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Cnucok abbpeBunatyp

AP —apeHosnMHauGochar

AKTI —afpeHOKOPTUKOTPOMHbIA rOPMOH

AM® —aaeHo3MHMOHOMoOCHaT

AT®  —apeHo3uMHTpUgochar

ALUX  —auetuaxonuH

BMCM —Bo36yxaawowWwmnii  NOCTCUHANTUYECKUNA
noTeHuman

BMCT —B036yXjatoLwmnii nocTCUHaANTUYECKUNIA TOK

FTAMK —y-amunHOMacndHasa Kucnorta

rod  —ryaHosnHgugocgar

T® —ryaHo3uMHTpugochar

OHK  —pe30KcMpunboHyKnenHoBas KucnoTa

nr — N TENHN3NPYIOLWNIA TOPMOH

MALX —MyCKapuHOBbIA aLeTUNXO0NNHOBLIN
(peuenTop uam cuHanc)

MCK  — MexaHOCEHCUTUBHbIE MOHHbIE KaHasbl

HALX —HWKOTWUHOBLIW aLeTUAX0NNHOBbIN
(peuenTop namn cuHanc)

MKA —npoTenHKMHasa A

MKC —npoTenHknHasa C

MKG —npoTenHknHasa G

PHK  —pu6oHyKNnenHoBas Kucnota

CMP  —capkoniasmaTu4yecKunii peTukynym

TMACIM — TOPMO3HOW MNOCTCMHANTUYECKUI A NOTEH-
uuan

TTX — TeTPOAOTOKCUH

T3A  —TeTpasTUNamMMOHMWIA

dCI —PoNAMKYNCTUMYANPYIOLWLUIA TOPMOH

ULAM® —umnknuyeckninc AM®

urMe —uunknunyeckuihi TMo

LHC —ueHTpanbHaa HepBHasa cucTema

3MNP  —3HjonnasMaTuyecKunii peTuKynym

AC (aconitine) —aKOHUTUH

ANP {Atrial Natriuretic Peptide) — npegcepaHblii
HaTpuiiypeTuyecknii nentug

AMPA —a-aMUHO-3-TUAPOKCU-5-MeTUN-4-N30K-
€a30n-nNponuoHoBas Kucnorta

ATX  —TOKCUHbI MOPCKWUX aHEMOH

BTX (batrachotoxin) — 6aTpax0TOKCUH

CaM —cneyuntuyecknin KanbMogynmnH

CBP (CREB-bindingprotein) — CREB-cBa3bIiBaknLyui
npoTeunH

CFTR (cystic fibrosis transmembrane conductance
regulator) —pasHOBUAHOCTb  XJIOPHOTO
KaHana

CRE (AMP response element) —yuyactok [AHK,
B3aumogeiicTeytowmnii c CREB

CREB —6enok, csasbiBatowuiica c CRE

CTX (ciguatoxin) — LuUryaToKcuH

DAG —pgnauynnranuepon

DPPX —paunenTuagun ammHonentuaasa-nofo6Hbli
NpoTenH

GAP — T Tdaza-akTusmpytowne 6enku

GNRF —ryaHUHHYKNEOTMAOOMEHHbI NMPOTEUH

GNRP —ryaHWUH-HYKNeOoTUA-0CBOGOXAato W e
6enku

GRB2 —growth factor receptor—bound protein-2

GTX (grayanotoxin) — rpasHOTOKCUH

Ip3 — nHo3UTON-1,4,5-Tpudochar

JAK ~ —Janus TUPO3UH-NPOTENHKNHA3bI

LTD (long-term depression) — [ONTOBPEMEHHas
fenpeccus

MAP  —MUWUTOreH-akTUBUPYIOLW NI NPOTENH

MAPK —kackag MAP-KnHasbl

MAPKK (MEK) —kunHa3za MAP-K/NHa3bl

NGF —dakTop pocTa HepBoB

NMDA —N-metun-O-acnaprar

PP1 (phosphoprotein phosphatase 1) —

thoconpoTenHpocaraza 1

PbTx (brevetoxin) — 6peBeTOKCUHbI

RTK  —TWpO3MH-NPOTENHKNHA3A

SAC (stretch-activatedchannels) — KaHanbl, akTUBUPY-
IoLLMeCH MPU PACTAXKEHUMN KNETKM

—npeobpa3oBaTeNiy CUTHaNa M akTMBaTOPOB
TpaHcKpunumm

STX (saxitoxin) — cakCUTOKCUH

TGF  —ddakTop pocta onyxonu

VER (veratridine) —BepatpuguH

STAT



Or aBTOpPOB

Mpeanaraembiii  BalweMy BHWMaHWUIO «ATnac no
thnsmonormm» npeactaBnseT cCo60M KHUTY, B PUCYH-
Kax U KOPOTKOI TEKCTOBOI 4YacTW, B KOTOPO AaHbl
npefcTaBfeHNs He TOJIbKO O (YHKUMAX OpraHums-
M3, HO WU NPOAEMOHCTPUPOBaHbl UX MeXaHW3Mbl Ha
OpraHHOM, TKaHeBOM, KJ/IeTOYHOM, MeMO6paHHOM K
MONEKYNSAPHOM YPOBHAX, W3/10XKEeHHble Ha OCHOBe
NpefcTaBNeHNA, CNOXMBLUMXCA B MEXAYHapOLHOW
y4e6HO/ M Hay4yHOli nuTepatype Ha nepuog 2009—
2010 rr. CT1onb rnybokoe onucaHne U3nMON0OrMK CBA-
3aHO C Tem, YTO M cama 3Ta Hayka, W ee negarornyec-
Kue acnekTbl BbllW /M Ha KAYeCTBEHHO WHOW YPOBEHb,
MOCKO/IbKY NpefefibHO pacwupunnce U yrnyéumnmco
Halun npefcTaBneHnUs B 061acTU MONEKYNSApHON 6uo-
normm, 6Momn3nKnM, reHeTukn. Bce 3To ckaszanochb
W Ha NpefcTaBneHUaX O (U3NONOrUU OpraHusma.
MpuHUMNManbHbIA NPOrpecc B 3TUX 061acTAX HayKu
Nno3BOAUA ONpefennTb COBEPLUEHHO HOBble MOAXOAbI
K NeYeHUto TeX UM UHbIX 3ab0/ieBaHUA W BbIBECTYU
Ha KauyeCTBEHHO HOBbI/ YPOBeHb MPUHLUMNbLI CcO3fa-
HWA (hapmMakofiormyeckux rnpenapatos. [Mo3ToMy B
HacToslee BPeMA HEBO3MOXHO NMPOBOAMTL Hay4Hble
nccnefoBaHUs UAN OCYLLEeCTBAATbH KBanupuumpo-
BaHHOE /leyeHme nauneHTOB 6e3 3HaHUA NPUHLUNN-
a/lbHbIX MEeXaHW3MOB, /ieXaliux B OCHOBe (YHKLUWi
opraHusma, a cnegoBatesibHO, 6e3 rny60oKoro 3HaHuA
(hM3N0N0TMN KaK HayKW.

CTteneHb WHTEHCUBHOCTWU pa3BUTUA (PU3NONOTUM
MOXXHO NpOC/efnThb, B35B B KAYECTBE KpUTepus 06bem
OCHOBHbIX MeX[YHapOAHbIX Y4e6HUKOB MO 3TOW Aguc-
uuMnanHe, NpegHa3HaYeHHbIX ANA CTYAEHTOB MeLWNKOB
n 6uonoros. Ecnu ewe 5net TomMy Hasaj 6a3oBble
yyebHUKM nmenn obvem B npegenax 1000 cTpaHuy, TO
B HacTosliee BpemMs 06beMbl Y4eOHWKOB AOCTMralOT
2000 cTpaHuy,. 3TO CBA3aHO C BBeAEHMEM B NMporpam-
Mbl 06YY€EHNA CTYAEHTOB 60/bLLIOT0 KONMYECTBa COBEP-
LUEHHO HOBbIX MpefcTaBneHuii, 6e3 KOTOpbIX HEBO3-
MOXHO npefcTaBuTh cebe Bpaya XXI B. Bce 370 CTaBuT
nepes OTeYecTBEHHOW YHWBEPCUTETCKOW LIKOMOW Mo
(hM3nonorMm MNpUHLMNWaNbHO HOBble 3afiayu, CBA-
3aHHble KaK C TEOPeTMYEeCKO NOAroTOBKOM CTYAEHTOB
MeAVKOB 1 6M0M0roB, Tak U C NPUBUTUEM UM HOBEN-
WMX NpaKTMYecKUX HaBbIKOB. B nocnegHue ropabl B
Espone n CLUA npousownio yrnybneHne nporpaMmmeol
no U3nN0A0TMM N YCUIEHWE MOATOTOBKW CTYAEHTOB
MegukoB n 6uonoros. MnaHupyemas [NpesngeHTOM
n MNpasutenscTtBoM P® ycuneHHasa NOLITOTOBKa CTy-
[EHTOB BbICWINX Y4ebHbIX 3aBefeHWIi onpefenser B
BUAE MPUOPUTETHOW npobnembl yyebHO-mMeTOAUYEC-
Koe ob6ecrneyeHmne npouecca npenogaBaHus.

O6pa3oBaslieeca B MocfefHue LecATUNeTUA Teo-
peTuyeckoe, 3KCMepuMeHTanbHOE U WH(OPMaLMOH-
HOe OTCTaBaHWe OT eBPOMENCKON YHMBEPCUTETCKOWA

WKObI MO (YU3NONOTUK N YHUBEPCUTETCKOro o6paso-
BaHWUA B 3T0I 06nacTn B CLUA f0NXKHO 6bITb yCTpaHe-
Ho B Poccum 6nmxkaiwee Bpemsa. K coxaneHuto, ata
CUTyauua CNnoxwunacb WMeHHO Torga, Korga usuo-
norus, nexauias B OCHOBe BCeX MpeACTaBNeHWR o
Yye/l0BEKe, B OCHOBe BCEI Hallelh MeAnLMHbI, 4OCTUINA
HebbIBaNOro pacuBeTa 3a CYeT BHEAPEHUS B Hee 3Ha-
HWIA, MONYYEHHbIX METOAaMW MOSEKYNSpHOW 6uo-
noruu, 6Mon3NKN, reHeTUKU. Hauyano NO3UTUBHBIX
M3MeHeHUn B yyebHO-MeTO4MYECKOM obecrneveHun
yuebHOro npouecca Ha Kaegpax (QU3N0ONOTUU YXKe
MOMIOXXEHO: BbILIMO B CBET YXe HECKOMbKO Y4ebHbIX
u3gaHnii no dwusmonorun. HakoHel, M3[aTeNnbCTBO
«Q0TAP-Meauna» BbiNycTUA0 «ATnac no (usuno-
noruu», npefnaraemblii BawleMy BHUMaHWKO. TakKuM
06pa3om, 3HauuTeNbHOE MH(pOPMaLNOHHOEe OTCTaBa-
HVe BY30BCKOI ()M3M0N0rum B POCCUM YXKe YaCTUUHO
KOMMEHCUPOBAHO CO3J4aHMEM Y4YeBHWKOB MeXAYyHa-
POAHOTO YPOBHS.

BocHoBe «ATnaca no (Qu3NONOrnu», KOTOPbIA
CYLWEeCTBEHHO [AONOJHAET MMelUMecs U3aHus,
NeXWUT COBEPLUEHHO HOBbIA NpuHLMN. O6bIYHO aTna-
Cbl MO TEM WAM WHbIM AUCLUNAMHAM NpeAcTaBff-
0T cO60M MNAOCTPATUBHbLIA MaTepuan ¢ KOPOTKUMMU
MOAPUCYHOUYHbIMM nognucamMu. BHacTosweldi KHure
PUCYHKW, HArfgagHO LEMOHCTPUPYIOLME MeXaHWU3MbI
TeX UM MHbIX PYHKLKUA OpraHm3ma, COnpoBOXAalT-
CA X OMUCAHMNEM.

CopepxaHue «ATnaca no GU3N0N0rMmM» NONHOCTbIO
COOTBETCTBYET MporpaMmam no U3nonorum, NpUHA-
ToiMm B P®. [1Ba TOMa arnaca Bkio4aT 10 OCHOBHbIX
pasgenoB no gusmonorun. 1o ob6Wwasa Gusnonorms
BO30YAMMbIX TKaHeW, BTOPUYHbLIE MECCEHAXEpHI,
(hm3nonorua cmHancos, MM3nNonNorna Mo, GrU3no-
NOTnNA HEPBHOI CUCTEMbI, CepAeYHO-cocyAncTan cuc-
Tema, (PU3N0N0rnsa AblXaHWUs, KPOBb, BblAeNnTeNbHasA
cmcTeMa 1 U3MoNorna NuLLeBapeHns.

Mol Hageemcsi, UTO «ATnac no gusnonorun» byaet
MoJsie3eH LWMPOKOMY KpPYTy untatesneid, UMer L MX0THO-
WeHVe K MeAMKOo-6M0NOrnYecKoil Hayke, MOCKONbKY
KHWTa BHOCUT OMNpefeneHHOe MNOHWMaHWe BO
MHOrme Bonpocbl. KHUra, HeCOMHeHHO, 6yger
nmofesHa He TONbKO CTyAeHTaM YHUBEPCUTETOB,
M3yyarowmMm (U3MoN0ru, HO U Hay4HbIM COTPYA-
HMWKaM, a TakKXe npenogaBaTensm OWMONOTMYECKUX
U MeAULUHCKUX (haKynbTeTOB YHUBEPCUTETOB Poccuu.
KHuWra, Kak Mbl HafieeMcs, NOMOXET U KAMHULMCTaM,
3aHMMalWMmMca HayyHoil paboToii, 6asupytoweiica
Ha (DYHKLMAX KNETOK, TKaHei, OpraHoB 1 opraHn3ma B
Lenom. «Atnac no Gu3nonornmn» MoXKeT CAYXUTb yueb-
HbIM Nocobuem Ans CTYLeHTOB MeAULUHCKUX U 6uno-
nornyeckux akynbTeToB YHUBEPCUTETOB, 06yuvato-
L MXCA NO CNeyuanbHOCTU «HU3N0NOTUA», a TaKXKe 419
OpAMHATOPOB, aCMMPAHTOB M MONOAbIX CMELNannCcTOoB,
Xenawwmx NoBbICUTb CBOK KBanuguKaLuio.



[naBa 1
ObLaa pn3nonorms

BO30YANMBbIX TKAHEN
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Nnnnabl

Nvnupgbl, WWpPOKO npefcTaBNeHHble B KeTKax
opraHusma, 3T0 MOJEKY/bl, COCTOSILLME NPenMyLLec-
TBEHHO M3 aTOMOB Yyrnepoja v sogopoga. Nockonbky
3TW aTOMbl CBfi3aHbl HEATpPanbHbIMW KOBaNEHTHbI-
MU HENONAPHbLIMU CBA3AMU, NUNUAbI HENONSPHbI
M MMEKT OYeHb HU3KYK pacTBOPUMOCTbL B BOAe,
yTO ABNAETCA XapakTepHbIM CBOWNCTBOM 3TOr0 Knac-
ca opraHumuyeckmx wmonekyn. OCHOBHble nofknac-
Cbl NMUNUAO0B — XWUPHbIe KWUCNOTbl, HeWTpanbHble
XUpbl (MHaye, auUNrAULEPUHbI WU TANLEPUbI),
cTtepoupbl. Hanbonee pacnpocTpaHeHHble NUNUAbI
MemMbpaH — 3TO rNULEepPUH3aMeLL,eHHbIE U COUHTO-
3MH3aMeLleHHble TMMUAbI, & TAKXE FIUKOANNUAbLl U
npegcTaBUTENn CTEPOUA0B — CTEPUHBI.

XVpHbIE KUCNOTbI

MoneKynbl XXWPHbIX KUCNOT —ANUHHbIE YTNEBO0-
poAHble Lenn C KOHUEBOW KapbOKCUMbHON rpynnoii.
TWNUYHBI NpUMEpP XUPHbIX KUCNOT MpieAcTaBneH Ha
puc. 1-1, A, B.

BcnefcTBME TOTO, UTO XXMPHbIE KACNOThI BOPraHu3me
CUHTE3UPYOTCA NyTEM COEAUHEHNSA ABYXYTNEPOAHbIX
(hparMeHTOB, GONbLINHCTBO XUPHbLIX KWCNOT MMeeT
YeTHOe YMCNOo YrepoLHbIX aTOMOB, OT 14 1o 22.

Ecnu Bce aTOMbI yr/iepoAa B XUPHbIX KUC0Tax CBS-
3aHbl OJMHAPHbLIMY KOBANEHTHbLIMM CBA3SIMU, TO TaKas
XXMPHaA KUCNOTa Ha3blBAeTCA HACbILEHHON XUPHOI
KUCNOTOW. HekoTopble >XMpPHble KWUCAOTbl COAepXaT
OfHY Unn 60MbLUe LBOWHbLIX CBA3EM, M TOFAa OHW Ha3bl-
BAKOTCS HEHACbIWEHHbIMU. ECAN Y XXUPHOW KUCAOTI
MMeeTcs OfHa ABOHas CBA3b, TO OHAa Ha3blBaeTCs
MOHOHEeHacbIlWeHHON KucnoToi. Korga Takux cBsasei
60n€ee 0A4HOW, TO TOBOPAT O NOJIMHEHACHILLLEH HOM XKNp-
HOW KucnoTe.

HacblleHHble 1 HEHACbILLEHHbIE XXUPHbIE KUCAOTbI
pasnnMyarTCcs NO CBOEN CTPYKTYPHOW KOH(Urypaymu.
B HaCbIWEHHbIX XWUPHbIX KUCNOTax YrneBoA0POAHbIIA

MnaBa 1

XBOCT MOXET MPUHMMaTb MHOXECTBO KOH(opMaLunii
BCMEeACTBME CBOOOAbI BpalleHWUs BOKPYT KaXAoh ofu-
HapHoli cBssmn (puc. 1-1, B), ogHaKko Hanbonee BepoaTHa
KOH(UrypaLumns BbITAHYTON GOPMbI, Kak 3HepreTmyec-
K1 Hanbonee BbIrofHas.

B HeHaCbIWEeHHbIX XUPHbIX KWCMOTaX HEBO3MOX-
HO BpalleHWe BOKPYr ABOWHOW CcBA3WU, W 3TO 06yC-
NOBNMBAET XECTKUI K3rnb yrnesofopoAHOR Lenu
(puc. 1-1, I, ). BHeHaCbIWEHHbIX XUPHbIX KWUC-
notax “Wc-KoHMurypaumns [BOIWHONW CBA3U co3gaeT
n3rnb anugaTMyeckoin uenn nog yraoMm npumep-
Ho 30° (puc. 1-1, I'). Mpu TpaHc-hopme [ABOMNHON
CBA3N KOH(popMauuns yrnesofopoAHOW uenn Mano
OTNNYaeTcad OT KOH(OPMaLMM HACbILLEHHON Lenu
(puc. 1-1, O).

HelTpasibHble Xupbl

nuuepnHoBbIe 3MUPbLI XMUPHBIX KUCNOT HasblBa-
HOT HEATpanbHbIMK XUpPaMU, auun rAMLepuHaMun nam
ranuepugamu. OHM COCTaBAAIOT rN1aBHbIA KOMMOHEHT
XXMPOB, 3anacaemMbiX B KfeTkax. CTPYKTYpHOW OCHO-
BOM 3TWUX NUMNUAO0B CAYXMUT 3aMelleHHbIl TpexaToMm-
Hbl/A cnUpT ranuepuH (puc. 1-1, E).

EcAn XWPHbIMU KUCNOTaMW 3TepudULMpOBaHbI
BCE TPW TULPOKCU/IbHbIE TPYNMbl TAULEpPUHa, TO
Takoe COefiMHeHWe Ha3biBaeTCA TpuauuNrnnLepu-
HOM (puc. 1-1, N). Tpn XUPHbIX KUCNOTbl B MOEKY-
ne TpuauunramuepuHa 6biBal0T pasHbiMU, U, TaKUM
06pa3oM, pasHble XWUPbl MOTYT BKAOYATb XUPHbIE
KWCAOTbI C LenoYykaMu pasiMyHoin LANHBLI U pasHON
CTEMeHbl0 HACbIWeEHHOCTU. TMaponn3 Tpuayunrnu-
puAoB MPUBOAUT K OCBOOGOXAEHWIO XUPHbIX KUCIOT
OT rULEPUHA, a 3T NPOAYKTbI MOTYT pacLiennaTbeca
fanblie C BbIfeNeHUeM 3Hepruu, Heobxogumon ans
MDYHKULMOHUPOBAHMA KNEeTOK. TpuaunnrinuepuHsl
npesCcTaBNAOT CO60/ OCHOBHYK Maccy MpUpOAHbIX
HelTpanbHbIX XUpoB. Kpome Tpuauunrauuepu-
HOB BCTpeyalTCca AuayunrauuepuHbl (puc. 1-1,3)
n MOHoauunranuepuHsl (puc. 1-1, X).

Puc. 1-1. OcHOBHble coeguHeHUs, popmupyowmne ochonmnuibl.

A v B — npumepbl MOEKYN XUPHbIX KNCNOT. MOMeKy bl XXMPHbIX KMUCNOT MPeAcTaBnsaioT cob0i ANHHbIE YTNeBo-
[0pOfHbIe Lienu ¢ KOHLEeBO KapboKCUbHOW rpynnoii. MNMoka3aHbl (A) HacbileHHble (BCE aTOMbl YT/1ep0Oa B XXMPHOM
KWUCNOoTe CBA3aHbl OAMHAPHbLIMY KOBaJIeHTHbIMU cBA3AMU) U (B) NoNMHeHachIWeHHble (COAepXaT OAHY Uin 6onbLue
[BOMHBIX CBA3ei) XMpHble KncnoTol. Janee Ha naHenax B, I [l nokasaHa KOHpUrypaLmus cBa3ei XUPHbIX KUCNOT:
HacblWeHHbIX (B) HeHacbIWeHHbIX € uuc-cBa3bio (), HEHACHIWEHHbIX C TpaHC-A4BOHON CBA3bIO (). E — 3ame-
LeHHbI TPEXaTOMHbI/ CAUPT FANLEPUH CTPYKTYypHas ocHosa nunugos. (XK) 1-moHoaumnrauuepum. (3) 1,2-gua-
LUATANLEPUH KakK O0CHoBa thoconunupa. BnonoxeHun 2 06bIYHO HAXOAMTCA HeHacbIWeHHasa XupHasa kuen* t.
(W) TpuraymnranuepuH. MoN0XKEHUN XUPHbIX KNCNOT OTMeYeHbl Kak Rr R2u R3
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docornuuepnapl

CTPYKTYpPHOW OCHOBOW MPOU3BOAHBLIX FAMNLEPUHA
ABNAETCH 3aMeLeHHbIl TPeXaTOMHbIA CAUPT FAu-
uepuH. doconunnasl MembpaH npeAcTaBAeHbl nNpe-
MMyLLeCTBEHHO ¢octornuuepugamm (puc. 1-2A, b).
NHTepecHO, 4YTO 3TW COEAMHEHUA B OpraHuW3Me
BCTPEYalTCsH NpakTUUYeCcKn TONbKO B 6MONOrMUYeCKUX
membpaHax. B docdornuuepmgax ofgHa 13 nepsBuy-
HbIX TMAPOKCU/bLHBLIX Fpynn ravuepuHa (rpynna 3
Ha pwuc. 1-2 B) aTepuduumpoBaHa He >XMUPHOW,
a (hochopHON KucnoToi. ApyrumMu cnoBamu, OCHO-
BOM ANS WX MOCTPOEHUSN ABNAETCA HEe FNULEPUH, a
ravyepogocdopHas kucnota. Ecnu B nonoxeHun 3
y TAMLEPMHA HAaXOAUTCA OCTAaTOK (hOC(OpPHON Kuc-
NOTbl, TO COOTBETCTBYIOLLEE COEAMHEHME Ha3biBAKOT
thocthaTnannoBoi KUCNOTONA.

Kpome TOro, Kk atomy docgaty B psje cnyvaes
npucoeanHsaeTca Hebonblwas nonsgpHas MOHMW3WU-
poBaHHas as3oTcojepikalias Monekyna, Hanpumep,
Kak y octarmguncepmHa n gochatugnnxonmHa
(puc. 12 B). 3T rpynnbl COCTABMAAKT MNOMSAPHYHO
(rmppodunbHyto) obnactb Ha 0OAHOM KOHUe ¢oc-
tonunupa. [Be Apyrue ruapoKCubHble Tpynnbl
rnnyepuHa (rpynnel 1 1 2) npeacTaBngtoT co6oi
OCTaTKM XUPHbIX KUCAOT 1 obecneynBatoT obpaso-
BaHMe HenonspHoro (rugpoo6HOro) yuactka Ha
NPOTMBOMNONOXHOM KOHLEe MOJIEKY/Ib.

Takum 06pa3om, MONEKynbl Bcex gocdoraunuepu-
[0B cofepXaT MOMAPHYK FOMI0BY W fBa HEMONAPHbIX
YrNeBoA0POAHbIX XBOCTa. [M03TOMY OHM Ha3biBalOTCH
aMm@punaTMyecKumm, T. €. COBMeLLaloLLMMKU CBOINCTBA
n rugpodpumnbHoe™, n rugpoobHOCTU. BBOAE OHM
OpraHu3ylTCca B KnacTepbl C MOASPHbIMU KOHLaAMW,
KOTOpble MPUTATUBAKOT MOJEKY /bl BOAbI.

dochornmuepuabl oTAnYalOTCa Apyr OT Apyra rnas-
HbIM 06pa3oM no X-rpynmne NoasipHOR roN0BblI MOMEKY-
nbl. Hanbonee npocToii Tun dhochornnuepuaos —goc-
(haTngHasa KucnoTa, He MMetoLas X-rpynnbl. B KneTkax
OHa COJepXUTCA B ManoOM KONMYecTBe U NpeacTaBnsaet
co60li MPOMEXYTOUHbIA NPOAYKT B GUOCMHTE3e APYTUX
thocornmuepnos.

icxoas U3 N3N0XeHHOI CTPYKTYpbI, pochonnnungbl
00bIYHO 0603HaYalTCA Tak, Kak 3TO NpeAcTaBNeHO Ha
pucyHke 1-2 B.

CBoOiiCTBa eCTECTBEHHbIX MEMOpaH YacTo uccnegy-
0T Ha UX MOAeNnax, NpeacTaBnArLWmnX coboi ncKyc-
CTBeHHble ¢ochonunuaHble MembpaHbl. TexHUKa
MONYYEHUA WUCKYCCTBEHHbIX NUMNUAHBLIX MeMbpaH
6bina paspaboTtaHa JlaHrmiopom B 1917 r. Ecnn Ha
MOBEPXHOCTb BOAbl HAHECTW Kamna pacTBOPEHHbIX B
KakoM-1nm6o netyyem pactsopurtene pocoamnugos
WA XUPHBIX KUCNOT, TO MOC/ie pacnpejenieHns ux
MO/IEKYN MO BOAHOM MOBEPXHOCTW U McnapeHns pac-
TBOpPUTENS 06pas3yeTcd MOHOMONEKYNApHas NneHkKa.
Kak ycTaHOBWU JISHTMIOP, NPU NO/THOM HacCbl LW EeHNNY
NOBEPXHOCTHOrO cfof ajcopbupoBaHHble MOJEKY-
Nbl INNWL0B pacnonararnTca MeprneHAnKYNapHo K
NMOBEPXHOCTW BOAbl TakuMm o06pa3om, 4YTO B BOLY
norpyxaerca rugpounbHas nonspHas rpynna,
a HenonspHas YyrnesojopojHas LUenb Hanpasne-
Ha BepTWKaNbHO BBepPX. TakoW OPUEHTUPOBAHHbIN
CNO MONeKyNn Ha3blBaOT «4acTOKOMOM JI3HIMIOpa»
(puc. N2 IN).

Ecnun CTeKNAHHY NNacTUHKY ONYCTUTb B BOAY, Ha
NMOBEPXHOCTM KOTOPOI HAX04MTCA MOHOMONEKYNApHas
naeHKa NMNUA0B, TO 3TY NNEHKY MOXHO NEePEHECTU Ha
NMOBEPXHOCTb MMACTUHKW. [pU NOBTOPHbLIX MOrpyxe-
HUAX Ha NAacTUHKe BO3HUKAT OGUMONEKYNAPHbIE
nneHkn (puc. 1-24).

Puc. 1-2. ®@ochonunugbl n NpUHLUNBI (HOPMUPOBAHUA MeMOPaHbI.

A, B — dochonunumasl membpaH NpevMyLLECTBEHHO MNpefcTas/eHbl ochornvuepugamu. Bdochornnuepupax
04Ha 13 MePBUYHBIX TMAPOKCU/bHBIX TPYNN rauuepuHa (rpynna 3) aTepuumLmupoBaHa He XMPHON, a hocopHoii
KWUCNOTOW, T. €. UX OCHOBA He rMUepuH, a rauuepodocdopHas kucnota. Kdochaty npucoegmHsaetca nonsapHas
MOHM3NPOBaHHas a3oTcofepxkallan Mosekyna, Kak 370 NnokasaHo fAna tocdaTtmamnataHonammHa. 3Ta rpynna
cocTaBnseT NOAsApHyk (rMApoduabHY) 06nacTb Ha OLHOM KOHUe tochonunuga. [se Apyrvue rufpokcunbHble
rpynnbl ravueprHa (rpynnbl 11 2) npefcTaBnsto  coboi 0CTaTKM XUPHBIX KMCNOT 1 06ecrneynsatoT ob6pa3oBaHme
HenonsipHoro ( ugpoo6HoOro) yuvactka. B— o0603HavyeHne gochonunuaa. '— MOHOCNOA octhonmnuaos Ha

Boge. [ — 6ucnoii hochonnunuaos
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M'mapodobHble NMNnAHbIE

XBOCTbI
MmppodnsibHble rON0BKM

r n

M'mppodnsibHble FONOBKM
HarnpaBs/ieHbl B CTOPOHY
BOAHOV cpefpbl.

M'mapodrobHble XBOCTLI

OPVEHTMPOBAHBLI APYT K APYrYy
B CTOPOHbI OT BOAHOW cpefpl.

MapocubHbIE TOOBKU
Harnpas/ieHbl B CTOPOHY
BOAHOV cpeapbl.



Nvnnabl memo6paH

B HaubonblleM KOAMYEeCTBE B OpraHU3Me 4enoBeka
N XKUBOTHbIX BCTpevalTca Takue gochornnuepunis
(puc. 1-2 A), KaK hocthaTnamnataHonamuH. B gonon-
HeHWe, NPUCYTCTBYIOT hocaTUANACEPUH, dhoctaTn-
AN HO3MTON W pocaTuamnxonuH (puc. 1-3 A). OHu
MeTabo/MUYeCKN CBS3aHbl APYr C APYroM U cogepxat
B KauyecTBe X-rpynnbl aMUHOCMUPTbI 3TaHOAAMUH
(ocTatok (ocosTaHoNammHa) M XonuH (ocTaTok
thocpoxonunHa). BdochatugnncepuHe gocgopHas
KMcnoTta aTepuduuupoBaHa FMAPOKCUNbHOW rpyn-
noil cepuHa gocdocepuHa. BdochaTmanamHosute
X-rpynnoii cny>uT WecTUYrNepoAHbliA caxapocnupT
nHo3nT (ocTatok ochopHOro adumpa WHO3MTA).
B ochatnannramuepuHe ponb X-rpynnsl Mrpaet
0CTaTOK ahupa rnuuepodocdara.

Ponb nonspHoii X-rpynnbl ocdaTuioB MOXeT
nrpaTb TaKXe mMoJiekyna caxapa. 3t ramkogocporiun-
uepugabl, unun ochatmgmncaxapa, 06HapyxeHbl B pac-
TEHUAX U MUKpoopraHusmax. Nx He cnegyeT nyTaTh C
FAVKOAMNUAAMU, B MOJIEKY/IE KOTOPbIX TOXE HAX04MT-
€S caxap, HO OTCYTCTBYeT hochopHas KucnoTa.

CoMHro3nH3aMellleHHble NUnuabl

CTpyKTypHasa oCHOBa CHMHIO3UH3AMELLEHHbIX /N-
NUAOB — aMWUHOCMIUPT CPUHTO3UH. CHUHTONMNNAbI
06HapyXeHbl B MeM6paHax pacTUTeNbHbIX U XWUBOT-
HbIX K/1IeTOK; 0CO6eHHO 6orata UMW HepBHas TKaHb,
B YaCTHOCTU MO3r. B>XMPOBbIX OTNOXEHUAX CPUHTO-
NUNUA0B 04YeHb HeMHOro. Mpwu rugponuse cuUHro-
AMNNAOCB 06pasyroTCH OA4HA MOMeKyna XWPHOW Kuc-
NOTbl, 0HA MONEKYNA HEHACLILWEHHOr0 aMUHoCNupTa
COUHIO3MHA UK €ro HacblWeHHOro aHanora AUrng-
poC(MHro3nHa, ofHa MoneKkyna hocPopHO KNCNOTbI
n ofgHa monekyna cnupta (X—OH). NuuepuHa chuH-
roNnunuabl He cofepkar.

Hanbonee pacnpoctpaHeH cUHronnnug c@uHro-
MuenuH (puc. 1-3 b), cogepxalinin B kauectse X-rpyn-
Mbl XONIMH. [1nA CHUHTOMUENNHA, TaK Xe KaK 1 4N1d BcexX
LPYTUX COUHTONNNUAOB, XapaKTePHO TO, YTO O4HUM U3
ero yr/ieBoflOPOAHbLIX XBOCTOB CNYXWUT LAWHHAA anu-
(haTnueckas LUenb CHPUHro3MHa, a LPYrMmM— 3Tepu-
(hvumMpoBaHHasa >XMpHaa Kucnorta. Takum obpasom,
KOH(opmMaunum CHUHroNMnnAoB OYeHb CXOXWU C (poc-
(hornuuepnaamMmun, Tak Kak Ux MONeKynbl Takxe cogep-
)KaT NOMAPHYIO TO10BY U ABA HEMONAPHbLIX XBOCTA.

Y rMnKoNMnNuaoB ronoBy MOMekynbl o6pasy-
10T NONApPHble TUAPOPUAbHbIE YINEBOAHbIE TPyn-
nbl, Yawe Bcero D-ranakto3a. OfHako B OTAM4ue
OT CUHrONMNUAOB, FAUKOAMNUALI He cofepxar

thocthopHON KucnoTbl. K npocTeldwuM rAUKONM-
nugam OTHOCATCA T[AWKO3UAANALUA TANLEPUHDI,
06Hapy>XXeHHble B PacTEHUAX U MUKPOOpPraHuU3Max.
Lpyras rpynna, nepebpo3unibl, MOXeT OblTb OTHeCe-
Ha KakK K ramkonunupam, Tak u K cuHronunugam,
MOCKOMbKY 3TW COEAMHEHUs CojfepXaT W caxap, M
COUHTO3MH. M0O3TOMY OHWM Ha3blBalTCA Lepebposun-
Abl, AN TAMKOCPUHTonmMnuabl. OCo6eHHO BennKo
cofiep>KaHue Lepebpo3njoB B MeMOpaHax HepPBHbIX
KNeTOK, B YacTHOCTM B MUWENNHOBON 060/0UKe.
O6Hapy>XeHHble B Liepebpo3naax XUPHbIE KUCNOTI
HeoOblUHbI, TaK Kak cofepxaT 24 atomMa yrnepoja.
Yalye Bcero BCTpeyatoTCA HEPBOHOBAsA, Lepe6bpoOHO-
Bas UNNTHOLEPUHOBASA KUCNOThbl. XX UPHOKUCOTHBI I
ahup chuMHrosmnHa, He cogepXxawnin caxapa, Hasbl-
BalOT Lepamup,.

Crepounapl

CTepouabl pe3Ko OTnMYaloTCA MO CTPYKType OT
MONeKyn Apyrux nofgknaccos nunuaos. Cteponabl —
3TO MPOM3BOLHbIE NMEPruipouNKIONEeHTaH-DeHAHT-
PEHOBOTO ffpa, COoAepXallero TpU KOHAEHCUPOBaH-
HbIX LLMKOreKCaHoBbIX KOMbLa, COEUHEHHbBIX APYT C
apyrom. K aTum CTpyKTypam MOXeT 6biTb MpUCoeimn-
HEHO HeCKO/IbKO TMAPOKCUAbHBIX MOMAPHbLIX rpynn,
HO YMCNO MUX HEAOCTAaTOYHO, YTO6LI caenaTb CTepoug
BOAOPacCTBOPUMbBIM.

K BaXXHbIM NPUPOSHBIM CTEPOUAAM OTHOCATCA XKen-
YHble KMCNOTbl, MYXCKWE M XXEHCKWNe MooBble FOPMO-
Hbl, TOPMOHblI HaAMNOYEYHWKOB, a TakXXe HeKOTopble
CTepomnabl C BbICOKON 6M0ONOrMYeCKO aKTUBHOCTLIO,
K KOTOPbIM OTHOCATCA, B YaCTHOCTMW, HEKOTOpPbIE AAbl.
B kneTkax 3TuW CcOefUHEHUs NPUCYTCTBYHT 60Nb-
el 4acTbio B C/AefOBbIX KOAW4YeCcTBaxX, M TONbKO
npeAcTaBUTENM OfHOrO Kfiacca CTepoufoB, a MMEH-
HO CTEpPUHbI, COCTaBAAT UCKIOUYeHNe. CTepnHamm
KNeTKN Oo4YeHb 6oratbl. OTU COEAUHEHMA coaepxat
CNUPTOBYI0 TMAPOKCUALHYIO rpynny npu C-3 u pas-
BETB/IEHHYIO anungpaTuyeckyt LeMnb M3 BOCbMU WM
6onbWwero yucna atomoB yrnepoga npu C-17. OHu
CYLLeCTBYIOT NMb0 B BUAe CBOGOAHbLIX CINMPTOB, N1M6O
B BUAe 3hMpOB, Y KOTOPbIX TMAPOKCUAbHAA rpynna
npn C-3 aTepuduumpoBaHa >XUPHOWK KWCNOTOW C
ONVHHOR Uenblo.

MpumMepbl cTepoupoB: xonectepuH (puc. 1-3T),
KOPTU30n (CMHTE3MPYEeTCA B HaANOYeYHUKaX), XKEeH-
CKue (3CTporeHbl) M MYy>CKue (TeCTOCTepPOH) noJio-
Bble TOPMOHbI, CEKpeTupyeMble roHagamu. Hanbonee
pacnpocTpaHeH X0/necTepuH, KOTOPbIA COAepPXUTCS B
opraHusMe Kak B CBOGOAHON, Tak W B aTepumumnpo-
BaHHON popme. OH BXOAMT B cOCTaB MeMbpaH

Puc. 1-3. Hamnbonee yacto BCTpevaroLmecs N(Mnuabl memoépaH.

A — npumepsbl ochonmnuaos; b — npumep chuHronunuga; B — npumep uepebposmga (rIMKOCHUHToNMnNuaa);

T — npumep CTepomios
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Nvnnabl 6ucnos

B dusmonornyecknx ycnosmax membpaHbl o06na-
JalOT AMHAMWYECKUMWU CBOWCTBaAMU. JIMMUAHbIA 6K
cnoii (puc. 1-4 A) no cyuiecTBy npeacTaBnsieT coboi
BA3KYI XMWAKOCTb U XapaKTepusyeTcs TEKyYecTblo.
TekyuyecTb —3TO MaKpOCKOMUYECKasa XxapakTepucTu-
Ka BCEro MNUAHOro 6mcnos; ee BeNnyMHa obpaTHa
BA3KOCTU. [10CKONbKY NuNuAHbIA 6Gucnoin obnaga-
€T TeKy4yecTblo, OH, CNneAoBaTe/lbHO, MMEeT HU3KYI0
BA3KOCTb. B3aBucMMOCTM OT TemnepaTypbl U XUMU-
4ecKkoro coctaBa MembpaHbl TeKy4ecTb MOXeT ObiTb
BbICOKON AN HU3KOM. TeKy4yecTb NUNULHOr0 6ucnos
Yy TEN/OKPOBHbIX XUBOTHbIX UMeET HeboNbLIOoe 3Ha-
YyeHUWe, NMOCKOMIbKY TeMmmepaTypa BHYTPeHHeR cpeabl
opraHusma 6onee WaM MeHee NOCTOSIHHA, OA4HAaKO Y
XONOAHOKPOBHbIX XMBOTHbIX 3TOT NMOKa3aTe/Nb MMeeT
NPUHUMNWANbHOE 3HAYeHWe, MOCKONbKY MPU MOHU-
XXEHUWU TemnepaTypbl BSI3KOCTb NUNMAHOTO 6ucnos
YBeMYNBAETCS W, CliefoBaTeNIbHO, TeKYUYECTb YMEHb-
Waetca. Takne W3MEHEHUA AUHaMUYECKUX CBOWCTB
mMeMbpaHbl, Hapsgy C PAgoM Apyrux, NPUBOAAT K
TOMY, YTO MPW HU3KUX TemnepaTypax XMU3Hb XON0A-
HOKPOBHbIX XXMBOTHbIX 3aMUpaerT.

MogBMXXHOCTbL NNUNNAOB

BmecTe ¢ Tem BA3KOCTb (hochonmnmgHoro 6ucnos
06ycnoBneHa ByMs BUAAMMW NMOLBUXHOCTW Ha YPOBHE
MONieKyn poconmnupos, KoTopble o6nagardT ABYMSA

Puc. 1-4. dopmnpoBaHue NNNNAOB B BUCNOIA.

BUAAMU ABVXKEHWIA: BHYTPUMONEKYNSAPHBIM Y MEXMO-
nekynspHbim (puc. 1-4 B).

K BHYTPUMONeKYNAPHOA NOABUXXHOCTU OTHOCUT-
€S NOABMXKHOCTb Lienelil XXMpPHbIX KUCMOT U yyacT-
KOB MONAPHOW TrONM0OBKW, CBA3aHHAaA C FMOKOCTbIO
ueneil. TMOGKOCTb, B CBOK O4Yepefb, CBA3aHa C BO3-
MOXHOCTbIO BpaLleHUs XUMUYECKUX FTPYNNUPOBOK
OTHOCUTENbHO OAMHAPHOW CBA3M. DTO TaK Ha3blBa-
eMas KoH(popMaunmoHHas NOABUXKHOCTb.

BpawiatenbHas andysns — BpalieHne MONEKYbl
BOKPYT CBOE NpofonbHOW (4NNHHOWK) OCK, MOCKOMb-
Ky B BA3KOW Cpefe «BepeTeHO» B NI0CKOCTM Membpa-
Hbl nerye BpallaeTcsa BOKPYr MPOALONAbHOWA OCK, YeMm
BOKPYT NMOMepeyYHoi.

BpalueHne BOKpYyr nonepeyHoli (KOPOTKOM) ocu
TEOPeTUYECKM BO3MOXHO, HO B 3TOM C/y4ae LeHTp
BpaleHns, npucylwmnini gochponmnugam, Haxogutcs
6/1M3K0 K MOBEPXHOCTW. BpalyeHne NpoucxofuT Kak
6bl OKONO «llen» MOfeKynbl. Batoin obnactu mone-
KYNbl CTUCHYTbI, U ABUXXEHWE OrpaHU4YeHo. XBOCTbI B
3TOM cflyyYae MOFyT coBepllaTb MasTHUMKOOGpasHble
OBVWDKEHUS, HO LEHTp BpaweHus 6yaeT HaxoauTbes
BBEPXY. IMEHHO MO3TOMY LeHTpanbHas 4yacTb 6ucnos
o6napaeT 60MblUEA TeKy4yecTblo, Yem ob6nacTu uenei
XMUPHbIX KUCNOT, pacnofioXeHHble 6aMXe K NONSAPHON
rosoBe Mosiekynbl hochonmnuga.

MeXMonekynspHoe ABuXeHne npeacTaBnseT coboli
natepanbHyto Anddy3no LenbiXx (GoconnnuaHbiX
MO/eKyn 1, NO-BUAMMOMY, NPOUCXOAUT NyTeM 06MeHa
[BYX MOJIEKYN IUNN0B MecTaMu.

A— npumep ¢parmeHTa O4HOr0 M3 AUCTKOB 6McNos CchOpMUPOBAHHOIO Mofekynamu (cnesa Hanpaso) doc-
haTLMANHO3UTONOM  (hOoChaTUANICEPUHOM, (POCHaTUANINHOIUTONOM. (OCHaTULNNXONNHOM, XONUCTEPUHOM.
B — BapmaHTbl NOABVMXHOCTV NMMNUAOB B 6Ucnoe. MeXmMoneKynspHoe ABUXEHWE MPOUCXOAUT B BUAe 06MeHa ABYX
MOfeKyn NUMWAOB MecTaMy a BHYTPUMONEKYNSPHOE [LBMXEHUe — B BUAE BpalleHWs MOJEKY/bl BOKPYT CBOeii
NpoLONLHONM (B/IMHHONM) OCK 1 BpalleHWUs BOKPYT MONEPeYHO KOPOTKOWA) ocu. XBOCTblI MOTYT COBepLUaTh MasTHU-

K0O6PasHbI ABUXEHNS



PasHoo6pa3ve nMnnaoB B 6ucsioe

MmapodunnibHble
ro/10BKN

V  T'napodobHble
XBOCTbI

MoaBWXHOCTL IMNAOB B Npeaenax 6mcnos

doconmnuapl MoryT ABUratbCs B
CTOPOHbI, BpalaTbCsA WK U3rMGaTbCs.
O6a NMcTKa peaKo sSIBNsoTCS
3epKa/ibHbIM OTPAXEHNEM

XonectepuH ferko
nepemMeLlaeTcs



Benkn memb6paH

MonunenTugHas LUeNb aHan0rM4yHa HUTKe 6yc
(puc. 15 A): Kaxpgaa «bycumHka» npepcTaBnseT coboi
aMuHokucnoTy. bonee Toro, Tak Kak aMWHOKWUCAOTbI
MOryT BpaliaTbCsi BOKPYF MeNTUAHbLIX CBf3eld, MOMM-
nenTuAHas Lenoyka cnocobHa usrnbarbcsa u yknagbl-
BaTbCA B BMAE pa3inyHbIX hopM, NOAO6HO HUTKE 6YC,
KOoTopas MOXeT 6bITb 3aKpy4YeHa BO MHOTUE KOH(Ury-
pauyuu. TpexmepHas opma MONIEKY/Nbl M3BECTHA Kak
ee KoH(popmaynsa. KoHdpopmaumm nentnaos n 6enkos
UrparT rNaBHYH pojib B UX PYHKLMOHUPOBAHUN.

UeTbipe dakTopa onpeaensioT KOH(popmauuio
nonunNenTUAHOM Lenu nocne Toro, Kak obpasyercs
nocnefoBaTeslbHOCTb aMUHOKMNCOT:

* BOJOPOAHbLIE CBA3M MEXAY YydyacTKamu Lenu uau
MeX Ay Y4aCTKaMU LeMn 1 OKPYXaKLWUMN MONEKY-
namu BOAbI;

* WNOHHbIE CBA3W, 06pasyloLmMecs Mexay nofapHbIMu
M MOHNU3UPOBAHHBIMW YYaCTKaMM BLOMb Lenw;

e BaH-[ep-BaanbCOBbI CUJbI, NpeACTaBNAOLL e COBON
OYeHb cnabble CU/bl MPUTSXKEHUA Mexay 6/13Ko
pPacnofioOXKeHHbIMW HEMoAAPHbIMU (TMAPODO6HbI-
MW) yyacTKamu;

* KOBAa/IeHTHbIE CBA3W MeXAY 60KOBbIMU LiensMun gByxX
aMUHOKMCNOT.

MocKoNbKy NeNTUAHbIE CBA3M PACNONOXEHbI BLO/b
Luenu 4epe3 paBHble WMHTEepBanbl, TO BOAOPOAHbLIE
CBA3M MeXAY HUMU MMEKT TeHAEHLMI npugasaTb
Luenn npoCTPaHCTBEHHYI OpraHusaLnio, u3Bec-
THYIO KakK a-cnupanb. BopgopofHble cBA3W MOryT
Takxe 00pa3oBbIBaTbCA MeXAy MenTUAHbIMU CBA3S-
MW, KOrfa BbiCTynarouwMe y4yacTKW NOAMMENTUAHOMN
Luenn unayT NPUMEPHO nNapanfielbHO OfHa APYyrom,
0bpa3ys CpaBHWTENbHO NpsiMble CTPYKTYpbl Tuna
CK/1lafuaToro cnos, KOTOpble W3BECTHblI KaK p-C/OW.
OfHakKo Mo pasHbIM MNPUYMHAM fJaHHble Yy4yacTKu
nonunenTUAHbIX LUeneli MOryT M He 06pa3oBbiBaTh
KOH(hopMauumn B BUAE a-cnupann Uau B BUAe p-cnos.
Hanpumep, pasmepbl 60KOBbIX Lieneid U MOHHbIE CBA3N
MeXay NPOTUBOMONOXHO 3apsiXKeHHbIMU GOKOBbIMM
Lenamy MOryT NpensTcTBOBaTb 0Opa30BaHWUIO MOB-
TOPSAIOLLMXCS BOLOPOAHBIX CBA3EH, HEOBXOAUMbIX A5
06pa3oBaHNA 3TUX CTPYKTYP. DTN HEyNoOpsAOYEHHbIE

Masun 1

Yy4acTKW, Ha3blBaeMble MeTAAMU, BCTPEYAOTCHA B MeC-
Tax, CBA3bIBalOWNX 6GOMee perynspHble a-cnupanb-
HUe N pP-CTPYKTYPHbIE YYacTKU.

KoBafieHTHble CBA3WM MeXAy onpefeneHHbIMKU 6en-
KOBbIMU LenAMU MOTYT TaKXe UCKPUBNATL perynap-
Hble cKnaguatble cfion. Hanpumep, 60koBas wueMb
aMWHOKWUCNOTblI LUCTEWHA COAEPXUT CyNbPrua-
punbHyto rpynny (R-SH), KoTopas MOXeT B3aMMO-
felicTBOBaTb C CYyNbMruapnabHOR rpynnoi B Apyrou
O60KOBOM UEenuW uncTenHa, obpasys AUCYnbPUAHYHO
cBA3b (R-S-S-R), KoTopasi cBfi3biBaeT f[BE aMWHO-
KUCNOTHble Lenu BMecTe. Takue AUCYNbHULHbIE
KOBa/EHTHbIE CBSA3U 06pasyloTcs MexXAy ydyacTkamu
nonnnenTUAHOM Lenu B NPOTUBOMOMOXHOCTL 6onee
cnabbiM BOLOPOAHLIM W WOHHBLIM CBSI3SM, KOTOpble
nerye paspyliarTcs. OTU Xe CBA3WM BOB/eYEHbl U B
ApYyrue MeXMONEeKyNsapHble B3aWMOfeACcTBUS, OMNu-
CaHHble HUXe.

BONbWWHCTBO 6€/1KOB COCTOAT HE W3 OfHOM, a u3
HECKONbKMX MOAMNENTUAHbIX Leneid, U Ux HasblBa-
IOT MyNbTUMEPHbIMK (0/IMFOMEPHLIMKU) Benkamu. Te
Xe (akTopbl, KOTOpble BAUSAKOT Ha KOH(oOpMaLuio
OAHOro nonunentuaa, ONpefensOT B3auMopeic-
TBME MexAy nonunentugamy B ONIMTOMEPHbIX 6en-
Kax. Takum o6pa3om, uLenum MOryT MoAAepXUBaTbCs
BMecCTe 6narofaps B3auMOENCTBUIO MeXJY pasHbl-
MU MOHWU3UPOBAHHbLIMWU, NONAPHLIMU U HENONAPHbI-
MW OOKOBbIMW pafmnKanamu Lenu, a TakXKe 3a CYeT
06pa3oBaHUs AMCYNbOUAHBIX KOBaNeHTHbIX CBA3eW
MeXay uensmu.

MepBnyHaa cTpyKTypa (nocnepsoBaTeNbHOCTb
aMWHOKMNCNIOT) NOAaBNAOLWEro Konuyectsa 6enkos
M3BECTHA, HO TpPexMepHad opraHu3auusa onpegene-
Ha TOMbKO ANS O4YeHb HEe6ONMbLWOro ymcna 6enKos.
Bcneacteue TOro, YTo MHOrMe hakTopbl MOTYT U3Mme-
HATb YNakoBKY NOAMMNENTUAHON Lenu, B HacTosLee
BPeMS HEBO3MOXHO TOYHO MpejAcKasaTb NMPOCTPaHC-
TBEHHYI0 OpraHu3aLmnio 6esKa Ha OCHOBE ero nepeuyY-
HOIi CTPYKTYpbI.

Ha pwuc. 1-5 65 n puc. 1-5 B npeacraBneHbl mMoaenu
MHTerpanbHbiX 6eN1KOB, BKIOUYEHHbLIX B MeMOpaHY.

Ha puc. 1-5 I nokasaHO cTaHgapTHoe 0603Haue-
HWe WHTerpanbHoro 6enka, a puc. 1-5 1 gy6nupyet
puc. 1-5 B, HO B BUAe cTaH4apTHOro 0603HaYeHNS.

Puc. 1-5. CxemaTn4yeckoe n3obpaxkeHne pasnnyHbIX 6e/1KOB, M0-Pa3HOMY BCTPOEHHbIX B MeMbpaHy.

A — npuHUMNUanbHas cxema nofuMnenTUAHOW MONEKY/bl, BCTPOEHHO! B NMMNUAHbIA GUCNOA. V3BECTHBIMK CUM-
BONaMu 0603HaYeHbl aMUHOKMCNOTbI, BXOAALLME B cocTaB 6enka. b — mMofenb NoAnnenTUAHOW MONEKYbl, BCTPO-
€HHOI B NUMNUAHBIA 6ucnoii. AMUHOKMCNOTbLI 0603HayYeHbl rnobynamu. B — mofenu nonmnenTUAHbIX MOMEKYN
BCTPOEHHbIX B NUNUAHLIA 6ucnoi. TpaHcMeMbpaHHble hparMeHTbl KaX40h MONeKy/bl 0603HaYeHbl CrMpansamu.
T — OCHOBHas Ucnonb3yemas MoAenb MONUNENTULHOM MONEKYNbl BCTPOEHHOW B MMNUAHbLIA GUcnoil. TpaHCMeM-
6paHHbI/ hparMeHT MoneKy/bl 0603Ha4YeH LUAUHAPOM. [ — MoAenn NOAUMENnTUAHbIX MONEKYN BCTPOEHHbIX B
ANNnAHbIM Bucnoil. TpaHcMeMbpaHHble (hparMeHTbl KaX A0 MoneKy bl 0603HaYeHbl LUANHAPaAMM
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VHTerpasibHble MeMbpaHHble 6esKun
B MOAENN MeMObpaHbl

Bce membpaHbl, noMumMo ochonnnuaos, coaep-
Xat u 6enku. Xota Ox. OaHuannm wn X. [JaBCOH,
obcyxpaas cnocob cBsA3biBaHMS 6enka C ABOWHbIM
cfoem NUNWAOB, WUCMOMb30BANU TEPMUH «MO3amuy-
Hblli», OHW OTBEPrAM MPeAnoNoXeHWe O TOM, 4TO
NnneHKa pacTAHYTOro 6enka NOKpPbIBaeT Ty UIN UHYIO
CTOPOHY MemM6paHHOro 6ucnos nMnupos. Mbicnb
0 pacTAHYTbIX Mofekynax 6efnka, HaxofdwWwWUXcs B
KOH(Urypauum p-cnos, crana COCTaBHON 4YacTblo
rMnoTesbl «3M1eMeHTapHON MeM6paHbl», BblJBUHYTON
L. PobepTcoHOM. OpHako B AanbHeiwem 6bl/10
MOKa3aHo, YTO MeMOpaHHbIN 6eN0K HaxoAuTca npe-
MMYLLECTBEHHO B BMAE a-cnupanu, a He p-cros.
B HacToflWee BpemMA MNPU3HAHO, YTO CYLLECTBYIOT
6enKn 1 cBA3aHHbIe C 06eMMn CTOpOHaMKN mMembpa-
Hbl, 1 NPOHU3bIBAIOLLLME HACKBO3b ABOWHOW NunNua-
HbIli CNOM.

B 3aBucMmMocTM OT MeTofa, MPUMEHAEMOro ANS
0TAeneH na 6enkoB oT membpaH, meM6paHHble 6eKn
NPUYUCAAKT K OAHON M3 ABYX O6GWMPHBLIX rpynn.
MepBas rpynna — nepudepuyeckne, UM BHeLWHKe,
6enku, nepexofalime B HafoCafOYHYIO >XWUAKOCTb
npy OTMbIBaHUKN MeMbpaH 6ydepHbIMM pacTBoOpamu
C pasNMYHbIMU 3HaYeHUsMuU pH “AM MOHHOW CUNbl
nn6o pacTBopamu, cofepXxawumm KoMmnaekcoobpa-
3ylouiMe BellecTBa, Takume, kak SATA wnnm 3 TA.
BTtopasa rpynna — WHTerpanbHble, WU TPAHCMEM-
6paHHble, 6enku, coxpaHsAwUMe CBSA3b C MeMO6-
paHamu W Mocfie NMpPoOBefeHUs yKas3aHHbIX omnepa-
LWiA; NO3TOMY AN UX 0CBOGOXAEeHUS Heob6XoAnMOo

MnaBa 1

CHavana paspywuTb CTPYKTYypy (ochonmnugHoro
LBOMHOro cnos.

B 1972r. C. CuHrep (S. Singer) un TI. HukoncoH
(G. Nicolson) nepBbiMM onucann WHTerpanbHble
6enkun (puc. 1-6 A,b). B HacTosiwee Bpemsa nokasaHo,
4YTO 3TN 6eNKM Ype3BblUYaliHO pa3Ho06pasHbl N0 CBOEN
CTPYKType. OHM aCUMMETPUYHO pacnpefeneHbl B
6ucnoe. MopgaBnstowee 60MbWMNHCTBO WHTerpanb-
HbIX 6e/KOB MHOFOKpaTHO MnepecekawT AUMNUAHbIN
6ucnoin —3ursaroobpasHblie 6enKu. OHU BbINMOMHAKT
MHOXEeCTBO pasnuyHbIX (QYHKUWA. WHTerpanbHble
6enkyu BbICTYNaKT B POAU TUAPONUTUYECKMX (ep-
MEHTOB, pEeLenTopoB K/AeTOYHOW MOBEPXHOCTH,
OKUCNNTENbHO-BOCCTAaHOBUTENbHLIX KOMMOHEHTOB
TPAaHCNOPTHON CUCTEMbI 3IEKTPOHOB U B KayecTse
cneyngpurnyeckmx 6e1KoB-MepeHoCUNKOB.

M3 rucTonormyecknx uccnefoBaHuii M3BECTHO, YTO B
FMUKO3UNPOBAHHbIX MHTErpanbHbIX 6efikax 06/1acTb,
cofiep>kall,as yrneBofbl, pacrnonoxeHa nm6o Ha KneTou-
HON NOBEPXHOCTW, NMOGO BHYTPM MONOCTU 3HAOMMA3-
MaTUYECKOro peTUKynymMa unm komnnekca onbmxu.

MHorue mHTerpaabHble 6enKyM cofepxaT B CBOMX
NONMMNENTUAHbIX Lensx MnocnefoBaTenbHOCTU TUA-
pPOO6HbIX AMUHOKUCNOT, OLHAKO HEKOTOpble CBS-
3aHbl C IMMUAHLIM 6GMCNOEM MO UHOMY MEXaHWU3MYy.
YacTb MHTerpanbHbiX 6€/1KOB KOBaleHTHO CBfA3aHa
cnunuaamu.

BHacToswWwee BpeMsa 60nbLIOW WHTepec uccnefo-
BaTeneil BbI3blBaeT M3yueHWe KOH(popmauuu 6enkoB
mMeM6paH. MHOrmMe BaXHble MPOLECCH COMPOBOXAa-
I0OTCA WM BbI3blBAOTCA U3MeHeHMeM cnocoba yknag-
KW NONMNEeNTUAHON Lenu, T. & N3MEHEHUEM KOHGop-
MaLum 6eNKoBbIX MONEKYN B MeMbpaHax.

Puc. 1-6. Mogenb MembpaHbl. MokKasaH AUNUAHbIA 6GMCNOK CO BCTPOEHHbIMU B HEro 6enkamu BbIMOHAKOLWMMHN

pasHoobpasHble PYHKLUN
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TpaHcnopT Yepe3 membpaHy

Mpn BCceM MHOroo6bpasum CTPOEHMA W (PU3NKO-
XUMUYECKNX CBOWCTB MOMEKYN MPOHUKAKLWLNX
BELLECTB MOXHO BbIAeNUTb ABa MexaHuW3Ma nepeme-
WeHNsa BeLWecTB yepes MeM6GpaHy— NOCPefCTBOM
npoctoin guddysnn, T.e. 663 NMOMOLWM cneyunduyec-
KOro nepeHocuYMKa, 1M npum MoMOLWM cneungpuyecknx
nepeHocuynkoB. B nepBom cnydyae BbligenatoT aguday-
310 COeMHEHUI HEMOCPEACTBEHHO Yepe3 NUMNUHBI A
6ucnoin memopaHsbl (puc. 1-7 A) 1 MOHOB Yepe3 NOHHbIEe
KaHanbl (puc. 1-7 B). Bo BTOpOM cyyae BblAenstoT Tak
Ha3blBaEMYIO OOMerYeHHY Anddy3nio, NepBUUYHO
aKTUBHbIA TPaHCNOPT W, HaKOHeL, BTOPUYHO aKTUB-
Hbll TpaHCMopT.

PaccmoTpuM  CcHavana npocTyt Auddysuio.
MocpeacTesom npocToin andigysmm 6e3 nmomowm cne-
LWanbHOro MNepeHoc4YMKa, BO-MepBbIX, OCYLLECTBAA-
eTCca TPaHCNOPT COeMHEHU HenocpeACcTBEHHO Yepes
NUNUAHbIA 6ucnoii. BaTtom caydyae NPOHWKHOBEHME
BELLECTB B K/NETKY WAET MyTeM WX pacTBOPEHUS B
aMnugax KneTouyHON membpaHbl, MO3TOMY TakKoi cno-
co6 npucyl, BOLOHepPacTBOPUMbIM OpPraHUYecKuMm
COeMHEHMAM U raszam (Hanpumep, KUCNOPOAY W yrne-
Kncnomy rasy). Bo-BTopbiX, BellecTBa nepemMeLLaloTcs
yepes MOHHbIe KaHalbl KNETOYHOW MemMbpaHbl, Coean-
HAKOLWME LUTONMa3My KNeTOK C BHeLWHel cpeaoii.
VIOHHbIN KaHan —aTo 6enKoBas CTPYKTypa Ha OCHOBe
Memb6paHHOI a-cybbeanHuMLbl, obpa3oBaHHas gome-
Hamu 1 uMeroLLas Bug, NOAO6HbLIA MOHYMKY C OTBEPC-
TMEM B cepeAnHe — NOPOo, Yepe3 KOTOPYIO ABUXYTCS
MOHbI. KNeTkn ncnonb3yT aToT NyThb 415 TpaHcnopTa
npemmyuliecTBeHHO MoHoB Na+, Ca2+ K+ (puc. 1-7 B).
ATO NacCuBHbIA MOHHbIA TPaHCMOPT, KOTOPbIA onpe-
fLensetca rpagueHTamMun KOHLUEHTpaLumn n anekTpnyec-
KOro nons (3NeKTPOXUMUYECKUM TPafUeHTOM).

BaaHHOM cny4yae MOHATUE «TPafueHT» OTAMYaeT-
CA OT ero onpefjeneHns B MaTeMaTuke uUnn uU3smnKe.
B Qpu3NKO-XMMNYECKUX UIN BUONOTUYECKUX CUCTe-
Max UCMONb3YKT TEPMUH «MNO rPagueHTy», Koraa peyb
NaeT 0 ABUXEHUMN OT 6ONbLIET0 3/1eKTPOXUMUYECKOTO

noTeHLMana K MeHbLeMyY, a Npy ABUXXEHUUN OT MeHb-
LUEero 3/IeKTPOXMMMUYECKOT0 NoTeHLana K 6onbiemy
MPUMEHSAIOT TEPMUH «MPOTUB FPagueHTa».
M3meHeHne 3NeKTPOXMMUYECKOro noTeHumana Ay
(6e3 yyeTa XMMMWYECKON 3IHEPTUMN, UIN XUMUYECKMX
NOTEHLMAN0B) MOXHO 3anucaTb B BUAE:

Ao = [i0+RTIn(C2C )+zF((p2—p) (1.1)

370 MakcMManbHas paboTa, KOTOPYH MOXHO COBep-
WWUTb NPU MepeHoce OLHOro MONA MOHOB. B Takom
cnyyae RTIn(C2C,) paBHO paboTe N0 KOHLEHTPUPO-
BaHWIO pacTBopa oT C”go C2, a zF((p2—ep,) paBHO pabo-
Te N0 MPeofONEHNI0 CUN 3NEKTPUYECKOro OTTanKu-
BaHWA, BO3HUKAKOLWMX NPU pa3HOCTU MNOTEHLWANoB
(th2—di) mexpy pacTsopamu.

Mpn nomowm cneyntuyecknx NepeHocUnKoB Ocy-
L eCTBNSETCA IHEPreTUYECKMN He3aBMCMMan 061eryeH-
Has auddysus paga coeguHeHunii (puc. 1-7 B, F'n j).

JHepreTnyeckn 3aBUCUMbIA MEepPBUYHO aKTUB-
HbIi TpaHcnopT uMoHoB Na+, Ca2+, K+ n H+ — 310
NnepeHoc BELLECTB MPOTMUB UX 3NEKTPOXUMUYECKUX
rpagueHToB C 3aTpaTtoii aHeprum ATP. KneTkum B
pesyfnbTate aKTUBHOrO MEPEHOCa WMOHOB CMOCOOHbI
HakannmeaTb UX B 60/1€ee BbICOKUX, MO CPABHEHUIO C
OKpYyXallein cpefol, KOHLEHTpPaUUAX W BOMPEKH
nx 3apsgy. MHorve rpaguveHTbl, BO3HWKalOLWMe Ha
KNeTOYHOW MembpaHe WU chayXauwume Heob6XxognMbIM
yCnoBueMm /19 NacCUBHOIO MEPeHoca UOHOB MO WMOH-
HbIM KaHanam, NOoABAAKTCA UMEHHO B pe3yfibTate Ux
aKTUBHOrO TpaHcnopTta. Tak, rpagueHTbl KOHLUEeHT-
paumn K+un Na+ BO3HUKAKT B pe3ynbTaTe akTUBHOTO
nepeHoca 3TUX MWOHOB, T.e. paboTbl CMeuManbHOrO
Na+/K+-Hacoca. 3a cueT co3gatoLeiica no o6e ctopo-
Hbl MemM6paHbl Pa3HOCTU KOHLEHTpauwuii ocylecT-
BNAKOTCA ANGDGHY3NA 3TUX MOHOB NO rpagueHTam u
reHepauus NOTeHLManoB MeM6paHbl.

HakoHel, BTOPUYHO aKTWMBHbIA TpaHCNOPT psAja
MOHOB 1 MOMEeKY/ TOXEe UCMOMb3YeT IHEPrUI0, HaKon-
NEHHYI0 3a cyeT noTpebneHns AT un 3aTpayvyeHHyo
Ha co3fjaHue rpajguveHTa KOHLUeHTpauuu (410 faet
Ha3BaHWe BUAY TpaHcnopTa).

Puc. 1-7. OCHOBHble MPUHLWUNbI TpaHCNoOpTa WMOHOB W HEKOTOPbIX BELWECTB 4epe3 MeMbpaHy W HeKOTOpble
TPaHCNOPTHbIe CUCTEMbI B K/TIETOYHOW MeMbpaHe 1 MembpaHe opraHens.

A — NpoJieMOHCTPUPOBaHbI OCHOBHbIE MNYTU TPAHCMOPTA BELLECTB Yepe3 MeM6paHy. b — nokasaHbl Pa3NnUHbIe TUMb
MOHHbIX KaHa/ 0B 06eCMeYnBaloLL e TPAHCTIOPT NOHOB MO 3/1EKTPOXMMUYECKOMY rpaaneHTy. B— Hacocbl, 06ecneun-
BatoLLMe TPAHCMOPT UOHOB NPOTUB rPaaneHTa KOHLEHTpaLUyumn, 0GMEHHIUKI 1 TpaHcnopTepsl. M1 [ — TpaHCnopTHbIe

CUCTEMBI OpraHenn
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Ne+kaHas. lNnaHomeTpuyeckas
opraHmsaumsa

Mpexae BCero, PacCMOTPUM MOAENb MOJEKY-

NAPHON opraHuM3aunym nNOTEeHUManynpaBnsaemoro
bla+-kaHana.
No +-kaHan COCTOMT W®3 LWUPOKO pPa3BeTB/IEH-

HOM a-cy6befMHULbI, MOMeKynfpHas macca KoTo-
poli npubnusnTenbHo paBHa 260 kAa (puc. 1-8 A).
Pa3BeTB/ieHHaa a-cyb6begunHMLa cBA3aHa ¢ o6aBou-
HbIMU p-cyb6begnHuuamu (puc. 1-8 B). No +-KaHasbl
B KNeTKaX LeHTpaNbHOl HEPBHOW CUCTEMbI B3POCAbIX
XXUBOTHbIX cogepxat P(- (unm p3-) un P2-cybbepm-
HUUbl, B TO BpemMsA Kak Na”-KaHafbl B CKeneTHbIX
MbILLILLAX Y B3POC/AbIX XWUBOTHbIX UMET TONMbKO Pj-
cybbveauHuyy Tlopoo6pasytowaa a-cybbvegunHmuua
focTtaTouyHaansa obecneveHNs PYHKLUM, HO KUHETUKA
MW NOTEHLWAaNn3aBUCUMOCTb BOPOTHOr0 MeXaHU3-
Ma KaHana wmogupuumpyetca p-cybbeguHuLamu.
Y Ne +-KkaHana a-cybbefuHuMLa opraHu3oBaHa B 4
rOMOMIOrNYHbIX gomeHa (I—V), Kaxablii U3 KOTOPbIX
COAEPXUT 6 TpaHCMEMOpaHHbIX a-cnupaneit (S1—86-
CEerMeHTbl), a fob6aBoyHasa MeTnd MNopbl N0Kann3o-
BaHa Mexay S5- n 56-cermeHTamu. MeTns cHapyxwu
orpaHMyMBaeT Y3KuWii BXof B Mopy, B TO BpeMsA Kak
S5- n 56-cermMeHTbl OrpaHUYMBAOT BHYTPEHHWUNA,
6onee WKPOKWUIA, BbIXOA M3 nopbl. CermeHTbl S4 B
KaXX0M [JOMEHe COfepXaT MOJIOKUTENbHO 3apsiXeH-
Hble aMWHOKWCNOTHble OCTAaTKW B KaXJON TpeTbel
no3nuuu, BbiCTynatLine B KA4ECTBE BOPOTHbIX 3aps-
[OB U ABUTAlOLWMXCA Yepe3 MeMbpaHy AN UWHULUNK-
pOBaHMS KaHanbHON aKTUBHOCTMW B OTBET Ha 4enons-
pusauuno MembpaHbl. KopoTkKas BHYTpMKAEeTOYHas

neTnsd, coefuHAOW A roMonornyHole gomeHol Il n
IV, BbICTyNatowWwas B poAM MHaKTUBALWOHHbIX BOPOT,
obpasyeT ckfafKy, BHeApAOWYOCA BHYTPb KaHanb-
HO CTPYKTYpbl M 6/0KMPYIOLWYIO MOPY U3HYTPU B
TeyeHuWe 4INTENbLHON Aenonspusannunm MeMobpaHsl.

BnocnegHue rogbl Ana blat-kaHanos 6bina pas-
paboTaHa HoOBasf CTaHfjapTHaf Khnaccudukayms
(puc. 1-8 B), ocHOBbIBaHHad Ha CXOACTBE MexXAay
aMWHOKUCNOTHLIMU NOC/ie0BaTeNbHOCTAMN KaHa-
nos. BaToil knaccudukaumm WHAWBUAYANbHBINA
KaHan npeAcTaBfieH B BUAE XMMWYECKOro CUMBONA,
KOTOpPbI/i MoOKa3blBaeT TNaBHbIA MPOXOAAWMA WOH
(Na) ¢ rnaBHbIM (U3NONOTMYECKUM PErynATOPOM
KaHana (noTeHuuanom — «voltage gate chattels»), u
3TO 3anucbiBaeTca BMecTe Kak Nay. Ywucno nocne
3TUX CMMBO/IOB MOKa3blBaeT FeHHOe NOACEeMEelCTBO
(B8 HacTodAuwee Bpemsi 3aTo Tonbko Nay!.), a uucno,
cnefyroulee 3a TOYKOMN, MoKa3biBaeT cneyuduyec-
Kyl KaHanbHyt wusogopmy (Hanpumep, Nayl.l).
3TO nocnegHee YMCAo 6bINO NPEeANOXKEHO AN TOrO,
4yTOObl NOKasaTb NOPALOK, B KOTOPOM Obll UAEHTHU-
thuumpoBaH Kaxablii reH. lepekpelwuBatolymecs
BapMaHTbl KaXA0ro 4YneHa ceMeiicTBa 0603HavalTCA
ManeHbKMMMN ByKBaMu, creayroWwmnMy 3a HOMEPOM
(Hanpumep, Nayl.la).

OeaTb n3oopm Na+-KaHanoB MNEKOMUTAOLMX,
KOTOpble OblMM MAEHTUHULMPOBaHbLI, (PYHKLMNO-
HanbHO 60nee yYem Ha 50% WAEHTWUYHbLI MO CBOEN
aMWHOKWCNOTHOM nocneaoBaTeslbHOCTU B TPAHCMeEM-
6paHHbIX W 3IKCTPaLEeNNoNAPHbIX AOMeHax, rae
aMWHOKUC/IOTHasA MocnefoBaTe/lbHOCTb OAMHAKOBA.
3TOro JOCTaTOMHO AN1A YEeTKOro BbiCTpanBaHMA B pag
Bcex Na+-KaHanos.

Puc. 1-8. MnaHoMeTpuyeckas Mofielb MONEKYNAPHOV opraHusaumm notTeHumanynpasnsemoro MaN-kaHana.

A — nopoo6pasyowas a-cyoveanHuya. OCHOBHble CTPYKTYpbl a-CyObefMHULbl MOKasaHbl KaK TpaHCMeM”-
paHHble UWAWMHAPBI, NpeAcTaBnstolme coboi a-cnupanbHble CErMeHTbl. XXWUPHbIE NUHUKU AEMOHCTPUPYIOT Lenwu
nonunenTnAa Kaxaon cy6banHNLbI C AIMHON, NPU6AN3NTENbHO NMPOMNOPLMOHaNbLHOW YMCY OCTaTKOB aMUHOKMC-
not, a-Cy6bemHuLa cocTouT U3 YeTbipex JoMeHOB (DI-DIV) Kaxablil U3 KOTOPbIX COCTOUT U3 LLECTU CErMeHTOB
(S1-S6). CermeHT S4— npepnonaraemMblii CEHCOp HampskeHWs. B — mofHas CTPYKTypa KaHana, BKAlYatoulas
a-cybbvefnHULy 1 pA, P2cybbeanHuLbl. BHEKNETOUHbIE YUYACTKN p:-, p2 CYObeANHNL, NOKa3aHbl KakK CKNajKw.
4y— y4yacTKU BEPOATHOrO FMKO3UAMPOBaHMS* P — mMecTa hocthopmanpoBaHus NpoTEeMHKMHA30i A (Kpyru) n
npoTenHKnHaszoi C (pombbl); h — MHaKTMBaLMOHHAA YacTuLa B NeTie MHaKTUBaLMOHHbLIX BOPOT. B— nogobue
nocnefoBaTe/IbHOCTA aMUHOKMCAOT 1 UNOreHeTUYECKME B3aMOOTHOLLEHUS a-Cy6beAnHUL, NOTeHLanynpas-
nsembix Ka+kaHanoB [oKa3aHO CpaBHeHWe aMUHOKWCIOTHON maeHTUYHOCTU ans WNa’-kaHanos Nayl.l- N* 1.9.

[aHbl HOMep reHa 1 HoOMep XPOMOCOMbI Yy YenoBeKa
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Na™-kaHan. O6beEMHbIE MOAENN

OdvameTtp nop No +-kaHana O04YeHb ManeHbkuid. OH
TONbKO HECKONbKO 60nblue, 4YeM AuMamMeTp MWOHOB,
KOTOpble NMPOXOAAT 4yepe3 3TU KaHaNbl, YTO NpPefo-
TBpPal,aeT BX04 B HUX G0ONbWUX MONAPHBIX OPraHu-
YeCcKMUX MONeKy.

TpexmepHoe un306paKeHWe YMNakKOBKW YeTbipex
[JOMEHOB nopoobpasytouwein a-cybbegnHunLbl NOTEH-
unanynpasnsemoro Ne +-kaHana, Kaxgblii U3 KoOTO-
pbIX COAEPXMWUT 6 NPOHYMEPOBAHHbLIX TpaHCMeMO-
paHHbIX cermeHToB (SI—S6), nokasaHo Ha puc. 1-9 A.
Cama nopa npeactaBfieHa MNOMbIM UUAWHAPUYEC-
KM OTBEPCTMEM B LEHTPe ynakoBKW. CBA3N MexXay
cerMeHTamy He nokasaHbl. [lnaHomeTpuyeckoe
n3obpaxeHne cpesa KaHana nMpeacTaBfieHO Ha
puc. 1-9 6. BaTom cnydae TpexmepHoe u3obpaxe-
HUWe yYMNakoBKW 4eTblpex [AOMEHOB Mopoobpasyto-

weli a-cybbeAMHMULbL MOTEH Lnanynpasnsemoro
blat-KaHana MOXHO MpeACcTaBMTb Tak, Kak 3T0 noka
3aHO Ha puc. 19 B.

Ha puc. 1-9 I kaHan npejctaBneH Kak TpaHCMeM6-
paHHas MakpoMoJieKyna ¢ OTBEPCTUEM, NMPOX0aALlnM
HAcKBO3b 4Yepe3 LeHTP. WOHHbI KaHan BKAOYaeT B
ce65 HECKOJIbKO BaXXHEMNLWMX CTPYKTYP U B TOM uucne
yCTbe KaHana, obpalweHHOe B CTOPOHY, OTKyfa B Hero
NnocTynaeT MOH (B JAHHOM Cny4ae BHELIHAN CTOPOHA
MeM6paHbl), CeNeKTUBHbLIA (PUAbTP, OLEHUBAKOLWL NN
BWA WOHAa, aKTWBALWOHHbIE W WHaKTUBALMOHHbIE
BOPOTa, KOTOPbIE MOTYT NEPEKpPbIBaTbL KaHan 419 Npo-
XOX/[eHNA WNOHOB, W, HAKOHeL,, CEHCOpP HanpsXeHusd,
ynpasnswowunii pabotoin kaHana. (Xota gnsg MHOrMX
MOHHbLIX KaHanoB MOKa3aHOo 60/bluee KOAMYECTBO
BOPOT KaHana, Mbl 6ygem o6cyxaTb Ux paboty T0/b-
KO C MO3MUUNIA aKTUBALMOHHbBIX N MHAKTUBALMOHHbIX
BOPOT.)

Puc. 1-9. O6bemHass Mofesib MOJIEKY/ISIPHOW OpraHuM3aumm noTeHynanynpasnsemoro Ma+~kaHana

A — CTpyKTypa BCex YeTblpex AOMEHOB. Ha cxeme LeCTb TpaHCMeMOpaHHbIX CErMEHTOB KaXJoro OMeHa npef-
CTaBfieHbl B BUAE LWANHAPOB U CXEMATUYECKN 06befMHEHbl BMECTE, KakK 3TO NPUHATO. CBA3W MeXAy CermeHTaMmu
M [OMeHamMy He mokKasaHbl. OgWH AOMEH WOHHOrO KaHana, NOCTPOEHHbIA MHTErpanbHbIM MeMOpaHHbIM 6enkoM,
cofepXawmm WecTb TpaHCMeMbpaHHbIX cermeHToB (Sl, S2, S3, S4, S5 1 S6), KaXAblii M3 KOTOPbIX MMeeT a-Cnu-
panbHYl KOHGUrypauuio B npegenax MemépaHbl B — nonepeyHblli Cpe3 MOHHOMO KaHana, Kaxablii U3 yeTbipex
[OMEHOB KOTOPOro MMeeT LWecTb TPaHCMeM6OPaHHbIX CerMeHTOB. B— Mogens 06beMHOro M306paxeHuns Ye .pex
[OMEHOB C nopoii B cepeguHe. ' — dusmonornyeckas Mogenb NOTeHLManynpaBnsemMoro bla+kaHana
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Mogenb pabotbl Ne+kaHana

Hanbonee npoctas M LWWPOKO W3BECTHAA CXeMma
paboTbl NoTeHUManynpasnsemoro Ne +-KaHana noka-
3aHa Ha puc. 1-10 A. KaHan npegctaBnsetr cob6oi
TpaHCcMeMb6paHHbIi 6eM10K, HaxoAsWMics B IUNUE-
HOM 6ucnoe MeMbpaHbl, MPUKPENNEHHbIA K ApYyrum
MeM6paHHbIM 6enkam WAW 3NeMeHTaM BHYTpPUKe-
TOYHOro umTOocKeneta. Korfga kKaHan OTKpbIBaeTcs,
obpasyeTca BOAHAA nopa, npoxofjsiias yepes Memo6-
paHy YcTbe nopbl HAMHOIO LWWKMpPeE, YeM pa3Mep UOHa,
TO/MIbKO Ha He6O/bLIOM y4YacTKe B 06/1aCTU CENeKTUB-
HOro MAbTPa OHO CyXaeTcsa A0 aTOMHbIX PasMepos,
roe onpegensercs npupofga uMoHa. TuapodunbHble
aMWUHOKMCAOTbHl (POPMUPYIOT CTEHKY MOpbl, a rug-
poo6HbIE aMWHOKUCAOTbI CBA3aHbl C NIUNUAHBLIM
bucnoem.

B HacTosLee BpeMA MexaHU3M paboTbl BOPOT KaHa-
na yXe [0CTato4HO u3y4veH. OLHWM M3 NEPBbIX €ro
nonsiTanca onucatb b. Xunne. CornacHo ero To4ke
3peHMNs, OCHOBAHHOI Ha akcnepmMMeHTax A. X0o4KKNHa
n A. Xakcnm u co6CTBeHHbIX paboTax, B OTBET Ha
LeNCTBME 3/1EKTPUYECKOr0 pasgpaxuTens, T. e. Ha
N3MeHeHWe TpaHCMeMOpaHHOro noTeHuuana, npo-
NCXOAUT U3MEHeHWe KOoHgopMauumn 6enka NOTEHLU-
anynpaenseMoro KaHana. OTW KOH(MOPMaLWOHHbIe
U3MEHEHUS PErynnpyroTca 31eKTPUYECKUM MOoem
BHYTPU MeMOpaHbl, HOCAT CTOXaCTUYECKMNIA XapakTep
n npotekalT 3a Bpema oT 30OMKC fo HOme. BaxHo,
4YTO A4N19 OTKPbITUS M 3aKPbITUA KaHana He TpebytoTcs
BbICOKO3HEpreTu4yeckme XUMUYECKUE COeAUNHEHUS.
KaHanbl OTKpbIBalOTCA MpPW OAHUX W 3aKpblBalT-
cqa Npu APYyrux TpaHCMeM6paHHbIX MNOTeHuManax.
BbifI0 NpeanonoXeHo, YTO 3aeKTPUUecKoe none gelic-
TBYET Ha CEHCOp HanpsXXeHus, KOTOpbIl onpepe-
naeT TpaHCcMemb6paHHbI noTeHUMan. 3atemM CeHcop
Hanps)XXeHWUA JO/MKeH nepefaTb 3Ty UH(OPMaLMIO Ha
caMy KaHanbHY0 MONeKyny Ans ee KOHOpMaLUOH-
HO MepecTPoOliKM U COOTBETCTBYHOLLEr0 U3MEHEHUS
4acTOTbl OTKPbITUA W 3aKPbITUA KaHana.

B 1992 r. b. Xunne npegnonoXui, 4To N3MeHeHus
KOH(opMaLum npoucxogaT B pe3ynbTaTe o06Liero

nepepacnpefiefneHns 3apsaga B MaKpoMmonekyne, obpa-
3yloLleil KaHan, W BblpaXalwTcs B BUAe OTKPbITUSA
Unu 3aKpbiTUA BOPOT KaHana (puc. 1-10 A). Apyrumu
cnoBamu, BO3MOXHOCTb OTKPbITUA W 3aKpbITUA
BOPOT KaHajla KOHTPO/IMPYETCA CeHCOPOM Hanpsd-
XeHua. Bcnyyae noTeHumanynpasfifieMblX KaHa-
OB CEHCOpP AOJDKEH BK/OYaTb MHOT0O 3apsaXeHHbIX
rpynn, KOTOopble ABUratTCA Mof LeACTBMEM 3/1€KT-
puyeckoro nons. Heobxo4nmo 3amMeTuUTb, YTO paboTa
CeHcopa HanpsXXeHus u BOPOT KaHana, nokasaH-
Has Hapwuc. 1-10A, npeacTtaBnsna coboii pabouyto
runotesy b. Xvnne, BbiCKasaHHYH Ha OCHOBaHUMU
3NeKTPOMM3N0N0rMYECKOT0 U3yYeHUs NpPoBOLUMOC-
TN KaHana.

PaccmaTpuBass KaHan € MO3MUWIA HanMyusa TONb-
KO [BYX — aKTUBALUWOHHbIX U WHAKTUBALMWUOHHbLIX -
BOPOT, MOXHO MpefCcTaBuUTb ClefyloLlylo nocnefosa-
TeNbHOCTb cobbITUA (puc. 1-KOB). B oTBeT Ha geno-
napu3aumnio MemopaHbl NPOUCXOAAT U3MEHEHUSA KOH-
thopmaunm KaHanbHOM MOMEKYNbl: OAHOBPEMEHHO
HayMHalT CMELLATbCA aKTUBaLMOHHbIE N WHAKTUBA-
LUMOHHbIE BOPOTa, HO C Pa3HOW CKOPOCTbI U B pasHbIX
HanpaB/fieHUAX: aKTUBALMOHHbLIE BOpPOTA CTPemATCA
OTKPbITb KaHan, a WHaKTUBALWOHHble — 3aKpPbITb.
CKOpOCTb CMELLEHMA YacTunL, 06pasyroLLMX aKTMBaLu-
OHHble BOPOTa, 60/bLIE, N 3TO NPUBOANT K OTKPbLITUIO
KaHana (nepexof M3 COCTOAHMA MOKOS B COCTOSHUE
aKTuBauum). B aTo BpeMsa yepe3 KaHan NpoxXoasT UOHbI
HaTpus. Cnefiyroliee 3a 3TUM U3MEHEHUe TPaHCMeMO-
paHHOro NOTeHLMana NPUBOAUT K 3aKPbITUIO MHAKTU-
BaLMOHHbLIX BOPOT. DTO NEPEBOANUT KaHal U3 aKTUBU-
pPOBAHHOI0 COCTOAHUSA B MHAKTUBUPOBAHHOE.

Korga KaHan OTKpPbIBaeTCA, WOHHbIV MOTOK MOAB-
ndeTcd cpasy, a Korga 3akpbliBaeTcd, MOTOK WOHOB
TakXe cpasy npekpauiaerca. Ha ypoBHe O4MHOYHOTO
KaHana BOPOTHble Mepexofbl CTOXACTUYECKUEe; OHMU
MOryT 6bITb OMMUCaHbl TOMbKO B TEPMUHAX BEPOAT-
HOCTeN.

MoTeHyumnanynpasnsemblii No +-KaHan MOXeT Haxo-
OUTbLCA B TPEX COCTOAHUAX: COCTOAHUU MOKOA, aKTU-
BaLUMM W MHaKTUBALWW, KOTOPbIE MpEeACTaBeHbl B
BuAe mogenu Ha puc. 1-10 b.

Puc. 1-10. Cxema paboTbl noTeHUnanynpasnsemoro Ne+-kaHana.

A — KaHan npeacTasnseT co6oi TpaHCMeMBpaHHY0 MaKpoOMONeKyy C 0TBEPCTUEM MPOXOAALLMM HAaCKBO3b Yepes
LEeHTP. DYHKLMOHaNbHblE 06/1aCTM WOHHOTO KaHana — CeNeKTUBHbIN QUALTP BOPOTA U CEHCOP HaNPSXKEHUs —
0GHapy>eHbl B XOfe 3N1eKTPOU3NONOTMUECKUX IKCNEPUMEHTOB. b — MoZenb pa6oThl NOTEHLWaNynpasasemMoro
blatKaHana, UMEIOLLEro aKTUBALMOHHbIE (MAM M-BOPOTA) W WHAKTUBALWMOHHbIE (Mnn h-BopoTa). B cocTosiHMM
MOKOS KaHan 3aKpblT BCNIEACTBUE 3aKPbITUS aKTUBALMOHHBIX BOPOT. CMelLeHe MeMBpaHHOro NOTeHLMana B noso-
XUTENbHYI0 06/1acTb (4O MOPOrOBOr0 3HAYEHMS) BbI3bIBAET OTKPbITUE aKTWBALMOHHbLIX BOPOT. Mpy LOCTUXEHWM
MaKCMManbHOro Ansi KOHKPETHOM KNeTKW NOTeHLMana KaHan MHaKTUBUPYETCS, T.e. MPOUCXOLMUT 3aKpbITE UHAK-

TUBaLUWOHHbLIX BOPOT
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CaZ+~kaHan. MnaHomeTpuyeckas
opraHusaums

MoTeH ynanynpasnsemble Ca2+-KaHanbl M03BONSA-
0T MoHam Ca2+ BXOAUTb B K/ETKU, Korga membpaHa
penonsapusosaHa. Posb Ca2+KaHanoB 0COOEHHO 3Ha-
ynTenbHa AN B3aMMOCBA3WN 3/IEKTPUYECKUX MNOTEH-
LManoB, BO3HMKaWOLWMX Ha MembpaHe K/eTKW, C
(hU3NO0NOTNYECKMMMN MNpoLeccaMmn, NPouCxXoaaumm
BHYTPU KNeTKU. [0BbILIEHNE LLUTO30/bHON KOHLEH-
Tpaunm Ca2+ BbI3biBaET pas/IMUHbIe K/IeTOYHble peak-
Lun, Hanpumep cokpalieHue, cekpeuwuto, Bbibpoc
mMeamaTopa, NpoLecchbl TPAHCKPUNL UK.

Ca2+-kaHanbl NpeAcTaBnAdalOT c060 Komnaekcben-
KOB, 06pa30BaHHbIN M3 a,-Cy6beUHMNLLbI U BCNOMO-
ratenbHbix a %B-, P" ny-cybveguHuy. CybvegnHuuya
a, (hopmMupyeT NPOBOAALLYIO MOPY, OHa COAEPXMUT
CEHCOp HanpsKeHuMa KW annapat BOPOT KaHana.
MeTna Mexay TpaHCMeM6paHHbIMW cermeHTamm S5
M S6 B KaXAOM AOMeHe onpefenseT CefleKTUBHOCTb
W NPOBOAMMOCTb KaHana. CenekTUBHbLIA GUALTP
Ca2+-kaHana Jo/mKeH y3Hatb MOH Ca2+ yxxe Ha BXofe
B KaHan. 9TW cobblTMA LOCTAaTOMHO peaKu Mo cpas-
HEHWIO C BxoJamMy MOHOB Na+, KONU4YecTBO KOTOPbIX
BO BHEK/ETOYHOW cpefe npumepHo B 100 pa3 60/b-
we. XoTa MoHbl Caz2+ n Na+ UMEeKT WUAEHTUYHbIN
anameTtp (2 Ao), KaHan MoXeT Bbl6upaTb Ca2+ B
6onblei cteneHn, yem Na+, B cooTHoweHum 1000:1.
Hunkakoe cMTO He MOXeT TaK 3(h(heKTMBHO audde-
peHUMpoBaTb MOHbI MAEHTUYHOro pasmepa. Ckopee
BCEro, nopa COAEPXMWUT cneunpuyeckoe MecTo,

KOTOpoe cnoco6HO cBA3biBaTb Ca2+ Npu ero ouveHb

HU3KUX KOHLUeHTpauuax B pactsope (10 6 M),

a BCe Apyrue (U3Mon0rM4yeckme MOHbl CBA3bIBAET B

HaMHOro 60/iee BbICOKUX KOHLEHTpaLUax.
Ca2+-KaHanbl OblnM KnaccupuLMpoBaHbl Ha OCHO-

Be ABYX NPUHLMMOB:

* XUMWYECKUIA CUMBON TFNABHOFO MOHa, 4NA KOTO-
poro OHW npoHuuaembl (B JAHHOM Ciy4vae MOHbI
Ca2+);

e NpUHUMN (U3MONOTMYECKO perynaumm paboTbl
KaHana, umes B BMAY, YTO 3TW KaHanbl NOTEHLM-
anynpasnsemble (voltage gated calcium channels)
Ca2+-kaHanbl, YTO MO3BOMNMO BBeCTW 0O6O3Haue-
Hue CaV (puc. 1-11 B).

MepBas uugpa nocne o603Ha4YeHUsa COOT-
BeTcTBYeT B CaCX] cybbefuHuLe HOMepy TFeHHOo-
ro noacemeiictea (0T 1 4o 3 B HacTosiLiee Bpemsa),
a BTOpas uudpa, KotTopas CTaBUTCA MNOCNE TOYKW,
COOTBETCTBYEeT MOPALKY OTKPbITUA OpPUTUHANb-
HON wn3oopmMbl a, CybbeAMHWULUbI BHYTPW 3TOrO
noacemeiictea (0T 1 go 7). COOTBETCTBEHHO 3TOM
HomeHKnatype, Cavl noacemeiticteo (ot Cavl.l go
Cavl.4) BknwuvaeT KaHanbl, cojepxawue alS, alC,
at u aiR gna KoTopblX xapakTepeH L-Tun Kanb-
umeBblXx TOKoB. [loacemeiictBo Cay2 (ot Cav2l
no Cav2.3) BKNYaeT KaHanbl, cofepxauive alA,
aiB n aiE’ gna koTtopbiXx xapakTtepeH P/Q-Ttun,
N-Tun 1 R-TUN KanbLueBblX TOKOB COOTBETCTBEHHO.
MoacemeiictBo Cav3 (o1 Cav3.l go Cav3.3) BKoyaeT
KaHanbl, cofgepxawue a|C; alHwu an, NS KOTOPbIX
XapakTepeH T-TuUn KanbLueBblX TOKOB

Puc. 1-11. MnaHomeTpuyeckas Mofenb MOMEKYISPHOK opraHnsaumnm noTeHymanynpasnsemoro Ca2+kaHana.

A — ocHOoBHaa "-cyb6befuHuua opmupytowas nopy. OCHOBHble CTPYKTYPbl CL-CYObefMHULbI MOKa3aHbl Kak
TpaHCMeMOGpaHHble LWAVHAPbI, MpeAcTaBastolme coboli a-cnupanbHble cerMeHTbl b — Mofenb BbINOAHEHA Ha
OCHOBE 3KCMepMMEHTaNbHbIX AAHHbIX W3YYeHUs CTPYKTYpbl Ca2+KaHanoB. COCTOALWMX M3 MATU Cy6befuHUL,
BpononHeHne K N-cybbeanMHULE NpefcTaBieHa N0KanM30BaHHas BHYTPUKIETOUYHO p-cy6beAmHMULA M pacno-
NOXXEHHasA BHEK/IETOYHO a3-cyb6beanHULa, coeauHeHHas AUCYNb(HUAHON CBA3bI0 C 6-CyObeanHMLEN B KOMMIEKC
a%. Macwtab giMHbI AMHWUIA NPUBAN3UTENIBHO COOTBETCTBYET ANUHE NOAUMENTUAHbIX CETMEHTOB. Y4acTKu pas-
AnYmnii B aj-cybbeguHnLe Mexay HekoTopbiMu Ca2+-KaHanamy mMembpaH KNeToK pacnonoxeHsl B NHz=>3HueBoM
yacTu B ruapodobHbix cermeHTax DIS6 n DIVS3 n B nnHKepe (LMTONNa3mMaTUYeCKOM CBA3YHOLLEM YUYACTKe) M XAy
pomeHamu | un ll. AID (aj-interaction domain) — nepBu4YHas ob6nacTb CBA3bIBaHMA ANna Bcex Ca’-cyb6beauHuy, ¢
Cawp -cy6beguHMLaMn, Ha3BaHHasa kak al-B3aumogeicTBytowuii foMeH. CumBonom «P» 0603HayeHbl MecTa oc-
(hopuIMpPOBaHMA pasHbIMU NPOTEMHKMHA3aMu. B— nocnegoBaTe/ibHOe CXOACTBO 0M-CyObeAMHWL, MOTeHL, any-
npasnsembix Ca2+kaHanos. MpoaeMOHCTPMPOBAHO (hMNOTEHETUYECKOE IEPeBO MEPBUYHBIX i0CNefoBaTelbH :Te

Ca2+~KaHanoB. Bpe3ynbTaTe cpaBHEHMsA Nap Moc/neoBaTenbHOCTel YeTKo AutdepeHuupoBaHbl TpK cemeit

Ba C

MeXCeMeiCTBEHHbIMY MOC/eA0BaTENbHOCTAMMU, NAEHTUDULMPOBAHHbIMMU 60nee yem 80% (Cavl, Cav2, Cay3). ne
CXO[ACTBO NOCNeA0BaTENIbHOCTY 6bIfI0 ONpefeneHo ANA KaXAOro cemelicTsa, M 3TU TpU NOCNeL0BATENIbHOCTU  biK
CpaBHEHbI OHA C APYrOM C MeXCEMENCTBEHHbIMW NOCNef0BATENbHOCTAMM, UAEHTUQULNPOBAHHBIMK Ha 52% Cav'
no cpasHeHmnto ¢ Cav2) n Ha 28% (Cav3 no cpasHeHuto ¢ Cayl nnu c Cav2)
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KanbuneBble TOKU

Ca2+KaHanbl ObliM 06HapY>XeHbl NPaKTUUYECKM
BO BCeX KneTkax. Ca2+TOKM, 3aperucTpupoBaHHbIe
B Pa3fIMUHbIX TUMNax KMeTOK, UMEIT onpefesieHHble
thmsmonormyeckme u apmakonormyeckme coiic-
TBa. W3HayanbHaa 6yKBeHHas HOMeHK/faTypa Oblia
npeanoXeHa ncxoasd U3 KNHeTuK Ca2+T1oKoB. L-Tun
(o1 «long-lasting» — gonro gnawwuiica) Ca2+-TOKOB
TpebyeT CUNbHOW fenonsipusaumym ANa akTuBayuu,
OH [ONT0 ANAWMIACA U BNOKMPYETCA OpraHnyecku-
MW aHTaroHucTamum L-tuna Ca2+-kaHanoBs, BKAYas
ANTUAPONUPUANHBI, PeHUNanKnnaMmuHel U 6eH3o-
TnasenuHel. Ca2+T0KM L-Tna ABNAKOTCA rfaB-
HbIMW B MblWLAaX W 3HAOKPUHHbIX KNeTkax, rge
OHW WHULUNPYIOT COKpalleHne u cekpeumnto. N-tun
(ot «neither long nor transient» — HuU L, Hu T),
P/Q-Tvn n R-TUN KanbLWeBbIX TOKOB TakXxe Tpeby-
I0T CUNbHOW genonapusaunm ans aktusayum. OHU
OTHOCUTENIbHO HEYYBCTBUTENbHbI K aHTaroHMcTaMm
L-tuna Ca2+kaHanoB, HO 6M0KUpPYOTCA cneundu-
YECKUMW NONUNEeNTULHBIMU TOKCUHAMU U3 A40B
YAUTKN WU naykKa. 3T TOKU B OCHOBHOM BblpaXxe-
Hbl B HelipoHax, rae OHW MHULWUUPYIOT HelipoTpaH-
CMMUCCUMIO ANA 60NbWMHCTBA ObICTPLIX CMHAMNCOB U
TakXe onocpefytoT Bxog Caz+ B K/IETOUYHbIEe Tena u
peHapuThl. T-Tvn (0T «transient» — npexoasLui)
Ca2+ToKOB aKTuBMpyeTcs cnaboil fenonspusauu-
e, n 3T TOKU MUMoOneTHble (npexogauine). OHu
HEYYBCTBUTE/IbHbl K OpraHM4yecKMM aHTaroHucTam
M TOKCUMHaM 3Meil 1 NayKoB, KOTOPble UCMONb3YOTCA
ana onpepeneHns N- n P/Q Ca2+T0KoB. Ca2+-ToKHU
T-Tna BblpaXeHbl B 60/bLIOM CNeKTPe KNeTOYHbIX
TUNOB, rAe OHW BOB/MEYEHbl B pa3BMTUE MOTeHLMana
LeCTBUS M BaXHbl B KNeTKax M TKaHAX, o6najato-
LWUX PUTMUYECKON aKTUBHOCTLIO.

MonekynapHasa opraHmsauua
KafbLMeBOro kaHana

Ca2+kKaHafnbl, KOTOpble ObIM 0XapaKTepu3oBaHbl
6MOXMMMYECKUMY MeTohamMun, NpeacTaBnaoT coboil
KOMMeKc 6enKoB, 06pa3oBaHHbI U3 YeTbipex Uau
NATU OnNpefeneHHbIX Cy6beAuHUL, KOAMPYHOLWMXCS
60/bWNM CEMEICTBOM TeHOB.

Ha monekynspHom ypoBHe Ca2+-KaHan COCTaB/IeH
13 hopmMupytoLein nopy TpaHCMemMOpaHHOW a,-Cy6b-
efMHNLbI U BCNIOMOraTefibHbIX ad, p U y- yobeanHuL,
(puc. 1-12 A). Mpu 3Tom cN-cybbeanHMLa HaxoguTca
Ha BHELUHEl CTOpOHe Memb6paHbl, (3-cybbeanHunLa —
Ha BHYTpPEHHel CTOpOHe Memb6paHbl, a 5- u y-cybb-
eAVHULbI NpeacTaBnAlT cob6oil TpaHcMeMbpaHHble
CTPYKTYypbl. CTpykTypa Ca2+KaHana CepaevyHoin u
rNagKom Mblllbl —3TO CTPYKTYpa C YeTbipbMs CyOb-
eAVHULAaMKN KaHana, U OHa HanomuHaet Ca2+-KaHa-
Nbl HeilpoHa. BcnomoraTencHble a%b- U p-cybbeam-
HULbl YBENWYMBAIOT TpaHCMOpPT MOHOB Ca2+ uepes
nopy, o6pas3oBaHHYl a,-Cyb6beguHuuein, M MoAy-
NVNPYIOT NOTEHLMAaN3aBUCUMYI0 KWHETUKY KaHana.
BHyTpuKneTo4Has p-cyobegmHmuua n TpaHcMembpaH-
HbI gucynbnA-cBA3aHHbIA KOMMNAEKC c6-cybbeam-
HUL ABNAKOTCA KOMMNOHEHTamMu 60NbLWIWHCTBA TUMOB
Ca2+kaHanoB. BpononHeHue K ponu p-cybveau-
HUUbl B TPAHCMNOPTE MOHOB 4Yepe3 KaHas, OHa TakKxe
urpaeT NPUHUUNUANBHYI PONb B 3N1EKTPOMEXAHU-
YECKOM COMPSAYXEHUN B MbILEYHbIX BONOKHAX CKe-
NeTHbIX MbllWL. B3aumogeiicTeus cybveguuuy a®o- un
P-cy6befuHMLbl B HACTOSALLEe BPEMS XOPOLLIO U3y4e-
Hbl. Hanunumne cy6besmHuubl y 66110 TakXKe 0bOHapy-
XeHo B CaZ+-KaHanax CKefleTHbIX MbIWL, B Kapau-
OMMOLMTAX W HellpoHax rofI0OBHOrO Mo3ra. XoTs 3Tu
[06aBOYHbIE CYyObEAUHMLUbI MOAYIUPYHT CBOWCTBA
WOHHOTO KaHana, hapMakosornyeckne n anekTpogu-
3nonormnyeckme ocobeHHocTn Ca2+KaHanoB B OCHOB-
HOM CBfi3aHbl C CyLlecTBOBaHWEM a (-Cy6befuHuL,.

P-cy6beanmHnubl Ca2+kaHanoB cnocobHbl hopmu-
poBaTb reTeporeHHble KOMM/EKChl invivo K in vitro.
P-cybbegmuuybl n O,-cybbeamHuua obnagatoT KOH-
cepBaTMBHbIMK 06N1aCTAMY B3aMOENCTBUA, YTO CNO-
co6CTBYET (POPMUPOBAH MO FeTePOreH HbIX KOM NJeKCOB
KaHana, 076-cybbefMHULbl MOLYNUPYIOT pasnuyHble
a,-Cyb6beguHuMLbl in vitro, 1 BO3MOXHO, YTO 3Ta reTe-
POreHHOCTb PacrnpoCcTpaHAeTCca Ha CuTyauuu in vivo.
Takoe pasHoob6pa3ue B3aMMOAENCTBUSA CcybbeanmHUL,
NOTEHUMWANbHO YBENUYMNO 6bl 4YUCNO BO3IMOXHbIX
BapMaHTOB KaHa/oB C oTnnvarowmmmca uodusmyec-
KAMU U PU3MONOTMYECKUMU CBOCTBAMM, YTO MOXeT
obecneynBaTb pasHoobpasne KNeTOYHbIX OTBETOB.

dunsnonornyeckas mogens NoTeHUManynpaBnsiemo-
ro Ne +-kaHana nokasaHa Ha pucyHke (puc. 1-12 b).

Puc. 1-12. O6beMHaa MoAeNb B3aMMOAEACTBUIA Cy6beanHNL, NoTeHUManynpasnsiemoro Ca2+kaHana.

A— y-cybbeanHmua nsobpaxeHa Kak TpaHCMeM6paHHbI 6efoK C YeTbipbMA CErMeHTaMy C BHYTPUKNETOYHbIM
N- u G-koHuamu. MepBas MONOBMHA Y-Cy6beANHULbI B3aUMOECTBYET ¢ oU-CybbeguHuLeli MepBas BHeKNeTOYHasA
NeTns COAEPXWUT 3apsKeHHbIe OCTaTKM U y4acTKU FIMKO3UNMpoBaHusa. OnpefeneHbl B3avMOAeCTBYOLLME yyac-
TKn a5- n p-cybbegmHnua (P-B3avMoaeiicTBYHOLWNIA JOMEH) C CN-CyObeanHULEein. b — dnsnonornyeckas mMogenb
noTeHUuanyrpaBnsemMoro bla+kaHana. MNokasaHa OCHOBHas ~-cy6befnHULa (hopMUpyloLwas nopy v AOMNOHU-

TenbHble a2~ 5-, U p- .y6beanHUL b



a2-cyobeanHnya

B3anmopgeiictBume
cy6beauHnL, @ -cy6beanHmLa
y-CyGBeanHLa BsanmopeiicTeue
cy6beamHuL,
52-cy6bearHILa

(3- B3aumopeicTByOWNIA

OOMeH
p-cy6beamHuLa

BHekneTouHas cpepga (out)

T paHCMeMOBpaHHbI
VHTEerpasibHbIi GesokK,
oopMUpYIOLLY KaHau

azcybobeanHuua
CeneKTUBHBI
PULTP 5-cy6beauHuLa
y-CyobeHuLa
p-cy6beauHuLa
Benok VIHaKkTUBaUMOHHbIE
uuTocKesneTa BopoTa

AKTUBaLIMOHHbIE
BOpoTa

BHyTpMKNeTouYHasa XNAKOCTb (in)



K+kaHan. MNMpocTeiiliee CTpoeHue

MpuHATas B HacTosAllee Bpemsa Knaccupukayuns
AenuT Bce K+-KaHanbl Ha:

* noTeHuuanynpasnsemble K+-kaHanbl (Kv);

o Ca2+ aktusupyemble K+-kaHanbl (KCa);

e K”-KaHanbl aHOManbHOr0 BbIMPAMAEHUS C
TOKOM BXxofdwero HanpaeneHus (inward rectifier
K"-channels) (Kir);

e |IC-kaHanbl c AByma netnamu B gomeHe {two-P
fC-channels) (K2p).

OnucaHue MONEKYNApPHON opraHu3auumn K+-kaHa-
NOB Mbl Ha4yHeM C Hambonee NpocToii hopmbl, Npesa-
CTaBneHHOl, Hanpumep, B 6akTepum Streptomyces
lividans. Mogenb MONeKynsapHOM opraHn3aymnmn Takoro
Hanbonee npocToro K+-kaHana 6aktepum Streptomyces
lividans npogemoHcTpMpoBaHa Ha puc. 1-13.

Moka3aHHbIA Ha puc. 1-13 A K+kKaHan 6akTtepuil
COCTOMT M3 YETbIpeX OAUHAKOBbLIX CYObeAUHML, 06b-
efMHEHHbIX B e4WHOE LeNnoe Teflo KaHana.

Ha naHensix b, B n I noka3aHo, 4yTo P-neTtns noka-
NnN30BaHa OKONO BHEK/ETOYHOW MOBEPXHOCTU MeMb-
paHbl 1 06beANHAET a-cnupann 060Mx cermeHToB Sb
n S6. OHa COCTOUT M3 HecnupanbHOW 4YacTu, GopMu-
pYIOLLE BEPXHIOK YacTb NOpPbI, KOPOTKOM a-cnupanu
W YONVHAKLWeEA NeTnu, KoTopas BbIfaeTcsi B CyXa-
IOLWYCA 4YacTb Mopbl U (OPMUPYET CeNeKTUBHbIN
unbTp. ITOT PUALTP MNO3BONSET MPOXOAUTbL 4Yepes
KaHan TofbKo noHam K+, HO He apyrmm moHam. Huxe
(hUNbTpPa HaXO4UTCA LEHTpasibHaa YacTb nopbl, 0bpa-
30BaHHas a-crnupanbilo cermeHta S6. BrteTpamepHom
K+-kaHane 6akTepun Streptomyces lividans cermeHTbl S5
1 S6 0603HaYeHbl TakK, NOCKONbKY OHW MpeACcTaBAAlOT
C060li CTPYKTYpHble 3KBUBaNEeHTbl CErmeHTOB S5 1 S6
B NoTeHuuanynpasnsemom K+-kaHane (puc. 1-13).

Ha pucyHke 1-13 b noka3aHbl CTPYKTYpHble AeT
nvn KaHana. MN4H2-koHeu cCy6begUHNLbI HAMWHAE A
Hapy>XHol cnupanbto (opaHXeBas), NPOH  bIBaKo
Wweih membpaHy OT LMTOMNA3MaTUYECKO CTOPOHbI
0O HapyXHOW NOBEPXHOCTU. 3a HApPYXHOW cnu-
panbto cnefyeT KopoTkas cnupanb (KpacHas
HanpaBneHHas B nopy. 3aTeM cnegyeT BHYTPEHHAS
cnupanb, KOTopas BO3BpaliaeTca K uuronsasmMa w-
4yeckoil cTopoHe (opaHxeBasn). CoenHAO WL asA Ne Ns
MeXAy HapY>XHOU 1 KOPOTKOI cnupansaMm o pasyet
CTPYKTYpPY, (DOPMUPYIOLLYIO Hapy>XHOe OTBEpCTue
nopbl. Ta YaCTb COAEPXUT LEHTP CBA3bIBaHUA ANd
HecenekTMBHOro 6nokatopa K+-kaHanoB TeT-a
aTunammoHus (TOA). YeTbipe Takux MeTAN Kax-
JOn cybbeAnHUUbl DOPMUPYIOT BHELWIHUE CTeH J
nopbl, a UMEHHO TOW ee yacTu, KoTopas OTBeicC
TBEHHA 32 CEeNeKTUBHOCTb KaHana — CefeKTUBHbIE
hunnbTp.

M36upaTenbHOCTb KaHana [OCTUraeTcs Kak pas
MepOoM ero nopbl, Tak ¥ MONEKYNAPHON OpraHu3aum
el ceneKTUBHOro unbTpa. JunameTp CeNeKTUBHO C
thunbTpa paBeH npumepHo 0,3 HM. AMMWHOKM aoTb
€ro CTEHKW OpPWEeHTUPOBaHbl Tak, 4To M /ejoBa-
TeflbHble KOMbLa, 06pa3oBaHHble YeTbipbMsA  apbok-
CUAbHBIMK rpynnamMu (No O4HOM OT KaXKolh CybOb-
eanHULbl), obpalieHbl BHYTPb Nopbl. AuameTp nopsl
[OCTaToOYeH AN NPOXOXAEHUA 4 FMAPaTUPOBAHHOIO
noHa K+, nmerowero gnametp 0,27 HM. ATOMbI KUC-
Nnopoja B CTeHKe Mopbl 3aMEHAKT rujpartauunio toHa
MoHblI MeHblIero pasmepa, Hanpumep Na+, ¢ guamert-
poM 0,19 HM, He MOryT npoxoAuTb 4yepe3 K+- aHan
MOCKOJIbKY OHW He MOryT c(opMMpoBaTb ECHYIO
CBA3b OZLHOBPEMEHHO CO BCEMM YeTbIpbMA KWCNOPO
JaMun CTEHKW MOpbl. TOT MeXaHW3M B feTanax npeg-
CcTaBfieH Ha puc. 1-19.

Puc. 1-13. Mogenb MONeKyNspHOI opraHnsaumnmn Hanbonee npoctoro K-kaHana 6aktepuu Streptomyces lividans.

A — 310T K+KaHan npeactaBaseT coboii TeTpamMep M3 UAEHTUUYHbIX CYObeANHUL, KaX4as N3 KOTOPbIX COLEPXUT
[iBe CXOAHble TpaHCMeMbpaHHble a-cnupann, o603Havaemble Kak S5 U S6. U KOPOTKY P-MeTnto, (hopMUpYHOLLYIO
nopy. b — opraHusaumns ofHoli K13 YeTbipex cyobeamHUL. MokasaHbl S5 1 S6 a-cnupanu (KenTble Ha PUCYHKE) U
netns P (po3oBas) B— TeTpamepHas opraHusaumsa KaHana. Bug cboky. — TeTpamepHas opraHm3aumns KaHars

ug cBepxy
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MoTeHumanynpasnsaemble K4-KaHasbl
(Kv)

Kv KaHanbl 06pa3oBaHbl 6€1KOBbIMU CYy6beANHU-
uamMy ABYyX TWUMOB: a-cybveanHuuamu, GopmMupyto-
WMMKU NOpYy, U BCNOMOraTenbHbIMK p-cybbeauHmMLa-
mMu. CybobeanmHuubl a QOpMUPYHOT TeTpamep, 4TOo6bI
obpasoBaTb PYHKLUMOHANbHbIA KaHan, NpPoOBOAALLUNA
NOHbI K+.

OpHa cybbveauHmuya Ky-kaHana — 6efoK C LWecTbio
TpaHCMeMObpaHHbIMKW cermeHTamu (S) a-cnupanu
(S1—S6) »n pacnonoXeHHbiMM B uutonnasme N- u
C-TepmuHanamu. Hanbonee m3yyeHbl BHEKIETOUYHAS
neTna P mexay 5S n 6S (hopmupyeT K+-CeNeKTUBHbI
unbTp W nopy KaHana) u 4S, KOTOPbIA NONOXMK-
TeNbHO 3apsi)XeH M (HOPMUPYET CEHCOP HampsXeHus
6enka (puc. 1-14A). Kpome TOro, MHOro (yHKUWI
06bI4HO NpunucbiBann 60abWUM N- 1 C-KOHLEBbIM
netnam. OHW BK/IOYAKOT KOHTPO/b 38 MHaKTUBaLmMei
KaHanoB, 6enok-6enkoBoe B3aumofencTene (Mo Tuny
TeTpamepmsauum a-cybbeguMHUL, B3aUMOeliCTBUNE C
umTonnasmaTmyecKUMn p-cybveamHuLamu n coxpa-
HeHWe nocnefoBaTeNbHOCTENR).

Kv a-cy6befuHuubl MOryT (opMuUpoBaTb MWK
romoTteTpamepbl (homotetramers)y nnm retepoteTpa-
mepbl (heterotetramers), BepOATHO, OrpaHMYeHHble
B TOM >e camMoM nofcemeiictee. OrpomMHoe pasHo-
obpasne Ky-TOKOB invivo ecTb CleAcTBME cylyec-
TBOBaHWA CMAACUHIOBLIX BapuMaHToB (M30(opM
reHa, KOgMpYyHLWMX O4HY U Ty Xe a-cybbeauHuly),
cbopkn TeTpamepa a-cyb6befuMHUL C pasnanyHbIMU

BCMOMOraTe/ibHbIMW CybbeanHULAMMN U FeTepomMepu-
3aumus a-cybvegmHuL,.

Kak 13BeCTHO, WOHbl K+ He3KBMBANEHTHO pac-
npegeneHbl MeXAy BHEKNETOYHOW cpefoi v umTon-
nasMoi, W 3TO co3jaeT [ABUXKYyUW Y cuay Aang
BbiIX0fa WMOHOB K+ B 60MbWINX (PU3NONOTMYECKUX
npegenax MembpaHHOro noTeHuwana. Ky-kaHanbl
OTKPbITbI NpWU Aenonspusaynun TpaHCMeM6paHHOrO
noTeHuMana, 4to cnocobCTBYeT BbIXOAY MOHOB K+
[enonapusaums MoxeT 6biTb NpejcTaBneHa Kak
aKKYMynsiunma MNO3UTUBHbIX 3apAf0B Ha BHELIHeN
CTOpoHe Mem6paHbl. OfHaKO BbIXO MNO3UTUBHO
3apsSKEHHbIX MOHOB, TaKUX, Kak MOHbI K+ caBuraet
MeMOpaHHbI NOoTeHLUMan HUXe MOTeHLMana nokos.
Takum o6pasom, Ky-kaHanbl YyBCTBYIOT AeMONApu-
3alMi0 1, B CBOK OYepefb, AeMCTBYIOT TakK, 4ToObl ee
ycTpaHutb. OaHa M3 Hambonee oxapakKTepu3oBaH-
HbIX poneil Ky-kaHanoB 3akfitoyaeTcsa B TOM, YTOGbI
3aKOHYUTb CUNLHYIO AEnoNspu3aLnto, Bbi3BaHHYIO
aKTMBaLUMel noTeHUMan3aBUCMMOrOo Bxoja KaTuo-
HOB (COBMECTHO 06pa3ytolMx NnoTeHLnan gencrens).
Takum 06pa3om, MOXHO MOCTY/IMPOBaTb, YTO Nt06bIE
ysenunyenus Ky-KkaHanbHOW aKTUBHOCTM 6yayT
npuBoanTbL K 60nee 3h(HEeKTUBHOMY OKOHYAHUIO
penonspusaunm (06bIYHO yKOpaumsas unn ybéu-
pas noTeHuwan pfeictemda). ITa (YHKLMOHaNbHasA
cnocob6HocTb Ky-KaHaflioB TaKXe /1eXWUT B OCHOBE
hOpMMpPOBaHMUS NaYeyHOl aKTUBHOCTU (B3PbIBHOI).
Takum 06pa3om, akTUBHOCTb Ky-KaHanoB urpaer,
Hanpumep, pofib B KOAMPOBAHWUW MWHGpOpMauMu B
HepBHOW cucteme.

Puc. 1-14. TMnaHoMeTpu4yeckass MofAesb MONEKYNSAPHOMA opraHusauum noteHumanynpasnsemoro K+-kaHana

(Ky-kaHana).

A — ofHa cy6bemHuLa Ky-kaHana npeactaBnseT co6oit a-cnmpant C LWeCcTblo TpaHCMeM6PaHHbIMKU CermMeHTamu
(S1-S6) n pacnonoxeHHbiMK B LuuTonnasme N- u C-TepMUHansaMu. BHekneTouHas P-neTns Mexay cerMeHTamu
S5 1 S6 hopMUpyeT CeNeKTUBHbIN GUALTP AN MOHOB K+ 1 MOpy KaHana, a NnonoXUTeNbHO 3apsKeHHbIA CermeHT
S4 hopMUpYyeT CeHCop HanpsXkeHMs Genka LAnuHHble N- n C-TepMUHaNbHbIe METAN KOHTPOMMPYIOT MHAKTUBALUIO
KaHanoB 1 6enok-6eNKoBoe B3auMogeiicTeme. b — accoumaums YeTbipex cy6beguHul, B Ky-kaHan






CemelictBo Kv

[o HacTosiLlero BpeMeHu B reHoOMe 4efnoBeka Onu-
caHbl 38 reHoB, KOAMPYHLWMUX Ppas3MYHbie KaHasbl
cynepcemeiictea Kv. Ky-KaHanbl BK/KYalT Kiac-
CMYecKMe KaTeropumu KaHanos: K+-kaHanbl 3afep-
XaHHoro BbinpaAmnenns (delayed rectifier K*-channels)
M GbICTPbIE TPaH3UTOPHble K+-KaHanbl BbIXOAALLErO
Toka (fast transient 1C-channels:fast transient 1C-current
IA wnu transient outward current 1.

Ha3saHue «delayed rectifier K3-channels» 6bin10
nepBOHaYanbHO AaHO MNoTeHuManynpasnsgeMblM K+-
KaHanam TUraHTCKOro akcoHa KalbMapa Wu3-3a WX
OTCPOYEHHON akTuBauuu (N0 CpaBHEHU C GbLICTPO
akTususupyrwwummuca Na+-kaHanamm). YneHbl Bcex
Kv nogcemeiicts (Bknovas Kvl—4, EAG n KCNQ)
moryT popmupoBath delayed rectifier K+-channels.

Fast transient fC-channels (dhopmupytowme fast
transient fC-current: 1A, unu transient outward current
It) — ObICTpble TPaH3MTOPHble K+-KaHanbl BbIXOAA-
lero Toka npefcTaBnsAt0T cob60li KaHanbl, aKTUBU-
pyemblie HW3KMM noTeHuuanom (low voltage-activated).
OHV ObICTPO UHaKTUBMPYHOLWMECA (TPaAH3UTOPHbIE,
WHaye— BpPeMEeHHble, MUMOJNeTHble K+-KaHanbl).
KaHanbl 3T0ro Tmna o6bl4YHO 06pasoBaHbl M3 Y/IeHOB

Puc. 1-15. ®unnoreHeTn4yeckune aepesbs AN cemelictea

KV1un Ky4 nogcemeincts n BcnomoratenbHoin 0- y6b
e4MHNLbI, 4acTo HeobXoANMOI Ana heHOMeHa BbICT-
poil nHakTuBauun. HegaBHo 6blna 06HapyXeHa H Bast
BCnomoratenbHasa cyb6wvegmHuya — CD26, poacTBeH
Hag AunenTMAUA amMuWHONENnTUAa3anofo6HoMy npo
TenHy (Dipeptidyl Aminopeptidase-nogo6ubiii 6en kK
DPPX), 1 3TO N03BO/IN/I0 MPUCBOUTL KaHany H ipo-
HOB XapakTepucTuky Ky4-kaHanos.

dunoreHetnyeckne gepesbs Ky-kaHanos npoge-
MOHCTpPMpOBaHbl Ha puc. 1-15. Ha Hem npu ¢ no-
reHeTUYeCcKOlW PEKOHCTPYKLUU, OCHOBAaHHONW Ha
CXOAHON aMWHOKWCAOTHOI MocnefoBaTenbHOCTH,
nokasaHbl noTeHuuanynpaensemblie (voltagega )
K+-kaHanbl cemeincte KvIl—Kv6, Kv7 n Kv8—Kv9.
Cpegn 3Ttoii rpynnbl Tonbko Kv18 B HacTof-
lee BpemMs WCMbITbIBAET HeEAOCTAaTOK B Ha3BaHUWU
HGNC. MATb uneHoB rpynnbl Kv cemeitictBa Kv7
(KCNQ1-KCNQ5) B HacTosAwee Bpemsa (c 2005 r.)
MOryT OblTb BHECeHbl B COK3 C Apyrumu 6enka-
MU KaHana Kv, U no3aToMy He MoKa3aHbl B OTAe-
NbHOM (DMIOTEHETUYECKOM [epeBe, KakK 3TO npejg-
CTaBNAnOChL paHee. Tpu oOcCTaBlIMecCHd CeMeicTea
Kv — Kv10, Kyll n Kv12 —poctato4yHo 6113K0 CBf-
3aHbl Apyr ¢ Apyrom, 4yTtobbl 6bITb NOKA3aHHbLIMU B
OTAENbHOM (PUMOTEeHETUYECKOM [epeBe.

A— dwunoreHeTnyeckoe paepeBo ana cemeiictBa Kyl-Ky9-kaHanoB AMMWHOKUCAOTHbIE MOC/eL0BATENbHOCTY
Ky-kaHana BkntovaoT Kvl-Kve n Ky8-Ky9 cemeiicTBa, KoTopble 6binn BHeceHbl Ao 2005 1 B — nocnegoBatenb-
HocTU Kv7.1-Kv7.5, Kv6.4 n Kv8.2 Obinn pgobaBfieHbl K CyLiecTBylOLWeMY (UI0reHeTUYECKOMY fAepeBY. ToNbKO
rnapoobHbie Agpa kaHana (S1-S6) ncnonb3oBannch ANa aHannsa. B— gmnoreHeTnyeckoe fepeBo AN cemelie TB

Ky10-Kyl12-kaHanos



K5.1 [KCNF1, 2p25]
F— K21 [KCNB1, 20q13]
[ K2\./2 [KCNB2, 8g12]
K6.1 IKCNG1, 20q13}
K6.2 [KCNG2, 18722]
K 6.3 [KCNG3, 2q21]

r K8.1 IKCNB3, 8¢22]
K 9.3 [KCNS3, 2p24]
C IK 9.2 [KCNS2, 8g22]
K 9.1 [KCNS1, 20q12]

K 3.4 [KCNC4.1 p21)

—K\8.2 [KCNC2, 19q13)

L £ 31 [KCNC1,11p14)
" K 3.3 [KCNC3, 19q13)

— K4.1 [KCND1, Xp11)
J-k 4.2 [KCND2, 7q31)
*-K4.3 IKCND3,1p13)
— Kw1.7 [KCNA7, 19q13)
N— Kvl1.4 [KCNM.11p14)
A-Kv1.6 [KCNA6, 12p13)
=~ Kv1.5 [KCNA5, 12p13)
“ Kv1.8 [KY1.10, 19gq13)
r Kvi.2 [KCNA2, 1p13)
—Kw1.1l [KCNA1,12p13)
A .K 1.3 [KCNA3,1p21)

K 5.1 [KCNF1, 2p25]
F— K2.1 [KCNB1, 20q13]
[L KJ22[KCNB2, 8q13]

I~ K6.3 [KCNG3, 2p21]
A K 6.1 [KCNG1, 20q13]
\ 6.2 [KCNG2,18q22]

K\6.4 [KCNG4,16¢24]
K 7.1 [KVLQTY, 11p15]
—KW7.3 [KCNQ3, 8qg24]
— KW.2 [KCNQ2, 20q13]
_|—\K 7.4 [KCNQ4, 1p34]
“ K 7.5 [KCNQ5, 6q14]

—K8.1 [KCNV1,8q22]
K 8.2 [KCNV2, 9p24]
| K.3 [KCNS3, 2p24]
K\.2 [KCNS2, 8922]
— K 9.1 [KCNS1, 20q12]

r Kw.4 [KCNC4.1 p21]
r K3.2 [KCNC2,19q13]
L KA1 [KCNC1, 11p14]
1 K 3.3 [KCNC3, 19q13]
r— K 4.1 [KCND1, Xp11]
L|-K 4.2 [KCND2, 7931]
A.K 4.3 [KCND3, 1p13]
- KVL.7[KCNA7, 19q13]
I KVL.4[KCNA4, 11p14]
— KVL.6 [KCNAG, 12p13]
i— KvL.5 [KCNA5, 12p13]

t—--\1.8 [Kv1,10, 19p13]
— KwL.2 [KCNA2, 1p13]

— Kw.1 [KCNA1L, 12p13]
+ K"i.3 [KCNA3, 1p21]

— Kv12.2 [Elk-2, KCNH3, 12q13]
I Kvi2.1 [Elk-1, KCNH8, 3p24]
1----KV12.3 [Elk-3, KCNH14, 17G21]

KvI0.1 [eag-1, KCNH1, 1g32]
KJO0.2 [eag-2, KCNH5, 14g23]
— Kw111 [eag-1, KCNH2, 7q35]
KJ 1.2 [eag-2, KCNH6, 17g35]
— Kul 1.3 [eag-2, KCNH7, 2g24]



Npynnbl Kr

Cnegytownin knacc 25-6en1K0B BKAOYaeT Tpu rpyn-
nbl KaHanos inward rectifiers channels (Kjr), koTopble
MO>HO Ha3BaTb, XOTA U 0YeHb A/IMHHO, KaK «K+-KaHa-
Nbl @aHOMANbHOr0 BbINPAMJIEHWA C TOKOM BXOASALLENO
HanpaBneHus». N- u C-TepMMHaANU 3TUX KaHanoB
TakXe pacnofioXeHbl B LMTONNasMme, P-netna mexay
LBYMA TpaHCMeMb6paHHbIMU JOMeHamu Qopmupyer
nopy, n YHKUMOHWUPYHOLWMNIA KaHan npeacTaBnser
coboli TeTpamep 3TUX 2S/1 P-cy6befuHuL,.

KnoHunposaHue nepebix inward rectifiers !C-chan-
nels- Kirl.I (ROMK1) n Kir21l (IRK1) — 6bin0
ocyuiectsiieHo B 1993 1., M nocnefoBaTe/ibHOCTb
HOBbIX 4Y/IEHOB 3TOr0 cemeiicTBa 6blNa WAEHTU-
thumumpoBaHa, Bkn4asa K-kaHan, CBA3aHHbLIN C
G-6enkom, (Kir3) u AT®-4yyBCTBUTENbHbIA K-KaHan
(Kir6). 3T KaHanbl WrpawT BaXHYHK (U3NONOTN-
YeCKY poib B PYHKL UM MHOTUX OpPraHoB, BKAKOYan
MO3r, cepAaue, NOYKWU, 3HAOKPUHHbIE KNETKWU, Chy-
XOBble KNeTKW U KNeTKW ceTyaTku. MonekynspHas
opraHusaumna 3TUX KaHanoB npuBedeHa Ha
puc. 1-16 A. ®unoreHeTUYeCKOe [epeBO, MOKasaH-
Hoe Ha pwuc. 1-16 b, nnnwCTpUpPyeT POACTBEHHbLIE
CBfi3W, OCHOBaHHble Ha MocneA0BaTe/lbHOCTU amu-
HOKMCNOTHbLIX OCTaTKOB, MeXJy CeMbl OCHOBHbIMU

nogcemeiicteamun Kir. B HacTosliee BpeMs HOBble
YfleHbl 3TOF0 CEMECTBA He ObINM MAEeHTU(HULNPOBa-
Hbl. MOCKOMbKY 3TO (hMNOreHeTUYecKoe AepeBo nos-
Bunocb Tonbko B 2002 r. B usgaHnun IUPHAR, mano-
BEPOATHO, 4YTO Kakue-nubo [pyrue HOBble Y/EHbI
6bln 06HapY>XeHbl 3a 3TO BPeMS.

B nocnegHee BpeMs MeTO4 PEHTreHOCTPYKTYp-
HOW KpucTannorpagum pJan BO3MOXHOCTb OMM-
caTb CTPYKTYypy LMTONAasMaTu4yeckoro permoHa
Kir3.1, nonHyw cTpykTypy 6akTepuansHbix Kjrl.l un
umTtonnasmatnyeckyt ob6nactb Kjr2.1. 3Tu faHHble
LeMOHCTpMpyrT, uTo inward rectifiers K*-channels
UMEIKT ANIMHHYIO NOpY, YXOAAWYI0 B LUTONNA3MY, U
NofYepKMBAKOT BaXHOCTb OTpULLATENbHbLIX 3apsjoB
aMUHOKNCNOTHLIX OCTAaTKOB Ha CTEHKe LMTOMnas-
MaTMYEeCKON 4YacTW Mnopbl, KOTOpas MrpaeT BaXHYO
poNb aHOManbHOrO BbINPAMAEHUSA. ITU WUCCNEA0-
BaHUA obecneynnn MOHMMaHWE MeXaHW3MOB pery-
NMpoBaHMA BOPOT KaHana MOCPeACTBOM NWUraHAoB
yepe3 G-6enku nocthatmnamnnnHosuton 4,5-6udoc-
tat. MHpopmaumsa, nonyyeHHas 6narogaps aHanmsy
KpUCTanInMyecKol CTPYKTYpbl, Upe3BbIYANHO LIEHH],
TaK KakK M03BONAeT OUEHWUTb CTPYKTYPHO-(YHK-
LMWOHaNbHble OTHOWEHMA. TakXe npumeyaTenbHbl
M3haHnA, NOCBALWEHHbIE N3YYEHUIO AMHAMUYECKNX
acrnekToB YYHKLWUWN KaHana.

Puc. 1-16. MonekynapHaa opraHusaumsa inwardly rectifying potassium channels — K+kaHanoB aHoMasibHOro
BbINPSIM/IEHUA C TOKOM BXoAasilero HanpasneHusa (Kir).

A — ofiHa cybbeuHuua Kir-kaHana npeacrasnseT coboit a-cnupans € AByMs TpaHCMeMOpaHHbIMU CerMeHTaMm
"S5 1 S6), pacrnonioxkeHHbIMK B yuTonnasme N- u C-TepMUHaNSIMU 1 KOPOTKYO P-NeT/iio, (opMupyHoLLyto mnop .
b — accouunauus yetbipex cybbefnHul, B Kir-kaHan. B— dunoreHeTunyeckoe fepeso ana Kir-kaHanos



LLIM/1
No L

TeTpamep
TeTpamep
T W
r M
Ha3sBaHue Howmep Howmep
KaHaua reHa XPOMOCOMbI
y 4YenoBeka Y yesioBeka
Kx.1 KCNJ1 17924
K71 KCNJ13 2q37
Kigd.2 KCNJ15 21922
K41 KCNJ10 1922
K,5.1 KCNJ16 17923
K2.1 KCNJ2 17923
K,2.4 KCNJ14 19913
K,2.2 KCNJ12 17p11
K2.3 KCNJ4 22013
Kir3.1 KCNJ3 2024
Ki3.3 KCNJ9 1g21
K3.4 KCNJ5 11924
K.3.2 KCNJ6 21922
K6-1 KCNJ8 12pl11

K,16.2 KCNJ11 1pi5



K+KaHanbl ¢ AgByMSA NeTnsiMu B JOMEHe
(two-P potassium channels — K2P)

MeHblUe YyeM 3a fecATuneTne, HauYMHaA C OTKpPbI-
Tns K2P-kaHanoB, UX U3y4YeHMe nokKasano, 4Tto 6a3o-
Bas yTeuka MOHOB K+ uepe3 creunannm3mpoBaHHbIe
nyTu npeacTaBnseT co60i 3pPeKTUBHO PeErynmpy-
eMblii MexaHU3M KOHTpONs BO3OYAMMOCTU KIeTOK.
MyTn yTeYykn MoHOB K+, akTUBHbIe B MOKOe, cTabu-
NN3NPYIOT MeM6paHHbIi NOTeHLMan Huxe nopora
reHepauuun B3pbIBHON (Ma4yeyHOl) aKTUBHOCTM M
YCKOPAKT penonspusaumnio. XoTa CcyuiecTBoBaHue
TOKOB yTeuku 6bi10 npegnonoxeHo B 1952 r. Hodgkin
n Huxley, oHW ocTaBanucb 6MOPU3INYECKUM Kypbe-
30M BTe4yeHue NATW gecAaTuneTnin. ageHTnudukaumm
NepBbIX MOJMIEKYNAPHbIX MeXaHW3MOB TOKa yTeu-
Kn nmoHoB K+ cnoco6cTBOBano KnoHuposaHue K+-
KaHanoB ¢ ABYMA NOPOQOPMUPYHOLLUMMN MNETAAMM
B KaXoWh CybbeaunHULE W YeTbipbMsA TPaHCMEMO-
paHHbBIMW CerMeHTaMu (MM BOCEMbH) TPaHCMeM6-
paHHbIMK cermeHTamu) B Saccharomyces cerevisiae
n Caenorhabditis elegans. Mocne atoro K2p 6bin n3o-
NNpOBaH W3 HEPBHO-MblWe4yHON TkaHu Drosophila
melanogaster. Buodusnyeckne xapakKTepucTuku
nokasanu, 4to K2P fonxeH 6biTb K+-CeleKTUBHbLIM
KaHanoMm c onpefeneHHbIMW napameTpaMu MNpPOBO-
LVMMOCTK, T.e. C NOTEHLMAaNHE3aBUCUMbIM BOPOTHbIM
MeXxaHU3MOoM, 1 npegckasaHHbiM Goldman, Hodgkin,
Katz BbinpsamneHnem. Korga KOHLEHTpaLMa WOHOB
K+crMMMeTpuUHa ¢ ByX CTOPOH MemMbpaHbl, K2p-Tok

W LEMOHCTPUPYIOT JNIUHEWHYIO 3aBUCUMOCTb OT
noteHumnana. [pu GU3NONOTUYECKUX YeNno usax
(BbICOKAA KOHLUEHTpauuMsa MOHOB K+ BHYTPU U HU3-
Kas cHapyxun) K2P npoBoauT 60/1ee 3HaYUTeNbHbIA
TOK M3 KNeTKW, YeM BHYTpb KneTku. Habnwog etcs
NOTOK WOHOB, HanMpaBfEHHbIA B 6ONbLIE/ CTeneHu
HapyXy, Yem BHYTPb KNETKMU.

MopasuTenbHasa uvepta K2P-kaHanoB — opraHu3sa-
Luma ux cybveanHuubl. Kaxaas nmeet agse P netnm u
yeTblpe ScermeHTa (puc. 1-17 A). 3Ta oTAMvatowas
Tononorusa (2P/4S) moxeT 6bITb HalifjeHa B 60nee Yem
70 npejcKasaHHbIX roMonorax B 6ase gaHHbIX, Noay-
YeHHbIX MPU U3y4yeHUM reHoma. ATHaguaTb re 0B
MNEKONUTaK WNX B ceMelicTBe 0603HaYEHbl KaK reHbl
KCNK, kogupytowune K2P-kaHanbl (puc. 1-17 b n B).
Mpu akcnpeccum nerko obHapy>XxunsaeTcsd PyH UUs
MOHHOro KaHana. Kak oxwupganoch, Ans pery iaTopos
B030yamMmMocTN K2p-KaHanbl HaXo4ATCA NOJL CUM HbIM
KOHTPO/IEM MHOXECTBA XMMMWUUYECKUX U (U3UY  KMX
CTUMYNOB, BK/AlOYAasA HanpsXXeHwe Kucnopoga, p
AUNUAbI, MeXaHW4yeckue pacTsXeHuUs, HelpoTpaH
CMUTTEPbl W peLenTopbl, CBA3aHHble ¢ G-6eKOM.
KaHanbl Takxe cnyxaT MOJIEKYNAPHbIMU MULLEHAMM
ONA HEKOTOPbIX NeTYy4YMX WM MEeCTHbIX aHeCTeTUKOB.
Perynauua K2p-kaHanoB cBA3aHa C W3MEHEHUAMMU
B UX CBOWCTBax, Hanpumep BEpPOATHOCTU OTKP TuSA
KaHanoB. TeM He MeHee HEKOTOPble PerynsTopHble
N3MEHEHUNS, Hanpumep QochopennpoBaHne K2 ,
obecneynBaeT NosBAEHUE BbINPAMASOLWMUX CBOM TB
C YYBCTBUTENIbHOCTbIO K NOTeHLMany.

Puc. 1-17. MonekynapHas opraHusaums gnsa two-P potassium channels — K+kaHanoB ¢ AByMA MeTAsIMU B AOMEHe
(K2P). ObpatuTe BHUMaHWe, 4TO 3TOT KaHan BbIMOMHAET (DYHKLMIO TaK Ha3blBAEMOr0 KaHana yTeuku.

A— ogHa cy6beanHuua K2P-kaHana npecraBnseT coboit a-cnupanb ¢ YeTbipbMst TPAHCMEMGPAHHBLIMW CErMeHTa-
MW, PAcronoXeHHbIMMU B LuTonnasme N- 1 C-TepMUHansmu, 1 pyMa P-neTnsamu hopMupytowmMm nopy. b — acco-
unauus aByx cy6beanHuL, B KP-kaHan. B — o6beMHoe n3obpaxeHune KP-kaHana — unoreHeTuyeckoe Aepeso

ana K2P-kaHanos



HazBaHue
KaHana

- KA1
—K2P10.1

- K-l
- KP17.1
- K161
- KFB1

—*&6
- K71

_@9
- KE3.1
Krpls.1
- KP13.1

- Kzpl2.1

Homep
reHa

y yesioBeKka
KCNK4
KCNK10
KCNK2
KCNK17
KCNK16
KCNK5

KCNK6
KCNK7

KCNK1
KCNK9
KCNK3
KCNK15
KCNK13
KCNK12

Howmep
XPOMOCOMbI
y yesioBeka

11913
14g31
1lg4l
6p21
6p21
6p21

19913
1113

1q 42
8q 24
2p 23
20q 12
14q 24
2p 22

Anmep
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Caz+aktuBupyemble K+kaHanbl (KQ)

MonekynapHaa opraHusauusa K*-kaHanos npeg-
cTaBfeHa Ha pwuc. 1-18 A, b. dunoreHeTnyeckoe
[lepeBO, NpefCTaB/IeHHOE Ha PUCYHKe, WANIKOCTPU-
pyeT (hakT, 4TO 3TW KaHanbl POPMMUPYIOT 4BE XOpO-
IO OnpefefieHHble, HO TO/IbKO OTAANEeHHO CBfA3aH-
Hble rpynnbl. OfHa M3 3TUX TPynn BKAKOYaeT Tpu
K~-kaHana ¢ Hu3kol nposogumocTtbio (KCa2.1,
KCa2.2 n KCa2.3), a Takxxe KaHan K”3.1 ¢ npomexy-
TOYHOW NPOBOAMMOCTLIO. DTN KaHanbl He MOTEHLM-
anynpaensemMbl U aKTUBU3UPYIOTCA HU3KUMMU KOH-
LeHTpauuamum BHyTpukneToyHoro Ca2+ (<1,0 |gM),
B oTamume oT KCall (KCNMAL, Slol), koTopblii
aKTUBU3NPYETCA M MOTEHLMANOM, U BHYTPUK/IETOY-
HblM Ca2+ OTu Tpu KCa-KaHana ¢ HWU3KOW npoBO-
OVMOCTbI0 YYBCTBUTENbHbI K 610KUpYylOWemMy gelic-
TBUIO anaMuHa (100 nM—I0 HM), 4TO OoTAMYaET UX
oT Bcex apyrux KCa-kaHanos. I K”"-kaHanbl ¢ HU3-
KON MpOBOAMMOCTbIO, M KaHalbl C MPOMEXYTOYHOM
NMPOBOAVMMOCTLIO WUIPaldT BaXXHYH POSib BO MHOMMX
npoueccax, BKAyvawowmnx Ca2+3aBUCUMbIA CUT-
HafMIMHT B 3/1€KTPOBO3OYAUMbIX WU 3N1E€KTPOHEBO3-
6yanMbIX KneTkax. OHM He CBA3bIBAOT CBOOOAHbIE
noHbl Ca2+HenocpeacTBEHHO, a CKopee, 06HapPYXu-
BatoT Ca2+yepes3 KanbMOAY/IMH, MOCTOAHHO CBA3aH-
Hblli ¢ C-TepMUHalbHbIM pernoHomMm. CBsA3biBaHUE
KanbLuuna € 3TUM KalbMOAY/NMHOM NPUBOLAUT K KOH-
(hOopMaLMOHHbIM W3MEHEHUsSM, KOTOpble, B CBOIO
oyepefb, OTBETCTBEHHbl 33 BOPOTHbI MEXaHWU3M
KaHana.

dunoreHeTMYeckoe [epeBO, MNOKaszaHHOe Ha
puc. 1-18 B, unnwctpupyet 3aBUCUMOCTb MOCAef0-
BaTeNbHOCTeN rpynnbl K~-kaHanoB, KOTOpas BKJ/O-
yaeT KCall (Slo nnm Slol), 174.1 (Slack nnn Slo2.2),
174 2 (Slick nan Slo2.1) n KCas.1l (Slo3). KaHanbl
KCall mn3y4yanu B KneTkax Mo3sra, YAUTKW U MblLU-
uax, M W3BECTHO, 4TO uepepyloluecs cnnalicuH-
M ux MPHK OTBETCTBEHHbI 3a WX 3HauyuUTeNbHble
(DYHKUMOHaNbHble pasnuund. BoTtnnune ot KCa2- n
KCa3-kaHanoB, cBsi3biBaHWEe WOHOB Ca2+-KaHanom

Puc. 1-18. KanbuuniiakTuBMpyemble K+KaHanbl.

Mnposa 1

KCall He 3aBMCUT OT ero accouunauum C Kanbmopy-
NMHOM, HO MonaralwT, 4YTO OHO OnpefenseTcs, Mo
KpaliHell Mmepe, TpeMs CBA3bIBAKLWMMU [ABYXBasjieH-
THble KaTWOHbl y4yacTKamu B LMTONNasMaTuyeckomn
KapOOKCMNbHOW 06/1acTM  Kaxpaoh Ccy6beAnHULbI
KaHana. [lBa He3aBUCUMbIX BbICOKO YYBCTBUTE/bHbIX
Ca2+-cBA3blBalOWMX Yy4acTKa, Has3BaHHble «calcium
bowl», chhopmmpoBaHbl OTpULATENBHO 3aPSAXKEHHLIMU
cerMeHTaMu B AUCTanbHON KapbOKCUNbHOW TepMu-
Hanu 6enka n BHyTpu nepsoli RCK obnactu, Kognpy-
tolet NpokcuManbHyto C-TepMuHans 6enka. TpeTui
HW3KOA(UHHbI Y4aCcTOK, CBA3bIBaOWMWUIA [BYXBa-
NeHTHble KaTWOHbI, Takxke HalifeH B nepsblli RCK
o6nacTu, KoTopas cnocobcTByeT akTuBauum Mg+ u
Ca2+ npu BbICOKMX KOHUEHTpauuax (>1 T™M).

Tpu gpyrux yneHa atoin rpynnel (KCa.1, 4.2 n5.2)
6bin BKNOYeHbl B KCa-cneumukaunio, Tak Kak
BCE OHU ABASKOTCH YNeHamu 3TOW CTPYKTYpPHO CBS-
3aHHOI rpynnbl reHoB. O4HaKO B HAacTOsLLEe BpeMS
nosiBUNOChL 60nble MHPopMaLUM 0 GYHKLNOHaNb-
HbIX CBOWCTBAaxX 4/IEHOB 3TOr0 CEMENCTBA FEHOB, YeM
6bI10 M3BECTHO HECKONbKO fleT Hasafj, Korga 3tu
HanMeHOBaHWSA 6bINM NPefNoXeHbl, U 3TO nNpea-
CcTaBnseT BO3MOXHYI 3afjadvy Ansa cneyudukaumm,
OCHOBAHHOW, CKopee, Ha DYHKLMWOHANBHOM CXOAC-
TBE, YeM Ha CTPYKTypHOM. BoTnuume oT HalijeH-
HbIX YneHoB KCal.l, haKTMUeCKN aKTUBUPYHOLLNXCA
BHYTPUKETOUYHbIM Ca2+ HU O4WUH U3 LPYTUX UYEHOB
3TON rpynnbl, NO-BUAUMOMY, HE MOXET OblTb TakXe
akTmBupoBaH Ca2+ ®akKTuyecku, rnaBHbIM 06pa-
30M, 3TW TPW HEYYBCTBUTENbHbIX K BHYTPUKIETOU-
Homy Ca2+ kaHana 1°4.2 n Kc 4.1, akTnsupytotcs
BHYTPUK/IETOYHbIMM unoHamu Na+ n Cl1", a KCabl
aKTUBU3NPYeTCA BHYTPUKIETOUHLIM 3alienavnsa-
Huem (caBurom pH B LWENOYHYIO CTOPOHY). Takum
06pa3om, XOTS OHU CTPYKTYpPHO cBsizaHbl ¢ KCall,
3TV TPW KaHana He MOTyT 6bITb ONMCaHbl NPaBUIbHO
KaK «KanueBble KaHaNbl, aKTUBUPYEMbIE KafibLnem»
Ha OCHOBE (DYHKLMOHAaNbHbIX KPUTEPMEB. ITO MOXET
ObITb TEMOW 419 06CYXXAEHWS CPeAn nccnenoBaTenei
JaHHOW obnactu.

A— opgHa cybbegnHnua KGrkanana npegcraBnseT co60i MOMeKyny € CeMbl0 TpaHCMeMOBpPaHHbIMU CerMeHTamm
(S0-S6) 1 pacnonoXxeHHOW B LMTONa3mMe C-TepMUHaNLI0 U BO BHEKIETOUYHOW cpege N-TepMuHanbio. BHekneTou-
Has netna P mexay S5 n S6 opMumpyeT K+CenekTUBHbIA UALTP 1 NOPY KaHana, a MoN0XNUTENIbHO 3apsXKEHHbIN
4S thopmmpyeT ceHcop HanpsxeHusa. b — accounauns yetbipex cy6beanHul, B KGrkaHan B — dunoreHeTnyeckoe
fepeso ans KCGrkaHanos. Mepsas rpynna BkAo4aeT B cebs KGR2- KCGB-kaHanbl. BTopas rpynna BkntovaeT Kr\
KG4- KCb-kaHanbl. [o HaCTOALEero BpeMeHW K 3TO TOMOMOTMKU HUKaK1e HOBble KaHanbl He 406aB/eHbl



a-cybbeanHuLa

N a-cy6beavHuua a-cyobegmHula a-cybbeauHuua
N N N

Ha3BaHue
KaHana

KG2-2

Kca2-3
KG2-1
-KGs-1

Kcl-1
KG5-1
KCx-1

-C KC#4-2

a-cybbegmHmla

N

SK2

sk3
sK1

Homep
reHa

[3-cy6eauHmua

"‘UJIuwW

Homep
XPOMOCOMbI

Yy desioBeKa Yy 4desioBeKa

KCNN2

KCNN
KCNN
KCNN4

KCNMAL

KCNMC1
KCNMB2

5923

1021
19p13
199 13]

10q22

8pl1l
9934

1g31
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MexaHn3Mbl MOHHOW CENEKTUBHOCTU

MexaHn3Mbl MOHHOW CeNeKTUBHOCTU U MNpoBefe-
HUA MOHOB Yepe3 MOPY KaHanbl YaCTUYHO W3YUYEHLI.
O6Lwume nNpefcTaBneHns cBOAATCA K cnegytowemy. Ha
puc. 1-19 A npeacTaBneHbl TMAPATUPOBAHHbLIE WOHBI
K+ 1 Na+un nx coctosHue B pactsope u B nope. Korga
MOHbl K+ npoxofaT uyepe3 CeNeKTUBHbIA GUAbTP,
OHW TepAlT CBA3aHHbIE C HUMWU MONEKYNbl BOAbl U
BMeCTO BOJAbl HayMHAKT KOOMepupoBaTbCA C BOCe-
MblO atoMaMy Kucriopoga Kapb6OKCWUMbHbIX rpymnn
CKefleTa OCHOBHOM LenuW MONekynbl 6enka, 4eTbipe
M3 KOTOPbIX NOKa3aHbl Ha puc. 1-19 b. 370 parMeHT
aMWHOKWUCNOTHOW NOCneA0BaTeNbHOCTU KaXaoW P-
netnn. MeHbline No anameTpy MoHbl Na+, BA06aBOK
nmerolwme «bosiee TeCHYH pybalwKy» M3 MOSeKyn
BOAbI, HEe MOryT 3({eKTUBHO KOOMepupoBaTbCsA C
aTomaMun Kucnopofa u no3Tomy npoxoadar yepes Ky-
KaHan KpaliHe peako.

Ha puc. 1-19 b noka3aHbl TONbKO ABe Haxogsauune-
CA B MPOTUBOMONOXHOM MOJIOXKEHUN CYyBbeAUHULbI
KaHana. BHyTpu cenekTMBHOTro (unbTpa KaXAblid
06e3BOXEHHbI MOH K+ B3aumopaericTByeT No AAUHe
nopbl C BOCEMblO aToMamu kKwucnopopa (KpacHble

MnaBa 1

XBOCTUKM Ha CXeme), ABa W3 KaXOW M3 4yeTblpex
cyb6beanHUL, TaK YTOObl 3aMEHUTb BOCEMb MOJIEKY/
BOJbI.

Ha puc. 1-19 B npoAemMOHCTpMpOBaHbl fABa afib-
TEPHATUBHbLIX COCTOAHUA, NPU KOTOPbIX WOHbI K+
fLBuralTcs yepe3 KaHan BcocTosHum (1), Korga ABu-
XEeHWe unaeT Tak, 4TO Mbl ero Habnwpgaem, rnags
M3 3K30MNa3MaTMyYeckol CTOPOHblI BHYTpb KaHana,
MOXHO YBMUAeTb FMApaTUpPOBaHHbIA WOH K+ BmecTe
C BOCEMbIO CBA3aHHbLIMW Monekynamu sofbl. Kpome
TOro, nokasaHbl MOHbl K+ B nosvuyuu 1 wn 3 BHYTpu
CeNIeKTUBHOTO (PUNbTPa, a TakXXe TOT XKe MOSIHOCTbI0
rMAPaTUPOBaHHbLIA MOH K+BHYTPU YCTbA KaHana.

B npouecce ABUXEHUA MOHOB K+ Kaxablii WOH B
cocTosiHuM (1) gBMraeTca OAHUM LUArOM BHYTPb KaHa-
na, o6pasys coctosiHMe (2). Takum obpa3om, B COCTOSA-
HUM (2) noH K+Ha 3k3onna3maTu4eckoi CTOPOHe KaHa-
na notepan 4 u3 8 Moniekyn BoAbl, NOH B nMo3uumun 18
cocTosiHMKM (1) nepemellaeTcs B NO3ULUIO 2, U UOH B
nosuuum 3 B cocTossHUW (1) ABMHYANCA B no3uuuio 4.
Bo Bpems nepemelieHnsa uU3 cocTtossHMA (2) K cocTos-
HUO (1) MOH K+B no3nynm 4 ABUHYNCA B YCTbe KaHana
M npuobpen BOCEMb MONEKY/ BOAbl, B TO BPEMSA Kak
LPYTOi rnapaTmpoBaHHbIi MOH K+ ABUHYNCA B KaHars.

Puc. 1-19. MexaHN3Mbl MOHHOW CeNeKTUBHOCTM M NpoBefeHNs MOHOB Na+u K+yepes K+kaHan 6akTepumn Streptomyces

lividans.

A — cxema rmapatuMpoBaHHbIX U ferngpatnposaHHbix MoHOB Na+nK+B pacTsope v B nope K+kaHana. b — cxema
3M1IEKTPOHHON NMOTHOCTU MOMYYEHHAA C BbICOKAM pa3pelueHWeM MeTOAOM PEHTreHOBCKOM Kpuctannorpahuu
LEMOHCTPUPYET MOHbI K+ mpoxogsiwine vyepes CenekTUBHbIA GuabTp. C— MHTepnpeTaunsa KapTbl 31€KTPOHHOW
NMIOTHOCTU, AEMOHCTPMPYIOLLas 4Ba a/ibTEPHATUBHbBIX COCTOAHUSA, MPU KOTOPbIX MOHbI K+ABUratloTCA Yepes KaHan



K+un Na+1oHbl B Boge 1 B rnope K+ - kKaHasa

K* B Boge Na B Boge
1
_ H
anN p=—
J ;r OH Owm H
(J ¥ :
*O0 Mo 21(0) ow
NV
K* B nope Na+ B nope
@] @)
Q (id
O)fo o] o}
K+ noHbl B nope K+ - KaHana
out
Jk3onsasmarnyeckasi O {I @)
MOBEpPXHOCTb
ATOMBI
Kucnopoga
K
in
B [BVXeHne MOHOB Yepes ceneKTUBHbIN PUNbTP
out ogao
0000
in

MNMonoxeHwne 2



CeHcop HanpsXeHunsa

PaboTa ceHcopa HanpsXXeHua 6blna M3y4vyeHa B
OCHOBHOM Ha npumepe K+-kaHana. Kak monaratoT B
HacToslwee BpeMs, nepeble YyeTbipe (SI—S4) pyHKLM-
OHUPYIOT KaK CeHCOp HanpsaXeHus, a noclefHue asa
(S5—S6) thopmupytoT nposogdAwyto nopy. B o6nactu
CeHcopa HanpsXXeHus cCerMeHT S4 umMmeeT nocfefosa-
TeNbHOCTb U3 YeTblpex unn 6051ee OCTAaTKOB aprMHUHA
MAW OCTaTKOB NM3WHa, MpUYeM Kaxblli OTAeneH
OBYMS rMApO(o6HbIMM OCTaTKaMu, KOTopble nepe-
MelLalTca B 3MEKTPUYECKOM nofe MembpaHbl npu
M3MEeHEHUN noTeHUMana Ha MembpaHe. [BuXKeHue
3TUX 3aPAXEHHBIX aMUHOKMNCIOTHBIX OCTATKOB 6bl1/10
3apermcTpupoBaHo 3KCMepuMeHTanbHO (Tak HasblBa-
eMblii BOPOTHbI/ TOK). Bonee TOro, 66110 MokasaHo,
4TO OTKPbITWE OLHOrO KaHaja COMpoBOXAAETCA 4BU-
XeHvneM vactu 6enka ¢ obwumm 3apsagom 13 anemeH-
TapHbIX 3apagos (e0).

Mocne pa6ot rpynnbl MacKinnon Katz 6bina
npeacTaB/eHa OpUTrMHanbHas «MOAeNb Becna»,
NOCTPOEHHAad Ha OCHOBe WAen O MOTrpPyXeHHbIX B
nunug cermente S2 n S1-82-netnu. CTpykTypa nos-
BO/IANA AONYCTUTb, YTO CEHCOP HamnpsXXeHus pacno-
naraetca Ha N-TepMWHanW, OrpaHWYeHHOW neTnei
S3, n/mnn Ha ux C-TepMmnHanu, orpaHWYeHHO OCT-
pbIM MOBOPOTOM Ha OCTaTKe rnuumHa b S5. lNepBble
HECKO/IbKO MOBOPOTOB, COOTBETCTBYHOLWME YacTn C-
TEpMUHaNM U3 TPagULMOHHOIO onpegeneHns S4,
YNOMAHYTbI 34eCb Kak S4—55-nnHKep. MNMnacTuyHocTb
nocnefHero NO3BOJIAET «BeC/aM» CEHCopa Hanpsxe-
HUS ABUraTbca CBOGOAHO OTHOCUTENbHO BGENKOBOro

«Tefa» KaHana, pacnosioXXeHHOro BHYTpU MeM6paHbl
(puc. 1-20 A).

OCHOBHbIe 3aKMHYEHUS MOCNeAHUX WCCIeA0BaHUi
cnegytouiue:

e cermeHTbl Sl, S2, S3 1 S4 cnupanbHble TPpaHCMeM-
6paHHblE;

e MeTAN He 3aliMLLEHbl OT BOAHOW Cpeasbl;

e 3apsaabl, KOTOpble HeceT S4, He pacrnofioXeHbl B

nunuaHom cnoe (puc. 1-20 B).

PesynbTaTbl MccnefoBaHWii falOT HEONPOBEPXUMOE
[J0Ka3aTeNbCTBO TOrO, YTO BOPOTHbIE 3apAfbl CerMeHTa
S4 4aCTUYHO «BbICTaB/IEHbI» BO BHEKNETOYHbI pac-
TBOP. OTO NMPUHLMUNMNANBHO PACXOAUTCA C KOHLENLUM-
el TMapoho6HOro KaTMoHa, LLEHTPaNbHOro MyHKTa B
«MOJeNn Becna.

Lpyroii cnopHblii BONPOC KacaeTcs CTENEHW CMe-
WeHns cermeHTa S4 nonepek Memo6paHbl Nocne akTu-
BaUuMM KaHana. [na «mogenu Becna» MepemMeLieHue
0OMKHO 6bITh He MeHee 15—20 E, Torfa Kak B Tpaguum-
OHHbIX MOAeNAX 3TO NepemMeLleHre He npeBbIWaeT 5 E
PesynbTaTtbl McCNefOBaHWA MeTOAOM PEe30HaHCHOro
nepeHoca sHeprum nokasanu, YTo BepTUKanbHOe CMe-
WweHne cermeHTa S4 He npesbiwaeT 2 E. CToNb HE60/b-
LLIOe ABWMXXEeHMEe He COOTBETCTBYET «MOfAeNn Becna» W
NoAfLepXunBaeT anbTePHATUBHYIO MOAefb, B KOTOPOIA
6enok opmupyet Npoduib 3N1EKTPUYECKOro Mons,
(hoKycupys ero nonepek y3Koro permoHa cermeHta S4.
MolHoe, HO NOKanbHOe 3NeKTPUYECKOe Nose B Hemnoc-
peLCcTBEHHOW 6/1M30CTU OT BOPOTHbLIX 3apsfoB 06bAC-
HAET, noyemy TpebyeTcd NULb MaNeHbKoe BUXeHNe,
yTo6bl nepeHecTn 13e0 yepe3 NOKaNbHYK PasHOCTb
NMOTEHLWANO0B MPU OTKPbITUN KaHana.

Puc. 1-20. 'vnoTe3a BOPOTHOr0 [ABUXeHUS 3apsifoB. CxemaTMuecKue NpeAcTaBfieHUS OPUTUHANbHOW «Mogenu
Becna» W Tononorudyeckas mogenb Cuello etal. B OTKPbITOMHAKTMBMPOBAHHOM COCTOSIHMMW. Ha Kaxnoi u3
ABYX MaHesneii BHYTPUK/IETOUHAs YacTb PacrofiodKeHa BHU3Y a BHEKNETOUHasa YyacTb — CBEpPXY.

A — (1) «xmofenb Becna», Kak ee npeactasnanum Jiang et al. CermeHTbl S1-S4, S5-S6 — nopa. B atoit mogenn S1- n
82-CerMeHTbl BIOXEHbI B BOMHOW COW, 1 3apsigbl S4 obpalleHbl B 6ucnoii. (2) B «mogenn Becna» BOPOTHbIE 3aps-
abl (HagnucaHHbI NAKC) MOXHO 6bIN0 6bl MEPEHOCUTH Yepe3 MeMbpaHy OT BHYTpPeHHeil NoBepXHOCTU (HKU3) Ao
BHELLHEN NOBEPXHOCTM (BepX) ABMXKEHWEM Bece i CeHcopa HanpsXKeHUs BHYTPU MNUGHOTO oSt MeMBpaHbl 4YTO

B CBOK O4epefb, MO0 OTKPbITb nopy. (3) MacKinnon et al. Hawu, 4TO CEHCOPbI HaMpPsXXeHUs B 6aKTepuanbHOM
Ka/IMeBOM KaHasie — 3apsXKeHHble «Becna», [BVXeHNe KOTOPbIX OCYLLECTBAETCA Yepe3 XUAKY MeMOpaHy B CTO

POHY BHYTPWKNETOUYHON cpefbl. YeTbipe ceHcopa HanpsXXeHns (ABa U3 KOTOPbIX MNOKa3aHbl Ha PUCYHKe) CBA3aHbI
MeXaHW4Yeckn ¢ BopoTamu KaHana. Kaxgablil CEHCop HamnpsXXeHWs UMeeT YeTblpe MPUBA3aHHbIX MOMOXUTENbHbIX
3apsaga (apruHMHOBLIE aMUHOKWCIOTHI) BbiCOKas 4yBCTB TeNbHOCTb BOPOT KaHana K MoTeHLMany 06bAcHAeTCA
(haKTOM, 4YTO OTKPbLITE KaHana COMpOBOXAAeTCs NnepemMelleHMeM B 06LLei CnoXHOCTU 16 3apafoB Mmonepek -em-
6paHbl. XoTa B 2007 r. caMy aBTOpbl OMpPOBeprln Teopuio «Becia», OHa BOLUMA BO BCe 3apy6exHble yuye >H Ku

n3gaHHble B 2008 1. IMEHHO NO3TOMY Mbl BbIHYX/ieHbl MPUBECTU €OPUI0 «BECNIAaM OTMeYas ee HeCOCTOATE/IbHOCTb.
B cnegytoleil yactu pucyHka (B) Mbl NPMBOAMM Knaccuyeckyto Teoputo. B — (1) Tononorus, Kak aTo NpefnoxeHo
Cuello et al. CermeHTbl S1-S4, S5-S6 — nopa. S1 n S2 — 310 TpaHCMeMbpaHHbIe CerMeHTbl, S1 OKPY>KeH OCTaNbHOl
4acTbio 6enka. 54-cerMeHT pacnofioXeH Ha neputepun, Ho ero 3apsabl HanpaeieHbl OT 6UCNO0SA U B LIEHTP 6enka ¢
60s1ee BHEKNIETOYHBIM 3aps0M, 3KCMOHMPOBaHHbLIM B PernoH nepexoga 6ucnos nunuga. NMockosibKy 601bWLNHCTBO
3apAfoB NPUKPBLITO CErMEHTOM S4, MoKa3aHbl TONbKO MepBbIli M YeTBePThIA 3apagbl. (2) ObbluHas mogenb voltage-
dependent gating ycTaHaBnnBaeT, YTO BOPOTHbIE 3apsAabl MEpPEMELLATCS Yepes A4p0 6enka TpaHcaauuen n/mnn
BpallleHMeM-poTaLlmeii S4 cnupaneil, KOTopble 4BUTalOTCA HE3aBUCUMO OT APYTMX 6eNKOBbIX CETMEHTOB B Mpejenax
BOPOT nopsbl. (3) Mogenb nepemeleHns S4 B KaHane, NPUBOAALLETNO K OTKPbITUIO UK 3aKPbITUIO BOPOT



CeHcop BHelwHAA cpepa
HanpskeHnst Memb6paHa
Bopota Boporta BHyTpeHHsis cpeaa
OTKPbIThI 3aKPbITHI
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C lI-kaHan MO3re MAEKONUTaKLWMX U OTHOCMTCS K 60/bLIOMY
CynepceMencTBy, BKAKOYalOWeEMY MUHUMYM BOCEMb
MoTeHunanynpasnseMble XAOPHble  KaHanbl  FOMOJIOTUYHbIX FEHOB.
C1C (puc. 1-21 A) 6binn BnepBble KNOHUPOBAaHbI B XnopHblii kKaHan CFTR (puc. 1-21 B) npeactaBns-
1990 r. M3 3neKTpuMyeckoro opraHa Torpedo. 3T €T cobBON FAUKOMPOTEUH C ABYMSA Haxogdwmmumcs B
K/IOHWPOBaHHbIe KaHanbl M3BECTHbl Kak C1C-0. l'eH, Memb6paHe gomeHamu MSD1 n MSD2, npuyem Kax-
Kogupywouwmii C1C-0, 6bin BhnepBble 06Hapy>XXeH B  Ablii COCTOUT U3 6 TPAHCMEMOPAHHbIX CETMEHTOB.

Puc. 1-21. MonekynspHas opraHusaymsa AByX pasnnyHbix Cl~-kaHanos.

A — noTeHymanynpasnsiemble XnopHble KaHanbl CIC. b — xnopHblin kaHan CFTR (cystic fibrosis transmembrant
conductance regulator) anuTennanbHbIX KNeTOK BHacToslee BpeMs OH 06HApYXXeH B CepAeUHbIX KneTKax



CIC CTI' - kaHan

CFTR CI"- kaHan

JomeH JomeH
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MexaHoynpaB/isiemMble KaHaslbl

MexaHOCEHCUTUBHOCTb NpeAcTaBnseT cobol yHU-
BepcasbHOe CBOWCTBO MPAaKTUYECKW BCEX KMeTOK.
O/HaKo NpUHLMN Nepesayn n npeobpa3oBaHns mexa-
HUYECKOro CTpecca B OTBETHYIO peakuuio KAeTKu fo
cuX Mnop He siceH. MMpeobpa3oBaHWe MeXaHWYecKOro
CMUTHana B KNeTKe, MO-BUAMMOMY, AO/DKHO peanunso-
BbIBaTbHCS Yepes:

* LMTOCKENET U ero MexaHOXMMu4eckne KOMMOHEH-

Thl, TakKWe, KaK akTUH W TyOYyNuH;

* KNETOYHble MOBEPXHOCTHbIE MPOTENHBI, TaKUE, KakK

WHTErPUHBI;

* MEXaHOCEHCUTUBHbIE NOHHbIe KaHanbl (MCK).

M3 Bcex nepeyncrneHHbIX CTPYKTyp, obecneuu-
BAlOLLMX MexaHW4veckyt mnepegayy B kneTke, MCK
Haumbonee NPOCTbl B U3yUYEHUMU, MOCKONbKY UX OTBET
Ha MexaHW4yeckKoe BO34ENCTBME ObLICTPLIA U Nerko
oueHusaetcs. Hanbonee BaxxHad MHGopMaLua OTHO-
cuTenbHo cBoiicTB MCK BHauane 6blna Noay4vyeHa He
0T CreLmnanbHbIX MEXaHOCEHCUTUBHbLIX K/IETOK, a Npu
M3y4YeHUN KNETOK, Ybsi OCHOBHAs PYHKLMA He CBfA3a-
Ha C MeXaHOYyBCTBUTENbHOCTbIO. ITO 06BLACHSETCA
TeM, 4YTO nepejavya MexaHW4YecKoro cTpecca B K/ieTKe
TECHO CBfi3aHAa CO CTPYKTYPHbIMW KOMMOHEHTamMm
MeMb6paHbl, HaTSAXXeHMEe KOTOpPOi OHM YyBCTBYHOT,
a MoONYYUTb U30/IMPOBAHHbIE KNETKU C HEMOBPEXAEH-
HOli MeMOpaHOii LOCTaTOYHO CMOXHO.

MCK o0TBe4yalOT Ha MexaHW4ecKuii cTpecc Memb-
paHbl W3MeHEeHWeM BEPOATHOCTU OTKPbITUA KaHa-
na. 3TM KaHaNbl CYLLeCTBYIOT B CAYXOBbIX KNeTKax,
MexXaHopeLenTopax, MbILIEYHbIX BepeTeHax, Cocy-
OWCTOM 3HAOTE/IMU W HEAPOCEHCOPHOI TKaHU, rae ux

thusmonornyeckas (YHKUUA [JOCTAaTOYHO MOHATHA.
OfHako MeHee MOHATHO, MOYeMy 3/1eKTPOHEBO36Y-
OVMble KNeTKW, Takue, KakK KNeTKW KPOBW W 3nuTe-
NuanbHble KeTKU, HYXAaloTCA B KaHanax, KoTopble
OTBEYalT Ha MexaHuyeckue cTumynbl. Mo- ngumo-
My, 3TO CBSA3aHO C TEM, YTO BCE KNETKW LO/MKHbI CTan-
KnBatbCa € npobnemoi perynsuum obbvema u 3fek-
TPONUTHOTO romeocTasa. Perynayuma KnetouyHoro
pocTa TakXe TpebyeT crneuupuyeckoid MexaH Tepe-
[aloLLein cMcTeMbl, KOTopas onpegenset gpuanyeckme
M3MEHEHUA KNeTOYHbIX pasMepoB M OpMbl. Takum
06pa3oM, Henb3s WCKAKUYNTb, YTO Heperynnpyemblii
pOCT, XapakTepHbli 4N PaKOBbIX KNETOK, CBA3aH C
MO/SIOMKOW TaKoil MexaHonepeaarLWwen CUCTEMBI.

OnpefeneHne KaHana Kak MeXaHOCEHCUTUBH [0
3MMNMPUYECKOE M 03HAYAET U3MEHEHME BepOSTHOCTU
OTKPbITWA KaHana B OTBET Ha MexaHW4yecKyto getop-
mMaLuuo meMmbpaHbl. MexaHOUYYBCTBUTENbHOCTL OMpe-
fjenseTcqd KaHanamu, aKTUBMPYHOLWMMMUCA NpU pac-
TAXEHUN KneTku, — stretch-activated channels (SAC).
OnpefeneHo, 4To U3MeHeHWe npoHuuaemoctn MC
NPONCXOAUT B OTBET Ha HaTsXXeHue (tension) membpa-
Hbl, KOTOPOE «4yBCTBYET» KaHan WAuU OKpyXarwliue
ero NUNuAbl UAU CBSI3aHHbLIA C HWM Lirockener
mMeMObpaHbl.

Ha pucyHke 1-22 A nokasaHbl MOJIEKYyNsipHas
opraHusauuns KaHana, akTMBMpylOoLWerocs npu pac-
TaXKeHUN knetkn (SAC), U fBa OCHOBHbIX CErMeH-
Ta KaHana: TpaHCcMemOpaHHbIA cermeHT 1 (TMI)
N TpaHCMeMOpaHHbIA cermeHT 2 (TM2). 3artem
(puc. 1-22 b, B) B ABYyX MN/a0CKOCTAX mnokasaH SAC B
3aKPbITOM U OTKPbITOM COCTOAHWWU, NpU 3TOM Onpe-
[leNleHo pacnosioXeHne BCeX CerMeHTOB KaHana.

Puc. 1-22. MonekynsapHas opraHusanmna MexaHoCeHCUTUBHOIO KaHana
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BogHbIn kaHan

Ha puc. 1-23 A npepctaBneHa cxematuyeckas
Anarpamma TONONOrUU €AUHWUYHOW CYyb6befUHN-
bl aKBanmopuHa C TOYKU 3PEHUA ee MONOXEeHUs B
mMem6paHe. Tpu napbl TPAHCMeMOPaHHbIX rOMon0-
rMYHbIX anbta-cnupanein (Au A, b u B, C n C"
OPWEHTUPOBAaHbI B MPOTUBOMOJIOXHbIE CTOPOHbI C
TOYKW 3pPEHWA NNOCKOCTU MemM6paHbl U COefUHA-
I0TCA ABYMS TMAPOGUNBHBIMU NETASMMU, COAepxa-
WUMN KOPOTKME He Nepecekatoline MmeMmbpaHy cnu-
pann un acnaparnHoBble (N) ocTaTku. 3TU neTau
n3rnbatoTcsa, 06pasys nopy, OKPYXXEHHYH LIEeCTbHo
TpaHCMeM6paHHbIMWU cnupanaMu, KOTOpble BCTpe-
4alTcA B LEeHTpe, 06pa3ys 4acTb BOJHO-CENEKTUB-
HbIX BOPOT.

Hapuc. 1-23 b npoAeMOHCTPpUPOBaHa CTPYKTYypHas
mMofenb 6enka-tTeTpamepa, COCTOALLEr0 M3 4yeTbipex
04MHAKOBbIX cybbeanHuy. Kaxpgasa cybbegmHuua
obpasyeT BOAHbIN KaHan Kak BWAHO B 3TON Mpoek-
UMM npu B3rnage ceepxy Ha 6enoK ¢ sk3onnasma-
TWYECKON CTOPOHbI. OAMH M3 MOHOMEPOB MOKa3aH

C MONEKYNSPHOW MOBEPXHOCTbIO B KOTOPOW BUAHA
nopa «BXofA» B yCTbe KaHasa.

Ha puc. 1-23 B noka3aH Buf nopbl C60KY B ean iny-
HOW aKBaMmoOpPWHOBOI €AWHNLE B KOTOPOM H  KOJIbKe
MOfIeKyn BoAbl (KUCNOPOA MOKa3aH KPacHbIM LBETOM
N BOAOPOA — rofy6bIM) BUAHbI B 2 HAHOMETPO-
BblIX BOJHO-CENEKTUBHbIX BOpPOTax, KOTOpble OTAe-
NAT OTAEeNbl BOAOCOAEpXallero LUTO30M158 KN TKM
N BHEKNETOUYHOI cpefbl. BopoTa cojep)aT BbICOKO
cTabunbHble (KOHCEPBATUBHbLIE C TOUKM 3pEHMA NOC
nefoBaTeNbHOCTM) apruHWHOBbLIE U TUCTUAWH -BbIC
nocneaoBaTeNibHOCTU, U ABe acnaparmHoBble (rony
60/ UBeT) NocnefoBaTeNbHOCTU, YbM GOKOBbIE Lenn
06pasyloT BOLOPOAHbIE CBA3M C TPAHCMNOPTUPYEMOIA
BOAOW (KNtOYeBble NMOC/ef0BaTeIbHOCTU BOPOT U300
pakeHbl CMHUM LBeTOM). TpaHcnopTupyemas Boja
TakK e obpasyeT BOAOPOAHbIe CBA3W C KapboH o
BbIMW Tpynnamuy rnaBHOW Lenu LUCTEHOBOI mnocne-
[oBaTeNlbHOCTU. PacnonoXxeHue 3TUX BOLOPOAHbIX
cBA3e W y3kuil gmameTp nopbl B 0.28 HaHO rTpa
npegoTBpallaeT NPOX0OXAeHWe 4yepe3 KaHan MpoTo-
HoB (Hanpumep H3 +) wunu Apyrux MoHOB.

Puc. 1-23. MonekynsipHas opraHunsaumsa 6enka BOAHOro KaHana akBanopuHa.

A— nnaHoMeTpuyeckas CTPYKTypa OAHOI Cy6GbeAuHMLbI akBanopuHa B MemMbpaHe B — CTpYyKTypHas MOAE/b

6enka-teTpamepa B— Bug nopbl c60Ky
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MOHHbIEe HacocCbl

AT®-3HepreTuyeckme Hacocbl OnpefenstoT Tak
HasblBaeMblil aKTVBHbIA TpaHCNopT. AKTUBHbIN
TPaHCNOpPT UCNOJb3YET IHEPTUIO AN OCYLLEeCTBNEHUSA
nepemMeLleHuns BellecTsa Yyepe3 MembpaHy U3 obnactu
HU3KOWM KOHLeHTpauuu B 061acTb BbICOKOM, T.e. NPO-
TWUB 31EKTPOXMMUYECKOrO rpajneHTa BeLLecTBa.

AKTVBHbII TpaHcnopT TpebyeT cBA3bIBAHWUA TpaHC-
nopTUPYEMOFO BeLLecTBa C MEPEHOCYNKOM MeM6paHbI.
IMOCKONbKY 3TN NepeHOCHUKY MepemMelLaloT BELLECTBO
NPOTUB rpajMeHTa KOHLUEHTpaLnu, OHU Ha3blBalTCA
«HacocaMmu». Hacocbl, obecneymBaloL e aKTUBHBIN
TpaHcnopT, cneunm@uuHbl AN8 TPaHCNOPTUPYEMOTO
BeLLecTBa W HacblLaembl, T.e. UX NOTOK MaKcUMasneH,
Korja Bce cneymnuyeckme mecTta cBA3biBaHWA C nepe-
HOCUMbIM BELLECTBOM 3aHATHI.

OBmxeHne n3 obnactm c 601ee HWU3KOMW KOHLEH-
Tpayunein K obnactm c 6onee BbICOKOW K obGecne-
yeHMe nNOAAEPXKaHWUS YCTaHOBMBLUENCH KOHLEHT-
pauuMn Ha OfHON CTOpPOHEe MeMb6paHbl MOTyT ObiTb
JOCTUTHYTbI TONbKO HENPEPbIBHLIM 3HEPTeTUYECKUM
obecneyeHMem TPaHCNOPTHOrO npouecca. JTa aHep-
rMs MOXET:

* N3MEHATb aPPUHHOCTb LEHTPa CBA3bIBAHMA Ha
TpaHcnopTepe TakK, 4To6bl a)(hMHHOCTb CBA3bI-
BaHWSA Ha OJ4HON CTOpPOHEe MemMbpaHbl 6blna 6onee
BbICOKOI, YeM Ha ApYroii;

* WN3MEeHATb CKOPOCTU, C KOTOPbIMU LEHTP CBA3bIBa-
HUSA Ha NepeHOCYMKe CABUraeTcs OT OLHON nosep-
XHOCTM [0 ApYroii.

AKTUBHbI TpaHCMNOPT [O/MKEH ObiTb CBf3aH C
OAHOBPEMEHHbLIM MepPexojoM HEKOTOPOro WMCTOYHU-
Ka 3Heprum oT 6o/iee BbICOKOTO 3HEPreTMYecKoro
YPOBHA K 60/1€e HU3KOMY 3HEPreTUYECKOMY YPOBHIO.
[ns akTUBHOrO TpaHcMopTa M3BECTHO ABa BapuaHTa
NCMOMb30BaHUA NepPeHOCUNKAMU IHEPTUN:

e npamoe notpebneHve AT® B NnepBUYHO aKTUBHOM
TpaHcnopTe;

* MCNOMb30BaHWE rpagmeHTa KOHUEHTpaLuy MOHOB
OTHOCUTENbHO MeMbpaHbl, CO34aHHOT0 MEepPBUYHO
aKTUBHbIM TpaHCNOPTOM, A4S ynpaBneHUs npo-
LLeccOM BTOPUYHO aKTUBHOIO TpaHcnopTa.
PaccmoTpum  AT®-3HepreTuyeckme Hacochl

(AT®asbl), KOTOpble TPAHCMNOPTUPYIOT WMOHbI MPO-

TUB WX KOHLEHTPaLWOHHOro rpagueHTa. VIOHHble

HacoCbl Ha OCHOBAHWW OCOGEHHOCTEN WX MOJEKy-

NAPHON OpraHM3auum MoryT 6blITb CrpYMMNMPOBaHbI

B Tpu knacca (P, V u F). Ha pucyHke 1-24 nokasaHbl

Puc. 1-24. AT®-3HepreTnyeckue Hacocbl

MX OCHOBHbIE CTPYKTYPbl, & CBOWCTBA KOPOTKO C M
mMupoBaHbl BTabn. 1-1. Bce Tpu knacca ATda3 uv
OfHO Mnn B6onee MecT cBA3biBaHMA ¢ AT® Ha uuto-
30/IbHOV MOBEPXHOCTU MeM6paHbI.

MoHHbIE Hacocbl Knacca P camble MpoCTbie MO
CTPYKTYpe U COCTOAT U3 YeTblpexX TpaHCMeMbpaHHbI>
noNNNENTUAHbIX cybbegnHuy — 2a u 2p. bon was
a-cybbveanHuLa Qochopunupyetrcs B Teye We
npouecca TpaHcnopTa, CKBO3b Hee nepemellatoTca
TPaHCNOPTUPYEMbIE UOHbI.

MepBblli TN HAcOCOB Knacca P — 3TO HeC 0fbKo
Ca2+-AT®da3z OpHa n3 Ca2+ATda3 pacnon >XeHnB
nnasmaTtmyeckoli membpaHe KNeTKW W TpaHCn >pTw-
pyeT noHbl Ca2+ 13 KNeTKM BO BHEKNETOYHYIO Cpeay
Opyrne Ca2+AT®da3bl pacnofioeHbl B Membpa-
He BHYTPUKNETOUYHbIX CTPYKTYp, Hanpumep capko-
NnnasMaTu4yecKkoOM pPeTUKYNYMe MbILeYHbIX KN TOK.
OHW TpaHCcnopTUPYT MOHbI CaZ+ 13 UMTONa 3Mbl
B capKonnasmaTuyeckuii peTukynym. He oTtopble
Ca2+-AT®a3bl Haxo4ATcsd B MembpaHe psifa BHYT-
PUKNETOYHbIX OpraHenn, B KOTOPble OHW TpaHC-
nopTUpyT WOHbl Ca2+ Bnaropapa pab6ote Ca
AT®da3 KoHueHTpauus moHoB Ca2+ B uuTOoniasme
NnoAgep>XXMBaeTCcsa Ha HAMHOTO MeHbLUEM YPOBHE, Yem
BO BHEK/NETOYHOW cpeje.

BTopbiM TMUNOM HacocoB Knacca P cny>XwuTt Hac
conpsralowmnii TpaHcnopT Na+ n K4, KoTopblii BblKa-
ynBaetT Tpu uoHa Na+ M3 KNeTKu, OAHOBPEME HO
BBOAA ABa MOHa K+ B KNETKY MPOTUB €ro afie TPoXu-
MWUYecKoro rpagueHta. Takum o6pa3om, BO3HU HeT
HeratTuBHbI/i BHYTPUKAETOYHbIA MOTeHUMan M M
6paHbl KneTkyu (noTeHuMan MOKoA KneTku). Ti Ko
3/TEKTPOTEHHbIA Na+/K +-Hacoc OCHOBaH Ha Na+ K
AT®dase, pacnoNOXXEHHON MCKAUYUTENBHO B M
MaTUYeCKO MembpaHe KNeTKu.

TpeTuii TMN Hacoca knacca P HalijeH B HEKOTO MX
CEKpPeTUPYIOLWNX KNUCNOTY Knetkax. OH TpaHcn
TUPYET NPOTOHbI (MOHbI H+) U3 KNeTKKU, a MoHbl K
B KNETKY.

MoHHbIe Hacocbl KnaccoB V U F cxogHbl MO CrpykKTy
pe 4pyr C APYrom, HO He rOMOJIOTUYHbI C KNacCoM
Bce M3BeCTHble TUNbI 3TUX [BYX K/1acCOB HAacoCOB
TPaHCMopPTMPYHOT TONLKO NMPOTOHbLI. Hacockl knacca
BK/HOYAIOT, MO KpaliHeid Mepe, TpU BuAa TPaHCMEM
6paHHbIX 6enKoB, a Hacocbl knacca V — [fBa Buga
O6a knacca cofepxaT Kak MUHUMYM MATb BUAOB BHe-
KNeTOYHbIX NnonuMnenTuaos. [Be TpaH MemOpaHHble
cy6beanHNLbI 1 ABe BHEWHMWE CyObeANHNLbI & H ICO-
cax knacca F roMmonoruyHbl ¢ TakMMu xe knacca V



V Knacc

P knacc 2H+
E A
B B
v
ATP ADP+P.
F knacc
4H
ABC - cynepcembsa
19)
it
fuol
Ul puu
4H
b b o a
ATP
ADP + P.
Fi



Ca2+~ATdaz3a

OpgHuMm  un3 TuUnNoB Knacca P asndetca Caz2+
AT®asza, yacto HasbiBaemas Ca2-Hacocom.
MonekynapHasa opraHusauumsa Ca2+AT®da3bl Moka-
3aHa Ha puc. 1-25 A. OHa noagep>XnBaeT KOHLEHTpa-
uno cBobogHbIX MoHOB Ca2+ B npegenax ot 10~7 go
2x10 7M. Heobx04MMO OTMeTUTb, YTO He BCe LUTO-
30/ibHble MOHbI Ca2+ cBo6oAHbLI. HekoTopble M3 HUX
CBfA3aHbl C OTpuUATe/bHBIMW 3apffaMun MONEKYN
thocthatoB, okcanatoB unm AT®. Ho rnaBHbiM Ans
paboTbl KNeTKW CNYXWUT KOHLeHTpauus cBOOGOAHbLIX
HecBA3aHHbIX MOHOB Ca2+.

Y 60/IbWIMHCTBA K/IETOK 3yKapuoToB Ca2+ATdPasa,
NOKa/IM30BaHHas B Nia3MaTnyeckoii MeMbpaHe KeTok,
TpaHcnopTupyet Ca2+ 13 KNeTKN NPOTUB ero KOHL,eH-
TPauMOHHOIo rpajgueHTa, MOCKONbKY BHEK/IeTOYHas
KoHUeHTpauus Ca2+pasHa npumepHo 3xHO-3 M.

MblleYHble KNETKWU cofepXart BTOPYHO, OTAMYal0-
wytca Ca2+ATdasy, TpaHcrnopTupyowyto Caz+ u3
LMTO30/15 B MONOCTb CApPKOMNasmMaTU4eCcKoro peTukyny-
Ma, BHYTPUKNETOYHOI CTPYKTYypbl, KOTOpas Hakan-
NuBaeT U XpaHUT MOHbI Ca2+. CapkonnasmaTuyeckui
peTukynym un ero Ca2+-HacoC OYeHb BaXHbl A/
COKpalweHMa u penakcauum Mmbiwl,. OcBO6OXAEHME
noHos Ca2+ M3 capkomnnasmMaTuyeckoro peTukynyma
B LUTO30/1b MbILEYHON KNETKW Bbl3biBaeT COKpalle-
Hue, a 6bicTpoe ypaneHue noHos Ca2+ M3 MUTO30/1A
Ca2+-HacocoMm — paccnabneHue Mol

MpuHuun pab6otel Ca2+ATdassbl
puc. 1-25 b.

nokKasaH Ha

KanbumneBblii HAacOC B MblLLILIAX

O[fVMHOYHbI TpaHCMeMOpaHHbIA a-MonunenTug c
MONeKynapHoi mMaccoit 100 OO0 ob6nagaeT aKTUBHOC-
Toto Ca2+-AT®da3bl 1 TpaHCNoOpTUPYET ABa MOHa Ca2+
npu ruaponuse ogHoii monekynsl AT® go AAD,
npuyem ansg popmmnpoBaHma Komnnaekca c AT® Heob-
xogum Mg24. (B 60nblieil yacTu (hepMeHTaTUBHbIX
peakuuin, B KoTopbix AT® nrpaet ponb goHopa oc-
(baTa, yyacTByeT akTuBHasa opma AT®P, a UMEHHO —
KoMmnnekc Mg2+AT®d.) dyHKLNUM 1 gaxe CyL,ecTBo-
BaHWe p-cyo6befMHULbI CMOPHBI.

KpaitHe BbicOKas ah()MHHOCTb LLeHTPOB CBfA3blBa-
HUA 3Toro gepmeHTa ans MoHoB Ca2+ (KT=10~7 M)
Ha MOBEPXHOCTKW, 06palLeHHOR B LMTO030/1b, NO3BO-
NnAeT eMy Oo4yeHb 3((EKTUBHO CBA3bIBATb W TpaHc-
noptupoBatb Ca2+ U3 LUTO30M4, r4e KOHLeHTpauuma
cBob6ogHoro Ca2+ HaxoguTcsa B AuanasoHe ot 10-7 M
(nokosiwmecsa kNeTkmn) go 6onee yem 10~6 M (cokpauya-
IoLanca Knetka), B NOAOCTb CapKonjaasMaTuyeckoro

Puc. 1-25. MonekynspHada opraHunsayns Ca2+~ATdasbl.

peTukynyma, rge obuias KoHueHTpauma Ca2+ Moxe
O6bITb BbICOKOW, pocTturas 10 2M. AKTUBHI>CT
MbllleyHoW Ca2+-AT®dasbl perynnmpyetca KOH LeHT
pauueli ceo6ogHoro Ca2+ Ecnu 3Ta KOHUE Tpauu
CTAHOBUTCA CAMULLIKOM BbICOKOM, CKOPOCTbH 3aKa LiBa
Hua Caz2+ yBennumeaeTca 4O TexX Mop, NMoKa ero KoH
LeHTpaunsa He cTaHeT MeHblle Yyem 10 6 M.

KoHueHTpauua csob6ogHoro Ca2+ BHYTpM C >KO
nna3mMaTuyeckoro peTukKynyma 3HauyuTenbHO M Hb
Wwe, 4Yem ero obuwas KOHUeHTpauus, Makcumanb
HO paBHas 10~2M. [1Ba pacTBOPMMbIX MPOTEUHA
MOMOCTAX BE3WKYN CapKonjasMaTuyeckoro petu
Kynyma CBfA3blBalOT MOHbI Ca2+. O4WMH, Kan .Ceksec
TpuH (calsequestriri) (MonekynspHasa wmacca 44 A0O
C CU/TIbHO BbIPAXEHHbIMWU KUCNOTHbIMU CBOWCTBaMU
37% ero ocTaTKOB 3TO acnaparvHoBas W rayTam iHoO
Bas KWcnoTbl. Kaxpjas MoneKyna KanbCekBeCi puH
cBa3biBaeT 43 noHa Ca2+ ¢ BenmumHon AW npu ep
HO paBHOW 1x10~3M. BTOpoOi — BbICOKOAM®DUHHBM
Ca-cBAsblBalOLWMIA NpOTeUH, — UMeeT 6onee HW3
KYH «Ba/feHTHOCTb» AN WMOHOB Ca2+, HO Bbl KyH
apduHHOCTL (AM=3xI0 6—4x10-6 M) no cpaBHeHWH
C KaNnbCeKBeCTPMHOM. Takue MpoTeuHbl ry6oTato
KaK pes3epByapbl AN BHYTpUKnetoyHoro Ca2rt, Hu
Xasa KOHLUeHTpauuto cBob60ofHbIX MOHOB Ca2+ B Be3u
Kyfax capkKonnasMaTW4yecKoro peTukKynyma u coot
BETCTBEHHO YMEHbLLAs 3HEPruo, Heobxoaumyto om
3aKauyMBaHUS MOHOB Ca2+ BHYTPb 3TUX BE3UKYN U
uuTo3ons.

KanbumeBbIi Hacoc B nsasmaTnyeckoi
MeMbpaHe

MnasmaTnyeckas MembpaHa XUBOTHbIX, APOXKe
BbIX W, BO3MOXHO, PaCTUTENIbHbIX K/IETOK COAepXMu
Ca2+-AT®asbl, TpaHcnopTupytowme noHol Ca 1
LMTO30/19 BO BHEK/ETOUYHbIA pacTBop. Bo MH u
cnyyasx akTUBHOCTb 3TUX (PEPMEHTOB CTUMYNUPY
eTCq MOoBblWEHWEM B uMTO30/Me cBOo6ofHOro Cad
BbI3BAHHOr0, Hamnpumep, FOPMOHHON CTUMYNAUK
eil. CBA3bIBAMOWMIA KanbUWil perynaTopHbliA Mnpo
TeuH KanbmogynuH (calmodulin) — cyuiecTBeH &
cybbveguHuya Ca2+ATdasbl sputpounTa U [pyrm
Ca2+AT®da3 nnasmarmueckoir memopanbl. M meil
uutosonbHoro Ca2+ npuMBOAUT K CBA3bIBAHUN
noHoB Ca2+ ¢ KanbMOAYNUHOM, 3anyckawu, n
annocTepuyeckyto akTuBHOCTb Ca2+AT®da3bl. Kai
pe3ynbTart 3TOro 3KCNopT MOHOB Ca2+ M3 KNeTKi
YCKOpSAeTCA, U BOCCTaHaB/MBAETCA MWCXOLHO HU3
Kas KOHUeHTpauus csobogHoro Caz+ B uuTo30ni
(npumepHo 1x10-6 M).

A — MonekynapHas opraHusauus b — npoBegeHue noHos Ca2' yepes mosniekyny Ca -ATdasbl
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PaboTta Ca2+ATdasbl
Ha MOEKY/ISPHOM YPOBHE

Ha npegblgyueM pUCYHKe OCHOBHOE BHUMaHWe
yaenanocb cTpyktype Ca2+ATdasbl. Ha puc. 1-26
npeacTaBneH LUKN paboTbl Hacoca 3TOro Tuna c
no3nuUnin - M3MEHEHUS KOH(pOpPMaLnUin OTAeNbHbIX
fomeHoB Ca2+AT®dasbl. B Buae cxemaTuyeckux 610-
KOB Ha PUCYHKe MpefcTaBneHbl HYKNeoTUA-CBA3bIBa-
towmnin gomeH (NB), foMeH, OTBETCTBEHHbIN 3a (hoc-
thopenuposaHmne (P), u cTpykTypa, obecneymBatoLas
TpaHcnokauuio (TA) —npoTankueaHue ABYX MOHOB
Ca2+ Ha Apyryt CTOPOHY NpOTeuMHa U COOTBETCTBEH-
HO Mem6paHbl.

LIMKn MOXHO OonucbiBaTb CO CTPYKTYpbl Hacoca,
cBA3aHHOro ¢ AA®. B 3TOM COCTOAHUU 2 KNOHA
Ca2+ nsonupoBaHbl B Npefenax MeMbpaHHOro peru-
OHa Hacoca. 'mnoTeTnyeckas Noc/ef0oBaTe/lbHOCTb
CTPYKTYPHbIX M3MEHEHWI A accouumpyeTcs C¢ TpaHc-
nokaumein Ca2+ KanbLMeBbIM HacocoM. B ocHoBe
TpaHcnokauuu nexar npoueccbl ¢ochopunuposa-
HUA ” aedocopnnnpoBaHNA KOTOpble BbI3blBAKOT

KOH(bOpMaLunoOHHble UM3MeHeHUA  (MOKasaHH
cTpenkamu), B pesynbTaTe 4ero NPOUCXoANUT nepemMe-
weHne 2 noHoB Ca2+ yepes MembpaHy.

Korpa npoTenH HaxoAMTCSH B UCXOAHOW KOH(opMa-
uuun gBa noHa Ca2+no oyepeam CBA3bLIBAIOTCA C Bbl ™0
KOAa(MUHHBIMW Y4YacTKaMMW MOBEPXHOCTM M OTEUHa,
o6paleHHOn B CTOPOHY umMTOo30n9. 3aTem AT®D cBs-
3blBAETCA C APYTMM OnpefesieHHbIM y4YacTKOM NoBep-
XHOCTW NpOTenHa, 06palieHHOW B CTOPOHY UMUTO-
3ond. OfHOBpPeMEeHHOe npucyTcTteme noHOB Caz+ u
Mg2+-AT® 3anyckaeT rugponus AT®. Mpu 3ToM 3CBO
60X AeHHbIN ochaTt (KoHueBaa hocthaTHasa rpynnas
AT®) nepeHocutcsa oT AT® K KapbOKCUIBbHOW rpynne
ocTaTka acnaparMHoBOM KWCNOTbl MpoTeuHa (doc-
thopunupoBaHne 6enka Mo KapbOKCUNLHOW rpynne
acrnaparnHoBOl KUCNOTbl), (POPMUPYS BbICOKOIHEP
reTMyecky aumngocgpatHyt cBasb. [1 oucxogut
obpasoBaHuMe hocthopnAMPOBAHHOIO NpoTenHa ( m
thepmeHT(OCHaTHOrO KOMMeKca). ITO W3MEHeHue
KOH(opmMauum npoTenmHa BefeT K OLHOBPeMeHHOMY
npoTanknBaHuio ABYX MOHOB Ca2+ Ha ApYyryk cTopo-
HY NPOTENHA U COOTBETCTBEHHO MeMOpaHbI.

Puc. 1-26. MonekynapHbiii MexaHU3M paboTbl Ca2+ATdasbl.

O603HauyeHnss: NB — [OMeH, OTBETCTBEHHbI 3a CBfi3biBaHWE HYKIEOTWAO0B; P — AOMEH OTBETCTBEHHbIN 3a
thochopunmposaHme; TA— fOMeH OTBETCTBEHHbII 3a TpaHCNOKaLWI0
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Cxema paboTbl Ca2+ATda3bl

Korga npoTeMH HaxoguTcA B WCXOLHOW KOHGOp-
mauun E1, cHayana oguMH M 3aTem BTOpoiA MOH Ca2+
CBA3bIBAOTCA C BbiCOKOA®(UHHbIMKU (AN=10_7M)
y4yacTKamu MOBEPXHOCTW NpoTenHa, ob6palieHHOW B
CTOPOHY umMT030/4 (3Tan 1). MoHbl Mg2+He BANSIOT Ha
cBfA3blBaHMe NOHOB Caz2+, NOCKOMIbKY CPOACTBO K Caz+y
LeHTpoB cBA3biBaHWUS B 30 ThiC. pa3 Bbille, YeM Yy Mg2+.

Mocne cBA3bIBaHUA NOHOB Ca2+, Mg2+-ATO cBA3bI-
BaeTCA C APYruM OnpefeneHHbIM Y4acTKOM MOBepX-
HOCTM NpOoTeuHa, 06palleHHONW B CTOPOHY LMT030/4
(An=2x10-5 M) (aTan 2). BUHTaKTHOW KneTKe NUWb
O0YeHb He3HauuTenbHoe kKonuyectso ATP® un ALD
coflepXXnTcs B Bue cBO604HbIX aHNOHOB. B OCHOBHOM
3T COeLUHEeHWA nNpefcTaB/ieHbl KOMMJeKcamu
M gN-AT® v 1Y2+-A0D. Mpy 3TOM cpoACcTBO M2+ K
AT® B 10 pa3 npeBbillaeT cpoacTBO K AAD.

Taknm obpasom, oba nuraHga (MoHbl Ca2+ 1 KOMn-
nekc M82+AT®) npucoefnHeHbl K pasHbIM LeHTpam
Ha MOBEPXHOCTU MOMIEKYNbl NPOTeMHa, 06paLLeHHON
B CTOPOHY LWTO3014. HwW3Koe 3HayeHWe KT MOHOB
Ca2+ (KT=\0~7M) cBuAeTeNbLCTBYET O TOM, YTO Aaxe
NPV HU3KOW KOHLUEeHTpauuu noHoB Ca2+ 3HaUYNTeNb-
Has YacTb MX OyfeT cBA3aHa C HacCOCOM.

OfHOBpeMeHHOE NPUCYTCTBME Ha CBOUX MecTax
noHoB Ca2+un M g~-AT® (sTan 3) 3anyckaeT cneayto-
wuin atan —rugponns AT®. MNpu 3To0M 0CBOBOXAEH-
Hbln hoctaT (KoHueBas hochaTHaa rpynna B ATP)
nepeHocmtcs oT AT® K KapboKcUNbHOW rpynne
OoCTaTKa acnaparuHoBO KucAoTbl npoTeuHa (doc-
thopunmpoBaHue 6enka No KapObOKCUMbLHOW rpynne
acnaparmHoBOW KWCNOTbl), POPMUPYS BbICOKOIHEP-
reTuyeckyt auundocdartHyt cBA3b. llpoucxoaut
obpasoBaHue GochopnaMpoBaHHOr0 NpoTenHa (Mu
thepMeHT®OC(HATHOrO KOMMeKca), OTMEYEHHOT0 Kak
E1~P (sTan4A). Ha aTtom 3Tane, 04HaKo, BO3MOXHO
o6patHoe npeobpasosaHne AP BAT®P. KoHcTaHTa
KT o6pasoBaBweroca AP c depmeHThoChaTHbIM
komnnekcom (E1~P) cocTtaBnset npumepHo 5x10-5 M
M NpakTUYecKn coBnajaeTe KOHCTaHTOMW KTcBA3bIBa-
Hus AT® c gpepmeHToM (Am=2x10-5 M). CBob6oaHas
3Heprua rugponusa AT® (okono 40k[x Ha 1M)
noTparunack Ha o6pasoBaHue komnnekca E1~P (¢poc-
thopunupoBaHue (epmeHTa) C BbICOKO3HepreTuyec-
KOV aumndochaTtHoiM cBA3bi0 (cMMBON «~P» 0603-
HayaeT BbLICOKO3HEpreTMyeckyw auunnhocdaTHyro
cBA3b). Takum 06pa3om, cBA3b hochaTa B hochopu-
NMpoBaHHOM 6Gefike TakXXe 6oraTta aHepruei, Kotopas
BbICBOGOXAETCA MpKU ee ruaponunse.

docpopunnpoBaHme npoTenmHa 3anyckaeT npe-
obpasoBaHne EL B E2. (MpoTeMH MeHsAeT CBOH

KOH(opMaLunto, 1 aTo 4aeT BO3MOXXHOCTb 0603HaUNTb
KoMnnekc Kak E2-P, nogpasymesas, 4yto E2, no cpas-
HeHuto ¢ EL, umeeT gpyryto KoHpopmaumio.) M ouecc
N3MEHEHNA KOH(OpMaLMM NpoTeMHa MpoicXxoauT
MFHOBEHHO rocne ero gocthopunnpoBaHuns, rnoTomy
Mbl Bblfensem ero B 3Tan 4b A4 Ny4ylero noHuma-
HWA npouecca.

3TO W3MeHeHMe KOHGopmauuu npoTemHa BedeT
K OAHOBPEMEHHOMY MNpOTafKMBaHWIO [BYX W H
Ca2+ Ha 4pyryto CTOPOHY MPOTeUHa N COOTBETCTBEH
HO MeMb6paHbl (TpaHcnokauusa). Mpu nepexofe fByX
noHoB Caz+BbICOKO3HepreTnyeckas ayunocharHas
CBA3b TepsAeT MaKpOo3apruyeckyt aHepruto. OHa npe-
Bpatunacb B n3meHeHne cpogcrea Kk Caz2+ (Ha 4l mope
nopagka). BpesynbTaTe 3TOr0 M3MEHEHUS 3H pvm
thocthatHol cBA3nM n3 AP yxe He nonyuntb Aid
JTa KOH(popMaLuusa MpoTeMHa YXe He UMeeT LEHT-
pOB C KpailHe BbICOKOW aUMHHOCTLIO ANS MOHOB
Ca2+ Ha noBEpPXHOCTU (hepmMeHTa, obpalleHHOW
L1TO30/b. lMpy TpaHCMOKALMUN NOHOB K MOBEPX 3CTU
npoTenHa, KoTopas CMOTPWUT B MOJIOCTb CapKomnnas-
MaTUYecKoro petukynyma, obpasyroTcs fBa LeHTpa
CBA3bIBaHUA co cnaboit a(MHHOCTbLIO ANd MO B
Ca2+ OfHOBpPEMEHHO C NpoTanKnBaHuem NoHoB Ca
Yyepe3 NPOTEUH B pe3ynbTaTe U3MEHEHUA KOH(opMa-
Lumn 6enka npoucxoanT otwenneHne AL®P.

Mepexof WOHOB Ha ApPYryw CTOPOHY MpoOTeuHa
He 3aBepwaeT npouecc. Heob6xoauma 3Hep 4,
4yTob6bl MOHbI OTOpPBANWUCb OT LEHTPOB CBA3blI &
Hua. OHa TakXe obycnosneHa rugponusom Ald
B pesynbTate rugponusa o6pasyetca KOMMNA K
E1~P c Makpo3pruyeckoi oochaTHOW CBA3bIO, a amo
BbICBOBGOXEHNE 3HEPTUM MPOUCXOAUT B Pe3ynbT T
N3MeHeHUs XxapakTepa CBA3W (ocaTHOM rpyn ibl
c pepmeHTOM (T.e. nmepexoga ~P B —P). 3Ta 3Hep-
rnsa, paHee cocCpefOTOYEHHAas B MaKpoO3pruye. Kon
(hocthaTHOW cBA3KM, PacxXxOAyeTcs W Ha WU3MEH Hve
KOHCTaHTbl CBA3bIBaHUA WOHOB Ca2+ ¢ (epmeH-
ToM. KoHcTaHTa KT CTaHOBUTCA paBHOI MPUMEPHO
10 3 M. C 3aHepreTM4eckoi TOYKM 3peHUs 37O 0 4
YyaeT U3MeHEHWe 3HepPrum cBA3biBaHUA, T.e. 4Ba MOHA
Ca2+yxofaT oT NOBEPXHOCTM npoTenHa (3tan 5).

ECTeCTBEHHO, YTO N4 NOBTOPEHUS LMKa He 6Xo-
LUMO eLlle O4HO KOH(OPMaLNOHHOE U3MEHeHUe iipo-
TenHa. OedochopunmpoBaHue 3aBepliaeT nep of
E2 B E1. N3meHeHNe KOH(OpMaL KN Bbl3biBaeT 06pa-
30BaHuWe BbICOKOA((UHHbIX LEHTPOB CBA3bIBaHMA
C noHamn Ca2+ Ha MOBEPXHOCTM MpPOTeMHa, o6pa-
LEeHHON B CTOPOHY uLMUTO30MA. HuskoahPuHH ie
LEeHTpbl CcBA3bIBaHMS ¢ Ca2+ Ha MPOTUBOMNO/OXM
CTOpPOHE NpoTenWHa B 3TOK KOH(opmayum oT \ Tc-
TBYIOT (3Tan 6 = 1).
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bb# K +AT®da3a

BTopoli Tn HacocoB Knacca P, KOTOpPbIi 6bin1 N3ydeH
B getansax, ato Ne #K+-AT®da3za, npucyTcreytoLLas B
nnasmMaTmyeckmx membpaHax (puc. 1-28 A). OHa 6bina
pacTBOpPEHa M O4YMlLeHA OT MeMOpaHHOl (pakumm
HECKONbKUX TWUMOB KMNETOK >XWUBOTHbIX, Hanpumep
KNeTOK MOYEK MNEKOMUTAKLWUX W 3NEeKTPUYECKUX
opraHoB yrps (TKaHei, 04YeHb 60raTbiX 3TUM PepMeH-
TOM). DTOT MOHHbIA Hacoc nMpejcTaBnseT coboi TeT-
pamep 2a2p. Monunentug p (MonekynapHas macca
50 O00) npeacTaBnseT co60i TpaHCMeEMOpPaHHbIW K-
KOMPOTENH, HEOOXOAMMbIA AN TOro, YTo6bl 3aHOBO
CMHTEe3npyemasa a-cybbeguMHuULa CBepHYNnacb [OJXK-
HbiM 06pa3om. Ho nonunenTtug p, 04eBUHO, HEe BOB-
NneKaeTcs BNPAMY B NepeHoc MoHoB. CybbeamHuua
a (monekynapHas macca 120 O00) —3T0 nonuMnenTug,
Yy KOTOPOro aMMHOKWUC/IOTHAA NMOCNeL0BaTe/IbHOCTb U
npeackasaHHas CTPyKTypa B MembpaHe O4YeHb CX0j-
Hbl C TaKOBbIMUK Yy Ca2+ATda3bl capkonnasmaTmyec-
KOro petukynyma B mblwle. ByacTHoCcTM, NaHK+-
AT®daza nmeeT «cTebeb» Ha LUTO30/IbHOI CTOPOHE,
C KOTOPbIM CBfi3aHbl JOMEHbI, COepXKaLiMe CBA3bIBA-
owmne AT® yyacTKn n pochopunmMpoBaHHbIA anna-
pat. O6W Kt NpoLecc TPAHCMOPTHOIO A4BMXKEHUS TpeX
CBOOOJHbLIX WOHOB HATPMA U3 KNETKU W ABYX WOHOB
Kanna B KNETKYy Ha monekyny AT® npojemMoHCTpu-
poBaH Ha (puc. 1-28 b).

JKcnepuMeHTanbHble pe3ynbTaTbl CBUAETENbC-
TBYIOT 0 TOM, 4TO Ne #K+-ATda3a 0TBETCTBEHHA
3a B3aMMOCBfA3aHHOE [BWXEHWE WOHOB HaTpusa u
Kanusa M3 KNeTKuW u B KJeTKy. Hanpumep, yeTkas
B3aMMOCBA3b MeXAy TOKOM WOHOB HaTtpua W Kanug
Yyepes nnasmMaTuyeckyo MemOpaHy M aKTUBHOCTb
NaVKA”-ATdasbl Habnwpfanacb B MembpaHe pas-
NNYHbIX TKaHei. Kpome TOro, BeLiecTBO oyabauH,
CBA3blBalOLULEe CO CMEUUPUYECKUM pPeruoHoOM Ha
3K30NNa3MaTMyecKoin NOBEPXHOCTM NPOTeuHa, cne-
LNPUYECKN UHTNOUPYET Ne +K +-ATdasy, a TakxXe
npejoTBpallaeT nogep>KaHue HaTPUEBO-KANUeEBOTO
6anaHca KneTkamu.

MexaHuam pgeiicteus Ne HK+-AT®da3bl nopobeH
MexaHu3my Ca2+AT®dasbl. MOAHbIA MexaHW3M nepe-
Hoca BK/OYaeT B ceb6Aa HECKONbKO 3Tanos paboThl,
KOTOpble MPOXOAAT B OMNpefeNneHHON nocnefoBaTefib-
HOCTW, NpefcTaBNeHHON Ha cxeme (puc. 1-28 B).

Puc. 1-28. MonekynsapHas opraHusaums b K+ATdasbl.

A— MonekynapHasa opraHusaumna Caz~AT®dasbl. b
HUS 0 MexaHW3Me nepeHoca

Hacxeme nokasaHbl 06LimMe 0COBEHHOCTU M XaHu
Ma nepeHoca. Ha BHYTpMKNETOYHOW CTOPOHE M N
paHbl No #K+-AT®da3a HaxogMTca B KOHop wwu
Ha3biBaeMoi E1. 3Ta KOHdopmauus umeeT cn i
(hnyeckne KaTMOHCBA3bIBAIOLWME LEHTPbI, UMEOUH
BbICOKYO ahMHHOCTb M K moHam Na+, n Kk AT
(npnbnnsuntenoHo 0,2xH0-6 M). BHYTpu KneTkmn 1p
noHa Na+ cBAsbIBalOTCA C 6€/KOM B KOH®. pva
LMMEI, npeaBapuTeNbHO CBA3aHHbIM CM g2+Ai
¢ o6pasoBaHumem Komnaekca [ELAT®3Ne
CeasbiBaHMe MOHOB Na+ cnoco6cTByeT ocitopu
nuposaHuio. ®ochopunnpoBaHne NnepeBoamnT Genc*
B hopmy E1P. B Heit oH MOXeT 6biTb Aetoc;)opu
nnpoBaH A[l® B 06paTUMON peakuun, OMU aHHbI
Kak 06MeH AT®P <> AAd. OpHako, Korga AOC
YXOAWUT, MOHbI Na+, CBSi3aHHble C PEepMeHTOM, ocTa
I0TCS B HeM «3anevataHbl» B (opme [EIP(3Na )
CTexXnoMeTpuyeckoe «3amnevyaTbiBaHWe» TpaH *nop
TUPYEMbIX WOHOB — K/HOYEBOM acnekT akTWUBHON
KaTMOHHOro TpaHcnopta. VIMeHHO B TakoM Bufae
6enke NpPOMCXOAUT KOH(OPMaLMOHHBLIA nepexos
onpejensoWmnii nepeHoc WOHOB Ha NPOTUBO O
NOXHYI CTOPOHY MeMm6paHbl. VoHbl Na+ no w
0T 6e/I0K Ha BHEKMETOYHOW MOBEPXHOCTM (Mep H1
MOH 6onee 6bLICTPO, a BTOPOW WU TpeTuii 6onee mes-
NeHHO), N (epmeHTPochaTHbIi Komnnekc | 2P
60Nblle He YyBCTBUTENEH K fobaBneHuio ALP, H
YyBCTBMUTENEH K BOAHOMY ruaponusy. 9OTa gopma
6enka B Buae [E2P] cBf3biBaeT fABa MOHa K+ H
BHELWHeN MNOBEPXHOCTM C o6pa3oBaHM M KO I+
nekca [E2P2K+]. CBfA3blBaHWE WOHOB MNPUBOLUT K
peochopunupoBaHuto QepmeHTa. Ha BHYTpeH-
Heil moBepxHOCTM Pi ocBOGOXAgaeTcs, W WMOHbI K
CTAHOBATCHA «3aneyaTaHHbIMU» [E2(2K+)], uTObI
ocyuiecTsunca nepeHoc. OcBob6oxaeHne nmoHoB K
BO BHYTPWUKAETOYHbI pacTBOp AO/MKHO KaT nu3u-
poBaTbCcsi AT®, CBA3bIBAKOWENCA C MECTOM C HU3-
KO auHHOCTbIO (NMpubam3nTensHo 150x10-6 M
c obpasoBaHMeM Komnnekca [E2AT®(2K+)]. dep-
MEHT BO3BpaliaeTcs u3 E2 k topme ELl ¢ Huskoi
appuHHOCTbIO K MoHam K+ [EIATDK+] (mpouecc,
ynpaBnseMblii pasHULER B 3HEPTrUM CBA3bIBAHUS
ana AT®). NoHbl K+ nokugalT KOMMAEKC Ha BHYT-
peHHel NOBEPXHOCTU, B pe3ynbTaTe yero 6pasyerca
komnnekc [E1ATP]. Tenepb 6en0K roToB HauyaTb
HOBbIW LMK,
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Cxema paboTbl bb# K +AT®Pa3bl

BBuge cxembl MONEKYNAPHbIA MexaHuU3M pabo-
Tbl Ne #K+-ATdasbl NpeacTtaBneH Ha pwuc. 1-29.
PaccmoTpum ero getanbHo. Korga npoTenH HaxoauT-
CS B WCXOLHON KOHGopMmauuu, HasbiBaemoit E1, ero
CTOpOHa, o6palleHHas B LMTO30/b, UMeeT TPU BbICO-
KoaPUHHBIX MecTa ANA CBA3bIBAHMA WOHOB Na+.
Mpn aTom Apyroi onpefeneHHbIi Yy4acTOK MOBepX-
HOCTW NpoTenHa, o6paLLeHHON B CTOPOHY LUTO30A4,
yXe cBfidaH ¢ Mg2+-ATO (stan 1). CHavana oauH, a
3aTeM BTOPOW W TpeTuil MOHbI Na+ cBA3bIBAKOTCA C
BbICOKOW a(hUHHOCTBIO C ONpefeseHHbIMW yuacT-
KaMu MOBEPXHOCTMW MpOTenHa, 06paLLeHHOR B CTOpO-
Hy uuTo30na (3Tanbl 2 n3). KoHCTaHTa CBA3bIBaHMA
KT ona Na+ 3aTUMK UeHTpaMu CBfi3biBAaHWS paBHa
0,6x10~3M, 1 aTa BENNYUHA 3HAUYUTENIbHO MEHbLUE,
YeM BHYTPUKNETOYHan KoHUeHTpaunsa Na+ («12 mM).
370 nojyepkuBaeT, YTO B HOPMe MOHbI Na+ 40/KHbI
3an0fIHATb LEHTPbl CBA3bIBaHUA (3Tan 3).

O[fHOBpPEMEHHOE MPUCYTCTBME Ha CBOMX MecTax
cBA3bIBaHUSA MOHOB Na+u Mg2+ATO (3tan 3) 3anyc-
KaeT cnefywowunii atan — rugponns AT® (3tan 4).
CBA3aHHbIN C NpoTenHOM 1Y"2+-ATd rugponusyeT-
ca go AL®P, a 0ocB06OXKAEHHbIN dochaT (KOHLUeBas
thochaTHas rpynna BATP) nepeHOCUTCH OT Hee
K KapboKCUNbHOIN rpynne ocTaTka acnaparMHOBOM
KUCNOTbl NpoTenHa (hochopunuposaHume 6enka no
KapbOKCUNbLHOW rpynne acnaparMHOBOW KWUCMOThI),
hopMupya BbICOKO3HEpreTuyeckyt auymndgocdart-
HYI0 CBA3b, B pe3y/nbTaTe Yero npoumcxogmt obpaso-
BaHMe hochopunMpoBaHHOro npotemHa (unu dep-
MeHT(ochaTHOro KOMMeKca), OTMEYEHHOro Kak
ENP (stan 5). fanee otwennsetca A4dP, nogHospe-
MEHHO MpOTaNKMBalOTCA TPU MOHA HaTpusa (3Tan 6).
B 6enke NpoucxoguMT KOH(OPMaLMWOHHbLIN Mepexoj
(oT E1 K E2), onpefenstownin nepeHoC NOHOB U LieH-
TPOB CBA3bIBAHWA Ha MPOTUBOMONIOXHYK CTOPOHY
mMeMOpaHbl, NpUYeM Tam WMOHbI Na+ UMerT HU3KO-
ap(MHHYH CBA3b C LEHTpamMun cBf3biBaHuA. [danee
Ha BHEK/ETOYHOW MOBEPXHOCTU CHayana O4WH WOH
Na+ 6bICTPO NoOKnaaeT 6en0K (3Tan 7), a3atem, 6onee
MeAneHHO, aBa apyrux (atan 8).

O/4HOBPEMEHHO C TpaHcnokauueil WOHOB HaTpus
Ha BHEK/IeTOUHYIO CTOPOHY 6efika NepexofsT LeHTpsbl
CBA3bIBAHWUA AN MOHOB K+, npuyem TpaHcnokauwms

NPUBOAUT K TOMY, YTO 3TW UEHTPbl npuobpeT tar
BbICOKYIO a((uMHHOCTL Ana uoHoB K+ (3Tan’)
MIMeHHO ¢ HMMK (3Tan 8 1 9) cBA3bLIBAOTCA ABa U H
K+ KT gns cBA3biBaHMA WOHOB K+ B 3TUX Me Tan
paBHa npumMepHo 0,2 MM. 3T0 3HAYNTENIbHO ieHbLUa
Be/IMYNHA, YeM BHEK/IETOYHAA KOHLEeHTpauusa no
K+ (»4MM). 3T0 nogyepKnMBaeT, YTO faHHble MecTa
6yayT 3anofiHeHbl noHamu K+ (stan 8 n9). Ha BHyT
peHHell noBepxHocTM Pj ocBob6oXxpgaetcs, U UoHbl K
«3arnevartbiBalOTCA», B pesyfibTare Yero OCYLLeCTB/A-
eTca nepeHoc (3Tan 10), 1 ABa cBA3aHHbIX MOHa K
OBWXYTCA 4Yepe3 MPOTEUMH W CTaHOBATCA COEAMHEH-
HbIMW C HU3KOAPMUHHBIMU LEHTPaMMN CBSA3bIBAHUSA
Ha LUMTO30/bHOW cTopoHe. Janee AT®d cBA3bIBaeTCA
C MECTOM C HWU3KON a)PuMHHOCTbIO (NP NU3UTENBbHO
150xKO-6 M) ¢ ob6pasoBaHuem Komnekca (3tan 1)
Mpn 3TOM OAQHOBPEMEHHO MNPOUCXOAUT W3MEHEHWE
KOH(opMmayum npotenmHa E2 B EL1. CBA3biBaHUe ATP
cnocobcTBYeT 0CBOGOXAEHUIO WMOHOB K+ BO BHYT-
pukneTouHyt cpegy (atan 12). lMocne 3TOro WOHbI
K+ guccoumnnpyroTcs B LMUTO30/b, W MPOTEWH [OTOB
HayaTb HOBbIW LMKA.

KoahuumeHT conpaxeHus ygansemMmbiX MOHOB Na
M NOCTynaKwLWmnx NOHOB 0ObIYHO paBeH TPEM K asym,
T.e. Hacoc ABNAETCA 3MeKTPOreHHbIM, U ero paboTa
Bbl3blBa€T BO3HWKHOBEHWE TpaHCMeM6pPaHHON pas-
HOCTW MOTeHWManoB, MPUYeM MNOTeHUWan BH pu
KNeTKW CTaHOBMTCA 60/iee OTPULLATENIbHLIM, YeM OH
6bi1 6bl 6€3 yyeTa paboTbl Hacoca, UCXOAS TOMbKO 1B
rpagjueHToB KOHLEHTpauuiA MOHOB U OTHOCUT b
HbIX MpOHMLaeMocTeld MeMbpaHbl MAW TONbKO A o+
(hYy3MOHHOTO noTeHunana. B HOpManbHbIX yeno isx
BKnaj noteHuwnana, cosfasaemoro Na+K+- acocom
COCTaBMISAAET HECKONbKO MUNNBO/BT.

Bnokaga No +#K +-ATdasbl MNEepBOe BPEMA He3Ha-
YNTeNbHO BNWAET Ha NOTeHuMan nokos. BosHukaeT
He6onbLaa genonspusaumns Ha 2—6 mB, npeacTaBns-
towaa sknag V (noteHyman Hacoca) B Vim(noteHywman
mMem6paHbl). O4HAKO Yepe3 HEeCKONbKO MUHYT mfocne
6n10Kagbl MOTeHUMan MOKOA MeA/IEHHO CHWXaeTcs
BCNeACTBUE NMOCTENEHHOr0 YMEHbLUEHUSA TPafNeHTOB
KOHLUeHTpauuin unoHoB. B pesynbTaTe YBeNWYEHUS
fenonapusaumm YMEHbLLIAETCA CKOPOCTb HapacTaHua
noTeHuunana feicTBusA W, cnefoBaTesibHO, CKOPOCTb
pacnpocTpaHeHMUs BO30YXJAeHWUA. B KOHLe KOHLOB,
NMPOUCXOLAUT NONHAA NoTeps BO3OYAMMOCTH.
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O6MeHHUKW, TpaHCcnopTepbl
N KOo-TpaHcnopTepbl

BTOPUYHO-aKTUBHbLIA TpaHCNOPT OT/AM4YaeTca oOT
MepPBMYHO-aKTUBHOTO TpaHcnopTa WMCNONb30BaHU-
eM rpagumeHTa KOHLEeHTpauunm MOHOB OTHOCUTEbHO
MeM6paHbl KakK WUCTOYHMKA 3Hepruu. MOTOK MOHOB
OoT 6onee BbLICOKOW KOHUeHTpauuu (6bonee BbICOKOE
3HepreTnyeckoe COCTOSIHME) K 60/iee HU3KOW KOH-
ueHTpaumu (6onee HM3KOe 3HepreTUYecKoe COCTOSA-
Hue) obecrneynBaeT IHEPTUIO 419 ABUXKEHUA AKTUBHO
TPaHCNOPTUPYEMOTrO BellecTBa U3 0611acCTU ero HUs3-
KOW KOHLEHTpauum B 06/1acTb €ro BbICOKON KOHLEH-
Tpauum npyv BTOPUYHO-aKTUBHOM TpaHCnopTe.

BAonosHeEHWE K HANUYUIO LeHTpa CBA3bIBaHWUS ANA
aKTUBHO TPaHCMOPTUPYEMOro BeLLecTBa, TpaHCnop-
THbIA 6€10K BO BTOPUYHO-aKTUBHON TPaHCMNOPTHOW
CUCTEME TakKXe MMeeT LeHTP CBA3bIBAHUSA ANS UOHA.
3TOT MOH — yacTo Na+, HO B HEKOTOpbIX Chyvasx,
3TO MOXeT ObITb APYroin noH tuna HCO03, C1" nnn K+,
CBA3blBaHWE WMOHa CO BTOPUYHO-aKTUBHbLIM TpaHCc-
NMOPTEPOM BbI3bIBAET WU3MEHEHUS B TpaHCMopTepe, a
UMeHHO (1) u3mMeHeHWe aUHHOCTM LEHTpa CBA3bI-
BaHWA Ha TpaHcnopTepe AnA TPaHCNOPTUPYEMOro
BellecTBa, UM (2) M3MeHEeHUs CKOPOCTU, C KOTOPOI
LLeHTp CBA3bIBAHWA Ha TPAHCMOPTHOM 6enke nepeme-
LaeTcsa OT OfHOIN NMOBepXHOCTU Ao Apyroi. ObpatnTe
BHMMaH We, YTO NPU NEPBUYHO-aKTUBHOM TpaHCMnopTe
TPaHCMOPTHbIA 60K M3MEHEH KOBaneHTHON Mogy-
nauuen, Kak cnegcTeneM KoBafeHTHOM cBS3n ¢ocda-
Ta C TPAHCMOPTHbIM 6€/1KOM; BO BTOPUYHO-aKTUBHOM
TpaHcnopTe, U3MEHEHUS Bbl3BaHbl anl0CTEPUYECKOMN
MOAYNALMEN B pe3ynbTaTe CBA3bIBAHUA MOHA.

MiMeeTCq O4YeHb BaXHasf HeEMpsMas CBA3b MeXAay
BTOPWYHO-aKTUBHbIMW TpaHCNopTepaMu, KOTOpble
ncnonb3ytoT Na+u nepBUUYHO-aKTUBHbLIM TPaHCMOp-
Tepom Na+—bla,K-ATPa3oil. HanoMHuUM, 4TO BHYT-
pukKneToyHas KOHUeHTpauus Na+ HaMHOro Huxe,
YeM BHeK/IeTOYHas KOHUeHTpauusa Na+, noToMy 4To
MepBUYHO-aKTUBHbLIA TpaHcnopT Na+ npu nomo-
wn Na,K-ATPa3bi BblHOCUMT Na+ u3 knetku. W3-
3a HU3KOIM BHYTPUKNETOYHOWN KOHUeHTpauuu Na+,
HEMHOrMe LeHTPbl CBA3bIBaHWA Na+ Ha BTOPUYHO-
aKTUBHOM TpPaHCNOPTHOM 6efKe 3aHATbl Ha BHYT-
PUKNETOYHOI MOBEPXHOCTK TpaHcnopTepa. ITO pas-
nnyune obecneymBaeT OCHOBaHWe ANA acCUMMeETpPUU
B TPAHCNOPTHbIX MOTOKAax, BeAs K ABUXKEHWIO Mnpo-
TWB TPafiueHTa KOHLUEeHTpaLuy TpaHCnopTUpyemoro

BellecTBa. B 10 xe camoe Bpems, MOH Na+, KOTOpbIii
CBA3bIBAETCA C TPaAHCMNOPTEPOM Ha BHEKNETOYHOW
MOBEPXHOCTN [ABWXETCA N0 rpagueHTy KOHLEHT-
pauumnm B KeTKy, KOrja MeHSeTcsa KoHhopmaums
TpaHcnoprepa.

B uenom, cosfaHue rpagveHTa KOHLeHTpauuu
Na+ yepe3 njasmaTuyeckyr MembpaHy NepBUYHO-
aKTMBHbIM TpaHcnopTtom Na+ 03HayaeT Henpsamoe
«COXPaHEeHMe» 3Heprumn, KoTopas MOXeT 3aTeM ObITb
MCMosb30BaHa, YTobbl ynpasnaTb BTOPUYHO-aKTUB-
HbIMW TPaHCMOPTHLIMU CUCTEMAMMU, CBA3AHHBLIMM
¢ Na+ B KoHeyHOM cueTe, sHeprus Ana BTOPUYHO-
aKTUBHOIO TpaHcnopTa nony4vyeHa oT ATP, KOTopbIi
ncnonb3yetrcad Ne,K-ATPa3oit, 4Tobbl co3aath rpa-
LVEHT KoHueHTpauum Na+. Ecnm 6bl nNpogykums
ATP 6blfa 66l MHFTM6MPOBAHA, NEPBUYHO-AKTUBHbII
TpaHcnopT Na+ npekpatuics 6bl, U KneTka 60/bLue
He 6blna 6bl cnocobHa noggepXaTb FPagUeHT KOH-
ueHTpauun Na+ OTHOCUTeNbHO MembpaHbl. 37O, B
CBOIO ouYepefb, Befo 6bl K 0TKa3y paboTbl BTOPUYHO-
aKTUBHbIX TPAHCMOPTHBIX CUCTEM, KOTOPbIE 3aBUCAT
oT rpagueHTa Na+, Kak UCTOYHUKa 3Hepruu. OT 106
po 40% ATP, CMHTe3MpOBaHHON KNeTKoW B ycno-
BUM nokosi mcnonb3yetcs Ne,K-ATPasoi, uToGhI
nogaepxatb rpagueHt Na+, KOTOpblii B CBOIO O4e-
peib ynpaBnseT MHOXECTBOM BTOPUYHO-AKTUBHbIX
TPAHCMOPTHBIX CUCTEM.

[BvXeHne HaTPpUA BTOPUYHO-AKTMBHbLIM TpaHC-
MOpPTHbIM 6eNKOM BCerfja UAeT OT BbICOKOW BHeKne-
TOYHOW KOHLUEHTpaLumn B KNeTKy, rae KOHLeHTpauns
HaTpusa 6onee HM3Kas. Takum o6pa3om, BO BTOPUY-
HO-aKTUBHOM TpaHcnopTe, ABuWXeHue Na+ - Bcerga
MAEeT NO rpafueHTy KOHUEHTpauumn, B TO BPEMSA KaK
OBVOKEHME aKTUBHO TPAHCMOPTUPYEMOTO BeLLEeCTBa
Ha TOM >Xe caMOM TpaHCNOpPTHOM 6ejike Bcerga ocy-
LecTBnfAeTCcA NPOTMUB rpagmeHTa KOHLEHTpaLuu, T
eCTb MepeMeleHnsa NpoxoasaT oT 60/ee HWU3KOW oc
6onee BbICOKOW KOHLEHTpauuun. [BMXKeHWE aKTuB-
HO TPaHCMOPTUPYEMOrO Bel,ecTBa NPU BTOPUYHO-
aKTUBHOM TpaHCMopTe MOXET OblTb UAN B KIETKY
(B TOM XXe camoM HanpaBneHun kak Na+), Torga ata
NpoLecc Ha3blBaeTCA KO-TPaHCNOPTOM WU U3 KNeT-
Kun (NpOTUB HanpaBfieHNs ABUXEHUS HaTpuUA), Tora
3TO Ha3blBaeTCA MPOTUBOTPAHCNOPTOM.

Ha puc. 1-30, pacnofio)XeHHOM Ha [BYX CTpaHuuax,
nokasaHo 18 Hamb6onee pacnpoCcTpaHeHHbIX O6MeH-
HWKOB, TPaHCMOPTEPOB, KO-TPAHCMOPTEPOB, pacno-
NOXEHHbIX B MeMbpaHe pa3fInyHbIX KNeTokK.
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Pvic. 1*35. MoTOK MOHOB 4Yepe3 MeMbpaHy n popmyna NonbgMaHa



78
AneKTpnyeckme CBOWCTBa KNeTKN

VICKyCcCTBEHHble MeMb6paHbl MpeacTaBAAKT CO6OM
TONbKO NMUNUAHBIA GUCNOK M He cogepXxaT 6Genkos
(pnc. 1-36 Al). lMoka3aHHYH Ha [JaHHOM PUCYHKe
MeMbOpaHy MOXHO NpeAcTaBUTb B BUAE 3KBUBANEHT-
HOW 3neKTpuyeckon cxembl (puc. 1-36 A2), BKAtoYato-
el EMKOCTHOW KOMMNOHEHT membpaHbl (C) n pesnc-
TUBHbI KOMMOHEHT (J1). 3TO CBA3AHO C TeM, 4ToO,
BO-NEPBbIX, NUMNUAHbLIA 6GUCNOK BAPAMYIO MOXHO
ynoaoobuTb 31eKTPUUYECKOMY 3/1eEMEHTY KOHAEHCaTo-
Py, & BO BTOPbIX, 3N1€KTPUYECKOMY 3/IEMEHTY pPe3ncTo-
py (CONpPOTUBIIEHUIO).

MpocTeAWwnNin KoHAeHcATOp MpeAcTaB/iseT coboi
fBe 06KnagKu, Haxopgsuimecs Ha HebGONbLWIOM pac-
CTOAHWK Apyr OT Apyra. Korga ero noacoeguHsOT K
MCTOYHUKY NOCTOSAHHOTO TOKa, TO 04Ha ero o6kKnag-
Ka 3apsKaeTca MOJOXUTENbHO, a Apyras — OTpu-
uaTenbHO. EMKOCTb TaKOro KoHfeHcaTopa 3aBUCUT
0T naowann o6knafgok (4em MeHblle NAoWajb, TeM
MeHblle eMKOCTb) U OT pPacCTOAHUS MEXAYy HUMMU
(4em MeHble paccTofiHMe, TeM 60/blue eMKOCTb).
Hanps)eHue V Ha 3aXuUMax 3/eMeHTa eMKOCTU U
TOK /, NPOXOAALLIMI Yepe3 3NEMEHT, CBA3aHbI MeXAy
€c060li COOTHOLIEHUEM:

dv
dt

1= ¢ (L.2)

YpaenbHas €MKOCTb WCKYCCTBEHHbIX AMAUAHbIX
membpaH Mtionnepa n Mwonnepa—PygnHa (C) paBHa
okono 0,4-1 |[iF/cm2. (3Ta BenuMynHa 61M3Ka U ans
MeM6paH KneToK, MOCKONbKY M UX eMKOCTb 00yCNoB-
NeHa UCKMIOYNTENbHO TUMUAHBIM 6MCNOEM.)

BmecTe ¢ TeM WCKYCCTBEHHbI NUNUAHbIA 6uUC-
noli ob6nafgaet KpakHe BbICOKUM COMPOTWUBNEHU-
em (R), BennMymMmHa KOTOPOro NEXWT B fuanaso-
He 106-109Qxcm2 (MOCKOMbKY >XWUp, MO CYLLECTBY,
CNYXUT U301ATOPOM), YTO HA HECKO/MbKO MOPSAAKOB
BbilUEe CONPOTUBAEHUS GUONOTMYECKO MembpaHsbl

Puc. 1*36 lMaccuBHbIe 31eKTPUYECKME CBOCTBA K/ETKM.

lNaBai

(Rm), BenuumHa kKoTopoli okono 103Qxcm2. Ka
6bIN0 OTMEeYeHO, CTONb BbICOKOE conpoTuen H
ANNUAHOTO 6MCN0A MOXHO MOHU3UTL A06aBMEHLL
6enKoB (3N1eKTPUUYECKOe COMPOTMBEHUE :OTOPb
3HaYMTEeNbHO MEHbLUE 3/IEKTPUYECKOro con OoTuB
NEHNA NUNUAOB) WUAW COEAUHEHWIA, 36pasyroLmn
MOHHbIE KaHasbl.

B anekTpoTexHuke HanpsxeHue K npun xeHH
K 3M1EMEHTY aKTMBHOr0 COMPOTUBAEHUSA R, n TOK
NPOXOASLLNIA 4Yepe3 Hero, CBA3aHbl Mexgy cobol
NNHENRHbIM COOTHOLWEHMWEM, KOTOpOe npej Tasns
cob60oii 3anuchk 3akoHa Oma:

V=1xR
PaccmMoTpum  Tenepb peanbHylo  Mem6pa-
HY KNeTKW, npefcTaBfeHHYyl Ha puc. 1-36 BL

Takas Memb6paHa COAEPXWUT AMNUAHBLIA 6ucnoin
B KOTOpPbI/i BCTPOEHblI pas3finyHble GesKoBble MOfe-
Kynbl, BbIMOJIHAOWME pa3HoobpasHble PYHK M
0 Yem peuyb MOWAET B cnefyloWwmnx pasfenax. 310
pas3NMyYHbie peuenTopHble 6eNKWU, U 6GENKU UOH bK
KaHanoB, 4epe3KOTOPbIe MOHbIABUXYTCA NAacCH BHO, U
HakoHel,, 6enKW, OTBETCTBEHHbIe 32 aKTU HbWU
nepeHoc MOHOB (HanpuMep, MOKa3aHHAasA Ha pu YHKe
Na+ K+-AT®das3a).

Taky MemM6paHy MOXHO NpeACTaBUTb B BUJE 3KBU-
BANEHTHOI 3NeKTpuyeckoi cxembl (puc. 1-36 B2),
BK/lOYalOWen eMKOCTHO/W KOMMOHEHT MeMbpaHbl
(CT) n pesncTUBHbIN KOMMOHEHT (AT). EMKOCTHOI
KOMNoHeHT (CT) peanbHOn MembGpaHbl KNeTKu obyc-
NOBNEH WCK/IKYUTENbHO €e NIMNUAHLIM 6UCIoeM
a pe3NCTUBHbLIA KOMMOHEHT (Rm) 6enkamMu, BCTPOEH
HbIMW B MNMUNAHbIA 6GUCNOW, U, MPEXAe BCEro, Yenka-
MUK, 06pa3yoLWMMN NOHHbIE KaHaNbl. HO B 3Ty «eu-
BaIEHTHYIO 3/1eKTPUYECKY CXeMy BBefdeHa elle U
6atapes (ET)ypopmupyrow,as pa3HoCcTb NOTEH WroB
OTHOCUTENbHO Memb6paHbl. Ee ponb BbINOMHAET Che-
ungpunyecknin 6enok mMembpaHol — Na+K+-A |da3a,
co3pjarollas pasHOCTb MOTEHLMan0B OTHOCUTENbHO
MeMOpaHbl KNeTKu.

BuacTu (A) npefcTaBneHbl MOAeNb UCKYCCTBEHHOW MeM6paHbl (Al) U ee 3KBUBANEHTHAs 3/eKTpUYecKas cxema
(A2), cocTtoawasa ns emkoctn (koHgeHcatopa) (C) ponb KOTOPOro urpaeT NAMNUAHLIA GUCNOA, U CONPOTMBAEHNS
(R) atoro nunugHoro 6ucnos. Buactu (B) npefctaBneHsl mogenb MembpaHbl kneTtkn (bl) v ee aKBMBaneHTHas
anekTpunyeckas cxema (b2) cocToswas n3 KoHgeHcatopa (Cr), posib KOTOPOro urpaet AUNUAHbIA Bucnoii, nepe-
MEHHOro conpoTusaeHns (Rm#npy NomMoLLM KOTOPOro MOAEMPYIOT UOHHbIE KaHasbl, HaX0AAWNECS B otkj i

UMM 3aKPbITOM COCTOSIHUM, U, HaKoHeL, 6aTtapen (ET), co3faloLLieil pa3HOCTb NOTEHUMAN0B Mexay BHewH el n - fyT-
peHHeli cpefoii kKneTk. O6paTUTe BHUMaHWE, YTO Ha 3KBMBAJIEHTHON 3MEKTPUYECKO/ cxeMe MeM6paHbl 3/1EMeH

«baTapes» NocneoBaTeNlbHO COEAMHEH C 31IEMEHTOM «COMPOTMB/IEHME», YTO COOTBETCTBYET TPe60BaHMAM *1 Cu
4ecKoli aneKTPoHMKN. OfHako ponb 6aTapen BbIMOMHAET BCe Ta )e MembpaHa, a € pasHOCTb MOTEHLMAN0B Co

HaxoAswmuiica B membpaHe 6enok (pepmeHT) bla#K+ATda3a, KOTOpas CXeMaTU4HO

e[CTaB €Ha B Kpyre
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ConpoTtuBneHue MeM6paHbl KNETKN

Lns nsydyeHns membpaH KNeToK NPUMEHAOTCA 3aK0-
Hbl, UCNOMb3yeMble ANA ONUCAHUA 3eMEHTOB NUHEN-
HbIX Lieneid M WX napannenbHOro U nocnejoBaTenb-
HOr0 COeAWHEHWI, pacCMOTPEHHbIe Bbiwe. O6cyanm
MX NPUMEHUTENbHO K MNACCWMBHbIM 3/IEKTPUYECKUM
XapaKTepucTmkKam KneTok.

OJHO M33TUX MaCCUBHbIX 31EKTPUYECKNXCBONCTB —
OTHOLWIEHWE W3MeHeHUs MeM6BpaHHOro noTeHLMana
(DVJ KTOKY /, TekyLieMy Yepe3 membpany (puc. 1-37 A).

3TO OTHOLUEHME HAa3blBAETCA CONPOTUBNEHUEM MEM-
6paHbl (R) n usmepsiercs B Omax. ConpoTuBneHue
XapakTepusyeT CMNOCOBHOCTL MeMbpaHbl MPensTCTBO-
BaTb MPOTEKaHMK0 Toka. [1OCKOMbKY TOK Te4yeT He
TO/MIbKO Yepe3 Hee, HO M Yepe3 BHYTPEHHIOK U HapyX-
HYI cpeflbl, a TeOMEeTpUs KMeTKU 4acTO HEeWU3BECTHa,
CyMMapHOe CONpOTUB/IEHUE, NPeos0/ieBaeMoe TOKOM,
Ha3blBaeTCA BXOAHbIM conpoTuBfieHnem (Rinpt mnw,
COKpal,eHHo, — Rin. 3akoH OmMa, onucbiBatoL Kt
COOTHOLLEHNE MeXAY TOKOM, HanpsH>KeHWeM U conpo-
TUBNEHWEM B 3/1EKTPUYECKUX LiensiX, NOSHOCTbI0 Npu-
MeHUM 1 K 6M0N0rMyeckMM MembpaHam:

AY
Rin=------- 1.9
BennunHa, o6paTtHasa conpoTtusneHuto (1//?/n),
XapaKTepusyeT CMoCo6HOCTbL MeMb6paHbl MPOBOAMTH
TOK. OTO COOTHOLUEHMNE Ha3blBaeTCA NPOBOAMMOCTbIO
(Gin). Y MeHbLUEHNE CONPOTUBNIEHNA MeMbpaHbl 3KBU-
BaNEHTHO YBE/IMYEHWIO MPOBOAUMOCTMN.

/
(1-5)

PaccmMoTpum npeann3npoBaHHOe Teo HeillpoHa 6e3
aKCcoHOB u feHapuToB (puc. 1-39 b).

Ecnn cnoMowWwbid  BHYTPUKNETOYHOTO 3/1€KTPO-
fanponyckartb Tok cunoii 0,1 HA(LHA=10_9A)
Hapy>Xy, TO OH pPaBHOMEpPHO MPOTEKaeT Yepe3 BCHO
MOBEPXHOCTb KNETOYHOW Mem6paHbl (3a CYeT 3KBU-
NOTEHLMaNbHOCTU MOBEPXHOCTU Lapa uaeannsnpo-
BaHHOW KneTku). B pesynbTaTe Aenonspu3aLnoHHbIi
CABWM nmoTeHuuana Ha 10 MB, 3aperncTpupoBaHHbI
B COCEJHE TOUYKEe BHYTPW KNEeTKW, YKa3blBaeT Ha TO,
4YTO B 3TOW TOYKe KneTka (MembpaHa M akcomnnasma)
nMeeT conpoTusnieHne 100 MOm (1 MOmM = 106 Om):

AH 10x10"

= 100x106n (16)

| 1x10°10

Takaa Benn4ymHaTUNNYHA, Hanpumep, 4N HEPBHbIX
KNIeTOK MONMOCKOB. B 3aBucumocTu OT reomeTpun
KNeTKW W CBOWCTB MEMﬁpaHbl BXOAHbIE COMNPOTUB-
neHnsa HEVIDOHOB MOryT BapbupoBaTb B Mnpegenax

oT 10580 HBOM; YemM MeHblUe KieTKa, TeM Bbille e

BXOAHOe cOoMnpoTuBAeHUe (MpU OAMHAKOBbLIX C HOUC

TBax MembpaHbl). ConpoTuBaeHne MembpaHbl M H

n306pasnTb COeAMHEHHbIM MocfefoBaTelbHO € 6aTa

peei, co3gatowein MembpaHHbIN noTeHuyman ET
MockonbKy npu namepeHun R. pasmepbl ¥ Gopma

HellpoHa He Y4YUTbIBAKOTCA, 3TOT napaMeTp He N A

XOA4WT ANS CpaBHEHUSA CBOWCTB MeMOpaHbl Y NeTOK

pasnu4yHON BenMYUHbI U (OpMbl. BmecTo 3Toro

NPUMEHAT CTaHAapTU3MPOBAHHbLIA MapameTp —

yAenbHoe conpoTuBneHne membpaHbl (Rmy cooT

BETCTBYHOLLEE MOMEPEYHOMY COMPOTUBAEHUIO 1 M2

Mem6paHbl.

Takum o06pasom, yfenbHOe COMPOTUBAEHUE Me 6
paHbl onpeaensaeTcsa 4ByMA GakTopamu:

e COMPOTMBAEHWEM MeEMOpaHbI, ABAAOLMMCS Mepoi
NpoBOAALLUX CBOWCTB MeMbBpaHbl, T.e. ee NPOHMLa-
eMOCTU 4N19 NOHOB;

e 06UWelt nnowaablo MOBEPXHOCTU MeEMOpPaHbI.

Ana KneTku, umerolweid BXOLHOE COMPOTMBA Hue

100 MOM 1 paguyc 100 mkm (nnouiafb MOBEPX OCTU

1,26x10_3 unn npubnnsntensHo 10 _3cmM2), noayynm:

R =108 QxI0-3 ¢ T 2=105 Qxcm2=100 000 Qxcm2 (l.j

JTa BeNMUMHa TaKXe TUNUYHA A4N18 Tesl HEPBHbIX Kfe-
TOK MOJIIOCKOB. Y 60/IbLINMHCTBA APYTUX XXUBOTHbIX
MeM6paHbl KNeTOUYHbIX TeNn HelipOHOB 60nee NPoHMLa-
eMbl /19 MOHOB M 06/1afal0T 3HAYNTENIbHO MEHLLUUMMU
BEIMYMHAMN MeM6paHHOro COMPOTUBIEHUS — Mpu
MepHO oT 20 0mxcm2 (nepexBaTbl PaHBbe nepudep
YeCKUX aKCOHOB narywku) go 16000 0mxcm2 ( a
MayTHEPOBCKUX K/IETOK MUHOTH).

OfHako B 3KCMepuMeHTanbHOW paboTe nnowaab
MOBEPXHOCTU KNETKN N3MEPUTb KpaiHe cnoxHo, N8
TOMY B MUCCNeLOBaHUAX 419 HOPMWPOBAHMUA UCMNOSb-
3yl0OT eMKOCTb MeMbpaHbl, TaKk Kak OHa nponopumo-
HafibHa NaowWwafn NoBEPXHOCTU KNETKMU.

Lna chepryeckoih kneTkn 6e3 feHAPUTOB C pagny-
COM T 1 NMOBEPXHOCTbIO 4Ar2BennynHa Rmonpegens-
eTca no gopmyne:

*”:*l”* 4% > (18)

Kpome conpoTmBneHns MembpaHbl Rm (Omxcm2),
MAN NHaye YAeNbHOro COMPOTUBAEHUA MeMb6paHsbl,
NCNOoNb3YIT CNeAytoLine napameTpbl:

ConpoTuBneHne MembpaHbl Ha eAUHWULY AWHbI
BOJIOKHa T (Omxcm), paBHoe R,,/nd, rae d —paunametp
BOJ/IOKHA.

ConpotuBneHne uyutonnasmel (r/A) Ha eguHuLy
ONVHBbI ANS TOKa, TeKyLLero BAONb aKCOHa, paBHOe
Rin/ar2. Ans knetkn ¢ Rjn, paBHbIM 50 OMXcM, ©
pagmycom akcoHa 50 MKM, I paBHO 6,3x1050m/cm.

Kpome TOro, MCnonb3ylT BHEKNETOYHOE COMpO-
TusneHune row {Om/cM) Ha eAUHULY ANUHbI 415 TOKa,
TeKyLLero BA0Mb aKCOHa.



ObLwas hnsmonormsa Bo3byaAUMbIX TKaHel

EMKOCTb MeM6GpaHbl

CTUMynupys KAeTKy HeboNbWUMU MMAYAbCaMu
3MEKTPMYECKOr0 TOKa, MOXHO W3Yy4UTb ewe OfHO
CBOWCTBO MeMbpaHbl. Ecnu naxke mmnynbcbl Toka (/T),
Bbi3blBaOLLME WM3MEHEHME MeMOpaHHOro noTeHuMa-
/e (DV), HapacTaloT U cnagaloT O4YeHb ObICTPO (3TO
NPSMOYrofibHble UMMY/bChl), MeMOpaHHbIli NOTeH-
Lwan BCe paBHO ByfeT HapacTaTb U cnafatb MefjieHHO
(. 1-37 B). 3710 06yCnoBMEHO ele 0gHUM u3nyec-
K/M CBOICTBOM MeMOpaHbl — ee eMKOCTbl. EMKOCTb
HaKannuBaeT 3apAfAbl Ha CBOEA MOBEPXHOCTW, M NO3-
Tovy ByeT OKa3blBaTb CONPOTUBIEHNE NIOBLIM U3Me-
HeHWAM NoTeHLMana. TOK MOXeT Te4b B EMKOCTb WK
VBHEE TO/IbKO TOrAa, KOrAa HanpsiXXeHne Ha Heil MeHs-
el Kak T0/1IbKO eMKOCTb 3apaguTes 40 NoTeHuuana,
paBHOrO MOJAaBaEMOMY Ha Hee, eMKOCTHOW TOK npe-
Kpatutcs. Takum 06pasom, eMKOCTb He MpenaTcTByeT
M3MeHeHWAM MOoTeHuuana, a 3amMefnseT ero yBenmye-
HE W YMEHbLLEHNE.

MembpaHa paboTaeT KakK €MKOCTb,
BHYTPUK/IETOUHAsA U BHEKNETOYHAs cpeabl NpescTaB-
70T COB0 3MEKTPONUTLI, KOTOPbIE ABASOTCA XOPO-
UMMM MPOBOAHMKAMMW, TOFAa KakK MMeloLLas BbICOKOe
COMPOTUBAEHME MeMOpaHa CAYXUT XOpPOoWWM M30-
nstopom. Bnarofapsi CBOUM €MKOCTHbIM CBOWCTBaMm
KIETKA MOTYT HakannmeaTth (MU pas3fensaTb) 3apagbl.
Hanpumvep, eciv MNynbC NOCTOAHHOIO 3fleKTpuYec-
KOrO TOKA BbI30BET M3MEHEeHNe MeMOPaHHOro MOTEH-
Wwana TO Ha BHYTPeHHen 1 Hapy>XHOI NOBEPXHOCTAX
T/6paHbl BO3HUKHET 3apsfj, NpOnopuuOHanbHbIN
Dxn BxogHast emkocTb membpaHbl (C/n) 6yaeT onpe-
JendTbca Kak OTHoweHue 3apaga q (Kn), BO3HUK-
LLEMO HA KaXK40M CTOpOHEe MeMObpaHbl, K U3MEHEHUID
MeMOpaHHOro MoTeHuMana:

NOTOMY 4TO

Cin= (1.9)

EMKOCTb KNeTKU MNpsAMO MponopuuoHanbHa Nao-
LB NOBEPXHOCTU MeM6paHbl (6onblWwas nnowanb
BHELUHEr0 M BHYTPEHHEr0 >XWAKUX MPOBOAHWKOB
no3BonseT MembpaHe ygepXaTb 60NbLWIMIA 3apsag)
nobpaTHO nponopunoHanbHa ee TonwuHe (yBe-
NMYeHVe TONWMWHBLI MeM6paHbl YMeHblLuaeT B3au-

MOfeNCTBME 3apAA0B, HaXOAAWMXCA Ha KaXAoh u3

NpoBOAALWMX NOBepXHOCTElN). MOCKONbKY TONWMNHA
BCEX KJ/ETOYHbIX MeM6paH MNPUMEpPHO OfMHAKOBa
(7,5 HM), emkocTb Memb6paHbl (CT) 3aBMCUT, rnaB.-
HbiM 06pa3om, OT njowWajgu MNOBEPXHOCTM U pac-
CYMTbIBAeTCA Ha | CM2 NOBEpPXHOCTM MeMOpaHbI.
Mem6paHHbIA NOTeHUWan KAeTKU paBeH 3apagy
MeMbpaHbl, AENEeHHOMY Ha ee eMKOoCTb (¥YT=4a/CT).
EmMKOCTb n3mepsetcs Bpapagax: 1d=1 Kn(6,24x08
3/IeKTPOHOB) Ha 1B.

Ecnu 6bl Mbl MPONYCTUAN MPSAMOYTO/bHbIA UMNY/LC
3N1eKTPUYECKOTO TOKAa TO/MbKO Yepe3 COMpOTUBNEHUE
MembpaHbl, OH Bbl3Ban Obl NPAMOYFOMbHbIA CKa4yoK
HanpsXeHna. Ho nockonbky membpaHa paboTaeT Tak
e KaK W eMKOCTb, a Ta YAepXuBaeT 3apafbl, NPOXo-
aawemy 4yepes membpaHy TOKy TpebyeTcs HeKOTOpoe
BpeMs, 4TO6bl M3MEHUTb NOTeHUMan Ha MembpaHe.
IMOCKONbKY €MKOCTb W COMPOTUB/IEHWE MeMbpaHbl
COefMHEHbl MapaniefbHO, HaMpsHXXeHWe Ha HuUx byget
OAHO W TO Xe, TaK UYTO B KaXAbll JaHHbIA MOMEHT
eMKOCTb MembpaHbl ByAeT HecTu 3apsf, Nponopumno-
HaNbHbIA MeMOGpaHHOMY NoTeHUMany. [na Toro 4tobbl
UMMYNbC 3MEKTPUYECKOro TOKa CMOr MO/HOCTbIO
M3MEHNTb MeMOpaHHbIA MOTeHLMan 40 HOBOrO 3Haye-
HUs (onpefensemoro cuioii Toka U ConpoTUBAEHUEM
MeM6paHbl), TOK CHayana Jo/HKeH U3MEHUTb 3apaj Ha
eMKOCTU MeMOpaHbl U CABUHYTH €ro fj0 ypOBHS, COOT-
BETCTBYIOLLEr0 HOBOMY MeMOpaHHOMY MOTeHUMany.
Takum 06pa3oM, TOK, NofaBaeMblii B KNeTKy, CHavana
LOMKEeH BOWTW B eMKOCTb W BbIATU U3 Hee, N3MEHUB
ee 3apag. Mo mepe TOro Kak MeMOpaHHbI MOTEH-
UmMan nocTeneHHO NpuGAMXKAeTCA K CBOEMY HOBOMY
3HAYeHUI0, BCe MeHbllas [0/ TOKa MPOXOAUT uepes
eMKOCTb W BCe 60nblIas AONA HaYMHAeT MPOXOAUTb
yepes conpoTmeBneHne. Korga eMKOCTb 3apsaguTcs fo
KOHLa, BeCb TOK Oy/AeT TeUb Yepe3 CONMPOTUBIIEHME.

Takum o6pa3om, Korga Ha MembpaHy nopjaetcs
MMMNYNbC 3NEKTPUYECKOTr0 TOKa, OH WMAET Mo ABYM
nyTam. CHayana TOK MPOTEKaeT MO eMKOCTU MeM-
6paHbl, M3MeHAs 3apAf Ha Hell. ITOT KOMMOHEHT
TOKa Ha3blBaeTCsi eMKOCTHbIM Tokom (/c). Mo mepe
3apsga eMKOCTM CHMXKaKTCA eMKOCTHad cocTaBnf-
lolLasn TOKa M OCHOBHAs 4acTb OCTaBLUEroca Toka, Ta,
KoTOpas LWwna 4yepe3 COMNpPOTUBAEHWe. DTOT BTOPOWA
KOMMOHEHT HasblBaeTcAd TOKOM conpoTtusneHus (IR),
W MOHHBLIM TOKOM (B KNeTKax, rhe aeKTpuyecTso
MepeHocnTCA TONbKO MOHaMu). ATU TOKM CXemaTu-
Yyecku npepcrtaBneHbl Ha puc. 1-37 A, B.



WNTakK, ecnu Mbl NofaemM Ha MemGpaHy TOK, TO Npo-
TekaHue ero Yepea RmonucbiBaeTcs 3akoHoM OMa:

AV.

I1N= , (1-10)

roge AVm— u3MeHeHue MeMOpaHHOro noTeHuMmana,
npou3sofnmMmoe ToKkom IR.

MpoTekaHWe TOKa Yepe3 eMKOCTb MOXHO paccymTaTh
cnepyouimm obpasom. EMKOCTHOIN TOK paBeH CKOpPO-
CTU U3MeHeHusa 3apsajga, T.e. /c = dq/dt. Mockonbky
q=Cm\Vin, BeAMuYMHa eMKOCTHOrO TOKa onpejensercs

Puc. 1-37. ConpoTuB/ieHNE N EMKOCTb MeMOpaHbl.

BE/IMYNHONW EeMKOCTU CT U CKOPOCTbIO W3MEH HNe
HanpseHna (dKVHL):

Ic=Cm din)
d/
TakumM o6pa3oM, 061Kl TOK Yepe3 MeMbpaHy
paBeH:
dvm
,,= —- + Cm (112
n, dr

BpemeHHOI1 xoa IRMOXHO OLEHUTb NO 3anucu
6paHHOro noTeHumana, Tak kak AVm=\Rm. MockosbKy
/JW/c=/T, TOK Yepe3 eMKOCTb (/C) MOXHO Mony4n
BbluMTaa U3 1T BennumHy /J

A — 3KBMBANEHTHas 3NeKTpMyeckas cxema A4 yyactka meMmbpaHbl BKAtOuatoLwas Tonbko 6atapeto (E£T), opmu-
pyloLLyt0 MeMBpaHHbI MOTeHLMan 1 nocnefoBaTeslbHO COeAMHEHHOE C Hell afeKTpuyeckoe conpoTuaneHune (R
OT reHepartopa uyepe3 MembpaHy MponyckaeTcs NOCTOSHHbIA 3NeKTpUYecKMii ToK Ero BenmumHa peructpupy-
eTca amnepMeTpoM. Mem6paHHbI NOTEHLMaN PerucTpupyeTcs TeM UMM WHBIM W3MEPUTENbHBIM Nprbopom (ans
MPOCTOTHI Ha CXemMe MoKasaH BONbTMeTP). 3Has BeNMUYMHY NOAaBaeMoro Toka U BeIMUYNHY 3aperncTpUpoBaHHOro
noTeHuunana no 3akoHy OMa, MOXHO paccuMTaTb BXOAHOe COMPOTUBMEHWE MeMOGpaHbl KneTkn. b — HfleaflH3v
poBaHHOE Tef0 K/eTKW C 9KBUMOTEHLMANbHOV MOBEPXHOCTbIO (Hanpumep, HelipoHa 6e3 akcoHa U f[eHApUTO
npu uccnefoBaHMN BHYTPUKIETOUYHbIX NOTeHUManoB. COrnacHO KNacCUYecKoi Cxeme B KMeTKY BBeAeH O
MWKPO3/IEKTPOA, PerucTpupytoL il ee NoTeHLMan, v BTOPO MUKPO3NEKTPOS, COeANHEHHbIV C reHepaTopoM mps-
MOYFOMbHbIX MUMMY/bCOB 3MEKTPUYECKOr0 TOKA, UCMONb3YEMbI AN CMeLLeHUs NOTeHLMana KneTkn B CTOPOHY
fenonapusauuy unm runepnonsapusauun. B — skBnBaneHTHas anekTpuyeckas cxema ans yyactka membépanbl. (1)
Ecnn npunoxeH nNpsMOYrofbHbIA UMAYbC 31EKTPUYECKOro Toka Im (KpacHas Kpuas), CO3fatoLunii HeGOMbLUON
(naccuBHbIA 3NeKTPOTOHMYECKMIA) NoTeHUMan AVm, To 3TOT TOK pa3fnaraetcs Ha pPe3nCTUBHYH (CUHAS KpuBast)
N eMKOCTHYt0 (rony6as kpusas) cocTaBnsowme. PasHocTelo 1T n IRaBnseTcs 1c. (2) Llenb copepxunTt 6atapeto Er,
CO3/aloLLyt0 MOTeHLMan nokos, CoeMHEHHYO NoC/efoBaTeNbHO C CONPOTMBEHMEM AT M NapannefnbHO C eMKOC-
Tbto CT. DKBMBANEHTHAs 371eKTpUYECcKas cXxeMa MOLenMpyeT He6oMbLLIOl yHacTOK MeMbpaHbl. Ha cxeMe mokasaHo,
KaK 4acTb TOKa MpoxoAuT yepe3 conpoTueneHue (IR 1 Ha3biBaeTCA MOHHLIM TOKOM; ApYyras YacTb TeYeT K eMKOCTU
1 OT eMKOCTM U Ha3blBaeTCs eMKOCTHbIM TOKOM (1c)
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MNocTosIHHas BpemMeHU MeMGpaHbl

MocTosHHas BpeMeHN MemM6paHbl (TT) —3TO BpeMS,
HeobxoauMoe 419 TOro, YTo6bl UMNYALC NOCTOAHHO-
ro ToKa 3apsigun eMKocTb MeMbpaHbl (chepuyeckol
KNeTKn) Ha 63% nnun, TOUHee, 4oBeN ee 3apsg Ao 1—le
OT €r0 KOHEeYHOro 3HayeHus, 06YC/NOBAEHHOrO BeNn-
YMHON MMNYyNbCa 3NEKTPUUYECKOr0o TOKa.

B ¢dase noagvema (puc. 1-38 A2, A3) un3MeHeHwue
noTeHumana Vin BO BpeMeHM Mpu nojaye MMMOynbca
3M1eKTPUYECKOT0 TOKA OMUCHIBAETCH YPaBHEHUEM:

Vin=1RM(\-z ~ XIK™¢ ™), (1-13),

roe | — BennumHa CTYNeHbKW TOKa, MPOMNYCKaeMoro
yepe3 Memb6bpaHy; IRm— KOHEYHOe 3HayeHue MeM6-
pPaHHOro noTeHuWana, 06YCNOBMEHHOTO MMMYNbCOM
3/IEKTPMUYECKOTO TOKa.

Mpu t =T = RCyy UMeem:

Vj=IR . (1-e-)= IR, (1—/e) = 0,63/]  (L14).

[MoCTOAHHYIO BpeMeHM MeMbpaHbl (T = RmMCm) MOXHO
N3MepUTb HEMOCPEACTBEHHO MO 3aMNCAM HanpsXXeHUs
(cm. puc. 1-38 A2, A3). B npusegeHHOM npumepe Ans
HelipoHa Monatcka ¢ Rm= HOOOOOOMXCM2 TUNMnY-
Hoe 3HauyeHue TT 6ygeT paBHo 100 mc. Ons pasnuu-
HbIX KNETOK 3Ha4yeHWUs TT BapbMpylTCH OT OJHOW
[0 HECKOMbKUX COTeH MUUCEKYHA. Y chepnyeckoin
KNeTKn 6e3 akcoHa v AeHAPUTOB NMOCTOSHHYIO BpeMe-
HW MOXHO NpeAcTaBUTb Kak:

AN=ACm (1.15).
Takum  obpa3oMm, U3MepeHMe TT  BaXHO
Takxe ana oueHku C#r Myctb 17T paBHo 100 wmc,

a Rm— HOO00OOOMxcm2, Torga emkoctb C  6ygeT
pagHa 1m®/cm2

Puc. 1-38. OnpegeneHnie NOCTOAHHbLIX BPEMEHU U ANINHDI.

C = — 1BBXx"3— = HOOXKO 8d/cm2= 1md/cm2 (1 B
m IXIO5Qxcm2

MocTosiHHaA A/IMHbl MeMbpaHbl

MocToAHHaA AAWHbLI MeMbpaHbl (X) — 3TO paccTo-
fAHWEe OT TOYKM B HelipoHe, rae npuM MOMOLUN BHYT
PUKNEeTOYHOro 3nekTpofa 6bl1 M3MEHeH MeMbpaH
Hblii NOTeHUMan, A0 TOW TOUYKU Ha aKCOHe, rae
noTeHuman notepseT 63% wuam mHaye 1= 1/e cBoeii
nepBoHavYanbHON BeIMUYUHBI.

M3meHeHusa noTeHuuana B pPas/INYHbIX TOY-
KaX aKCOHa MOXHO W3MepuTb C MOMOLLbIO BBEOE
HUA perucTpupyrouwnx anektpogos (V,, V2
V4) Ha pasnnyHbIX PpacCTOAHUAX BLONb akc H
(pnc. 1-38 B1). lMycTb akCOH MMeeT 60/bLIOIA AMa-
MEeTp, CpaBHUMbI C pasMepoM K/ETOYHOro Tema
Torfa noctosHHas ANWHbI (B caHTUMeTpax) yae
onpegenatTbca QOpMynoi:

roe Rm— ypaenbHoe CcONpoOTWBAEHWE MeMO aHbl
rjf— yjenbHoe CONPOTWUBAEHME aKCconma Ml
d — gnameTp akcoHa. Mbl NpUBOAMM NN b KOHeY
HYIO popmyy, NOCKONbKY B OCHOBE ee BbiBOAA KM
T€ XXe MPUHLUMUMbI, YTO U ANS NMOCTOSHHOW BPEMEHMU.

MocToAHHas AAWHbI MeMOpaHbl — 3TO paccTos-
HWe, Ha KOTOpOe BAO/Ib aKCOHa 3MEKTPOTOHUY
pacnpocTpaHAlTCA NOANOPOroBble CUrHanbl. Eom
HelipoH MMeeT conpoTueneHne R = HOOOOOOMX M
1 rjn= 50 OMXCMZ2, NOCTOAHHAA L/INHbI NPU AUaMeTpe
akcoHa 20 mkm paBHa | cm. Ho gns akcoHOB Man r
fvameTpa d NOCTOSAHHAsA ANIMHbI MOXET 6bITb 3Haun-
TeNbHO MeHble n gocturaTb 0,1 cm.

A— nocTosiHHaa BpemeHn Ha naHenn Al usobpaxeHa Cxema 3KcnepumeHTa. Yepe3 CTUMYNMPYIOLWMIA BHYT-
PUKNETOYHbIA MWUKPO3NEKTPOL Ha KMETKY MOoJaeTca WMMMYNbC 3M1eKTPUYECKOrOo TOKa a W3MeHeHWUs MeMbpaHHoO-
ro noTeHuuana W3MEPST C MOMOLLbID PErMCcTPUPYIOLLEr0 BHYTPUKIETOYHOTO MUKPO3nekTpoja. Ha naHenu
A2 nokasaHO M3MeHeHVMe MeMOpaHHOro NoTeHuMana BO BpeMeHWM (HMXKHSAS KpuBas) Ha (OHe nojayv AnuTenb-
HOrO MMMyNbCa MOCTOSHHOIO 3MEKTPUYECKOrO TOKa (BepXHAs KpuBas). TOK Bbi3blBaeT AENONApM3aLUI0 Benuym-
Hoii 10 MB 1 caBuraeT membpaHHbIi noTeHuman ¢ -60 go -50 mMB. Bpems, Heo6xoAumMoe ANs AOCTMXKeHUs 63,2%
3TOF0 W3MEHEHMS, Ha3blBaOT NMOCTOSAHHON BPEMEHW KIETOYHOW MembpaHbl. BpaHHOM npumepe oHa paBHa 00 Mmc.
Ha naHenn A3 nokas3aHO M3MeHeHMe MeM6paHHOro MnoTeHuMana BO BPEMEHU (HWXKHAA KpuBas) Ha (oHe opa™
KOPOTKOr0 MMMy/bCa MOCTOSAHHOIO 3/1eKTPUYECKOro TOKa (BepXHAs Kpuas). b— MNOCTOAHHAas AnuHbl. Ha  Heiu
Bl n306paxeH NpUHLMN 3KcnepumeHTa. Yepe3 CTUMYNMPYIOLWMIA BHYTPUKIETOUHbIA MUKPO3MEKTPOA, BBeS HH U
B aKCOH, MOAAeTCA MMMY/bC 37eKTPUYECKOro TOKa, KOTOpbI PacnpoCTpaHAeTCs 37EeKTPOTOHWYECKU MO aKCOHY,
a M3MEHeHWs MeMOBPaHHOro NoTeHLMana n3MepatoTcs BHYTPUKIETOUHBIMU PErMCTPUPYIOWUMU MUKPO3NEKTPO4AMU B
Touke ctumynaummn (Vj) 1 B pa3nnyHbIX To4Kax BAonb akcoHa (V2 V3 4, Vb). Ha naHenn b2 nokasaHbl u3MeHeHUs MeMo-
paHHOro NoTeHLMana B 3aBUCUMOCTY OT PacCTOAHNSA (CBEPXY) U rpadink yMeHbLUeHWUS amnanTy4. Ha nanenn b3 nsobpa-
)KeHa CxeMa 3KCnepumeHTa. Yepes CTUMYNUPYIOLLNIA BHYTPUKNETOUHbIA MUKPO3NEKTPOL, BBEAEHHbIV B TEO HelipoHa,
NoJaeTCa UMMY/bC 3NEKTPUYECKOrO TOKA, KOTOPbIV PacnpocTpaHAeTcs 3eKTPOTOHUYECKN MO akCOHY, a W3MeHeHWs
MeMOpaHHOro noTeHuMana U3MepsaloTCs BHYTPUKNETOYHLIMY PErUCTPUPYIOLLUMU MUKPO3NEKTPOLAMM Y OCHOBaHWSA
akcoHa (VJ 1 B pa3nnyHbIX Toukax BLonb Hero (V2 V3 V4 V5). BHW3y NoKasaHbl U3MEHeHWs MEMOPaHHOMo NOoTeHLana B
3aBMCMMOCTU OT PaccTosHMA. BTene KNeTKM TOK BbI3bIBAET fenonsapusaumio BennunHoi 10 MB n caBuraeT MemopaHHbIii
noteHyunan ¢ -60 go -50 mB (VJ. Ha pacctosHum 1cm (V2 3T0 M3MeHeHWe NoTeHLMana yMeHbLUaeTcs Ha 63%, jocturas
37% CBOEro NCXOAHOT0 3HauYeHus (3,7 MB). 310 paccTosHMe (1 cM) Has3blBatOT MOCTOAHHON A/IMHbI MEMOPaHbI aKCOHa
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NoTeHUMa NOKoA N ero MexaHusMbl

MoTeHUMan NOKosA KNeTKU onpegenserca paboToi
blaH K +-AT®a3bl 1 BbIXOAOM MOHOB K+ no KaHanam
YTeYKn NpU OYEHb He3Ha4YMTe/IbHOM BXOAe WOHOB
Na+ yepe3 Hux (puc. 1-39 A). PacnpegeneHne MOHOB
OTHOCUTENbHO MeMOpaHbl, a UMEHHO BHYTPU KNETKMU,
nojjepXunBaeTca MexaHu3mMoM akKTUBHOIO TpaHCcnop-
Ta Na+ un K+ nnn anektporeHHbim Na+K+-HacocoM,
KOTOPbI/ YAEPXUBAET BHYTPU KNETKN KOHLLEHTpauuto
Na+ Ha HM3KOM, a KOHUeHTpauuo K+ Ha BbICOKOM
YPOBHAX, TpaHcnopTupysa Na+ n3 KNeTKU Hapyxy, a
K+ 13 Hapy>XHOI cpedbl BHYTpb. MOCKONbKY paBHO-
BECHbI/A MmoTeHUMan Ansa unoHoB Na+ paBeH +55 MB,
a noTeHuman MembpaHbl KNeTKU NeXuT B gmanaso-
He oT —60 go —80 MB, cyuiecTByeT ABUXYLLaa cuna
Ana noHoB Na+, M OHW YCTPeMAATCS MO KaHanam
YTEUYKN BOBHYTPb KNETKW, YTO MOrno 6ol genonapu-
30BaTb ee Memb6bpaHy. OgHaKo KaHanbl yTeuku npo-
HULUAEMbI M 419 NOHOB K+, 1719 KOTOPbIX COXpaHaeTcs
3NeKTPOXMMMUYECKUIA TrpajueHT, HanpaBfeHHbIA U3
BHYTPUKNETOYHOW 061aCTU K BHEK/IETOUYHOW cpeje.
Tak Kak paBHOBECHbIl noTeHuuan MoHOB K+ paseH
npumMmepHo -90 mMB, yepe3 membpaHy OfHOBPEMEHHO
MPOXOAAT W UOHbI K+ TemM cambiM, MPOTUMBOAEACTBYS
jenonspusaummn, 06YycnOBMEHHON BXOAAWMUM TOKOM

noHos Na+. Tpu 3tom pabota WaHK+ATda
YOEPXKNBAET BHYTPU K/ETKWM KOHUeHTpauuto Nar
HW3KOM, a KOHUeHTpaynto K+ Ha BbICOKOM  pOBHSX
MimMetoLytoca B KNeTKe TpaHCMeMOpaHHYH0 pasHocu
NMOTEHLMAN0B MOXHO 3aperncTpupoBaTh.

Ecnn MWKpPO3nekTpogh, MOAK/MIHOUYEHHbIA K Mpensa
puUTENbHOMYYCUNUTENIO, MOKa3aHHOMY Hapuc. 1- 9b
NOAKNOUYNTL K WU3MEPUTENbHON CXeMe u 1BeCTU
hM3NONOTNUCKNIA pacTBOp, FAe PacnonoXeHbl ikKaH
AN KNeTKWU, NPY 3TOM 3aMKHYTb Lienb Yepes MHaUD
(hepeHTHbIV 3NeKTpofg, TO MNpu cbanaHCUPO  VHOM
ycunutene nM KomneHcaumm (U3NKO-XU  NYECKU
CBOWCTB MMKpPO3/IeKTpOAa Ha 3KpaHe ocyunnoi pa®
Mbl Oyfem permctpumpoBatb nuHUtO (puc. 1-39 B
COOTBETCTBYHOILYH WU3MEpPUTENbHOMY HY/M0, [aB
HOMY HY/IO MpU 3aKOPOYEHHbIX BXOAax ycunu em
Tenepb ecnu NoABecTU MNpuU MOMOWM MUKPO aHW-
NynaTopa MUKPO3/EKTPOS BMJOTHYH K MeM paHe
KNeTKW W MPOKOSIOTb ee, TO Ha 3KpaHe ocy inor-
paa MOXHO 3aperucTtpupoBaTb najeHuWe Hy BOMO
noTeHuMana v pasHoCTb NMOTEHLMNANOB MEXAY BHY
peHHeil W HapyXHOWN cpejaMu KNeTKW, Beind
KOTOPOW AN pasHbiX KAeTOK NeXWUT B uan 30He
oT —40 go —80 mB. VMeHHO 3Ta pasHoCcTb, N [
CTaBNeHHas Ha puc. 1-39 B, cnyXuT noTeHuMano
NMOKOA KJIETKM.

Puc. 1-39. MNoTeHuMan nokoa KAeTKN 1 MPUHLUM ero peructpaynu.

A— CTpyKTypbl Mem6paHbl (hopMupytoLLve noTeHunan nokos Ha naHenn A npefcTasfieHa Mem6paHa KeTKu
KaHan yteuku, bl+kaHan K+kaHan n -AT®a3a, KOTOpas BblKaunBaeT WOHbI Na+ 13 KNeTKU NPOTUB ero 3/eKT-
POXMMMUYECKOro rpajueHTa, O4HOBPEMEHHO BBOAA MOHbI K+ B KNETKY TakXe MPOTWB ero 3/7eKTPOXUMUYECKOro
rpagneHTa KaHanbl yTeuku, Yepes KOTOpble OCYLLECTBAAETCA 0YEHb HE3HAUNTENbHbIA BXOZA MOHOB Na+B KIeTKy

1 npesbllwaoLuii ero B 100 pas BbiXoj NOHOB

N3 KNeTkn. 3a CYeT KaHanoB yTeuykn un paboTbl Na'/K* ATdasbl

BO3HWKAET HEraTUBHbI BHYTPUKAETOUHbIN MOTEHUMan MeM6paHbl KNeTKW — NoTeHUWana nokos. b — n3Mepu-

TenbHasa cxema. B— noTteHuuan nokos



MoTeHuwan ynpaBnsieMblin Na+/K+ — Hacoc KaHan yTedku MoTeHunan ynpaensieMblii
Na+ — kaHan (Na+/K+ — ATdasza) K+ — kaHan
Bbixop,

V[mV]

MOMEHT NpoKanbIBaHUS
MeM6paHbI

MNoTeHuman nokosi



MNoTeHunanbl KeTkM, BO3HMKaloLme
npu genonsipusaymm ee MembpaHbl,

N MPUHLMMN UCKYCCTBEHHOIO CMeLLeHNs
noTeHunana

Momumo noTteHumana nokos (puc. 1-40 A), nac-
CWBHbI/i TpaHCNOpPT WOHOB 4epe3 MOHHble KaHa-
Nbl MeMbpaHbl onpegensieT BO3HWKHOBEHWE elle
Tpex MOTeHWUManoB, NPeLCTaBNEHHbIX Ha PUCYHKe.
K HUM npuHagnexaT NacCUBHbIA 31eKTPOTOHUYEC-
Kuin noTteHuuan (puc. 1-40 B), nokKanbHbIA OTBET
(puc. 1-40 B) u noteHuunan geicteus (puc. 1-40 IN).
O[fHaKO 418 UX BO3HUKHOBEHUA TpebyeTca nonapu-
3aumnsa MembpaHbl KNeTKU. ITa nonspmusanuns Moxer
OCYLWEeCTBNATLCA KaK BHEK/IETOYHO, UYTO OO6bIYHO
MCMOMb3YIOT Ha HEPBHbIX BOJIOKHAX, Tak W BHYTpWU-
KNeTOYHO, YTO NPUMEHSAIOT Ha KNneTkax. [accuBHbIN
3NeKTPOTOHMYECKNA MOTeHUMan 3apoXxpaaetcs npu
3aBefjlOMO MOAMOPOroBOM CMELLEHUN NOTeHuuana
nokos. JIoKanbHbI/A OTBET BO3HMKaeT Npu Nojgnopo-
roBOM, HO 6/IM3KOM K MOPOry CMeLeHUN noTeHuma-
na nokos. HakoHew, noTeHumnan feiicTBus 3apoxpja-
eTcs, Korja cMeleHne noTeHumMana nokos foBeAeHo
[0 MOPOroBO BENNYUHBI.

OfHako, 4T06bl 3aperncTpupoBaTbh 3T NOTeHUMa-
Nbl, HEO6XOANUMO UCKYCCTBEHHOE CMELLEHNE MOTEH LU~
ana nokos KneTku. BO3MOXHOCTb BHYTPUKAETOUHOW
nonspusaumm membpaHbl, BKAKOYaloLelh Aenonsapu-
3auuio 1 runepnonsapusaumnio, KpaHe Heobxoguma

ONA M3y4yeHUsa CcBOWCTB mMeMbpaHbl. Vckycc eH
cCMelleHne MeM6paHHOro nNoTeHLMana fAaeT BOMOX-
HOCTb He TO/IbKO M3y4yaTb NAaCCUBH ble 3N1EKTPU  CKU
XapaKTepuCcTUKMN KeTOK, HO 1 NCCNefoBaThb IeXKN
TOYHbIE B3aMmMopelncTemsa, ocyuiectensemble H 100
peACTBEHHO Yepe3 BbICOKOMPOHMULLAEMble KOHTaKThl
membpaH kieToK. OAHAKO BO3MOXHOCTb IHYIpUK-
NeTOYHOW nonapusaunm mMembpaH AO/MKHa Henpi
MEHHO COYeTaTbCHd C BO3MOXHOCTbK OLHOBPCMEH
HOl perucTpaunmy 6MO3NEeKTPUYECKON aKTUBHOE
KNeTOK M TeX N3MEeHEHWNIi 3TON aKTUBHOCTMW, KOTOPI
BO3HWKAIOT BC/eLCTBME TMPUNOXEHUA 3M1e> TPUYEC
KOro ToKa.

B Hanb6onee NpUMUTMBHOM BWUAEe MPUHLWN i HYT
PUKNEeTOYHOW nondapusaymnm membpaH npu BO
MOXHOCTW OAHOBPEMEHHOW perucTpauuu 6u e
TPUYECKON aKTUBHOCTM K/ETOK MpeAcTaBfieH H

puc. 1-40 . B aToM cnyyae B KNeTKY OAHO  eMeHH
BBOAAT ABa MWKpPO3nektpoga, OAWH W3  OTOPbI
noNspu3yLWnin, a LPYrod — pPerncTpupyr m

Ha akpaHe [ABYX/Jy4eBOro ocuunnorpaga MOXH
BnaeTb BeCb MNpouecCc: Ha NepBoM KaHane pernct-
pupyetcs Benn4mMHa nonapusytolero curHana, a

BTOPOM KaHane — MeMOpaHHbIA NOTeHUMan W ec
MCKYCCTBEHHOE CMelleHMe, BbI3BaHHOE MNond Ha-
umerr membpaHbl. CnegyeT NOMHMUTbL, 4TO Npu @
NOLK/IOYEHNE MONAPU3YIOLLEr0O MWUKPO3NIeKTpPoLa

reHepaTtopy HEeBO3MOXHO, ana aToro CyLWLEe TBviol
cneynanbHble CXEMBbI.

Puc. 1-40. \3amMeHeHMe MeMBpPaHHOro NoTeHLMana B 3aBUCUMOCTY OT CU/bI Pas3apaXkeHus.

A — noTeHUKan Nokos b — naccuMBHbIN 31eKTPOTOHMYECKMNIA NOTeHLMan B — nokKanbHblli 0TBET F— noTeHyman

aeiicTeus. [ — BbIXOA
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MaccuBHbIN 31EKTPOTOHNYECKNA
noTeHuman

MaccuBHbIN 3N1eKTPOTOHNYECKINTI MOTEHLUMAN MOXHO
3apernucTpupoBatb C NOMOLLbD OJHOFO BHYTpUKAe-
TOYHOr0 MUKPO3NeKTPOAa, eCN Yepe3 BTOPOA MUK-
PO3NEeKTPOS BHYTPUKNETOUHO NONSPU30BaTh KNeTKy
NPSAMOYTOMbHLIM UMMY/LCOM 3N1eKTPUUECKOTO TOKA,
He LOCTUTaKLWMM KPUTUYECKOTOo nmoTeHumana (nog-
noporoebim) (puc. 1-41 A).

MaccuBHLIA 3NEKTPOTOHMYECKNIA MOTEHLMan BO3-
HUKaeT B OTBET Ha MOAMOPOroBbIA MMNYNbLC 3/MEKT-
PMYECKOr0o TOKa, KOTOPbIA He MPUBOAUT K OTKPbITULO
noTeHUManynpaBasieMblX MOHHbIX KaHaN0B MU onpege-
NAeTCA TONbKO EMKOCTHBIMU U PE3UCTUBHbIMU CBOIAC-
TBAMU MeM6paHbl KNeTKU. EMKOCTHOW KOMMOHEHT
MemMbpaHbl 06yCNOBNEH MCKAKOYUTENbHO ANMUAHbLIM
6ucnoem, a pesnCTUBHbIN KOMMOHEHT— 6Genkamu,
06pasyloLMMN VOHHbIE KaHanbl M BCTPOEHHbIMU B
NUNUAHBIA 6UCNOoN.

vnuaHbiin 6ucnoi MOXHO ynogo6uTh
KOHfeHcaTopy, ABe 06KNaAKM KOTOPOro HaxoAsTcs
Ha Heb6OoNbLWOM paccToOfSHUM APYr OT Apyra, u npu
nogaye TOKa OAHa 06KMajKa 3apsXaeTcs MONOXW-
TeNbHO, a Apyras —oTpuLaTenbHo. VIOHHbIe KaHanbl
AMNUAHOTO 6MCNOS UAM B 3TOM Cnyyae MembpaHbl
KneTkn ob6nagatoT NpPoBOAMMOCTbIO, W, CcrefoBa-
TeNbHO, MembpaHa XxapakTepusyeTcs 3fieKTpuuec-
KUM COMPOTUB/EHUEM.

Ha pucyHke 141 b wn3obpaxeHa 3KBUBANIEHT-
Hasa anekTpuyeckas cxema MembpaHbl KAeTKW, a Ha
puc. 1-41 Bnoka3aHa 3KBUBa/ieHTHaa 3neKTpuyeckas
cxema (hparmeHTa MembpaHbl. Ha mogaBaemblil TOK K
U3MEHEHWS CONPOTUBMIEHUS N HaNpsHKeHUs 3Ta CXeMa
pearupyeT TOYHO TakK Xe, Kak U cama MembpaHa.

[JaHHas cxema BK/IOYaeT eMKOCTHOW KOMMOHEHT
memMmbpaHbl (CT) U pPe3nCTUBHBLIA KOMMOHEHT (Rm),
a TaKXe yuynTbiBaeT CONPOTUBEHNSA BHELUHENR cpefbl
rot 1 conpoTuBaeHne LUTO30n8/~. TTOCKONbKY 3Ha-
YeHUs T W T Manbl, UMW MOXHO npeHebpeub,
XOTA 3T0 40CTATOYHO rpy6as annpokcmumayus. Kpowve
TOro, rOLUMHOIO MeHbLLUE Fjn.

Ecnn Ha mem6paHy 4Yepe3 OAWH MMWUKPO3NEKTPOA
nojaTb MOAMOPOrOBbIA MNPSMOYTFO/bHbIA MMNY/bC
3N1eKTPUYECKOr0 TOKa MONOXMUTENbHON NONSPHOCTYU
(puc. 141 T — mMNynbC KpacHOro uBeTta), TO YCUIU-
TeNb, NOAK/KOYEHHbIA KO BTOPOMY MUKPO3NEKTPOAY,
3aperncTpupyet N3MeHeHUs MeMOpPaHHOro NOTeHL -
ana, popmMa KOTOPOro oTAMYaeTcs OT NPAMOYTFO/bHUN-
Ka (3eneHas KpuBas). OTO U €CTb NaCCUBHbIN 3N1EKT-
POTOHMYECKUIA moTeHLMan.

Puc. 1-41. MNacCMBHbIN 3N1eKTPOTOHUYECKNIA NOTeHLMan

Ecnu Mbl NofaeM Ha MeM6paHy TOK, TO €ro npote-
KaHue yepe3 RmonucbiBaeTcs 3aKOHOM Oma:

\
Ir= (8

roe V. — noteHyuan Ha R
lMpoTekaHMe TOKa 4Yepe3 eMKOCTb MOXHO paccuu-
TaTb CMefyLWumM 06pasom:
dv
lg=Cy it 19
Takum obpasom, Ans o6wero ToKa, TeKyLero
NMoKoe yepes MeMbpaHy, Monyvyaem:
Vo dv
L=— +cCc.—
K, dt
EMKOCTHOI KOMMOHEHT mMeMm6paHbl CT 06ycrosreH
WUCKNIOYNTENbHO NUNUAHBIM 6UCN0EM, a Pe3nCTUB-
HbIi KOMNOHEHT Rm— 6enkamu, o6pasyowmumm
Hble KaHafbl U BCTPOEHHbIMU B IUNUAHBLIA  HCIOM
VHTerpupys BbipaXeHue, NONy4Yum:

V() = V,,+ Rmim(l-e ), @

roe R4Co—T, uTO Ha3biBaeTCcs MOCTOSAHHON BpeVE-
HV (BpemeHeM penakcauuyu membpaHbl). lMocTosHHaA
BpeMEeHU MeMObpaHbl XT—O04Ha M3 BaXKHEWLLNX Xapak-
TEPUCTUK NacCUBHOIO 3/1EKTPOTOHWYECKOrO [OTeH-
Lunana, KoTopas OTpaxaeT MacCUBHbie CBOM
Mem6paHbl. locnegHee ypaBHEHUWE KpallHe BaXHO,
MOCKO/bKY BeMYUHbI XT U RmM MOXHO, B OTANYUE O
CT, 3aperncTpupoBaTb 3KCNEPUMEHTANbHO W, Crlego-
BaTeNbHO, TakMM o06pa3om paccumTatb CT. C ncmo-
Wb NOCTOAHHOM BPEMEHW U RM MOXHO N HOCTbHO
onucaTb NacCUBHble CBOMCTBA 3KBUBANEHTHON CXeMbl
(nnn membpaHsbl).

MocTostHHas BPEMEHM XapaKTepu3yeT B *MeH H
X0, U3MEHEHU MeM6paHHOro noTeHuuana, T.e. K-
poCTb, C KOTOPOWA OH MeHseTcsa Mpu nepexode or
OLHOr0 3HauyeHus K gpyromy. ocTosHHasa  >even
mMeMbpaHbl — 3TO BpeMmsi, HeobxoAwmoe ANA TOO,
4YTO6bl UMNYNLC NOCTOAHHOIO TOKA 3apAAUN  MKOCTb
mMeMb6paHbl Ha 63% (cM. puc. 1-41 T).

CxopHas KapTuHa BO3HWKaeT, eciu Ha MembpaH}
yepes 04MH MUKPO3NEKTPOA NojaTh aHaNOrNYHbIA
cune NPAMOYTrObHbIA UMMYNbLC 3NEKTPUYECKOTO K
oTpuuatenbHol nonspHocTu (puc. 1-41 [ —umMnynbl
KpacHoro ugeTa). BaTtom cnyyae naccuBHbIl 3MeKT-
POTOHWYECKUIA noTeHUman 6ygeT HanpaBfieH B OTpU-
LatenbHy 06nactb (3e/eHas KpuBas).






MexaH1n3M naccuBHOIo
3/1eKTPOTOHNYECKOro noteHumana

[MacCuBHbLI  3NEKTPOTOHMUYECKM A  nNOTeHuuan
onpegenseTcsd TONIbKO EMKOCTHbIMU U PE3UCTUBHLIMU
CBOCTBAMMW MeMOpaHbl K/eTKWU, HO Mbl OTHOCUM €ro
K moTeHuManaM KJIeTKW, CBA3aHHbIM C NMacCUBHbIM
MOHHbLIM TPAHCMOPTOM, T.e. TPAHCMOPTOM Yepe3 NOH-
Hble KaHasbl. 9TO 06YC/NOBNEHO TEM, YTO 3NIEKTpUYeC-
Kasi Lenb, BKAOYaKLWas MNoA0OXKUTENbHbIA BXO4 yCu-
NUTEeNs, MUKPO3NEKTPOS, KNeTKy, UHAN(PDEepPEeHTHbIN
3NeKTPOS M OTpuLaTeNbHbI BXOA YCUNUTENSA, MOXET
ObITb 3aMKHYTa TO/MIbKO B TOM Cnydae, eciu Memb6-
paHa WMeeT BO3MOXHOCTb MPOBOAUTL 4Yepe3 cebs
3NeKTPUYECKNA TOK, HOCUTENEM KOTOPOro B CUCTEME
KNeTKU W BHEK/EeTOYHOro pacTBopa CAy>XaT MOHbI.
3Ty BO3MOXHOCTb A4al0T NOCTOAHHO OTKPbITbIE KaHa-
Nbl yTeuykn. OHAaKO MNAacCUBHbIN 31EKTPOTOHWNYECKUT
NOTEHUMAN He NPUBOAUT K OTKPbLITUIO NOTeHLMany-
npasfiseMblX UOHHbIX KaHanoB. BTom cnydyae emKoc-
THble W PE3UCTWBHbIe CBONCTBA MeMOpaHbl K/EeTKW
[0CTaTOYHO MOCTOAHHLI. EMKOCTL B OCHOBHOM Onpe-
pensetca NUNUAHbLIM 6GUCNOEM, a CONPOTUB/EHUNE
KNeTKW 3aBUCUT OT CONPOTUB/IEHUA, KOTOPOE Onpe-
fensieTcq OTKPbITbIMW KaHanaMmy yTeuku.

Ha pucyHke 1-42 A nokas3aH NacCUBHbIW 3/1EKTPO-
TOHWYECKUI MOoTeHUMan, B KOTOPOM Mbl MCKYCCT-
BEHHO BblfensemM oTAenbHble (asbl (0— noTeHuman
nokos, 1— tasa HapacTaHus, 2 — (a3a nageHus),
a TakXe KneTka B KaxAayto u3 atux ¢as. U3 pucyH-
Ka cnefyeT, 4To Ha (hOHe noTeHLUMana NOKos, T.e.
B (pa3y 0, OTKPbITbI TO/MILKO KaHaNbl YTeuyku, vepes
KOTOpPble WMOHbI K+ BbIXOAAT W3 KNETKW, a WOHbI
Na+ B He3HauMTeNbHOM KONMYeCcTBe BXOAAT B KNeT-
Ky. 3TO COOTHOWEHUE O6bIYHO MNPUHATO Kak K+:
Na+=100:1. Npun 3ToM NoTeHumnanynpaensgembole Na+-
KaHanbl, 06ecneymBaloLLe BXOAALLMUA TOK, U MOTEH-
umanynpasnsemble K+-KaHanbl, obecneymBarlyune
BbIXOAALWMIA TOK, 3aKpbITbl (HAXOAATCA B COCTOAHUM
nokost). Bdasy 1 un a3y 2 TakXKe OTKPbITbl TONbKO
KaHanbl yTeYKu, yepes KOTOPble MOHbI K+ BbIXOAAT
M3 KNeTKW, a NoHbl Na+ B He3HaYnTeNIbHOM Konu4ec-
TBEe BXOAAT B KNeTky. CooTHoweHne K+:Na+=100:1
He MeHdAeTca. [lpun 3TOM noTeHuWanynpaBifemble
Ne +-KaHanbl, obecrneuyuBarolne BXOAAWMUA TOK, K
noteHumnanynpaensemole K+-kaHanbl, obecrneyuBsa-
row e BVA\OLNeLLI\A TOK, TakXXe 3aKpbliTbl (HaxogaTca
B COCTOAHMUWM nokos). [pu HapacTaHUM noTeHumana
(dasa 1), kak 1 npun ero nageHun (dasa 2) 40 ypOBHSA

noTeHuMana nOKOSA, He MPOUCXOAUT HUKIKNX
M3MEHEHUI MOHHbLIX TOKOB, NOCKOMbKY, KaK OTMeva-
Nocb, MACCUBHbIA 31EKTPOTOHUYECKUI MNOTeHUMan
onpegensieTcs TONbKO €MKOCTHbIMU W pe3n Tu WHbk
MW CBONCTBaMW MeM6paHbl.

XapakTepHass 0CO6eHHOCTb MAcCMBHOIMO 31 KIPo-
TOHWYECKOTO MOTeHLMana cCocTOMT B PaBEHCTBE
pocTeil HapacTaHWA U cnafa 3KCMOHEHTHI.

Lnsa pasnnmuHbiX KNeTOK 3Ha4YeHNa XT BapbuUpyroT ar
O[lHON [0 HECKONbKMUX COTEH MUWIIMNCEKYH[, OfHAKo
ONS OA4HOW M TOW >Xe KNeTKM 3Ta BENMYMHA paBHA
BHE 3aBUCMMOCTW OT ANIUTENIbHOCTU W H NpaBieHns
NoNApPU3YLWero MMMNynbca 3MeKTPUYECKOro T
370 elwe ofHa 0CO6EHHOCTb NAaCCUBHOMO 3MEKTPOH
HMYECKOro noTeHyuana.

HakoHel, ecnn GUCKPeTHO yBeNNYUBaTb am iauT
Ly NONAPU3YIOLLET0 UMNYNbCa 31EKTPUUYECKOTO TOKa,
oCcTaBasACb TeM He MeHee B MOAMOPOroBOM fManaso
He ero cunbl (puc. 1-42 B1), TO aMnAnMTyja Kax LW
ro nacCMBHOr0 3/1€KTPOTOHWYECKOro noTeHumana
OyfeT paBHa aMnAuTyAe MMNynbca TOKa, ero win
BaloLlero. BaTtoMm nposasBnsetcad CTPOro /IMH UM
3aBUCUMOCTb MEXAY amMnanuTygaMun 31eKTPUY CKOro
CTMMYJ/la U MAacCMBHOIO 3/IEKTPOTOHNYECKOTO MOTEH-
unana (puc. 1-42 B2). 3HaunTenbHOe YyBeAny H
LNUTENbHOCTM MONAPU3YIOLWEro UMNynbca He ieHs
€T 3TO 3aKOHOMepHOCTM (puc. 1-42 I'l, I2). Pae<
Mbl 06CYXfanu, YTO KakK TO/IbKO €MKOCTb apsauT-
€A [0 noTeHuMana, paBHOro MoJaBaemMOMY Ha Heg,
E€MKOCTHOW TOK npekpatutcs. Takum ob6bpas3om, a
He MPenaTCTBYET U3MEHEHUAM NOTeHUMana, a r >bko
3amefnfeT ero HapacTtaHue W nafgeHue.

HakneTKyMOXHONOAaTbNPAMOYTFONbHBIAUM YL
3NeKTPUYECKOro TOKAa CBEPXMNOPOroBOW amnn it
Obl, T.e. BENIMYNHON B HECKONIbKO BOMbT WU gaxe
HECKONIbKO [ecCATKOB BOMbT, 63 yuiepba ANns faHHOW
KNeTKW, ecnu SAUTEeNbHOCTb 3TOr0 UMNY/bca )YIET
MeHblle 3HAYeHWs XT ans [AAHHOW KNeTKW. B Tom
cnyyae eMKOCTb MeM6paHbl He YCMEeBAET MOAHOCTLIO
3apsaaMThHCA U, CNefoBaTeNbHO, KfeTKa He Habupaet
cTonb 60nbWol noTteHymnan (puc. 1-4241, A2).

HakoHel, nocnegHas 0COBEHHOCTb NacCKM HOro
3NeKTPOTOHMYECKOro NOTeHLMana 3akaw4vaercs
TOM, YTO B BOJIOKHE, HanpuMmep akcoHe, OH pacnpo-
CTpaHseTCsa C 3aTyxaHWeM, XapaKTepusylLliMm noc-
TOAHHYIO AAMHY MeMbpaHbl K, T.e. paccTosHune
aKCcOHa, Ha KOTOPOM HanpshKeHue, MPUIOXKEHHOE i
OfHOIi TOYKe HelipoHa, noTepseT 63% (1—/e) caoe;
nepBOHaYanbHON BESIMUYMNHBI.

Puc. 1-42. BnuaHue pasNuuHbIX MPAMOYrofibHbIX WMMY/bCOB 3/1eKTPUUYECKOro ToKa Ha (OPMYy MacCUBHOMO

3/IEKTPOTOHNYECKOIO NoTeHUana
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MeTog cpukcaunm Toka

Bbinnm npeAnoxeHsl TpyM cnocoba MCNOMb30BaHMWSA
MUWUKPO3NEKTPOA0B, fOWeLINe A0 HACTOAWMNX fHEl B
TOM MU MHON TexHMYecKol moaudukauuun. Bo-nep-
BbIX, BHYTPUK/ETOYHAs perucrpayus npu mnomMoLyu
MW KPO3NeKTpoaa 6MO3EeKTPUYECKMX MapameTpoB
MembpaH KneToK. Bo-BTopbiX, nonspusauumsa uyepes
MMWUKPO3NEKTPOS MeMbpaH KNeTOK 3/1eKTPUUYECKUM
TOKOM. B-TpeTbux, nojava 4yepes MUKPOINEKTPOL
MOHOB UAW OGWUONOTUYECKN aKTUBHbIX COEAUHEHWIA,
npuyem MeToj Nojavn Bew,ecTB Ha MOBEPXHOCTb MEM-
6paHbl KNeTKM Ha3BaH anninkKauuei, a MeTos BBeje-
HWA BELLECTB BHYTPb KIETKW — MOHOGOpEe3oM.

CTeknaHHaa MWKpoMnuMneTKka CTaHOBUTCA MMUK-
pO3NeKTPOLOM nocne 3anofiIHEHWA ee CKBO3HOrO
NPOAOMbLHOIO KaHana 3NeKTPoNTOM U 06pa3oBaHus
KOHTaKTa 31eKTPO/unTa C 3/IEKTPOHHO-U3MEPUTENb-
HON cxemoil. KOHTaKT 3/IeKTpoAMTa U MUKPO3NEK-
Tpofa MOXeT 6biTb ABYX TUMOB W 3aBUCUT OT TOrO,
Kakoli 6uonormyeckunii 06beKT usyvaetcs. lMepsblii
TUN —TaK Ha3blBaeMas XecTkKaa pukcauua MukKpo-
3NeKTpoAa— NPUMeEHSAETCA AN BHYTPUKIETOUYHbBIX
nccnefoBaHWUiA HEMOABMIKHbLIX TKaHEeW WAWM KNeTok,
HanpuMep K1eTOK HEPBHOW CUCTEMBI.

BTopoi TN —TaK Ha3biBaeMblil NaaBalLWUin MUK-
pPO3NeKTPOA— MPUMEHSIETCA AN BHYTPUKIETOUYHbIX
nccnefoBaHUin cokpaljaroleinca TKaHuW, Hanpumep,
MuoKapga.

Lnsa pernctpaynun BHYTPUKIETOUHOrO NoTeHuMana
MemMbOpaHbl MPUMEHSOT KpaliHe MNpPOCTYH W3Mepu-
Te/bHYH0 annapatypy, NpeacTaBnsAloLLYy0 cob0i ycu-
NUTEeNb Ha OCHOBE MUKPOCXEeMbl, UMEIOLLEel BbICOKOE
BXOJHOe COMPOTWB/IEHWE, HA HECKOMbKO MOpPSAAKOB
npeBblllalLlee CONPOTUBAEHNE MeMOpaHbl KNETKM,
BK/IIOUYEHHbI B peXXMMe NMOBTOPUTENSA, U MUKPO3NEK-
Tpoa (puc. 1-43 A, B). BaTom cnyyae mbl 6ygem umeTb
[Eeno co cneayrLleil 3KBUBANEHTHON N3MePUTENbHON
cxemoit (puc. 1-43 B), a peructpupyemblii BHYTpU-
KNeTOUYHbI curHan 6yneT MMeTb BWUA, NOKa3aHHbIN
Ha puc. 1-43 I

Ecnn >xe HaM Hafjo BHYTPUKNETOYHO MONSPU30-
BaTb K/MeTKy, TO B Haubonee NpPMMUTWBHOM BUAe
MPUHLMN BHYTPUKNETOYHOW Nonsipmsayuin memoépaH
npyu BO3MOXHOCTW OfHOBPEMEHHOI perncrpayuni
6M03NEeKTPUYECKOA aKTUBHOCTM KNETOK npejcTa.-
neH Ha pwuc. 1-43 1. B3TOM c/lyyae B KNeTKy BBOAAT
O[HOBPEMEHHO BA MUKPO3/eKTPOAa, OAUH N3 KOTO-
PbIX NONSPU3YHOLLWNIA, a APYTOA — PErnCTPUPYHOLLWA.
Ha skpaHe p[ByXxny4eBoro ocuunnorpaga MOXHO
6yneTt BugeTb npouecc (puc. 1-43 3), Korga Ha Bep-
XHEM TMepBOM KaHane perucTpupyetcs BenuyuHa
NONSPU3YIOLLEr0 CUFHaNa, a Ha HWXKHEM BTOPOM

KaHane — MeMO6paHHbI NOTeHUMan U ero uckyca i
BEHHOE CMelleHVe, BbI3BAHHOE NonspusaLmnein meve-
paHbl. CnegyeT NOMHUTL, YTO NPAMOE NOAK/OYEHME!
nofiApu3yoLLEro MUKPO3NEKTPOa K reHepaTopy,
3TO YCNOBHO MOKAa3aHO Ha PUCYHKE, HE 3MOXK |
[na 3aToro cywecTByT cneynanbHble CXEMbI.

BmecTe ¢ Tem paxe npu TeEXHUYECKM rpamMoTHa]
NoAxo4e UCMNoNb30BaHWE ABYX MUKPO3ANEKTPOIOB
BBefleHNA B OAHY KJ/IeTKy — 3ajaya BeCbMa eo,
Has, Aaxe ecnyu paboTa BbINOMHAETCA Ha iMraHTCL
HelipoHax 6ecno3BOHOYHbLIX. Ecnm >xe Heobxomun
n3y4yaTb MEXKNETOYHOE, HanpuUMep 3/1eKTPOTOHM
Koe, B3aMMOAeicTBME ABYX HEpPOHOB, TO W Mpenapat
Heo6X04MMO BBECTW 4YeTbipe MUKpPO3nekTposa (no
B K&XAYI0 K/MeTKy), 4TO NpakTUUYeCcKU HEBLINOMH 0
B T0 e Bpems Npu U3yyeHUU MENKUX KNEeTOK BBECTU
LBa MWUKPO3NeKTpoJa B OA4HY KMETKY MPOCTO HEeBo3-
MOXHO. B 3TOM cnyyae He06X0AMMO, YTOObI O4MH MU
PO3NEKTPOS BbINOMHAM POSib U PEFUCTPUPYIOLLETO, U
nonspusytowero. Ana atoi uenn 6Geina paspabotaHa
CXema, Nosy4YmBLLAsA Ha3BaHMe CXeMbl (PUKCALUN OKa
Lenun n3mepeHnin nam current clamp cxembl.

MeTog current clamp npegcTtaBnseT HavbosbLINT
MHTepec, NO3TOMY Mbl OCTAHOBMMCH Ha HeM Mof-
pobHO. Takasi cxema npefacTaBfeHa Ha puc. 1-43
ConpoTtuBneHne R fOMKHO 6biTb JOCTATOYHO BbICO
Ko n B 20—50 pa3 npeBblwaTb BXOAHOE COMPOruBie
Hue KneTkn. ConpoTmMB/ieHWe R LO/MKHO OblTh Takke
[OCTAaTOYHO BbLICOKMM, 4YTO6bI NpW nojavye umny
CTUMYNALUN TOK He 3aBMCeN 0T COMPOTUBMIEHUS MUK-
poanekTpoga. Ana 3Toro oHo LO/mMKHO B 20—50
npesbilWaTb COMNPOTUBNEHWE  MUWUKPO3NEKTPoAa
O6blyHO Tpebyemas BennMUYMHa R NeXUT B 4 anasoH
oT 10940 10|) OM. 3TK pe3ncTopbl 4OCTATOYHO PeaKu
Kpome TOro, oHu TpebyloT cneumanbHOro obpawe
HUA, TaK KakK /1t060e nNOBpexeHWe LEHTPaNbHOIO
LBETHOr0 KOfblUa, Mblfib UM OTNEYaTKN Nanbles H
MOBEPXHOCTW M NpoOYee CYLLEeCTBEHHO YMEHbLIAIOT i
BeIMYMHy. YTO Xe focTuUraetcd 3TUM MNPUHLMNOM?
MockonbKy conpoTuBneHUe R 3HAYMUTeNbHO MpeBbl-
laeT BXOAHOE COMPOTMBAEHMUE KMETKU W CON OTWB-
NeHNs MWKPO3NeKTpoLa, TOK B LENU U3MepeHuu
6ynetr onpeaenATbCAd MaKCMMaNnbHbIM CON OTUB/E
HMeM — COnpoTUB/ieHWe R — 1 He ByJeT 3aBUCETb
N3MEHEHUI CONPOTUBMEHUIA KNETKU U MUKPOINEKT
poja, T.e. TOK B Lenn uM3aMepeHuid 6ynet paBeH onst
N Mbl MOXEM, BHYTPUKIETOUHO MONAPU3YSA KIETK>
N3MepsiTb ee MeMOPaHHbIA NOTeHLUMan.

Batom cnyyvyae Mbl 6ygem uMeTb [eNno CO Che-
AylOWein 3KBUBANEHTHOW WM3MEPUTENbHOW CXEMOM
(puc. 1-43 XK), a perucTpupyemblii BHYTPUK/eHOU-
Hblii curHan 6yaeT UMeTb BW[, MNOKa3aHHbIA H
puc. 1-43 3.

Puc. 1-43. MpUHUMNBI PErnCTPaLMn BHYTPUKIETOUHbIX NOTEHLMAN0B U BHYTPUKNETOUHON nonspusaunm
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JlokanbHbI OTBeT

Mpn yBenuueHUM CUNbl pasfpaxuTens B BUie
3NeKTPUYECKOro TOKa MOABAAKTCA NPU3HAKM TakK
Ha3blBAEMOTO JIOKa/NIbHOr0 OTBETAa MemM6paHbl, KOTO-
pble 3aKN4alTCcA B W3MEHEHUM (HOPMbl NaccuBs-
HOro0 3M1eKTPOTOHWYECKOro nOoTeHumana u nos.-
NeHUW CamMOCTOATENbHO pa3BUBAIOLLETOCA MUKaA
OTHOCWUTENbHO HEeBONbWON aMnanTyabl, No (opme
HanoMuHaroLwWwero S-obpasHy KpuByl. OTO U eCTb
NoKanbHbI oTBeT (puc. 1-44A). Mo Mepe ycuneHus
pasgpaxatoliero Toka amnanTyga N10KanbHOro oTBe-
Ta YBEMYMBAETCA HEAMHENHO W MOXET He TO/bKO
foCTUTraTb KPUTUYECKOro noTeHuwana, HO W npe-
BblllaTb €ro, He MepepacTas, 0O4HaKo, B MoTeHuwuan
peinicteusi. CamoCTOSATeNbHOE Pa3BUTUE JIOKANbHOIO
OTBeTa OMpefenseTcs yXe He TONbKO KaHanamm yTey-
KW, HO W OTKPbITUEM MOTeHumanynpaensembix Na+-
n IC-kaHanoB. Takum 06pa3oM, B CBOEM pPas3BUTUU
NOKanbHbI OTBET NPOXOAWT ABe (hasbl: ha3y naccus-
HOro 3NeKTPOTOHWYECKOro NOTeHLMana; CO6CTBEHHO
(ba3y nokanbHoro oteeta (cMm. puc. 1-44 A).

Ecnu gucKpeTHO yBennumMBaTb aMnAnTyLy Nonapu-
3yloLLero MMNybca 31eKTPUYECKOro Toka, 0CTaBascCh,
0flHaKO, B MOAMNOPOroBOM fAuanasoHe, TO aMnaAnTyga
KaXX[oro nacCMBHOr0 3M1eKTPOTOHUYECKOrO NOTEHLM-
ana OygeT nponopuuoHasbHa amnauTyge MMMOynbca
TOKa, ero Bbi3blBaloLWero. B atom nposenseTcsa cTporo
NUHeRHas 3aBUCMMOCTb MEXAY aMnauTyfaMu 31eKT-
pUYecKoro CTMMyfia U NacCUBHOIO 3/1eKTPOTOHUYEC-
Koro noteHuyuana (puc. 1-44 b, kpusblie 1un 2). OfHaKo
npu 6onee CUNLHONM fAenonsapusaLmm NOABAAKOTCA Nep-
Bble MPU3HaKW NOKaIbHOrO OTBeTa, 3ak/ftuvarlLlime-
Ca B M3MEHEeHUU (OPMbl MAaCCUBHOIO 3/1EKTPOTOHMU-
4ecKoro noTeHuMana U MNOABNEHUN CAMOCTOATENbHO
pa3BUBalOLLErOCA MWUKA OTHOCUTENbHO HebONbLIOW
amMnAnTygabl, No opme HanoMuHawwero S-obpas-
HYI0 KpuBYlo. [lepBble NMPU3HAKU NIOKaNbHOTO0 OTBeE-
Ta BO3HUKAOT MpU [eACTBMM CTUMY/OB, COCTaBAAA-
IoWmMx nNpubénnsnTenbHo 75% NOPOroBO BEAWUMHBI
(puc. 1-44 B, kpnBble 3—5). o Mepe fanbHeRLWEro ycu-
NeHns pasfpaxarolwero Toka amnanTyaa NoKanbHOro
OTBETa YBE/INYMBAETCA M MOXET HE TONbKO AOCTUraTh
KPUTMYECKOro noTeHuMana, Ho v npeBbiWaTh ero.

Takum 06pa3oM, Kak 6bls10 0OTMEYEHO, MOXHO YC/I0B-
HO rOBOPUTb, YTO CaM JfIOKaJbHbIA OTBET BK/OYaA-
eT ABe (ha3bl: (ha3y MacCUBHOrO 31EKTPOTOHUYECKOrO
noTeHuMana, NpM KOTOPOA He MPOMCXOAUT M3MeHe-
HUA MOTEHUMANnynpaBfiseMblX WOHHbIX TOKOB Yepe3
mem6paH\, W cTagulo COBGCTBEHHO JfI0KaJbHOrO

Puc. 1-44. JlokanbHbIii 0OTBET HEPBHOIO BOIOKHA.

oTBeTa. BnocnegHem cnyvyae B MexaHW3Me pgenons-
pusaumm MembpaHbl CYLEeCTBEHHYI pPO/b WrpalT
TakXe M3MEHEHUSA MOHHOro TPaHCMNopTa, KOTOPbIE
NPUBOAAT K CaMOCTOATENbHOMY W3MEHEHUIO noTeH-
Lmnana, npoasnstowWwerocs B opme /10KafbHOro TBe-
Ta. CaMm noKanbHbIli OTBET 06YCNOBMEH NOBbILEHWEM
No +-MpoOHNLAEMOCT MeM6paHbl 4Yepe3 noTeHyu-
anynpasnsiemble bla+-kaHanbl, o6ecneynsatoLime
BXOAAWMNIA TOK, BbI3blBalOWMIA hasy aenonspusa-
umn. OpgHako npuv MNOAMNOPOroBOM CTUMY/E Takoe
MoBbILLIEHWEe MPOHULAEMOCTN HELOCTATOYHO Be/. ko
ANs TOro, 4to6bl BbI3BaTb MPOLECC PEreHepaTu 3ot
jenonapmsaumy membpaHbl, MOCKONbKY OTKpbIBaeT-
€S MW b He6oMblIad YacTb NOTeHLManynpaBnsieMblx
Ne +-kaHanoB. VIMeHHO NO3TOMY HayaBLllafcs [ no-
nApusaumna He pasBMBaeTCA B NOTEHUMaN feil TBHs,
a ypaBHOBELIMBAETCA yBe/MYeHNemM ~-NpoBOANMOC-
TW BCNEACTBME OTKPbITUA ONATb-TAKM Hebon >woio,
HO AO0CTAaTOYHOr0 KOAMYecTBa MOTEHUMA iynpasns
emMbiX K4-kaHanos. [lanee 3a CYET NpeBanupy towero
BbIXO4Aa U3 K/IeTKU MOHOB KO moTeHuMan BO3B awa-
€TCA Ha YPOBeHb MOTeHLMana nokos.

IMoCKONbKY NOKanbHbIi OTBET 06YCNOBNEH OTK
Tem noTeHumanynpasnseMmblx Na+- n K+- aninos,
TO MOXHO CKa3aTb, YTO OH CXOfEH C M TeHuuasnom
peiicteusi. OfHako 3Tu fABe (OpMbl OTBeTa MMEKT
CYLLEeCTBEHHbIe pa3nnunsa BoTnuume oT noTeHumana
LeACTBUS NOKaNbHbIA OTBET HEe UMEET YeTKOro Mopo-
ra BO3HWKHOBEHWSA; OH He NMOAYNHAETCA 3aKOHY <eoe
NN HUYero» —cC yBEIMYEHNEM CUJbI pa3fpax Tens
aMnanTyja NoKanbHOro oTeeTa pactet. Jlio6oe, iaxi
He3HauyuTe/NlbHOE, WM3MEHEHWe MOTeHLMana knetku
N3MeHSAET KOJIMYECTBO OTKPbITbIX Na+- u K+- an no
MosBneHne >e XapakTepHOro S-06pasHOro oTBeTa
03Ha4yaeT TO/IbKO, YTO Be/IMYMHA JIOKaNIbHOr0 oTBet
NnpeBbILIaeT BENMYNHY MACCUBHOIO 3N1€KTPOTOHMYEC-
Koro noteHuwuana. lMpu atom He cnegyeT 3abbiBaThb,
YTO KWHETMKA OTKPbIBaHWUA ObICTPbIX MOTeHUWan-
ynpasnaembiX No +-KaHanoB v MefneHHbIX K+-KaHa-
NoB pasninyHa. VIMEHHO MO3TOMY MPU AOCTUXEHMUM
onpefeneHHOro YypoBHA fenongpusauuun (nopor
reHepauuu noTeHumana felicTBUA) U COOTBETCTBEH-
HO KO/IMYEeCTBa OTKPbITbIX No +-KaHanoB, TOK 4epes
KO -KaHanbl He «ycneBaeT» ypaBHOBecUTb Na+TOK
4YTo NPUMBOAWUT K fanbHeliwel penonspusauun u
OTKpbIBaHWIO 6oNbliero kKonuvectsa 1MVit+-KaHa;loB.
T.e. BO3HMKaeT noTeHuman feicTeuna.

B ecTeCTBEHHbIX YC/M0BUAX OpraHu3ma f0KaabHbIN
OTBeT npeAcTaBnseT coboi 3anekTpodmsnonornyec-
KOe BblpaXeHWe MeCTHOro BO36YXAeHus.

A— (hopma NaccMBHOIO 3/IEKTPOTOHMYECKOTO MOTeHLMana N 0KafbHOro 0TBeTa b — MaccuBHbI 3M1eKTPOTO-
HWYECKWIA NOTeHUMan, nepepacTaloLmnii B NOKaNbHbIA OTBET W fanee B NOTeHUMAN AeACTBUSA, MPU YBENNUYEHWN
cunbl pasgpaxuTens. Kpueble 11 2 NpecTaBnsaioT CO60MA NACCUBHbIN 9N1eKTPOTOHUYECKNIA NOTeHLMaN, Bbi3blBa-
eMblii YBEIMUMBAIOLWMMUCS N0 aMNINTYAe LeNOSPU3YIOLLUMU UMY IbCaAMU 31EKTPUUYECKOT0 TOKa. Ha KpuBbix 3
4 1 5 K NacCMBHOMY 3/1eKTPOTOHMYECKOMY MOTEHLMaNy ipucoefuHseTcs aenonspusauns B hopme 0KanbHOro
oTBeTa. [Mpy NOPOroBoii cune Toka NOKaNnbHbI OTBET NepepacTaeT B MOTeHUMan AeAcTBMA 6. CTyneHbKu A

NAPUIYIOLLMX UMMYNbCOB 3MEKTPUYECKOTO TOKA OTMEYEHbl KpPacHbIM LBETOM. B — MexaHW3M BO3HMKHOBE

NNOKaNbHOToO OTBETa
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MoTeHuman gencTeus

Ecnn 3anekTpoBO36YAUMYIKO KNETKY WAW HEpPBHOE
BOJIOKHO MOABEPTHYTh AeACTBUI0 3NEKTPUYECKOTO pas-
ApaXuTens nNoporoBoii Be/IMUYMHbI, TO BO3HWKaeT BO3-
6yXAeHMe 3TOro y4yacTka, 3N1eKTPoOPMU3N0N0rnvyecknm
BbIp@XXEHVEM KOTOPOro sBASeTcAa noTeHuwman pelic-
TBUA. ITO BO3OYXJEHMEe pacnpocTpaHseTcs no BCel
MeMbpaHe M Ha3blBaeTCA pacnpocTpaHatowmnmces.

Ha pncyHke 1-45 AnpogemMoHCTpPUpPOBaH NMOTEHLN-
an feictema u ero gasbl. OH HauMHaeTCcs B pesy/b-
TaTe CMeWeHWs noTeHUMana nokos (Hanpumep,
oT —90 MB) NpPAMOYroAbHbIM UMMNY/AbCOM 3EKTPU-
4ecKoro ToKa [0 YPOBHS KPUTUYECKOrOo noTeHuMana
(pa3Horo Ans pasHbiX TUMNOB KNeTok). Mocne 4yero B
pe3ynbTaTe U3MEHEHWUS MOHHbIX TOKOB MEHSAETCA U
cam MoTeHumnan KneTKu, GbICTPO HapacTas B Mono-
XUTeNbHY obnactb u goxoas go 0 MB. O6bIYHO 3Ty
tha3y Ha3blBalOT ha3oit genonapmusaynn. MNMoteHuman
feincTBMA Npofo/mKaeT Bo3pacTaTb, nepecekas OmB
W [OCTUras 3Ha4vYeHWin, nexawmx okono +35 mMB
(TouHee, pasHbIX 3HAYeHWIA ANA pas3HbIX TUMOB Kie-
TOK). 0 4OCTUXEHMN NWUKa BelnuynHa noTeHumana
najgaet B OTpuuUaTenbHyt o06nacTb, BHOBb [OCTU-
ras OMB. lpeBbilleHne noTeHUMana AelCTBUSA Haj
HyNneBOil NUHMEN HasbiBaeTCca oBepwyTom. [anee
noTeHuuan geiictensa nepecekaet 0 MB u gocturaet
3HayeHWii noTeHunana nokos. ITy (a3y 06bIYHO
Ha3blBalOT Pa3oin penonspusaynu.

B npouecce penonapusayum noteHunan gencraus
MOXXET BO3BpalLaTbCA Ha YPOBeHb NOTeHLMana NoKos
no 4BYM pa3HbIM WOHHbIM MexaHu3Mam (puc. 1-45 B).
MepBblii MeXaHW3M MPUBOAWT K TOMY, YTO OT YPOBHS
KPUTUYECKOTO MOoTeHuMana penonapusauma MegneH-
HO ¥ NNaBHO NepexoAuT B NOTEHLMan nokos. 3To cne-
posas genonspusauns (puonetosas Kpueas). Mpu
BTOPOM MeXaHuW3Me penonspusauma gocturaeT Benu-
YMHbI NOTEHLMAaNa NoKoA M NPOLOMXKAETCA fafiblue B
bonee oTpuuatenbHy 061acTb, Nocae 4Yero BO3Bpa-
LaeTcs K YpOBHIO NMOTeHUMana nokos. 370 cnefoBas
rmnepnonapusauma (KpacHas Kpusas).

Tvinbl 6I/I03f|eKTpI/Il-IeCKOI7I aKTUBHOCTHU
HEPBHbIX K/1ETOK
PaccmoTpum Tunbl 6M03NEKTPUYECKON aKTUB-

HOCTM Ha NpuMepe HepBHbIX Knetok (puc. 1-45),
MOCKOMbKY AaHHble 06 3TOM [ANS KAeTOK Apyrux

TKaHell W3N0XEeHbl B COOTBETCTBYHLWMUX P 3acnin
YacTto noTeHUMan [eiACTBUS BO3HMKAeT Ha dore
noTeHUMana MNokKos Mof BAUSHUEM WCKYCC BEHHO
BHYTPUK/ETOUYHOW Aenonspusauumn. Takon n tew
Uman feiicTBMA BO3HWKAeT Yy KMETOK C HEM Ht
IOWWMCA NOTEHLMANOM NOKOA W, CnefoBares-Ho,
Takue KeTKU CaMOCTOSTENIbHO He TreHepup wr
noTeHuuanbl AeACTBUA. VX Ha3bIBAOT «MOAY LW
mu» (puc. 1-45 B). OTo nepBbIA TN GMO3INEKTP uec-
KO aKTUBHOCTU HEWpPOHOB.

Ko BTOpoMYy TuUny 6MO3NEKTPUYECKOIA
T K/ETOK oTHOcATcsA HENpOHbl, CMOCOOHbIE cimo-
CTOATENbHO TeHepupoBaTb MOTEHLMaNbl [AeicTBUS
MexaHU3Mbl 3TOW reHepaLuy Mbl pacCCMOTPUM AN €
acelnyac obpaTMmca UCKNOUYNTENbHO K PeH >meHon
rMYecKoi CTOpoHe Bonpoca. KaTomy TuUNy otHocsaT
KNeTKWU, TeHepupyloLlme peryasipHyto puTMUYECKYHO
aKTUBHOCTb (puc. 1-45T), HeperynspHyw putmu-
Yeckyl aKTMBHOCTb (puc. 1-45 1), u perynspHyo
nayeyHy (HeCKONbKO MNOTEHLManoB AeicTeus
«Mayka», Nocne Yero HabnAaeTca KOPOTKUIA N prog
MOKOA) aKTUBHOCTb. [1pM 3TOM KO/IMYECTBO NOTEHL, -
anoB AefCTBMA B Nayke U MeXMNayeyHble UHTEP bl
ofgnHakoBsble (puc. 1-45 E). HakoHel, 3TO KeTka
reHepupylowmne HeperynapHy navyeyHyr akTvs-
HOCTb. [pKn 3TOM KOMYECTBO NOTEHLMAN0B el TBUA
B Mayke, 4aCTOTa X BOSHUKHOBEHUSA U MeXNayey He
MHTepBanbl pasHble (puc. 1-45 ).

K TpeTbemy Tuny 6M031eKTPUYECKOW aKTUB OCTU
KNeTOK OTHOCATCA HENpOHbI, CNOCOOHbLIE caM CTC
ATENIbHO TeHepupoBaTb (AYKTyauuum noTeHy i
MOKOS, He AOCTUraloWme KpUTUYECKOro MOTEH iHa-
na (puc. 1-45XK). OO6bIYHO 3TN (AYKTyaummn 6bl
0T CUHYCOMAANbHOW WAW NWUN006pPa3HON dopmbl
TonbKOo pefkuMe OCLUANALMM MOFYT [JOCTUTH Tb
nopora v Bbi3BaTb reHepaumnio 0AUHOYHBLIX NOTe
anoB feicTBuA. STOT TMN MOTEHLMANO0B Ha3blBae
neiicMekepHbiM. K coXaneHuw, Kak B OTe4 TBeH
HOW, Tak W B 3apybeXHOl nuTepaType 3TOT Tep-
MWH HeceT [Be CMbIC/IOBble Harpys3ku. Bo-neps ix
neicMeKepHbIMW Ha3blBAOT KAETKWU, TFeHep pyio-
WMe WCTUHHbLI MelCMEeKepHbI MOoTeHUMan, noka-
3aHHbIA Ha puc. 1-45 3. Bo-BTOpbIX, TaK Hasbl
KNeTKW, CNOCOOHbIe K CAMOCTOATENbHON reH paumy
noTeHUManoB AeicTBMsA. B TakoM cMmbicie 3TOT T p
MWUH 0COBEHHO NPUXWUI/ICA B TEPMUHONIOMNMN MO 3NEK-
Tpou3nonoruy cepaua, c YeM 4ynTaTento np ifeta
CTONKHYTbCA fanee.

1 KT N BHOC

Puc 1-45. MoTeHumnan AefcTBUS 1 TUMbl GUO3/TEKTPUUECKON aKTUBHOCTM Ha NPUMeEPEe HEPBHbIX KNETOK
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Monuyawasa knetka

KneTka c perynsipHoi
PUTMMYECKOM aKTUBHOCTbHIO

KneTtka c HeperynsipHou

NTMNYeCKOnN aKTMBHOCTbHIO
vy unmk U P

KneTtka ¢ perynsipHoii
nayeyHow akTMBHOCTbIO

KneTka c HeperynsipHoii
NMayeyHoON aKTMBHOCTLHO

KneTtka c nelicMekepHoOl akTUBHOCTbIO
(He nyTaTb C nelicmerikepHoi
aKTUBHOCTLIO KapAuoMuounuTa)



[lelicTBMe aneKTpM4eckoro Toka

K uncny oCHOBHbIX pasfpaxuTeneii KNeTok npuHa-
ONEXNT 3NEeKTPUYECKUIA TOK.

Beegem 0603HauyeHua: ET Mcnonb3yetca TONbKO
ONA noTeHUMana NOKoA KNeTKW, YT — fAna nobbix
MeMOpaHHbIX NOTeHUManoB, a AYT 03HayaeT fn6oe
n3MeHeHWe MeMbpaHHOro noTeHuMana.

Ecnm Ha MembpaHy KneTku BO34elCTBOBaTb
UMMYNbCaMWN 3MEKTPUYECKOTro TOoKa NMBGO MONM0XMU-
TeNIbHOW, NN60 OTpUUATENbHON MONAPHOCTU, TO 3TO
BO3/e/iCTBME BbI30BET CMelleHne £-COOTBETCTBEHHO
nn6o B MONOXMTENbHYH 06nactb (genonspusayus
Mem6paHbl), (60 B OTpULaTeNnbHY 06nacTb (runep-
nonapusayna membpaHnbl). Ha pucyHke 1-46 A noka-
3aHO B/IMSHUE MNPAMOYTO/IbHbIX WMMNYNbCOB 3/EK-
TPUYECKOTO0 TOKa Ppas3fInuyHOW CWUMbl U MOASPHOCTU
Ha ET. YcnoBne BO3HMKHOBEHWS MOTeHUMWana gemc-
TBUS — KPUTMYECKMIA NoTeHuMan Ec. 3nekTpuyeckoe
pasfpaxeHue Bbi3blBaeT ObICTPOE CMelleHne Mem6-
paHHOro noTeHuwuana A0 YPOBHA £, MpU KOTOPOM
NpPOUCXOANT aKTWBaLMA MOTeHUManynpaBnsgeMblx
Na”-KkaHanoB. YTO U NPUBOAUT K BO3OY)KAEHUIO MeM-
6paHbl B BMAE NOTeHUMana feicTBus.

BennuunHbl Eur Ec 1 JIYT MOXHO CBfA3aTb Clefyio-
WM BblpaXKeHUEM:

unm (1.22)

AY = E - E.

Ha pucyHke 1-46 A1 nokasaH NpAMOYrONbHbIl
UMMYNbC 3MEKTPUYECKOTO TOKa MNOIOXMUTENbHOM
NMONSAAPHOCTU, BbI3bIBAKWNIA CMeleHVe ET go Benu-
YnHbl EC, 4TO MPMBOAUT K BO3HWKHOBEHUIO MOTEH-
umana gencteusa. BaTom cnyyae BenMumHa noporo-
BOr0O NOTeHLMana ctaHeT pasHa AYTT

[anee nokasaH (puc. 1-46 A2) nNpAMOYrofbHbIN
UMNYNbC 3/IEKTPUYECKOro TOKa MNONOXUTENbHOW
NONAPHOCTKN, MpUYem MepBas CTyneHb, cMewas ET
B 0onee NONOXWUTENbHY 0061acTb, He BbI3blBaeT
CMelleHMe MeMOpaHHOro noTeHuuana A0 BenUYM-
Hbl £ , MO3TOMY Ha (hOHe MepBOli CTYMeHU MOTeH-
unan geicTBMA He BO3HWKaeT. HO B TakoM ciyuvae
BE/IMYMHA NOPOroBOro noTeHumana 6yfneT MeHblue,
yem AVinj, n paBHa AYT2. BTopas CTyneHb Bbi3blBaeT
CMelleHne MeMOpaHHOTo NoTeHLUMana 4o BeNNYnHbI
Ec, yTO ¥ NPUBOAUT K BOSHUKHOBEHUIO MOTeHLUMana
nencrTeus.

Ha pucyHke 1-46 A3 Tak)e nokasaH npsamMoyrofb-
HblA UMMYNILC 3N1EKTPUYECKOTO TOKA, HO ero rnepaas
CTyNeHb WMeeT OTpULATENbHYK MOAAPHOCTb, a
BTOpas CTYMeHb — MONIOXUTENbHYIO MNONAPHOCTb.
MepBad cTyneHb cmewaeT ET B oTpuuaTenbHYIO
o6nactb. Ha toHe 3TOli nepBOil CTymeHW MNOTEH-
Lunan feincTBMA He BO3HMKaeT, W TOrja BenuyuHa

Fngsrl

noporoBoro noteHuunana 6yger 6onbwe, Yyem M
M paBHa AYT3. BTOopasa CTyneHb Bbli3blBaeT CMeLL
Hue MemM6paHHOro noTeHLMWana A0 BENUYMUHBI
4yTO W NPUBOAWUT K BO3HUKHOBEHWIO NOTEH
feliicTBus.

BOMbWMHCTBO HEPBHbIX K/IETOK OTBeYaeT Ha
NApNU3aLMI0 PUTMUYECKUMU paspsgamu n TeHIM
NnoB AeicTBMA, N HA0BOPOT, anNAMKaLMa N TOM
HOro rUnNepnonspusyloLlLero anekTpuyeckoro HL|
MHrMGNpyeT BO3HWKHOBEHWEe MNOTeHUuWanos [E
TBUA.

PaccmoTpum cHavana BAWAHWE [enonsap rayrowd
ro ToKa, NpojemMOHCTpupoBaHHOe Ha puc. 1-46B
Kak 6b110 NoKa3aHO BbIlle, KNETKa OTBEYAET I Hep
UMen noTeHumana AeACTBUS Ha MOPOrOBbIA umnync
pasfpaxaruiero Toka. lloyemy Xe Ha gnuntensHa
LEenonspusyowmnii UMNynbC 3NeKTPUYECKOro
BO3HMKaeT TONbKO OAMH MNOTEHUMan Aencreus ¢-
puc. 1-46 B1)? [leno B TOM, YTO NOPOT ANA  *y3HuKM
BEHUS MOBTOPHOrO OTBETA BbILIE, YEM A5 T Hepay
OAMHOYHOrO noTeHumana feincteua. OCHOBa mex
HM3.Ma 3TOro0 npouecca B TOM, UYTO MOC/IE OHY
HWUA NepBOro NoTeHUMana AeicTBUSA CONPOTU ieH
MeMObpaHbl 06bIYHO CHUMXEHO 3a CYeT BbICOKOMA mp
BOAM MOCTW AN MOHOB K\ noaTomy pasgpaxaroT)
TOK M3 NOPOroBOro MpesBpaLLaeTCcsa B NoAnoporoBb
Kpome Toro, npojgomkarouwiascs pAenonspu ai
nNpensTCTBYeT MOMHOMY YCTPaHEHWIO WHaKTu L
Ne +-kKaHanoB. Ecan atu 3MeHeHns HebonbLWe,o
MOryT ObITb CKOMMNEHCUPOBaHbI YyBeNNYeHNeM
TOKa pasgpaxaruiero mmnynsca (puc. 1-46 B2), u
npuBefeT K MOAB/IEHUIO HECKONbKUX MOTEHL
pelictema. Euwe 6onbliee MOBbilEHWE CUMbI TO
npuBefeT K reHepauum pPUTMUYECKOW aKTVMBHOCTI
(puc. 1-46 B3). LanbHeilllee AUCKPeTHOE  Bemue
HWe cunbl LenonsapusyloWwero Toka [0 onpeacieH
HOro npegena npusefeT K yyal,eHU pUTMU  kor
paspsaga W YyBe/NWYEHUIO 4ucla UMMYSbCOB B H
(He nmokaszaHo). OAHAKO MpU fJanbHellweM  semue
HUW CUNbl AEnOoNApU3YIOLWEero ToKa paspaj nored
LManoB AelCTBUA YKOpauuMBaeTCA U YMEH >luHerc
no amnnntyge (puc. 1-46 b4 n 5) BNNOTb A0 nonHoro
npekpaw,eHUs reHepauunm noTeHUWanoB  uc s
(puc. 1-46 B6). MpUUNHOA 3TOr0 ABNAETCA  HakTu*
Bauma bla+-kaHanos.

BnvaHve gnutenbHOro runeponapusyoLLero o
NpoAeMOHCTPUPOBaHHOE Ha puc. 1-46 B 06bl4HO
CMaTPUBAKT MPUMEHUNTENBHO K HElipOHaM, 0 >Bia0
WMM CNOHTAHHOW aKTUBHOCTbIO. YBENMYEHME TUNEp-
nonapusaumn knetkm (puc. 1-46 B1-3) npmsogut
YMEHbLEHNID 4acTOTbl CNalikoBOlW aKTUBHOCTM
YBEMYEHNI0O aMNANTYAbl NOTEHLMANoB felicTBus
CYET yaneHusa oT BeMYNUHbl KPUTUYECKOTOo MoTeH
Lumana BNAOTb A0 MOJSIHOTO NPeKpaleHns red pawm
3TUX NoTeHumanos (puc. 1-46 B4).

Puc. 1-46. BAWsiHWE BHYTPUK/IETOYHOW MONAPU3ALIMMN HA BMO31EKTPUYECKYIO aKTUBHOCTb K/ETOK.

A— COOTHOLLEHUS MeXAY UCXO4HbIM YPOBHEM NoTeHuMana nokos (Erd, KpUTUYECKMM YPOBHEM Aenonspusauum (E
1 NoporosbiM NoTeHuymanom (AVm) B HopMme (Al), npu genonapusauumn (A2) u npy runepnonspusauun (A3). b —emwms

HWe NCKYCCTBEHHOW J0NTo AnsiLelics fenonsapusaLmm pasinyHoi cinbl Ha 6M03NEKTPUYECKYH aKTUBHOCTb

KeTKU. B — BnvsiHue MCKyCCTBeHHOVI nonro ,CI,I'IFILLI'EIZCFI rmnepnonapmsaummn pa3J'II/ILIHOI71 CUNbI
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MexaHn3m noTeHumana AencTBms

Mpu noporoBoii BenUYMHE pasfpaxatroLliero 3nek-
TPUYECKOTo CTUMYyna BO3HWKAaeT MOoTeHUman felic-
TBUSA, COCTOALLMA U3 Pa3 genonapusaynum m penons-
pusaumn. Ha pucyHke 1-47 A npoAemMOHCTpUpOBaH
nmoTeHLMan feicTeus u ero asbl. OH HayMHaeTca B
pesyfnbTate CMeleHWa MnoTeHumana nokos (Hanpwu-
mep, oT -90 MB) NpAMOYronbHbIM UMMNYAbCOM 3/1€K-
TPUYECKOTO TOKa /10 YPOBHA KPUTUYECKOTO NMOTEHL M-
ana (pasHoro gns pasHbiX TUMOB KNETOK), NOCNe Yero
B pe3ynbTaTe U3MEHEHUA WOHHbIX TOKOB MEHSETCA U
caM noTeHUMan KNeTku, 6GbICTPO HapacTas B Nono-
XUTenbHyto o6nactb n goxoaa fo 0 MB. O6bIYHO 3Ty
a3y HasbiBalOT (hason fgenondpusauuun. MoTeHuman
LelicTBUS MpoAOnXaeT Bo3pacTatb, nepecekas OmB
M AgocTuraa 3HavyeHuit, nexawnx okono +30 mB (Tou-
Hee, pa3HbiX 3Ha4YeHWI AN pa3HbIX TUMOB K/ETOK).
Mo [OCTMXEHMMN NKKa BeMYMHA NOTeHUMana nagaet
B OTpuuaTenbHyt o6nactb, BHOBb fgocTuras OwmB.
MpeBbllWeHNe MNOTeHUMana AeWCTBUA Hag HYNEBOM
NMHWeN HasblBaeTcs oBepLUyTOM. [lanee moTeHUuMan
peicteus nepecekaeT OMB M foCTUraeT 3HavyeHuUi
noteHumana nokos. 3Ty a3y OObIYHO HasbIBAKT
thasoin penonsipmsaumm.

PaccmMoTpuM B yNpoLeHHOM BUAe CBA3b NOTEHLU-
ana fecTBMA C MOHHbIMU TOKAMW Ha KaYeCTBEHHOM
ypoBHe (puc. 1-47 b).

Ctagns 1 npefcTaBnseT co60il moTeHUMan mokos,
MexXaHW3M KOTOpPOro CBOAMTCA K He3HauyuTefib-
HOMY BXofLy WOHOB Na+ B KNEeTKYy W MNpeBblllato-
wemy ero npumepHo B 100 pa3 BbIXo4y WOHOB K+
no KaHanam yTeuyku. [pu 3ToM MembpaHa uMeeT
BHYTPW OTpuLaTeNbHbIN 3apaj, a CHapy>Xu — noso-
XUTenbHbln. CTagna 2 npeactasngeT co60il nposBs-
NeHne NaccUBHOI0 3M1EKTPOTOHUYECKOTO MOTEHLUMN-
ana, KOTOpbI/ onpefensercsd TO/NbKO eMKOCTHbIMM
W pe3sNCTUBHbLIMK CBOMCTBaAMU MeMbGpaHbl U He CBfl-
3aH C M3MEHEHWEM MOHHbIX TOKOB 4epe3 membpa-
Hy. CTagmsa 3 cBs3aHa C /l0OKaJbHbIM OTBETOM, Npu
KOTOPOM MPOUCXOAUT HEKOTOPOE YBeMYeHNe BXxoaa
noHoB Na+ B KNeTKy, HO YXe uepe3 noTeHuunany-
npasnisemble blat-KaHanbl, 4TO Ha CXeMe OTMEYEeHO
CM/IOWHOW CcTpenkoin. Bbixofq MOHOB K+ M HesHa-
YnTenbHbIA BX04 MOHOB Na+ Mo KaHanaM YTeuyKu
ocTaetcq 6e3 M3MeHeHUli. Ha 3Toil cTagum KneTtka
MMeeT BHYTPU OTpuLaTeNbHbIA 3apaj, a CHapy-
XN — NONoXnUTeNbHbI. CTagmsa 4 HauMHaeTCca B TOT
MOMEHT, KOrfa CMellaeMblii moTeHLMan MemOpaHbl
focTuraeT KpUTUYECKOTO YpOBHA. AKTUBMPYHOTCA
(oTKpblBAlOTCA) BCE NOTeHUManynpasideMble

No +-kaHafbl, U BO3HMKAET MpoLecc, Ha3 maev
akTmBaumeli Bxopsuwero Noe +-Toka. WoHb T
NnaBMHOO6pasHO BXOAAT B KNETKY, YTO BefeT K3a
HelleMy CMeweH0 MeM6paHHOro noTeHL
focTuUratoLlero Hynsa. Bce 3To BpemA BbIXO4 W \
K+ ocyuiecTBngetcs TOMbKO MO KaHanam yTey
ocTaetcs 6e3 M3MeHeHMA. KneTka MMeeT isHyTp
oTpuuaTenbHbIV 3apag, a cHapyXu — nonoxu *h
Hbll. OTAENbHO pacCMOTpPUM CcTaguio 5, T.e. ur
LMIOBHYNe. BATOTMOMEHTNOTEHLMANYNPaBA iem
Ne +-KaHanbl OTKPbITbI, U MOHbI Na+ npog ixak
BXOAUTb B KNeTKy. Bbixog noHoB K+, Kak 6GbH
OTMeYeHo, ocTaeTcs 6e3 W3MEHEeHWNR, HO B JEIK
BOLU/IO TaK MHOro MoHOB Na4, uTo BHYTPUKN L
Hbli OTpULaTeNbHbIA 3apsf CKOMMEHcUpoBasncs,
MeMbpaHa KNeTKW CTaHOBUTCHA 3/EKTPOHel ia
Holi. Tem He MeHee MOHbl Na+ NMpoAo/HKaT B
OWTb B KNETKY W BHOCAT NOJIOXUTENbHbIA 3 pag
ctagma 6. B aTo Bpemsi MembpaHa BHYTpU ke
KW CTaHOBUTCS 60nee 3/eKTPONONOXNTENbHON, B
CHapyXu. Tlpoucxo4uT peBepcus MOTeHLMana,
He peBepcuA HATPMEBOTO 3NIEKTPOXMMMUYECKOTO rp -
AveHTa. PaBHOBECHbIi moTeHuwan gns Na+ pesc
+55 mB. TloTeHUnan cmelL,aeTca B MOMOXUTEN hv
o6nactb M MOXET JOCTUTHYTb (y onpeden H
KNeToK) BeNWYUHbI, paBHOW +30 MB. 3Ta Beamuu
Ha MoTeHLMana Bbl3blBaeT UHAKTUBALMUIO M T'HL,
an-ynpaensemblx Ne +-kaHanoB W, COOTBETCTICH
NHaKTWBaUMIO BXoAAwero Ne +-Toka. 3TU Xe sem
YWHbI MOTeHUMana Bbl3bIBAIOT aKTUBaUMIO M TeH
unanynpasnsemblX K+-KaHanoB U COOTBETCTBEH"
aKkTuBaumio BbiXxogswero K+-Toka. 3Tu npoue
3HaAMEHYIT Hayano craguun 7. TToToKk MoHOB Nat
KNeTKy Mnpekpawiaetcs, HO U3 KMeTKW WHTE UBXK
yepe3 noTeHuuanynpasnsemble K+-KaHanbl ibX
0AT WoHbI K+ (cTagma 8). Ha atoil dase M mbpaH
KNeTKu ocTtaetca 60/see 31eKTPONONOXMUTEN H
BHYTPU KNETKWU, YEM CHapy>Xu, CO CTOPOHbI BHe
KNeTOYHON cpefbl, XOTA NOTeHUWan CcTpe WTCAB
oTpuuatenbHyt obnactb. B utore Bbixofa VOHOB
MeMOpaHHbIA MOTeHLMan yMeHbLIAeTCs A0 Hy/s
cTagnsa 9. bnarogaps MHTEHCUBHOMY BbIXOLY voHOB
K+ mMembpaHa KNeTKW BHOBb CTAHOBWUTCA  feKTpi
HelTpanbHoOli. [anee HauyuMHaeTca cTagmsa 10, mp
KOTOPOW BbIXOA4 WMOHOB K+ MPUBOAMT K TOMY, uo
NOTEeHUMan KNeTKW BHOBb NpuobpeTaeT anekTpoo
pULAaTeNbHOCTb MO OTHOLWIEHWUIO K BHELIHEN peme
3T0 npofosiKaeTcd L0 LOCTUXKEHUA NOoTe Uuuma
NMoKos, BelMYnHa KOTOPOro NPUBOAMT K 3aKp UK
K+-KaHanoB 1M MHaKTuBauuu BbiXoaawero K+ oka
KneTka BO3BpalLiaeTcs B MCXOAHOE COCTOSHME.

Puc. 1-47. MoTeHuwnan aencTBmMsa HEPBHOWM KNeTKKW, ero rnaBHble dasbl M MeXaHW3M. B — KpUTUYECKUIA NoTeHUnan
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da3oBble U3MEHEHUA BO3OyaMMOCTU

B npouecce noTeHunana feicTBus BO3BYAMMOCTb
Nn60N KNeTKM MeHSeTcs, 4TO onpeAensercs mexa-
HM3MaMu, nexawumy B OCHOBE reHepauunm MOTeH-
umnana gelicteua. O6bIYHO BbIAENAOT HECKONbLKO (has,
oTpaXawLlwmnx M3MEHeHWA BO3OYAMMOCTU KNETKU B
JaHHbIA MOMEHT BPEMEHM MOTeHuMana AehcTBUA.
370 (hasa HOpMasibHOM BO3GYAMMOCTW, XapaKTepHas
4ns nepuoja Mokos KNeTku, hasa MoBbILLEHHOW BO3-
6yanmocTHn, (haza abCcontoTHOM pedpaKTepHOCTH, Korga
KNeTKy BO36YAUTb HEBO3MOXHO, W, HaKoHel, (asa
OTHOCUTENbHOM pehpaKTepPHOCTU, KOrfa KfieTka npu-
HLUMManbHO MOXeT 6bITb BO36YXAeHa.

Ha pucyHke 1-48 A B BEpXHeil 4yacTu npeacTa.-
NeH noTeHUman, Nogo6HLIN NoTeHUMany AencTBuS,
a B HWXHEWR 4YacTM CUHXPOHHO NOKasaHbl (as3o-
Bble U3MEHEHUS1 BO3OYAUMOCTU. UTOObI MOHATh, Kak
MeHAeTCA BO36YAMMOCTb BpasHble pasbl NoTeHLMana
fpencTBuA, yLO6HO MCNOMNb30BaTh TECTOBbIA UMMNY/bC
3NeKTPMNYECKOro TOKa MNPAMOYrONbHON (OpMbl W
aMnNAuTYAON, nexawein B gnanasoHe OT BEAUYUHBI
noTeHUMana NoKos A0 KPUTWYECKOro moTeHumana.
Ecnum Takoli MMnynbc nogaTb Ha KNeTKy Ha (DOHe
noTeHumuana noKos, OTBETOM OyAeT MOSHOLEHHbIN
noTeHumnan pgeictema. CnepoBaTenbHO, Ha YpPOBHE
noTeHUMana Mokos MembpaHa KMeTKM UMeeT Hop-
ManbHYH BO36YAMMOCTb (MPUHATYI YCNOBHO 3a
100%). fanee, 4T06bI BO3OYAUTL K/IETKY Ha YPOBHE
(ha3bl NAacCUBHOrO 3/IEKTPOTOHUYECKOTO MOTeHlna-
na, Heo6X0ANM NPAMOYFObHbIA UMNYNbC MeHbLUEN
amMnAuTyAbl, & Ha YpOoBHe (asbl NOKaAbLHOr0 OTBe-
Ta— ewe MeHblWel amnauTyabl. CnepoBaTenbHo,
CMHXPOHHO C 3TWMM AByMA (aszamu noTeHuuana
fneiicTBUA BO36YAMMOCTb CTaHeT YBENWYMBATLHCA.
3aTeM HauuHaeTcs hasa genonspmusaLuy MOTEHUM-
ana AencTBusA, B OCHOBE KOTOPOI NEXMWT OTKPbITHE
BCEX MOTeHUuManynpasnseMmblX No +-kaHanos. B aToT
nepnoj, UMEHHO M3-3a aKTMBaLMW BCeX MOTeHLMUa-
nynpaenseMbiX No +-KaHanoB, KAeTKY HEBO3MOXHO
BTOPUYHO BO36YyAMTL. TO ecTb BO3GYAMMOCTbL cpasy
Xe nagaet Ao 0%, v HauymHaeTcA noffep)mBaemas
(ha3a abCcontoTHONM pedhpakTepHOCTM. ITa hasa gNmT-
ca [0 TOro MOMeHTa, Moka (asa penonspusauuu
noTeHUMana AeliCTBMA He NepeceyeT HYNEBYIO JIMHIO.

Uem 6nauKe penonspusauusa noTeHuuana fein tem
NOAXOAUT K YPOBHIO NOTEHLMana nokos, TeEM npow
BTOPMYHO BbI3BaTb NpoLecC BO3OYXAEHUA wme
paHbl KneTku. Bce 3To Bpema MembpaHa Jewm
HaxoamTcs B (hase OTHOCUTENbHON pedpakTe H
TW. HakoHel, penonfpusauua nepecekaeT noteH
uman nokos. Ecnm B 3TOM TOYKe nogaTb Te rossk
UMMYNbC, OTBETOM OYAeT MOMHOLEHHbIA NOTeH
pevicteus. CneposaTenbHO, Mpu BO3BpaTe K ypos
HIO MOTeHLUMana Nokos Bo36YyAMMOCTb CTAHET BHOI
HOpManbHOM ¥ paBHol 100%.

[anee pgna BbiI30oBa npouecca BO36YXAeHMA
(hoHe HapacTalolWein cNefoBO rMNepnons usaum
Heo6xoammbl Bce 60nblive M 6OAbWINE no 1mMAwm
TyAe 3fnekTpuyeckume wumnynbcbl. Cnepgosarc
npu HapacTaHWW CNefoBOM TUNEPnonsap
BO30yAMMOCTb OyaeT yMeHbllaTbcA. pu Bosspa’
CNefoBON rMnepnonspusaymm K YPOBHIO M rreHum
ana nokos amMnAuTyja WMMMY/NbCOB, HE )oxoLumbl
[ANA.BO30YXXAEH N MeMbpaHbl KNeTKKu, 6yaeT y ieHb
lWaTbCs, NOKa He AOCTUTHET NCXOAHON B TOUKE nepe
ceyeHUs cnefoBOW rMNepnonapusalumnm C yposHem
noteHumnana nokos. CnegosaresibHO, BO3OyAM OClb
CTaHeT BO3pacTaTb, MOKa He AOCTUIHET ucxogHol
BE/IMUYMHbI B 3TOM Xe TOUKe.

[na Toro 4yto6bl BbI3BaTb MPOLECC BO3GY aewus
thasy cnefoBOW fenonspusauumyu MoTeHUuana
TBUSA, HEOBXOANMbI BCE MeHbLUME U MEHbLUWE MO M
NUTYAe 3NeKTpuyeckme UMMynbCbl. Cnejo netbH
BO36YAMMOCTb MeMOpaHbl KNeTKW Oy[eT nosbl e
Holi. Tpu BO3BpaTe CneA0BON [Aenongpusaunu
YPOBHIO MOTeHLMana nokosa amnaMTyga umnya o
TpebyembiX And BO3OYXAEHMA MeMO6paHbl Knetku,
CTaHeT yBe/NMYMBaThCA, NOKa He JOCTUTHET U ogHo
B TOUKE MepeceyeHns CnefoBOI Aenonspusauuu
YPOBHEM NoOTeHLMana nokos.

CxoAHbIM 06pa3omM MOXHO ONucaTb dasosble
M3MeHeHna BO3O6YAMMOCTM MNOMNEpPeyYHO-nonocaro
MbllIEeYHON KneTku (puc. 1-48 B) M MMO ;apanans-
HoW kneTkn (puc. 1-48 B). B nocnegHem cnyyae
OTHOCUTENbHOW pepakTepHOCTM HAYMHAETCH no3xe
MOCKONbKY BbIXOA4 W3 WMHaKTMBauMW Na+- wno
HaunHaeTcs npnénmsnTensHo ¢ —30 MB. Pas>meeTtca
06a 3TUX TUNa NOTeHLMANoB AeliCTBUS Ha pucyHka*
npeAcTaBfieHbl CXEMATUYHO.

Puc. 1-48. dasoBble M3MeHeHMS BO36YAUMOCTU (CMHME KPMBbIE) U UX CBA3b C MOTEHUManamMmmn geincTemsa (3efeHble
KPWUBbIE) TPeX TUMOB KNETOK: HEPBHOI (A), MbileyHol (B) n MnokapamanbHoii (B). Mpu noTeHuMane nokosi
B036yAMMOCTb nNpuHATa 3a 100% Bo Bpems ¢asbl abCcoNOTHON pedypaKTepHOCTU BO3BYAMMOCTb MPUHATA

3a 0%. TecTOBbI UMNY/NbC 3/1EKTPUYECKOT0 TOKa NPSAMOYF0/1IbHOM hopMbl

peACTaBfieH KPacHbIM LiBETOM



imnynsc
QN1IEKTPNYECKOro
TOKa



MeTopg, doukcaummn noTeHumnana

Ha pucyHke 1-49 npefcTaB/ieHbl OCHOBHbIE CXEMbI
(hmkcauuy noTeHumana y akcoHa W KNIeTOK, npume-
HAS KOTOPble MOXHO PEermcTpupoBaTb MOHHBLIA TOK.
MpuHUMN (UKcaunmm noteHuMana OCHOBAH Ha TOM,
YTO B U3BECTHOM BbIpaXeHuu

(123)

€MKOCTHOW TOK CTaHOBMTCS PaBHbIM HYNHO, €C/Nn Vin

3a/iaTb paBHbIM KOHCTaHTe. [pu 3ToM / CTaHOBUTCH
paBHbIM 1 T. €. MOHHbIA TOK OKa3blBAETCA BbIBELEH-
HbIM BO BHELUHIOIO U3MEPUTENbHYIO Lenb.

TexHuWyeckas CTOpOHa MeToda, MNO3BONAILLErO
perncTpuMpoBaTh MOHHbLIN TOK yakCcOHa, NpeAcTaBieHa
B BUE CXeMbl Ha pucyHke (puc. 1-49 A). Snektpogbl C
n D cBA3aHbl C BXOLOM YCUAWUTENS HanpsHXXeHus, u
COeAMHEHHbIA C HUM ocuunnorpad perucTpupyet
MeM6paHHbI noTeHunan. C NOMOLWbIO 31eKTPOH-
HOll CXeMbl C 06paTHO CBA3bK 3TOT NOTeHLUMan
MOXHO A/MTeNbHOe BpeMs (YMKcuMpoBaTb (MK Moj-
JepXuBaTb) Ha NO60M YpOBHe MyTeM MPOMYCKaHUSA
TOKa Heob6XO04MMOM BeNUUYMHbI MeXAy 3feKTpogamu
N1 n /2, no3TOMY OH Ha3blBaeTCA MOALAEPXMBAEMbIM
noteHumnanom {holding potential). Mpu nomowin reHe-
patopa NpAMOYro/ibHbIX UMMY/IbCOB 3/1EKTPUYECKOTO
TOKa Ha y4yacTKe MeMb6paHbl ero MOXHO cMeliaTb Ao
HEKOTOPO/ HOBOW BENMUYMHBI M YAEepXMNBaTb Ha 3TOM
YPOBHe TakXe C MOMOLbI 3N1eKTPOHHON CXeMbl C
obpaTHoOl cBA3blO. TOK, NpoTeKawLWWin 4yepes 3TOT
y4yacToOK Memb6paHbl Npy NOLAEPXMBAEeMOM NOTEHLM-
ane UK NMof BANSAHUEM MPUMOXKEHHOTO HAMPAXeHMNA,
N3MepAT OTAENbHbIM YCUNUTENEM TOKa, TakXe noj-
COeAiIMHEHHBIM K ocuunnorpagy. 3Ty XapakKTepHYIo
0N 3KCMEepUMEHTOB Ha aKCOHax CXemy NMPUMEHSAIOT U
B HacToAlLee Bpems.

VccnefoBaHna MeToAoM (uKcaumu noTeHumana
OblNN BbIMNONHEHbI HA U30/IMPOBaHHbLIX KNeTkax pas-
NINYHBIX TKaHel. N3onupoBaHHaa KieTka npeacTas-
nsaeT co60li 3IKBMNOTEHLNANBbHYIO Cepy W He TpebyeT
LONOMHUTENbHBIX YCTpPOWcTB. [ns ocyliecTBneHns
Takoro Metoja MPUMEHSANU 3EKTPOHHO-U3MeEpPU-
TeNbHY cxemy (puc. 1-49 B) n aBa MUKPO3NEKTPOAA,
BBEeJEHHbIX B OAHY K/eTKy. MemM6paHHbIi noTeHuu-
an perucTpupyoT MUKPO3NEKTPOAOM M NofjatT Ha

ycunuTenb HanpsxeHus. C NoMoLWbio 3/1eKTPOHH

CXeMbl C 06paTHOW CBSI3bH0 €r0 MOXHO A/AUTe TbH

Bpems hMKcupoBaThb (MM NOAAEPXUBaTb) Ha /1060
ypoBHe nyTem MpPONycKaHWs TOKa 4epe3 BTOPO
MWUKPO3NEKTPOS, NO3TOMY 3TOT noTeHuuan [K*
HasblBaeTcd nognepxwusaemblm (holding \ otentia
C nomolblo reHepaTopa MPAMOYTrobHbIX tMIyb
COB 3/1eKTPUUYECKOr0 TOKa Ha MembpaHe noaaepxu
BaeMblil MOTEHLMaN MOXHO CMelaTb 4O He OTopo
HOBOM BE/IMUYUHBI U YyAEpPXWBaTb Ha 3TOM YpOBH
TakXXe C NOMOLLbI 31EKTPOHHOI CXeMbl C Ol patHoi
CBA3b0. TOK, MpoTeKawwWwuii 4epes 3TOT  YaCTOK
mMeM6paHbl Npy NOALEPXMBAaeMOM MOTeHUMane wi
Nnof BAVNAHWEM MPUMIOXKEHHOTO HaNpPAXeHus, VBve
PAOT OTAENbHbIM YCUIUTENEM.

Bonbwum warom Bnepes 6bINO0 co3gaHue MTO
fJa BHYTPUKNeTO4YHOro pfguanmsa (puc. 1-49 Bl). OH
No3BOMAN OCYLLeCTBAATb MOJIHYO 3aMeHy BHyT
PUKNETOYHON cpeabl B M30/MPOBaHHbIX KeTKax
3KCcnepyMeHTaNbHY0 KaMepy MOCPeACTBOM Mo
3TUNIEHOBON Neperopoaky Aennnn Ha [Ba OTceka
(puc. 1-49 B2). B neperopofke ¢ NOMOLLbI UMbl [O*
CBEpPNMBAI N KOHMYECKOE OTBEPCTUE, COOTBETCTBYIO-
wee No pasmepamMm M3y4vaemoi knetke. CTEHKM M)pbl
NMOKpbIBaNM cneumanbHbIM COCTABOM, K KOTOPOMY
NMpUKNeWBalW MNOJBeseHHYIO MWUKpOMUMNETKOWM K ICT-
Ky. Pe3koe co3gaHune B HUXHEM OTCeKe OTpU aT b
HOro faBfieHWa paspbiBaso YacTb MemMbpaHbl, Haxo-
AALLYOCS C 3TOW CTOPOHbI. Taknm 06pa3oM, ¢ OfHoi
CTOPOHbI Meperopojky Haxogumnacb BHELWHAS 4YaCTb
MeMb6paHbl, a c 4pyroin — BHyTpeHHAA (puc. 1-49 1
Kaxablli 0TCek Mmen aBTOHOMHYIO cucTemy iepdy-
3N N 3NEKTPOHHO-U3MEPUTENBHYIO CXEMY.

Mo3gHee 6bina paspaboTaHa npocTas B M OTOB-
NeHUW nnacTUuKoBas MUKPOMUMETKA C OTBEPCTUEM
HYXXHOrO jMaMeTpa Ha BEPLUMHE AN BHYTPU  ieTou-
Horo guanusa (puc. 1-49 I). B pe3ynbTaTe OKa3blBa-
IOTCSA rOTOBbIMU KakK OTBEPCTME MOABELEHMA K ieTKu,
Tak W KOHTYp nepdy3nnm WCKYCCTBEHHOFO BHYT-
PUKETOYHOTO pacTBopa: Nepgy3upylolmnii KieTky
M3HYTPW pacTBOp Mojaetcs B O4HO KOMEHO MWKPO-
nuneTKW, a BbIBOAMTCS B Apyroe. [l wucacbiBaHUe
K KNeTKe ocyliecTsiserca 6narofapsa otpu  Tefb-
HOMY TUAPOCTaTUYECKOMY [aBfIeHUIO B NUMeTKe
OTHOLWIEHWNIO K Cpefie, B KOTOPOI HaxogaTcs Kne u
Mo3gHee AnNA MccnefoBaHUn KNeTOK cTanu mpw
HATb YNpowWeHHY cxemy (puc. 1-49 ).

Puc. 1-49. MpuHumnnbl prkKcaymm noTeHUmMana y akcoHa u KneTok.

A — cxema perucTpaLuy NOHHOFO TOKa y akCcoHa. b — cxema perucTpauuy NOHHOTO TOKa Y KEeTKU MUKPOINEKT-
pofamu. B— ynpouieHHas cxema perncTpaLmum MOHHOTO TOKa Y KNeTKW MUKPO3eKTpoaamu. T — cxema permcTpa
MM MOHHOTO TOKA Y KNeTKM MeTOAOM Ananusa [, — nopa B pasaennTenbHoin MemGpaHe B yBeMYeHHOM pa

E — NeToYHbIii A1Mann3 Npu NOMOLLM NAACTUKOBLIX TPY6oUeK
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Patch-damp

PacuBeT nccneaoBaHuii Mem6paH KeTOK HaCTynun
C co3faHuem MeTtoga potch-clamp. 3TOT MeTo4 N03BO-
NAeT perncTpmpoBaTh Ha M30/IMPOBAHHbIX K/IeTKax UX
noTeHUMansl, TOKM UK OLUHOYHbIE MOHHbIE KaHasbl
nocpeacTBOM CHeunanbHONW CTEKASHHON NUNETKK
(parc/1-nuneTkn), HanoOMUHalOWen MUKPOINEKTPOA,
HO wuMmerweid conpoTuBieHne oT 2 go 10 MOwm, B
3aBMCMMOCTM OT TUNa mccnefyembix Knetok. Kpome
TOro, MeTOo4 MO3BONAET PEerucTpupoBaTb WOHHbIE
KaHanbl B W301MPOBAHHOM KycO4Yke MemMbpaHsbl,
KOTOPbIA MOXeT 6bITb PACMOMIOXEH MO OTHOLUEHUIO K
OTBEPCTMIO MUMETKN NMBO BHELWHENR, NM60O BHYTPEH-
Heli CTOPOHOIA.

Ha pucyHke 1-50 nokas3aHbl pa3/iMYyHble KOH-
urypauyumn patch-clamp no OTHOWEHWUIO K KieTKe
U ¢parmeHTy ee MembpaHbl. CHauyana nuneTKy
nofABOAAT BMOTHYH K MembpaHe W301MPOBAHHOW
KneTkn (puc. 1-50 A) n nonyvawT KOH(pUTypauunio
low resistance seal. [lanee B nuMneTKe nofcacbiBaHU-
em co3faloT Hebo/blIOe oTpuuaTesbHOe AaBfleHue
(puc. 1-50 ). 3TO0 NpPMBOAMT K TOMY, YTO MemMbpaHa
NIOTHO 3aKynopuBaeT OTBEpPCTME NuUMNeTKM u dop-
MUPYETCA BbICOKOOMHBI/ KOHTAKT — KOH(Urypayms
cell-attached, nnn nHavye — nepexog nNuneTka-memo6-
paHa c conpoTuBneHnem yTeukn 6onee 10 FOm (Tak
HasblBaeMblli gigaseal). Mocne HopMannsauunu gasne-
HWA B nunetke KoHpurypaums cell-attached 61n3ka K
h13M0N0rNYECKON CMTyaLnmn, NOCKONbKY 30Ha MeMb-
paHbl, 3aXBa4yeHHas MUNEeTKOW, C BHYTPEHHE CTOpO-
Hbl KOHTaKTUpyeTe BHYTPUKIETOUYHON XNAKOCTbIO, a
C BHelUHel CTOPOHbl — CO CTaHAAapTHbLIM BHEK/IeTOu-
HbIM pacTBOPOM, KOTOPbIM 3amONHAT patch-nuneT-
Ky. 3Ta KOH(puUrypayus, c 04HON CTOPOHbLI, MO3BONSAET
perncTpupoBaTb OAUHOYHbIE WOHHbIE KaHanbl MOA
MUNEeTKOW, a C APYroi, sBNAeTCA MNPOMEXYTOUYHOW
4N Apyrux KoH@urypaumii. OHa nMo3BONSET U3y4yatb
Ha O4MHOYHOM KaHane pofib BTOPUUYHbLIX MeCCeHaxXe-
poB, BKAKOYAKOLWMXCA 4yepe3 peLenTopbl NaasmMatu-
YecKoi MeMbpaHbI.

KoHturypaumsa cell-attachednossonsetgsymsa nyTs-
MK (B 3aBMCUMOCTM OT 3afiay uccnegosatens) cgop-
MWUpOBaTb KOHMUrypauyuto, HasbiBaemyto whole-cell.
B ofHOM cnydvae Ans ee NONYyYeHUA B NUNETKY Heob-
XO4MMO pe3Ko M OAHOMOMEHTHO MojaTb Hebo/bLIOe
oTpuuaTenbHOe faBfieHWe, paspbiBaloliee MeMbpaHy

Puc. 1-50. MeTog patch-clamp u ero KoHdhurypauum

nog NUNeTKON K obpasytolwee HU3KOOMHbIA My
MeX[y BHYTPEHHell cpefoll KNeTKW W pacTBOPOM
nunetke. Mpu 3ToM B MembOpaHe BO3HWKaeT AbIpK
BE/INYMHA KOTOPOW NO3BOJIAET OCYLLECTBNATL OOMEH
MOHOB U PasfinuyHbIX COEAUHEHWUA MeXAy Nu €eTKo
n yntonnasmoii (puc. 1-50 B). B gpyrom cnyuyae HB-
KOOMHBbIA NYTb MeXAY BHYTPEHHEl cpeaoit Kn TKuun
pacTBOpPOM B nMUNeTKe JOPMUPYETCA 3a CUET BAUAT i
COEANHEHNI, HaxoaAWMXca B MUNETKE U  bi3bIBaro-
Wwux obpasoBaHne B MembpaHe MOpP, NPOHULLIEMbI
LN NOHOB, HO He A1 MOJIeKY/. DTO nepthopaTvBHLI*
(perforated) patch. 3Ta meTofMKa NO3BONSET UCCNEAO-
BaTb WOHHble TOKW, MpoOTeKaloLWwme Yepes Me )parv
NAEHTUDULNPOBATL U BbIYIEHUTb UX.

KoHdurypauusa whole-cell nossonsetr cthopmupo
BaTb [PYryw KOH{wurypauuto— outside-out aid
OTTArMBaHMe TMNUMNETKW OT KNeTKW 3acTaBnser
MeMbpaHy pacTarmeaTbCsf [0 TeX MNOp, NokKa OHa
oTaenutca oT knetku (puc. 1-50 ) u He cow
(puc. 1-504). Tenepb ee BHYTPEHHAA 4acTb Ve
KOHTaKTUpOoBaTb C pacTBOPOM B MUNeTKe, a BHe
WHAA —C OMbIBaKOLW MM pacTBOpPOM B Nep\3voHHO
Kamepe. 3Ty KOH(QUrypaumno Ncnonb3yT 4Na n yse
HWA BKNaja COeAWHEHWI BHELWIHEW cpeAbl NETKU i
aKTUBHOCTb €JMHNYHbIX KaHasoB.

KoHturypauus cell-attached nossonset chopm ipo
BaTb APYryl KOH(pUrypauuo, HasblBaeMyto «inside
out patch». Kee o6pa3oBaHWi0O MPUBOAUT pe3ka
OTpbiBaHMWE MUMETKM OT kKAeTku (puc. 1-50 E), 1M
yeM giga seal He meHseTcA. BaToM cnydvae Ha N net
Haxo4uTca NUWb hparMeHT Memb6paHbl (patch), \HyT
pPeHHAS CTOpPOHA KOTOPOA CMOTPUT B OMbIBAIOLLLL
pacTBop Mepy3MOHHON Kamepbl, a BHELIHAS KOH-
TakKTUpyeT C COZepXuMbIM nunetku (puc. 1-50
[JaHHY0 KOH(Urypauuio MNpPUMEHSAOT AN U3yde
HUSA BKMafa COeAVMHEHUN LMTONMAa3Mbl B KaHalbHYO
aKTUBHOCTb.

KoHpurypauuns cell-attached nossonsiet cdopmu
poBaTb W M3y4yaTb Be3nkyny. [ns ee obpa3oBaHu
NMNEeTKy MAaBHO M MeASIeHHO OTTATMBAIOT OT KIeT
Kn (puc. 1-50 3). OTTArMBaHWE MUMNETKU OT KIETKM
3acTaBisieT MembpaHy pacTsarmBaTbCs 40 Tex Mop
noka OHa He OTAeNUTCA OT KNeTKW U He OLbeT-
cA, obpasosas Be3ukyny (puc. 1-50 M1). Mpu nomo
WK fanbHelwed 3KCNO3ULMU MUNETKU B HO3TyXe
MOXHO MONYy4YnUTb KOHPUrypaywuto inside-out
(puc. 1-50 K, 11).
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CpaBHeHne MeToA0B

Ha pucyHke 151 nokasaHbl MWKPO3NEKTPOL
(puc 1-51 Al) u patch-numeTks. (puc. 1-51 B1) u npo-
0EeMOHCTPUPOBAHbI UX OCHOBHble O0TAMYMA. Bo-nep-
BbIX, TexHuM4Yeckas nopaepxka metoga patch-clamp
MO3BONAET UCCNeA0BaTb KNETKW KaK B pexume Qpuk-
cauum ToKa, Tak U B pexuMe ukcaLnmy noTeHumnana.
Bo-BTopbiX, MeToph patch-clamp no3sonsetr wm3sydaTb
MeNKne KfeTKn 6e3 CywecTBEHHOro MOBPeXAeHUs
UxX Memb6paH, Torja Kak faxe OfAUH MUKPO3NEKTPOA,
a Tem 60fiee ABa CYL,ECTBEHHO MoOBpexAarT MemM6-
paHy. [anee cCONpPOTMBNEHUE YTEYKN «MUKPOINEK-
Tpog—membpaHa» He npeBbiwaeT 500 MOm, a npwu
ncnonb3oBaHMKM Metofa patch-clamp n cooTBeTCTBEH-
Ho pa/c/l-nuneTkn —60nee 10 TOM, 4YTO CYLLECTBEHHO
B/IMAET Ha KayecTBO perncrpaunun. HakoHey, MUKpoO-
3NeKTPOAbl WMMEKT CONpPOTUBAEHMWE, AOCTuratouiee
100 MOwm, a /torcii-nuneTtkn — ot 2 go 10 MOm, uTo
MO3BONISAET HE TO/IbKO KayeCTBEHHO perucTpupoBathb
NMOTEHLUMANbl U TOKU KNETKW, HO Y BBOLAUTL B KNETKHU
6e3 0cob6bIX Npobaem No6ble COEAUHEHUS.

Ha pvcyHKe nokasaH npuHLMN huKcauum Toka, uim
current clamp (puc. 1-51 A2), a Takxxe npuHuunn gukca-
uun noTeHuuana, unm voltage clamp (puc. 1-51 b2).

MpUMeHNTENbHO K PUCYHKY (puc. 1-51 A2) nunug-
Hbll GMCNOI MOXHO ynogobuTb KOHAeHcaTopy, ABe
06KNagKN KOTOPOro HaxofAaTcAa Ha HebO/bLIOM pac-
CTOAHWUW Apyr OT Apyra, M npu nogaye Toka OfHa
obKnafgka 3aps)aeTcs MNOMIOXUTENbHO, a Apyras —
oTpuuaTen bHO.

WTak, ecnm Mbl nofjaeMm Ha Memb6paHy TOK
(puc. 1-51 A3), TO ero npoTekaHue yepe3 Rmonucel-
BaeTca 3aKoHOM Oma:

- (1.23)

R

rge Mu— noteHuuan Ha Rm
MpoTekaHWe TOKa 4yepe3 eMKOCTb MOXHO paccyu-

TaTb CNefyoWnm 06pasom:

dv
/\:C
=Cm .
Takum o6pasom, fnsS o6WLero ToKa, TeKylero B
NMoKoe yepe3 MeMoOpaHy, nony4aem:

\Y dv

dt

EMKOCTHOIA KOMNOHEHT Memb6paHbl CT 06ycnoBneH
WUCKNKUYNTENbHO AUNUAHLIM 6UCN0eM, a pe3ncTuB-
HbIA KOMNOHEHT Rm— 6enkamu, 06pasyoWwuMmn NoH-
Hble KaHanbl W BCTPOEHHbIMW B NUMUAHbIA GUCNONA.

(1.24)

(1.25)

Ecnn nogatb Ha Mem6paHy NPSAMOYTOAbHbIA UMNy
3NEKTPUYECKOro TOKa, KpMBas M3MEHEHUA MOTeHUW-
ana 6ypet onpegenatbca Rn*Cm.

MpumeHNTENBHO K puc. 1-51 B2 MOXHO (u
BaTb NOTEHLUMAN v paspewnTb Teub TOKY.

Ecnin BHE3anHO MEHATb HampsXXeHue OT K
HOro 3HayeHWA LO HOBOrO (B BUAE npsMOYrosibHor
nmnynsca; puc. 1-51 B3), To 6bLICTPO npoxogat
E€MKOCTHOW TOK (/c) TE€YeT Mo TOMY >Xe Mp Huu
KaK 3apafbl TEKYT Ha KOHZAeHcaTop. /C makcu mane
B Hayane NpPsMOYronbHOro MMNynbca, Korga sapa
Ha KOH[eHcaTop TeuyeT Haumbonee 6bICTPO, W sarem
YMEHbLIAETCA N0 IKCMOHEHTE C MOCTOAHHOMN B cMeHu
RC. Ecnun BHe3anHO YMeHbLWNTb HaNpPAXeHUe o
MCXOA4HOr0 3HayeHusa, /c TeyeT B NPOTUBO MNOMOKHOM
HanpasfieHWU, No CPaBHEHWIO C peructpupye \bn
Havane umnynoca. Takum o6pasom, /c nossnsetcs B
BUAE KOPOTKWX MWUKOB B Hayasie W B KOHLE npsmo-
Yro/IbHOr0 MMMynbca. V3MeHeHUe 3HakKa Hanpsx
HUA 06DBACHAETCA U3MEHEHWEM HarnpaB/ieHWA Toka B
MOMEHT ero fnpekpalieHuns, T.e. CHayana npovcxogu
3apsf, a 3aTem paspsaf eMKOCTW, YTO CBA3AaHO C usme-
HEeHMEM Ha NPOTUBOMONOXHOE HanpasBNeHWE Toka
Lenu.

MTakK, ecnn YT nopfepXmBaTb MOCTOAHHbLIM, TO /
OyZeT Teuyb TONbKO OYeHb KOPOTKOE BPEMSA, nuwb
CaMblii MOMEHT CABUTra MeMBpaHHOro NoTeHUMana o
HOBOr0 3HayeHus. 3aTeM 3TOT TOK MPeKpaTuTcs, nc
KONbKy BennunHa dkmid/ (CKOpPOCTb MU3MEHEHUS mewm
6paHHOro noTeHuunana) 6ygeT paBHa HyM0. Mpu Tom
MeMOpaHHbIA TOK CTaHOBMTCA MPOCTON doyHKumei
mMeM6paHHON npoBogumocTy (g u HanpsxeHus (V)

Im bm de (126)

ToK, KOTOpbI AOMXKEH MNOAaBaTbCA YCWUIN eiem
06paTHON CBA3M ANS NOAAepXaHWs 3ajaHHON Bemt
YMHbI MeM6paHHOro NoTeHUMana, B TOMHOCTW paBeH
obuieMy MemMbpaHHOMY TOKY, MNpoTeKalwwemy nm
JaHHOM MeMOpaHHOM MOTeHLUMane 4epe3 Y4yacTOK
MeMOpaHbl, Ha KOTOPOM HanpsXeHue (UKCMPOBAHO
3TN TOKM MO3BOMAKT OLEHMBaTb U3MEHEHUS OOLLei
MOHHOI NPOBOAMMOCTM (2 OTCIOAA U CNeLnpUYeckm)
MOHHbIX MPOBOAUMOCTEN), Bbl3biBAEMbIE U3MEHEHMEM
MemM6paHHOro noTeHymana.

B uenom, metof 6bl1 OCHOBAH Ha TOM, YTO B W3BEC-
THOM BblpaXKeHunu

1po

dv
m W+ C (227
dt
E€MKOCTHOW TOK CTaHOBUTCSH PaBHbIM HYNH, €Cnn
3a/aTb paBHbIM KOHCTaHTe. lMpu 3ToM !T cTaHoBUTCA
paBHbIM 1n T.e. MOHHbIA TOK OKa3blBaeTcs BblBEIEH-
HbIM BO BHELIHKOO U3MEPUTENIbHYIO LEMNb.

Puc. 1-51. CpaBHeHMe MeTOAOB perncrpauum ¢ nomoLibio 06bIYHOr0 MUKpPo3anekTpoga (A) M ¢ nomowblo patch-

nunetkn (B)
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VIOHHbIE TOKU

Pe3ynbTaT npuMeHeHUs MeToAa UKcaLuyM NOTEH-
umana npegcraBneH Ha puc. 1-52 A. Ha membpaHe
nogaep>xxueaeTtca onpegeneHHblin noteHyman (holding
potential), paBHblii, Hanpumep, -60 MB. Ecnun c nomo-
Wb NPAMOYFO/bHOTO MMMYAbCa 3/1€KTPUYECKOro
TOKa CMeCcTUTb MeMOGpaHHbI NoTeHyMan (genonspu-
30BaTb MeMmb6paHy) 4o 0 MB, TO B 3apermcTpupoBaH-
HOM TOKe MOXHO pas3fiMuuTb TPU OTAEeNbHble (Pasbl.
BHauane HabnwgaeTcs Tak Ha3blBaeMblil EMKOCTHOW
TOK, T.e. MTHOBEHHbI/ MUK TOKa (BblAeNEH 3€/1eHbIM
LLBETOM), HanpaBNeHHOr0 HapyXy, KOTopblii 06Yyc-
NOB/EH pa3pALoM MeM6paHHON eMKocTU. MOCKONbKY
OHa 0Ka3blBaeTCsA MOMHOCTLIO pPa3psHKeHHON, nocne-
OYHOLWNA TOK ONPefenstoT NOHbI, MPOXO0AsLLne yepes
MOHHbIE KaHanbl. BTopaa (asa npefcraBnseT coboi
TOK, HanpaBfieHHbI BHYTPb KNeTKU (BXOAAW MDA
TOK /M), T.e. BXO4 KaTMOHOB B LMTO30/1b Yepe3 MOH-
Hble KaHanbl MembpaHbl. 3Ta (asa OTHOCUTENbLHO
KpaTKOBpPEMEHHa M NepexoamnT B TpeTbio (pasy TokKa,

KOTOPbIA TeyeT M3 KNeTKN (BbIXOAAWMNI Tok 10w
Tex Mop, Noka UMMNYAbC 3/IEKTPUYECKOro TOKa Mo
LepXXnBaeT genonapusayunto MemopaHsbl.

Ecnn mMembpaHa pe3ko  Aenonspu3oB
(puc. 1-52 B), 06w Knii MOHHLIA TOK (T.e. Tekywwii
nocne MOYTM MIHOBEHHOrO paspsifa  MKocTu)
COCTOUT U3 ABYX (pa3 — BXOASLLETO W BbIXOASA Hxo
TOKOB (cuHAsf Kpusan). lMOCKONbKY WOHHbIA Tok
onpegensieTcs MoHamum Na+ n K+ 1 3aBUCUT OT U
KOHLEHTpauuin, To, N3MeHAN KOHLEeHTpauuto rm
MOHOB, €ro MOXHO pa3fennuTb Ha KOMMOHEHTHI
Bblf10 yCcTaHOBNEHO, YTO ecnn BCe MOHbI Na+, Haxo-
LALLMecs BO BHEeLWHel cpefde, 3aMeHUTb Ha xonuH
KOTOpbI/i He MPOXOAWUT yepe3 mMeMmb6paHy, TO Bxoas
WKl TOoK 6yaeT OTCyTCTBOBaTb (KOPUYHEBAs kpu
Basi). CnefoBaTeNnbHO, OH 00YyCNOB/EH MOHaMU Na
BaTtoM cnydvae BbIXOAAWMWMA TOK MNPUNUCHI am
noHam K+ CHavana MoHbl Na+ ABMXYTCS MO KoH
LeHTPaLMOHHOMY TpafjueHTy, COo34aBas BXOAS Lpy
ToK. OfIHAKO 3Ta KOMMOHEHTA 6bICTPO YMEH LUAETC
M CMEHSAETCS BbIXOAAWMM K+-TOKOM.

Puc. 1-52. NoHHbIe TOKW, 3aperncTpupoBaHHble METOAOM (hMKCcaLUn noTeHunana.

A— TOK, npoTekatoWwuii Yyepes membpaHy (CUHAS KpuBas) Npu CMeLLeHUW noTeHumana Ao O MB OTHOCUTENbHO
noAnep>X1BaeMoro noTeHymana pasHoro -60 MB (nNoggep>KnBaemblil i CTUMYANPYIOLL NI TOK BblAeNeH KPacHbIM
uBeToM). b — pasfieneHve MembpaHHOro Toka (Im Ha KanueByt ¥ HaTPUEBYHO KOMMOHEHTbI: 1 — aKCOH HaxoauT-
¢ B (hn3monornyeckom pacteope, | = 1,,a+ 1N 2 — HaTpUK 3amMeHeH Ha XonuH, | =17 3 — pa3HoOCTb Mexay W

I * INa OTKNOHEHME KPUBOI BHW3 COOTBETCTBYET BXOAALLEMY TOKY, & BBEPX COOTBETCTBYET BbIXOAALLEMY OK
MopagepxvBaemblii NOTEHLMaN MeMbpaHbl KNETKN U ero cMeLleHne 0603HauYeHbl KpacHOM KpUBOiA
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Perncrtpaumsi NOHHbIX TOKOB METOA0M
chukcaymm noteHumana

Ha pucyHke 1-53 A npefcTtasfieH NMPUHLMWN perunc-
Tpauuy ToKa npu ukcauum noTeHumMana Ha KneTke.
MembpaHHbI/i NOTEHLMANn perucTpupyercs MUKpO-
3NeKTPOAOM W NOAAETCA Ha YCUIUTE/b HAMPSXKEHUS.
C NoMOWbIO 3N1EeKTPOHHOW CXeMbl C 06paTHON CBS3blO
ero MOXHO [ANWUTeNnbHOe BpeMms (UKcMpoBaTb (Unu
noAfep>Xxusatb) Ha NO6OM ypoBHE MyTeM MPOMNycKa-
HWA TOKa 4epe3 BTOPOM MWKPO3INEKTPOA, MO3ITOMY
3TOT NOTeHUMan TakXKe Has3blBaOT NOAAEPXMUBAEMbIM
(holding potential). Mpy nomowin reHepaTopa NPsSMO-
YroMbHbIX UMMNYNbCOB 3/IEKTPUYECKOTO TOKA Ha MEM-
6paHe NnoAfepXMBaeMblii MOTEHLMAN MOXHO CMeLLaThb
00 HEKOTOpON HOBOW BeMUYMHbI W yAepXWBaTb Ha
3TOM YPOBHE TakKXXe C MOMOLLbI 31EKTPOHHOW CXEMbl
Cc 06paTHON cBA3bl. TOK, MpOTeKaroUMii Yyepe3 3ToT
y4yacToK Memb6paHbl Npu MNOAAepP>XXMBAEMOM MOTEHLM-
ane WA Nof BAUAHUEM MPUNOXKEHHOTO HaNPXXEeHUS,
N3MePAOT OTAENbHLIM YCUUTENEM.

Ha pucyHke 1-53 b nokasaHbl npumepbl perncrpa-
UMU Npyv TUMWYHBIX 3KCNEpuMMeHTax € (ukcauuein
noTeHUManay ooumnta, B KOTOPbI/i 3KCNPeCcCMpOBaHbI
noteHumanynpasnsemole No +-kaHanbl. B3Tux 3kc-
nepumeHTax NoTeHLMan NOALepPXMUBAETCA Ha YPOBHe
—80 MB. B nepBoii YacTu 3KCMEPUMEHTOB TECTUPYIO-
Wwas cTyrneHbka ANMHOA HOMe cmeliaeT MOTeHLMan
o7 —80 o —120 MB 1 BHOBb BO3BpaLLaet ero kK —80 mB.
BaTom cnydae perucTpupyroT TONbKO KOPOTKME
€MKOCTHbIE MUKW B Hayane M B KOHLUE NPAMOYro/b-
HOro umnynbca. B npomexyTke MeXay eMKOCTHbIMU

nMKamu, T.e. Ha ()OHE caMOil CTYMeHbKMW, He per i
pupyloTCA HWKakue Apyrue Toku. Bo BTopoi arT
3KCMEePUMEHTOB TecTupylowas CTyneHbKa agnuxo
KOme cmewaet noteHynan ot —80 mB o —40 B
BHOBb BO3BpauiaeT ero kK —80 mB. BaTtom cnyuae
NPOMEXYTKe MeXAy eMKOCTHbIMW nuKamu, T H
(hoHe camoli CTYyMeHbKW, PerncTpPUpPYeTca exoas LM
TOK. OTOT WOHHbIA TOK, MPpOTeKallWMii yepes ¢
npeMnpoBaHHble B OOLMUT MOTEHUManynpasnsem:
Ma+-kaHanbl. YacTo 3TOT TOK Ha3blBalOT iaKpOCK
MUYECKUM, MOCKO/bKY OH MPOTEKAET Yepe3  OfibLy
NONyNsALNI0 KaHanoB B LLeNOW KeTKe.

[na noHnmaHua mexaHusMa yfob6HO paccMoTpeT
3NeKTPUYECKYIO MOfenb akcoHa. Ha pucyHke 1
CONpOTMBAEHUE T NpejcTaBnfeT co60W conpoTu
NeHne 0CEeBOr0 3/IeKTPOfa, CBA3bLIBAIOLErO  asHbl
yyacTKu MembpaHbl. MpeAnonoxXum, 4To Mog nvp
eMblii aKCOH HaxoAnTCcs B 60/bLIOM 06bEME pacTse
pa, TaK 4TO Hapy>XXHasf XXNLKOCTb 3KBUMOTEHL, iasbH
M Ha CXeMe MOXeT 6bITb MpefcTaB/eHa NpPo w0 4HUKO
6e3 conpoTmBfeHUs. Ha pucyHKe nokasaH ogw
3NeMeHT Mem6paHbl, a cnefyeT NpefacTaBUTb ;e6
60/blIOEe YMCNO AaHANOTUYHbBIX 3/1EMEHTOB, CBA3aH
HbIX Mexay coboli u obpasylowux Henpep BHbl
Kabenb. Kaxpablii 3NeMeHT COAepXMUT eMKOCTb Me
6paHbl C, KannmeBylo W HaTpueByto GaTtapen Ekwu
nconpotueneHna RKn RNa ConpoTusiieHne teuk
Rf n 6aTapes E{BBeAeHbl ANd yyeTa ABUXKEHUSA toHO»
NpoXoAdAwWwmnX No KaHanam, KOTopble He U3MEH rnore
BO Bpems aKTMBHOCTW. OIHAKO TOK yTeuyku Mman,
NepBoM NPUOGAMXKEHUN €0 MOXHO He NMPUHUM )
BHUMaHMe.

Puc 1-53. 1ByX3aneKTPOAHbI MeTod hmKcauum noTeHymana.

A — cxema onblTa. B — peructpupyemble TOKM Ha hOHe rmnepnonspusaLnm n genonapusaunu. B— aksusaneH
THas 3neKkTpuyeckas Cxema 3neMeHTa BO3OyaMMOV MembpaHbl akcoHa. O603HaueHWs: r— COMpOTUBAEHME Oce
BOr0 3/1eKTPOAa, BBEJEHHOr0 B akCOH; C— eMKOCTb MeMbpaHbl; VK— kanuesas 6atapes; RK— conpoTusneHue
K+kaHana; VNa— HaTpueBas 6aTapes; RNa— conpoTuBneHue bla+~kaHana, $,— CONPOTWUB/IEHWE [TEYKM

— baTapes yTeuku
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Na+ 1 K+ npoBoAVMOCTb

3Hasa BEe/IMYMHY KanMeBOrOo W HaTPUEBOro TOKa,
HETPYAHO OLEeHWUTb NPOBOAMMOCTb MeMbpaHbl Ans
KaXX40ro voHa. lNpu noAnoporosbIX 3HaA4YeHUAX Aeno-
napusaunumn BbIXOAALWMA KanneBbll TOK 60MbLUe BXO-
OALLEero HaTPMEBOTO, YTO MPEMATCTBYET AOCTUXEHUIO
MeMOpaHHbIM MOTEHLMaNnoM nopora.

Kak Tonbko Bxogawmii Na+-TOK xoTs 6bl cnerka
NpeBbICUT BbIXOAAWMNA K+-TOK, MeMbpaHHbIA NOTeH-
Lman HemsbeXHO Ha4yHET CMellaTbCi pereHepaTuB-
HbIM 06pa3omM B CTOpOHY ENg.

3Has BeNWYMHY KaJneBoro WM HATPUEBOro TOKa,
MOXHO OLeHUTb NPOBOAMMOCTb MEMOpPaHbI ANA KaX-
foro noHa. Ha pucyHke 1-54 A nokasaHbl U3MEHeHUA
NpPoOBOAMMOCTHU, BbI3BaHHble ObICTPbIM CMELLEHUEM
noTeHuwnana BHyTPpY BOMIOKHa 40 0 MB oTHOCUTENbHO
noALep>XXuBaeMoro mnoTeHuwuana, pasHoro —56 mB.
CwmelLeHMe MeMbpaHHOro NOTeHUMana o HyNs 3KBU-
Ba/IEHTHOKOPOTKOMY 3aMblKaHU0 MeMbpaHbl. B aToM
cnyyae KoHgeHcaTop C cpasy paspsxaeTcs, U C 3TOro
MOMEHTa TOK CO34at0T TO/IbKO MOHbI, MPOX0oAsLLue no
KaHanam, nmerowmm conpotmusnedHne RNaum RK

HaTtpueBas nposognmMocTb (QNB) B OTBET Ha CMelle-
HWe MeMbpaHHOro nMoTeHUMana OTHOCUTENbHO NOA-
LepXnBaemMoro noteHumMana M3MeHseTCcs OT KpaliHe
HU3KOW BeAMYMHBI W OLICTPO HapacTaeT, a 3aTem
3KCMOHEHLUMAaNbHO YMeHbLIAeTCA. OTO 3KCMOHEHUMU-
anbHoe yMeHbleHne gNa MOXeT OblTb ObICTPLIM UK
MeA/IeHHbIM, YTO ONpeAenseTca 4AUTENIbHOCTbIO CTY-
MeHbKN Jenonspusauuu. Ecnu cmeweHre noTeHuu-
ana OTHOCWUTE/IbHO MNOLAEP>KUBAEMOr0o MOTeHumana
(HanpumMep, noTeHuwMana Nokos) 6bIIO KpaTKoBpe-
MeHHbIM (Kak 3TO NOKa3aHO KpacHOW MYHKTWUPHOW
nuHnei; puc. 1-54A, KpacHasi KpuBasi, umnynbc 1),
N NOTeHLUMan nokos 6bin 6bICTPO BOCCTaAHOBMEH, gN\a
6bICTPO BO3BpaLW,aeTcs K COCTOSAHUIO NOKOS (MYyHK-
TUPHasa KpacHasa kpusasa). Ecnm cpasy e nogaTb BTO-
poii aHanoru4yHbli UMNYNbC, BbI3bIBAKOLWUIA CMelLe-
HWe noTeHUMana OTHOCUTENbLHO MOAAepP>XXNUBAEMOro
noTeHumnana, T0 3TO TaKXe BbI3blBAET aHa/OrM4yHoe
yBennyennegNa Ecnu xe genonsapusayns npogos-
XutenbHa (puc. 1-54 A, KpacHas Kpusas, UMNYNbC 2
nnn 3), gNLObICTPO YBEIMUYMBAETCH, HO YMEHbLIAETCA
6onee mepneHHo (puc. 1-54 A, cnfowHaa Kpuas)

BCNe/ACTBME npoLecca, Ha3biBaeMoro MHakTusauuen
BaTom cnyuvae, 4To6bl BTOPOI MMNynbC nocne \ Ha
KTUBaLMMN HaTPMEBbIX KaHaflioB MOr CHOBa bl3BaTb
M3MeHeHWe NPOHULAEMOCTU ANA HaTpusA, MembpaHa
B TEYEHWE HECKOJIbKMX MUNNCEKYHA 40 HaHeCeHWs
3TOro MMNynbca fOo/MKHA ObITh penonspusoBaHa. Ut

Xe KacaeTca KanueBoi nposogumocTn (gK), To EC

BCAKOM C/lyyae B aKCOHe KajbMapa He OGHapyxe-

HO WHaKTMBauuun, n Bbicokas gK coxpaHseTca Be

BpeMs, noka membpaHa genonspusoBaHa. Tak, € m

CMellleHMe noTeHLMana OTHOCUTENbHO NOAAEPXU-

BaeMOro noTeHuUMana 6biI0 He O4YeHb AAUTEN HbM

(puc. 1-54 A, KpacHas KpuBas, MMMYbC 2), BbICO-

Kaa gK coxpaHseTcsa [0 BO3BpaleHWs MNOTeH &

Na K nojjepXxuBaemMomy noTeHumany (puc. 1-54

NYHKTUPHAs KopuyHeBasa Kpuas). Ecnm xe cme-

LeHMe noTeHumana OTHOCWUTENbHO NOAL PXWBIe-

MOro noTeHuuana 6blN0 AAUTENbHbIM (puc. 1-54

KpacHaa kpuBas, umnynbc 3), Bbicokas gK coxpaHs-

eTcq BCe BpeMs, MokKa Memb6paHa fJe OnApuIOBAHA

(puc. 1-54 A, cnnowHas KopuyHeBas Kpueas).
Kannesasi nposogmMmocTb (gK) HapacTaeT 0T H 60/b-

IO, HO BMOJIHE OMpeAeNIeHHON BeINUYMHBI. ITO U3Me-

HeHWe HauyuHaeTcsa He cpasy. Kpusas yBenuyeHus

nMmeeT S-o06pasHyto hopmy, 1 NPOBOAUMOCTb B> iXoguT

Ha MOCTOSHHbIN YPOBEHb Yepe3 5—6 Mc. “agepxa iHb

caBur gKgocturaeT MakcuMyma, M 3T0O HauyMHaeT BO3-

BpalaTb MeM6paHHbI MOTeHLMan K YPOBHIO OTeH-

Lnana nokos (a4acto CABUTAET ero N HECKOMbKO b~

e 3TOro ypoBH#A). Kpome TOro, npMxoanT B encTeume

OpYroii He3aBUCUMBbIA MexaHu3M: fJenonspusayums

MeMObpaHbl Bbl3biBaeT TakxXe (C 3a4ep>KKOI) NHAKIMBI-

UHK)gNa, 4To ToXKe cnoco6CcTBYeT BO3BPALLEHWNIO MEMU-

paHHOro NoTeHLMana K YpoBHIO MNOTeHLMana nokos.
Takum o6pas3om, Aenonapusauus ruraHTcKoro

aKCOHa Kanbmapa 3anyckaeT Tpu npouecca:

* 6OblcTpoe HapacTaHune gNa;

* 3ajlepXXaHHoe HapacTaHue KanuesBol MPOBOAMMOE
TW, KOTOpas He MHaKTUBUPYETCA (HO BbIKN <M eTcA
npu penonapusaynm memoépaHsbl);

e 3afiepxaHHyto nHakTueauuto gNj (puc. 1-54 A, b).
PaccumTaHHble 3HauyeHWs MOTeHUMana Aencraus

(AJL. XomXKnH n A.®. Xakcnm) 6bIAN  MNOXOXN

Ha 3aperucTpupoBaHHbLIN noTeHUuan [eicTeus

(puc. 1-54 B).

Puc. 1-54. HaTpueBasl 1 KasveBasi NPOBOAMMOCTM U TeopeTUYecKasa PeKOHCTPYKLUUSA noTeHunana aelicTBus.

A — n3MeHeHuns BO BpeMeHM gNam oK npu genonspusaumm Ha 56 MB, T.e. OT nogJep>KvMBaemMoro noteHunana pas
Horo -56 MB. go O MB. Moagep>xviBaemblil NOTeHLMan MeMbpaHbl KNETKWU U ero CMelleHne 0603HayYeHbl KpacHOM
KpvBoi gNaum gK— 6GOpAoBOI 1 KOPUYHEBLIMU KPMBLIMU COOTBETCTBEHHO. CM/IOWHBLIMUA IMHUSAMU 0603HAYEHbI
NpoAo/KUTeNbHAA fenonapusaumsa u namMmeHeHus ghNau gKB 3ToM cnyyae; NYHKTUPHBIMU IMHUAMMW NOKas3aHb!
n3MeHeHua gNam oK B 0TBeT Ha 601ee KOPOTKMe cTyneHun fenonapusayum gNam gK b — paccunTaHHble U3MEHEHNS

gNau aK Npu pasBuTUM moTeHumana feicTens (V). B— cpaBHeHMe pacCUMTaHHOI

noTeHumana AeicTeus

C peasibHbIM MOTEHLMaNoM AeACTBMSA, 3aperncTPUpPOBaHHbLIM B TMFaHTCKOM aKCOHe KanbMapa (B2). PaccunTaHHas
CKOpOCTb NPOBeAeHNs NoTeHUnana aeicTena coctaBnsana 18,8 m/c, a nonyveHHas B akcnepumeHte — 21,2 m/c
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* MO — MpUMeEHsieMasi B NepBoii NosioBMHE XX Beka
eanHuLa NpoBoAgMMOCTM paBHas 1/0m (13).
B HacTosilee BpeMsi cCUMeHC (S).



ToKM Npu pasHbIX CTyNeHbKax
noTeHumana

PaccMoTpuM OTBeT Mem6paHbl KNeTKM Ha CTy-
neHyaToe cMel,eHWe MeM6paHHOro nmnoTeHUMa-
Na OTHOCWUTE/NbHO MOALEepPXMBaemMoro noTeHuuana
(noTeHuymana nokos). MycTb MeMOpaHHbIA MNOTEH-
Lnan noagepxuBaetcs Ha BenumymHe —60 mMB, paB-
HO BeNMYMHE NOTeHUMana nokos Knetku. BaTom
cflydyae Mbl He 3aperucTpupyemM HW BXOAALEro,
HM BbIXOASILLEr0 TOKa, W npubop, perncrpupy-
IOWNA TOK, 6yaeT MOKasblBaTb HYJ/EBYH JIMHWIO.
Tenepb CTymeH4YaTo CMeCTUM MNOAAEpPXUBaeMblli
noteHumnan Ha 20 MB B CTOPOHY fenonspusayum
(puc. 155 A — BepxHuii ¢parmeHT). Ha npubope,
perucTtpupyloueMm Tekywuii yepes mMembpaHy TOK,
MOXHO OYZeT YBMAETb OCLUNNALUIO HYNEBOW TUHNK,
BK/OYAKOLW Y0 OTK/IOHEHME TOKa B OTpuLaTenbHOe
HanpasfieHue (T.e. BXOAALWMA TOK) U nocnegytoliee
OTK/NIOHEHMWE B MNONOXMUTeNbHOM (T.e. BbIXOAALL NI
TOK) (puc. 1-55 b — BepxHuin hparmMeHT). OAQHAKO K
BXOAAWMNIA, N BbIXOAAWMA TOKN NpuM NOJ06HOM cMe-
WeHUn MembpaHHOro MoTeHUMana Masnbl. Tenepb
CTyneH4yaTo CMeCTUM NOALEPXMBAEMbI/ MOTEHLManN
Ha 40 B B cTOpoHY genonspusauun. Ha npubope
MOXHO 6yAeT BUAETb YBEMYEHNEe aMNAUTy[ BXOASA-
LWero 1 BbIXo4ALLero TOkoB. CMecTUM NOAAEpXKMBae-
Mblii noTeHuMan Ha 60 mB, T.e. o 0 MB. Ha npubope
Mbl YBUAUM MakKCUManbHOe YBeIMYeHNe aMminTyabl
BXOASALLErO M BbIXOAALLETO TOKOB. pu 60nee BbiCO-
KUX BenuMvmHax penonapusauumm BXOAAWMIA TOK
CTaHOBUTCA MEHbLIE W MNpU CMEeWeHUU MembpaH-
HOro noTeHumana ot 110 go 120 MB, cpBuratoulei
noTteHuman Memb6paHbl B 30HYy OoT +50 go +60 mMB,
obpauiaetca B Hynb (4O NOTeHUMana peBepcun).
Ecnn cmeweHne noTeHymnana 6yget ewe 6onbwe (Ha
160 MB), BXO4AWMNIA TOK UBMEHUT 3HaK W ByaeT Tedb
Hapy>Xy. BbIXogawWwmin ToK ¢ yBennyeHnem CTyneHek
BedeT cebs NPOTMBOMOMOXHbLIM 06pa3om: MO Mepe
TOro Kak Memb6paHa Bce 6ofblie fgenonspusyercs,

OH yBenuuuBaeTcs. BbIxofawuin TOK yMme ibuHE'
ca TOMbKO TOrAa, Korga MeMG6GpaHHbIA NOT *Hu
M3MeHseTCA B CTOPOHY runepnonspusaynm (nocne
TOro Kak BHauafe OH 6bln ObICTPO CABUHYT B TO-
POHY Aenonspusauuny cTyneHbkKol nopsgka 84 iB)
lMoTeHuman pesepcun L1A BbIXOAALWEro TOKa pLueb
oKono —80 mB. N3MeHeHUs BXOLALWLETO W BbIXOAd-
Lero TOKOB B 3aBMCUMOCTM OT MeMOGPAHHOTO N red
Lnana Nerko npefcrasuTb B BUAe BOMbTAMMN PHbIX
xapakTepuctuk (puc. 1-55 B). Ha atux rpad wan
MUKW BXOAALLEro TOKa W YCTAHOBUBLUMECA 3HAYe-
HUA BbIXOAAWEro OTKNajblBaloTCA Mo ocu abc wuc
KaK QYHKLUMN CMeleHns MeMbpaHHOro noTeHumana
OTHOCUTENbHO MOAAEPXKMBAEMOro noteHumana. Ka
BUAHO U3 TakuX rpatukos, genonapusyouive Ty
MeHbKN aKTUBUPYIOT KaK BXOAAWMNA, TaK U Bbl Ns-
Wmnii TOKM. BHayane c yBenMuyeHueM Senonsap  aHu
o06a TOKa yBeNMUYMBalOTCA N0 aMnanTyae. 3aTem ixo-
LAWMA TOK YMeHbllaeTcs ¥ Npu Lenonspusyr T
CTyneHbkax 6onee 110 MB mMeHsAeT 3HaK.

Bxogawmii Tok 06bACHAETCA TeM, YTO B pesyn ra
Te yBennyeHus gNa, BbI3bIBAEMOT0 AENONAPU  1umcy,
MOHbl Na+ YyCTpeMATCA BHYTPb KJ/IeTKW,  CXOmA
n3 ysenuyeHnsd gNa, 3TOT TOK MnpekpaliaeTcd mu
+55 MB —noTeHunane pasHoBecus HepHcTa ang Nat
(ENy). Mpn *cunna, 06ycnoBaeHHas 3NeKTPUYECKUM
NnoTeHLNasoM, paBHa Mo BesiM4YnHe 1 NPOTUBOMOSOXK-
Ha No HanpaBfeHWIo Cune, Co3faBaemMoii | pafneHToM
KOHLEHTpauun, Tak 4YTO CYMMAapHOro HaTp OBOrO
TOKa HeT. Mpwu ewe 6onblUein genonspusaLmm v peast
M3 3TUX CU CTAHOBUTCA 60/bLUEe BTOPOWA, U MOHbI Na
HAaYMHAIOT BbIXOAWUTb U3 KETKU HapyXy, TeM iMbM
M3MeHAs HanpasneHuWe Toka. [Mofo6GHbIM 06pa M
0COOEHHOCTY BbIXOAALWEro TOKa ONpefensatnTca Tem
YTO ero HOCUTeNAMU cny>xaT noHbl K4. Mo mepe geno-
napusaunmm mMembpaHbl CUbl 3N1EKTPUYECKOTO no 15
cTpemsAwWwmneca yaepxatb K+ BHYTPU KAeTKU, MeHb-
WwatoTcs, NpuBoAA KO BCe 60/bleMy npeobna WH 1o
HanpaBfeHHbIX Hapy>y cun, 06yCNOBNEHHbIX pamv
EHTOM KOHUeHTpauun K+

Puc. 1-55. dukcaumsa noteHunana Ha rMraHTCKOM aKCcoHe Kasibmapa.

A— CMelLeHMs MeMBPaHHOro NOTeHLMana Bo BPEMEHN OTHOCMTE/NIbHO MOAAEPXXNBAEMOro noTeHymana. 6 Tk
uepes Mem6bpaHy, perucTpupyemblii OAHOBPEMEHHO CO CMeLleHMeM MnoTeHumana. MokasaHbl TOMbKO CMeLLEHNS
noTeHLMana B NON0OXNUTENbHYIO 061aCTb OT YPOBHS MOA/AEPXKMBAEMOr0o NOoTeHLMana, paBHoro -60 MB (Hanpumep
noTeHLMana nokos). B— BO/bTaMnepHble XapaKTePUCTUKU MOMyUYeHHble B pe3y/ibTaTe 3KCTMEPUMEHTOB C (VK-
cauueit noTeHymana. Mo ocn a6eUMcc — CMeLeHUs MeMGpaHHOro NoTeHLMana OTHOCUTEIbHO MNOAAEPXKMBAEMOTO
noTeHuMana (B AaHHOM cydae NOTeHUMana nokos); o ocu OpAMHaT — M3MeHeHUs BXoAswWwero Na -Toka (duone-
TOBas KpMBas) W BbIXOAALLEr0 K+Toka (KOpUuHeBas Kpueas)
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OcHoBHble 610kaTopbl Na+ 1 K+TokoB
NX nT3A

JKCNEepPUMEHTbI C 3aMEHOW WOHOB U NONAYYEHHble
pe3ynbTaTbl TpeboBanum He3aBUCUMbIX UCCefO0Ba-
HUI C CeNeKTUBHbLIM 6N0KMPOBaAHMEM pasfiINUYHbIX
WOHHbIX KaHafoB. 3TW MOUCKW yBEHYanucb ycne-
XOM, W CXOAHble KpWBble ObIAM MNOMy4YeHbl, Korpa
BMECTO 3aMeHbl WMOHOB MNPUMEHANU BbICOKOCENEK-
TUBHbIE COeANHEHUSA, BNOKNPYIOLWNE NOHHbIE KaHa-
Nbl. Hanpumep, npuv BBeLeHUM B Nepdhy3MOHHbIN
pacTBOp, OKpYyXawuWmnii KneTky, TeTPOAOTOKCMHA
(TTX) — apa SANOHCKOM pblbbl Mrnobptoxa — OH
BO3/elCTBYeT TONbKO Ha HapacTaHue gNa, npomucxo-
Aswee npu genonapmusaumm membpaHbl. Ero adhgekT
KpailHe cneun@uyeH. TTX He BAUAET Ha Kanue-
BYIO NPOBOAMMOCTb, 60/Mee TOro, OH AaXe He 0CO-
6eHHO nofaBnaeT PYHKUMWIO TeX HaTpUeBbIX KaHa-
NOB, KOTOpble AeNCTBYIOT B MoKosulelica mMembpaHe
(a TakXXe KaHanoB, aKTUBUPYeMbIX MegmaTtopammu)
(puc. 1-56 A). TTX 610KMpPYyeT TONbKO MNOBbILWIEH-
HYI0 NpoBOAMMOCTb gNa, NOABAAIOLWYIOCA NpuU Leno-
napusaunun. Lpyroe BeLecTBO — TeTPasTU/iaMMO-
Hui (T3A) —nopgasnsgeT KanueByr NPOBOAMMOCTb.

BO3pacTawlwy npu genonsapusauumm, HO TON >0
Torga, Korga BBeAeHO BHYTpb akcoHa (puc. 1-56 B,
OHO He B/IUAET HagNa. MI36MpaTeNbHOCTb fe cTBUSA
(hapMaKo/0rn4YecKMx coeauHeHWA MO3BONMNAA YCTa-
HOBUTb U Apyrue getanu. Hanpumep, Korga BHyTpb
aKcoHa BBOAAT MpOHasy— (epMeHT, pacliennsio-
Wwnin 6enkn, — oHa mM3bupaTenbHO HapyllaeT WHaK-
Tusayuto gNa. Mocne o6paboTKM akcoHa Mpo ason
HaTpueBbI TOK HapacTaeT 06bIYHBIM 06pa3om,
MOTOM He cnajaeTt: OH ocTaeTca 60MbWWM B T u-
HWe BCero BpemeHW penonspusauyumn. lepBblid -pe
NaHHbIA U3 3TOro BbIBOJ 3akflyancsd B TOM, uro
BKAOUYEHMNE W BbIKNOYEHNE gNa — 3TO ABa H/3asu-
CMMbIX npouecca. BTopoii BbIBOA OCHOBbIBaACH H
cnefylowen LONONHUTENbHOW NHpOpMaLmn, mn
THOli 6moxmmukam [lpoHasa npejcTaBnsAeT coboii
Komnnekc u3 11 ¢epmeHTOB. [locneaosatensHoe
BBeleHMe KaXAoro M3 HUX B K/eTKY MnokKasano, To
K n3bupatenbHOMY HapyLlweHWo WHaKTuBauuu
NPUMBOAMUT TONIbKO BBEAEHME B-1ieno4yHOi npoteassl.
MoCKONbKY OHa CEeNEeKTUBHO OTLIENNSeT aprMHUH
6enKoBOI LenoyYku, 66110 NOCTYNIMPOBAHO, YTO WH -
KTUBaLWOHHble BopoTa No +-KaHana npeactasnsioT
€c060i aprMHUH.

Puc. 1-56. M3bupaTenbHoe 6/10KMpOBaHUE HATPUEBbLIX W Ka/MEBbIX KaHa/oB C MOMOLWLbIO TETPOAOTOKCMHA

N TeTpasTUuIaMMoOHNA.

BnepBoii 4acTn puCyHKa NpeAcTaBfieHbl HANOXeHHble APYr Ha Apyra 7-9 3anuceli caenaHHbIX B YCNOBUAX (K-
cauumn noteHymana (Ha yposHax oT 30 go 150 mB) Ha ogHOM rnepexBaTe PaHBbe Cefla/IMLLLHOIO HepBa JIAryLwKu™
Ha s3anucax uudpamu nokasaHbl CMeLleHUs MeM6paHHOro NoTeHuuana OT MOAAEepPXWBAaEMOro noTeHLnana
(B faHHOM cflyyae noTeHUMana Mokos, paBHOro0 0Kono -75 MB), kpaTHble 15 MB. BXogswuii TOK HanpaBieH BHU3
a BbIXOAAWMIA BBepX. MOCKOMbKY Niowais MeMbpaHbl nepexsaTa, Ha KOTOPOW (PUKCUPOBAIN HaNPSXXeHWe, Hemb3
onpefennTb TOYHO, yKa3aHa cuna Toka (B HaHOaMmnepax), a He NIOTHOCTb TOKA. B HWXHeNR yacTu pucyHka npeg-
CTaB/IeHbl BO/IbTAMMEPHbIE XapaKTePUCTUKN U3MepPSeMbIX TOKOB. A — W3MEHEHMe TOKa BO BPEMEHW B OMbiTe C
00bIYHbIM CONeBbIM pacTBOPOM (Al) M B NPUCYTCTBUN TETPOLOTOKCUHA (A2). TETPOAOTOKCUH 6NI0KUPYET Ty YacTb
o6Liero MembpaHHOro Toka, KoTopas nepeHocmMTcs noHamu Nat HO He K+ T.e. BXOAALYMIA HATPWEBbIli TOK, OCTaBNss
6e3 N3MeHeHWI BbIxoaawmnii kanunesblii Tok (Hille, 1976). B — n3MeHeHWe TOKa BO BPEMEHU B OMbITE C HOPMasb-
HbIM COneBbIM pacTBopom (B1) n B NpucyTCTBUM TeTpaaTunammoHus (b2). BnausHue TeTpasTMnaMmMOHUA Ha ToK
MoKasblBaeT, YTO 3TO COeAUHeHMe 6IOKMPYET KanueBsblil, HO He HaTpueBblli ToK. (Mo Hille, 1976, ¢ n3meHeHusMM)
B — Bo/bTaMnepHble XapakTEPUCTUKN TMraHTCKOro akcoHa Myxicola, nokasbiBarowme |Na(6enble kpyxxeukn) n 1K
(6enbie TPeyrofibHUKN) B KOHTPOJIbHbIX YCMOBUAX WU AEMOHCTPUPYIOLLME, YTO TeTPOLOTOKCUH (1 MKM) 6nokmpyeT
INa (4UepHble Kpy>euku), HO He 1K(4YepHble TPeyronbHUKN). TOUKM — MOHHbIE TOKW BO BPeMSA CTYMEHEK Hanpsxe-
HUA OT YPOBHSA MOAAEPXKMBAEMOro MoTeHLMana o yKasaHHOro ypoBHs
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Na+-TOKM

PaccMOTPUM Na+-TOKH, 3aperucTpupoBaHHble
metogom voltage-damp. Ha pucyHke 1-57 A npoge-
MOHCTPUPOBaHbI N a+-TOKH, 3aperncTpupoBaHHbIe Y
pAaga 3neKTpoBO3BYAMMbBIX KNETOK MPU pasinyHbIX
BeNMUYMHAX CMeleHns Mem6paHHOro noTeHuwua-
Nna OTHOCWUTENbHO MOAAEPXMBAEMOro MoTeHuMana.
BennynHbl NoAfep>XMBaeMbiX NMOTEHLMAN0B B 3TOM
cnyyae He NPUBOAATCA, MOCKOMbKY OHU pas3finyHble
ONA KNeTOK pasHblX TKaHeid. OAHaKo MpuBOAATCS
BE/IMYUHbI CMELEeHNA MeM6paHHOro MoTeHuMa-
Na OTHOCUTEeNbHO MOA4epXWBaeMoro noTeHuuana,
npy KOTOPbIX BXOAAWMA Na+-TOK MakCMManeH, u
BEMYMUHbBI, NPU KOTOPbIX MakCUManeH WHBEPTU-
pPOBaHHbLIA Na+-TOK (T.e. TOK, WU3MEHWBLUNIA CBOE
HanpaeneHue). Pasymeetcs, (asa genonapusayuun
noTteHunana [eWCTBUS NEXWUT B TOM fManasoHe

NOTEHLMNANO0B, NPU KOTOPbIX Na+-TOK UMEET to

ee HanpaBneHue. Bbixogsuiee HanpaBneHne Toi
TOKA B €CTECTBEHHbIX YC/IOBUAX HEe BCTpeYiercs,

NPUCYTCTBYET TO/MbKO B YCMOBUAX 3H | iTesbH

cMeleHnii Mem6paHHOro noTeHumana B 3 cnepi
MEHTE, 4TO NO3BOJIAET OxapakTepus3oBaTb M o
AUMOCTb KaHanoB MpW BCEX BO3MOXHbIX  poBH

CMelleHNs noTeHumMana.

Ha pucyHke 1-57 B npefcTtas/fieHa 3anucb Na
TOKOB MNpW CMeleHUn Mem6paHHOro noTeHuua
OTHOCWTENBHO BENNYNHbBI NOLLEPXKNBAEMOTO NOT
unana. BenuumHa nopnep>XMBaemoro mMoTEHUM
na El paBHa —90 mB. Ha ocHOBaHWK pe3yn Taro
3KCMEepUMEHTOB MO MUKOBbLIM 3HAYEHWUAM W MOCT
LMOHAPHbIM 3Ha4YeHUAM TOKOB, MNpPELCTaBNE Hbl
Ha pPUCYHKe 1-57 B, 6bIIN MOCTPOEHbI BOA MM nep
Hble XapakKTepucTuku (puc. 1-57 B), TMNUYHbIE
N a+-TOKOB

Puc. 1-57. N a-Toku, 3apeructpvpoBaHHble B KOHpurypauunm whole-cell y 3n1eKTpoB036yAUMbIX KETOK Mu
pa3/INYHbIX BEIMYNHAX CMELLEHUA MeMOPAHHOI0 MOTEHLMAaNao0THOCUTENIbHO NOAAEPXXUBAEMOT0 NOTEH Lana
K+-KaHanbl 6b111 MHITM6UpoBaHbl Cs, TeTPasTUIaMMOHUEM WX 4-aMUHONMUPUAUHOM.

A — bl~TOKW, 3aperucTpMpoBaHHbIe Y PasHbiX 3/16KTPOBO36YAMMbIX KNETOK. B — bl+TOKW 3aperncTpupoBaHHble
MpwW pasHbIX CTYNeHbKax OTHOCMTENbHO NOAAepXXNBAeMOro noTeHuana. BenmumnHa noanepxmBagMoro noTeHLma-
na  paBHa -90 MB. BenunumHbl CTyneHeK TeCTUPYIOLLMX NOTEHLMAN0B yKa3aHbl Ha PUCYHKe. B— BonbTaMy j i
XapaKTepuCTUKM, NOCTPOEHHbIE MO MUKOBLIM 3HAUEHMAM (0) M MO CTaLMOHAPHbIM 3HaueHMaM (A'N +Tokos
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AkTvBaUma 1 nHakTviBauya Na+TOKOB

KoppekTHOe onucaHuWe WHaKTMBaLWUW BXOAAWMX
TOKOB MpejcTaBnseT onpefeneHHble CNOXHOCTKU, MNoC-
KO/IbKY 3TOT NpOL,Eecc pa3BMBaeTCsA BO BPeMeHU napas-
NeNbHO C pasBUTMEM BbIXOAAWMX K+-TOKOB. Mo3aTomMy
perncTpupyemblii cnaj Toka MOXeT ObiTb He WCTUH-
HbIM, & ONpPefenaTbCA HaNOXKEeHWeM Ha BXOAALWIA
TOK OAHOBPEMEHHO pa3BMBAIOWMUXCH BbIXOAALLNX
K+-TokoB. Ans npepoTBpalleHns nojobHbIX OWN60K
Heo6Xo4MMO TuwaTefbHO 6/10KMpoBaTh K+-Toku. WX
Hanmuyne B Hanbonee NpPocToi hopme MOXHO onpeje-
AUTb MO aMNAMTYAe BXOAsLEero Toka B KOHLe focTa-
TOYHO AJIMHHOTO MO BpeMeHW cTumyna. Batom cny-
Yyae OHa ByfeT cnerka npesblllaTbh «HYNEBYIO» IMHUIO
(Y0>0). 3gecb cnegyeT OTMeTUTb, YTO MNpPEBbIWEHMNE
«HYNEBOW» SIMHUM B KOHLE CTUMYyNa MOXeT Takxke
oTpaXaTb OYeHb MefAjeHHYK (KOHCTaHTa BPeEMEHU
3HauMTeNnbHO 60nblUe ANUTENbHOCTW CTUMYNa) MHa-
KTUBALMIO UCCNeAYEMOro BXOAALWEro Toka. MIMeHHO
MO3TOMY BO M36€XaHWW BO3MOXHbIX OWNGOK CMOX-
Hblli AMHAMUYeCKUl NPoLEecC MHAKTUBAaLWUMN CBOAAT K
cTaumoHapHoi (steady-state) MHaKTUBaLUK.

B 3aTOM cnyyae n3mMepATYMeEHbLUEHE MaKCUMalb-
HO BeNMYUHbI TOKa, BbI3BAHHOTO TECTUPYHOLUMU
LenonapusywmumMm cTyneHbkamm B ciyvae, ecnu
nepes 3TUM MeM6paHHbIA NOTeHLMan onpejeneHHoe
(OCTAaTOYHO A/IMHHOE NO CPaBHEHWUIO C ANUTeNbHOC-
Tb0O MHAKTMBaLMW) Bpems MNOALEPXKWMBANCA HA CHU-
XEHHOM YpOBHe. 3aBUCUMOCTb 3TOF0 YMEHbLUEHUS
OT Be/IMYMHbLI NOAAEPXKMBAEMOr0O MOTEHLMana HoCuT
S-o6pasHyto opmy. Tpn 3aTOM [N XapakTepucTu-
KW KaHa/soB nomumo amnamtygbl Toka (1) 06blyHO
paccmaTpuBalT BeNMUYMHY akTuBauuun (Va) n Benu-
YuHy uHaktusauum (Vh). Ecnm cylHOCTb NOCTOSAH-
HbIX BPEMEHW akTUBaLUW W MHAKTUBALWUW KaHanoB
[OCTAaTOYHO NOHATHA, TO BENUYUHBI akTuBauuu (V)
n nHaktusauumn (Vh) TpebyoT NoAcHeHUA.

Ha pucyHke 1-58 mokasaHbl NPUHLMMbI UCCN [0B
HWA aKTUBaLWW N UHAKTMBALUW TOKA.

Ha naHenu A [aHHOr0 pUCYHKa MNpPeAcT ee
Hbl TECTOBble CUTHanbl W steady-state akTusauma |
Mem6paHa KneTku 6blna Ha MOALEPXMUB ‘MM
noteHynane —100 mB B TeueHue 1c, U TOKW BbisBnS-
NN C NMOMOLLLI0 AenonsApu3syoLmnx LWaros-c
Ha naHenn b nokasaHa akKTuMBaLWOHHAf K Ba
NnonyyeHHas Ha OCHOBaHWMW ypaBHeHUsA bonbumaHr
cneayoLwen dopme:

fimax= 1/d +eXP(-(V-V05)/k)], (V.
roe | npeacTtaBnseT co6oil amnantygy Toka, I
ABNAETCA MaKCMMalibHON amMnAUTYy[OW  Tok»
V —TecToBbIii noTeHumnan, VQ5— noteHynan
akTusauunm unu uHaye Va. Ha naHenum B pucyHK
npefcTaBneHbl TECTOBbIE CUTHaNbl U steady-state
KTuBauma Ttoka. MembpaHa KneTKuM 6blna Ha Mo
[ep>XnBaemoM noTeHuuane B guvanasoHe ot —110
—45 mB B TeyeHue 1c, U TOKW BbIABASANM MPU MOMO-
WY 4enofiapu3yoWmnX Waros-cTyneHek o —40m
Ha naHenu I' nokasaHa MHaKTUBALWOHHAA KpvBas
nosyyeHHas Ha OCHOBaHWUW ypaBHeHUs Bonbum Xa
cnegytoulein gopme:

|/, Tax= 1/ +eXP((V-VO0,)/k)], (1.29)
rae | npegcrtaensfet coboi amnanTyay Toka, |
ABNAETCA MaKCMManbHOW aMnaAuTygol T Ka
V —noTteHuymnan, VO5— noTeHuman nofyvmHak vea
uum mnm mHade Vh. N B cnyyae (b), n B cnyvae (P
KOHCTaHTa K npeAcTaBnseT coboli HakNOH KpWBO
(hakTOp KpyTM3HbI) U oTpaxaeT steady-state rx
LMaNnyyBCTBUTENIbHOCTb KAaHAaNI0B WAN «AWNTSH 30H
NOTeHLUManoB, B KOTOPOM KaHasfbl PYHKLWOHAN Hbl
Uem 6onblie K, TEM YXXe gnanasoH. Byactn p oHK
(A) kpuBble Ha NnaHensax b u M o6befnHEHbI BMeCTE.

Puc. 1-58. MpuHUuNbl perucTpaymm u aHanusa akTuesauum U MHaKTUBaL MM TOKa
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Na™-kaHanbl
Hapuc. 1-59 A noka3aHo 10 perucTpauuii o WHO

B HacToswee Bpemsa M3BECTHO 9 TMNOB No +-KaHa-  HOro HaTPWMEBOro KaHasia B OTBET Ha CTUMYI LM
noB. PucyHok 1-59 A aeMOHCTpupyeT 0A4MHOYHbIE Na+- [enonsapu3aLuoHHON TecTOBOW CTymeHbKOW mMoTe
KaHanbl, 3apermcTpupoBaHHble MeTogoM patch-damp B uuana (4MTO30NbHAA CTOPOHA patch anekTpooTpuy,
KoH(purypauun cell-attached. Tok uyepe3 KaHan BO3- TeflbHA) B O4HOM W TOM XXe 3KCMepUMeHTE.
HWKaeT Npu CMeleHnax mMeMObpaHHOro moTeHuMana H puc. 1-59 b nokasaHo 8 perucrpauuii ofnMHo
oT —80 MB (noagep>xmuBaeMblii noTeHumnan) 4o —40 MB.  HOro HaTpMeBOro KaHana B OTBET Ha CTUMYnALU
OTKpbITOe cocTosiHMe No +-KaHafloB XapaKTepusyeT- Aenonsapu3alMOHHOW TecTOBON CTYMeHbKOW noTe
CS CMeLeHWEeM HYNeBOW IMHUW BHU3, W 3TO cBUAe- UMmana (LMTO30N1bHas cTopoHa patch ane TpooTp
TeNbCTBYeT O TOM, YTO Yepe3 KaHan TeyeT BXOAAWMIA  uLaTenbHa) B OAHOM U TOM Xe 3KCMepuMeHTe, BbIMNo
Na”-Tok. PucyHok 1-59 B geMOHCTpMpYeT OTKpbITOe HeHHOM MeTofgom patch-clamp (3anucm oAgHOro
COCTOSIHME OAHOTO0, ABYX UK Tpex Ne +-KaHanos. TOrO0 Xe KaHana).

Puc. 1-59. Na'-ToK Yepes 0MHOUHbI Va+-KaHan B MblLLIEYHOW KneTKe Mbllin. A— Peructpauns metogom patch-clam
B KOH(urypauun cell-attached ogMHOYHbIX NOHHbIX KaHa/l0B MPX CMELLEHNSAX MeMb6paHHOro noTeHuwnan
oT -80 go -40 mB. OTKpbITOe coCTOsiHME Ma+KaHanoB MpefCcTaB/IeHO B BUAE CMELLEHUS HYNEBOW JINHU
BHM3, T.e. Uepe3 KaHan TeyeT Bxogawnii Na™-Ttok. b — Peructpaunsa metogom patch-clamp B KoHurypaum
outside-out 04MHOYHbIX NMOHHbIX KaHaN0B NPU CMeLLLeHMAX MeMbpaHHOro noTeHynana ot -100 go 40 mB
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Mukpockonuyeckme MexaHU3Mbl, TO €CTb MeXa-
HU3Mbl Ha YpOBHe TOKOB, TEKYLIMX 4epe3 OLUHOY-
Hble KaHanbl, fexaline B OCHOBE MAKPOCKOMMUYECKNX
BO/bT-aMMNEepPHbIX XapaKTepUCTUK, TO ecTb npouec-
COB, MPONCXOAALLNX HA YPOBHE TOKOB, TEKYLLUX Yepes
Lenyto KneTky.

Ha puc. 1-60 A nuHnsa o603HavyaeT BONbT-aMMep-
HYI0 3aBUCUMOCTb WAeannu3npoOBaAHHOIO OTKPbLITOrO
HaTpMeBOro kaHana. T.K. Mbl UCXOAUM U3 HayanbHOW
npeAnocbiKW, 4YTO KaHan B Hawem cnydvae 6yger
NMOMHOCTbIDO OTKPbLIT BCe Bpemsa (T.e. YTO NpPOBOAWU-
MOCTb KaHanoB He OyAeT ()yHKLUMeN HanpsXXeHWA)
Torga TOK, TEKYLW WA 4epes HUX, OyaeT NUHEWHbIM
NN «OMUYECKUMD.

Ha puc. 1-60 B npepcrtaBneHa Kpusas, KoTopas
MOKa3blBaeT BEPOATHOCTb TOF0, YTO HATPUEBLINA KaHan
OyfeT HaxoAUTbCA B OTKPLITOM COCTOSHUM (BeposAT-
HOCTb OTKPbLITWS HATPWEBOro KaHana). YpaBHEHUe,
npuBejeHHOe BO BCTaBKE B PUCYHOK, O3HayaeT

NpUBELEHHYIO KPUBYIO, €CIM Mbl BCTaBMM 3Hau
zNa= 6.5 1 V05 - 50 mV.

Ha puc. 1-60 B napametp m ONWUCbIBaeT BepoOAT
HOCTb TOr0, YTO KaXjas U3 Tpex yacTell B Ha  UeBo*
KaHane HaxogATcs B HEOOGXOLMMOM COCTOSHUM
TOro, 4to 6bl KaHan OTKpbinca. lMapameTp h o
CblBAET BEPOATHOCTb TOr0, 4YTO WHAKTUBMPY >UB
YyacTb HaTPMeBOro KaHana Haxo4uUTCA B HelXoai
MOM COCTOSSHUM ANS TOro, 4To 6bl KaHan »TKpbUl
(T.e. He OyfeT MHaKTMBMPOBaTb €ro). Takum obpa-
30M, BbICOKME 3HauyeHWa napametpa h pacrnonarar
K TOMY, 4TO6bl KaHan 6bi1 B OTKPbITOM COCTOSHU
MapameTpbl, OTNIOXEHHbIE HA PUCYHKE — 3TO Ha4
HUS m n h Ha 6eCKOHEUYHOM MPOMEXYTKE BPEMEHN.

Ha pwuc. 1-60 ' npeacTaBneHa OLEHKA  Mak-
POCKOMMWYECKOro HaTpueBOro TOKa MOCpPeAc KoM
YMHOXEHUA OLHOKaHanbHbIX TOKOB W3 CEKLUU
PUCYHKA Ha BEPOATHOCTb WX OTKPbITUA PO U3 C K
umn b n Ha konmuyectBo kaHanos (N). B paH
cny4yae Mbl yCTaHaB/IMBAaeM KONMWYECTBA KaHasioB
100 HaTpuneBbIX.

Puc. 1-60. NMapameTpbl Na+ToKa, NPOTEKAIOLLLErNO Yepes LeNyo KNeTKY N Yyepe3 OAMHOYUYHbIE MOHHbIE KaHasbl
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Bonblwoe KONMYECTBO 6GMONOTMYECKNX TOKCWUHOB
OKa3blBalOT CBOI TOKCUYECKMNI adhhekT, Mognduymn-
pys cBolicTBa bla+-kaHanoB. OHW BKIKOYAIOT:

* pacTBOpUMble B BOfEe reTepoLMKIMYeCcKUe Trya-
HUAWHOBbLIE coeAuHeHna: TTX U CaKCUTOKCUH
(saxitoxin, STX);

e UNUA0PACTBOPUMbIE MOAMLUKINYECKNE COeaun-
HeHUs: BepaTPUAMH, aKOHUTUH M 6aTPaxOTOKCUH
(batrachotoxin, BTX);

e sAbl, NpefacTaBnstoume coboli HU3KOMONEKYNAP-
Hble MoANNeNnTUAbl, N30NUPOBaHHbIE N3 CKOPNUO-
Ha, MOPCKMWX aHEMOH U MHOTUX LpYTUX.

Mocne noABAeHMA [AaHHbIX 00 3TUX YyuyacTkax
B Hille npegnoxun HarnsggHy cxemy B3auMMofeinc-
TBMA TOKCMHOB C 6Genkom KaHana (puc. 1-61). 3Ta
CXemMa W [0 HacTosAWero BpPeMeHW MO3BONAET 4uTa-
TensM, He o6najaloWuM cneyuanbHON MoneKynsap-
HO-6MONOrNYeCcKO NOArOTOBKOWM, MOHATb, B KakoMm
MecTe KaHana MpOWCXOAWT B3aMMOAEWCTBME C Temu
UM MHBIMU TOKCUHAMU.

Bce thapmakonorumyeckue coeguHeHUs, LeACTBY-
lowmne Ha No +-KaHanbl, MUMeEKT MecTa MU Yy4YacTKu
CBfI3bIBaHMA Ha a-cybbveanmHuue. bbiin ngeHTUpn-
LMpOBaHbl, MO KpalHei Mepe, WECTb OTAUYA L UNX-
€l MEeCT CBA3bIBAHUSA [N HEWPOTOKCUHOB W OAUH
Yy4acTOK CBA3bIBAHUSA AN MECTHbIX aHECTeTUKOB U
CXOAHbIX C HAMW BELLECTB, KOTOpble NpeAcTaBfieHbl
B Tabnuue (puc. 1-61).

MecToCBA3bIBAHNS 1CBA3bIBAET HEMENTUAHbIE 6/10-
KaTopbl nopbl Ne +-kaHanoB — TTX, STX v nentua-
Hbli 6710KaTOpP MNOPbl "-KOHOTOKCWUH. PeLenTopHble
Yy4yacTKM [nsi 3TUX TOKCMHOB CHOPMUPOBAHbI amu-
HOKWCMIOTHBIMU OCTaTKaMW B MeT/ie Mopbl U Henoc-
peACTBEHHO Ha BHEKNETOYHOW CTOPOHE MEeTAM Nopbl C
BHELUHEW CTOPOHbI.

MecTo cBfi3blBaHMA 2 CBA3bIBaeT CEMEWCTBO
ANNNLOPACTBOPUMbIX TOKCUHOB, BKHOYAOLWUX
aKoHWUTWH (aconitine, AC), BepaTpuanH (veratridine,
VER), BTX u rpasHoToKcuH (grayanotoxin, GTX),
KOTopble MOAAEPXUBAKOT aKTUBaLUK HaTPUEBbIX

KaHanoB. ®oToaMHHAA MapKUpPOBKa M UCCN LB
HWS MyTareHesa AeMOHCTPUPYIOT TpaHCMeMOp«r
Hble cermeHTbl 1S6 1 1VS6 B peLenTOpHOM  yacT
ana BTX.

MecToCBA3bIBaHNA 3 CBA3bIBAeTa-TOKCUH KOp
OHa U TOKCWMHbl MOPCKUX aHEMOH, KOTOPbIE iHMM
pyloT MHakTMBaumio Nad-kaHanos, 3amefnss
X0 Ne +-KaHanoB, Haxo4AWMXCA B aKTW  ipoBaHi
COCTOAHWUU, K COCTOAHMIO WX WHaKTUBaUWW, im
nenTUAHble TOKCWMHbI CBA3biBalOTCA B Komn IEKHL
peLenToOpHOM Yy4yacTKe, BK/lOYAKOLWEM NET/0 M
cermeHTamum S3—S4 Ha BHellHeM KOHLe S4 cerveHta
B fjomeHe IV.

MecTo cBfi3biBaHUS 4 CBA3bIBAET P-TOKCUHbI . Kp-
MNUOHa, KOTOPbIE YBENUMBAKOT aKTUBaLMI0 KaH
PellenTopHbI/A y4yacTOK ANA p-TOKCUMHA CKopn
BK/IIOYAET METM0, COeAUHANLWY cermeHTol S- St
Ha BHEK/ETOYHOM KOHLE CeHcopa HamnpsXeHus
MeHTa S4 B JomeHe 11

MecTo cBA3bIBaHUSA 5 CBA3bIBAET KOMMAEKC MoNn
3PUPHBLIX TOKCMHOB — 6peBeTOKCMHOB (brevetox
PbTx) u CTX (ciguatoxin), KoTopble nNpog unpv
0T MOpPCKMe NNaHKTOHHble (opmbl d "Jlaggelat
B akcnepuMeHTax ¢ (GpoToaPUHHON MeTKOl Gbro
MokKasaHo, 4TO TpaHcMeMbGpaHHble cermeHTbl 16
IVS5 ob6ecneumBatoT cBsidbiBaHUE PbTX.

MecTo cBA3bIBaHWA 6 CBA3bIBAET MuUpe pPouds
npeacTaBnsolwime coboil aHanorm MPUPOSHbLIX TU-
POTOKCMHOB MPUPETPUHOB, 4,4-guxnopgndexn
TPUXNOpP3TaH U 5-KOHOTOKCUHbI, KOTOpble amve
NAOT CKOPOCTb WHaKTMBaLWM NOAOBHO a-To *uy
CKOpMNuMoHa. MecToMnonoXeHUe HEeWpOTOKCUHO a0
peLenToOpHOro y4yacTka 6 Hem3BecTeHo.

HakoHel, MeCTHble aHecTeTUKW U BellecTBa
POACTBEHHbIE aHTUANUAENTWKAM, W aHTua
MUYECKMe BellecTBa CBA3bIBAIOT MepeKpbiBatoi
ecs peuenToOpHble Y4yacTKWU, PacnosoXeHHble
BHYTPEHHEN NONOCTM NOpbl HATPMEBOro “aHni
AMWHOKUNCNOTHbIE OCTaTKM B cermeHTax S6, n
KpaHein Mepe B Tpex W3 YeTbipex AOMEHOB, HocA
BKNaj B 3TOT C/OXHbIA KOMMAEKC PeLenTopHon
yyacTKa K COeMHEHUNIO, MPXN 3TOM AOMUHUPY HOLLYK
ponb urpaet IVS6-cerMeHT.

Puc. 1-61. MecTa cBA3bIBaHWUA TOKCMHOB C pPasIMYHbLIMW AOMEHaAMW W CermMeHTaMu MoTeHuuanynpaBasgemMbixX
HaTpMeBbIX KaHanoB, NOCPEACTBOM KOTOPbIX peann3yetcs usmonornyeckuii apgekr



MecTa cBA3bIBaHUA TOKCUHOB Yy NoTeHuuan-ynpasnfaeMmblx MVi-KaHanos

Vecio cBsi3bIBaHUSA
MecTo cBA3bIBaHMA 1

MecTo cBA3bIBaHUA 2

MecTo cBA3bIBaHUA 3

MecTo cBsi3blBaHUSA 4

MecTo cBA3bIBaHUA 5

MecTo cBsI3bIBaHUS 6
9

MecTo cBA3bIBaHUA
[NA MECTHbIX
aHeCTEeTUKOB

ToKcuH

TeTpogoTokcuH (tetrodotoxin)
CakcuToKcuH (saxitoxin)
|!-KoHOTOKCcUH (p-conotoxin)

BepatpuauH (veratridine)
batpaxoTokcuH (batrachotoxin)
[pasiHOTOKCKH (grayanotoxin)
AKOHUTUKH (aconitine)

a-TOKCMHbI CKopnnoHa (a-
scorpion toxins).

TOKCUHbI MOPCKUX aHEMOH (sea
anemone toxins),
6-Atracotoxins

P-TOKCWHbI CKOPNMOHa
(P-scorpion toxins)

bpeBeTokcuH (brevetoxins)
LinrayaTtokcuH (ciguatoxins)

6-KOHOTOKCUH (6-Conotoxin),
MupeTtpongsl (Pyrethroids),
OAT (DDT)

MeCTHble aHECTETUKMN,
AHTVapUTMUYECKKNE NpenapaTsbl.
AHTTUINUNENTUYECKME
npenaparsl,

DPI1 201-106

JOMeHbl 1 CermeHTbl

1S2-S6, 11S2-S6,
111S2-S6, 1VS2-S6
1S6, 1VS6

I1S5-1S6, 1VS3-S4,
IVS5-S6

11S1-S2. 11S3-S4

1S6. 1VS5

He ycTaHOBNEHDI

1S6, 111S6, 1VS6

®un3no ruvecknn igdekr
Bnok noHHOro KaHana =>
NHrMO6UPOBaHNE MOHHOTO
TpaHcnopTa

lMocToAHHAaA akTnBaLua

MeganeHHasa MHaKTMBaLuS;
ycuneHne NOCTOAHHOM
aKTUBLINN

BpemeHHasi noBTopstoLLasncs
Npoxo ifAwWas akTUBHOCTb U
670K  CMeLyeHue
noTeHUMan-3aBMCcMMON
akTusaummn B 6onee
HeraTMBHbIE MOTeHUManb
MoBTopAtowasca
aKTMBHOCTb; NMOCTOSAHHASA
aKTMBaLms => cMmeLleHue
noTeHLMan-3aBucMMoN
akTuBauuu B 6onee
HeraTUBHbIE MOTeHLManb
MoBTOpsAtOLWancs
aKTUBHOCTb W/Mnun 6MOK;
3aMejnieHme akTuBauuu,
MHaKTUBaLuA 1
feakTnBaums

MpopaneHve noteHuunana
fencTens.

Bnok noHHoro kaHana



MepBble gBa (puc. 1-62 A) ecTecTBEHHO BCTpeuya-
IOWNXCA TOKCWMHA, BEPOATHO, /ly4lle BCEro uccne-
[O0BaHbl B KayecTBe MoAgMukatopos bla+-kaHanos.
TTX — cunbHeliwmnin a4 (LDS 0,1 mr/kr), HalifeH-
HbIi B AMYHMKAX U NEYEHU U B MEHbLUEM KOMMYeCTBe
B KWLWeEYHNKe U KOXe pPbibbl (yry uM poACTBEHHbIX
el pbib 13 cemeiicTBa Tetraodontidae. Cama pblba He
CUHTe3npyeT TTX, HO BMECTO 3TOr0 KOHLEHTPUPY-
eT ero u3 3arnatbiBaembix 0GakTepuii. PecTopaHbl B
AnoHun n Kopee nogatoT pblby yry Kak genukarec
nocne yganeHus f40BUTbIX opraHoB. OfHAKO MHOrO
thaTtanbHbIX CAy4YaeB NPOUCXOANT KaXKblil rof B npe-
penax ot Hosoli BuHen go AnoHum, TaumnaHga u
BbeTHama. Mo HeKOTOpbIM OLEHKaMm, 06liee KoONu-
4eCcTBO CMepTHbIX cny4vaeB cocTaBnsetr 120 B rog.
Kpome TOro, ecTb MHTEpPECHasA 3HTONOTNYeCKU-thap-
MaKo/iornyeckas CBA3b Mexay otpasfieHuem TTX
N KONJOBCKUM (honbknopom Ha laumtu. TTX npeg-
cTaBngaetT co60i rnaBHbIA aKTWBHbIA (apmakono-
rMYeCcKMii KOMMOHEHT, OTBETCTBEHHbIN 3a BBefeHME
Yye/ioBeKa B COCTOAHWE KaTasencum — OLeneHeHuns.
TTX Obln Bbl4eNleH M3 NOPOLIKA, WCNONb3YEMOro B
KONAOBCKUX puUTyanax, KOTOpbliA 6bl1 MPUroTOBAEH
MEeTO4aMW 3IKCTpPakuuMyM M3 pasfiUUHbIX >XXUBOTHbIX
(pblObI, NATYLWKKW) 1 pacTeHWIA.

STX, nogobHo TTX, oTHOcuTCA K 6GaokaTtopam
akTuBaumm No +-KaHanoB W WM3BECTEH TaK Xe, Kak
napanutudeckuii ag monntocka (PSP: paralytic shellfish

poison). 3TOT TOKCWH, HaNAEHHbIA B He oTopsl
MONIIOCKaX, YIEHUCTOHOTUX, UFTIOKOXMUX WU Hekoo
PbIX APYTMX MOPCKUX XXWBOTHbLIX, 3arnarbiBaowm
NPOTMCTOB (MPOCTERLINX OLHOKNETOUHbIX opraHu3
moB), rnaBHblM o6pa3om Dinoflagellata — inokn
TOYHbI OPraHM3M B MOPCKOM MMaHKTOHE, KOoTopbl
cofepXxut ag. Kpome Toro, STX npeactasngetr o
NPOAYKT HEKOTOpbIX npecHoBOAHbIX Cyanobaclll
3TUM cnocoboM (UNbTPYIOLLME KOPM pakyLiku
pbl6bl AW MOAAKCKW CTAHOBATCA ALOBUTLIMM |
MOTYT Bbl3BaTb MapannTUUYECKOE paKyLIe4YHO-PbIGHO
OTpaBfieHMEe Npu NOTPEBGAEHUN NULLKN [OMAWHNMI
XWBOTHBIMU U Ye/NI0BEKOM.

TTX n STX, BO3MOXHO, Hambonee cneunguyHbl
TOKCUHbI ana Ne +-kaHanoB. B 601bWIMHCTBE cydae
cBA3bIBaHWE ObICTPO 06paTUMO (CEKYHAbI M MuH\
Tbl) W BbICOKOAMUHHO. WX paBHOBECHAs KOHCWH
auccouynaunn Kd nexunt B gnanasoHe 1-10 Mg
M30pOPM CKeNeTHON MbIWLbl WAW HEePBHbIX
TOK, a AN11 MeHee YyBCTBUTENbHbIX CepAeyHbIX NI
KaHanoB — B [Mana3oHe HecKonbkux MKM. [
ryaHW4WHOBbBIX TOKCUHA W UX CTPYKTYPHble aHamo
M oKasanucb LEHHbIMW WHCTPYMEHTaAMU KakK £
nccnefoBaHusa (OPMbl U CTPYKTYPbl BHELLHENO YA
Tak 1 gna mogenuposaHus TTX- n STX-I'b zeao
lwero yyactka. M3yuyeHue cBasbiBaHUA ¢ STX rpex
nonaraeT, 4ToO TakXe p,-Cyb6befMHMLA Y4acTByeT
thopmupoBaHum TTX/STX cBA3bIBAKOLWEIO YaCTK
Ha pucyHke 1-62 moKa3aHO MHIMGUpyloWwee ICBLC
TTX Ha Na+-TOK.

Puc. 1-62. Bnokatopbl y4yacTKa CBSi3bIBaHUS 1 TeTPOAOTOKCMH, CAKCMTOKCMH W P-KOHOTOKCWMH  GrIOKUpYtoLLpe

NMPOBOAMMOCTb MOHOB.

A — XnMmnyeckas CTpyKTypa 6/710KaTopoBs nopbl Ma+kKaHanos — TETPOAOTOKCMHA U CAKCUTOKCUHA. B — TvnnyHoe
6nokupytolLee felicTBme TeTPOAOTOKCUHA Ha Na+TOK CyMMapHbIil TOK, BK/IOUaKOLWM BXOAALMI Na -TOK U BbXO-
OAWMA TOK BO3HMKAKOLWMIA NPU pasHbIX CTYNeHAX AeMoNfpu3aLnm OTHOCUTENbHO MOAAEPXKUBAEMOro K i i
na (bBl). NMonHoe nHrM6UpoBaHMe BXoasALero bla+Toka TeTPOLOTOKCUHOM B KOHLUeHTpauun 300 HM (B2)
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MpepctaBuTenn rpynnbl AUNUL0PACTBOPUMbIX
COeMHEHUA MOTyT MOMYYUTb AOCTYN K ONpefeneH-
HOMY LEHTpY cBA3biBaHWA No +-KaHana, Haxons-
Wwerocs B nnasmMaTuyeckoil mMembpaHe. JTa rpynna
COeAMHEHWNI BKOYaeT afnkanomfbl nofobHo BTX,
AC, VER n GTX. OHM cBA3bIBAKOTCA C Yy4aCTKOM
cBA3biBaHWA 2 y Na”-kaHanoB. Bce 3TW TOKCWUHBbI
CyLecTBYIOT B npupoge: BTX cekpeTupyeTtcs KoXxei
KONyMOUncKoi sgoBuTol narywku poga Phyllobates,
a ipyrue Tpu TOKCUHA MMEIOT pacTUTeNbHOe npouc-
xoxpaeHne. VER n3o0nnposaH “3 ankanougHoi cmecu
yemepuubl — pacTeHus cemelictea Liliaceae. AC —
ankanoung, BblpabaTbiBaeMblii pacTeHnem Aconitum
napellus. GTX HalifjeH B pofoAeHAPOHAX WU APYrux
pacTeHusx cemeiicTBa Bepeckosbie (puc. 1-63 A).

Mpexpe BCero, paccCMOTPUM PEHOMEHONOTNYECKYHO
CTOpPOHY HellpoToKcuueckoro geiicteus BTX, VER,
AC n GTX Ha mMembpaHbl KNeToK B BMAE MNEPBbIX
Hanbosiee NPOCTbIX 3KCMEPUMEHTOB, BbIMONHEHHbIX
C MCNO/Nb30BaHNEM 3TUX COEAUHEHWIA.

BTX MOXHO paccMaTpuBaTb KakK MOJIHbIA aroHUCT,
TakK Kak npu BO3AeNCTBUM OH Bbi3biBaeT OAHOBPEMEH-
HOe M3MEHEHMEe BCEX OCHOBHbIX CBOWCTB No +-KaHa-
nos. Kpome [Byx Bblle YNOMAHYTbIX 3((eKToB,

Puc. 1-63. Bnokatopbl y4yacTKa CBfi3blBaHWUSi 2 — 6aTPaxOTOKCUH, BepaTpuauH.

BTX yxyalwaeT NpoBOAUMOCTb OAWHOYHbIX KaHalo
N VX CeNeKTUBHOCTb A1 NOHOB.

Ha pucyHke 1-63 B1 noka3aHO pa3BUTUE BO Bpem
HU Na+-TOKOB, TeKyLW X yepe3 Ne +-KaHaNbl B e
KaXx ruMépuaHON NMHWUM HelpobnacToMa—uU oM
nepy3npyembix CTaHAapTHbIM PacTBOPOM, a &K
(puc. 1-63 B2) nNpoAEMOHCTPUPOBAHbI Na+- OK
Tekyuime yepe3 No +-KaHanbl B YC/NOBUAX n'pdysn
KNeTKW pacTBOpoM, cofepxawnm BTX B POHVEHT
pauun 5x10-6 M. OyeBuaHO oTCYTCTBME (ha3bl A
KTVWBaLMUWN TOKA.

[Janee nokasaHo (puc. 1-63 B) cmeweHne wesi
npuMepHo Ha 50 MB akTWBaLWOHHOW Kp ied
nog gerictemem BTX B KOHUeHTpauuu 5xHO_6M
3TO cMeleHWe ObINO MeHblle B KneTKax Mo
Kapa HOBOPOXAEHHbIX KPbICAT (MPUGNU3UT ibHe
Ha 30 mMB).

Ha pucyHke 1-63 ' npeacTaBneHbl BOJSIb aMiep
Hble XapaKTepucTuku nepexsata PaHBbe, npre
B MepBOM cC/ny4yae nepexsaT PaHBbe Haxoawmscs
CTaHfapTHOM nepgys3MoHHOM pacTBOpeE, a BO BTOPO
cnyyae —B pacTBope, cofepxawem BTX. 'uHa Km
Bas NOCTPOeHa No NUKOBbLIM 3HAYEHUAM UHTaK Hor(
Na+-TOKa, a Apyras npegcrtaBnseT co60i ionbTam
MEpPHY0 KPUBYHD ANA MOAMGULUPOBaHHbLIX [Tpa\
FONIbHUKN) U MHTAKTHbIX (KPYXOUYKW) KaHasos.

rPasHOTOKCUH N aKOHUTUH -

3a(hheKT KOTOPbIX ONpeaensieTc NOCTOAHHON akTuBayueli Na+-kaHana.

A— XMu4yeckasa CTPYKTypa TOKCUHOB, MOBbILIAKLNX aKTUBALUIO HATPUEBLIX KaHAN0B, — aKOHUTUHA, BepaTpu
OVHa, 6aTPax0TOKCMHA M TPasHOTOKCUHA. B — BAusHMe 6aTpaxoToKcuHa Ha Na -TOKM Y KNeTOK Helipo61acToMbl
Bl — Na+TOKH, Tekylwiue yepe3 Na+KaHanbl B KneTkax Helipo6nactombl, nepgysmpyembix CTaHAapTHbIM pac-
TBOpOM. MoagepxuBaemblii noteHunan Ehp = -100 mB. TecTupyemble CTyneHbku genonspusaunm ot E go
-40, -35, -20, +15 MB. B2 — Na*-TOKH, Tekyuine yepe3 No-+KaHanbl B K/IETKaxX Heiipo6nacTombl, nepdysvpyembix
CTaH4apTHbIM PacTBOPOM, COAepXaliuM 6aTpax0oTOKCUH B KOHLeHTpauun 5xHO~6M uvepes 30 MUH nocne Hakana
nepgysuun. MNogaepxmpaemblii noteHyman Ehp =-110 MB. TecTupyemble CTyNeHbKM genonspusanumn ot Ehppo -90,
-85, -75, -65, -40, -35, -25 MB. (MpuMeyaHune: Npu 3KCMEPUMEHTaxX MCMOb30BaNN TMOPUAHYIO NNHUIO Helipob-
nactombl-ramombl NG 108-15.) B— BinsiHue 6atpaxoTOKCMHA B KOHUeHTpayuu 5x10“6 M yepe3 30 MUH Ha aKkt-
BaLMOHHYO KPUBYIO Y K/IETOK Heilpo61acToMbl. UepHble KPYXXeUYKU — KOHTPO/b, 6efible KPYXEUYKN — BAMsHME
coefuHeHus. '— Bo/fbTaMMepHble XapakTepucTUKKN, NoNy4YeHHble AN nepexsaTa PaHBbe, HAX0AALLEerocs B CTaH-
fapTHOM nepdysnoHHoM pacTsope (I'1). BonbTamnepHble XapakTEPUCTUKN, NONYyYeHHble 415 nepexsBaTa PaHBbe,
HaxogsfLieroca B CTaHAapTHOM nepy3VOHHOM pacTBope, cofdepxaliem 2x10~5M 6atpaxoTokcmHa (M2). Bo ax
cnyyasx KpuBble NOCTPOEHbI MO NUKOBbIM (KPY>KOUKMN) U CTaLMOHAPHBIM (TPeyrosibHUKN) 3HAYEHUAM MEM paHHbIX
TOKOB. VI3MeHeHVe TOKa YyTeUYKn AeMOHCTPUPYeT nNpaMas NMHUS
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Y4acToK CBf3biBaHUSA 3 B3aUMOJECTBYET C MOMN-
nenTMaaMy a-TOKCMHa CKOpPNUOHAa U TOKCMHOB MOp-
CKMX aHeMoH (ATX), BblgeNeHHbIX NPU6AN3NTENBHO
25 net Hasaf. CHavana OHU 6bIIM U3BECTHbI KakK Cep-
JeyHble CTUMYNATOPbl U HEMPOTOKCUHbLI. MexaHu3Mm
UX AencTBuUA — cBA3bIBaHUE ¢ Ne +-KaHanamu BO3-
O6yAUMbIX TKaHell 1 CeNeKTUBHOE UHTMOMUpPOBaHUE KX
WHaKTMBaLWUK, NPENMYLLECTBEHHO 3a CYET UHTU6K-
poBaHMA NepexofoB KaHasna OT OTKPbITOr0 COCTOSA-
HUA HMHAKTUBUPOBAHHOE COCTOSHUE.

dapmakonornyeckue cBoiicTBa TOKCUHOB MOp-
CKUX aHeMOH (MM aKTUHUWIA) XOPOLO W3YYeHbl.
3T0 NoAuNenTUAbl C MONEKYNAPHOW Maccoin oT 3 0
300 k[a, M30nMpoBaHHble U3 Uiynanbla MOPCKOWA
aHeMOHbl. TOKCWHbI, U301MpOBaHHble M3 NpefcTa-
BuTeneit pogos Anthopleura (anthopleurin: Ap-A unu
Ap-B) n Anemonia (ATX 1, Il nan V), npeactaBneHsl
OTHOCUTENbHO OONMbWMMK 6enkamu, Knaccupuum-
PYEMbIMU KaK TOKCUHbI Tuna | MOPCKON aHeMOHbI.
Ona npoasneHns ux geiicteusa Ha No +-KaHafibl OHU
JOMKHbI 6bITb annAMLMPOBaHbl C BHEKIETOYHOMN
CTOpOHbI. Kak 6bi10 06CYXAeHO Bbllwe, cornac-
HO COBPEMEHHbIM MpeACcTaBAeHUSIM O CTPYKType
No +-kaHan0B [AOMEHbI, KOTOpble, KaK W3BECTHO,
CBfi3aHbl C MHaKTUBaLWel, B OCHOBHOM pacmnoso-
XeHbl BHYTPWUKNETOYHO. TOT (hakT, 4YTO TOKCUHbI

Puc. 1-64. YuyacToK 3 CcBS3blBaeT a-TOKCUHbI

CKOpNMMoHa U TOKCUHBbI

MOPCKO aHeEMOHbl MOAUGULMPYIOT MHAKTU aumio
XOTS OHW [AEeWACTBYKT C BHEKNETOYHOW CTOPOHbI
fenaeT UX NepcneKTUBHbIMU ANS UCNONb30BaH /A1
KayecTBe 30HAOB Mpu nccnegosaHum Na+-K Lwanos.

Ha pucyHke 1-64 A NpoAeMOHCTPUPOBAH MO eH
unan peictema nepexsata PaHBbe MUENNHW3MPO*
BaHHOr0 HepBa NATYLWKW B cTaHAapTHOM ncpg i
OHHOM pacTtsope (puc. 1-64 Al) n nocne NpuUHeHU
ckopnuoHa (Leiurus quinquestriatus) B KOHUeHTpawuu
1mkr/mn (puc. 1-64 A2).

[anee nokasaH (puc. 1-64 B) Ne +-TOK nepexearta
PanBbe fo (b1) n nocne (b2) npuMeHeHNs
ckopnuoHa (Leiurus quinquestriatus). Habn »pgaacs
pe3koe 3amefieHue HaTPUEeBON MHAKTUBALUK.

a-TOKCMHbI CKOpNuWOHa BblpabaTbiBAlOTCA OCBe-
poapMKaHCKMMKU CKOpPNUOHaMU, OTHOCA immmcsa
K pogam Androctonus, Buthus u Leiurus. a-T WH
V CcKOpnuoHa, W30/MPOBaHHLIA M3 afga Leiurm
quinquestriatus, B3aumo/elicTByeTe HEMPOTOKCUHOBbLIM
peLenToOpHbIM y4yacTKOM 3 y Ne +-kaHana. 3ro B+
3blBaHWE CUMbHO 3aBUCUT OT NOTEHUMana u 3aven
nget unum 610KMpyeT uHakTmMBauuto Na+- aHana
a-TOKCUHbI CKOpPNMOHA TakKXe anjiocTepuyeckm o
NNBAKOT MOCTOAHHYI aKTMBALMIO TEMW HEUPOTOK
CMHaMMn, KOTOpble CBA3LIBAKOTCA C Yy4aCTKOM 2, &
Hanpumep, BTX. CTpyKTypa HECKO/IbKUX TOKCUHOB
M3 f4a COOTBETCTBYIOLLErO0 CKOPNUOHa 6bina onpege-
NeHa MeTof0M PEHTreHO-CTPYKTYPHOro aHanusa.

MOPCKUX aHeMOH, KOTOpble 3amMefnsdarT

NN GNOKMPYIOT MHaKTMBauuio. CoeaMHEHUS, CBS3blBalOLIMECH HA 3TOM Yy4yacTKe, TakKXe YBeMUMBalOT
NoCTOSAHHYIO aKTMBauun Na -KaHasioB, BbI3BaHHYH TOKCMHaMWU, AeiCTBYIOLWMUMI Ha pelenTop yyacTka 2.

A— BnnsaHue aga ckopnuoHa (Leiurus quinquestriatus) Ha noTeHuwan AelicTBuA nepexsata PaHBbe. Al — noTeH-
unan feicTema nepexsaTa PaHBbe MUENMHU3MPOBAHHOIO HepBa NATYLWKW B CTaHAAPTHOM nepdy3noHHOM pacTBo-
pe. A2 — noTeHUMan gencTBMs Yepe3 5 MUH Mocne NpuMeHeHns 1MKr/mMn TOoKcuHa. MoTeHuman AeicTT
BbI3BaH A0MOMAPU3aLNOHHBIM TOKOM A/inTesibHOCTbi0 100 MKc. b — bl+Tok nepexsata PaHBbe o (Bl) 1 o u
(B2) npumeHeHnsa a-ToOKCMHa ckopnuoHa (Leiurus quinquestriatus)
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MecTHble aHecTeTukun (puc. 1-65) Tuna nupoka-
MHAa W nNpoKauHa BbI3biBalOT 3hekT, 610KMpYS
Ne +-kaHanbl. [lokas3aHo, 4To, Kpome blat+-kaHa-
NOB, MECTHble aHECTEeTUKN AeCTBYHOT Ha HECKOMbKO
TUNOB WOHHbLIX KaHanoB W3 yucna K+-kaHanos u
Ca2+KaHanoB, aTaKXe Ha peLenTopbl K HEMPOTPaH-
cMuTTEpam. Bce OHM npeacTaBfieHbl OTHOCUTENbHO
He6ONbLWMMMN NNNNAOPACTBOPUMBIMU MONEKYNaMMU,
06bIYHO cOAepXalWwuMu amuHOrpynnbl, KOTOpble
CTAaHOBATCA MOJIOXMUTENbHO 3apPSXKEHHbIMU B KMUC-
noii cpepe. Mo3gHee MHGpOpMaALUA OTHOCMTENbHO
TOro, Kak paboTalOT MeCTHble aHecTeTuku, Oblna
noslyyeHa Ha OCHOBAHWMW 3KCMEPUMEHTOB C BELLECT-
BoM QX-314, aHanorom nupoKauwHa, KOTOpPblIiA BCer-
fia NONOXMUTENbHO 3apsiXXeH W, CnefoBaTeNbHO, He
pactBopum B nunupax. [Npenapat QX-314B oka-
3blBaeT 6n0oKupytlolwee AeictBue Ha No +-KaHanbl
KNeTOK cepaua npu anniuMKauum Kak C HapyX-
HOl, TaK M C BHYTpPEHHel CTOPOHbI MeMO6paHbl, HO
MHrnéuposaHune Ne +-KaHan0B K/eTOK Mo3ra npo-
NCXOAUT TONLKO KOrga npenapar anniuuumpoBaH C
BHYTPUKNETOYHOW CTOPOHbLI. Pasnunuue B feicTBUM
NOCTOAHHO 3apsSXKeHHbIX MECTHbIX aHeCcTeTUKOB,
nofobHbIXx QX-314, nokasaHo Ans Ne +-kKaHanoB
KNeToK cepgua, mosra n gna aphepeHTHbIX HENpO-
HOB, PacMoOfIOXXeHHbIX B FaHrAuAx 3agHUX Kopewl-
KOB CMUHHOrO mosra. M3yyeHue LWIMPOKOro CNeKT-
pa pa3Ho06pa3HbIX KAETOK in Vvitro ¢ MpUMeHEeHneM
meTogoi patch-clamp B koHgurypaumm whole-cell,
akcnpeccun a-cybveauMHuMubl  No +-KaHanoB B
00LMTHI WNOPLEBOA narywku (Xenopus laevis) nam
KNeTKNW MeKONuUTalLWmMX Mo3BOANA0 O6HapPYXUTb
MHrnéuposaHue Ne +-KaHanoB, Korja OHW HaxonAT-
cA B OTKpbITOM cocTosiHumu (use{-state)-dependent).
[eicTBne MeCTHbIX aHeCcTeTMKOB YBeM4YMBanocCh,
KOorga noffep>XXuBaemble MNOTeHLManbl ycTaHaBMU-
Banu B 06nacTm 6Gonblei Aenonspusauumn, Torga
Kak npu nogfepxuBaemMblX NoTeHUManax, nexatunx
B 06n1acTu 60nbluell runepnonsapusaynmn, 610KUpy-
olee AelicTBMe YMEHbLIANOCh.

BblAM MHOFOYMCNEHHble MONbITKU OXapakKTepu-
30BaTb Y4aCTOK CBA3bIBAHWA MECTHbIX aHECTeTu-
KOB. B pesynbTaTe HECKONbKMX MCCNeA0BaHUA 6blno
noKasaHo Hanu4yue Nn0303aBUCUMMOro adekta npu

cBasbiBaHNUM VER n BTX 1 MeCTHbIX aHecTeT KB
4yTO npejgnaraeT anno0CTepuyeckoe B3auM JewcT™
3TUX ABYX Y4aCTKOB CBA3bIBaHWA. BHe yyacTka
3blBaHMA 2 HET B3aMMOLENCTBUA MECTHbIX HC
TeTUKOB C MeCTaMu CBA3bIBAHUSA HENWpOTO

Ha Apyrux ydyactkax peuentopa. Hanpuwmep,
Hbli aHecTeTuk PD85,639 He KOHKypupyeT 3a
3blBaHWe C aHTUKOHBYNbCMOHHBIMW npenap* a
(heHUTOUHOM M Kapb6ama3enumHOM, CBA3bIBAD  C
B No +-kaHanax M3 CMHANTOCOM W CUHANTMY< K
membpaH. HepaBHO ony6nMKOBaHHbIE Oe3y/brarbl
MOKa3blBalT, YTO CYLLECTBYeT rmapoo6HbIl ic
TOK CBfi3blBAHMWA, KOTOPbIA OTAMYaeTca OT yd4 K
CBA3bIBAHWUA 2, HO affIOCTEPUYECKN C HUM CBA3aH
Hbl/i. B HECKONBbKUX MccnenoBaHusax 6bi1o nok a{
npeanoyYTUTENbHOE B3aMMOAENCTBME COEAUHCI i
No +-KaHanom, Haxo4AWMMCA B UHAKTUBUPOB  HD
COCTOAHUU. B NPpOTUBONONOXHOCTb 3TUM Pe3yrib
TaMm HefaBHO 6bIIN NONYYEHbl JaHHble, YTO MICTHbM
aHeCTeTUK NNAOKauUH He KOHKYypupyeT C GberpoM
MHaKTuBauueli. Pe3ynbTaTbl 3TUX  KCMepuMi TO
CBMAETENbCTBYHIOT, YTO GNOKMPYOWNIA 3heKT ic
THbIX aHECTETMKOB He ABNAETCHA pe3ynbTaTtoM [0
Luecca MegNeHHOro BOCCTaHOBMEHMUA OT ObK pd
MHaKTUBALUW W He BOB/EKAET YBenunyeHue 6b '
MHaKTUBUPYIOLWMNXCA KaHaNoB, Kak 3TO OnNucaHo B
Apyrux paboTtax. OTu AaHHble NMpeAcTaBAsfeT  BK
mMofenb, (hOKYCUpPYHLWYCA Ha mpoueccax ak Ve
U1K, Kak 60/ee YMECTHbIX 418 MeXaHu3ma LEeicT u
MECTHbIX aHECTETUKOB.

MHoOrme paHHble 0 MyTauuax MNOLAEPXKMN 1O
MOfeNlb C OTAeflbHbIM YYacTKOM CBfA3bIBaHUA T
QX-314. MopobHble pe3ynbTaTbl MOMYYEHbl W Hacke
NeTHol Mblwue. OfHaKo HE06X04MMO OTMETUTD, UT
HanpaB/eHHble MyTauuu amWHOKWUCIOT B [ W
Tpex cermeHtax S6 B gomeHax D1-DIII, kotopbe
MOTyT B3aWMOZelcTBOBaTb C APYyruMu TpaHcmeMC
paHHbIMUW CerMeHTamu, 40 CUX NOP He 6bIN Bbine
HeHbl. Tak KakK 3TW u4eTblpe AOMeHa KaHana, K
nonararwT, AO/KHbI pacrnofiaraTbCa BOKPYr nop
KaHana, BEPOATHO, YTO ApYyrue cCerMeHTbl S6 uoryt
TakXXe BHeCTW BkAaj B OpMMpOBaHue peL Mo
pa 4NA MeCTHbIX aHecTeTUKOB. AMWUHOKUCNOTHbI
0CTaTKM B MeTASX nNopbl, KoTopble opmupytoT
CENEeKTUBHbIA PUNLTP, — TaKXe XOpollne KaH W@
Tbl Ang OyfyLWMX 3KCMEePUMEHTOB Ans onpegenen!!
MULEHN MECTHOro 06e3601MBalOLLENO AEACTBUA.

Puc. 1-65. CTpyKTypa MeCTHbIX aHeCTeTUKOB, A5 KOTOPbIX 06HapY>KeH cneuuduyeckunii y4acToK CBA3bIBaHWA
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Ha pucyHke 1-68 npegctaBneH TUNMYHbIA whole-
cell Ca2+70K (ICa_L), onpegensemblii Hanuymem
Cayl- kaHanoB, 3aperucTpUpoOBaHHbIA OT M30IUPO-
BaHHOT0 BEHTPUKYAAPHOrO0 KapAuMoOMMoOLMTa MblLUK.
Ha naHenu A npojemMOHCTpMpOBaHa OpuUrMHanbHasg
permcTpauns ToKa npu CTynmeH4aToM CMeLleHnn
noteHumana (—30, —10, 10, 30, 50 MB) oT nognepxu-
Baemoro noteHywmana (holdingpotential: Vhp= -50 mB),
a Ha naHenun b npegctaBneHa TUMMWYHAA BO/bTaMnep-
Hasf xapakKTepucTuka, NosyyeHHas Ha OCHOBE OpUTU-
HaNnbHbIX PErnMCTpaLmnii OT TeX Xe KeToK.

KoppekTHoe onucaHne nHaktueauum Ca2+-TOKOB
npescTaBndeT OnpefeneHHble CMIOXHOCTU, MOCKO/b-
Ky 3TOT Mpouecc pa3BuMBaeTCsd BO BpeMeHW mnapan-
nefbHOe pa3BUTUEM BbixoAawnx K+-Tokos. IMeHHO
no3ToOMy peructpupyembiii cnag Ca2+TokKa MOXeT
ObITb HE UCTUHHbBIM, a ONPefeNATLCA HANO0XEHNEM Ha
Ca2+T0OK OfHOBPEMEHHO Pa3BMBAKOLWUXCHA BbIXOAA-
wux K+-TokoB. Ans npepoTBpalieHUs MNOJOGHBLIX
ownbok HeobXoAMMO TW,aTeNbHO 6/710KMPOBaTL
K+-Tokn. WX Hannume B Hambonee npocToint opme
MOXHO onpegenuTs no amnautyge Ca2+Toka B
KOHLUEe [0CTaTOYHO A/IMHHOTO NO BPEMEHWU CTUMYNa.
B 3ToM cnydyae oHa OyAeT cnerka npesbiaTb «Hyne-
Byto» IMHUIO (Y0>0). CnegyeT OTMeTUTb, 4TO Npe-
BblLLUEHWNE «HYNEBON» NMHUN B KOHLE CTUMYNa MOXET
TakXXe oTpaXxkaTb OYeHb Me[eHHYI0 (KOHCTaHTa Bpe-
MeHW 3HaYUTeNnbHO 60Mblle ANIMTENLHOCTU CTUMYA)
WHakKTuBauuio uccnegyemoro Ca2+-Toka, NnoaTomy,
4yTo6bl M36€XKaTb BO3MOXHbIX OLIMOGOK, COXHbII
OVHaMMWYeCKNiAi npouecc MHaKTMBaLMKM CBOAAT K
cTaluMoHapHoli (steady-state) MHaKTMBaLWW.

Batom cnyyae M3MepArOT YMeHblleHWE MaKCu-
ManbHO BENMYUHBI TOKa, BbI3BAHHOrO TeCcTUpY-
OWUMN LenoNapu3yoWnMMmM CTyneHbKamMmm, B CNy-
yae, ecnu nepej 3TUM MeMOpaHHbIA MNoOTeHUMan
onpefeneHHoe Bpems (4OCTAaTOYHO MPOLOMXKMUTENb-
HOe NO CpaBHEHWID C [L/IMTENbHOCTbHID WHAKTU-
BaLMW) NOAAEPXMBANCA Ha CHUXEHHOM YPOBHE.
3aBUCUMOCTb 3TOF0 YMEHbLWEHNA OT BEUYUHBI
noAfep>XXMBaemMoro noTeHLmMana HoCUT S-06pasHyto
thopmy. lMpu 3TOM Ansd xapaktepuctukn Ca2+-KaHa-

NOB MOMUMO aMMAUTYAbl KanbLWeBOro TOKa
06bIYHO paccMaTpuBarOTCA BeNYMHA AKTUHILM
(Ya) n BennumHa wuHakTuBauuum (Vh). Ecnm c\w
HOCTb MOCTOSAHHbLIX BPEMEHW aKTUBaLWWU W UHAK
TuBaumm Ca2+KaHanoB [OCTATOYHO MOHATHA, T
BennmunHbl akTuBauum (K) u uHaktmusauum (
TpebyT NOSACHEeHNS.

MpuHUUNbI UCCefoBaHNA aKTMBaL M W UHaKTW-
Bauumn Ha npumepe | CaTToKa NMoKasaHbl Ha iaHeis\
B, I 4, E, XK. Ha naHenn B npepcTaBneHbl iecTtoBbe
curHansl un steady-state aktuBayusa ICaT. Me 6piH
K/leTKW 6blfa Ha MNOALEepXUBaeMOM MOTeHuunane
100 MB B TeyeHue 1c m Ca2+Toku onpegel im
npu noMoLWKN [enofapusyoLWmX LWaros-cTyneiun
Ha naHenu I' nokasaHa akTuBauWOHHasd Kpus}
nosly4yeHHas Ha OCHOBaHWW ypaBHeHUA Bon um
B C/lefytoLen popme:

1/Imax=1/[1+eXPHYV -V05)/k)], (130)

roe / npeacrtaBnseT coboil amnauTygy Toka, ITx
MaKcumanbHas aMnanTyfa TOoKa, V— TecToBsH
noteHuuan, Y5— noTeHuman nonyakTueaLun

nHave K. Ha naHenu [ npefcTtaBneHbl TECTOBblE

Hanbl 1 steady-state nHakTmBauusa ICaT. Membp

KNeTKn 6blna Ha nojjepXxusaemMoM MOTeHUMa-
Nie B AmanasoHe oT -110 go -45 mB B TeyeHue It
Ca2+-TOoKM onpegenanu npu nNoMoLwWK genonspu
3yloUWmMX waros-ctyneHek go -40 mB. Ha naHenvE
nokasaHa WHaKTUBaLMOHHAA KpuBas, NON YeHHa
Ha OCHOBaHMUW ypaBHeHUA BonbLMaHa B CN ayloLen

thopme:
I/1max=1/tl1+eXP«V-V0,5)/k)" »

roe / npepctasnset coboil amnauTyay Toka, Irx
MaKCuMasbHaa aMnauTyfa TOoKa, Y— MOTeHUUM
Y)5— noTeHuman NonynHakTMueaunuu UNU MHaye

W B cnyyae, npeAcTaBNEHHOM Ha naHenu I, u B
yae, NPOAEMOHCTPUPOBAHHOM Ha naHenn E KOHCT H
Ta K, NpefcTaBnseT cob60lii HAKNOH KpuBOWA ( >K
KPYTU3HbI) 1 oTpaxaeT steady-state noTeHLman uysi
TBUTENbHOCTb KaHafloB WM «Auana3oH» MoTeHuya-
NoB, B KOTOPOM KaHasbl yHKLNOHANbHbLI. Yem 6ob-
e K, TeM Y>Ke gnana3oH. B yacTu pucyHka XX KvBbe
Ha naHenax ' m E 06befnHEHbl BMecCTe.

Puc. 1-68. TununuHblii whole-cell Ca2+T1ok (ICal)/ 3aperncTpupoBaHHbIi OT M30MPOBAHHOIO KapauommoumuTa
XEenyfo4YKoB MblWK, MeM6paHa KoToporo numeeT Cayl-kaHanbl.

A — OopuUruHanbHasa perucrpayms Toka npu CTyrneHYyaToM CMeLeHWn NoTeHumuana ot NoAAepXK1MBaeMoro rnoreH
umnana (holding potential) Vh~ -50 MB. BennunHa cTyneHek genonapusaLum OTHOCUTENbHO MOAAEPXKVBAEMO
noTeHuuana npeacrasneHa B suge uugp -30, -10, 10, 30, 50 MB. b — BOnbTamMnepHas XapakKTepucTuka Mo
YeHHas Ha OCHOBE OPUTUHANbHbLIX PErncTpaLmnin OT Tex Xe KneTok. B-XX — npuHuMnbl perncrpauumn v aHanmsa

aKTuBauum u MHakKTuBaunm Toka
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Ca2+kaHanbl L-tTna n N-kaHanbl

Ha pucyHke 1-69 A1 nokasaHa OpuUrnuHanbHas
perncTpauma TOKa, TeKyLero 4epes OAMHOUHbBIN
KaHan nogcemeiictea C\1 (Toka L-Tuna) Ha oHe
CTynNeHbKW fenonspusaynmn, pasHoi +10 mMB oT nofg-
LepXnBaemoro noteHymana, pasHoro —40 mB. danee
nokasaHo (puc. 1-69 A2) pacnpefeneHve amnanTyg
Toka npu +10 MB. O6bIYHO NpeanonaratT, 4YTO amn-
NNTYAHAaA TMCTOrpaMmMaxopoLloonucbiBaeTca KpUBOW
laycca, ecnu noj NMMNeTKON HaxoauTca OAUH KaHan u
Y HEro ecTb TO/IbKO O4HO OTKPbITOE COCTOSIHUE, KakK
3TO NPOAEMOHCTPUPOBaHO Ha puc. 1-69 Al MNMokasaHa
rayccosckasa kpusasa (cMm. puc. 1-69A2), nossonsto-
Was OueHNTb CPEAHIOD amnanTy gy Toka (CobbITuin) n
MOrpewwHOCTb annpoKcumMaLmy (cTaHgapTHOE OTK0-
HeHue), Te ANA faHHOro cnyvas ato —1,21+0,02 nA
npu +20 mB. o 3aBUCUMOCTW BeIMUYWNH 3aperncTpu-
POBaHHOIO TOKa OT aMNAUTY [ CTYNeHeK genonspusa-
uum (puc. 1-69 A3) MoXXHOONPeAeNMTLNPOBOAMMOCTb
OLMHOYHOTO KaHana, T.e. HAaKNOH KPMBOW (MM MHauve
(ha KTOp KPYTM3H bl). AM NAunTyga Toka 6bina —1,41+0,03
n —0,97+0,02 nA npu 0 n +20 MB COOTBETCTBEHHO, a
NpoBOAMMOCTb OAMHOYHOIO KaHaNa B NpUBefeHHOM
cnyyae paBHa 22,0+1,1 pS.

HakoHel, AONOMHUTENbHYK UWHGOpPMaLMIO
MexaHu3Max PYHKLMOHUPOBAHUSA KaHanoB MOKHO
nony4YnTb W3 aHanu3a ructorpamm pacnpejgeneHa
BPEMEH XMW3HU OTKPbLITOrO0 WAW 3aKPbITOrO COCTO
AHUA KaHana (puc. 1-69 A4). VHTepnpeTayus no
nefiHUX 06bIYHO LOBONLHO CNOXHasA. PacnpegeneHn
BPEMEH XW3HW OTKPbITOrO COCTOAHUA KaHana
npum +10 MB 6bIN10 anNPOKCUMUPOBAHO OAHOM
noHeHTOW ¢ T0= 5,60 mc (cm. puc. 1-69 A4). Cpe
BPEMEH XMW3HU OTKPbLITOr0 COCTOAHUA KaHana,
CYUTAHHOE KaK cpefiHee apupmMeTUYeCKoe BCEX
HbIX, 6bIN10 paBHO 5,95+0,24 mc.

[anee B kauecTBe npumepa nokasaHbl (puc. 16
OpUTMHaNbHAAPEerncTpaLuATOKa0O4NHOUYHOTO >H
C3y2 u pacnpefeneHne amnanTyabl Toka npu +20
(puc. 1-69 B2). Amnautyga Toka 6bina —31,0940,02,
—0,89+0,02 n —0,73+0,02 nA npu +10, +20 n +30 i
COOTBETCTBEHHO, a MPOBOAUMOCTb OAMHOYHOIO KaH
na paBHa 18,0+1,1 pS (puc. 1-69 B3). Pacnpegene
BpeMeH XW3HW OTKPbITOr0 COCTOSAHUS KaHana
npm +20 MB 6bIN10 anMPOKCMMUPOBAHO OHOW 3KC
HeHTON ¢ T0= 1,04 mc (puc. 1-69 b4). CpefHee BpeVeH
XMWU3HW OTKPbLITOr0 COCTOAHWUA KaHana, paccyuTaH
HOe KaK cpefiHee apumMeTU4ecKOe BCeEX [aHH
6b110 paBHO 1,14+0,02 mc.

Puc. 1-69. Brnodunsndeckune coiictea CByi-kaHana n Ca”.2-kaHana.

A — 6unotmsnyeckme ceoiictea Cayi-kaHana ¢ L-tunom Ca2+Toka, 3apernctpuposaHHoro B cell-attached patch
Yy KOpPTWKanbHbIX acTpouuToB. Al — perncrpauus Toka OAWHOYHOrO KaHana nogcemeiictea Cayl (Toka L-vn
Ha (hOHe CTyneHW pfenonspu3auuun, pasHoli +10 MB oT noagepxusaemoro noteHuuana (holding potentia
Vhp = -40 mB. PacTtBop B patch-nunetke cogepxan 10 pM CTx-MVIIC n 5 pM Bay K 8644. A2 — pacnpefeneHve
amnauTyg Toka L-tuna npu +10 MB. A3 — HaK/OH KpUBOI — MPOBOAMMOCTb OAMHOYHOIO KaHana, paccyuTaHHas
no BENNYMHE 3aperncTpmMpoBaHHOro Toka L-tuna. A4 — ructorpamMma pacnpegefieHns BPEMEH XXU3HU OTKPbITO
ro cocTosHMs KaHana nogcemeiictea Cayl npu +10 MB. (PacnpefeneHne BpeMeH XW3HU B OTKPbITOM CC

(B nuneTtky pobasneH akTusatop Bay K 8644 ansa Bcex Cr™\ kaHanos, npogyuupytouwmx L-toka n CTx-WIC
b — 6uogmsnyeckme csoitctBa Cay2.2-kaHana N-Tuna Ca2+KaHanoB KOPTWUKanbHbIX acTpOLMTOB, 3aperucTpu-
poBaHHbIX B cell-attached patch. Bl — peructpayua Toka OAMHOYHOro kKaHana Cav2.2-kaHana (Toka N-ir
Ha (hOHe CTyneHu penonspusayuu, paBHoi +20 MB oT noagepxusaemoro noteHyuana (holding potentia
Vhp = -80 mB. PactBop B patch-nunetke cogepxan 5pM HudeannuHa n 100 HM SNX-482. b; — pacnpefeneHu
amnauTtyg Toka N-Tuna npu +20 mB. B3 — HaK/OH KpuBO/ — MPOBOAMMOCTb OAMHOYHOFO KaHana paccymtao
no BeNIMUYMHe 3aperncTpuposaHHoro Toka N-tuna. 64 — ructorpamma pacnpejeneHns BpPEMEH XU3HU OTKPbIT
cocTosHmMA KaHana Cav2.2 npu +20 MB. (PacnpeaeneHne BpeMeH XM3HU B OTKPbITOM COCTOSHUM )
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Ca?*-kaHanbl R-tmna n T-tnna

Ha pucyHke 1-70 Al B KayecTBe npumepa nokasa-
Ha OpWUruHanbHas perucrTpayns ToKa OLMHOUYHOIO
kaHana Cav2.3 u pacnpepgeneHve aMnnuTyabl TOKa
npn +20 MB co cpegHein BennumHoin —0,81+0,01 nA
(puc. 1-70 A2). Amnautyga Toka 6bina —0,92+0,01
n —,71+0,01 nA npn +10 n +30 MB cooTBeTCTBEH-
HO, a MNpOBOAMMOCTb OAMHOYHOrO KaHana paBHa
10,5+0,3 pS (puc. 1-70 A3). PacnpegeneHue BpeMeH
XXW3HW OTKPbLITOrO CcOCTOosfiHMA KaHana Cav2.3 npwu
+10 MB 6b1710 aNNPOKCUMUPOBAHO OLHOM 3KCMOHEH-

Toin ¢ T0= 0.80 mc (puc. 1-70 A4). CpefiHee BpaVEH
XU3HW OTKPbLITOrO COCTOAHMA KaHana, paccuutaH*
HOe KaK cpefjHee apupmMeTU4YeCKOe BCEX [aHHbIX,
66110 paBHO 0,88+0,02 mc.

Ha pucyHke 1-70 B1 B Ka4yecTBe npumepa Mokasa-
Hbl OpWrMHanbHaf perucTpauus TOKa OAYHOYHOrO
KaHana Cav3.2, 3apeructpupoBaHHoro B cell-attachei
patch, pacnpegeneHne amnanTyg Toka (puc. 1-70B),
aKkTuBauma (npasas KpuBas) M MHAKTMBaLMsA (esa
KpuBas) Toka (puc. 1-70 B3), rucTorpamma pacrpese-
NeHNs BPEMEH XXWU3HW OTKPbLITOr0 COCTOAHUA KLBRA
(puc. 1-70 B4).

Puc. 1-70. Buogmnsnyeckme ceoiictea Cay2.3-kaHana n Cay3.2-KaHana.

A — 6uousmnyeckne caoiictea Ca”.3-kaHana ¢ R-tunom Ca2+Toka 3apermctpupoBaHHoro B cell-attached patch
Yy KOPTUKaNbHbIX acTpounTos. Al — perucTpaumna Toka 04MHOYHOro KaHana Coy2 3 (Toka R-Tuna) Ha hoHe cTyne-
HU fenonsapusaynn pasHoi +20 mB oT nogaepxusaemoro noteHymana (holding potential) Vhp-80 mB. PacTsop B
patch-nunetke cogepxan 5 pM Hudeannuua n 10 pM CTx-MVIIC. [o permctpauny KNeTKn Haxo4uncCh B TeueHve
10 *uH B pactBope Tupoge cogepxawem 3 pM CTx-GVIAu 10 pM CTx-MVIIC. A2 — pacnpefieneHne aMnanTyf toka
R-Tvna npu +20 MB. A3 — HaK/IOH KpWBOW — MPOBOAMMOCTb OAMHOYHOFO KaHana, paccyMTaHHas Mo BeMnuMHe
3aperncTpmMpoBaHHOro Toka R-tuna. A4 — ructorpaMmma pacnpefeneHns BpemMeH >XU3HW OTKPbITOrO HCTOAHWA
KkaHana C3y23 npu +10 MB. (PacnpefeneHue BpeMeHW >XW3HW B OTKPbITOM COCTOSHUW.) B — 6uodmsnyeckue

cBoOlicTBa KaHana nogcemerictea Cay3 Ha npumepe kKaHana Cay3.2 ¢ T-tunom Ca2+ToKa,

ernci MpoBaHHOrol

cell-attached patch y HEK 293 kneTok. B1 — perucrtpaymsa Toka O4nHOYHOro kaHana Cay3.2 (Toka T-Tuna) Ha
CTyNeHeK Aenonsapumsalmm, Ben4mHa KOTopbiX B LPOBOM BUe NpeAcTaBieHa Ha KapTUHKe, OT  0f4epKuBaeMo-
ro noteHunana (holding potential) Vip-90 mMB. B2 — pacnpegeneHune amMnauTyg Toka T-Tuna co cpegHeli Bennun-
Hoi1 -0,41+0,01 nA. B3 — nccnefoBaHUs akTUBauMmK (MpaBas KpMBas) M MHaKTMBaL MK (NeBas KpMBas) TOKa Yepes
KaHan Cay3.2. Kaxgable 2 ¢ OT MOAJepXXNBaeMOro noTeHunana sennynHoi -90 MB nogasanu LenonspusaLmoHHble
CTYMeHbKK (418 MCCNefoBaHUA MpoLecca akTMBaLMW KaHana) Wan OT pas/MYHbIX BENUYUH MOLLEPXKMBAEMOro
noTeHumana nogasanu CTyneHbky Ao -10 MB (4ns mnccnefosaHMA NpoOLECCOB MHaKTMBaUMu KaHana). b3 —
TOrpamMmMa pacnpejeneHuns BPEMEH XXW3HW OTKPbITOro cocTosHus kKaHana Cay3.2 npu -10 mB. (Pacnpege; Hve
BPEMEHMN XXWU3HU B OTKPbITOM COCTOSHMWU.) PacnpegeneHne BpeMeH XU3HW OTKPbLITOro C CTOAHUA KaHana C 2
npu TeCTOBOM NoTeHuMane -10 MB 6b110 anNPOKCMMMUPOBAHO O4HOIN 3KCMOHEHTON ¢ TO=0 ¢ MC
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BnokaTopbl 1 akTnBaTopbI
Ca2+kaHasnioB

dapmMakonorma Tpex CeMemcTB KafbLUEeBbIX KaHa-
NnoB Xopowo u3yyeHa. KaHanbl C \\ cnyxaTt morne-
KYNSPHOW MULLEHbIO 415 OpraHnyeckmx 6/10KaTopos
Ca2+-kaHanoB, LWWPOKO MPUMEHSAEMbIX B NeYeHUU
cepAeyHo-cocyancTbiXx 3aboneBaHuii. Kak nonara-
l0T, 3TV BellecTBa LE/CTBYIOT Ha TPU OTAENbHbIX, HO
afn/iocTepuyeckun CBA3aHHbIX, PELLENTOPHBIX YYacTKa.

deHnNanKnnamMmmnHbl NpeacTaBnAalT coboil 6roKa-
TOPbl BHYTPUK/IETOYHOrO y4yacTKa nopbl. lNonarator,
YTO 3TV BELLECTBA BXOAAT B MOPY U3 LUTOMNNA3MATU-
YeCKMX y4aCTKOB KaHafla M oCyLecTBNAT 6/10Kady.
VX peuenTopHble y4yacTKu 06pa3oBaHbl aMUHOKUC-
NOTHbLIMW OCTaTKaMW B S6-cerMeHTax B AomeHe 111
n IV no aHanorum C peuenTopHbIM YYacTKOM AN
aHecTeTUKOB y Ne +-KaHasoB.

AvrngponupuimHbel MOryT 6bITb aKTUBATOPaAMU UK
nHrnéutopammn Ca2+-kaHasoB W MonaralT, YTO OHU
LeliCTBYIOT anfiocTepuyeckn, casuras Mogy GyHKLU -
OHMPOBAHUA KaHana B HanpasBNeHUN OTKPbLITOrO MUK
3aKpbITOrO COCTOAHMA, CKOpee, 4YeM 3aKynopusas
nopy. VX peLenTopHbIA y4yacTOK BKNOYaeT aMUHO-
KUCNOTHble ocTaTkn B b6-cermeHTax B gomMeHe Il u
IV n 55-cermeHTe pgomeHa Ill. MecTta cBfA3biBaHUA
ANTUAPONUPUANHOB U DEHUNANKUNaMOB CBS3aHbl U
YaCTMYHO MEPEeKpbLIBAOTCA.

BeH3oanasenuHbl, nNpeAcTaBasowme coboii rpyn-
ny CUHTETUYECKNX BelecTB (OAUH U3 KOTOPbIX AWNI-
TWasem), CBA3bIBAOTCA C PeELenTOpPHbIM Y4YacTKOM,

KOTOpbIA nepekpbiBaeTCca C MECTOM CBA3bIBaHH
(heHnnanKMNaMmHOB.

Cembsa C\2 Ca2+KaHanoB OTHOCUTENbHO HeuyBi
TBUTENbHA K AUTUAPONUPULNHOBLIM 6110KaTOpa
Ca2+-kaHanoB, HO 3Tu Ca2+KaHanbl creyugmyec
Kn 610KMPYOTCA NENTUAHBbIMU TOKCMHAMU MayKo
N MOPCKMX Yynutok. Cay2.l-KaHanbl 6nOKMpYHOTC
cneynmnyeckn co-aratokcuH IVA aga w3 raym
Hbl Mayka. Cay2.2-kaHanbl 6710KMpYyOTCA Ccrieumgm
YecKn co-KOHOTOKcMHOM GVIA 1 comnoctasuMbl
TOKCMHamMn ynuTok. Cav2.3-KaHanbl 6M0KMpYyHOTC
cneun@uueckn MenTULHbIM TOKCUMHOM SNX-48!
BblAE/IeHHbIM U3 Afa TapaHTy/loB. OTU MenTUaHb
TOKCWHbI MOTYT OblTb MOTEHUMaNbHbIMY GoKarc
pamu CUHaNTWYeCKOW nepefayn, NOTOMY YTO U
cneynduyueckne 3pheKTbl peann3yoTcs W
Cav2 cembto Ca2+KaHasoB.

Cemba Cav3 Ca2+-kaHa/loB HeYyBCTBUTE/Ibb
K 06ouM gurngponupupunHam, 6710KUpYIOLLN
Cay1l-KaHanbl, N TOKCUHY NayKa Ui TOKCUHY KOHC
HOIM yNUTKKM, 6nokupyrowmm Cav2. Cneynpuyew
6nokatopbl Cay3-kaHaflioB MNOKa He HaiigeHi
OpraHuyecknin 6nokatop Ca2+-KaHanoB Mubedp;
AWM B KaAKOW TO cTeneHu cneuunduyeH gns Cay3r
cpaBHeHuto ¢ Cavl Ca2+ToKoB (B TpU-NATbL [§
MenTng KYPTOKCWH WHIM6GMpYyeT aKTUBALMOHHbL
BopoTa Cav3.1- n Cav3.2-kaHanoB. Passutune &
cneunpuryeckmx u BbICOKOAMMUHHbLIX 6OKaTOP<
Cav3 cembn Ca2+KaHanoB AO/KHO ObiTb MOME3HbI
Ana 6onee feTanbHOro aHanmsa (uanonoruyerl
poNiv 3TUX KaHaloB..

Puc. 1-71. ®apmakonormyeckme coefMHeHUA MULLEHbIO KOTOPbIX cnyxaTt Ca2+-kaHaslbl
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N3meHeHne Ca2+TOKOB Mog, AeicTBUEM nepgysnoHHOM pacTBope, a pyras B TOM e P icrso
Caz2+ aroHUCTOB N aHTaroHNCTOB pe, HO cogepxalyem 0,1 UM BAY K8644. Ha nanenuf
nokKasaHbl OpuUruUHanbHble Kpusble Caz2+Toka I
Ha pucyHke 1-72 npogemMOHCTPUPOBaHbI MPU- OTCYTCTBUM W MPUCYTCTBUU o1 |[AM w 1 i M HA(ROH
Mepbl gelicTBMA  (hapmMaKonOorMyecKMx npena- MWHA, a Ha NaHenun E nokasaHbl TPU BosbTamnepH
patoB Ha Tunu4HbliA whole-cell Ca2+Tok (ICalL), XapakTepucTUKM KNeTKW: OfHa MNOJiyYyeHa B craH
onpegensembiii  Hanuymem Cayl-kaHanoB, 3ape- AapTHOM Mepgy3MOHHOM pacTBope, Apyras uT
TMCTPUPOBaHHbLIA OT W30NUPOBAHHOIO BEHTPU- >Ke PacTBOPe, HO COAepXKawleM o,1 jjmM HUADP* LmvHa
KYNSipHOTro KapguomuoumTa Mbllwn. Ha naHenm B aTtpeTba — 1|iM HudegunuHa.
npeAcTaBfieHbl KOHTPO/bHasA perucrpayus ToKa U MaHenb XX feMOHCTPUPYET PerncTpaLmio ogmHou
peructpauma nocne go6asneHus 0,! uM BAY K8644, Horo Ca2+kKaHana L-Tuna B KOHTPO/IbHbIX ycnosue
a Ha naHenu B nokasaHbl ABe BONbTaMNepHble Xapak- a naHenb 3 NOKa3biBaeT XapakTep U3MEHEHU Toro*,
TEPUCTUKM KNETKW: OfHa Mony4vyeHa B CTaHAAPTHOM  KaHana npw go6aeneHuu 5|gM BAY K8644.

Puc. 1-72. Tpumepbl AeicTBMsa (HapmMakKonorMyeckMx npenapatoB Ha TunuuHbin whole-cell Ca2+Tok (1Cal),
3aperncTpupoBaHHbIN OT M30/IMPOBAHHOI0 KapAnomMuouuTa >Xeny[ouKOB MbilK, MeMbpaHa KOToporo
nmeet Ca”-kaHanbl. Ha naHensAx A u I npefcTaBfieHa CTPYKTypa AeNCTBYHOLMNX COefUHEHU BAY K8644
(A) n Hudegunuua (). Ha naHenax b /[, nokasaHbl OpUrnHaibHble KpuBble Ca2+-TOKa MPW OTCYTCTBUK
N NPUCYTCTBUN 3TUX COefMHeHUi. MoKasaHo M3MeHeHue Ca2+~Toka nocne gobasneHust 0,1 pM BAYKS8644
(B) nan 0,1 n 1 pM Hudegunuua (). denonapusyowme nmnynbscbl o OmB (B) nnm go +20 mB (4) 1m
nogaHbl oT noagepxuneaemoro noteHymana (holding potential) Vhp = -50 mB. Ha naHensix B n E nokasaHbl
COOTBETCTBYIOLME PUCYHKaM B 1 [l BosibTaMNepPHble XapaKTePUCTUKN BEHTPUKYIAPHBIX MUOLUTOB  bilLK
npyu OTCYTCTBMW W MPUCYTCTBUM TeCTUPYEMbIX COefMHeHWI. HakoHel, Ha naHenu >X nokasaH npumvep
pernctpaumn L-tuna Ca2+~kaHana B KOHTPOJe, a Ha naHenu 3 npu gobasneHun 5uM BAY K8644
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Mopgenb Caz+nopbl

Mogenn ABYXMepHOi Tonorpaduyeckoin KapTbl
nopbl C UCNONb30BaHWEM NpeAnonaraeMbiX «XO/IMOB»
N «IM» XUMUYECKON NOTEHUManbHOW aHeprum, npe-
0/10/1eBAEMbIX NOHOM NPU NMPOXOXAEHWUMN Yepe3 KaHan,
00BACHANN MPOHMLAEMOCTb KaHana ¢ Mo3uuuin Teo-
puUKn CKOpOCTei peakuynmn. MNMepBoHaYanbHO C MOMOLLbLHO
HUX NbITaINCb O0O6BACHUTH MPOHWULAEMOCTb WOHOB.
«SMbI» — MeCTa CBA3bIBaHWUA; «XOMMbl» — 3HEPreTu-
yeckue 6apbepbl, MNPenaTCTBYIOWME ABUXEHUIO WNOHA
MeXay MecTamy CBA3bIBAHUS WM €ro BbIXOAY W3 NOpbI.
Ha pucyHke 1-73 nokasaHa Mofenb, CO3[jaHHas Ha
OCHOBE «TEOpMU CKOPOCTei peakunm» Ans 06bACHe-
HUA npoHuuaemoctu Ca2+kaHana. Kaxgas mogenb
HaunHaeTcs ¢ Ca2+-CBA3bIBAIOLWLErO y4acTKa, umetoLe-
ro KOHCTaHTyAuccoLuaLmum, BeNnymnHa KoTopoii nsme-
pseTcsa B MUKPOMOAAX. ITO COOTBETCTBYET «MNOTEHUM-
anbHol AMe» ¢ aHeprueli npnonnsnTensHo 14kT (AG =
kT*In KD, rae K— KoHcTaHTa bonbymaHa n T —TeMm-
nepatypa). Ctpenka 1Ha KaX[OM pucyHke 0603HayvaeT
JHEPreTUYECKY pasHuLy, onpefensioLyo BbICOKYHO
ahMHHOCTb MecCTa CBA3bIBaHWNSA. Bapbepbl Ha BHeELLHel
CTOPOHE MOpbl JO/MKHbI OblTb AOCTATOYHO BbICOKM,
4YTOObl MOHbI He BXOAMAWM ObICTpee peasbHOW CKOpO-
cTn gnddysun. 3710 TpebyeT npmnbnmnsntenbHo 8 KT.
CTpenka 2 nokasblBaeT 3HaYeHWe 3IHepPrun, onpegens-
lOLeil orpaHMUMBalOLLY0 CKOpOCTb (rate limiting step),
T.e. HaNbONbLWINIA 3HEPreTUYECKUA Gapbep, mpenaTc-
TBYIOLMIA BbIXOLY MOHA M3 KaXAOW MOAenu nopsbl.

Ecnn 6bl 6bI1 TONbKO OAWH TakKoli y4yacToK B nope
(puc. 1-73 Al), TO MOH, NpPOXOAALWMIA 3Ty nopy, Aon-
XKeH Obln 6bl NPEOAONeTb 3HEPreTUYeckuii Gapbep B
22 KT, 4TO COOTBETCTBYET CKOPOCTM MOTOKAa WOHOB
yepe3 Ca2+-kaHanbl MeHbLUe YyeM 2000 NOHOB B CEKYH-
fy, T.e. npnénmsantensHo B 1000 pa3 MeHblue, 4Yem
BEIMYUHBI PErnucTpuMpyembiX NUKOaMNepHbIX TOKOB.
3TO NoKasbIBaeT, YTO CEIEKTUBHOCTb HEe MOXET ObIThb
obecneyeHa TeM, YTO NMopa CTAaHOBUTCA «UMKON» ANs
cneunmMunYeckoro MoHa, MOTOMY 4YTO B 3TOM Clyyae
WOH nepeMeLLaeTcs yepes nopy CAMLWKOM MefJj1eHHO.

Teopua cKopocTeil peakuwuu npepgnaraet fBa Hesa-
BUCUMbIX NyTWM ANna obecrnevyeHUs BbLICOKOTO MNOTOKa
MOHOB YepcC j «/INNKYO» Mopy, HO 06a TpebytoT, 4TOObLI

nopa morna yaepxusatb 60nblle OAHOro uoHa Ca2
0A4HOBpeMeHHO. Ha pucyHke 1-73 A2 npofeMoHCTpu
pOBaH MexaHW3M, UCMOJb3yeMbIi ABYMS WAEHTWYHBI
MW y4yacTKaMWn BbICOKOA()MHHOI0 CBA3bIBaHMA. QmHi
noH Ca2+ nepebpacbiBaeTcqd Hasafg W Bnepes VX
HUMW C HEGONbLWUM LWAHCOM N5 BbIX0Aa. MocKonbky
B TaKOli MOAENN WOHbl He MOryT HW MNepenpbirHyt
Opyr Lpyra, HUW BONTU B 3aHATbIA Y4YacTOK CBA3bBA
HUS, 0AUH MOH Ca2+nperpaxaaeT BXO4 MOHaM Apyrol
copta. Ho MOXHO NpefanonoXuTb, 4TO, KOrga fsa v
Ca2+HaxofATcs B Mope, OHW B3aMMOAENCTBYIOT, Yot
YMeHbLWUTb a)MHHOCTb MecT CBA3biBaHUSA ans Ca2
3T 6onee Menkne «KONOAUbl» (CTpenka 2) Jomc
KalT 60MblWNIA NOTOK MOHOB. OAHAKO B rope oo
PY)XeH TaK HasblBaeMblii EEEE-noKyc, W TOMbKO d
MOXET ObITb BbICOKOAPUHHBIM YYaCTKOM CBA3bIBaHWM
YTO MPOTUBOPEYUT MPeLCTaBNEeHUAM O [BYX WY
TUYHbIX CBA3bIBalOWMX YydyacTKax. Hanunuune HEE
JIOKyCa OMpOBEPraeT AeTann MOAeNW, NpeAcTaB/eHoi
Ha AaHHOM PUCYHKe, HO He ee OCHOBHOW MpUHLMM
MpeanonaraeTcsi, YTO CYLLECTBYIOT elle ABa GOKOBbI
HW3KOAPUHHBLIX Yy4yacTKa C KaXAON CTOPOHbl. M
MPMBENO K CO34aHUI0 MOJEeNW, NPeacTaBNeHHON me»
(puc. 1-73 A3), Ha KOTOPOW MefKMe «KOMOALbI» TeoK
NPUMbIKAIOT C KaX40N CTOPOHbI K OAHOMY [/ly60KOM
«KOMoALy». BTakoi MOAenu y NOHOB HET BO3MOXHOE
TW B3aMMOAeNCcTBOBaTb, MO3TOMY MNpPW  My/bTUMOH
HOW OKKynmauuu Mopbl 3HepreTuveckue Kosnofausl 1
6apbepbl He n3meHATCA. Ho npocToe npucyTcTeui
HU3KO-a(PUHHbIX NMPUMbIKAIOLLIMX YYACTKOB O3Ha4aeT
4YTO OrpaHMYMBalOWMNA CKOPOCTL Bapbep AN BoKAL,
(cTpenka 2) umeeT NPUMEPHO TaKKMe Xe pa3mepbl, Kaki
MOZenu, rae NOHbI MMEHT BO3MOXHOCTb B3avMOpEiic
TBOBaTb. Cepusi y4yacTKOB C yMeHbLUualowwelcsa advH
HOCTbIO YCKOPSAET MOTOK WMOHOB Yepe3 XUMUYECKM
noTeHUManbHble 3HepreTnyeckne 6apbepsbl.

Mopa umeeT popMy NecouHblX Yacos (puc. 1736
OnameTp cenekTUBHOro (gunbTpa paBeH 56 A Te
noytn B 3pasa wWwupe, 4yem Aaunametp uoHa Ca
MO3TOMY CefleKTUBHOCTb Hefb3s 06bACHUTb TeCHbI?
coBnafleHneM AuameTpa WOHa W AMameTpa OTBepc
TUA, YTO NEXUT B OCHOBE MeXaHWU3Ma CeNeKTUBHOCTI
K"-kaHanoB Ba)HO nonoXeHue 3apsfoB (Ksagpatu
KN) YeTblpex rnytamatos EEEE-nokyca.

Puc. 1-73. Mogenu Ca2+kaHana, 06bACHSAOLW e ero NPoOHMLaeMoCTb U CTPYKTYPY MOpPbI.

A— Teopus CKOpOCTei peakuuy OMWCLIBAET MOPbI, KOTOPbIE TECHO CBA3LIBAKOT WMOHbI Ca2+ OpW3OHTaNbHas 0k
(hpakLmMs 3NEeKTPUYECKOro Nona Yepes nopy. BepTukanbHas oCb: 3HEPrus XMMmnyeckoro noteHumana ana Ca2+ korma
OH MpoxoauT 4vepe3 nopy. CTpenka 1 cOOTBETCTBYET 3Heprum, Kotopas onpegenset Ca2+6/0K 419 WOHOB JpYyroro
copTa. CTpefika 2 yKa3blBaeT Camblii BbICOKNIA NPbIXOK 3HEPTUN B K&XA0A MOAENN, KOTOPbIA OrpaHM4nBaeT CKOpPOCTb
Bbix0fa noHa Ca2+u: nopbl. MOTOK 0YeHb HU30K B MOPE C OAHUM YHYaCTKOM, NOTOMY TO CYLLECTBYET BbICOKO3HEpre
TUYecknit bapbep Ans Bbixofa (1); MynbTUWOHHbIE NOPbI NPEACTABAAIOT ABa PA3/IMYHbIX €XaHW3Ma AN YMeHbLLEHVS
3HepreTMyeckoro 6apbepa, TMMUTUPYIOLLETO CKOPOCTb MNOTOKA; (2) B3aMMoAeincTBMA MoHa ¢ \oHOoM (ion interaction)

(3) necTHMUa LWAroB — «CTYMNeHW» NOTEHLMaNbHOM 3Hepruu (stairsteps), — co3gaHHas HU3KOAPUHHBIMM yyacTKaMm
CBA3bIBAHMSA, N NPUMbIKAIOLL NI CENeKTUBHBIA y4acToK. b — nonepeyHblii paspes nopbl. MokasaHbl Y3KWIA U KOPOTKAM
CeNeKTUBHBINA (PUALTP 0KOMO BHELLIHE/ CTOPOHbI U LIMPOKas 061acTb B LLeHTpe MeM6paHbl
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KanueBble KaHanbl NpefcTaBnslT coboi Hambonee
06LWMpPHOE CEMECTBO MOHHbIX KaHanoB (K+-KaHanos),
reHepmpyowWwmx pasHoobpasHble Kanuesble TOKM (K+-
TOKWU) IOTU TOKM MOXHO PerucTpupoBaTb KakK OT Lenoi
KNneTkn meTtogom patch-clamp B KoHurypayum whole-
cel! (Torga »aproHHO 3TW TOKM Ha3blBalOT MaKpOCKO-
NMUYECKUMM) UAN OT OAUHOYHOIO KaHana, Takxke MeTo-
fom patch-clamp, HO B apyrux KoHgurypaumax (torga
NX HePeAKO Ha3blBAlOT MUKPOCKOMUYECKUMU TOKAMH).
IC-TOKM MOXHO 3aperncTpmMpoBaTthb OT K/IEeTOK, Y KOTO-
pbIX eCTb NPeUMyLLeCTBEHHO K+-KaHanbl (puc. 1-74 A).
O6bIYHO 3TO 3KCNPEeCCUPOBAHHbIE BOUAMNUAHBIE CIOM
KaHanbl. MOXHO 1 Ha Nto60oi KneTke 3a6M0KNPOBaTh
paboTy Bcex KaHanos, KpoMme K+-kaHanos (puc. 1-74 B).
Ha 3Tux [ABYX pUCYHKax MpeAcTaBfieHbl OpUTrUHanb-
Hble KpuBble whole-cell K+-Toka, co3gaHHOro pa6oToi
noTeHuManynpasnsembix K+-KaHanoB npu pasnnmyHbIixX
3HaUYEeHMAX CMeLLaeMoro noTeHuMana OTHOCUTENbHO
noAAep>KnBaemoro noTeHumana.

O6cynMM HekoTopble JaHHble, XapakTepusytouiune
paboTy abcTpakTHbIX K+-kaHanoB. Ha pucyHke 1-74 B
npefcTaBneHa BoMbTamnepHas Kpusas K+-KaHanos,
paccyMTaHHas npu NOMOLMW ypaBHeHUA [onbgMaHa—
XopkknHa—KaTtua. CnnowHaa KpuBas oTpaxaer K+-
TOK, MpeACcKa3aHHbll Ha OCHOBaHUW YpaBHeHWA C
JonyleHneMm, 4To MembpaHa XopoLLo NpoHuLaema 4ns
noHoB K+, npnyem [K+]jnpaBHa 155 MM, a [K+]oul paBHa
4,5 MM. BennunHa —95 mB— noTeHuman peeepcun
(reversal potential: Vrev), noTOMy 4TO NpW 3TOM MOTEH-
Lunane HanpaBneHVe TOKa MeHSeT 3HayeHue, a B CamMoil
TOYKe, paBHON -95 MB, TOK paBeH Hynw. Bdusuke
HanpaBfieHMe TOKa BCerfa Takoe e, Kak W Hanpas-
NeHne nepeMeLleHUs MOJIOXMUTENbHbIX 3apsafoB. TOK
MOHOB, TEKYLIMA B KneTKy, OygeT, Takum o6pasom,
Ha3blBaTbCA inward current, a TOK WMOHOB, TeKyLW Wi
M3 Knetkn, — Bcerga outward. TMyHKTUPHAas NUHUA
LEMOHCTPUPYET TOK, KOTOPbIA MOXHO 0XWAaTb, €Cnun
\KYinpaBHa 1K+}dlin cooTBeTcTBYET \55 MM.

HakoHeu Ha puc. 1-74 I nokasaHa perucrtpayus
OMHOYHOTrO0 KaHana K+-kaHana.

TpagMUMOHHO K+-TOKM U COOTBETCTBEHHO
K+-KaHanbl BCNeACTBUE UX PYHKLMUM 6blAM onuca-
Hbl U KNaccuMuuMpoBaHbl FnaBHbIM 06pa3oM B BO3-
6yAnMbIX KneTkax. OHW BKIKOYaNN Knaccuyeckue:

e K+-KaHanbl 3afepXaHHOro BbinpamaeHns (dele
outward rectifier 1C-channels (currents) — IK);
e ObICTpble TPaH3MTOPHble K+-KaHanbl BbIXOAALL,
Toka {fast transient 1C-channels (currents) — IA\
transient outward current — lto);
e K+-KaHanbl aHOManbHOro BbINPAM/EHUSA C Ta
Bxogsuwero HanpasneHua {inward rectifier
channels — IK]);
e Ca2+-akTuBupyemble K+-kaHanbl (Ca2+ depenc
A*-channels — K*);
e KaHanbl, 4yepe3 KOTOpble MNPOXOAWUT TOK yrel
{leak currents), onpegensemblii npenmyec”
noHamu K+.
UyTb 60Mblle AecATMNeTMa Hasaj Obina npul
Ta nepeas cTaHAapTHas HOMeHKnatypa Ans rei
leCTW TPaHCMEMOPaHHbIX CErmMeHTOB N TeHLM
ynpasnaembix K+-KaHanos, Ha3BaHHbIX Kv- He
MOli. B Hee npexk/e BCEro BOLUN:
o K+-kaHanbl 3afepXaHHoro BbinpamneHus ( ea
outward rectifier fC-channels — IK);
e ObICTPble TPAH3UTOPHble K+-KaHanbl BbIXOAALL,
Toka (fast transient 1C-channels (currents) — IA
transient outward current — 10).
3Ta HOMeHKnaTypa 6bla OCHOBaHa Ha BbiBeq
HbIX UNOreHeTUYeCcKNX CBA3AX. KaHanbl, BCOC
BE KOTOpbIX 06HapyXeHO 6onee 65% W ieHTUYH
AMUHOKMWCAOTHbLIX OCTAaTKOB, 6biNN O beAMHEHb
OfHO nojcemelicTeo. BoTaenbHyt rpynny 6ol
BblfiefieHbl K+-KaHanbl aHOManbHOTO BbINP MIEP
C TOKOM BXogAwero HanpasneHusa (inward ni
K*-channels), koTopas 6bina HasBaHa Kir.
Takum o006pa3om, NpUHATAs B HacToslee B
Knaccutukauma gennt K+-kaHanbl Ha:
e noteHumanynpasnsemble K+-kaHanbl (Kv), ko
pble BKOYaIOT:
— K+-KaHanbl  3afjepXXaHHOro Bbl pAMMeH
(delayed outward rectifier 1C-channels — IK);

— 6bICTPbIe TPAH3UTOPHbIE K+-KaHanbl bl (0gsl
ro toka {fast transient K*-channels ( rrents)
nnu transient outward current — \to);

e K+-kaHanbl aHOMaNlbHOrO  BbINPAMEHU
TOKOM BXO0AAWeEro HanpaeneHus (inward
1C-channels — Kir);

e Ca2+akTtunupyemble K+-kaHanbl (KCa>

e K+-kaHanbl C ABYMA MNeTAsAMU B AOMeHe (
ft-channels — K2P).

Puc. 1-74. Mpumepbl opurnHansHoii peructpaunn whole-cell K*-Toka BonbTamnepHoii xapakTepucTuku wholel

K+TOoKa 1 aKTUBHOCTWN OMHOYHOI0 KaHasna
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XapakTepucTnukm K+TokoB

Pa3naras Ha KOMMOHEHTbl WOHHbIE TOKW MOXHO
BbIUNEHUTb BXOAAWMA Na+-TOK W BbIXOAAL NN
K+-TOoK, npefcTaBMB MUX OTAENbHO. AHanu3 3Tux
«MaKpOCKOMMUYECKNX TOKOB», T.e. TOKOB, 3aperucr-
pupoBaHHbIX MeToAOM voltage-clamp nnu patch-damp
B KoHturypauuu whole-cell, obcyxganca paHee.
3TOT aHanu3 no3BongeT pasfenutb K+-TOKM Ha
noTeHuuanynpasnsemble (BKAOUYaowme K+-Toku
3a[lep>XaHHOr0 BbINPAMEHUS W ObICTPble TpaH-
3UTOpHble K+-TOKM BbIXOAALWEro HanpaBneHus),
K+-TOKM aHOManbHOro BbLIMPSMAEHUS BXOAALLENO
HanpaBneHus, Ca2+akTuBmpyemMmble K+-TOKM 1 TOKK
yTeukn. Ho pfeTanbHyl WHpoOpMauuilo fan aHa-
N3 0AMHOYHBLIX K+-kaHanoB meTofom patch-clamp.
MWKPOCKONMYECKNE MEeXaHU3Mbl, TO €CTb MeXaHu3-
Mbl Ha YPOBHE TOKOB, TEKYLLUX 4epe3 O4UHOYHbIE
KaHanbl, nexalwne B OCHOBE MaKpPOCKOMUYECKUX
BONbT-aMNepHbIX XapakKTepucTuk, To ecTb npouec-
COB, MPOUCXOASLLMX Ha YPOBHE TOKOB, TEKYyLIMX
yepes LENyH KeTky.

Ha puc. 1-75 A nnHns o603HavyaeT BO/bT-amMnepHy»
3aBUCMMOCTb Meann3npoBaHHOro OTKPLITOrO e
BOro KaHana. T.K. Mbl MICXOAMM U3 HayanbHOWN Mpegno-
CbI/IKW, YTO KaHan B Hallem cfiyyae OyfeT MoiHOCTLIO
OTKPbIT BCe Bpems (T.e. HTO NPOBOAUMOCTb KaHasoB
OyfeT yHKLUMe HanpsXXeHWsa) Torga TOK, Tekyupi
yepes HUX, ByaeT TMHERHBIM UAN KOMUYECKUMY.

Ha puc. 1-75 b npepcrtaBneHa Kpuead, Kortopad
NMOKa3blBaeT BEPOATHOCTb TOr0, YTO KanueBblil
O6yfeT Haxo4MTbCA B OTKPbITOM COCTOSAHWUUK (Hepos
HOCTb OTKPbITUSA Ka/MeBOro KaHana). YpaBHeHU
MpueegeHHoe BO BCTaBKe B PUCYHOK, O iUCbIB"
NpuUBEAEHHYIO KPUBYIO, €C/NU Mbl BCTaBUM  Ha»
zK = 53 nV05= - 30 mV.

Ha puc. 1-75 B npeacrtaBfieH OTAENbHO MIKPOCKI
NUYecKunii Kanunesblil TOK.

Ha puc. 1-75 I npeacTaBneHa OLEeHKa Makpoca
MUYECKOro KasMeBoro TOKa MOCPefCTBOM YMHO
HWA OLHOKaHaNibHbIX TOKOB M3 CeKuum A puc
Ha BEPOATHOCTb UX OTKPbITUA PO M3 cekuun bu
Konu4yectso KaHanos (N). BgaHHOM cny4yae Mbl
HaB/MBaeM Konu4yecTBa KaHanos B 100 KanvesbiX.

Puc. 1-75. O6LLas xapaKTepucTUKa NoTeHUManynpasnsemMblx K+~kaHanos u K -TokoB. OnucaHue B TeKCTe
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K+-KaHau1bl 3aep>XaHHOro
BbIMNPAMJ/1I€EHUA

O6cyanMM HekoTOpble AaHHble, XapakTepusytowue
paboTy nepBoro Tuna MOTeHUManynpasagemMbix
K+-kaHanoB — K+-KaHanoB 3ajep>XXaHHOoro BbiNpsAM-
nennsa (delayed outward rectifier !C-channels — Ik).
3TOT TN KaHan0B OT/MYAeTCA TeM, YTO Aenonapu-
3ylolmne CTYNeHbKM aKTUBUPYIOT TOK, HO C 3afepXx-
KOM, KaK 3TO BMAHO Ha puc. 1-76 A. BonbTamnepHas
KpuBas, NoJiyyeHHas Ha OCHOBE 3KCMEPUMEHTOB,
BbIMNOMTHEHHbIX MeTofoM patch-clamp B KOHuUrypa-
umn whole-cell, 0fHO3HAYHO AEMOHCTPUPYET HaNu-
yne HO-KaHaNnoB 3afepXaHHOro BbINPAMAEHUSA
(delayed outward rectifier K+channels— 1k). Tok
TEYET TONbKO B BbIXOASALEM HanpaBleHWW, KaK 3TO
nokasaHo Ha puc. 1-76 b. [1nS OUEHKMN TOKa, TeKy-
ero 4yepes KaHanbl 3TOro TMna M3 KNEeTOK MoO3ra
MaekonuTarwWwnx, pasnnyHole kKaHanbl (Kvl.l,

Kv1l.2, Kv13 n Kv1l4) skcnpeccupoBanu B OOUTHI
KceHonyca. Pe3ynbTaTbl 3KCMNEPUMEHTOB, B  OTOPbX
noteHuunan cmeuwasnca ot —80 mB go O mB, nokasa
Hbl Ha puc. 1-76 B. JleBas naHenb, NPeAcCT iBeHHasC
60/bLION CTENEHbO pa3pelleHns BPEMEHM, ieMoHi-
TPUPYET, YTO HEKOTOpble K3 3TMX KaHanoB aKkmr
BUpOBanuchb 6onee MeAneHHo, yYem apyrue. [Mpesas
naHenb, yxaTas BO BpeMeHW, MO3BOMAET YBULET
YTO MHaKTMBauua yckopsnacb oT KaHana K1
K KaHany Kv14.

TpaH3uTopHble K+-KaHasbl

[aHHble, XapakTepusylowme paboTy BTOPOro mm
K+-KaHanoB, — ObICTPbIX TPaH3UTOPHbIX K+-KaHa
nos Bbixogswero Toka (fast transient JC-channeh
(currents) — Ia, wnu transient outward current— |
npegcrtasfieHbl Ha puc. 1-76 . TlokasaHbl pe3ysbTar
3KCMEePUMEHTOB, NO3BONAKOLWME MOCTPOUTH KWBYO
aKTMBaLMM 3TOr0 TOKA M ero MHaKTuBaLuu.

Puc. 1-76. MoTeHunanynpasnaemble K+kaHansl (Kv), oTHocALwmecs KTuny K -kaHanos 3aep>KaHHOr 0 BbINPAMIEHNA

(delayed outward rectifier K -channels -

1K) 1 K TUNY BbICTPbIX TPAH3UTOPHBIX K*-KaHa/MOB BbIXOASLLETO

TOKa fast transient K+-channels currents — 1A unu transient outward current — It
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Knacc TpaHcmembpaHHbIX 6eNKOB C ABYMA Cer-
MeHTaMKn BKAto4aeT 2S 6enku, obpasytoume inward
rectifiers channels (Kir), KoTopble MOXHO Ha3BaTb
«K+-Kamanamum aHOMasbHOr0 BbINPAMAEHUA C
TOKOM BXOASILLEr0 HampaBfieHWA». TepMuHanu N-
n C- 3TUX KaHaNoB PacnosioXeHbl B LUMTONNasMme,
P-netns Mexpgy [ABYMS TpaHCMeMOGpaHHbIMU Cer-
MeHTamu opmupyeT nopy, U QYHKLNOHNPYHO LW Ui

KaHan npegcrtaBnseT coboin TeTtpamep atmx /I
cybbveanHuy  (puc. 1-77 A). BonbTamne
XapakKTepPUCTUKM MNpu  pasinyHbIX Benu
|[K+]0, xapakTepHble [/ 3TOro TUna KaHak
npefacrasneHbl Ha puc. 1-77 6. Tam e N kaHo
3HauyeHne EK gna kKaxpoih BenanmuyuHbl [KHn H
pucyHke 1-77 B nsobpaxeHa 3aBUCUMOCTb OTKDbH
TUA KaHanoB OT MNOTeHuwuana, a Ha puc. 1 T
npefcras/fieHa BOJibTaMMepHasa XapakK 'pUCTUK
3TOr0 TMMa KaHanos.

Puc. 1-77. K+~KaHanbl aHOManbHOr0 BbINPAM/IEHUA C TOKOM BXogAwiero HanpasneHus (inward reel /B

K+channels — Kir)
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Ewe oauMH Tmn K+-KaHanoB — TakK Ha3blBaemble
Ca2+-aktmsupyemble K+-kaHanbl. [pyMepoM Takoro
KaHana MOXeT CNy>XuTb, Hanpumep, KCall kaHan (Slo
unwn Slol). Slo nmeeT 7S 1 KogMpyeT BbICOKONPOBOASA-
Wwmnii kaHan, Slo (OS—6S). Batom kaHane P-o6nacTb
Haxogutcsa Mmexay SVI u SVII; hyHKLUOHUPYOWNi
KaHan npeacrtaBnseT coboi TeTpamep, HO, B OTAMYUE
OT Apyrux KaHanos, Slo umeet N-TepMuHanb, pacno-
NOXKEHHYH BO BHEKNETOYHOW cpege (puc. 1-78 A).

Ca2+-akTuBmpyemble K+-KaHanbl onucaHbl focTa-
TOYHO [aBHO ¥ BK/tOYaloT ABa noagtuna. OfgHa n3 3Tux
rpynn BkAwo4aeT Tpu K~-KaHana ¢ HU3KOW MPOBO-
anmocTbio (KCa2.1, 172.2, n KCa2.3) n kaHan KCa3.1
C NPOMEXYTOYHON MNPOBOAMMOCTbLIO. ITU KaHanbl
HenoTeHuuanynpasnsgemMble U aKTUBUPYKOTCA HWU3-
KUMW KOHUeHTpaunamu BHYTpuUKneTtoyHoro Caz+
(<1,0jjM), B otninume ot KCall (KCNMA1, Slol),
KOTOpbIi aKTUBUPYETCA W MOTeHuManom, W BHYT-
pukneToyHbiM Ca2+ 3Tu Tpu K”-kaHana c HU3KOWM
NPOBOAMMOCTLIO UYYBCTBUTENIbHbI K BNIOKMPYIOLLEMY
pelictButo anammHa (100 nM—I0HM), 4TO OoTAMyYaeT
nx ot BcCex Aapyrux K~7-kaHanos. W K”-kaHanbl ¢
HU3KOW NPOBOAMMOCTbLIO, W KaHalbl C MPOMEXY-
TOYHON NPOBOAMMOCTbLIO MIpalT BaXHY po/b BO
MHOrMX npoueccax, BKA4Yarowmx Ca2+-3aBUCUMBbIN
CUTHaNNNHT B 31€KTPOBO36YANMbBIX U 3/1€eKTPOHEBO3-
O6yammbIX KneTkax. OHU He CBA3bIBAOT CBO6GOAHLIE
noHbl Ca2+ HenocpeicTBeHHO, a CKopee, 0OHapyXu-
BaloT Ca2+ yepes KabMOAY/NUH, KOTOPbIA MOCTOAHHO
cBfA3aH ¢ C-TepMUHaNbHbIM pernoHomMm. CBA3biBaHUE
Kanbuma ¢ TaKMM KanbMOAYNMHOM MPUBOLUT K KOH-
(hOopMaLMOHHBIM W3MEHEHUSAM, OTBETCTBEHHbIM 3a
BOPOTHbI MeXaHU3M KaHana.

BTtopasa rpynna K*-kaHanos Bkato4vaeT KCall (Slo
unnn Slol), 174.1 (Slack nan Slo2.2), ~4 .2 (Slick
unun Slo2.1) n Keg3.l (Slo3). KaHanbl KCal.l nsyuyanu

B K/IeTKax Mmo3ra, yAUTKW U MblliLax, U M3BECTXK
4YTO BapuaHTbl aNbTepHATUBHOrO cnaancuHra
MPHK OTBETCTBEHHbI 3a WX 3Ha4yuUTe/bHble §yHk-
UMoHanbHble pasnmuua. Botnuume ot KCa2 n K
KaHanoB, cBA3biBaHWe MOHOB Ca2+ KaHa/lioMm

He 3aBUCUT OT ero accoumauum c Kanbmopyn

HO nofarawT, YTO OnpefenseTcs, Mo KpahHeh NMepi
Tpems CBA3bIBAOWWMMN [BYXBaNeHTHble Ka OH
yyacTKamMmu B LMTOMNNa3MaTuyeckol Kapbokcu. H
06nacTn Kaxpaoin cybbegnHuUbl KaHana. [Ba Hea
BUCUMMbIX BbICOKO YYyBCTBUTENbHbIX Ca24 CcBA bB
IOLWNX yYyacTKa, Ha3BaHHbIX «calcium bowl», cd
pOBaHbl OTPULATENBHO 3apAXEHHbIMU Cerme

B AMCTaNbHON Kapb6OKCMIbHON TepM nHan v benka
BHyTpn nepsoii RCK o6nactu (RCK: Regulaorc
Conductance for K4), kogupytouieii NpoKcu ab
Hyto C-TepmuHanb 6enka. TpeTuil HU3Koad Hbl
CBA3bIBAIOWMNIA ABYXBaNeHTHble KaTWOHbI yd4 TO
TakXe HalifieH B nepsoii RCK o6nactu.

XoTa Tpu Apyrux uneHa atoil rpynnsl, KGR
4.2, n 5.2, 6bIn1n BKAKOYeHbl B KA-cneyngpun wo
TaK KakK BCE OHW ABNSKOTCS 4yneHamu 3TOW ipvk
TYPHO CBfA3aHHOM Trpynnbl FeHOB, HO B OT wuui
oT KCall aKTUBUPYIOLWMNXCA BHYTPUKIETOUHULL
Ca2+, HM OAVH W3 BbILWEYNOMAHYTbIX KaHanos, M
BUAMMOMY, He MOXET 6blTb MM aKTWBUPOBAH,
TPU HEYYBCTBUTE/IbHbIE K BHYTPUK/IETOYHOMY
KaHana akTuBMpyrTCS MHade. KM, 4.2 n 1741 Km
BMPYIOTCA BHYTPUKNETOYHbIMKU MoHamu Na+u |
a Kc 51 — BHYTPWKNETOYHLIM 3aullenavymsaHue
(coBurom pH B WeN0YHYIO CTOPOHY).

Ha pucyHke 1-78 b noka3aHbl TOKW Yepe3 LW HM
Hble CazZ+-akTuBupyemble K+-KaHasnbl, BepoaTHocTb
OTKPbLITUA KaHanoB 3HAYUTENbHO MOBbILIAETCA
yBenuMyeHnem KoHueHTpauun Caz+ Ha puc. I—-B
nokKasaHa 3aBUCMMOCTb BEPOATHOCTU OTKP
KaHana oT noTeHLMana Ha poHe pasIMYHON KOb ieH
Tpauum Ca2+.
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KaHan yteukn — KZP

KaHanbl yTeuyku mnpeacTtaBnsAlT €060l 0cobyto
rpynny MOHHbIX KaHanoB. 3TO OA4HWU U3 HEMHOrUX
KaHanoB, 0 KOTOpbiIX 0Kono 50 neT, T.e. CO Bpeme-
HW BO3HWUKHOBEHMWA MNpeAcTaBfeHUd 0 HUX, OblI0
Mano 4YTo K3BeCTHO. OHM MMelT noTeHuManHesa-
BUCMMYIO OCHOBY W Ka/lMeBO-HaTPUEBYK MPOBOAM-
MmocTb. B pa6otax B. Xunne (B. Hille) oTmeyeHo, 4To
yxe A. XOOKKUH 1 A. XaKcin Ha oHe noTeHumana
NMOKOS [AEeMOHCTPUpOBanM Heb60MbWONA KOMMOHEHT
TOKa, NpUNUCbIBaeMbIi UMW TaK Ha3blBAEMOMY TOKY
yTeukn I{(leak current). 3TOT TOK 6blN HEGONBLLWINUM ©
UMeNn MOTeHUMaNHe3aBUCUMbIA MeXaHU3M WOHHOW
nposognumocTu. A. XO4XKKUH K A. XaKcnm He ycTta-
HOBW/IN MOHHYI OCHOBY TOKa yTeYKW. Bblno TOMNbKO
NMoKa3aHo, 4YTO Ha (hOHe NoTeHLMana NOKOS MemO-
paHa K/feTKW OTHOCWUTE/NIbHO NMpOoHULaemMa gns MOHOB
Kanus, BbIXOASALWMUX W3 KMEeTKW, U KpallHe nioxo
(8 100 pa3 MeHbLle) NpoHULaema ANs MOHOB HaTpuA,
BXOLAWMX B KNMETKY. OTY NMPOHULAEMOCTb Tpaguumn-
OHHO CYMTanuM MOTEHUMANHe3aBUCMMOW U HeuvyBC-
TBUTENbHON K TEA yTeuykoil. TOK yTeUKUN, aKTUBHbII
B NOKOe, CTabunmanmpyeT MeMOpaHHbIA NoTeHUMan
HUXe nopora reHepayuu nNOTeHUManoB [AelcTBUSA
N yckopseT penondpusaynio. Euwe A. XOLXKKUH 1
A. Xakcnu Has3Banu 3Ty CTPYKTYpYy KaHaioM yTeu-
Kn. C TakKMMMK KaHanamu CBA3bIBAOT (POpMUpOBa-
HWe noTeHumnana nokos. benkosasa CTpyKTypa, uvepes
KOTOPYIO OCYLLEeCTBNAETCA TOK YTEUKMW, onpepesneHa
NULWb HECKOJIbKO NieT Hasag. NpeHTudukauma kaHa-
0B, Yepe3 KOTOpble OCYLECTBMAETCA TOK YTEUKW,
BblfiBUNa, 4To 3T0 K+-KaHanbl ¢ ABYyMS nopodop-
MUPYIOLWMMU MeTAIMU B KaXAoWh cybbeguHuue u

YyeTbIpbMS TPAHCMEMOPAaHHbIMU CErMeHTaMM, Kak 3
noKasaHo Ha puc. 1-79 A. [1Be Takux Cyb6beAnHWLbI
(hOpMUPYIOT KaHan, Ha3BaHHbI K2p. 310 ~-cenek-
TUBHbIN KaHan c onpejeneHHbIMK NapameTpamm npo-
BOAUMOCTW, T.e. C MOTeHUMaN HeE3aBUCUMbIM BOPOT-
HbIM MexXaHW3MOoM, W npeackasaHHbIM 50neT Hasag
BbinpAMAeHueM. Mpu PU3N0NOTNYECKUX YCIOBUAX
(BblCOKas KOHLEHTpauma MOHOB K+ BHYTPU U HM3Kas
cHapyxu) K2P npoBoauT 60nee 3HaUMTENbHbIA TK
N3 KNeTKKN, YeM BHYTPb KNeTkn. HabnwogaeTcs norok
MOHOB, HanpaBNeHHbI B 6O/MbLUEHA CTEMEHN HApyKy,
YyeM BHYTPb KNeTKW. Kak 0Xunganocb, AN perynisaro-
poB BO36yAMMOCTU K2P-KaHanbl HaX04ATCA NOL CWib-
HbIM KOHTPOJIEM MHOXEeCTBa XMMUYECKUX W (m3u-
YeCKUX CTUMYNOB, BK/OYas Hamnps>XeHune K1Cciopoga
B cpede pH, nunuibl, MeXaHW4YecKue pacTaXeHus,
HeMpOTpPaHCMUTTEePbl U peLenTopbl, CBA3aHHbIE C
G-6enkoM. KaHanbl TakxXe CAy»XaT MOMeKyNsapHbI-
MW MULIEHAMW AN HEKOTOPbLIX JIETYUYUX W MECTHbIX
aHecTteTukoB. Perynaums K2P-kaHanoB cBA3aHa C
M3MEHEHUSIMU B UX CBOWCTBaX, HampuMep BeposiT-
HOCTW OTKPbITUA KaHasoB. TeM He MeHee HeKoTopble
perynaTopHble U3MEHeHus, HanpuMmep ochopunu-
poBaHune K2p, ob6ecneymBaloT NosiBAeHWE BbINPAMAS-
IOLLMX CBOMCTB C YYBCTBUTE/IbHOCTbIO K MOTEHLMANy.

Ha pucyHke 1-79 b npefcTtaBneHa Knaccuguka-
unsa K~ p-kaHanos, npuyem 4acTb U3 HUX, OTMEYEH-
Has Ha PUCYHKe, NMPOABMSAET MeXaHOCEHCUTUBHOCTD.
HakoHel, Ha puc. 1-79 B noka3aHbl TUMWUYHbIE BOMb-
TaMnepHble XapakKTepUCTUKKN, UMEKLW e BbINpame-
Huve. Ha HeM npepcTaB/ieHO U3MeHEHWe BOMbTaMnep-
HbIX XapaKTepucTUK B 3aBUCUMOCTM OT BE/IMYMHBI
pH ana kaHana TASK-1, npuHagfiexxaliero cevee
K2P-kaHasnos.

Puc. 1-79. K -kaHanbl ¢ gByms netnamun B gomeHe (two-P K+channels — Krp)
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MoTeHUWanbl 4ENCTBUSA U TOKM,
nx doopmupyrome

Puc. 1-80. CBA3b 0AUHOYHOr0 NOTeHLMana AeiCTBUSA C OCHOBHLIMU MOHHbIMW TOKammn Y pasHblX K/1eTOK.

A — CBSi3b OAMHOYHOr0 NoTeHuMana aencTema (Al) HEpPBHOW KNETKW C MOHHbIMK Tokamu (A2). Al — noTeHuman
penctemsa MpAMbIMU TMHUAMUN MOMEYeHbl PABHOBECHbLI HATPUEBLIN W KanneBblil MOTeHUManbl. A2 — ABe KOMMo-
HEHTbI MOHHbIX TOKOB MOKa3aHHble Yepe3 MPOBOAMMOCTb: BXOAALLMIA Ma+TOK OCyLLecTBASeMbI yepes noTeHuman
ynpaensemble Na*-kaHanbl, 1 BbIXOAAWMNI K+TOK, OCYLLECTBASEMbIA Yepe3 NOoTeHUnanynpaenseMble K+kaHanbl
Ha ypoBHe KpuTMYecKoro nmoTeHumnana HabnohaeTcs akTUBaLMA BXOAALEro bla+Toka KOTOpPbIA MHaKTUBMPYET-
€A, Korga mMem6paHHbIii noTeHunan AOCTUIHET MOMOXUTENbHbIX 3HaYeHU VIHakTuBauua BXoAswero be+toka
MPOMCXOANT OfHOBPEMEHHO C aKTuBauuen Bbixogawero K -Toka. Mocne gocTvkeHns MembpaHHOro noTeHLmana
YPOBHS NMOTeHLMana nokos BbIXoAawm K+Tok MHakTuBMpyeTcs. b — cBA3b MOTeHUWana 4eiicTBMS 1 camonpoms-
BOJIbHOTO CMeLleHUss MeMOpaHHOro noTeHunana [0 YPOBHA KPUTUYECKOro MOTEHUMana ¢ eKOTOPbIMU MOHHLIMM
TOKamMu y HepBHOW KNeTKW C CAMOMPOM3BO/IbHON PUTMUYECKOW aKTUBHOCTbIO. Bl — NoTeHUMan AeicTBUA KIeTKA
C perynsipHoii puTMUYECKON aKTUBHOCTbIO. B2 — KOMMOHEHTbI MOHHbIX TOKOB, (hOPMMPYIOLLMX 3TOT MOTeHUMan
peicTema. MokasaHbl BXogawuii blarTok (INB), cospatowwmii a3y genonspusalnmm noTeHumnana AencTBms, BbIXOLA-
wmin K+T1ok (1K), hopmupytoLmin asy penonspusaymm noTeHunana 4eicTensa N 6bICTPbI BPEMEHHbI BbIXOLALLV
K+ToK (It0). MoTeHumnan membpaHbl Takoin KNeTKn onpeAensieTcs aKTUBHOCTbIO 6 TOKOB, KOTOpPbIe Gblan O6Hapy-
XKEHbI Y KNIETOK C PUTMWUYECKO aKTUBHOCTbIO. BO-MepBbIX, 3T0, pasymeeTcs, TOK, FeHepUpPYyeMblii 3M1eKTPOreHHbIM
Na+ K+Hacocom MeM6paHbl, 1 BbIXOAAWMNA K+TOK yTeuku, co3faloLime MeM6paHHbI MoTeHuMan nokos. Kpowve
TOro, 370 BX0AAWMA Na+TOK (Mnu B OTAENMbHLIX CNyYasx BXOAAWmMin — Ca2+Tok), popMupytoLmii dasy genonspu-
3auun noTeHuwmana AeNCTBUA, N TakK Ha3biBaeMblli BbIxogawuii K+T1ok (1k), hopmupytowuii dasy penonspusaumu
noTeHunana fencTensa. HakoHel, 3TO ABa TMNAa MOHHbLIX TOKOB, CMELLAIOLMX MEMBPaHHbIA NOTEHLMan [0 YPOBHS
KPUTWYECKOrO MOTeHUMana B MEpUOA Mexay noTeHuuanamm aeiictBus. MepBblii TUN — 3TO CWU/bHbLINA BXOAS-
wuii Na+TOK, TeKyLMM No APYrMM KaHanam, HeXenu BbileonucaHHble U opMupytowne ¢asy Aenonspusamu
noTeHunana fencTens. VIMEHHO 3TOT MOHHbLIN TOK CMeLLaeT MemM6paHHbIii MOTeHLMan B CTOPOHY Aenonsapusaumumn
K KpUTUYecKoMy mnoTeHuuany. KApyromy TWny OTHOCUTCA ObICTPbIA TPaH3UTOPHbIA Bbixogawmii K+Ttok (fast
transient Recurrent — 1A unwu transient outward current — 110), MHaKTMBaL WA KOTOPOro ycTpaHaeTcs Cneaosoii
runepnonspusaLmein u KOTopblid akTUBMpYeTe” B NPOMEXYTKe MeXAy AByMSA noTeHLManamu AelicTBUA B NOAnopo-
roBoii o6nactm membpaHHOro noteHunana Kpome 3TWUX LLECTU OMUCAHHBIX MWOHHbIX TOKOB CYLLECTBYIOT eLle Jpa:
MefneHHbIn Na+TOK 1 MeaeHHbIl K+-TOK. 3T MeAIeHHbl TOKW NPMBOAAT K CAMONOALEPXKUBAKOLWMNMCS OCLUNS-
LMAM MeMOpaHHOro NOTEHLMana NexaliMm B OCHOBI Nepumoauyecknx navyeyHbiX pas3pagoB HelipoHoB. B — ceasb
noTeHUMana AelicTBUA KNeTKM paboyero MMokapa ¢ MOHHbIMM TOKaMu. Bl — thopma noTeHuUmana geiictaus pabo-
yero KapgmomuoumTa. B2 — n3meHeHne *o BpeMeHW NPOBOAUMOCTM NS AeNO0NAPUIYIOLWNX (BEPXHAS NaHesNb) Wy
penonspu3yroWwmnx (HWKHASA NaHenb) WOHHbLIX TOKOB BO Bpemsa NOTeHLWanoB feiicTBus. HapacTaHue noTeHuuana
[eNCTBMA BO3HMKaeT, KOrAa CTUMY/ Bbille NOPOroBoro 6bICTPO AenonspusyeT MembpaHy, akTUBMPYS ObiCTpble
Na+KaHanbl, N03TOMY (hasa ObICTPOI Aenonapu3almm ceazaHa ¢ XofoM Na B KapAMOMMOLMT 3a CUET Pe3KOro yse
nnyeHuns gNa. Bxoasawnii Na+TOK ocyLlecTBAsieMblid Yepe3 NOTeHUnanynpaensemble bla+kaHanbl, He TOMbKO O4eHb
ObICTPO aKTUBUPYETCA, HO U TakXe BbICTPO MHaKTuBUpyeTcs. NHakTMBaums Ma+kaHanoB noTeHuman3aBucumas
N NPOUCXOANT NpU LOCTVXKEHUN (ha3bl AenoNspusaLmn, AoCTUraeT 3HayeHnin +25-30 MB. Takas KMHETUKA BXOAs-
wero bb+Toka onpegenseT NpakTUYeCKN BepTUKanbHyto dopmy dasbl genonsapusaunmn noTeHunana LencTsus
dasa paHHeNn UM YacTUMYHOW penonspm3alumn NPONCXOANT 3a cueT Bbixoda K+uepes MOHHble KaHanbl MemMbpaHbl
NpoBOAALLMe TPAH3UTOPHbIN BbixoAsdwwmi Tok (1t0). B pe3ynbTaTte Takoro TPaH3MTOPHOMO BbIXO4a MOMOXKWUTENLHC
3apAXeHHbIX MOHOB K/IeTKa Ha KOPOTKOE BPeMs YacTUUYHO penonapusyeTca. 3Ta YacTUyHas penonapusanmns akmm
BUpYeT BXoAAwmnii Ca2+Tok, My NnoTeHLMana AeiicTemsa HaumHaeTca asa nnato. I — cBA3b NOTeHUWana Aeficteme
V LLIOBOWA KNeT cepALa C MOHHbIMW TOKaMW. B 0CHOBe CMOHTaHHbIX M3MeHeHWA MeMbpaHHOro noTeHumana (U
<MHOaTpManbHOM Yy3/e nexar Tpu Toka (I2): HeceneKTMBHbIN BXoAAw M Tok (If), KOTOpbIA NepeHOCUTCA KaTUoH
MU 1 He 6nokupyeTca TTX MefneHHbI Bxoaawmin Ca* -Tok (1G) u Bbixogawmin K -tok (1 )
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MexaHOCeHCUTUBHbIE MOoTeHUManbl

Ha pucyHke 1-81 A nokas3aHa HenpepbiBHas peruc-
Tpauus OMO3NEeKTPUYECKOA aKTUBHOCTU W30MPO-
BaHHOr0 KapAnOMMOLUTA IEBOTO XenyAoUyKa MbILKN B
YCNOBUAX €ro pacTsXXeHUa Ha 6 1 8 U T, nony4veHHas
meTogom patch-damp B KoH@urypauum whole-cell.
lMokKa3aHO M3MeHeHMe MoTeHLMana MOKOS M NOTEH-
Lumana LeiCcTBUSA KNETKU Npu ee AUCKPETHOM pacTs-
XeHun. Kpome TOro, BO3HMKaKOT 3KCTpa-noTeHyuma-
Nbl AeACTBUSA.

B HopmanbHOM pacTeBope Twupofe € MCMNONb30Ba-
Huem patch-clamp B KoH(urypauuun whole-cell nsonu-
poBaHHble KapAWOMUOLUTBLI 340POBOr0 >Xenyouka
MOPCKO CBMHKW OTBEYAKT Ha PacTsXKEHWE U3MEeHe-
HMeM BeNIMUYMHbI NOTeHLMana NoKos U ANNTENbBHOCTH
noTteHumana feiicteua. MokasaHo, UYTO pacTsKeHue
Ha 2 1 4 pm He MeHfeT BENUYMHY NOTEHLMaNa NoKos
n opmy noTeHuuana AeNCTBMA KapAUOMUOLMUTOB.
PacTaxeHne Ha 6 UW fgenonapusyeT MokosAllykcs
mem6paHy B cpegHem Ha 3 mB (puc. 1-81 Bl), a pac-
TSXKeHne Ha 8 U T fenondApusyeT B CpefiHEM Ha 6 mV
(puc. 1-81 B2). PacTaxkeHune Ha 8 UM YANUHAOT Cpej-
Hue 3HavyeHusa APD90 (Action potential duration —
ONNTENbHOCTb aMNANTYAbl NOTeHUMana AelicTBma Ha
ypoBHe 90% chasbl penonspusaumn) ot 360 go 502 mc.
Kpome Toro, pactsaxeHue Ha 8uT v pganee Ha 10uT
3anycKaeT 3KCTpanoTeHUWanbl LeACTBUA, HaYMHALO-
Wwmecsa oT AMACTONNYECKON Aenonsapusanum.

Oanee npepctaBneHa (puc. 1-81 B) guHamuka
pa3BUTUA OfHOF0 3KCTpamoTeHuMana fLeACTBMA B
npaBoM MpeAcepAun KpbICbl, MepeHecllein NHpapKT
MuoKapfa, npu yBeNWYEHUU CTeNeHW pacTsxeHus

(1-5) npenapata. BTopoii noTeHLMan BO3HMKAETNpU
poctmxeHnmn SID (stretch-induced depolarization -
MeXaHOMHAYUMPOBaHHAA Aenonapmu3aunmnsa) Kot
4yeckoro ypoBHs genonspusauun (Ec= —66,6 MB).

MexaHOUHAYLUMPOBAHHbIE  3KCTPACUCTONbl MU
hnbpunnauna csBasaHbl ¢ pa3Butuem SI1D, koro-
pas nosasnfetca Ha ypoBHe APD90. lMoka3aHo, 4o
pacTaXeHWe TKaHW nNPAMO BbI3bIBAET apUTMMIO.
SID, BO3HMKawwas Ha yposHe APD90, cootseTtc-
TBYeT NO3fAHelN (hase penonapmsaymu™* Korga uHa-
KTuBauma noTeHuunanynpasngeMmblx Ne +-kaHanos
yxe ucyesna. OTHOCUTENbHO 60MblUNE pa3INUKA
MeXAy MeM6paHHbIM MOTEHLMAanoM, npuHaznexa-
wum APD90, n paBHOBECHbIM MOTEHLWANOM A
MEXaHOCEHCUTUBHbLIX TOKOB, MOTYT CMoco6CcTBOBaTb
reHepaumm pasBuTUa 3PHOEKTUBHON  OBMKYLLEN
cunbl Ana TOKOB, BXxogsawumx vepes MCK u coor-
BETCTBEHHO cnoco6cTBoBaTh passututo SID. SD
Ha ypoBHe APD90 moXxeT genonspusosBaTb Memb-
paHy [0 nopora BC/Ie4CTBME aKTMBALWUMW ObICTPbIX
N a+-TOKOB U NPUBOAUTbL K reHepauuu LONONHUTESb-
HbIX MOTEHLManoB fAeicTBusa. CHATUE pacTsHKEHUs
TKaHW NOJIHOCTbIO YCTPAHASO 3TU MEXaHOUHAYLMPO
BaHHble M3MEHEeHMa noTeHLMana aencTeus.

Ha pucyHke 1-81 [1 Tak)Xe npejcTaBneHa AuHamMyK
pa3BMTMA OLHOr0 3KCTpanoTeHLMana geicTBus Kap-
gvomMuoumnTa NpaBoro npefcepans KpbiChl, iepeHec
Wei MH(papKT MUOKapha, Npu yBENWYEHWUW CTeNeH
pacTsxeHua (1-5) npenapata. BTopoi noTcHupa
BO3HMKAeT Mocne OKOHYaHuA nepuoga abcomoTHOM
petpakTepHOCTU KAETKWM MpU AOCTMXKEHWU B TOT
nepuof SID KpUTMYeCKOro ypoBHA [fenonapusaumnu
(Ec= —67,7 MB).

Puc. 1-81. MHAYLMPOBaHHble MEXaHUUYECKUM PacTshXKeHUeM KNeTKM NOTeHLManbl KapanoMnoLnToB.

A — BNUAHME PACTAXKEHUA M30/IMPOBAHHOIO KapAWOMUOLMTA /1EBOM0 XKeNy404Ka MbIlK Ha NOTeHLMan rnokos n
noTeHUMWan LeiicTBMS B YCNOBUAX ero pacTsXeHus. 3anucb mosydyeHa MeTofoM patch-clamp B KoHdmrypauum
whole-cell. CumBon «T» MapKUpyeT MOMEHTbl YBENMYEHUS pacTaXKeHMs KneTkum (Ha 6 pm u 8 pm), a cvmveon
«|» — MOMEeHTbI BO3BpaLLEHNSA K UCXOLHOMY pacTsKeHuto. AP — noTeHuman geiictema ET — moTeHLMan rnokos.
B — MexaHOMHAYUMPOBaHHAA fenonapusaLms MemopaHbl N30IMPOBAHHOIO KapAuOMUOUUTA YANUHEHWE MOTeH-
Lmnana AeicTBNA U BO3HWKHOBEHWE 3KCTPanoOTEHLMAN0B AeiicTBUSA, 3aperncTpupoBaHHble MeTogom atch-clamp
B KOH(mrypauun whole-cell. B — kapAnoMUOLWT NPaBOro Xenyaouka MOPCKOW CBUHKW, PacTAHYThIA Ha 6pm
lMoka3aHO M3MeHeHMe BeIMUYNHBI NOoTeHLMana nokos u dopmbl AP (KpacHas Kpusas). B — kapgumomuouuT  pasoro
Xenyaouka MOPCKOW CBWMHKW, pacTaHYTbIA Ha 8 pm. MpoAeMOHCTPMPOBAHO M3MEHEHWe BeNWYMHbI NOTeHUMana
nokos, thopmbl AP 1 BO3HUKHOBEHWe 3KCTpa-AP (kpacHas Kpueas). — anHamuka npeobpa3oBaHnNs  exaHOWHAY-
LiMpoBaHHOW fenonapu3auun Ha yposHe APDI0 B noTeHuman gelicteua (AP) npu pasnnyHbix cteneHax (1-5) pac-
TAXEHWsA npenapata. EC— KpuTuYecKkuii ypoBeHb genonspusauun. [l — AnHamMuKa NOABAEHUSA MeXaHOMHAYLM-
pOBaHHOW genonspusaymm Ha yposHe APD90 (Action potential duration — gnuTenbHOCTb NOTEHLManNa AgicTBus
Ha ypoBHe 90% (hasbl penonspusalmm) n ero ponb B HOPMUPOBaHNM NoTeHumana aeiicteus (AP) Npu pasnnuHbIX
cTeneHsx (1-4) pacTsaxeHnsa npenapata. EC— KpMTUYeCKniA ypoBeHb Aenonsapumsaynm
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MexaHOCEHCUTUBHbIE TOKU

HapucyHke 1-82 AnokasaHbl OpUrMHaNbHbIe KPU-
Bble, MONYYEeHHble MeTOAOM patch-clamp B KOHpUTY-
paunn whole-cell Ha kKapgnomunoumnTe Xenygovka ao
ero pacTsaxeHus (punonetoBas KpuBasd) u Mocne ero
pacTsXeHuns (KpacHas Kpusas). W3 pucyHka cne-
[LyeT, UYTO pacTsXeHWe KapauomumoumTa NpuBOAUT
K CMeLWeHN0 B HeraTUBHYt 061acTb TOKa, BO3HU-
Kalouero npu nogfepxumBaemMoMm noTeHuuane. 3To
CBUAETeNbCTBYET O HAIMUMMN BXOAALLETO TOKA Yepes
MCK.

Puc. 1-82. MexaHOCEHCUTUBHbIE TOKWN N KaHasbl.

Danee (puc. 1-82 b) npeacTaBneH TUMWUYHbIA My
Mep M3MEHEHWs BOMbT-aMMepPHOl KPWUBOI Kapay
oMMoLMTa YenoBeka A0 pacTsaxeHus (puoneTossbl
TPeyronbHUKN, 06befUHEHHbIE KPUBOI) M Npu
pacTsXeHun (KpacHble TPeyroabHWKW, 06bLEAUHEH
Hble KpuBOW). CmeleHe KpUBOK B o61acTy oTpuua
TeflbHbIX MOTEHLMAN0B CBUAETENLCTBYET O HanMuu
BXOJALLEro MOHHOro Toka yepe3 MCK.

Ha pwuc. 1-82 B nokasaHbl SAC KneTOK cepaua
KOTOpble aKTUBUPYIOT €ro MpuioXKeHneM Aas/eHL
B pa/c/l-nuneTky, HaxogAawylca B KOH(pUrypaumi
cell-attached.

A— opurnHanbHble KpuBble, Nony4YeHHble MeTogom patch-clamp B KoHgurypauum whole-cell Ha kapgvomm
LMTe NeBOro Xenyaoyka MOPCKOA CBUHKM Ao ((hnoneToBas KpuBas) M NOC/E €ro pacTsXeHus (KpacHas Kpvsas)
CwmeLLieHMe TOKa Mpy Noaaep>XXMBaeMoM NoTeHuKnane nokasaHo CTPenkoi. Ha pucyHke nokasaH L-tun Ca2~Toka
no3gHuii Tok (1D, npuyem KOMMOHEHT K+ToKa B No3gHeM Toke nogasneH noHamu Cs. Na+TOK NoAaB/fieH NoaAemxu
BaeMbIM Ha ypoBHe -45 MB noTeHunanoMm. MembpaHHbIi MOTeHLMAN CMeLanca oT NOAAeP>XKMBAEMOro NoTeHLWan
(-45 mB) go 0 MB. b — aKTuBaLWsa HECeNeKTUBHOIO KaTMOHHOr0 TOKa Mpu pacTsHXKeHUW Ha 4 pM KapavioMuoLy
NIEBOT0 XenyfoyKa YesoBeka B yCNOBMAX NMOJABNEHHOr0 noHamm Cs KaiveBoro Toka. |-V KpvBble NO34HUX TOK
N3MepeHHbIX B KOHLe 140 mc umnynbca (ILoTMeuveHbl TpeyronbHukamu), u |-V Kpuble, XxapakTepusytouine pad
L-tuna Ca2+kaHanoB (IGLoTMeYeHbl Kpy>Xoykamu). I-V KpuBble MeMOPaHHbIX TOKOB [0 PacTsKeHM tmo
TOBble KPMBbIE, @ HA ()OHE PacTSXKEHUA KNeTKU Ha 4 pM — KpacHble KpuBble. B— KTUBMpYEMble pacTsKeHue
stretch-activated channels (SAC) knetok cepgua. SAC akTUBMPOBACS BO BPEMSA NPUMOXEHUSA HEraTUBHOIO [0
neHus B patch-nuneTky
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MuenmHnsnpoBaHHOE BOJTIOKHO

Ana nNoHWMaHua MexaHW3MOB MpPOBefeHWUs Mo
HEPBHLIM BOJIOKHaM BO36YXAeHWs HeobXxoAumo
YUUTbIBaTb KaK 3/IeKTpuUYeckune, Tak n Mopdono-
rmyeckme 0COOGEHHOCTM aKCOHOB HEPBHbLIX KETOK.
HecmoTpsi Ha Bce pa3Hoo6pasnve HEpPBHbIX BOJO-
KOH, UX MOXHO pa3fennTb Ha [Ba Knacca: Hemue-
NVUHU3NPOBAHHbIE W MUWEMHU3NPOBAHHbIE BOJIOK-
Ha. MembpaHa HEMMWENMHU3UPOBAHHOINO0 HEPBHOIO
BO/IOKHA HanNpsMyk KOHTaKTUPYeT C BHeLWHel
cpenoit, Takum o6pa3om, 06GMeH WOHaAMU Mexay
BHYTPU- W BHEKNETOYHONM cpefamn (MOHHble TOKWU
yepes naasMaTuUyeckyr MembpaHy) MOXeT mpowuc-
XOAUTb H NO60N TOUKE HEMUENUHWU3UPOBAHHOTO
HEPBHOTrO BOJMIOKHA. Bcnyyae )xe MUENMHU3NPOBAH-
HbIX HEPBHbIX BOJIOKOH 60/blas 4acTb MeMb6paHbl
aKCOHa NOKpbITa XMPOBOW 060M104YKON KakK M30N4-
TOPOM, W IMWb CPaBHUTENbHO HebO/bLUNE YYaCTKN
mMem6paHbl, Ha3BaHHble nepexsaramMn PaHBbe, CBO-
604HbI OT MUeNMHa. MUeNUHN3NPoOBaHHOE HepBHOE
BO/IOKHO KOHTaKTUPYET C BHELWHel cpefoli TONbKO B
o6nacTn nepexsatoB PaHBbe.

MuenuHn3aLmns HePBHOrO BOJIOKHA MUrpaeT OrpoM-
HY0O po/sib B HEpPBHOW cucTeme, a HapylleHue Mue-
NWHOBOW 060M104YKM NPUBOAWUT K (paTanbHbIM naTo-
NIOTMYeCKUM MpoueccaM, MexaHU3M KOTOpbIX A0
HaCTOSILLEro BPEMEHW MOABEepraeTcs WHTEHCUBHOMY
N3y4YeHWto, NO3TOMY Mbl paCCMOTPUM NOAPOBGHO Mue-
NINHOBYO 060104KY 1 ee POpMUpPOBaHUe.

Ha pucyHke 183 A npegctaBneH ¢parmeHT
MUWEN MHW 3MPOBAHHOTO aKcoHa W BblAeNneH nepe-
xBaT PaHBbe. MuenuHosas o060104Ka cO3faeT-
CA B pe3ynbTaTe TOro, 4YTO WBAHHOBCKAaA KneTka
(WA nMHave MMENouuT) MHOTrOKpaTHO ob6epTbiBaeT

akcoH. lMpwn 3aTom o6pasykTcsa cnunaruinecs
M TeM camblM opMupyeTcs muenmHosas oOonod
[anee npefcTaBfeHbl CTPYKTYpPbl LB HHOBC
Knetku (puc. 1-83 b).

MwuenuH B nepudepuyeckoil HEpPBHOMN CUCT
KOHCTPYUpyeTCs APYTUMU YHUKANbHbIMU MpOTeL
MU MeMOpaHbl. MUeNNH, OKPY>XaroLWNii Kaxabli
NWHN3NPOBAHHbIN aKCOH, (HOPMUPYETCA W3 MHO
rnnanbHbiX KNetok. Kaxablii permoH muennHa
MUpPYeTCs OAUHOYHON FNnanbHOW KNeTKOlW 1 orene
0T CMefyloLWero pernoHa HeMUenMHU3NPOBAHHBI
y4acTKOM, Ha3BaHHbIM nepexBaToM PaHBbe. Tabk
B 3TOM Yy4acTKe aKCOHanbHasi MembGpaHa Hanpsmyi
KOHTaKTMpPYyeT C 3KCTpauenntoNspHON MUAKOCTbI
(puc. 1-83 B).

MuennHoBas 060n104Ka MOXeET 6blTb JOCTaHOuM
TONCTOM 1 cocToATL 13 50—I100 MembpaH, urparoLLm
po/fb 3M1EKTPUYECKOrO M30/1ATOpa aKCOHa, T.e. MEe
AOTBpalLaloLLero nNepeHoc MOHOB MeXAy LMUTo30/e
aKCOHa W 3KCTpauenofsapHOA XUAKOCTbH. Ka
CNeAcTBue 3neKTpuyeckas aKTUBHOCTb B aKooH
orpaHMyeHa TONIbKO 30HOW Mem6paHbl nepexsal
PaHBbe, MMEHHO TOF0 MecTa, Ffe MOHbI MOryT mi
XOAUTb Yyepe3 MembpaHy. IOTOT y4yacTOK MemopaHi
nMeeT 60NbLWIYIO NAOTHOCTb MNOTeHLManynpasns
embix Na”-kaHanos, okosio 10000 Ha ljjm2 akc
HanbHOW nnasMaTuyeckold membpaHbl, Torga K
Yy4YaCTKMW aKCOHaNnbHOW MemMbpaHbl MexXAy nepexsa
Tamn PaHBbe MMEKT 0YEeHb He3HauuTenbHoe KU
4eCcTBO MOHHbLIX KaHasoB.

CyMMapHbIA fuamMeTp akCcOHa, NOKPbITOro MAI
HOBOW 060/104KOI, 06LIYHO COCTaBAsSeT 0KOM0 20
[OnvnHa nepexsaTa PaHBbe fOCTUraeT 2 UM, a M
HW3WPOBAHHLIA NPOMEXYTOK MEXAY 4BYMS NEPEXs;
TaMu PaHBbe cocTaBnseT okoso 2000 pm.

Puc. 1-83. Cxema CTPOEHUSA MUENNHN3NPOBAHHOIO HEPBHOTO BONOKHA (A), WBAHHOBCKOW KneTkn (B) n cTpykTyp

nepexsata PaHBbe (B)
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LLiIBaHHOBCKaA KieTka

MuenuH npegctaBnseT coboli ynakoBKY /NCTKOB
cneyndpunyecknx nnasMaTuyeckmx membpaH, npogy-
LUMPYEMbIX FANanbHbIMKU KneTKaMu, KoTopble 06ep-
ThIBalOTCA BOKPYr ce6si U akcoHa (B OMpefeneHHOM
CMbIC/ie B BUAE apXMMeLOBOA cnupanu), 4To v Nnoka-
3aHO Ha puUCYHKe. B nepudepunyeckoin HepBHOI cuc-
TEeMe rNmanbHble KAeTKU Ha3blBalOTCHA LUBAHHOBCKU-
MU KeTKaMu.

Ha pucyHke 1-84 A nokasaHO, KakK B npouecce
pa3BUTUS HEPBHOWN CMCTeMbl 60/bLIAsA LIBAHHOBCKASA
KneTka obepTbiBaeT aKCOH HelpoHa. LdanbHenwnii
pocT MeMmb6paHbl LWIBAHHOBCKOW KNeTKW BMecTe C
ee BpalleHWeM BOKPYr akcoHa o6pasyeT cnowuc-
TY0 cnupanb C ABOWHON nnasMaTU4ecKoin memb-
paHOn BOKpYr akcoHa. Takum o6pa3om, MWEeNuH
npeactaBnsieT coboil cnoii OTHOCUTeNbHO 6ora-
ThIX ochonunugamu nnasmaTuyecknx membpaH
lUBaHHOBCKOM KneTku. fanee (puc. 1-84 B) noka-
3aHbl CXeMa aKCOHa, OKPYXEHHOro LWBaHHOBCKOW

KNeTKOW, n npotuab cnoeB mMembpaHbl, obpasylo
WKNA MUENNH.

YacTo HEeCKONbKO aKCOHOB OKPYXXEHbl [1anbio
KneTkoi (puc. 1-84 B). Kak y N0O3BOHOYHbIX, Taku
HEKOTOPbIX 6€CMO3BOHOUYHbBIX XXUBOTHbBIX TN anbHsk
KNeTKW COMPOBOXAAKT aKCOHbI N0 Bceli AN He H
cneyuMannsayns 3TUX TAMaNbHbIX KNETOK B oM
MUennHa npeobnafatolie BCTpeyaeTcs y N 380HO
YHbIX. [NManbHble KIETKU MO3BOHOYHbLIX, to3aHe
thopMupylowmne MUeINH, UMEKT Ha CBOEN nosepx
HOCTUM MWENUHACCOLWUNPOBAHHLIA TNKO po u
M Apyrue NPOTEWHbl, CBA3bIBAKOLIMECH C COC HA
MU aKCOHaMW U BbI3bIBAKLWUMU opMupoBaHa
MuennHa. MuennHosas mMembpaHa, Mogo6HO
membpaHam, COAepXuUT 6ucnoii dochonunuaos,
MUWENNH COLEPXNT TONbKO HECKO/IbKO TUMOB npote
MHOB. OCHOBHOI NPOTEMH MWENMHA U NpOTeoAMNM
06HapyXWUNM TOMbKO B MWENUHE B LEH ambHm
HEPBHOWN cucTeMe, U UX Hanuyme nossonset MMl
MaTMYeCKMM Memb6paHaM NAOTHO Y iKkosnBarbcs
BMecTe.

Puc. 1-84. PocT meMbpaHbl LUBAHHOBCKOWM K/IETKN 1 hopMmUpoBaHNE MUESTMHOBOW 060/104KN aKCOoHa.

A — pocT MembpaHbl LWBaHHOBCKOW KNeTKW BMeCTe C ee Bpall,eHWemM BOKPYr akcoHa HepBa b — npodunb coes
MembpaHbl 06pasyroLWnii MruenmH. B— popmumpoBaHne MmennHoBON 060104KKM akcoHa. MocpeACcTBOM BpalaTe/lb
HOro ABWXXKEHMWS BOKPYT 6/11M3nexallx akCOHOB M BOKPYr cebs MembpaHa OAHOr0 ONUTOfeHAPOLMTa OKDyHaeT
HECKO/IbKO aKCOHOB W, TakuM 06pa3oM, pOpMUpyeT UX MUENNHOBYIO 060/104Ky. ['— MONEKYNspHas CTpyKTypa
YyNakoBKW MuennHa. [l — Kaxzas Mofiekyna nporeonnnuga (276 iMMHOKUCIIOTHbLIX OCTATKOB) UMEET fiBe H
HbIX a-CNMpanu, Kaxzas n3 KoTopbIX COLEPXUT 0K00 30 aMUHOKMCNOTHBIX CTaTKOB. Yepes HMX ocyluec

NpoTeoNMNUA-NPOTEONNNNA B3aUMOAECTBUSA
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PacnpocTpaHeHMe no akCoHy naccuBHOIo

ANNEKTPOTOHNYHECKOIO noTeHuymnasia

MMaccuBHbLIN 3N1EKTPOTOHMYECKMIA NOTeHLMan pac-
NPOCTPaHAETCA MO HepPBHOMY BOJIOKHY Ha He60/b-
lne pacCTOAHMUSA, NPUUYEM ero amnanMTyfa, CKOpoCThb
HapacTaHus U NafleHna ¢ pacCTOAHWEM YMeHbLUAloT-
cs, T.e. pacnpocTpaHeHWe MPOUCXOAUT C 3aTyXaHu-
em. Ha pucyHke 1-85 A npejacrtaBfieHa cXema Hemue-
NVHW3NPOBaAHHOIO BOJIOKHA, KOTOpas Ans yno6cTea
06CYyXeHNA MexaHn3Ma pacnpocTpaHeHWa naccuBs-
HOro 3/1eKTPOTOHMYECKOr0 MOTeHLUMana pasburta Ha
(hparMeHTbl, KaX/blii M3 KOTOPbIX BK/AKYaeT OAWH
noTeHumnanynpasnsemblil No +-kaHan (MokasaH po30-
BbIM LBETOM), HaxoAAwWWAca B COCTOSAHUM MOKOSA,
OAWH NoTeHUManynpasnsemblii K+-kaHan (nokasaH
XENTbIM LBETOM), HaxoA4ALWMACA B COCTOSAHUMN UHAK-
TUBaUWW, U OANH KaHan yTeyku (nokasaH KOpUYHe-
BbIM LBETOM), Yepe3 KOTOpbIli 0CYLeCcTBAAETCA BbIXOA
NOHOB K* BO BHELLHIOIO cpeay.

ConpoTuBneHne akconnasmbl (rjn) v Hapy>XHOW
cpeabl (r(LD) o4eHb Mano, U UMU MOXHO BOMNPELENEHHOM
CMbic/ie npeHebpeyb. OBLIYHO paccMaTpUBalOT NULLb
OfMH 371eMEHT MeMOpaHbl, BKIOYAOLWNA ee eMKOCTb
(CID) n conpoTuBneHme (Rm), HO Hafo MOMHUTb, YTO
MeMbpaHa akCcoHa COCTOWUT M3 OFPOMHOI0 KO/MYecT-
Ba NOAO6HbIX 3/1EMEHTOB, CBA3AHHbIX MeXay Co60i u
o6pasyrolmx HenpepbiBHbI Kabenb (cM. puc. 1-85 b).
MO>XHO 3aMEeTUTb, YTO peanbHO KaXXAbINTaKol 3/1eMEHT
nmeeT, NOMUMO eMKOCTM MembpaHbl (CT), conpoTuB-
neHwe noTeHumanynpasnsemoro Na”-kaHana (RNB),
HaTpueByto 6aTapeto (VNa), CONpOTMBAEHNE NMOTEHLM-
anynpasnsemoro K+-kaHana (RK), kanueByto 6atapeto
(VK), conpoTuBneHne KaHana ytedykn — K2p-kaHana
(R,), 6atapeto kaHana yteuku (V,). O4HaKO B NOKOS-
LLeMCA aKCOHe 60NbWMNHCTBOM 3TUX 3/IEMEHTOB MOXHO
npeHebpeyb, OCTaBUB NULWbL eMKOCTb Memb6paHbl (CT)
N conpoTusfieHne Memb6paHbl (Rm), KoTOopble 6yayT
onpefenAaTbCA NPeXxe BCEro ConpoTUBAEHNEM OTKPbI-
TbiIX KaHanoB yTedykun (R,), Kak Hanbonee MeHbLUIUM.
ConpoTusneHune KaHana ytedkn (R,) MOXHO OCTaBUTb
ONA OeMOHCTpauun ABUXEHUA WMOHOB MO KPYrOBbIM
NOKaNnbHbIM TOKaM Yepe3 3TW KaHasbl B HEBO3OYXEH-
HbIX y4acTKaxX MeMbpaHbl akCoHa.

AKconnasMa W Hapy>Has cpefa Knetku, oy
3N1eKTPONMTAMU, OKA3bIBAKOTCA XOPOWMMU TPOB
HUKamu. B nokofAwemca akCOHe OHW CTaH Bau
3KBUNOTEHUMANbHbLIMK, T.e. Pa3HOCTb NOTE LM
Ha membpaHe 6yfdeT 0gMHaKOBAa BO BCEX (harmeH
(Toukax) BonokHa (Hanpumep, —65 MB). Ecnu B
(Touky 0) akcoHa BBECTM MWKPO3INEKTPOS W hj
HUTb PasHOCTb MOTEHLWAN0B Ha MembpaHe B
30He (puc. 1-85 B), Torga cocegHue 30HbI (1) 15«
yhaneHHble 30HbI (2, 3, 4 1 TaK fajiee) oKaxyTca
3KBUNOTEHLUMNANBHBIMU, U MEXAY HUMWU NOTEYeT
JTOT TOK CTaHEeT YMeHbLAaTbh BO3HUKILLYHO pasHC
NOTEHLMAaN0B N O4HOBPEMEHHO MEHATbL N TeHL
cocefiHUX N 6namnsnexawmnx obnactax. BanaHue
OyfeT yMeHbLWAaTbCs N0 Mepe yAaneHnUsa OT 30HbI

MockonbKy BHYTPWUKNeTOYHas cpega cnyT
NPOBOAHWUKOM, BXOAAWMNIA B 30HY 0 He6oMbLUION
(cmewarowmin noTeHuman nokos oT —65 fo -55
T.e. B NOANOPOroBoi 061acTu) pacnpoc paHse
06e CTOPOHbLI OT 3TOr0 y4yacTka. Tak Kak Temopa*
HEepPBHOrO BONMIOKHA He mfAeanbHbliA U30naTOp, P
npocTpaHsAloWmMecs TOKM HAYHYT NMOKUAATH BON
HO 4yepe3 eAMHCTBEHHO OTKPbITble KaHabl
KW, T.e. BO3HUKHYT BbiIXxofAawue Toku. Ecnu
NOKanbHbIA, BXOAAWWA B AAHHOM Cclyvyae 4
MWUKPO3NEKTPOL, TOK MOANOPOroBbIf, OH Bbi3bl
BO3HWKHOBEHWE MACCUBHOI0 3/1EKTPOTOHMU
ro noTeHUMana u pacnpocTpaHAeTca C 3aTyXaHu
JIvHumn Ha puc. 1-85 B nokasblBalOT 4YacTu /oKa
HbIX KPYroB TOKa, TEKYLLEro Mexay cnerka fenois-
pVW30BaHHOW W HeJenonApu3oBaHHON o6nacTi
BHYTPU U CHapyXU akCoOHa W Yepes 30HbI Membpa
Haxogsuwmeca B NoKoe (30Hbl 1), a TakXXe HabosbLLeM
yaaneHun (30Hbl 2, 3, 4 nT.4.). Kak 6yayT 3ambl
CA 3T NMHUK? TTOCKONbKY BHeLWHAA cpefa col
HeHa TakK Wiu MHaye C MUHYCOM BXOJa YCUNUTENA.T
NnoKanbHble KPYrn TOKa 3aMKHYTCA 4yepes ane Tp
HO-U3MEPUTENbHYIO CXEMY Ha MUKPO3NeKTpose.

M3meHeHnA mem6paHHOro noteHymnana (puc. 1-850)
M3MEpPAIOTCA PErucTpUpyrLWUMmN 3nekTposamu
OCHOBaHWA akcoHa (V}) 1 B pa3fiMyHbIX TOYKaX B
Hero (K2, Vv 4, Kn), a rpagmk aTuX W3MeHeHW
npeactasfiedH Hapuc. 1-85 [,

Puc. 1-85. PacrnpocTpaHeHne NacCMBHOIO 3NeKTPOTOHMYECKOr0 NMOTEHLMAaNa Ha NpumMmepe HeMUENTMHU3MPOBAHHOTO

BOJIOKHa.

A — aKCOH B COCTOSIHUM MOKos. MoTeHumanynpasnsiemble Na -KaHanbl (MOKa3aHbl PO30BbIM LIBETOM) HaxogsTcs B
COCTOSIHUW MOKOS, NOTeHUUanynpaensemble K+~KaHanbl (MOKa3aHbl XeNTbIM LBETOM) HAaX0AATCS B COCTOSIHUN WH -
KTUBaLMW. paGoTaloT TOMbKO KaHanbl yTeuky (NMokasaHbl KOPUYHEBLIM LIBETOM), YEPEe3 KOTOPble OCYLLECTBNsSETE

BbIXOZ /IOHOB K+BO BHELLHIOO cpedy. b —akcoH npeacTtaBnseT coboit uuamHap (
pbliii 3aNONHEH 3NEKTPONMTOM. DNEKTPUYECKUe CBOMCTBA aKCOHa MOXHO  Ofenupo

rpuyecknmn kabenb»), K
MCMoNb3ys pagnoane

POHHbIE 3/1IEMEHTbI: Rm— conpoTusneHne MembpaHbl, CT — eMKOCTb MeM6paHbl, rin — CONPOTUB/EHWE LMTOMN

Mbl, rout — CONpPOTMBAEHWNE XUAKOCTU BHELLHel cpedbl. MembpaHa HEMWENVHU3NPOBAHHOIO HEPBHOIO BON

HanpAMY KOHTaKTUpyeT C BHeLlHel cpefoi, U Takum 06pa3om B MOKOe 0OMeH MOHaMU MeXAYy BHYTPW- W BHe-
KNeTOYHOW cpefaMun (MOHHble TOKM Yepe3 NnasMaTuyeckyto MembpaHy, Npexje BCEero fno kaHanam yTeuku) MoXeT
NPOUCXOANTbL B NHO6GOI TOUKE HEMWENMHU3MPOBAHHOTO HEPBHOTO BO/IOKHA. B — yepes CTUMYNMPYIOLLWIA 3neKTpog,
nojaeTcs MOAMNOPOroBbI/i UMMYNbC 3MEKTPUYECKOr0o TOKa, KOTOPbIA pacnpoCTpaHAeTCs 3/1eKTPOTOHUYEEKM D
aKCOHY. M — M3MeHeHNs MeMOPaHHOro MoTeHLMana U3MepaTCa PErNCTPUPYIOWUMI 31EKTPOLAMMN Y OCHOBaHWN
akcoHa (Va) n B pa3nnyHbIX Toukax Baonb Hero (V2 V3 V4 V5 VB). B akcoHe TOK Bbi3blBaeT Aenonspu3aLuio sev-
ynHon 10 MB 1 caBuraeT Memb6paHHbIii noTeHuman ¢ -65 go -55 mB (VJ. Ha pacctosHum 1cm (V2) 310 M3MeHeHve
noTeHunana ymeHbluaetcs Ha 63%, gocturas 37% CBOEro MCXOLHOro 3HayeHus (3,7 mB). 310 paccTosHue (lov)
Ha3blBalOT MOCTOSHHOW ANWHbI MembpaHbl akcoHa. [ — rpagmk M3MEeHeHUs MacCUBHOIO 3NEKTPOTOHUYECKOrO

noTteHynana B 3aBUCUMMOCTN OT ANNNHbI aKCOHa
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PacnpocTpaHeHne noTeHumnana
nencrTeuns

PacnpocTpaHeHne BO36YXAeHUA B hopMe MOTEH-
Luuana [feAcTBMA NPUHLWUNWANbLHO OTAMYaeTCca OT
pacnpocTpaHeHUs MacCUBHOIO 3N1eKTPOTOHUYECKOTO
noteHunana. Hu amnnuTtyga, HU hopma noTeHumana
AeicTBMA NpW €ero pacnpocTpPaHEeHWU Mo HEpPBHO-
My MOJOKHY He MeHSoTCA. 3TO 06YC/MOBEHO TeEM,
4yTO NpWM NOPOroBO Aenonspusauun akTUBUPYHOT-
€A NoTeHUuanynpaBfisemMble WOHHble KaHanbl, 4ero
He MPOMCXOAMT MPU pacnpocTpaHeHWM MNacCUBHOIO
371eKTPOTOHMNYECKOro noTeHuuana. bnarogapsa cne-
Lnduryeckum cBoiicTBaM KaHanoB yTeukn n Nad n K+
noTeHUManynpasaseMbiX KaHanoB hopmMa noTeHLmna-
na fencTensa NoALepXMBaeTCA HEU3MEHHOIA.

Ha pucyHke 1-86 A npefcrtasfieHa cxema HeMuUenu-
HW3NPOBAHHOIO BONOKHA, ANA ypobcTBa 06CyXAe-
HMA MexaHM3Ma pacnpocTpaHeHWs MoTeHuMana genc-
TBUS pa3buTas Ha (parMeHTbl, KaXKAblli U3 KOTOPbIX
BK/OYAET OfMH NoTeHumanynpasnsemblii No +-kaHan
(nokasaH po30BbIM LBETOM), HaXOAAWMIACS B COCTONA-
HUW NOKOSA, OAMH NoTeHuManynpasngemblii K+-kaHan
(MoKasaH XenTbiM LBETOM), HaxoAAlWMACA B COCTOA-
HUN MHaKTUMBaLWUWU, WU OAUH KaHan yTeuyku (mokasaH
KOPWYHEBbLIM LBETOM), Yepe3 KOTOpbIA OCyLLecTBAsET-
€A BbIXOZ MOHOB K+ BO BHELLUHIOIO cpedy.

[ns nNOHMMaHUA MexaHW3MOB pacnpocTpaHe-
HUS noTeHuMana AeAcTBMA HEOOXOLWMO YyUUTbIBATb
KaK MaccuBHble (EMKOCTb W COMPOTMBIEHME), Tak
N aKTUWBHbIe (aKTMBaUWs MNOTeHUManynpanseMblX
KaHa.loB) CBOICTBa MeMOpaHbl HEPBHOr0 BONOKHA.
PaccMOTpUM 3KBUBANEHTHYH 3/IEKTPUYECKYHO CXEMY
(puc. 1-86 B), npeacTtaBnstoWy0 cob0i anekTpuyec-
Kyl MOJeNnb HEpPBHOrO BO/IOKHA, YAOOHYK AnA pac-
CMaTpuMBaHWA MpOBefeHUA MNOTeHUMana feicTBus.
ConpoTUB/EHNEM aKCOMMa3Mbl U HapyXHOW cpenbl
MOXXHO BONpeaeneHHOM CMbICne npeHebpeyb. Ha aToit
CXeme npefCTaBfAeH NULWb OAWH 3NeMeHT MeMbpaHbl.

Kaxablil 31eMeHT WMeeT eMKOCTb MeMbpaHsbl
(puc. 1-86 b), conpoTmBneHne noOTeHLManynpanns-
emoro Ne +-kaHana (RNE), HaTpueByto Gatapeto V
conpoTuB/ieHUe noTeHuuanynpasndemoro 1CK w
na(Ak), kanuvesyto 6atapeto VK con omenexve
KaHana yteukun, K7p-kaHana (R,), 6atapet0 kaHa
yTeukn V,. CONpoTUBAEHME KaHana yTeyku u
baTtapesa npuBeAeHbl ANA AEMOHCTpPauMmn aBuxiH
WOHOB MO KPYroBbIM NOKalbHbIM TOKaM uepe3
KaHa/lbl B HEBO36YX[EHHbIX Yy4acTKaX Mem6pLb
aKCOHa, COCeACTBYHOLWMX C BO3OYXAEHHbIM.

lMpocTpaHCTBEHHOe pacnpefeseHne noteHymana
no MEMﬁpaHe onpenendaeTca TOKaMy, npotekalLwmmm
yepe3 Hee. OfjHaKO MpU pPacnpoCTPaHEHUWN noTeHuy-
ana fericTBUS N0 aKCOHY TOK 3aBUCUT OT koopauHart
(3Ta MpocTpaHCTBEHHAs HEOAHOPOAHOCTb  asucuT
Hanpumep, OT HaJNYUA OTKPbITbIX TMOTEH Hal-
npasnfemMbliX KaHanoB). VIMEHHO MO3TOMY fokasbHoe
n3MeHeHWe noTeHuwmana (ero nmepeas npowusBogHa
onpefenserca fokKanbHbIMW TOKamu (T.e. TOK
(hyHKLUA KoOopAuHaTbl). BcBOl ouvepefdb, wkub
Hbll TOK Yepe3 MembpaHy OnpefenseTCca NOK UblbM
NOTEHLUMANOM, ¥ U3MEHEHWE TOKa (ero nepeas npous
BOJHas) 3aBUCUT KaK OT MPOCTPAHCTBEHHOIO 1 mMere
HUA noTeHumana (Pe3NCTUBHbLIA KOMMOHEHT), TikH
OT BPEMEHHOIO U3MEHEHUA MOTEeHLMaNa (emkoc rHom
KOMMOHEHT).

Ha pucyHke 1-86 B nokasaH akCOH C BBEfEHH M
Hero CTUMY/IMPYOLUM 31eKTPOAOM U FPYNMON peruc-
TPUPYKOLLNX MUKPO3NEKTPOAOB. [OoTeHuManbl Jeic-
TBUS B KON PErncTPUPYEMOIN TOUKE MOKA oHbI H
puc. 1-86 I 1 N3MePAIOTCA PETUCTPUPYIOLLUMUN IEKT-
pofiaMn y OCHOBaHUS akcoHa (V,), a Takxe B pasimu-
HbIX TOYKax BAOMIb HEro (V,, Vv V4, V5, V6); rpadwk
3TUX M3MEHEHWI MpeacTaBneH Ha puc. 1-86/[. Yheii
3TUX NOCAELHUX PUCYHKOB BMAHO, YTO MPMW pacnpo-
CTpaHeHUW MNoTeHuMana AeicTBUA NO aKCOHY HH er
aMnanTyfa, HY ero opmMa He MEHSAIOTCHA. MexaHnsm
ABNEHNS NpPeLCTaBNeH Ha CNefyoLemM PUCYHKe.

Puc. 1-86. PacnpocTpaHeHMe NoTeHuMana AelicTBMA Ha NpYMepe HEMUENNHU3MPOBAHHOTO BO/IOKHA.

A— aKCOH B COCTOAHMM MOKofA. MNoTeHunanynpasnseMble Ka+kaHanbl (MoKa3aHbl pPO30BbIM LIBETOM) HaXoAATCA
B COCTOAHWMW MOKOSA MNOTeHUmManynpasnsemble K+kaHanbl (MOKasaHbl XeNTbIM LBETOM) HaxOAATCA B COCTOSHWW
WHaKTMBaUUKM, paboTaloT TOMbKO KaHafbl yTeYkyn (MoKas3aHbl KOPUYHEBLIM LIBETOM), 4Yepe3 KOTOpble OCYLLECT-
BNSETCA BbIXOA MOHOB K¢ BO BHELHIOW cpedy. b — 3nekTpuyeckme CBOICTBA akCOHa MOXHO MOAEMPOBATb
MCNoNb3ys Pafno3neKTPOHHbIE 3/1eMeHTbl. oKa3aHa 3KBMBa/NEHTHAS 3/IEKTpMYecKas cxema OAHOro diparmeHTa
MembpaHbl akcoHa, rae Oa— eMKOCTb MembpaHbl, RNa— conpoTuBeHne noTeHumanynpasnsemoro Na KkaHana,
VNa— HaTpueBas 6atapes RK— conpoTuBneHune noteHuuanynpasinsemoro K+kaHana, VK— kanvieeas 6arapes
Rt — conpoTuBneHue kaHana yteukun (K2P-kaHana), Vt— 6atapes KaHana yTeuyku. MembpaHa HeMUENNHU3MPOBaH-
HOr0 HEPBHOTO BO/IOKHA HaMpPAMYK KOHTaKTUPYET C BHELUHEN cpefoil 1, Takum 06pa3om, B NOKOe 06MEH VoHaMm
MeXJy BHYTPU- U BHEKNETOYHON cpeflaMu (MOHHble TOKM Yepe3 MnasmaTuyecKyro MembpaHy npexje BCero r
KaHanam yTeuyku) MOXET MPOMCXOAWTb B M0G0 TOUKE HEMUENMHU3UPOBAHHOIO HEPBHOrO BOMOKHA. B uepes
CTUMYNUPYIOLWNIA 3NeKTPOS, NOoAaeTcs NOPOroBbli UMMNYNbC 3NEKTPUYECKOr0 TOKA, Bbl3blBAKOLLMIA BOSHUKHOBEHNE
noteHumana gencrema. — noTeHuman AeiicTBUA pacnpocTpaHAeTCA No BONOKHY 6e3 3aTyxaHUs W nu3mepseTcs
PerncTpupyroLWnMN 31eKTPOLaMMN Y OCHOBaHUA aKCoHa (VIX a TakXKe B Pas3/IMyHbIX TOYKax BAO/b Hero (v ,V V
V5 \B). [ — rpatmk AeMOHCTPUPYIOLLNIA HEM3MEHHYO aMNANTyLy NoTeHLMana 4elicTBMSA Ha Nto6oM yae n*im ot
TOYKM CTUMYNALMUM
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MexaHn3M pacnpocTpaHeHus noTeHymana AGVICTBI/IFI no HeMUESTIMHN3NPOBaHHOMY
BOJIOKHY

Puc. 1-87. MexaHu3M NpoBeAeHNs NoTeHuMana AeicTena B HEMUENMHU3MPOBAHHOM BOJIOKHE.

A — CXema HEMMWENIMHU3NPOBAHHOIO HEPBHOIO BOJIOKHA B MOKOe. [l onucaHus mexaHu3ma MnpoBefeHus Bos-
6yXAeHNsA N0 HEMUENNHU3MPOBAHHOMY HEPBHOMY BOJIOKHY aKCOH pa3buT Ha ycnoBHble parmeHTsl 0,1,2, 3.4
KaX bl N3 KOTOPbIX COAEPXMT MoTeHuManynpasnsembie Na+ 1 K+KaHanbl v KaHaNbl YyTeUYKW. 3eMeHblli LBET BeX
(hparMeHTOB akCOHa COOTBETCTBYeT COCTOSIHMIO nokos (puc. 1-86 A) A— pasgpaxeHune pparmeHTa (0) HepBHOrO
BOJIOKHA NPUBOAMUT K OTKPbLITUIO NOTEHLManynpaBnseMblX Ka~WOHHbIX KaHa0B, YTO BeeT K BO3HUKHOBEHWIO BXO-
fawero bla+Toka (hparMeHT BOJIOKHA OKpaLleH KpacHbIM LiBETOM) U reHepauuu thasbl fenonspusaLuy noteHumana
[eiiCTBMA Ha 3TOM y4acTKe akCcoHa. [MOoCKoNbKy BHYTPUKIETOUHASA CPeAa CAYXWUT MPOBOAHUKOM, BXOAALLMIA B 30Hy
(0) Tok pacnpocTpaHseTca B 06e CTOPOHbI OT BO30YXAEHHOr0 y4acTka. Tak kak MembpaHa HEPBHOIO *0M0KHa He
nfeanbHblii U3014TOP, PACNPOCTPaHAIOLWMeCH TOKM ByayT NOKNAATb BOIOKHO Yepe3 eJMHCTBEHHO OTKPbITbIE KaHa-
Nbl YTEYKK, T.e. BOSHUKHYT BbIXOASALLME TOKMN, MPOTEKAKOL e Yepes coceHMe yyacTKM MembpaHbl (30Hbl 1, a aie
30HbI 2, 31 T.4.). TakuMm 06pa3om, NOKanbHbIA BXOAALWMIA TOK BCErfa Bbi3biBAET BbIXOAALLME TOKW B MPUIEratoLLyX
HeBO30YXAEHHbIX y4YacTKaXx, T.e. BOSHUKAIOT NOKaNbHble KPYroBble TOKW MeXAY BO36YXAEHHbIM 1 ! puneratommMm
HeBO30YX/eHHbIMU yyacTKaMu. JINHUM MOKa3blBatOT /I0Ka/bHble KPYTr¥ TOKa, TEKYLLEero Mexay .ernonspusoBaH-
HOW 1 HeAenmonsApM30BaHHOK 06NACTAMU BHYTPU U CHAPYXMW akCOHAa M 4yepe3 30HbI MeMOpaHbl, Haxogsluecs B
nokoe (30Hbl 1), a Takxe Ha 6onblieM yganeHUn. b — Toku, npoTekarolwme yepes 30Hbl (1), 3NEKTPOT HUAYECKU
M3MEHSIOT UX NOTeHLMan, NpUBOAA K pa3pagy MeM6BpaHHOR eMKOCTH W, CnefoBaTeNbHO, K Aenonspusanun. Bako
OTMEeTUTb, YTO 3Ta (hasa pacnpocTpaHeHMs NoTeHuMana 4eicTBnsa onocpefoBaHa NacCMBHbIMY CBOMCTBAMMW MeMG-
paHbl HEPBHOTO BONOKHA (aHaNOrMYHO pacnpoCcTpPaHeHMI0 NacCUBHOMO 3/1eKTPOTOHMYECKOro noTeHuuana). OnHa-
KO B OT/IMYME OT MACCUMBHOMO 3/1EKTPOTOHMYECKOro NoTeHLMana, Aenonapusanns, BO3H1Kawas B 30Hax (1), nm
pacnpocTpaHeHuu noTeHyMana AeiicTBUA JOCTUTaeT nopora OTKPbIBAHUA NOTeHLanynpasnseMblX Na+ kaHaos.
3T0 NPUBOAMT K NaBUHOO6Pa3HOMY OTKPbITUIO BCeX blatkaHanoB B 30Hax (1), 4TO CONPOBOXAAEeTCA H3HUKHOBE-
HueMm (hasbl fenonapusauny noTeHunana AeiicTBMS B 3TUX 30HAX BOMOKHA. Bxoaswmii Na+TOK Bbi3bIBaeT NOKa/lb-
Hble KPYroBble TOKM MeXAy BO36YX/AeHHbIMW 30HaMu (1) 1 npunerarWmMMmn yyacTkaMn — HeBO3BYXKAEHHbIMU
30Hamu (2), a Takxke 30HOI 0. HecMOTps Ha TO YTO B pe3yfbTaTe 3T0ro npouecca 30Ha (0) Takke YacTMYHO fero-
napusyetca, noTeHuuanynpaenseMmble Na+KaHanbl B Heli HaXOL4ATCH B COCTOSHWMU WHAKTUBALMWMW, & CH 3owi

B COCTOSHUM pethpakTepHOCTH (rony60it LBeT Ha pUCYHKe). VIMEHHO NO3TOMY 34eCb MOTeHUWan AeACTBMA BHOBb
He BO3HWKHeT. B30Hax (2), HaXo4AaWmMXca B COCTOSHUM MOKOSA, NOKafibHble KPYrOBble poku 3/1EKTPOTOHWUYECKU
CABWraloT NOTEHLMan Nokos B CTOPOHY denonspusauuun. Korga penonspusauus [OCTUraeT YPOBHS KPUTUYEC
KOro noTeHuwuana, akTUBMPYIOTCA NOTeHLManynpasnsemble blatKaHanbl ¥ COOTBETCTBEHHO MOSB/AETCA BXOAA
Wi Na+TOK, chopmupytownii B 3o0Hax (2) hasbl genonspusauum noteHUnanos geictemsa. B— pganee Bxogawpi

Na+TOK, npoTeKatoLWwuii Yepe3 MeMbpaHy B 30HaX 2, Bbl3blBAET NOKa/bHbIE KPYTrOBble TOKM MEXAY 030y>KAeHHbIMU
30HaMun 2 1 HeBO36YXXAEHHbIMW 30HamMu 3, a Takxxe 30HaMu 11 0. CTpenku BHOBb MOKa3 iBalOT /IOKaNbHbIE Kpyr
TOKa. XOT# B pe3yfibTaTe 3TOr0 npouecca 30Hbl 1 TakKe 4YaCTUUYHO [enoNspu3yroTcs, NoTeHUWanynpasisemMble
No +KaHa/bl B HUX HAX0AATCA B COCTOSAHUU MHaKTUBaLUKU. Tam perucTpupyroTcs tasbl penonspmnsaLm noteHuma
Na [eficTBUSA, a CaM/ 30Hbl HAXOAATCA B COCTOSIHWUM pethpakTepHOCTU rony6oi LBeT Ha pucyHKe). VIMeHHO noatomy
B 30Hax 1 noTeHWWan AencTBus He BO3HUKHET. Ero Takxxe He 6yaeT B 30He 0, OCKO/bKY OHa yAaneHa OT LEeHTpo

BO36YXAeHNS. BCNOMHMM, Y4TO NACCUBHbIA 3M1EKTPOTOHMYECKUI A MOTEHLMan pacnpoCcTpaHAeTCa C 3aTyxaHuem
TakuMm 06pasoM, 31eKTPOTOHMYECKan LenoNnspusanmns, Bbl3BaHHAA KPYTOBbIMU TOKaMWU MeXAy BO30Y>X4EeHHbIMU
30HaMu 2, a TakxKe 30Hamun 11 0, He foCTUraeT nopora akTMBaLMmn NoTeHLanynpasnseMmbiX bl+KaHanos B 30Hax
110, n Tam NOTeHUMaNbl JeACTBMS He BO3HMKAIOT. B 30Hax 3 noTeHuman geicTeus 6yaeT Bbi3BaH. [T — Bxogawm

Na+TOK, npoTeKatoLWwuii yepes membpaHy B 30Hax 3, Bbi3blBaeT /I0Ka/ibHble KPYTOBble TOKWN MeXAY BO30YXAEHHbIM

30HamMu 3 1 HEBO36YXXAEHHbIMU 30HaMU 4, a Takxxe 30Hamu 2,1 1 0. CTpenky BHOBb NOKa3blBAKOT NI0KaNbHbIE Kpyrn
TOKa. XOTA B pesy/ibTaTe 3TOr0 Mpouecca 30Hbl 2 TaKXKe YaCTUYHO [enoNApusytoTcsa, NoTeHuuanynpasnsemMbl

WMa+KaHanbl B HUX HAXOAATCA B COCTOAHWUM MHAKTUBaL MK, TaM perncTpupytotcs asbl penonsapusanm noteHumi

na AefcTBnSA, a CaMn 30Hbl HAXOAATCA B COCTOAHUN pethpakTepHOCTH (rony6oii LBET Ha PUCYHKe). VIMEHHO noaTtom
B 30Hax 2 MOTeHLMWan feCTBNA He BOSHUKHET. He BO3HMKHET MoTeHLWan AelCTBMUA 1 B 30HaX 11 0, MOCKONbKY OH
yAaneHbl 0T LEeHTPOB BO36YXAeHNUA. BCNOMHUM ONATb, YTO NACCUBHbIA 3MEKTPOTOHUYECKUA NOTEHLMan pacnpo
CTpaHAEeTCA C 3aTyXaHWeM. Takum 06pa3om, 3MEKTPOTOHNYeCKas Aenonapmsanns, Bbi3BaHHasA KPyrosbiIMuU TOKaMm
mMexay 30Hamu 3 1 2,1,0, He gocTuraet nopora akTmeauuu noTeHumnanynpasnseMbix Na+KaHanos, v NoTeHW-

[ecTBMS TaM He BO3HMKaeT. B 30Hax 4 noTeHuman feicTeums 6yaeT Bbi3BaH
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MeXaH13M pacrpoCTPaHeHUs! NMoTeHUyana AeliCTBIS M0 MUENVHU3VPOBAHHOMY
BO/IOKHY

Puc. 1-88. MexaHn3M npoBefeHNA NOTeHUMana AeincTBnA B MMENMHN3NPOBAHHOM BOJIOKHE.

A [na onucaHusa MexaHu3ma nposefeHuns BO3OYXAeHUA N0 MUENNHU3NPOBAHHOMY HEPBHOMY BOJIOKHY aKCOH
pasbuT Ha ycnoBHble parMeHTbl 1, 2, 3..IM, KaxAbli N3 KOTOPbIX COAEPXUT 1 nmepexBaT PaHBbe C MOTeHUyam™
ynpasnsembiMu Na+ n K+KaHanamy n KaHanamum yTeuyku. BHelHAS NoBepXHOCTb MeMbpaHbl NepexBaToB PaHewe
3apsKeHa MONOXUTENbHO, @ BHYTPEHHASA NOBEPXHOCTb UX MeMbpaHbl 3apsiXKeHa oTpuLatensHo. OcTanbHble obnac-
T MeM6paHbl MOKPbITbl MUENMHOM. 3efeHblld LBeT BCeX (DparMeHTOB aKCOHA COOTBETCTBYET COCTOSHMIO MOKOA.
JneKTpuYeckas akTUBHOCTb B MUENVHW3NPOBAHHOM aKCOHe BO3MOXXHA TO/MbKO B 06/1aCTU MepexsaToB PaHeke,
rAe MOHbI MOTYT NPOXOANTb Yepe3 MeMbpaHy. 3TV PernoHbl MembpaHbl UMEIOT 60/bLLYI0 NAOTHOCTb MOTEHLM N
ynpaenseMbix Ne-+KaHanoB. Y4YacTKM HEPBHOrO BONOKHA, KOTOPble MOKPbITbl MUENMHOM, WMEKT 3HaunUTeniH
60/1ee BbICOKOE CONPOTMBAEHME, YeM 00blYHAsA NnasMaTnyeckas membpaHa. Takum 06pasoM, NOKaNbHble KPYroBble
TOKM, KOTOpble HEOOXOAUMbBI ANA FeHepauun noTeHumnana AeiicTBUA, Ha MUENUHU3NPOBAHHbLIX yyacTKax He O3
HUKaloT. MoTeHUManbl AecTBUA BO3HWUKAKOT TOMbKO B Nepexsatax PaHBbe. MuennHn3npoBaHHOe BOIOKHO Mpeq,
cTaBnseT cobOl 3Ha4YMTENbHO 60Miee KayeCTBEHHbIW Kabefib N0 CPaBHEHMIO C HEMUENUHU3NPOBAHHbLIM aKCOHOM.
Kak cnegctsue, afneKTpMyeckue curHanbl 6yayT pacnpocTpaHATLCSA 3IEKTPOTOHMYECKM HA 60/bLUME PACCTOAHUS.
B — cxema cOCTOSHNA MUEeIMHN3UPOBAHHOTO HEPBHOrO BOMIOKHA MpyW AeiicTBUM Ha nepexBaT PaHBbe (0) noporo-
BOr0 pasgpaxutens. BCnoMHWM, 4TO y MUENNHWU3NPOBAHHbLIX HEPBHbIX BOMOKOH, BCMEACTBME BbICOKOW KOHLEH-
Tpauuu cBOGOAHbIX MOHOB BHYTPU W CHApY>XN HEPBHOTO BOMOKHA, BHYTPW- M BHEKNETOYHAS Cpefbl SBMAKOTCA
XOpOLWMMK MPOBOAHNKaMU. KpoMe TOro, TOK MOXET MpoTeKaTb yepe3 MembpaHy TONbKO B paiioHax MepexsaToB
PaHBbe. PasgpaxeHune nepexsaTta PaHBbe (0) HEPBHOI0 BOMIOKHA NPUBOAMT K OTKPbITUIO  OTEHLMayNpaBisieMblxX
blaNOHHbIX KaHanos, 4TO BefeT K BO3HWKHOBEHWIO BXOAAWero Na+TOKa M reHepauum asbl genonspusaumv
noTeHumana geicTeus. BpesynbTaTe 3TOro Mexay Bo3byxxaeHHbimM (0) 1 cocegHMN nepexBaTamun PaHBbe (1)
BO3HMKaeT pa3HOCTb NOTEHLMAN0B, YTO Bbl3bIBAET NOKaAbHbIA KPYTOBOW TOK, TEKYLLUIA MeXAy 4enonspru30BaHHO
M Heaenonspu3oBaHHOW 06/1acTAMM BHYTPU aKCOHA M 3aMblKaloLLerocs Yepes IKCTPALENNONAPHYIO XUAKOCTb.
CTpenkn MOKasblBatOT fIOKaNbHbIA KPYr TOKa, TEKYLEro Mexay [enonsapu3oBaHHOW W Heaenonspu3oBaHHON
061acTAMM BHYTPU W CHapY>XXW akcoHa, NMPOHMKas 4vepe3 MOKOALLYOCA 30HY nepexsata PaHBbe (1) MembpaH
M 4aCTMYHO Ha 6osfbluem yaaneHun. B— pasgpaxeHue nepexsatoB PaHBbe (1) HEPBHOrO BO/IOKHA MPUBOAUT K
OTKPLITUIO MOTeHLManynpasnseMblX bla+NOHHbIX KaHanoB, 4To BeAeT K BOSHUKHOBeHMIO BXoAsLiero NaH okawu
reHepauuu gasbl genonspusaLuy NOTEHLMAN0B AeACTBUA Ha 3TUX y4yacTKax. BpesynbTate mexay B >30ywieH
HbIMK nepexBatamu PaHBbe (1) 1 MeXAy cocefHUMU nepexBaTamyn PaHBbe (2) BO3HMKAET Pa3HOCTb MOTEHLMANO0B,
4TO BbI3bIBAET JIOKA/bHbIE TOKW, TEKYLLMe MeXAY Aen0NspU30BaHHON 1 HeAenoNnApn3oBaHHOW obnacTamu. Takoi
XK€ NoKanbHbIA TOK TeYeT U Mexay nepexsaTamu PaHBbe (1) u nepexsatom PaHBbe (0), HO NOCKONLKY NOCNEAHWIA
HaxoauTcsa B cTagun pedpakTepHocTu (Na-KaHanbl HaxoAATCSA B COCTOSHUM MHAKTUBALMMN U HE MOTYT BbITb OTKpbH
Tbl), nepexBat PaHBbe (0) BO30YyaMTbLCS He MOXeT. [ — pasapakeHne nepexBaToB PaHBbe (2) HEPBHOMO BO/OKHA
NPUBOAUT K OTKPLITUIO MOTeHUManynpasnseMbiX Ha+MOHHbIX KaHaNoB, YTO BeAeT K BOSHUKHOBEHWMIO  XOLALLEro
Na+TOKan reHepaumm asbl fenonapusauun  0TeHLNanos feicTBUSA (HUXKHAS 4acTb PUCYHKA) Ha 3TUX y4acTKax.
BpesynbTaTte Mexgy Bo36YX/feHHbIMY Nepexsatamu PaHBbe (2) n cocegHMMK nepexsatamu PaHBbe (3) BOSHVKaET
pasHOCTb NOTEHLMAN0B, YTO BbI3biBAET NOKaNbHble TOKW, TeKyLiMe MeXay Aenonspu30BaHHON U HeAenonspuso
BaHHOI o06nacTaAMu. Takoll XKe NOKanbHbI TOK TeYeT U MexAy nepexsatamu PaHBbe (1) u nepexsatom PaHBbe (0),
HO, MOCKOJ/IbKY NnepexBatbl PaHBbe (1) HaxoaaTcs B cTagun petpaktepHocTn (Na-kaHanbl HaXOAATCA i COCTOAHWM
MHAaKTUBALMMN N HE MOTYT 6bITb OTKPbITbI), OHU BO36YAUTLCA HE MOTYT
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MpoBeaeHvie BO30YX/IEHUS MO ABYM
TUMNaMm BOJIOKOH

PacnpocTpaHeHue BO36YXAeHUA B HEMUENNHU3U-
pOBaHHOM W MUENNHU3NPOBAHHOM HEPBHOM BOJIOK-
He CYMMapHO M CcXemaTuW4yeCcKuM TMpeacTaB/eHO Ha
puc. 1-89. BoTtnuume OT HEMUENNHU3NPOBAHHOTO
BO/IOKHA, BO36YX/[eHWe nepefaeTcsa OT OLHOro nepe-
xBaTa PaHBbe K Apyromy, WM noTeHUWanbl [eiAcTBUS
BO3HWKAIT TO/IbKO B 3TUX 30HaX. TO eCTb MPOUCXOAUT
«MepecKkakmBaHue» BO3OYXAEHWA OT OfHOro rnepe-
xBaTa PaHBbe K gpyromy. Takoih mexaHW3M, Xapak-
TEPHbIA TONbKO ANA MWUENNHU3NPOBAHHbIX HEPBHbIX
BO/IOKOH, Ha3blBaeTCHA CanbTaTOPHbLIM MPOBEAEHUEM.
SNeKTpUYeCKUin TOK TeUYeT Yepe3 OKPYXKAloLLYI0 3KC-
TpaLenntoIAPHYI0 XUAKOCTb CHAPYXXW MUEIMHOBOTO
NMOKPbITUA, TaK XXe Kak WM yepe3 akcomnnasMy akcoHa
OT Mepexsara K fnepexsary, yCrnewHo Bo36yxaas nepe-
XBaTbl OAWH 3a APYrMMm. Takum o06pa3oM, HepBHbIN
UMNYNbC «MNPbIFTAET» M0 BOJIOKHY, 06ycnosBnuBas
Hasnuyne TaKOro TepMUHA KakK «CafbTaTOpHOe NpoBe-
feHue». TycTb BO3OYXeHWe BO3HUKNO OfHOBPEMEH-
HO Ha ABYX Tunax BOMOKOH (puc. 1-89 A). bnarogaps
ca/ibTaTOPHOMY MPOBEAEHUIO Y MWUENNHOBbLIX BOJO-
KOH noTeHUMan [LeACTBUA BO3HMKaeT cpasy Xe Ha
paccTtoaHWn B creAyloleM nepexsare PaHBbe, Torga
KaK B HEMWE/NIMHN3NPOBAHHOM BO/IOKHE MOTeHLMan
[eiCTBUS BO3HWKAET TONbKO Ha COCELHEM Yy4acTKe
(puc. 1-89 b). Oanee y MUeNNHOBbLIX BONOKOH MOTEH-
Luman [eicTBMA BO3HMKAeT Ha crefywlem nepe-
xBate PaHBbe, TOrga Kak B HEMUENMHU3NPOBAHHOM

BOJIOKHE MOTeHLMan AeNCcTBUS BO3HUKAET TOMbKO
cnepyrowem ydactke (puc. 1-89 B).

CanbTaTopHOe NpoBejeHME LLEHHO MO ABYM Mpu
Ham. Bo-nepBbiX, Bbl3blBag fAenonapu3auunio Ton
nepexsaToB PaHBbe, BO3OYXAEHWE «MpbIraeT» B
ONMHHBIX Y4YaCTKOB OCW HEPBHOrO BOJIOKHA, W
MeXaHW3M YBeNM4YMBaeT CKOPOCTb NPOBeAeHuA
6yxxaeHus npumepHo B 5—50 pa3. Bo-BTopbIX, N
TOPHOE MPOBefleHNEe KOHCEPBUPYET 3HEPruto y ak
Ha, NOTOMY 4YTO AenoNsSPU3YIOTCS TOMbKO Mepexsa
Mo3BOMSAA NpPWM TreHepauuu MOTEHLMAN0B AeACT
TepATb B 100 pa3 MeHblle WOHOB W, TakMM obpasa
Tpebys MWHMManbHOro Mmetabonusma AN Boe
HOB/MEHNA HATPWEBON W KanMeBOW pasHOCTEN KH
LeHTpaumnii oTHOCUTENbHO MeMObpaHbl nocne cgf
HEepPBHbIX UMMNY/bCOB.

Opyras nio6onbiTHaa yepTa cafibTaTOPHOIO MO
LeHUsa B 60/bLLINX MUENMHOBLIX BONOKHAX 3aKio
eTcs B cnefytoweM. B KoHue noTeHumana Jeicteus
Korga noTeHuuanynpaensemble 1MVat-kaHanbl wWe*
TUBUPYIOTCA, penonspusaLma pasBuBaeTcs TakbbiC
TPO, YTO MHOrue M3 K+-KaHafnoB faxe He YCresaol
OTKpbITbCA. Takum 06pa3om, NMpoBefeHNe HepBHON
MMMynbca B MUENMHU3NPOBAHHbLIX BOMIOKHAaX Onoe
pefoBaHO BOCHOBHOM MOHHOW MPOBOAUMOCTbIOYEpE
noteHunanynpasnsemble No +-KaHafnbl W KaHab
yTeuku. Bknag noTeHumanynpasnsemblX K+kaHa
NIOB He3HayuTeneH. ITUM 0ObACHAETCA TOT (BKT
4yTO MOTeHUManbl AeliCTBUA MUENVHU3UPOBAHHBI.'
HEPBHbIX BOJIOKOH 4acTo He UMEKT (asbl Creaosoi
rmnepnonspusayunm.

Puc. 1-89. CpaBHEHI/Ie 06LLI|I/IX npnHUMNoB npoeseaeHNA BO36y)K,quI/IFI no HEMWENNHU3NPOBaHHOMY U MWUENNHM

pOBaHHOMY HEPBHOMY BOMIOKHY
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BHeKneTouHble noTeHunasIbl

B kauecTBe NpeABapnTENbHOIO yCUAMTeNs 06bI4HO
NMPUMEHSAIKOT YCUNANTENb MOCTOAHHOTO TOKa c Audde-
peHuMnanbHbIM BXxogom (puc. 1-90 A). 3ToO CBfA3aHO C
TEM, YTO U3MEPSAETCA Pa3HOCTb MOTEHLMANOB MeEXAY
BO3OYXAEHHbIMU N HEBO3OYXAEHHbIMU Y4YyacTKamm
HepBa.

[anee (puc. 1-90 B) nokasaHbl 3anucu BHEKMEeTOu-
HOro MOTeHLMana HepBHOro BOJIOKHa Ha MpumMepe
OTBETOB Cefa/MLLHOr0 HepBa NATYyWKNU. MoTeHuman
LelicTBUS HepBa BO MHOFOM OT/M4YaeTcs OT MOTEH-
Unana [eicTBUS OTAENbHbIX BOMOKOH. OH He nog-
YMHAETCA 3aKOHY «BCE WM HWYEr0», MOCKO/bKY Mpu
YBENIMYEHUN CUMbl pa3fpaxarLwero mMnynbca yBse-
NNYNBAETCA UYUCNO BO3OYXKAEHHbIX aKCOHOB W, Cre-
[LoBaTeNlbHO, pacTeT CyMMapHas amnauTyja camoro
noTeHumana geicTema. CAOXHbIA moTeHunan feic-
TBUA HepBa OT/IMYAETCA TakXXe CBOMMYU MOPOroM,
thopMoli 1 paLOM APYTUX XapaKTepuUcTuk.

Mo ckopocTy NpoBefeHUs BO36YXAEHUS, LNUTENb-
HOCTW pa3nnyHbIX ha3 NoTeHUMana geiicTBus n cTpo-
€HWI0 HEepBHble BOJIOKHA MPUHATO BbIAENATH TPU
OCHOBHbIX Tuna, o6o3HavyaeMbix 6ykBamu A, B ncC
(puc. 1-90 B).

BonokHa Tuna A f[enATcs Ha 4eTbipe nNoArpyn-
nol. 370 a, p, y 1 8. Bce oHN MOKPbITbI MWENINHO-
Bol 060onouykoil. Hambonee TOACTble M3 HUX, TakK
Ha3blBaemble anba-BonoKHa (aA), Y TEMNJOKPOBHbIX
XMBOTHbIX W YenoBeKa UMeKT guameTp 12—22 |agvm u
XapaKTepusyTcs 3HauuTeNbHOW CKOPOCTbIO MNpo-
BefeHus B036yxaeHns: 70—120 m/c. Takne BOIOKHA
NpPoBOAAT BO3OYX/AEeHNE OT MOTOPHbLIX HEPBHbIX LEH-
TPOB CMWHHOIO MO3ra K CKefIeTHbIM MblilWLamM u oT
peuenTopoB MblIWWL, K COOTBETCTBYIOLWMNM HEPBHbIM
ueHTpam. Mwuk noTeHuyuana peictema aA Bono-
KOH Yy TennokpoBHbIX pnutca 0,4—0,5 mc. TlMocne
ero OKoOH4YaHuA pas3BuBaeTCs cnefosas fenonsapusa-
uus, Kotopas npogomkaercad 15—20 Mc 1 nepexoguT
B CNefjOBYl0 runepnonsapusaynio ANUTENbHOCTbIO
okono 40—60 mc.

Tpw gpyrvie rpynnsl BONOKOH Tuna A (p, y n 6) mear
MEHbLIWIA AnamMeTp, MeHbLUYIO CKOPOCTb MPOBEAEHMS
n 6onee ANUTENbHbIA NOTeHLMan AeAcTena. 3710 e
MMYLLECTBEHHO YYBCTBUTE/bHbIE BOJIOKHA, MPOBOAs-
Wure BO3OYXKAEHMe OT Pa3fIMUYHbIX PeLenTopoB B LEH-
panbHY0 HepBHYIO cucTeMy. VicknoueHmne cocTasnsio
YA-BO/IOKHA, 3HaYNTeNbHAs YacTb KOTOPbIX MpoBOaT
BO30YX/JeHuWe OT KNeTOK CIMHHOI0 MO3ra K Tak &bl
BaeMblM MHTpPagy3anbHbIM MbILIEYHbIM BOSIOKHAM,
BXOLAWMM B COCTaB PeLenTopoB MblIWL — MbLLEY
HbIX BepeTeH (CM. pasfien «Mbllwubl»).

K Bo/fioOKHaM Tuna B OTHOCAT  MWENUHU3NPO-
BaHHble, MPEUMYLLECTBEHHO MNperaHriMoHapHsble,
BO/IOKHa aBTOHOMHOI HepBHOMN cucTeMbl. CKOpOCTb
npoBefeHNs BO3OYX[AeHWS B 3TUX BOMOKHAX Yy
TENNIOKPOBHbLIX XWBOTHbLIX cocTaBndet 3-18 Mc
MpoaoMKUTENbHOCTL NOTEHLMana AeAcTeus BuD-
KOH Tuna BnpumepHo B 3 pasa nNpeBblllaeT gmTe/b-
HOCTb MOTeHLMana AeNCcTBMA BOMOKOH Tuna A (@8
cocTaBnsieT 12 mc). OTAnYNTeNbHas 0OCOBGEHHOCTb
3TUX BOJSIOKOH COCTOMUT B TOM, YTO B HUX He OBHapy-
XmnBaeTca (asa CnefoBON Aenonspusauumn, — HAG-
Xogfllee KONEHO NMKa HEMOCPEACTBEHHO MepexoapT
B CMefoBYIO runepnonspusannio, Kotopas B e
cny4yaeB npogosnkaeTca cebiwe 100 mc.

K BofokHaMm Tuna C OTHOCAT HEMMWENUHWN3NPO-
BaHHble HepPBHbIE BOSIOKHA OYEHb Masioro Auaverp
(nopsagka |pm). CKOpocTb MpoBefeHNs BO3GYXae-
HWS B 3TUX BONIOKHAX He 6osiee 3 M/c. BONbLUMHCTB)
C-BOJIOKOH OTHOCMTCHA K TNOCTraH JIMOHapHbIii
BO/IOKHaM CUMMATU4YeCKON HEpPBHON CUCTEMbI
K C-BO/IOKHAM OTHOCHAT TakXe HEepBHble BOMIOKHA
yyacTBylol e B NpoBeJeHNN BO36YXAeHUs OT TIoe
BbIX PELENTOPOB M HEKOTOPbIX PeLenTopoB Xuiomp
Tenna u gasneHusa. MoTteHunansl geincteusa C-Bono-
KOH XapaKTepu3yTca HanbonbLl el Npofo/mKNTE N b-
HOCTbIO (2 MC Yy TEN/IOKPOBHbLIX >XWBOTHbIX). QM
UMEKT ANUTENbHYH (ha3y CnefoBOIn Aenonspusaumnm
(50—80 mc), conpoBoXpawwytoca ewe 6onee Mo
pomkutenbHoli (300—1000 mc) cnegoBOM  rvnepmno-
napusaumnen

Puc. 1-90. NMoTeHumManbl HEPBHOI0 BOJIOKHA U UX peructpaums.

A— auddepeHuManbHblii YyCUNUTeNb ANS BHEKNETOYHOM perucTpaumMnm NOTEHLMAanoB HEPBHOMO BOOKHA
B — 3anucu BHEKNETOYHOrO NOTEHLMAaNna HEPBHOMO BOMIOKHA Ha NPUMepe OTBETOB CeAanNLLYOr0 HepBa JsryLLK/
Ha 3M1eKTPUYECKMe CTUMY/bl BO3pacTatoLLeii CUbl. NOKasaHbl MOMEHT apTedaKTa CTUMYNALUA U MOMEHT B3Oy
LEHUs HepPBHbIX BOMOKOH. Ha dparMeHTax peructpauuu 5 v 6 BUAHO, YTO, HECMOTPS Ha BYKPaTHOE yBe/MUeH/e
amnAnTyabl CTUMyfa, 3HaueHWe aMnaNTYAbl BO3HMKAIOLWEro BO36YXAEHWS He W3MeHseTcs. B— cymvapHbii

BHEKNETOYHbI NnoTeHLUMan CMelaHHOro HEPBHOrO BOJIOKHA; &, P, y, 5— MNC eHy,

BOJIOKOH

pasHbIX TUMOB He/<i.
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3aKoHbl NpoBeAeHNss BO30YXAeHUs

CyLLecTBYeT HECKONIbKO HEOBXOANMBIX YCNI0BUIA Npo-
BeAeHUs BO3OYXAEHMNA MO HepBY, Ha3BaHHbIX «3aKOHa-
MU» NPOBeAEHUS BO3OYXAEHUSA NO HEPBHOMY BOJSIOKHY.

MepBbIii 3aKOH 3aKfO4aeTcs B TOM, YTO Npy pasgpa-
YKEHVW HEPBHOI0 BO/IOKHA BO36Y>XeHNE M0 HepBY pacrpo-
CTpaHsieTcs B 06e CTOpPOHbI. [n18 foKa3aTenbcTBa 3TOro
Ha pasHble KOHLbl HEPBHOrO BOJIOKHA HaknafblBalOT
[lBe Mapbl 3MeKTPOLOB, CBA3aHHbIX C ABYyMA Audde-
peEHUNANbHbIMWU YCUINTENAMW, KaK 3TO MOKa3aHO Ha
puc. 1-:91 A. PasfpaxeHWe HaAHOCAT B LEHTpe, Mexay
3TUMU 3nekTpojamu. BpesynbTate [LBYCTOPOHHEro
nposefieHNs BO30OYXJeHUA perucTpupytowias anna-
patypa, CBfA3aHHasa C YCUAUTENAMW, 3aperucTpupyet
NPOXOXAEHME UMNYIbCa KaK Mof 3/1eKTpojaMun yeunu-
Tens (1), Tak v nog anekTpogamu ycunutens (2).

BTopoii 3aKOH 3aK/t04aeTca B TOM, YTO pacnpocTpaHe-
HVe BO36Y)XAeHUS B 06e CTOPOHbI MPOMCXOAUT C O4UHAKO-
BOW CKOPOCTbI. Ecnn paccTtosiHue Mexay anekTposamu
ycunutens (1) v pasgpaxarwnumy anekTpogamMmu paBHo
paccToAHUIO MeXAy 3NeKTpoAamMun ycunutens (2) n pas-
Apaxawowmmmn anektpogamu (puc. 1-91 A), To peruct-
pupyoLlas annapaTypa 3aperucTpupyet NpoxoxpaeHue
UMMynbca Kak Mnog anektpogamu ycunutensa (1), Tak v
nof aneKTpogamu ycunutens (2) ofHOBpPeMeHHo.

TpeTuii 3aKOH 3aK/t04aeTcs B TOM, 4YTO BO3OYXAeHue
Nno HepBy pacnpocTpaHsieTcs 6e3 3aTyxaHus wunu 6e3
«fieKpeMeHTa». [nd gokasaTefibCTBa Ha OfHY CTOPOHY
HEepBHOr0 BOJIOKHA HaK/fafblBalOT napy 3/1EKTPOL0B,
NoCcpefCTBOM KOTOPbIX HAHOCAT pasjpaxeHue, a fABe
napbl 3/1EKTPOA0B, CBA3aHHbIX C ABYMA AuddepeHLmn-
aNnbHbIMW YCUNUTENAMUN, pacrnonaratoT Ha yJaneHuwu,
KaK 3TO nokasaHo Ha puc. 1-91 b. Batom cnyuae peruc-
TpupyloLas annapartypa, cBsizaHHas ¢ ycunutenamu (1)
n(2), NpoAeMOHCTPUPYeT OLAMHAKOBYK aMnautyny
noTeHUmana 4eficTBUS HEPBHOMO BONOKHA.

UeTBepTblli 3aKOH 3aK/l04aeTcs B TOM, 4TO 415 Npo-
BeAeHNS BO30Y)KAEHWS MO HePBHOMY CTBO/Y HEobXxoau-
Ma aHaToMu4yeckas U pu3nonornyeckas LEeNoCTHOCTb
HepBHOMo BO/IOKHa. lMpoBefeHVe UMNYbCOB BO3MOX-
HO NWWb MPU YCNOBUU aHATOMUYECKOW LenocTHOC-
TW BOJIOKHA, MO3TOMYy nto6as TpaBMa MOBEPXHOCTU
BO/IOKHA HapyLllaroT ero npoBogmMmMoctb. OTCyTCTBUE
NPOBOAMMOCTU HabnofaeTca TakXe npu Hapyuwe-
HUM  (PN3NONOTMYECKOW LEeNoCTHOCTM BOJIOKHA.
B akcnepnmeHTe Ha OfHY CTOPOHY HEpBHOI0 BOJ/OK-
Ha HakfaAblBalOT napy 3/MeKTPOoLOB, MOCPeLCTBOM
KOTOPbIX HAHOCAT pas3fpaxkeHue, a napy 3/1eKTpo-
[0B, CBA3aHHbIX C AudhepeHLManbHbIM YCUNNTENEM,
pacrnofiaraloT Ha YyfaleHun, Kak 3TO nokasa-
HO Ha puc. 191 B. BaTom cfiyyae peructpupyto-
Wwaa annapartypa, cBf3aHHas c ycunutenamu (1),

NPOLEMOHCTPUPYET B KOHTPONAbHbIX YCNOBUAX MOTEH-
unan feiCcTBUSA HEePBHOr0 BOMOKHA. JOCTUUb Hapy-
WeHUs (U3NONOTUYECKOW LLeOCTHOCTU HEPBHOMO
BOJIOKHAa MOXHO, HaKnaAblBas MeXay pasgpaxarouny
MU W PErncTpupyrowmMMy 31eKTpojaMu BaTKy, CMO-
UeHHyl0 cnupTtoM. EcnmM nepeBsA3aTb MraTypoH
HEepBHbIA CTBOM, NPOBEAEHMNE BO3OYXAEHMA NO HeM\
Habnogatbcq He OyaeT M3-3a HapyLeHWa ero aHaro
MMWUYECKOW Les0CTHOCTH.

MATLIA 3aKOH 3aKN0YaeTca B TOM, YTO BO3GYXKAEHNE
pacnpocTpaHseTcs M0 HepPBHbIM BOJSIOKHAM HepBHO-
ro cTBONa M30/MpoBaHHO. B nepudepnyeckom Hepse
MUMMNY/bCbl PAaCNPOCTPAHATCA MO KaXAOMY BOOKT
M301MPOBAHHO, T.e. He Mepexoas C OAHOrO BOMOKHA
Ha Apyroe v okasbiBas AeiiCTBUE TONIbKO Ha Te KeT-
KW, C KOTOPbIMU KOHTaKTUPYKT OKOHYaHUS [aHHO-
ro HepBHOro BO/IOKHA. V30n1MpoBaHHOE MpoBedeHwe
B OTAENbHbIX BOMIOKHAX CMELIAHHOrO HepBa MMET
OblTb fJOKA3aHO ONbITOM Ha HEPBHO-MbILLIEYHOM rpe-
naparte CKeneTHOM MblWLbl, MNHHEPBUPOBAHHOW CVe-
lWlaHHbIM HepBOM, B 06pa3oBaHUM KOTOPOro yuacT
BYET HECKO/IbKO CMMHHO-MO3r0BbIX KOpeLKoB. Eom
pasgpaxaTb OAUH U3 3TUX KOPELIKOB, COKpaLLaeTcs
He BCA MbllULA, a TOAbKO Te TPYNMbl MbILEYHbI\
BO/IOKOH, KOTOPble WHHEPBUPOBAHbI pa3fpaXaembiM
Kopewkom. bonee cTporMm [oKa3aTenbCTBOM VBO-
NMPOBaHHOI0 MPOBeAEHUA BO3DYXAEHUS CIYHUT
OTBefEHME MNOTEHLMaNoB [eACTBMA OT pasInyHbIX
HEepPBHbLIX BOJIOKOH HEPBHOTO CTBO/A.

LLlecToi 3aKOH 3aKN04aeTcq BTOM, YTO HEPB He yToM
nseM. OTO [0KasblBaeTCAa CNefyroL UM 3KCrepuMeH-
TOM. Ha 0fjHy CTOpOHY HEPBHOI0 BOMIOKHA Hak/1ajblBa-
0T Mapy 371eKTpoAoB, NOCPeACTBOM KOTOPbIX HAHOCST
pasfpaxeHune, a ABe Napbl 3/1€KTPOAOB, CBA3AHHLIX i
OBYMS AndhepeHUManbHbIMU YCUANTENAMM, pacrio-
naratoT Ha yjaneHuu, Kak 3To nokasaHo Ha puc. 1916
B 3aToM cnyvae peructpupytoLLas annapatypa, cessaH-
Hast ¢ yeunutensmm (1) n (2), npogeMoHCTpPUpPYeT o
HaKOBYK aMNIUTyAy NoTeHUMana AelCTBUS HEPBHOMO
BOJIOKHA B TeYEHUWE OYeHb ANNTENIbHOTO BPEMEHMU.

CeabMoli 3aKOH 3ak/f4aeTcs B TOM, 4TO B pe3
NINYHBIX BOJSIOKHAX BO30YX/AeHWe pacrpocTpaHseTcs ¢
pasHoli ckopocTblo. CKOpPOCTb NPOBefeHUs BO3DYXae-
HUS 3aBUCUT OT COMPOTUBNEHUS CPebl, OKPYXatoLLEeN
BO/IOKHO, OT COMPOTMBMEHWA aKCONNasMbl Ha e+
HULY ANUHbI, CONPOTUBAEHWUA MeMb6paHbl akcoHa u
fuameTpa BOMOKHA. B MUeNMHU3NPOBaHHOM BOMOKHE
CKOpPOCTb MPOBEAEHMNA HEPBHOrO MMMYyfbca Mporop-
LUMOHa/IbHA ero AMameTpy. Y HEMUENMHU3UPOBAHHOTO
BO/IOKHA CKOPOCTb NPOBEJEHMNSA BO30OYXAEHWS npornop-
LMOHAaNbHa KBaApaTHOMY KOPHIO AuMameTpa BOMOKHA
Takum 06pa3om, CKOPOCTb NPOBEAEHWNS Y MUAEMMHN3N-
POBaHHOI0 BOMIOKHA 3HAYMTENbHO BbiLLe.
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Obwpe npeacTaBneH st O MyTsX
CYrHa/IbHOI TPaHCY KL

Lna 60nbWINHCTBA PErYAATOPHbLIX MOJSIEKYN MeXAY
X CBA3bIBAHWEM C MeMOGpaHHbIM peLenTopoM U
OKOHYaTeNbHON peakuueild KNeTKW, T.e. U3SMEHEHUEM
ee paboTbl, BKAMHUBAKTCA CNOXHbIE CepuU COObI-
TUIA —OnpefeneHHbIe NyTH Nepefayn curHana, nHave
Ha3blBaeMble MyTAMU CUTHANLHOW TPaHCAY KUK,

PerynaTopHble BellecTBa MPUHATO nojpasgensitb
Ha 3HAOKPWHHbIE, HEAPOKPUHHbIE U NapakpUHHbIE.
OHAOKPWHHbBIE PerynaTopbl (FOPMOHbI) BbIAENAKTCA
3HAOKPUHHBLIMWU KNETKaMun B KPOBb U MEPEHOCATCA eto
K KNeTKamMm-MULIEHAM, KOTOpPble MOTFYT Haxo0AUTbLCA B
nobom mecte opraHusma. HelipOKpuHHbIe perynaTo-
pbl BbIAENATCA HeWpoHaMW B HEMOCPeACTBEHHOW
6/1130CTY OT KIeTOK-MULLEHEN. MapaKprHHbIE Bellec-
TBa 0CBO60X A TCA HECKOMbKO faiblue OT MULLEHEN,
HO BCE XK€ 10CTaTO4YHO 6/1M3K0 K HUM, YTOObl 4OCTUYb
peuentopoB. llapakpuHHble BelLlecTBa CeKpeTUpy-
l0TCA OAHUM TUMOM KNIeTOK, a AeiCTBYIOT Ha 4pYro,
OflHAKO B HEKOTOPbIX CAyvasx perynaropbl npefgHa-
3HayeHbl TeM KNeTKam, KOTopble WX BbIAENWUU, UMW
COCEHUM K/NeTKaM, OTHOCALWMMCS K TOMY >Xe Tuny.
3T0 Ha3blBaETCA ayTOKPUHHOM perynaymei.

B psge cny4yaeB nocnegHuid atan CUrHanbHOM TpaH-
COYKUMM CcOCTOUT B (hochopunmMpoBaHUM onpepe-
NeHHbIX 3(PeKTOPHbIX 6enKOB, 4YTO BeAeT K YyCu-
NEHWID WAN YTHETEHWH WX aKTMBHOCTM, a 3TO, B
CBOIO o4epefb, onpejenseT HE06X04MMYIO OpraHu3My
KNeTOUYHY peakuuto. ®ochpopunmposaHne 6enkos
OCYLLEeCTBASAT NPOTENMHKMHA3bI, a gedochopunnpo-
BaHMe — npoTenHdocgaTasbl.

V3MeHeHNs MPOTEMHKWHA3HOW aKTUBHOCTW Mpo-
NCXOAAT B pe3ynbTaTe CBA3bIBAHWS PErynsaToOpHON
MoJieKynbl (B 06LeM clyyae HasbiBaeMol MraHgom)
C ee MeMbpaHHbIM PeLenTopoM, YTO 3amyCcKaeT Kac-
Kafbl COObITWUI, HEKOTOpPble M3 KOTOPbIX NpuBefe-
Hbl Ha pucyHke (puc. 2-1). AKTUBHOCTb pasnuy-
HbIX MPOTEMHKMHA3 peryaupyeTcs peuenTopoM He
npsamo, a 4epe3 BTOPU4YHbIE MecCeHKepbl (BTOPUY-
Hble MOCpefHWKWN), B PO KOTOPbIX BbICTYNalT,
Hanpumep, UukKnnyeckun AM® (LAM®), uuknu-
yecknin TM® (urMo), Ca2+, wnHosmTon-1,4,5-Tpu-
tocar (1P v amaumnrnvuepon (DAG). Mpu aTom
CBA3bIBAHWE NUraHfa ¢ MeMO6paHHbIM pPeLenTopom
M3MEHSeT BHYTPUKIIETOUYHbIA YpPOBEHb BTOPUYHOTO
MeCCeHXepa, 4YTO, B CBOK 0Yepefdb, OTPaXaeTcs Ha
aKTUBHOCTM NPOTEMHKMHA3bl. MHOrne perynarop-

Hble MOJIeKY/bl BAUAKOT Ha KNETOYHble MpOLECCh

yepes NyTW CUTHANbHON TPaAHCAYKUUW C ydacTve®

retepoTpmMmMmepHbIx 'Td-cBA3bIBAKOLNX 6ENKOB (fETe-
poTpUMepPHbIX G-0eNKOB) NN MOHOMepPHbIX PC
3blBalOLMX 6e/1KOB (MOHOMEPHbIX G-6€/1K0B).

Korga monekynbl nuraHfa CBf3blBalOTCA C M
paHHbIMU peuenTopamu, B3aMMOAE CTBYHOLMM
retepoTpumMepHbiMu G -6e1KaMu, NPOUCXOAUT N
xof G-6enka B aKTMBHOE COCTOSHME MyTeM CBBbE
BaHUA ¢ I'Td. AKTUBUPOBAHHbIN G-6en10K MMer
3aTeM B3aMMOMeNCTBOBaTb CO MHOTUMUK 3dheKT
HbIMWN 6eNTKamK, NPeXxae BCEro pepMeHTamm, Takim,
KaK afeHwunaTuuknasa, gocgoamnactepasa, oo
nunasbiC, A2 v D. 9T0 B3aMMOAENCTBUE 3aMyCKaeT
uenn peakuuin (puc. 2-1), KOTOpble 3aKaH4YMBAKOTCH
aKTMBauuneid pasnUyYHbIX NPOTEUHKMHA3, TakuUX, rax
npotemHknHaza A (MKA), npoTenHkunHasa G (KO
npotenHkmHasza C (MKC).

B 0o6wunx yepTax MyTU CUTHANbHOW TpaHCOYKM
c yyactmem G-6e1KOB — MPOTEMHKUHA3 BKIOY
cnegytouime aTansl.
1JluraHg cBsA3biBaeTCA C PeLenTopoM Ha Memop< i

KNETKMU.

2. CBA3aHHbIA C NUraHfoM peuenTop, B3auMmo,
By ¢ G-6e/1KOM, aKTUBUPYET €ero, u akTvBupo-
BaHHbIN G-6enok cBA3biBaeT [T,

3. AKTMBMPOBaHHbIA G-6e10K B3aMMogeicTByeTe
O4HVUM WM HECKONbKUMW CNefYIOLWMUMUN COoedvHe-
HUSIMW: afleHMnaTumnKnason, gocgogmacTepall
thocthonmnazamm C, A-, D, akTuBMpyes WINIHIH-
6upys ux.

4. BHYTPUKNETOUYHbI YPOBEHb O4HOTO W/ HECKOMb-
KNX BTOPUYHbIX MECCEHIXKepPOoB, TakKux, KK
UAM®, urMe, Ca2+, 1P3 unu DAG, Bo3pacTaeT
NN CHUXAETCA.

5. YBennyeHne MAN YMEHbLUEHWE KOHLEHTpauum
BTOPUYHOIO MeCCeH)Xepa BnAeT Ha aKTMBHOCTb
OfHOW UNWN HEeCKONbKWX 3aBUCUMbIX OT Hero ro-
TeUHKMHA3, Taknux, Kak LAM ®-3aBucrmas npore-
MHKWHa3a (NpoTenmHKnHasa A), uI'M >3aBuc
npotemHknHasa (HKG), kanbMogynvuH3aBucMMas
npotenHknHaza (KMTK), npoTemHKuHa
M3meHeHNe KOHLEHTpaLumn BTOPUYHOIO Meccel
Xepa MOXeT akTUBUPOBATb TOT UM WHOW KO
KaHar.

6. YpoBeHb (hochopunupoBaHns hepmeHTa Um o
HOro KaHafna W3MEeHSeTCs, YTO BAUAET Ha aKTus-
HOCTb MOHHOIO KaHana, 06ycfaBnnBas KOHeYHbIA
OTBET K/eTKU

Puc. 2-1. HekoTopble Kackagbl COObITUIA, peannsytolimnecs B KneTke 61arofaps BTOPUYHbBIM NOCPegHNKaM.

0O603HaYeHNs: * — aKTUBUPOBAHHbLIA (hepMeHT
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MeM6paHHble peuenTopbl, CBA3aHHbIe
c G-6enkamun

MembpaHHble peLenTopbl, onocpeayloline aro-
HUCT-3aBUCUMYI0 aKTUBaLuio G -6e1KoB, COCTaBNAOT
ocoboe cemeiicTBO 6enK0OB, B KOTOPOM 500 C MW HUM
npegctaBuTeneil. K Hemy oTHOcATCS a- U (3-agpeHep-
rmyeckue, MyckapuHOBble aLeTUIXO/MHOBbIE, CEpo-
TOHWHOBbIE, aAeHO3MHOBbIE, 060HATENbHbLIE peLen-
TOPbI, POAOMCUH, a TaKXe peLenTopbl 60MbLWMHCTBA
NenTUAHbIX TFOPMOHOB. [lpeacTaBuTenu cemeicTea
peuenTopoB, CBA3aHHbIX ¢ G-6enkaMu, UMeT CEMb
TpaHCMeMOpaHHbIX a-cnupaneit (puc. 2-2 A), Kax-
[lafg N3 KOTOPbIX COAEPXKUT 22—28 NpenMyLLecTBEHHO
rmapodo6HbIX aMUHOKUCIOTHbLIX OCTaTKOB.

Lna HekoTOpbIX NUraHgoB, Hanpumep, aueTun-
XO0MUHA, ajjpeHaNnHa, HopajpeHanvHa U cepoTo-
HWHa, W3BECTHbl pa3Hble NOATUNbLI CBA3AHHbLIX C
G-6enkamy peuentopoB. 3avacTyl OHW pas3nuya-
IOTCA CPOACTBOM K KOHKYPEHTHbIM aroHucTam u
aHTaroHuUcTam.

[Oanee npeactaBneHa (puc. 2-2 b) monekynsap-
Haa opraHusaums ageHunatyuknasbl — epmMeHTa,
npogyuupytowero LAM® (nepBblii OTKPbITbIA BTO-
PUYHbIA MecceHaKep). PerynaTtopHbiil nyTb ageHu-
natuuMknasbl CYMTAETCA KMaCCMYECKUM MYTEM CUT-
HanbHO TpaHCcAYyKUMK, 06ycnoBneHHon G-6enkamu.

ApeHunaTtnmuknasa CAyXuT OCHOBOMW MO3UTKBHO-
ro UAM HeraTUBHOr0 KOHTPOAA NyTel CUrHaIbHOM
TpaHcayKumu uyepe3 G-6enku. Tpu NOMTUBHOM
KOHTpPONEe CBA3blBaHWE CTUMYNUPYHOLWEro uraH-
fa, HanpuMmep, ajpeHanuHa, [eiCTBYHOLLEro Y4eps
P-afpeHepruyeckune peLenTopbl, BefeT K aKTvsaLmum
retepoTpumepHblx G-6e1K0B C a-CybbeanHuLEN
Thna as («S» 03HayaeT CTUMYANAUMIO). AKTMBaLMUA
Gs-Tuna G-6en1KOB MNOCPEACTBOM CBS3aHHOr0 C
NUraHfom peuentopa NpUBOAUT K TOMY, 4TO €0
as-cybbefMHuLa cBA3biBaeT TP, 1 3aTeM auccouy-
npyeT OT py-Aumepa.

Ha pucyHke 2-2 B noka3aHo, kak ¢ochonunasaC
pacwennseT ¢ochaTngununHosnton-4,5-guocdar
Ha WHo3uTOoN-1,4,5-Tpudochat w guaynnrauue-
pon. Ob6a BewecTBa, MHO3MTON-1,4,5-TpudochaT n
ANaUNNrAnMLepos, OTHOCATCA K BTOPWUYHbLIM MEC-
ceHgxepam. IP3, cBA3bIBasACb CO cCneunmyecKumm
nuraHasasucnumelmn  Ca2+-KaHanamuy  3HAoNIas*
MaTUYeCKOro peTUKynyma, BbICBOGOXAAET W3 HIe
Ca2+, T.e. noBbIWaeT KoHUeHTpauuto Caz+ B LMo
3one. Auaumnrnuuepon Bmecte ¢ Ca2+ aktvsupyet
LPYroil BaXKHbIi KnacC NPOTEMHKMHA3 — MpOTenH
KuHasy C.

3aTeM nokasaHa CTPYKTYypa HEKOTOPbIX BTOpMY
HbIX MecceHXepoB (puc. 2-2 I—E): yAM®, Vb
urMo.

Puc. 2-2. MpuMepbl MOMEKYNAPHON opraHu3auuMyM HeKOTOPbIX CTPYKTYP, Y4YacTBYIOLULMX B MNYTAX CUrHabHON

TpaHCAYKL MK,

A — peuenTop MembpaHbl KNeTKMW, CBA3bIBAKOLWNIA HA BHELIHEA NOBEPXHOCTU NUraHf, a BHYTpU — retepotpu™
MepHbIii G-6enok. B — mMonekynsapHas opraHusauus afeHumnaTumknasbl. B— cTpykTypa ochaTmgnamHosu-
Ton-4,5-gudochaTta M 06pasoBaHHbIX Noa Aeictemem docdonmnasbl C nHosmToNn-1,4,5-Tpudocharta n amaumn-
rnuyepona. '— ctpyktypa 3,B-ymknmnyeckoro AM® (aktmatopa npoTeMHKMHasbl A). [ — cTpykTypa MR
E— cTpykTypa 3'5'-uymknmyeckoro NP (aktneartopa NpoTenHKnHasbl G
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FeTepoTpmMepHble G-6e/Ku

FeTepoTpu MepHbIA G -6e10K COCTOUT M3 TPEX CYyOb-
eanHuy: a (40 00045 000 M4a), p (okono 37 COO4a)
n y (8000—10000[ a). Ceivac M3BECTHO O0KOMO
20 pasnuWyYHbIX TFEeHOB, KOAUPYKOLWWUX 3TN CY6b-
eAMHNLbI, B TOM 4YWC/ie HE MeHee 4YeTbipeX FeHOB
P-cy6beAUHUL M MPUMEPHO CEMb FEHOB y-Cybbean-
HUL MnekonuTalWwmx. @yHKUNA M cneynipuyHoCTb
G-6enka 006bIYHO, XOTS U He BCerga, onpefenstoT-
cs ero a-cybveguHuueii. Y 6onbwmnHcTBa G-6en-
KOB cy6beAuHULbl P U Yy NAOTHO CBf3aHbl MeXAy
co60i. HekoTopble retepoTpumepHble G-6enku u
nNyTW TPaHCAYKL MU, B KOTOPbIX OHU 3afe/ACTBOBaHbI,
nepeyncneHbl B Tabn. 2-1.

FeTepoTpuMepHble G-6enKkyM CcayxaT MOCPESHM-
KaMy Mexay peuenTopamMu NnasmaTtuyeckoim Mem-
6paHbl Ans 6onee 100 BHEKNETOYHbIX Perynatop-
HbIX BELLECTB WM BHYTPUKIETOUHbIMU MpoLeccamu,
KOTOpbIE OHW KOHTPOAMpPYIT. B 06w mMX yepTax, cBS-
3blBaHME pEeryasTOpHOro BelecTBa C ero peuento-
pom akTuBupyeT G-6en0K, a TOT 1Mb60 aKTUBUPYET,
nnéo MHrnéupyeT GepmMeHT MU/MAKN Bbi3biBaeT Lemnb
co6bITUI, NPUBOAALLUX K aKTUBAL UMW ONpeAeneHHbIX
MOHHBIX KaHanoB.

Ha puc. 2-3 npegctaBieH obwuii npuHuun pabo-
Tbl reTepoTpuMepHbiXx G-6e1KkoB. B 60nbWIKNHCTBE
G-6enkoB a-cybbveamHuua npepcraendetr coboli
«paboymnii 3NeMeHT» reTepoTpuMepHbIX G-6enKoB.
AxTuBauus 6onbwnHcTBa G-6€1KOB NPUBOAUT K
KOH(POPMAaLMOHHOMY W3MEHEHWUD 3TON cybbean-
HULbl. HeakTuBHble G-6eNnKM CyLWecTBYHT rnaB-
HbiIM o06pa3om B ¢opme aPy-reTepoTpumepos,

c AP B no3nyumax, CBA3bIBAOLWUX HYKIEOTUL,
B3anmogeiictBue retepoTpumMepHbiX G -6enKoB C
NPUCOEANHUBLUUM NUTAHA PeLenTOPOM BeLeT Krpe
o6pa3oBaHuNi0 a-Cyb6befUHNLbI B aKTUBHYH (opvy
C MNOBbIWEHHbIM CPOACTBOM K [T® U MOHWKEH-
HOli a)MHHOCTbLIO ero K Py-komnnekcy. B pesynbtare
aKTMBMpOBaHHas a-cybbefuMHMLa 0CBOGOXKAAET
rA®, npucoegnHsaet I'TP, a 3ateM guccounmpyeToT
Py-gumepa. Y 6onbwinHcTBa G -6€1K0B AUCCOLUMPO-
BaHHaa a-cybbefMHMLA 3aTeM B3aMMOLENCTBYyeTe
3 (eKTOPHbIMMK 6eKaMmn B NYTU CUTHaNbHOW TpaH
caykummn. OaHako y HekoTopbix G-6en1KoB 0cBOGO-
AVBLIMNIACA Py-auMep MOXET ObiTb OTBETCTBEHHLIM &
BCE UM HeKOTOpble 3D heKTbl peLenTop-nuraHgHoro
KoMMekca.

PaboTa HEKOTOPbLIX MOHHbIX KaHa/ 0B MOAY/NpYeT-
ca G-6enKkaMn HenocpefCTBEHHO, T.e. 0e3 yyacu
BTOPUYHbIX MecCeHAXepoB. Hanpumep, cBasbiBaHWe
aLeTUNXO0/IMHAC MYCKapMHOBbBIMUK M 2-peLienTopamu
cepAua M HEKOTOPbIX HEMPOHOB BefeT K aKTvBaLum
ocoboro knacca K+-kaHanos. BaTom cnyyae cesisbk
BaHWe aLeTUNX0/IMHa C MyCKapMHOBbLIM PELENTOpoM
BefeT K akTueauum Gj-6enka. Ero aktnenpoBaHHas
a-cybbefMHMLa 3aTeM oTgensetca oT Py-anviepa,
a Py-gumep Hanpsamyko B3aMMOfeNCTBYeT C 0CO-
6bIM Knaccom K+-kaHanos, NpMBOAA WX B OTKPbk
Toe cocToAHMe. CBA3bIBaHME aLeTUNX0NMHA C
MYCKapWuHOBbLIMMK peLenTopaMu, MOBblLIAIOLLEE
K+-npoBoAMMOCTb NeiiCMEKePHbIX KNeTOK B CUHOAT-
puanbHOM y3/ie cepaua —OLWH U3 FNaBHbIX MEXaHU3-
MOB, NOCPEACTBOM KOTOPOro napacumnatmyeckume
HepBbl BbI3bIBAOT YMEHbLIEHNE YACTOTbl CepAeUHbIX
COKpaLleHu.

Puc. 2-3. MpuHuun paboTbl retepoTpuMepHbix ['TP-cBA3LIBAIOLWMX 6eKOB (FreTepoTpuMepHbIX G-6en1KoB).

O603HauveHns: R— peuentop L— nuraHg E— achdekTopHbIn 6enok



*UMUYHTIK i

MOLL Ky/a

mrHa MeH i’

Tabnmua 2-1. HekoTopble retepoTpumepHblie I'Td-cBA3bIBatOLWME GENKM MAEKONUTAKOLWNX KnacCUPUUMPOBaHHbIE HA OCHOBE
nx «-cyovefuHuy *

G-6enok

G

Gr
G,, (nanoykm)

G2 (kon6oukn)

Gi, Gj2, Gj3

AKTUBUpYIOLWME peLenTopbl 4/1s
AppeHanuHa, HopagpeHanuHa,
ructammnHa, rnoKaroHa,
afpeHOKOPTUKOTPOMNHOTO,
NIOTENHU3NPYIOLLETO,

(o MKYNCTU MYNTUPY HOLLErO,
TUPEOTPOMHOr0 FOPMOHOB U Ap.
Maxyuyne BewecTBa

DOTOHbI

DOTOHbI

HopagpeHanuH, npocTarnaHgnHel,
ONMUOUAbI, AHTUOTEH3NH, MHOTUE
nenTuabl

ALETUNXONUH, agpeHannH

A hekTopsl

ApeHnnatumknasa
Ca2+KaHanbl

AfeHunaTymknasa
urMao-poctpoamnacrepasa

urMao-dpocpoamnacrepasa

AfeHunatymknasa
doctonunaza C
docthonmnaza A2
K+-KaHanbl

dochonunasa Cp

CurHasibHbIE NyTU
TuAM®
T Bxoa B KNnetky Ca2+

TuAM® (060HAHNKE)
i urMo® (3peHue)

1urMo® (uBeToBOE 3peHMe)

TuAM®

T WHosutontpudocdar,
ovauyunnrnuuepux, Caz+
BbicBO6OX4EHME apaxnUA0HOBOM
KNCNOThbI

Monsapusauna memoépaHbl

T WHosnTonTpuchocdar,
anaunnranuepon, Caz+

* BKaXaOM Knacce a-CyGbeiMHUL, Pa3nnuatoT HECKONLKO M30(hopM. MaeHTuduumpoBaHo 6onee 20 a-Cy6beANHNLL.



MoHoMmepHble G-6eku

KneTkn cogepxaT ewe O0AHO cemeictBo ITd-
CBA3bIBAKOWMNX 6ENKOB, KOTOPble Ha3blBalOT MOHO-
MepHbIMU [ Td-cBa3biBalOW MMM  H6enkamMu. OHU
TaKXe M3BEeCTHbl Kak G-0e/Ku C HU3KOW MONeKynsip-
HoO maccoli unn manble G-6enkn (MoNeKynspHas
macca 20 000-35 O004a). Brabnuue 2-2 nepeuwnc-
NeHbl OCHOBHble nofKNaccbl MOHOMepHbIX [Td-
CBA3bIBAKOLMX OENIKOB U HEKOTOPbIE U3 UX CBOWCTB.
Ras-nogo6Hble M Rho-nofobHbie MOHOMEpPHbIE
FTd-cBasbiBalOwW e 6eNKU y4yacTBYHOT B MYyTU CUT-
HaNbHON TpaHCAYKLMWU Ha 3Tane nepefayn curHana
OT TUPO3MHKMHA3bI, peLenTopa akTopa pocTa, Ha
BHYTPUKAeTOUYHble athdekTopbl. Cpean MNpoueccos,
perynmpyeMmblX MYyTAMU CUTHaNbHOW TpaHCAYK-
Lunnu, B KOTOPble BOBfIeYeHbl MOHOMEpPHble [Td-
cBA3bIBalOLME BefKM, MOXHO Ha3BaTb 3/I0Hrauuto
nonMNenTUAHON uenu B Xode 6e1KOBOro CUHTE3a,
nponudepaunio n gnhhepeHUNPOBKY KNETOK, WX
3/10Ka4yeCTBEHHOE MepepoXaeHne, KOHTPO/b aKTu-
HOBOIO LMWTOCKeNeTa, CBA3b MeXAY LUTOCKeNeToMm

N BHEK/IETOUYHbIM MAaTPUKCOM, TPaHCMOPT BE3MKY;
MEXAY pas3fIMUYHbIMUN OpraHeniaMum u 3K30UUTO3HYHO
ceKkpeuuio.

MoHoMepHble Td-cBsA3bIBalOWMe 6eNKW, KaK K
MX reTepoTpM MepHbIe aHanoru, NpescTaBsftoT coooA
MONEKYNAPHbIE MNepeknyaTenu, CyLecTByoLWwme B
ABYX (hOpMax — aKTUBUPOBAHHOWN «BK/HOUYEHHON»U
WHAKTUBUPOBAHHOMN «BbIKAOYEHHON» (puc. 2-4b).
OfHako aKTuBauua W WHAKTMBALWUA MOHOMEPHbIX
FTd-cBAasbiBalOW X 6enkoB TpebyeT LOMONHUTENb-
HbIX PeryfnaTopHbiX 6efKoB, KOTOPble, HACKOMbKO
N3BECTHO, He TpebytoTcA ANns paboTbl reTepoTpu-
MepHbIX G-6enKoB. MoOHOMepHble G-0enkun akn-
BUPYKOTCA  TFyaHMH-HYK/1e0TMUA-0CBOOOXKAAKOLLMU
6enkamun, a nHaktTusupytotcs [Tdaza-akTMBUPYHO-
wymn 6enkamMn. Takum o6pasom, akTUBaLMA U MHa
KTUBaLMUsA MOHOMEPHbIX I'Td-cBA3bIBAIO L UX Ge/KOB
KOHTPONMPYeTCA CWUrHanaMmu, KOTOPbIE W3MEHSIOT
aKTUBHOCTb FyaHWUH-HYK/IE0TUA-0CBO6OXKAAIOLLLNX
6enkoB unu I'Tdasa-aKTUBUPYHOLNX GENIKOB CKOpEE,
4yeM nNyTeM MPAMOro BO34elCTBUA Ha MOHOMEpHbIe
G -6enkun.

Puc. 2-4. MpuHUMN paboTbl MOHOMEPHbIX ' Td-cBA3bIBaOLWMUX 6e1KOB (MOHOMEPHbIX G-6eN1KOB).

O603HayeHna: R— peuentop, L — nuraxg
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Tabnuua 2-2. MoacemelicTBa MOHOMEpPHbIX Td-CBA3bIBAOLLMX OGENKOB UM HEKOTOPblE PEryNPYeMble UMW BHYTPUKIETOYHbIE

npowiecchbl
MopcemeincTeo KneTouHble ahheKThbl
Ras-nopo6Hble 6enkn KoHTponb pocTa v gndhepeHUMpoBKHY
Rho-nogo6Hble 6enkn (BkAtouas Rac) KOHTPONb NOMUMEPUNinunn aKTUHOBBLIX PUNAMEHTOB U UX COOPKN B
cneynanu3npoBaHHble CTPYKTYpbl TUMa hOKanbHON agresnu
Rab-nofo6Hble 6enku KOHTpO/b BE3NKYNAPHOrO TpaHCMOpPTa NyTemM HanpasieHUs BE3UKYN K
onpefeneHHbIM Mem6paHam
ARF-nogo6Hble 6enku Perynauus c6opkn n pasbopku 6enK0B, NOKPbIBAIOLUX BE3UKYbI, U

KOHTPO/b BE3UKY/ISAPHOTO TpaHcnopTa



MexaHn3m paboTbl FeTEPOTPUMEPHBIX
G-6enkoB

HeakTuBHble G-6enKM CyW,ecTBYKT Tr/laBHbIM
o6bpasom B (popme aPy-retepoTpumepos, ¢ 4P B nx
no3numMAax, ceBA3biBalOWMUX HyKneoTug (puc. 2-5 A).
B3anmogpeiictene retepoTpuMepHbiXx G-6en1KoB
C NPUCOEAMHUBLUUM NUTaHf peLenTOpoM BefeT K
npeobpas3oBaHMi0 a-cybbeAMHULBl B aKTUBHYIO
(hopMy, KoTopas WMMeeT MOBbIWEHHOE CPOACTBOM K
FT® M NOHMXEHHYI aPUHHOCTL ero K Py-komnnek-
cy (puc. 2-5 B). B6OMbWUHCTBE TeTEPOTPUMEPHbBIX
G-6e/1KOB MMeHHO a-cybbefuMHuuLa npepcTaBnsa-
eT coboi CTpyKTypy, nepejalwllyro UHPOpMaLuio.
AkTuBaumna 6onbwmnHcTea G-6eN1KOB NPUBOAUT K
KOH(pOPMaLNOHHOMY U3MEHEHUIO a-CyObefUHULbI.

B pesynbTaTe  aKTMBMpOBaHHas a-cy6beau-
Huua ocso6oxpgaer AP, npucoegnHsetr [T
(puc. 2-5 B), a 3atem pguccouumpyet oT Py-guwe-
pa (puc. 2-5T). Y 6onbwmnHctBa G-6enKoB Auc-
coumuMpoBaHHasa a-cybbefumHuua cpasy B3auMO-
pencTByeT ¢ apdekTopHbIMKU b6enkamu (E,) B nym
CUTHaNbHOW TpaHcaykuum (puc. 2-5 ). OgHako y
HekoTopbIXx G-6enkoB ocBo6oauBINIACA Py-aumep
MOXET 6bITb OTBETCTBEHHbIM 3a BCe WM 3a HEKOTO-
pble 3 (eKTbl peuenTop-AUraHAHOro KOMIIEKca.
3aTem Py-gumep B3aumopgeicTByeT c 3ddekTop-
HbiM 6enkom E2 (puc. 2-5 ). [danee nokasaHo,
yTo uneHbl RGS cembun G-6enKa CTUMYAMpPYIOT
rmgponus I'Td (puc. 2-5 E). 3T0 WHaKTUBMpPYET
a-cyboveanHmLy M obbeanHseT Bce CybbeagnHMLbI B
aPy-retepotpumep.

Puc. 2-5. LInkn paboTbl retepoTpumMmepHoro G-6enka, 3anyckarLiero ganbHeliwyo Lenb COObITUI C MOMOLLbIO CBOEN

a-cybbegnHuLbI.

O603HaueHuns: | - peuyenTop, L- nuraHg, E- ahdeKTOpHbIA 6enok
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MyTW CUrHaNIbHOW TpaHCAYKUUM Yepe3
retepoTpumepHble G-6efku

Ha pucyHke 2-6 A nmokasaHbl Tpu nuraHjga, wux
peLenTopbl, CBA3aHHbIE C pa3HbiMU G-6enkamu, n nx
MONEKYNApPHble MWULWIEHW. ApeHunatuuknasa sBnf-
eTcs OCHOBOW ANA MO3UTUBHOrO WAW HEraTUBHOrO
KOHTPONS NyTeil CUrHanbHOW TPaHCAYKUMWU, KOTO-
pole obycnoBneHbl G-6enkamu. py NO3UTUBHOM
KOHTpO/E CBA3blBaHWE CTUMYNUPYIOLWEro fINraHfa,
HanpuMmep HopajpeHanuHa, felCTBYIOLLEro Yepes p-
afjpeHepruyeckne peuenTopbl, BeAeT K aKTUBaLUK
reTepoTpumMepHbix G-6e1KOB C a-CybobeanHuLel
TNa as («s» 03HavaeT CTUMynauuio). MoaTomy TaKol
G -6enok HasbiBalOT G-6e/1KoOM Gs-THna. AKTUBaLmua
Gs-THna G-06en1KOB NOCPeACTBOM CBSi3aHHOro ¢
NUraHaom petenTopa NPUBOAUT K TOMY, YTO €ro as-
cybbeanHuMLa cBA3bIBAET M TX 1 3aTem guccoLumpyer
oT Py-anmepa.

[pyrue perynatopHble BelecTsa, Takue, Kak agpe-
HanWH, AelCTBYKOLWMIA 4Yepe3 a2-peuenTopbl, Uau
afleHO3UH, feliCTBYHOLLMNIA Yepes3 aj-peLenTopbl, UK
potaMuH, paeicTByrownii yepes 0 2-peuenTopsl,
Yy4acTBYHOT B HEraTUBHOM WU UHTUBUPYIOLLEM KOHT-
pone afjeHunatTunknasbl. 3TN PerynaTopHbie Bellec-
TBa aKTMBUPYIT Gj-Tun G-6€1KOB, KOTOPble UMEIKOT
a-cybbeamHuyy tuna a{(«i» o03HavyaeT MHrMbUpoBa-
Hue). CBA3bIBaHME WHIUOMPYIOLWEro NuMraHga c ero

peuenTopom akTuBupyeT Gj-Tun G-6e€/1KOB U BbBbF
BaeT fuccoumnayuto ero ctji-cybbveguHuUNbl 0T Py-aumve-
pa. AKTMBMpPOBaHHas a-cybbefuHMLA CBA3bIBAETCS
C afleHMNaTuMKNa3on u nofaBnsieT ee aKTUBHOCTb.
Kpome Toro, Py-aumMepbl MOryT CBsA3bIBaTb CBOGOAHbIE
a5cybbefuHULbl. STUM NYTEM CBS3bIBaHME Py-ayme-
poB €O CBO6OAHOIN a”cyObeANHNLEN AONONHNTENBHO
nofaenseT CTUMYNALWIO afleHUNaTUnKNasbl, 61oKu-
pys AeincTBre CTUMYIMPYIOLIMX TATAHL0B.

Ewe ofuWH Knacc BHEKNETOYHbIX aroHWUCTOB
(puc. 2-6 A) cBA3bIBaeTCAa C peLenTopamu, KOTopble
aKTMBUPYIOT nocpefcTtsoM G-6enka, HasbIBaEMOro
Gq, p-n3ogopmy ¢ochonmnnassl C. OHa pacwienns-
eT (octarmannnHosnTon-4,5-gugocgar (cdhocdo-
AUNWE, B MajblX KOAMYECTBAX MPUCYTCTBYHOLLUIA
B Mna3MaTM4ecKoin MembpaHe) Ha WMHO3MTON-145
Tpudochart n gmaunaria nuepon, KoTopble OTHOCATCS
KO BTOPWYHbLIM MecceHmKepaM. 1P3, cBA3bIBasCh M
cneunmuUyHbIMKU NUraHa3aBucuMbiMu Ca2+KaHana-
MW 3HA0NNA3MaTMUYECKOro peTuKy/ayma, BbiICBOBOXK-
faeT m3 Hero Ca2+, T.e. MOBbILWAET KOHLEHTpaLuo
Ca2+ B umtosone. Ca2+KaHanbl 3HAOMNMa3MaTUYEC-
KOro peTuKy/syma BOBJ/IEYEHbl B 3/1EKTPOMEXaHUYEC-
KOe CONpPSXEeHWe B CKEIETHON U CepheYHON MblLLg.
Ouaunnranuepon smecte ¢ Ca2+ akTMBUPYET Mpo-
TenHknHaszyC. Kee cybcTpaTam OTHOCATCA, Harpu-
mep, 6enKu, yyacTBytoLW e B PEryAALUN KIETOUHOTO
LeneHus.

Puc. 2-6. Mpumepbl NyTel CUTHaNbLHOW TPaHCAYKLMWN Yepe3 reTepoTpumMepHble G-6enKu.

A — B Tpex NpuBeAeHHbIX NPUMepPax CBA3bIBaHWE HEMPOTPAHCMUTTEPA C PELLeNTOPOM BefeT K akTusauuv Géena
1 nocneayroLLeMy BKIKOUEHWIO MyTeil BTOPUYHBIX MecCeHKepoB. Gs, Gq 1 G nofpa3yMeBatoT TPW pas/MyHbIX AR
reTepoTpuMepHbiX G-6enkoB. b — perynauna KnetouHbix 6en1koB GochopunnpoBaHneM BeAeT K YCUNEHUO Wi
YrHETEHUIO UX aKTUBHOCTH, @ 3TO, B CBOKD O4Yepefib, ONpefenseT Heo6X0ANMYH OpPraHu3My KNeTOUHYHO peakumi.
docthopunposaHme 6eNKOB OCYLLECTBAAT MPOTEMHKUHA3bl, a AedochopnanpoBaHne — npoTenHpochaTasi.
MpoTenHknHasa nepeHocut octatHyto rpynny (Pi) oT AT® Ha CepuHOBble, TPEOHWHOBbLIE WAWN TVPO3MHOBbLIE
ocTaTKu 6enKoB. 310 hochopmnmpoBaHne 06paTUMO MEHAET CTPYKTYPY M YHKLMU KNETOUYHbIX 6enkoB. Otatv
(hepMeHTOB — KMHa3bl U ocdaTasbl — PerynmpyroTcsa pasnanuyHbIMU BHYTPUKIETOYHBIMW BTOPUYHBIMU T
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MyTn aKTMBaUUM BHYTPUKIETOUHbIX
NPOTENHKMNHA3

B3aumopeiicTBue retepoTpuMepHbiXx G-06enKoB C
NPUCOEAMHUBLUMM NUTaHA peLenTopoM BefeT K npe-
o6pa3oBaHW0 a-cyb6beAMHMLbI B aKTUBHYH (opmy,
KOTOopas MMeeT NOBbILWEHHOE CPOACTBO K T T® 1 NOHU-
YKEHHYI0 ahUHHOCTb ero K Py-komnnekcy. AKTuBaLns
6onblWnHCTBA G-6€1KOB NPUBOAUT K KOHopMaum-
OHHOMY M3MEHEHUI0 a-cybbefuHULbI, KOTOpas 0CBO-
6oxpaet rA®, npucoeguHsaetr F'Td, a 3aTem Aucco-
umnpyet ot Py-gumepa. [anee puccoummpoBaHHas
a-cybbefnHuLa B3aMMOAENCTBYET C 3 PEKTOPHbLIMM
6enKamu B NyTN CUTHANbHOW TPaHCAYKLUK.

Ha pucyHke 2-7 A NnpoAeMOHCTpUpOBaHa akTuBaLms
retepoTpumepHbix G-6enkos GsTHna c a-cy6beam-
HUUel Tuna as, KoTopas nNpoucxoauT 6narogaps CBS-
3bIBAHWIO C IMTAHLOM peuenTopa U NPUBOAUT K TOMY,
yto a“cybveamHunuya G-6enkoB Gs-THna cBA3biBaeT
TP u 3aTtem guccounnpyet oT py-gumepa, a ganee
B3aUMOAeCTBYeT C afeHUNaTUMKNa3oi. 3T0 NPUBOAUT
K MOBbIWEHNIO YPOBHA LAM® n akTusauyuu MNKA.

Ha pucyHke 2-7 b npogemMoHCTpupoBaHa aKTuBa-
Lusa reTepoTpuMepHbiX G-6€1K0B G tTHna C a-Cy6b-
eAuMHMLEN Tuna a,, KoTopas MpoucxofuT 6narogaps
CBA3bIBAHWUIO C NWraHZoOM peuenTopa U NpPUBOAUT
K TOMYy, 4TOo a-cybwveamHuya G-6enkos Gj-Tuna
aKTUBMPYETCA M 3aTeM guccouuupyet oT Py-gumepa,
a ganee B3ammogeincTByeT c ocdogmacTepasoii. ITo
NpUBOAUT K MOBbIWEHUIO YPOBHA UFM® un akTuBa-
umn nKG.

PeuenTtop KaTexonaMuHOB a, B3auMofeicTByeT
c G -cybbveaumHuuelr, akTusupytouwein gochonu-
nasy C. Ha pucyHke 2-7 B npofeMOHCTpUpoBaHa
aKkTuBauma retepoTpumMepHbix G-6enkoB Gag-THna
c a-cyb6befMHMUel Tuna ag, KoTopas MPOMCXOAWUT
6narofapa CBA3bIBAHWIO NUraHfa C peuenTtopoMm W
NPMBOAUT K TOMY, 4TO auy-cybbefuHuua G-6enKoB
G&Z]"TMFB. aKTUBMUPYeTCA M 3aTeM Auccouuunpyet
0T Py-guMmepa, a ganee B3aumofgeincteyet ¢ gocdo-
nunasoii C. OHa pacuiennset dochaTnannnHo3n-
Ton-4,5-gupoctat Ha 1P3 m DAG. 3T0 npuBoguT
K nosblweHuto yposHa 1P3 u DAG. 1P3, cBA3biBa-
ACb CO CNeuMPUUYHbIMU NUraHa3aBucumMbiMm Ca2+-
KaHanaMu 3HAOMNNa3MaTMyeCcKOro peTukynyma,

BbICBO6OXaeT U3 Hero Ca2+ DAG BblI3blBaeT aK-
BaLW MPOTeMHKMHAa3bl C. B HeCTUMYyNMpoBaHHOM
KNeTKe 3HaAYUTENbHOE KONMYECTBO 3TOrO (hepmeH-
Ta HaxogmTcs B LWUTO30/7€ B HEaKTUBHOW (opve.
Ca2+ 3acTaBfnsieT nNpoTeMHKMHasy C CBA3bIBATb-
C C BHYTPEHHEN MOBEPXHOCTbIO NJa3MaTUYECKON
mMemMbpaHbl. 34ecb (DEepMEHT MOXET aKTMBMPOBATb-
ca AMaunNrInuLeponom, KoTopblii 06pasyeTcs
rmgponuse gochatngnnnHosnTon-4,5-gudoctara.
MemM6paHHbI hochaTuanNCcepuH TakXe MOXET Gblb
aKTMBATOPOM MpOTeMHKMHa3bl C, ecnu epveHT
HaxoguTcs B MembpaHe.

OnucaHo okonio 10 nzodopm nNpoTEMHKMHA3LI C
X0TA HEeKOTOpble M3 HUX MPUCYTCTBYIOT BO MHOMX
KneTKkax M/eKonuTawLWwmx, OAHAKO MNOATUMNbI Y Ue
06HapyXeHbl, rnaBHbIM 06pPa3oM, B K/IeTKaxX LEHT-
panbHON HEpPBHOW cucTembl. [MOATUNBI NPOTENHKNU-
Hasbl C pas3NnyaloTcs He TONBKO pacnpefenieHnem
Nno opraHuWsMmy, HO, MO-BUAUMOMY, U MexaHU3Mamu
perynsymnm cBoei akTUBHOCTU. HeKoTOpble M3 HUXB
HECTUMYNMPOBAHHbIX KMeTKax CBA3aHbl C Nnasmatu-
yeckoi mem6paHOii, T.e. He TpebYOT ANA aKTMBaUuM
yBeNMUYEeHUA KOHUeHTpauuu Ca2+ HekoTopble u30-
(hopMbl NpPOTEeMHKMHa3bl C aKTUBUPYIOTCS apaxu-
LOHOBOW KWUCNOTOW WAWM LPYTUMMW HEHACbILLEHHbIMU
XMUPHbIMUW KUCOTaMMU.

MepBoHayanbHas KpaTKOBpeMeHHas aKTueaums
npoTenHKMHa3bl C NPOMCXOANT MOA LeACTBUEM e
UMATAMLEpONa, KOTOpblA ocBo6GOXAaeTcs, Ko
thoconunnasa Cp akTUBMPYETCH, a Takxke noj Bms-
Huem Ca2+, 0CBOOOXAEHHOIO M3 BHYTPUK/IETOUHbIX
XpaHunuu, c nomoubto 1P3 [lonro AnfL,aacs akivsa-
LUua nNpoTeMHKUHasbl C 3anyckaeTcs peLenTop-3aBu-
cumMbiMK hoconuriazamm A2 n D. OHUM [elicTBYHOT
MepBMYHO Ha oCchaTUANNXONNH — OCHOBHOW Mevb-
paHHbIA pochonunug. ®ochonnnasa A20TAeNseT or
Hero XXMpPHYI KWUC/IOTY BO BTOPOM MONOXKEHUN (0BbM-
HO HeHacblILeHHY) 1 nu3odocthaTngnnxonut. G
3TV MPOAYKTa aKTUBUPYIOT ONpefeneHHble m3odop-
Mbl NpoTeMHKMHasbl C. PeuenTtop-3aBucumasn ¢oc-
thonunnasa D pacwennset gochaTuanNNXoNnH TakM
obpasom, 4TOo 06pasyeTrca ¢ocaTtngHaa Kuciorta u
X0NuH. ®ochatmiHas KucnoTa ganee pacilennserca
[0 AaLMNrauLepona, y4acTByHoLLero B fONroBpeMeH-
HOM CTUMYNALUU NPOTEUHKUHa3bI C.

Pwuc. 2-7. OCHOBHbIe NPUHLUMNbI aKTUBaLUN NPOTEMHKUHAa3bl A NPOoTeMHKUHa3bl Gy npoTenHKnHasbl C

O603HayeHnsa: R- peuenTtop L- nuraHg
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UAM®-3aBrnCrMas NPOTENHKNHa3a
(npoTenHkMHasa A) N cBA3aHHble
C HEW CUTHasIbHbIE NyTKU

BotcytctBun uAM®, uAMP-3aBucumas npoTe-
WHKWHa3a (NpoTeMHKUHa3a A) COCTOAT U3 4eTblpex
cyb6beanmHUL: ABYX PErynsToOpHbIX U ABYX KaTaluTu-
Yyeckux. Y 6ONbLIMHCTBA TUMOB K/ETOK KaTaluTu-
yeckas CybbeAMHMLA OAHA U Ta Xe, a PerynsiTopHble
cy6beAuHMLbl BbiCcOKOCMeUUpUUHbl. [MpucytcTene
perynsaTopHbiX Ccy6beguHUL NOYTM MNOAHOCTbIO
nofasnsetT (PepMeHTATUBHYI aKTUBHOCTb KOMMJEK-
ca. Takum o6pa3om, akTuBauma (epMeHTaTUBHOM
akKTUBHOCTM ULAM®D-3aBUCUMOA NPOTEUHKMUHA3LI
[ONMKHa BOBMeKaTb OTAeNeHUe PerynsiTopHbiX Cy6b-
eJUHUL, OT KOMMIEKCA.

AKTMBALMA MPOUCXOAUT B MPUCYTCTBUM MUKPO-
MONAPHbIX KOHUEeHTpauuii uAM®, Kaxpaasa peryns-
TOpHas cyb6befuMHMLa CBA3bIBAET fBe ero MOJIeKy/bl.
CsssbiBaHMe UAM® uHAyuupyetT KOH(pOpMaLUOH-
Hble M3MEHEHUS B PerynaTopHbIX Cy6befuHuLax u
CHuXaeT ahPMHHOCTbL WX B3aMMOAENCTBUA C KaTa-
NUTUYECKUMUK cybbefnHMLamun. B pesynbTaTe 3TOro
perynaTopHble cy6beAUHULbI OTAENATCA OT KaTta-
NANTUYECKNUX, U KaTanutuyeckme cybbefuHULbI
CTAHOBATCA AaKTUBUPOBAHHbLIMMW. AKTWBHAasA Karva-
nuTnyeckaa cybbegumHuya gochopunupyet 6enku-
MWLLIEHN MO ONpefeneHHbIM CEepUHOBLIM W TPEOHU-
HOBbIM OCTaTKaM.

Puc. 2-8. JAM®-3aBncuMasn NPoTeMHKNHa3a A MULLIEHN.

CpaBHeHMEe aMWHOKMUCAOTHbLIX MNOCMefoBaTe/lbHOe
Teli UAM®-3aBUCMMOI W APYTUX KNaccoB MK e
MHKWHA3 NOKa3blBaeT, YTO, HECMOTPSA HA chj
pasnuuusa B UX PErynaTopHbiX CBOWCTBax, Bce T
(hepMeHTbl BbICOKOTOMOMIOTMYHbI MO MNEpPBUA HH
CTPYKTYpe CpPeAWHHON YacTh. dTa 4YacTb COfe U
ATd-cBA3bLIBAKOWNIA LOMEH U AKTUBHbIW LEHTP
MeHTa, obecneumBarlmnii nepeHoc ochara ¢ TP
Ha 0efnoK-akUenTop. Y4yacTKM KuHa3 3a npedenamm
3TOl KaTanuTUYecKOol CpeanHHON YyacTn 6enka ydac-
TBYHOT B PEryfisuum KMHa3HOW aKTUBHOCTU.

OnpepeneHa Takxe KpucTannmyeckas CTpyKTypa
KatanuTmyeckoin cybwveanHuubl ULAM®-3aBUCUMON
MPOTEUHKUHA3bl. KaTanuTuyeckas CpefHAs YwCb
MONEKY/bl, UMeoLLasaca Y BCEX U3BECTHbLIX MPOTENHKM-
Has3, COCTOUT 13 ABYX foneli. MeHbLUast U3HUXCOLEPXKUT
HeoObIUHbIA AT ®-CBA3bIBAIOLLUIA YHACTOK, a 60/bLLEs
[0N9 COAEePXUT y4acTOK CBA3bIBaHUSA nenTuga. MHorve
NMPOTEMHKUHA3bl COAEPXAT TaKXe PerynaTopHbIii yuac-
TOK, M3BECTHbI KaK MCeBAOCYOCTpaTHbIA foMeH. b
aMWHOKMCNOTHOI NoCcnefoBaTeNbHOCTU OH HaromuHa-
eT (hochopunmpyemMble y4aCcTKM CybCTpaTHbIX Gerkoe.
MceBfoCcy6CTPaTHBIA JOMEH, CBA3bIBAsICh C aKTUBHLIM
LEHTPOM MNPOTEMHKUHA3bl, WHrMompyet dochopu-
NMpoBaHME WCTUHHBLIX CYy6CTPaTOB MPOTEMHKMHA3bI.
AKTMBaLMA KMHa3bl MOXET BKAOYaTh ochopunmpo-
BaHME WM HEKOBANEHTHYIO aNNoCTEPUYECKYO Moot
huKayMo NPOTENMHKNHA3bl ANs YCTPaHEeHUS UHIOu-
pytoLLero feicTBUs nceBfoCcCy6CTPATHOrO AOMEHa.

Korga agpeHanuH CBf3blBaeTCA C COOTBETCTBYHOLMM peLenTopoM, akTuBauusa a5cybbefnHuLbl CTUMYIMP
eT afjeHunatuuknasy c yeeamyeHumem ypoBHs UAM®. LAM® akTUBUpPYET NPOTEMHKUHA3y A, KoTopas myr
thochopunnpoBaHusa gaet TpM OCHOBHbIX addekTa. (1) MpoTemHKMHasa A akTMBMpyeT KMHa3y ocdopunas
rIMKOTreHa, KoTopas ochopunnpyet n akTusnpyeTt ochopunasy ravmkoreHa. (2) MpoTemHknHasa A VHaKTVB
pYeT rMMKOreHCUHTa3y U TakuM 06pa3om ymeHbllaeT obpa3oBaHme ramkoreHa. (3) MpoTeMHKnHa i A aktusmpi
MHIM6uTOp (hocdonpoTenH-gpoctarasbl 1 v TeM cambiM MHTMOUPYeT ocdaTasy. IHEKT B LEIOM 3aK/104aB

B KOOPAWHALMMW N3MEHEHUI YPOBHSA F/HOKO3bI.

O603HavYeHuns: Y/AdD-rnokos3a — ypuguHangocharriokosa
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FoOpMOHa/IbHas perynsiumsi akTMBHOCTU
ageHnnaTumknasbl

Ha pucyHke 2-9 A npefctasfieH npuHuuMnuans-
HbIA MeXaHU3M UHAYLMPOBaHHOW FrOPMOHaAMM CTU-
MYNAUMM M UHIMBMPOBAHUA afeHunaTumknassl.
B3aumogelicTBMe nuraHga ¢ peLenTtopoM, CBA3aH-
HbIM Ca-cyb6begnHuLell Tuna as(CTuMynupytowas),
Bbl3blBaeT aKTUBaLWIO afeHMnaTuuMknasbl, TOrga
Kak B3aMMofjeicTBMe nuraHfga c peLentopom),
CBA3aHHbIM C a-cybbveanHuuein Tuna a{ (MHrM6M-
pylowas), Bbi3blBaeT MHIMbGMpPOBaHUe (epmeHTa.
GpM-cybbeanmHMLA U B CTUMYNUPYIOLWUX, U B UHTU-
oupytrownx G-6enkax wmpeHtuyHa. Ca-cybvegu-
HULUbl W PeuenTopbl PasfinyHbl. JInraHg-cTUMy-
nmpoBaH-Hoe o6pa3oBaHWe akKTUBHbIX GATTO
KOMM/IEKCOB MNPOUCXOAUT C MOMOLWbID OAWHAKO-
BbIX MeXaHW3MOB B 060ux Gas- m Oai-npoTenmHax.
OpHako Gas*rTO u GaieTTO no-pasHOMY B3aWMO-
JecTBYIOT ¢ afgeHunatymnknasoin. OgHa (GATTO)
cTumynupyet, a gpyras (Gaj*rTO) uHrubupyet ee
KaTaMTUYeCKYt aKTUBHOCTb.

Ha pucyHke 2-9 b npefcTaBneH MexaHusMm WHIy-
LMpOBaHHOW onpefeneHHbIMW FOPMOHaMW aKTVBa-
UUN M MHITMBUpOBaHUA ageHnnatTumknassl. Pj-, p2v
D]-peuenTtopbl B3auMogencTeytoT ¢ G cybbeanHu-
LamMu, KOTOpble aKTUBUPYIOT afeHunatumknasy u
NnoBbIWaT ypoBeHb LAM®. a2- n 0 2-peuentopsbl
B3aMMOgeincTBYOT ¢ Gai cybbeguHuuamu, Koro-
pble UHIMGUPYIOT ageHunnatumknasy. (UYTo kacaercs
a,-peuenTopa, TO OH B3aumogelicTByeT ¢ Gag-cy6v
eAuHNLEN, KoTopas aKTuBupyeT cochonunasyC.)
PaccMoTpuM OfAWH M3 NPUMEPOB, MpPeACTaBNeHHbIX
Ha pucyHKe. AApeHannH cBA3bIBaeTCA C p,-peLen-
TOPOM, 4YTO NpuBOAMT K akTuBauum C as>6eka,
KOTOpbIA CTUMYNUPYET afjeHunaTynknasy. 31o mu
BOAWT K YBE/IMYEHUIO BHYTPUKIIETOYHOIO YPOBHA
UAM®, 1, Takum 06pa3om, YCUIMBAET aKTUBHOCTb
MKA. C gpyroin cTopoHbl, HOpajgpeHananH CBA3blIBa-
eTca C aZ-peuenTopomM, YTO MPUBOAUT K aKTUBaLWK
G"-6enkKa, KOTOPbIA MHIMOMPYET ageHunaTLymKnasy
M TeM CaMblM CHWXaeT BHYTPUKNETOUHbI YpoBEHb
UAM®, ymeHblwaa akTuBHoCTb MKA.

Puc. 2-9. IHAyUMpOBaHHasA NUraHaammn (ropMoHammn) akTMBaLms U UHTMGMpPOoBaHMe aieHUNaTUNKNAa3bI.

A— I'IpVIHLJ.I/II'II/IaI'IbeII‘ﬁ MeXaHU3M. b — MexaHU3M NPUMEHUTENbHO K KOHKPETHbIM FOpMOHaM
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NMpoTenHknHasa C u cBA3aHHbIE C Hel
CUTHaU1bHbIE NMYTU

PeuenTop a, B3ammogelicteyetr ¢ G N-cybobeuHN-
Lein G-6enka, koTopas akTusupyet ocponunasy C.
dochonmnasza C pacwennder gochatngnnnHosn-
Ton-4,5-gugocdat Ha 1P3n DAG. 1P3, cBA3bIBaAChL CO
cneunu@uuHbIMM NuUraHg-3aBucumbimn Ca2+-KaHa-
namMu 3HAONNa3MaTUYecKoro peTUKynyma, BbICBO-
6oxpaeT n3 Hero Ca2+ T.e. MoBbIaeT KOHLEHTpa-
uno Ca2+ B umtosone. DAG BbI3biBaeT akTuBauuio
npoTenHKNHa3bl C. B HECTUMYNNPOBAHHON KieTke
3TOT (hepMEHT HaxoaMTCA B LMTO30/1€ B HEAKTUBHOM

thopme. Ecnv LMTO30bHbLIA ypoBeHb Ca2+ NoBbilLka-
eTca, NPoMcxXoamnT B3ammogeiicTare Ca2+c NpoTenH-
KMHa3oi C, 4TO MPUBOAMUT K CBA3bIBAHWIO MPOTENH-
KnHasbl C ¢ BHYTPEeHHEeN NMOBEPXHOCTbIO KIETOYHOI
mMemb6paHbl. BTakomM MONOXEHWN (PEPMEHT aKTuBM-
pyeTcs Auauunrauueposnom, obpasywwmMmca mm
rmgponnse QocharnagnanHosnTon-4,5-gugocga-
Ta. Memb6paHHbIA GocthaTUaNNCEPUH TaKXKe MMET
6bITb aKTMBATOPOM MPOTEMHKMHa3bl C, ecnn dep-
MEHT HaxoamTcsa B MembpaHe.

B Tabnuue 2-3 npuBefeHbl M30(OPMbI MpoTe-
MHKMHa3bl C MNeKOnWTalLWmWX W CBONCTBA IMX
n3ohopm.

Ta6nuua 2-3. CeoiicTBa M30h0pPM NMPOTENMHKMHA3blI CMIEKOMUTAIOLLMX

pynna Mogsua  MonekynspHas AKTUBaTOopbI TkaHeBas akcnpeccus
NpoTenHKnHasbl C macca, fa
cPKC a 76 799 Caz2+ OAl, ®C, dOA. DX YHuBepcanbHas
A 76 790 Ca2+ JAl, ®C, dOA, NNOX HekoTopble TKaHK
pn 76 933 Ca2+ AT, ®C, ®@PA, IGX  MHorue TKaHU
Yy 78 366 Caz2+ OAl, ©C, DDA, DX ToNbKO ro/sioBHOM MO3r
nPKC 5 77 517 JAT, ®C YHusepcasnbHas
€ 83474 OAl, ©C, dPA [0n0BHOW MO3T 1 ap.
H(L) 77972 9 Nlerkue, Koxa, cepaue
€ 81 571 9 CKeneTHble MbilLbl (B OCHOBHOM)
aPKC C 67 740 OC, POA YHuBepcanbHasa
X 67 200 9 ANYHUKN, CEMEHHUKN 1 ap.

OAT —anauynn ruuepon; ®C —dochaTnannceput; PPA — LUC-HEHACLILWEHHbIE XUPHbIE KUC/O0TbI;

NIPX —nunsopochaTUanaxXonuH.

Puc. 2-10. CurHanbHble NyTH gnaymnnrauuepon/ nHosmton-1,4 5-tpugocdat
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docchonrnasbl U CBSA3aHHbIE C HUMM
CUrHa/IbHbIE MYTU Ha npumepe
apaxmaoHOBOI KNCAOTI

HekoTopble aroHucTbl nocpeacTBoMm G-6en1KoB
aKTUBMPYT ochonmnasly A2, KoTopas [elicTBy-
eT Ha MeMbpaHHble ¢ochonunuabl. FPoOAYKTbI KX
peakumini MOryT akTMBMPOBATb NpOTeMHKMHa3sy C.
BuacTHoCcTK, ¢octonnnaza A2 otaensetr ot doc-
(hoNUNMAOB HaxoAsAWYyrCcs BO BTOPOM MOMOXEHWN
XXUPHYK KNCNOTy. BcnepcTeue TOro, 4To HEKOTOpPbIE
thochonmnuabl COLEpXaT B 3TOM MOJIOXKEHUMN apaxu-
[LOHOBYK KUCNMOTY, BbI3BaHHOe octonunasoin A2,
pacuienneHne 3Tux Gochonnunugos ocsoboxpgaet
3HaYMTENbHOE ee KO/IMYECTBO.

BbllweonucaHHbli CUTHaNbHbIA MNyTb apaxmpo-
HOBOW KWCNOThI, CBA3aHHbLIA € ¢ochonunason A2,
Ha3bIBAKOT NPAMbIM. Henpsamoli nyTb akTUBaL MK apa-
XWAOHOBOW KMCNOTbI CBfA3aH ¢ (hochonunasoi Cp.

Puc. 2-11. CurHanbHble NyTN apaxngoHOBOW KUCNOTbI.

ApaxugoHoBas KucnoTa cama no cebe sABnseTcs
3P heKTOPHOW MONEKYNOW, a KpOMe TOro, CIYXAT
npesWecTBEHHUKOM A1 BHYTPUKNETOUYHOIO CUHTE-
3a npocTarfiaHiuHOB, NPOCTaUMK/INHOB, TPOMBOKCaHOB
U NeKOTPMEHOB — BaXHbIX KNaCCOB PerynsaTopHbIX
Mofekyn. ApaxumaoHoBas KMcnoTa Takxe obpasyercs
13 NPOAYKTOB pacLienneHns anaLnni-ramLeponos.

MpocTarnaHAWHbl, NPOCTALUKAUHBI U TPOMOOK-
CaHbl CUHTE3MPYITCA U3 apaxujoHOBOI KUCMO-
Thl LMK/I0OKCUIEHA3HO-3aBUCUMbIM MyTeEM, a Jieik-
KOTPUEHbl — JINMOKCUIEHA3HO-3aBUCUMbBIM  MyTeM.
OAVMH M”13 NpPOTMBOBOCNANMTENbHBIX 3(EKTOB
rMOKOKOPTUKOWUAOB 3aK/l0YaeTCs KakK pas B WHIu-
6upoBaHun Qocdonmnasbl A2, KoTopas OCBOOOX-
[laeT apaxuMAOHOBYI KWUCNOTY M3 (ocdhonmnmaos.
AueTuncanuumnoBas kucnota (acnupuH*) u gpyrve
HecTepoMAHble MPOTUBOBOCNANUTENbHbIE CpeacTBa
MHIMOGNPYIOT OKUCNEHUEe apaxuiOoHOBOW KWUCMOThI
LWKIOOKCUTEHA30M.

0603HayeHuns: MM — npoctarnaHguH, Jir — neiikoTpueH MIITE — rugponepokcuaiikosaTeTpaeHoatr MFITE—rug,
poKcmaiiko3aTeTpaeHoat. 3P — 3HA0NNa3MaTUYeCcKuii peTukynym
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KanbMoayNnH: cTpoeHne 1 yHKLUK

MHOXEeCTBO XXW3HEHHO BaXHbIX KNETOYHbIX MpO-
LleccoB, BKNOYas 0CBOOOXAEHME HelipoTpaHCMUTTe-
poOB, CEKPEL MO TOPMOHOB U MbllLIEYHOE COKpaLleHune,
perynupyetcs LMT030/1bHbIM YpoBHEM Ca2+ OanH u3
nyTeid BAUSHUA 3TOF0 MOHA Ha KNeTOYHbIE MpoLecchl
3aK/it0yaeTCs B €ro CBA3bIBAHUMW C KaNbMOAY/IMHOM.

KanbmogynuH — 6e10K C MOJIEKYAPHbIM BECOM
16 700 (puc. 2-12 A). OH npucyTCcTBYeT BO BCEX K/ET-
Kax, MHorga coctaensas Ao 1% wmx obuwero 6enKoBo-
ro cogepXmmoro. KanbMoAynnH CBA3bIBAET 4eThblpe
noHa kanbuusa (puc. 2-12 b u B), nocne 4yero 3ToT
KOMMEKC perynmpyeT akTUBHOCTb Pa3/iMUHbIX BHYT-
PUKNETOYHbIX 6eN1KOB, MHOTME U3 KOTOPbIX HE OTHO-
CATCSH K NPOTEMHKMHAa3aM.

Komnnekc Ca2+ ¢ KanbMOAY/NMHOM akTUBUpPYeET
TakKXXe KanbMOJyNNH-3aBUCUMbIE TMNPOTEUHKUHA-
3bl. Cneunduyeckuii  KanbMOAYyNWH-3aBUCUMBbIE
NPOTEMHKUHA3bl (GochopunnpyoT cneynguyec-
Kne apdekTopHble 6enkn, Hanpumep, perynsatop-
Hble Nerkue Uenun muosnHa, ocgopunasy n aktop
anoHrayum Il. MynbTU(HYHKUMOHANbHbIE KalbMO-
OYNWH-3aBUCUMbIe MPOTEUHKMHA3bl Gochopunmpy-
0T MHOFOYMCNEHHbIE 6ENKU A4pa, LMTOCKeNneTa uin
mMeMm6paHHble ©Oenku. HekoTopble KalbMOAYUH-
3aBUCUMble MPOTEMHKMHa3bl, Takue, KakK KUHa3a

Puc. 2-12. KanbMoAynuH.

Nerkoii MMO3MHOBOW LEenuM U KnHasa gochopmnasb
[eACTBYHOT TONbKO Ha OAWH KNeTOYHbIN cybeTpa
TOrfa Kak pyrve nonugyHKLUNOHanbHbI 1 thocdopu
NVpPYOT 60/iee YeM OANH CYyOCTpaTHbIN GenoK.

KanbmogynuH-3zaBucumas  nNpoTeMHKUHasa |
OTHOCMTCA K MaXOpHbIM 6efnkam HepBHOW o/CTe
Mbl. B HeKOoTOpbIX 061aCcTX FON0BHOrO MO3ra H
Hee npuxoguTcsa Lo 2% obuwero 6enka. 3Ta KuHal
yyacTByeT B MeXaHW3Me, NpM KOTOPOM YBenude
HUe KOHUeHTpauuu Ca2+ B HEPBHOM OKOHYaHU
Bbi3biBaeT 0OCBOOOXAeHWEe HelpoTpaHCcMuUTTepa n
TNy 3k3ouuTosa. Ee rnaBHbIM Cy6CTpPaTOM CyHM
6en0K noj HaszBaHWeM CUHaNCUH |, NpUCYTCTBYHOLLWM
B HEPBHbIX OKOHYAHMAX W CBA3bIBAIOLNIACA C HARYXK
HOM MOBEPXHOCTHID CMHANTUUYECKMX Be3ukyn. Korg
cuHancuH | cBA3aH C Be3WKysnaMu, OH Mpesorspa
WaeT 3K30LMTO3. ®ochopuanpoBaHUE CHHAMCUHA
BbI3blBAET €ro OTAefleHNe OT BEe3UKYJ, MO3BOMAS w
BbIOPOCWUTb HENPOTPAHCMMUTTEP B CUHAMTUYECKYI
Lenb NyTemM 3K30LMTO3a.

KnHasa nerkux ueneii MUO3NHA WrpaeT BakHyi
pofib B perynsuum CcoKpaweHus rnagkux MeHL
MoBbilWeHNe LUTO30/IbHOW KOHLUeHTpauuun Cazr
KNeTKax rnagkux Mol akTUBUPYeET KUHA3y Jerk
uenei mnosmHa dochopunmpoBaHue perynsTopHbl
Nerkux ueneid MMO3UHA MPUBOAUT K [/ITENbHOM
COKpALLEHMNIO TNagKOMbILIEYHbIX KeToK.

A — KanbMogynuH 6e3 Kanbums b — CBA3bIBaHME KaNbLMs C KaNbMOALY/IMHOM W MENTUAHOW MULLEHbIO B- - o

CBA3bIBaHUA.

0O603HaueHns: EF — a2+~CBA3blBatoLLMe JOMeHbI KafbMOoaynnHa
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PeuLenTopbl C COGCTBEHHO
dhepmMeTaTMBHON aKTUBHOCTbLIO
(kaTanuTuyeckmne peLenTopbl)

FOpMOHBI 1 (DaKTOPbl pocTa CBA3LIBAKOTCA C NpOTe-
MHaMMN MOBEPXHOCTU KNETKW, KOTOpble UMelT dep-
MEHTaTUBHYH aKTMBHOCTb Ha LMTOMa3MaTU4YeCKOW
CTOpOHe MembpaHbl. Ha pucyHke 2-13 npefcTaBfieHbl
NATb KNaCcCOB KaTaMMTUYECKUX PeLenTopos.

OfMH 13 XapaKTepHbIX 3K3eMMAAPOB TpPaHCMeM6-
paHHbIX PeLenTopoB C ryaHUNaTLMKNa3HOM aKTUBHOC-
TbiO, PeuenTop NpejcepAHOro HaTpUiA-ypeTUYecKoro
nentuga (ANP). Mem6paHHbIl peLenTop, ¢ KOTOPbIM
cBasbiBaeTca ANP, He 3aBUCUT OT PacCMOTPEHHbIX
CUCTEM CUTHANbHOW TpaHCAYKLUKN. Bblwe 66110 0NK-
CaHo [eiicTBMe BHEK/IETOUYHbIX arOHUCTOB, KOTOpbIE,
CBA3bIBasfACb C Mem6bpaHHbIMWU peuenTopamu, nmbo
aKTUBUPYIOT afjeHunaTyuknasy uyepes BblGenkwu,
nn6o yrHetawT ee yepes Gj. MembpaHHble peuenTo-
pol ans ANP MHTepecHbl TeM, YTO caMU peuenTopsbl
06nafalT ryaHnnaTuMKNa3HOW aKTUBHOCTbIO, CTU-
mMynupytoweics ceassiBaHnem ANP ¢ peuentopom.

ANP-peuenTopbl NMEKT BHEKNETOUYHbIN ANP-cBA-
3bIBalOWMNIA AOMEH, eAUHCTBEHHYI TpaHcMeMbpaH-
HYl cnupanb W BHYTPUKMETOYHbIA FyaHMNaTUUK-
nasHbln gomeH. CBasbiBaHMe ANP ¢ peuentopom
MOBbILWIAET BHYTPUKNETOUHbIA YpOBeHb LITM® | yTO
ctumynupyet urM®-3aBucrumMyto NPOTEeMHKUHA3Y.
B npoTnBONONOXHOCTL ULAM®-3aBUCUMOIA npoTe-
MHKWHAa3e, MMeloWel perynaTopHy UM KaTainTu-
YecKyt Cy6befuHULbl, PerynaTopHble U KaTanutu-
yeckune foOMeHbl UM d-3aBUCMMO NPOTEMHKMNHA3LI
HaxofATCcs Ha OA4HOW nonunenTuaHol uenu. urMe-
3aBMCUMas KuHasa 3ateM (ochopunnpyeT BHYTPUK-
NeToYHble 6€1KW, YTO MPUBOAMUT K PasfiInyHbIM Kie-
TOYHbIM OTBETaM.

PeuenTopbl C CepUH-TPEOHWMH-KWHA3HON aKTUBHOC-
Tbto ochopunupytoT 6elKM TONbKO MO OcTaTKam
cepuHa n/mnun TpeoHMHa.

Ewe oaHO cemeicTBO MeMO6paHHbIX PeLEenTOpoB,
He conpsXeHHbIX ¢ G -6enKamMu, COCTOUT U3 6ENKOB C
COOGCTBEH HOMTMPO3UH-NPOTENHKNHA3HOWAKTUBHOC-
Tblo. PeuenTopamu ¢ CO6CTBEHHON TUPO3UH-NPOTENH-
KNHAa3HOW aKTMBHOCTbLIO CNyXaT 6enKn C FAMKO3UIn-
POBaHHbLIM BHEK/IETOYHbIM JOMEHOM, e JUHCTBEHHbIM

Puc. 2-13. Katanutuyeckue peyenTtopsbl.

TpaHCMeMOpaHHbIM YYaCTKOM W BHYTPUKIETOYHbIM
OOMEHOM C TWUPO3UH-NPOTEMHKWHA3HOW aKTUB-
HocTbto. CBA3bIBaHME C HUMU aroHWUCTa, Hanpyvep
thakTopa pocTta HepBoB (NGF), cTumynupyeT Wpo-
3UH-NPOTENHKNHA3HY aKTUBHOCTb, 4TO hochopu-
AMpyeT cneunduruHbie 6enKU-3hheKTOpbl MO Orpe-
JeNneHHbIM TUPO3WMHOBbLIM OCTaTKaM. BOMbLIMHCTBO
peuenTopoB ANA (HAKTOPOB pocTa AUMEPU3YIOTCA.
Korga c Humu ceasbiBaetca NGF. VIMeHHO avvepusa-
Lu1A peuentopa BefeT K MOABMIEHUIO Y HEFO TUPO3UH-
NPOTEMHKUHA3HOW aKTUBHOCTW. AKTUBMPOBaHHbIE
peuenTopbl 4YacTo GocopuanpyOT camu cebs, Yo
Ha3bl BaeTca ayTohocthopnnNpoBaH NeM.

K HagcemelicTBY MENTUAHbIX PeLEenTOPOB OTHOCAT
peuenTopbl WMHCYAMHA. OTO TaKXe TUPO3WH-NpoTe-
MHKWHa3bl. Brnogknacce peuenTopoB, OTHOCALLMXCS
K CeMeNCTBY MHCYNMHOBLIX PELENnTOPOB, HeMraHi-
Hbll peLenTop CyL,ecTBYeT KaK AUCYNb(UA-CBA3aH-
Hblli gumep. B3avMopgeicTBrMe C WHCY/IMHOM M
BOAUT K KOH(POPMaLMOHHBIM W3MEHEHUAM 00OMX
MOHOMEpPOB, UYTO MOBbILWAaeT CBA3bIBAHWE WHCYNMHA,
aKTMBUPYET PeLenTOpHY TUPO3UHKMHA3Y U BEOET K
yBeNYEeHU ayTodochopnanpoBaHns peLenTtopa.

CBA3blBaHWEe ropMoOHa unu hakTopa pocTa C &0
peuenTopoM 3anyckaeT pa3HOoOo6GpasHble KIETo4-
Hble OTBEeTbl, BKIK4Yas MNOCTYNNeHWe B LMUTOMMA3-
My Ca2+, yBenuyeHne Na4/H+ obmeHa, CcTumyns-
LM 3axBaTa aMUHOKMUCAOT W caxapa, CTUMYAsALMIO
thoconunasbl Cp u rugponns gochatuannmHo-
Tongudocdara.

PeuenTopbl ropmMoHa pocTa, NPoSakTWUHa U 3puUTpo-
No3aTMHAa, TaKXe KakK peuenTopbl WHTEPHEPOHA
N MHOTUX LUTOKWHOB, HEMOCPEACTBEHHO He Cyxar
npoTemHkMHasamn. OfHaKo nocne akTuBauuu 3m
peuentopbl 06pPa3yldT CUTHalbHble KOMMEKChbl C
BHYTPUKAETOYHLIMU  TUPO3MH-NPOTEMHKNHA3AMM.
KOTOpble U 3anycKalT UX BHYTPUKNETOUHbIE adipek-
Tbl. VIMEHHO MOTOMY OHW He ABASKOTCA MUCTUHHBLIMA
peuenTopamu ¢ CO6CTBEHHOW TUPO3NH-NPOTENHKNHA-
3HO aKTUBHOCTbIO, a MPOCTO CBA3bIBAOTCH C HUMMN.

Ha ocHOBe CTPYKTYypbl MOXHO nojaratb, 4
TpaHCMeMOpaHHbIE TUPO3MH-NpOTenHpochaTasbl
TakXXe MpeAcTaBnAalT coboi peuenTopbl, a WX C
TUPO3UH-NPOTeNH(pOCHaTazHasd akTUBHOCTb Mody-
NNPYEeTCA BHEKNETOUHBIMY NUTaHAaAMN.

A— peLenTop ryaHuauuknassl, b — peuenTop ¢ CepUH-TPEOHWUH KMHA3HOI aKTUBHOCTbIO, B — peLienTop ¢ cobeT-
€HHOI TUPO3UH-NPOTENHKMHA3HOW aKTUBHOCTbIO, M — PeLenTopbl, acCoLMUPOBaHHbIE C TUPO3UH-MPOTEMHKUHA-

3HOW aKTMBHOCTbLHO



NuraH
BHekneTouHoe A
NPOCTPaHCTBO
I n

yumH

nrt N . i
LY
i\ ry \

I_C CIr' T

yaHunat-
LUMKa3HbI

urMe-gomeH

Linto3osnb

ANP-peuenTop TGFp-peuyenTop

B A
Kap6orngpatH *

Kil W
1
171y \
Yy
cy C
TNpo3nHKNHa3-
HbIi JOMEeH 1 l ¢
TUPO3NHKMHA3HbIN §, & TUposuH-
omMeH Voo e
A WNHcynuHoBbIN o thocdarasHbIv
peuenTop ~  ®occopunu- JIOMeH
poBaHue
®occhopusniu- 6enka
poBaHue
6enka Vv Y cD45
NGF-peuenTop LIF-peuenTopbl
P13-knHas- MyTb ra- fyTv
HbllA MyTb
afanTopHble GEF docdo-
6enkn nunasa C
t
ras | / \
P13-knHasa P DAG
KnHasbl t I
AKTVBHasA Bbibpoc PKC

KnHasa MAP-kKuHa33 §p,pi3

BbIXMBaeMocTb PocT HelipoHoB
KNeToK 1 HelipoHOB
AnddepreHunpoBka



PeuenTop-cBsi3aHHble TUPO3UH-
NPOTEMHKMHA3bl Ha Npumepe
peLenTopoB MHTepdepoHa

Peuentopbl WHTepepoHa HEMOCPeACTBEHHO He
ABNSAOTCA NpOTeMHKMHa3aMu. [locne akTuBaumu
3TU peuenTopbl 06pa3ylOT CUTHaNIbHbie KOMMEKCHI
C BHYTPUKAETOYHBIMU TUPO3UH-NPOTENHKNHA3AMMN,
KOTOpbIE M 3aNyCKalT UX BHYTPUKAETOUHbIE ahdek-
Tbl. TO €CTb OHW He ABNAKTCA WCTUHHLIMU peLen-
TOpaMy ¢ COGCTBEHHOW TUPO3UH-MPOTEUHKNHA3HO
aKTUBHOCTbIO, @ MPOCTO CBA3bIBAIOTCA C HAMU Take
peuenTopbl  Ha3blBalOTCA  PeLenTop-CBSA3aHHbIMU
(peuenTop-3aBUCUMbIMW) TUPO3UH-MPOTENHKUHA3AMMU.

MexaHu3mbl, 6narogaps KOTOpPOMY 3TW peuen-
TOpbl OKa3biBalOT feicTBUe, 3amycKalwTcs, Korga
FrOPMOH CBfi3biBaeTCsA C PeLenToOpOM, YTO Bbi3biBaeT
ero guMepusauuio. PeuenTopHbI AuMep CBA3bIBaeT
OfIHY WNIM HECKONbKO YneHoB Jlaw/g-cemelicTBaTMpo-
3nH-npoTenHknHas (JAK). JAK 3aTem nepekpecTHO

hocopunupyroT Apyr Apyra, a Takxe pelentop
UneHbl cemeiicTBa npeobpasoBaTenieli curHana u
aKkTuBaTopoB TpaHckpunuumu (STAT) cBs3blBa-
T gocopmunmpoBaHHble AOMEHbl Ha KOMIUIeKce
peuenTtopa n JAK. STAT-6enku thocthopuampyrotcs
JAK-KnHa3amMun © 3areM OTCOEAMHAKTCA OT OAr-
HanbHOro Komnnekca. B KoHeyHOM wuTore doco-
punnpoBaHHble STAT-6enku o06pasyloT aMMepbl,
KOTOpPble ABUTaldTCA K A4py, 4YTOObl aKTMBMpoBaTb
TPAHCKPUMNUUIO ONpPeefieHHbIX FeHOB.

CneunpunyHOCTb peLenTopa Ana Kaxz4oro ropvoHa
0TYaCTW 3aBUCUT OT CheuuduKN 4YeHOB CemMeicTaa
JAK nnun STAT, 06begMHAIOLWMNXCS 419 00pa3oBaHKs
CUTHaNbHOTO KOMMNeKca. B HEKOTOPbIX Ciyyasxcur-
HanbHbI KOMNAEKC TakXe akTusupyet MAP-(muTO-
reH-aKTUBUPYHLWMNIA MNPOTENH)-KMHA3HbIN Kackap,
C MOMOLWbI0O afanToOpHbIX 6eNKOB, WCMOMb3YeMbIX
peuenToOpHbLIMU TUPO3MHKUHA3aMKN. HekoTopble 1B
OTBETOB PEeLEenTOPHbIX TUPO3UHKMHA3HbBIX JMraHioB
Takxxe BoBniekaloT JAK n STAT nyTu.

Puc. 2-14. MpumMep KaTaMTUYECKMX PeLLenTOPOB, acCOLMMPOBAHHbIX C TUPO3UH-MPOTEMHKNHA3HOW aKTUBHOCTBHO
PeuenTop, akTuBMpyembiit a-nHTepepoHoMm (A) n -nHtepgepoHom (B)
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Ras-nogo6Hble MOHOMepHble G-6e/1Ku
M onocpefoBaHHble MU NYTH
TpaHcayKuumn

Nuranpg, Hanpumep akTop pocTa, CBA3bLIBAETCH C
peuenTtopomM, obnagarowMM COBCTBEHHON TUPO3UH-
NPOTEUHKWHA3HON aKTUBHOCTbI, 4YTO MPUBOAUT
K YBeNWYeHW0 TpaHckpunuuu B 10-CcTyneH4aToMm
npouecce. Ras-nogobHble MOHOMepHble ' T®-CBA3bI-
BaloLLme 6eNKN YYaCTBYIOT B NYTU CUTHANbHOW TpaH-
CAYKUMWN Ha 3Tane nepejayv curHana oT peLentopos
C COOBCTBEHHON TUPO3UH-NPOTEUHKNHA3HOW aKTUB-
HOCTbIO (Hanmpumep, peLenTopoB (akTopa pocTa)
Ha BHYTPUKAETOYHble 3PdeKTopbl. AKTUBaLUS K
WHaKTUBaLUNA MOHOMEPHbIX [ T®d-cBA3bIBalOLWNX
6enKoB TPebylT LONOAHUTENbHbIX PErynsaTopHbIX
6enkoB. MoHOMepHble G-06enkM akTUBUPYHOTCH
ryaHWH-HyK/ieoTua-ocsoboxatowmmm 6enkamm
(GNRP), a nHaktusmpytotcad F'Tdasa-akTMBUpyto-
wumn 6enkammn (GAP).

MoHoMepHble TTd-cBA3bIBalOLIME BENKN CeMelic-
TBa Ras cnyxaTt nocpefHWKaMu CBA3bIBAHUA MUTO-
FeHHbIX IMTAHA0B U UX TUPO3UH-MPOTEUHKNHA3HbBIX
peLenToOpoOB, YTO 3aNyCKAeT BHYTPUK/IETOYHbIE MPO-
Lecchl, Begywme K nponugepauynmn knetok. Korga
Ras-6enKM HeaKTWBHbI, KMETKU He pearMpyloT Ha
thaKTopbl pocTa, AelCTBYHOLLINE Yepe3 TUPO3UHKUHA-
3Hble PeLenTopbl.

AxTuBauua Ras 3anyckaeT MyTb CUTHaNbHOI
TPaHCAYKUUMN, NPUBOJAWMNIA B KOHEYHOM wuTOre K
TpaHCKpUNUUK onpefeneHHbIX TFeHOB, CNOCO6CTBY-
wux kKnetouyHomy pocty. Kackag MAP-kuHasbl
(MAPK) BoBnekaeTcsi B OTBETbI Mpu akTuBauuu Ras.
MpoTenHknHasa C Takxe akTUBMpyeT Kackag MAP-
KnHasbl. Takum o6pa3om, Kackag MAP-KWHa3bl OKa-
3blBaeTCA BaXKHOW TOUYKOW KOHBepreHuuu Ans pas-
HO06pa3HbIX 3 (eKTOB, BbI3bIBAKOWNX KNETOUYHYHO
nponudepaynto. bonee Toro, 3gecb Habnwopgaetcs
nepekpecT Mexfay npoTemHKMHasoh C U TUPO3UH-
KnuHazamun. Hanpumep y-usogopma pocgonmnasbl C
aKTUBUPYETCA MyTeM CBA3bIBAHUA C aKTUBWMPOBAH-
HbiM Ras-6enkoM. 3Ta akTuBauua MnepefaeTca Ha
npoTteuHknHasy C B npouecce ctumynayum gocgo-
NINMNAHOTO TMApon3a.

Ha pucyHke 2-15 npefcTaB/ieH MexaHW3M, BK/HOYa-
towmnin 10 cTyneHei.

1 CBA3blBaHWe NuraHfa NpuBOAUT K AUMepU3aLunm
peuenTopa.

Puc. 2-15. Perynaunsa TpaHckpunuum Ras-nogo6HbIMWU MOHOMepHbIMU G-6enkamu,

2. AKTUBMPOBaAHHAATUPO3UH-NPOTENHKNHA3al T
thocthopunupyet cebs.

3. GRB2 (growth factor receptor-bound protein-2).
SH-,-cogepxalLunin NpoTenH, y3HaeT hochoTmposu-
HOBble OCTaTKN Ha aKTUBMPOBAHHOM peLenTope.

4. CeaAsbiBaHNe GRB2BktoyaeT SOS (son ofsevenless)
06MEHHbIA NPOTENH FyaHUHHYKNEOoTHNAA.

5. SOS akTuBupyeT Ras, popmupysa Ha Ras TP
BmecTo Ad.

6. AKTUBHbIA Komnnekc Ras—FTd akTuBupyeT my-
rme MpoTeuHbl (PU3NYECKUM BKIHOUYEHUEM ux |
nnasmMmaTuveckyro MemopaHy. AKTUBHbIA KOMIVIEKC
Ras— ' Td B3anmogeiicteyeT ¢ N-TepMUHaILHON
4YacTbl CEPUH-TPEOHUH KMHa3bl Raf-l1 (M3BecTHoO
KaK MUTOTeH-aKTUBUPYOLWNIA npoTenH, MAP)
nepBoi B cepun MOCNeA0BaTE/IbHOCTU aKTVBMPO
BaHHbIX NPOTEMHKWHA3, KOTOpble NepefarT akm
BaLWOHHbI/ CUTHAN B AAPO KNETKMU.

7 Raf-1 dhocthopunupyet v akTUBUPYET NPOTENHKU
Ha3y, Ha3BaHHYyH MEK, KoTOopas W3BECTHa KK
KnHaza MAP-knHasel (MAPKK). MEK - 3
MYNbTUPYHKLMOHAaNbHAA MNPOTEMHKMHAa3a, ¢oc
thopunupytouias cyb6cTpatbl 0CTaTKOB TUPO3UHa»
cepuHa / TpeoHMHa.

8. MEK d¢ochopunupyer MAP-kuHaszy (MAPK),
KOTOpas TakKXe BbI3blBAETCA BHEK/IETOYHbIM OAr-
HanoMm — perynaTopHoii kmHasoin (ERK,, ERK).
AkTuBaums MAPK TpebyeT ABOWHOro gocto-
pUNMPOBaHMA Ha COCeAHUX OCTaTKax CepuHa u
TUPO3MHA.

9. MAPK cnyxuT BaxHelwwel aheKTOPHON Moneky-
noi B Ras-3aBUCUMOW CUTHANbHOW TPaHCAYKLMWN.
NMOCKOJIbKY OHa (hO0ChopUANpPyeT MHOFO KIETOYHbIX
MPOTENHOB MOCMe MUTOFEHHOW CTUMYNALNK.

10. AkTuBupoBaHHaas MAPK nepeHocutcs B §am,
rae oHa ocopunmpyet pakTop TPAHCKPUNLUK.
B uenom, akTMBMPOBaHHbLIN Ras akTmsmpyetr MAP

nyTeM CBA3bIBaHWA C Heil. Pe3ynbTaToM 3TOro kac-

Kaga aBnsTCcA GochopunanmpoBaHMe U aKTUBaLMS

MAP-KnHa3bl, KoTopas, B CBOK o4vepefb, hoctopunn-

pyeT pakTopbl TPAHCKPUMNLMK, 6eNKOBbIe CybCTpaThl 1

Lpyrue NPoTENHKNHA3bI, BaXKHble AN AeNeHUs Uy

rMX OTBETOB K/IeTOK. AKTUBaLMUsA Ras 3aBUCUT OT gt

TepHbIX 6enK0B, CBf3blBaKOLWMXCA C (HOCHOTMPO3M-

HOBbIMW [OMEHamMn Ha aKTUBMPOBAHHbIX qaKTOpamu

pocTa peuenTopax. AT aganTepHble 6enKu npucoeay-

HAlOTCA n akTuBupytoT GNRF (ryaHuwH-Hykneotus-

0OMEHHbI MPOTENH), KOTOPbLIN aKTUBMpPYET Ras.

3anyckaemas ¢ peLent pa

C COBCTBEHHOI TUPO3NH-NPOTEMHKNHA3HON aKTUBHOCTbLHO



Anmepusauns Bbi3BaHHasA

CBsA3blBaHMEM NiraHaa AKTVMBUPOBaHHbIN KOMMIeKC
C peuenTopom FT®-Ras npusnekaet Raf-1
1 aKTUBMPYET €ro
N
NuraHpg, IF!

NuraHg, SOS akTuBMpYyeT Ras,
BbI3bIBas npespaLleHne
roe sl Ha Ras

TUPO3NHKNHA3HLIPT

BHekneTtouyHoe
MPOCTPaHCTBO

MEK choccopunupyet
n aktusupyet MAPK

r

Mnasmartnueckas MEM6paHa

MAPK pa6oTaeT kak
BaxxHasa adhdheKkTopHas
Mosiekyna, docdopunu-
pys pa3nimyHble 6enkun

AOMEH APP°  HeaKTUBHbIi
dhakTop
loagynaums TpaHcKpunumn
GRB -cogepxatuii TpaHCKpUnumun v g [ Ao
SH2npoTenH, y3HaeT
hochoTUPO3nHOBbLIE
ccTatkm CBsi3aHHbI GRB "N AKTVBHBIA
VB ieH * ® hakTop
A ATpaHcKpunumuun
N

MAPK nepemelyaetcs
B 4po, rae docopunupyet
thakTop TpaHCKpUnumn



Perynauusa TpaHcKpunuumn 6esiKom,
B3aumogencTeyowmm ¢ LAMD-
3aBUcuMbIM anemeHTom HK (CREB)

CREB —WwupoKo pacnpoCTpaHEeHHbIi TpaHCKpun-
LWOHHbIA (hakTOp — B HOpPMe CBfi3aH C Y4acTKOM
OHK, HasBaHHbiM CRE {cAMP response element).
B otcytctBum ctumynaumn CREB gedochopunmpo-
BaH W He B/INAET Ha TPaHCKpunuuiwo. MHoroyncneH-
Hble MyTU CWUrHaNbHOW TPaHCAYKLMM NOCPEACTBOM
akTuBauuy KuHasz (Takmx, Kak MKA, Ca2+/kanbmo-
aynuH-knHasa IV, MAP-kuHasa) npueofaTt K ¢oc-
thopunuposaHnto CREB. ®ochopunmpoBaHHbIl
CREB cBssbiBaeTcds CcBP (CREB-binding protein —
CREB-cBa3biBalO W nMm NPOTENHOM), KOTOpbIA
nmeeT AOMEH, CTUMYAUPYIOLWMUIA TPaHCKPUMLUIO.
MapannenbHo (ochopunuposaHne akTusupyet PPL

(hbochonpoTemHgochaTasy 1), Kotopas gedocdopu-
nupyet CREB, 4TO nNpMBOAUT K OCTaHOBKE TpaHC-
Kpunuuu.

Moka3saHo, 4To akTuBaunsa CREB-onocpegoBaHHO-
ro MexaHusma BakHa AN peannsaummn TaknX BbICLLX
KOTHUTUBHBLIX (DYHKU NI, KaK 06y4YeHne 1 namsrts.

HapucyHke 2-15 nokasaHoTakK»e cTpoeHne LAVID-
3aBucumonn MKA, KoTopas B OTCYTCTBUU LAMD
COCTOUT U3 YeTblpex CyObeAUHWUL: A4BYX perynsarop-
HbIX W ABYX KaTtanuTuyeckux. pucyTcTBue peryns-
TOPHbIX CcyObefuHUL, nodaBnseT (QepMeHTaTUBHYHO
aKTUBHOCTbL Komnnekca. CeasbiBaHUe LAM® wHoy-
LUMPYeT KOH(OPMaLMOHHbIE U3MEHEHWA B Perynarop-
HbIX CybbeAMHMLAX, Bpe3ynbTaTe Yero perynsarop
Hble Cy6beaMHULbl OTAENSATCA OT KaTaIUMTUYECKMX
Katanutnyeckme NMKA nonagaloT B A4P0 KIETKA U
3anycKalT U3N0XEHHbIN Bbille npoLecc.

Puc. 2-16. Perynaumnsa reHHon TpaHckpunuum c nomouwbio CREB (CAMP response element binding protein) uepes
yBenuYeHne ypoBHSA LLUKINYECKOro afjeHo3nHMoHodocthaTa



BHeknetouHoe

NPOCTPaHCTBO
NuraHg
Mnasmatnyeckas membpaHa
AfpeHunartuuknasa”®
Komnnekc ATP

peuentop — G-6en0K

, Katanutnueckasa ~
/ cybbeanHnuya

e d g
PerynsatopHasn 8
cy6beanHmya

\ / Katanutuueckas
AR®H cybbeanHuua MNMKA
dochonpoTenH
toccpatasza 1 C (0] fApo
°y
CREB w CRP (CREB —
(CRE — cBA3blI- % cBs3bIBalOWMI NPOTENH)

BalowWnii 6enokx)
TpaHcakTuBa-
LMOHHbI OMEH

AHK
v TGACGTCA v PHK Ha4asio

CRE-canTt nonumepasa |l TpaHckpunumn

(LAM®-3aBUCUMBIA
3/1EMEHT)
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AnekTpunyeckoe B3amMoaeiicTBme
KNETOK: 3/1eEKTPUUYECKNI CHHArC

BnepBble ynbTpacTpyKTypa MEXKNeTOYHbIX KOH-
TakToB 6blna nofpobHo u3yyeHa B 1963 T
M. dapkyxapom (Farquhar M.G.) u T.E. Manei-
fom (Palade G.E.) Ha TOHKMX cpe3ax pas/InyHbIX aNu-
TennanbHbIX KNeTOK. BanukanbHOW o06nactM 3Tumx
KNeToK ObiNn BblfefleHbl TPU cheynanm3vpoBaHHble
CTPYKTYypbl. Ha pucyHke 3-1 A cXemMaTuyHO npea-
CTaB/fIeHAa KNeTKa C OCHOBHbIMU M3BECTHLIMU TUMNAMMU
KOHTAKTHbIX CTPYKTYP.

1 BHenocpeACcTBEHHON 61M30CTU K NPOTOKY pacno-
naraeTcs 30Ha 3aMblKaHWUA, UAW NAOTHbIA KOHTaKT
(tightjunction). 3Ta 30Ha XapaKTepu3yeTca CIMAHN-
€M BHELIHUX INCTKOB MeMbpaH COCeAHUX KNEeTOK C
o6pa3oBaHNMEM OAWHOYHON 3NEKTPOHHO-MAIOTHOM
nonocbl BAONMb KOHTakTa WM npejctaBnseT coboil
CeTb BETBALWUXCA TOHKNUX FpebHel.

2 HenocpefACTBEHHO K NAIOTHOMY KOHTaKTy npu-
MbIKaeT 30Ha CAUMAHWA, UAM NPOMEXYTOYHbIN
KOHTakT (intermediate junction). 3Ta 30Ha Xapak-
Tepn3yeTca HaJuuMeM MEeXKNeTOUYHOW wenu
WNPUHON 150—ZI)A, 3aM0/IHEHHOW FOMOTeHHbIM
mMaTepuanoMm HWU3KOW 3eKTPOHHOW MNNOTHOCTU.
Kpome Toro, gns 3Toii 30Hbl XapakTepeH CTPOrui
napannenusm COCefAHWX KNETOYHbIX MeMOpaH.
Bnpunerarouwein K Heil uuTonnasMme nepneHaukKy-
NAPHO KOHTAKTY N0Kanu3oBaHbl MOAOChl NAOTHO-
ro matepuana.

Jecmocoma (desmosome) — nokanbHOe guckoobpas-

HOEe 3/1eKTPOHHO-N/N0THOE 06pa3oBaHuWe, pacnona-

ratolieecs napannesibHo BHYTPEHHEMY NCTKY KaX-

foMm Knno4vHo\\ LLe>X KNCTOHT W&b

cocTasnsier okono 240 A Ot KaXXJ0W AecMOCOMbl

BHYTPb LLMTONNA3Mbl pacxoaaTcs Nyyku guobpunn.
4. BBefieHWe B NPaKTUKY 3/IEKTPOHHOW MUKPOCKOMNHK

MeToA0B 06paboTKM MaTepuana CONAMMU THXKeNbIX

MeTafiNoB MO3BO/IMA0 WAEHTUMMUMPOBATL eLe

OAWMH TWN KOHTAaKTOB— LieNeBO/ KOHTaKT (gap

junction), umerow it B 06nacTu TeCHOro coHaMxKe-

HVUA MeM6paH [BYX COCeAHUX KNETOK MEeXKNeTou-

HYIO LWenb WUPUHOA 20—40 A VimeHHO 3ToT TUn

KOHTAKTOB KNEeTOK MpeAcTaBnsieT 3HAYUTENbHbIN

WHTepec ANna GU3N0N0rMKN C NO3ULUIA MEXKNeTou-

HOro B3aMMOfencTBMa u ByaeT AeTanbHO 06CYX-

[aTbCs HUXeE.

5. lMo3fHee B HEKOTOPbIX TKaHAX 6ecrno3BOHOYHbIX
6611 0O6HapyXXeH elle OAWH TUM KNETOYHOr0 KOH-
TakTa, CENTUPOBAHHbLIAN KOHTaKT (septate junction),
B KOTOPOM MEXK/eTOYHOe MPOCTPAHCTBO LIMPU-
Hoii B 150—170 A nepecekaeTca rMneperopogkamu
(centammn) TONWMHOM 40—50A, CBSi3blBAO W UMY
BHELUHME NOBEPXHOCTU COCEAHUX KMETOK.

LOna MeXKNeTOYHOro 3/eKTPUYECKOro B3auMo-
LeACTBMA OCHOBHOE 3HAYEHWE MMeeT LLeNeBOi KOH-
TaKT.

LLleneBo KOHTaKT, WM gap junction, — Hambonee
pacnpocTpaHeHHbI TUM KOHTaKTOB MeXJAy KieTkamu
NPaKTUYecKN BCEX TKaHel >XXMBOTHbIX, MPUCYTCTBY-
IOWKNA MeXay KneTKkamun KakK 31eKTpOoBO30yAUMbIX,
TaK U 31eKTPOHEeBO36YyAMMbIX TKaHei. B 6ucnoe mem-
6paH 06enmx KNeToK, 06pasylolnMx LLeneBoin KOHTaKT,
6enkoBas 4acTb npeAcTaBneHa LUUAUHAPUYECKUMU
CTPYKTypamu, pacnpocTpaHsalowmmnuca no BCeW
WMUPUHE Wenn U NPOHU3bIBAKOLIMMMN HACKBO3b 06a
6ucnos. 3TN CTPYKTYpbl NpeAcTaBnAT coboit 3anon-
HeHHble BOAON KaHalbl W ClyXaT OCHOBOW Ans ocy-
W EeCTBNEHUS (HU3NONOTNYECKUX (PYHKLMWIA LieneBoro
KOHTaKTa.

Mogenb 4yacTu Memb6paH [BYX KNETOK, UMeKLWmnx
L eneBoil KOHTAKT, npeacTaBfieHa Ha puc. 3-1 b.
LLleneBoii KOHTAKT COCTOUT M3 psija rekcaroHasb-
HbIX Cy6beANHNL, — KOHHEKCOHOB —C pacCTOSAHMEM
MeXAay HUMu 80—100 A KaXabli KOHHEKCOH COCTO-
UT U3 WEeCTN KOHHEKCUHOB NONUNENTUAHOW Npupo-
[bl, NOCTPOEHHbIX TaK, YTO OHU CO34aK0T KaHan, Kak
Obl OKpYXXas ero. Npoxoas vepes 6ucion MembpaH
KaXjol W3 ABYX COCEAHWUX KNeTOK, KOHHEKCOHbI
BbIXOASAT B MEXK/ETOUHYIO Wienb, rae COefUHATCA

C apyrom 06pa3yloT KOHTAKTHYH CTpyK-

TYpy B BMAe BOAHOrO KaHana Mexay uurtonnas-

MO [BYX COCeAHUX KNeTOK. BpesynbTaTe TOrO,

YTO OAMHOUYHbIE KOHHEKCUHbI KaXXA0ro KOHHEKCOHa

MOTYT M3rnbatbCsi OTHOCUTENbHO APYr Apyra, LeH-

TpaNbHbI KaHal KOHHEKCOHa OTKpbIBAaeTCA MWau

3akpbiBaeTca. Ha puc. 3-1 B npegcrasneHa mMofesb

OTKPLITOro (cneea) WM 3akpbiToro (cnpaea) KaHana

LeNneBoro KOHTakTa. BugHO, 4TO Takol MexaHu3m

perynsumMu npoceeTa KaHana HanoMuHaeT paboT

anadparmbl. PagmanbHoe cMmeweHue (0KONo AS

KaXXA0ro KOHHEKCMHA COOTBETCTBYET M3MEHEHWHD

HaK/0Ha Cy6beAUHNLbI NO OTHOLIEHWIO K MPOA0/b-

HOM OCU KOHHEKCOHa TOMbKO Ha 5°.

Pvic. B-1. MeXK/eToUHble KOHTaKTbl H CTPYKTYpa LLEe/IeBOro KOHTaKTa.

A— TUNbl MEXK/IETOYHbIX KOHTAKTOB. b — MOfenb CTPYKTYpbl LLENeBOro KOHTaKTa, BK/IOYaloLlas MNNULHbIM

GUCNOi 1BYX COCEAHUX KNETOK, COAEPXKALLUIA KOHHEKCOHbI, KaXAbl/ N3 KOTOPbIX MOCTPOEH N3 LLECTM KOHH(

CUHOB

B — B yBenIMyeHHOM Bufe MpefCcTaB/IeHO OTKPbLITOE U 3aKPbITOE COCTOAHME KaHasla KOHHEKCOHa



MNOTHbIV
KOHTaKT
(tightjunc

MpOMEXYTOUHbIN
KOHTaKT
(intrmediate junction)

' [lecmocoma
(desmosome)

LeneBoii
KOHTaKT
(gap junction)

KaHan LeneBoro KOH"éeKCV'H
KOHTaKTa MemMobpaHbl
Mem6paHa KneTku 1
KneTku 1
KOHHEKCOH
(6 egnHML)
KOHHEeKCUH
MeMObpaHblI
KNeTkn 2
Memb6paHa
KNETKN 2
5 HM.
BHekneTouHas KOHHeKCUH
cpefa
LUuto3onb

OTKpbLITOE COCTOSAHME 3aKpbITOE COCTOSAHVE



CTpyKTypa KOHHEKCOHOB

KOHHEKCOHbI MO3BONAKT OCYLW,ECTBNATL OOMeH
MNOHamM 1 BOLOPACTBOPUMbBIMU MOJIEKY/laMU C MOJe-
KynspHoii maccoit go 1200—1500 fla mexay Knet-
Kamy. OTO CBWAETENbCTBYET O BO3MOXXHOCTU MeTa-
6onmyeckoil kKoonepauuu Mexay KneTkamu, Korjga
0fHa KneTKa cnocobHa nepejaBaTb A4PYroi BelecTBa,
KOTOpble NocnefHAA He cuHTe3upyeT. Hanpumep,
AM®, AP nnn ATD MOryT npoxoauTb vepes Lwene-
BOM KOHTaKT. KpoMe TOro 4yepes Hero MOXeT OCYy-
LLLeCTBNATLCA Nepexod U3 KNeTKM B KneTky LAMO,
BHYTPUKNETOYHOrO BTOPUYHOIr0 MecceHmxepa. 3Tu
KaHasbl CNy>aT OCHOBOW W AN 3/1eKTPOTOHUYECKOr 0
B3aMMOAENCTBMA MeXAYy KneTkamu. LieHTpanbHbIii
KaHa/l KOHHEKCOHa MOXEeT 3aKpbiBaTbCA B pe3yfbTa-
Te YBE/IMYEHUA KOHUEHTpauuu BHYTPUKNETOYHOIO
Ca2+ unn H+B 0fHOI M3 KNeTOK, a TakXKe B OTBET Ha
Lenonsapu3auno 0gHOW nnm 06enx KneTok.

Buenom, uienesble KOHTaKTbl 061ajatT clefyto-
LMK CBOCTBAMU N PYHKLUAMMK:

* 3TO CTPYKTYpPbl, OTBETCTBEHHbIE 32 3 (HEKTUBHY IO

AN HY3MOHHYIO CBA3b MEXAY KNeTKaMu;

* yepes HUX MOTFyT MNPOHUKATb TUAPOGUNbHBIE

CcOefMHeHNA, He CNOCO6HbIE MPOXOANTL Yepes Apy-

rve y4acTKu NOBEPXHOCTHbIX MeMOpaH;

e AN PY3MOHHbIE KaHanbl MeXgy ABYMS KfeTKa-
MW M30/MPOBaHbl OT OCTaNbHOW MEXKNETOUHOMN
cpefnbl;

* MPOHWLAEMOCTb KOHTAKTMpYyKOWUX MembpaH B
06M1acTN LWeNneBblX KOHTAKTOB Pe3Ko MagaeT npwu
YBENNYEHNN KOHLEHTpaLunm CBOBOAHOrO BHYT-
PUKNETOUYHOT 0 KanbLns, 3aKUCNeHHS UK genons-
pusaumn n60i M3 KNeTok;

e AN PY3MOHHbIE KaHanbl U3 KNeTKWU B KNETKY Cno-
COGHbI POPMUPOBATLCSA BTEUEHME ECATKOB CEKYHA
AN MUHYT NPY TECHOM CONMXKEHUN MeMbpaH fBYX
COCeHUX K/ETOK.

MpocTpaHCTBEHHAs MOfeNb LLeNeBOr0 KOHTaKTa ”
MONeKynsipHas opraHu3auuns KOHHeKCUHa npeacras-
NleHbl Ha puc. 3-2 A, b.

Ha pucyHke 3-2 B nmokasaHbl pasnnyHble KOM6U-
HaLUW KOHHEKCMHOB, POPMUPYIOLLNX KOHHEKCOHbI,

XeMUKaHanbl W peanbHble KaHanbl. DT fAaHHble
npuBeAeHbl Ha OCHOBE KOHHeKcuMHa (Cx) Cx45 wu
Cx43.

HakoHel, Ha puc. 3-2 [ npeacTaBneHbl ABe BETHU
(hMNOreHeTMYECKOro ApeBa CeMeicTBa KOHHEKCU-
HOB. MpuMeyaTeNbHO, YTO pasHuULa MeXAay ABYyMS
BblA€/IEHHbIMW KOHHEKCUMHAMWU M3 [ABYX PasHblX
KNaccoB 3ak/iloyaeTcs TOMbKO B YeTblpex aMUHO-
KncnoTtax.
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BHeknieTouHas UnnuHap n3 wectm b
cpena KOHHEKCVHOB
BHekrneTouHas
cpefa
COOH-
LinTozonb TpaHcMmembpaHHas Liprosors

20 Hm
a-crnmpasib KOHHEeKCUHa

Mexkneto4yHas
Liesb LWMPUHOM 2 HM

KOHHEKCOHBI

|:| KOHHeKCUH 45
I I | KOHHeKCUH 43

0J

romMoMepHble eTepoOMepHbIii

o

COMOTUNHBIM leTepOoTUNHBIN MoHoreTepomMepHbIii BuretepomepHbIii

Rat Cx31

Rat Cx31.1
Rat Cx26 Knacc |
Xenopus Cx30  (rpynna p)

Rat Cx32

Human Cx32
Human Cx43

Rat Cx43
Chick Cx43
Xenopus Cx43

Rat Cx33
Rat Cx37

Rat Cx46
Rat Cx40

Knacc |l
(rpynna a)



MpUHUMN MEeXK/1IeTOYHOTOo
3/1eKTPOTOHNYECKOro B3auMoencTBusA

[Ons aHanusa (akTopoB, onpefenstoWwmx ycno-
BUS nepedaun BO3OYXAEHUA OT KNETKUM K KMeTKe,
Heo6X0AMMO pPaccMOTpPeTb 3KBUBANEHTHYI 3/1€KT-
pruyeckyto cxemy 061aCcTh KOHTAKTa, YUYUTbIBAIO YO
BCe €r0 OCHOBHbIe 3/IeMeHTbl, BAUAKOLLME Ha nepe-
fady 3NeKTPUYecKoro curHana yepes 3Ty 06nacThb.
Micnonb3oBaHWe 3KBWUBANEHTHbIX 3EKTPUYECKUX
CXeM NO3BOJIET HA OCHOBAHWMN IKCNEPUMEHTANbHbIX
[AaHHbIX KO/IMYEeCTBEHHO OLEHWBaTb 3HAaYeHWe TOro
WM WHOr0 3neMeHTa cxembl. KOHTaKTaM pasHoii
MOpPGhON0rMYecKod CTPYKTYpbl COOTBETCTBYIOT pas-
Hble 3KBMBANEHTHbIE 3IEKTPUYECKUNE CXEMbI.

[ns cpaBHeHUsA pacCMOTPUM fBa TMNa KAEeTOYHbIX
KOHTAKTOB — MNNOTHbIA KOHTaKT, K/MEeTOYHbIA KOH-
TaKT C Y3KOW MeXKNeTOUYHOW LWenbio 6e3 KOHHEKCO-
HOB, 3KBMBANEHTHaA 3/leKTpuyecKas cxema KOTOPO-
ronpeacTaBfieHa Ha puc. 3-3 A, 1 LWeNeBO KOHTaKT,
3KBMBaJIeHTHasa 3/eKTpuyeckas CxXema KOTOpOro
npeacrtaesneHa Ha puc. 3-3 b. llocnefgHo Mogenb
paccmaTpuBaloT Mpu YyCNOBUU, YTO COMPOTUBIEHUE
YTEYKN CTPEMUTCA K 6ecKoHeyHOCTM. Kpome ToOro,
CUMTAeTCH, YTO BECb TOK MPOXOAMUT N3 OJHON KNETKM
BAPYIYI N0 KaHasaM KOHHEKCOHOB, XOPOLWO M301u-
POBaHHbIX OT OKpYXXatoLiel cpefbl. QKBMBaIEHTHas
NeKTpuyecka CXema B 3TOM CNlyyae He COOep>KuT
emkocTh. COnpoTMBAEHNE LLUTONNa3Mbl Y HAPYXXHOI
cpefbl NPUHMMaETCA KpaliHe ManbiM. Takoi NoaXoA4,
6e3ycfioBHO, NpefcTaBnfAeTCA CAMLIKOM YMNpOLeH-
HbIM, HO OH NpuemneM AN psfa 06bHEKTOB.

Ecnv B KaXK4y10 13 KNETOK BBEAEHbl CTUMYMpPYytoLme
W PErNCT PUPYIOLLME MUKPOINEKTPOAbI, TO BO3MOXHO
onpeaenuTb BXOAHOE COMPOTUB/IEHME KaXAOW KeT-
K1, 06YCNOBNEHHOE TONIbKO CBOBOAHBIMW HEKOHTaK-
THbIMM Mem6paHamu, U CONPOTUBAEHUE KOHTAKTHOM

memb6paHbl. s 3Toro HeobxogmMmo 4yepe3 oba CTU-
MYNMPYIOLWMNX MUKPO3NeKTpoAa NponyckaTb TOKM
TaKoW CUAbl, 4TOObI NOTEHLManbl 06enxX KNeToK cTanm
paBHbl. [py 3TOM TOK Yepe3 KOHTaKT He UAET, 1 BXO4-
Hble CONPOTUBAEHNS KNETOK IErKo onpefennTh:

Rm. = v/'p
Rm2=v/i2-

Bbino BBEAEHO NOHATME «KOIWPULMEHT 3NEKTPU-
YeCcKO CBA3W», T.e. OTHOLUEHUS

*R,,.2 1
N2 =V V= = (3.1)
'"Rn,2 + IRC Il + Rc/R,n.2
,Rml
K*=v,/V, = e — T e (3.2)
Rm, + IRcC ,+ R c/Rml

3T Ko3hpuumeHTbl, BOOOLLE TFOBOPS, HE paBHbI
OpYT APYry M 3aBUCAT OT BXOAHbIX COMPOTMBAEHUN
KneToK. [1eiCTBUTENbHO, €CAN COMPOTUBEHWE KOH-
TaKTHOI MeM6paHbl B3TON MOAENV CTPEMUTCS K HYNIO,
TO KO3 puuUMeHT nepegaynm CTPEMUTCA K efUHMLE.

M3 3TuX ypaBHEH Wit cnegyeT, uto K3aBucuT oT Ben u-
YMHbI BXOJHOTO CONPOTUB/IEHUA KNeTKku. Hanpumep,
N3MEHEHUA MOTeHUMana B 60MbLWOW KeTKe MOryr
CWIbHO CABWHYTb MOTEHLUMan B COCefHei MafeHb-
KON K/eTKe C BbICOKMM BXO[HbIM COMPOTMBAEHUEM.
Hao60poT, 3TN >e N3MEHEHNA NOTeHLMana B ManeHb-
KO KNeTKe He3HaYMTeNbHO CABUHYT MOTEHUMan B
60nbLUON. Takas 3aBUCMMOCTb 30 (heKTOB OT KAeTou-
HbIX pasmMepoB Nony4una Ha3BaHue «reoMeTpUYecKoe
BbiNpAMAeHMe». BxogHOoe COMPOTUBNEHWE KNETOK
3aBUCMUT HEe TOMbKO OT UX BEIMYUHBI, HO W OT yaenb-

HOTo CONpoOTUBNEHNA NX MeM6paHbI, NO3TOMY BCAKOE
N3MEHEHNE CONMPOTUB/IEHNA O,U,HOVI N3 KNETOK MeHA-

eT 3/1eKTPUYECKYI0 CBA3b MEXKAY HUMU, W MPUTOM
HECUMMETPUYHO.

Pvc. 3-3. OKBMBaNeHTHbIE 3NEKTPUYECKME CXeMbl KNETOYHbIX KOHTaKTOB.
A_ 3KBMBaNEHTHAas 3NeKTPUYecKas cxema KNeTOYHOTO KOHTaKTa CY3KOoi MeXKKNETOYHOI wenbto (100-200 A) 6Ge3

9HHEKCOHOB.

0O603HayeHns: Rml n Rnm2— conpoTUBNEHWA MOBEPXHOCTHOW
— eMKOCTW'NOBEPXHOCTHO MemM6paHbl KNeToK 1 v 2, 100TBETCTI

nc

emM6paHbl KNetok 1 u 2, cooTBeTCcTBEHHO; Crl
HHO: R — COMPOTUBNEHME YTEUKN UYepes

MEXKNeTouHyto wwenb, Rel n R, Col m G2 — o6Liiee CONPOTMBNEHME U MKOCTb fIBYX KOHTAKTHbIX MEMGPaH.

b — 3kBMBaneHTHasa anekTpuyeckKas cxema KNeTo4HOro KOHTakTa ¢ KOHHeKCOHamu.
O603HayeHns: Rml n RnR— conpoTuBAeHWS MOBEPXHOCTHOW MeMm6paHbl KNeTok 1 u 2, cooTBeTcTBeHHO; Crl
1 Cr2 — eMKOCTW MOBEPXHOCTHOW MembpaHbl KNeToK 11 2, COOTBETCTBEHHO; R— CONPOTMB/EHNE YTEUKN Yepes
MEXK/ETOUHYIO Lefb paBHO 6eckoHevHoCTH; Rel n Re2, Ccln G2 — o6bLyee cONPOTMBIEHNE N EMKOCTb BYX KOHTaK-
THbIX MeM6paH, Rj — CymMmapHOe COnpoTHB/IEHNE BCEX KOHHEKCOHOB B LLENIEBOM KOHTAaKTE
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MPUHUMNBI 06HAPYXXEHUS LLLEe1IeBOro
KOHTaKTa

CyulecTByeT HECKOMbKO MPUHLMMOB, Nexauwnx B

OCHOBE 0O6HAPY>XEHMSA LeNeBOro KOHTaKTa.

1 2nekTpomsnonormyecknii cnocob BbISBNEHUSA
eneBoro KOHTakTa Mnpy MOMOWM Napbl CTaH-
[BAPTHBIX MUWKPO3NEKTPOALOB, KOrfa CPaBHMUBAKT
371eKTPOTOHMWYECKME NOTEHUMabl B KNeTKe, Yyepes
KOTOpYIo BBOAWUTCS TOK, W B COCEAHEl KneTke, Kyaa
OH pacnpocTpaHseTcsi, 4TO onpefenseT Koahdu-
LUMEHT aneKTpuyeckol ceasm (puc. 3-4 A).

2 OneKTpoun3noNormyeckunii cnocob onpegeneHus
Ha/Mumna LWeneBoro KOHTaKTa c MOMOLb0 MeToaa
ABOIHOro patch-clamp n nsmepeHns I—V xapakrTe-
puctuk (puc. 3-5).

3 MeToa NpoBeAeHUs Yepes LeneBoli KOHTaKT MeTKHU,
KOrfa BHYTPUKNETOUYHO BBOAST MEUYEHOe BeLLecTBO
(B 60/bLIMHCTBE ClyYaeB— (hyopecunpyoLwui
KpacuTenb), A8 KOTOPOro HapyxHas MembpaHa
HenpoHuuaema, ¥ OnpefenstoT BO3MOXHOCTb €ro
nepeTeKkaHns B COCEAHMUE KNETKN.

3 BnocnegHue rofbl Ans 06HApY>XeHWUs LLeNeBoro
KOHTaKTa LWWPOKO MPUMEHSAIOT KOH(OKaNbHYO
MUKPOCKOMMUIO C MCMOSb30BAaHUEM MEYEHbIX aHTU-
TeNl K KOHHEKCUHaM.

Porb WweneBoro KoOHTakTa B
npoBeaeHUN BO30OYXAEHUSA B TKaHU

Mem6paHa 91eKTPOBO36YAUMBIX KNeTOK MOTEH-
unanynpaensemMa, T.e. paboTa WMOHHbLIX KaHanoB
ynpaBnseTcs MNOTEHUWasoM, a M3MeHeHWe MOTeH-
UmMana 3aBUCUT OT TOKa, NMOCTYMalOLWEero, HanpumMep,
uepe3 LLLeNEBOI KOHTAKT OT COCeAHMX KNneTok. [Mpu

JOCTMIXKEHUMW MOTeHLMana nopora 3neKTpoBo3dyau-
Mble KNeTKU TFEeHepUpYIT MOoTeHUuManbl AeAcTBuUs,
pacnpocTpaHsaloLWecs, HanpuMep Yy HenpoHOB, NO
OTPOCTKaM K pyruM HepBHbIM KAeTKaM unm agek-
TOPHLIM OpraHam, Yy MbIlleYHbIX KeTOK 3anycKawT
COKpallieHne, a 'y BO3OYyAMMbIX KNETOK >Kene3 ynpas-
NALT cekpeumnei. Takum o06pa3om, PYHKLUOHUPO-
BaHWe BO36GYAMMbIX TKaHeil CBA3aHO C pacnpegene-
HMeM MoTeHLMana v pacnpocTpaHeHMEM TOKa B HUX.
BpeMeHHble M MPOCTPAHCTBEHHbIE XapaKTepUCTUKU
pacnpefeneHuns noTeHumMana u ToKa B TKaHAX 3aBU-
CAT OT ABYX (haKTOPOB: CBONCTB 31€KTPOBO36YANMbIX
MembpaH K/IeTOK, 06pasylowWwmnx [aHHYK TKaHb,
N reoMeTpmm TKaHuW (Kak (opmbl KNeTOK, Tak W
Thna cBAseli Mexay knetkamu). OcobeHHOCTU pac-
npocTpaHeHUa TOKa B LUAWHAPUYECKOW KNeTke
0TNNYalTCa OT 0COGEeHHOCTell pacnpocTpaHeHus
B chepuueckoii kneTke. TKaHb, B KOTOPOIi Kax-
Jas KneTka cBfA3aHa 4epe3 LLeneBOW KOHTaKT BCEro
C OfHOI cocegHel, 6yfeT OTAMYaTbCA OT TKaHWU,
KNneTKa KOTOPOW cBA3aHa C HECKONbKUMW COCELHM-
MU. AHaNnu3 3KBMBANEHTHON 3N1EKTPUYECKON CXeMbl
LEMOHCTPUPYET OTAMYKSA, KOTOpble MOFyT NpOsB-
NATbLCA B 3/IEKTPUYECKMX CBONCTBaX WM (PYHKLMO-
HaNlbHbIX 0COOEHHOCTAX TKaHW.

Mpu HeboNbWMX cABUraX MeMOpaHHOr0 NOTEHLU-
ana oT moTeHUMana NMOKOA MPOHULAeMOCTb KneTou-
HOli Mem6paHbl He MEHSEeTCS WAW MEHSETCH O4YeHb
He3HauYMTeNIbHO, TaK YTO ee CONMPOTUBIEHNE MOXHO
cunmTaTb MOCTOAHHBIM. Kak 06cyXfanocb paHee,
06Hapy>XeHHble MpX 3TOM 371eKTpUYecKne CBOWCTBA
Ha3blBalOT MACCUBHLIMMW. 3TU CBOCTBA UMEIOT 60Nb-
woe (yHKUMOHaNbHOEe 3HayYeHMe, TaK KaK MMEHHO
OHW B 3HaYUTENbHOW CTeNeHun OMNpeaensoT YyCNoBus
BO3HWKHOBEHNS BO3OYXAEHUA B KNETKE AN TKaHMU.

Puic. 3-4. OnpeaeneHne 3IeKTPUYECKON Nepegaydn Mexay KneTkamu.

A — 31eKTPoU3N0NOrMYecKNin cnocobd onpeseneHNs HaanumMa WeneBoro KOHTaKTa u u3MepeHns Koshduum-
eHTa 31eKTPOTOHNYECKON CBA3KN. CTPenKW NoKasbiBalOT HanpaBneHWe 3MeKTPUYECKOro Toka Npu NpomnyckaHuu
yepes 3NeKTPOabl «a» U «6». b — 3KBMBaNEHTHas 3/1eKTPUYECKas CXeMa KNeTKM, UMEeIOLLEN KOHHEKCOHbI C O4HO
cocefjHeli KNeTKOM 1 He UMetoLLell KOHHEKCOHBI C APYTFOi CoCefHel.

O603HaueHus: 1, 2, 3 — cocegHue KNeTkn. Van V2— nafeHne HanpsXXeHnsa Ha KneTtkax 1 m 2.

B — MCKycCTBEHHAs BHYTPUK/IETOUYHAs TUMEpnonspu3salns MemépaHbl KNeTKN Bbi3biBaeT CMeLLeHe MeMGPaHHO-
ro NoTeHLMana B coceiHei KneTke, CBA3aHHOM LLeNeBbIM KOHTAKTOM, U HA060pOT. [ — [BYCTOpPOHHEE 31eKTpuUYec-
Koe B3aMMOfeicTBMe HelipoHOB. Jenonspusaumns nepsoit KNeTKU Bbi3biBaeT CMeLLeHe MeMBpaHHOro noTeHuuana
BTOPOi KNETKMU, 1 HA060POT. AHANOTMYHO TUMEPMONAPN3aLUS NEPBOI KNETKMN Bbi3biBaeT CMeLLeHNe MeEMGPaHHOTO

noTeHLMana Bo BTOPOW Knetke, U Ha060pOT
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MeToabl U3yyeHUa WeneBbiX KOHTakKToB

PaccMOTpyM naccuBHble 3/IEKTpUYECKUE CBOMCTBA
chepuyeckoii KNeTKM U LUANHAPUYECKOTO BO/OK-
Ha, UMetoLL e OMHAKOBbIE CBONCTBA MOBEPXHOCTHOW
Mem6paHbl. Ye Takoe CpaBHeHMWe 4OCTAaTOYHO YETKO
MoKa3blBaeT Po/ib FeOMeTPUYECKMX (haKTOpOB.

BkneTkax, hopMa KOTOpbIX 6/1M3Ka K Chepuyeckoi,
COMNPOTUBAEHME LMTOMNNA3Mbl KpaliHe Mano no cpas-
HEHMIO C COMPOTUBAEHNEM MeMObpaHbl camoli KNeTKu,
a9KBMBaNEHTHAA 3NeKTpUyeckKas Cxema coBnajaeT C
3KBMBANIEHTHOW CXEMO MemOpaHbl, T.e. NpeacTaBns-
€r co60/i napannenbHO COeAUHEHHble COMpPOTUBAE-
H/e 1 eMKOCTb. Mbl paccMOTpUM 3[ecCb [Be Maccus-
HbE 3MEKTPUYECKME XapaKTEePUCTUKU chepuyeckoi
KNeTKN: BXOAHOE conpoTuaaeHune (Rin) 1 NOCTOAHHYO
BpemMeHu (T). BxofgHoe conpoTMBAEHNE — OTHOLWIEHUE
pasHOCTV MOTEHLUMANoB Ha MembpaHe, BO3HUKAIOLL e
M1 MPOMYCKaHUU 4Yepes3 KeTKy MOCTOSHHOIO TOKa,
K BE/IMUMHEe 3TOro ToKa. [na cihepuyveckoin KneTku
J/a Be/IMYMHA coBnajaeT C COMPOTUBAEHUEM BCeli ee
NMOBEPXHOCTHOW MeM6paHbl. [py nogadve NPSAMOYrosb-
HOTO MMMYNbCa 3NEKTPUYECKOr0o TOKa MeXay BHYT-
PeHHeli YacTbl KNeTKW W Hapy>XHOW cpepoli moTeH-
Wwan Ha ee MeMbpaHe NUlb MOCTENeHHO AgocTuraet
YCTaHOBMBLLEroC 3HAYeHUA, U3MEHASCH MO 3aKOHY:

V=IRJ1l-cr*)urgeT = RinC (3.3)

3T0T BOMpPOC AeTanbHO MNpoaHanM3upoBaH npu
06CYyXAeHUM MexaHU3Ma MacCMBHOMO 3/IEKTPOTOHU-
YecKoro NoTeHLmana.

Obeyaum (yHKLMOHaNbHOe 3HavyeHWe Rjn. Ecnm Ha
(neTky geiicTBYeT CUHANTUYECKUIA CUTHaS, a BPEMSA €ro
NeUCTBUA BEINKO, TakK YTO MOXHO npeHebpeyb emKoc-
THOMEMOPaHbI, TO CUHANTUYECKUNIi TOK ByaeT paBeH:

Is=E/(Rin+Rs), (3.4)
iei —pa3HOCTb NOTEHLMana NOKOs U paBHOBECHOTO

noTeHUMana faHHOro cuHanca; Rs—conpoTuBfieHUe
ChHanca

Mpu BAWAHWUW OJHOTO UN HECKONIbKWX CUHANCOB
RsMHoOro 6onbwe Rinwu, cnegoBatenbHo, CMHaNTU4ecC-
KW TOK paBeH:

fs=E/Rs. (3.5)
CaBur noTeHlmana Ha MmembpaHe K/1eTKKU, co3faBsa-
eMblli 3TUM TOKOM, PaBeH:

Vs=IsRin=ERIVRs. (3.5)

CnepoBartefibHO, \s NpAMO nponopumoHanbHo Rin.
Takum o6pasom, ecnu KneTka umeeT 60nblive pas-
Mepbl U COOTBETCTBEHHO ManeHbKoe Rjn, TO Takoin xe
CMHAamnc He3HaYMTeNbHO U3MEHSAET ee NOTeHLMan, BTO
BpeMS, KaK ManeHbKyl0 K/eTKY OH MOXET BO30yAuTb.
CnepoBaTtenibHO, RjnBAunseT Ha apheKTUBHOCTL Aelic-
TBWA CMHANca Ha K/eTKy, onpefenss BO3MOXHOCTb
BO3HWKHOBEHWS BO3OYXAEHUS.

PaccmoTpum Tenepb (YHKLWOHaNbHOE 3Haue-
HMWEe NOCTOAHHOW BpemMeHW KneTKW. O6cyaum TONb-
KO OAMH 13 acnekToB. O6bLIYHO ANA BO3OYXAEHUA
Jaxe ManeHbKOW KNeTKU HeAoCTaTOUYHO akTuBauuu
BCEro ojHoro cuHanca. OAHako nocne npekpatie-
HMs paboTbl CMHamnca CO3AaHHbIA UM Ha Memb6pa-
He noTeHUMan He cnafjaeT MrHoBeHHo. Ero cnap
MAeT 3KCMOHEHLMANbHO C MOCTOSAHHOW BPEMEHUT.
Lpyrumn cnosamu, eMKOCTb KeTOUYHOW MeMbpaHbl
MOCTENEHHO paspsXKaeTcsa yepes ee CONPOTUBIEHME.
Ecnn Tenepb TOT Xe cuHanc 6yaeT aKTMBMpPOBaH
BTOPUYHO, TO CO3faBaemMblil UM CABWT MOTeHLMana
CTaHeT CYMMMUpOBaTbCA C OCTATOYHLIM CABUIOM,
COXpaHMBLWIMMCA OT NepBOli aKTMBaLMWM CUHanca.
Takoil npouecc HasblBalOT BPEMEHHON CyMMaLume.
FACHO, 4TO npoLuecc BPEMEHHOW cymMmauuum npoxo-
ANT TeM 3dekTUBHee, Yyem 6ONblIe NOCTOSIHHAA
BpeMeHM MeM6bpaHbl. Takum 06pa3om, BeNUUYMHAX,
B 4aCTHOCTMW, onpefenseT CNOCOOHOCTb KNETKU K
BPEMEHHOW cyMMmaLumnu.

P 3-5. M3yueHUWe aneKTPUUECKON mepefaun Mexay KieTKaMmu MeTogoM fBoiiHoro patch-clamp u namepeHus

1-V XapaKTepuUCTUK.

A — MeTopA fBOIHOro patch-clamp. MokasaHbl 0ANHOYHbIE KOHHEKCOHbI. MOCKONbKY NoTeHuMan kneTkn 1 dmkcnpo-
BaH Ha -40 MB, a NOTeHLMan KNeTku 2 (hUKCMpoBaH Ha -80 MB, 3N1eKTPUYECKMIi TOK TeUeT yepes LLIENEBON KOHTaKT
OT KneTku 1 K KneTke 2. b — nposefeHne 3MIEKTPUYECKOTO TOKa Yepe3 KOHHEKCOHb! Npu UCCNef0BaHUAX METOL0M
ABoliHOro patch-clamp. KOHHEKCOHbI yBefnYeHbl. B— nnHeliHas BOMbT-aMnepHas XapakTepucTuka cenTanbHo-
ro 3/1eKTPMYECKOro CuHanca peyHoro paka. I'— BONbT-amnepHas XapakTepucTuKa aHOMasibHOro BbIMPAMIEHUS
T.e. aCUMMeTPUA B NPOBESEHNN Yepe3 TMIaHTCKUIA 3NeKTPUYECKUiA cuHanc pevyHoro paka. MpumeyaHune: s NoHK-
MaHWs pasHuULbl B BONbT-aMMEPHbIX KPUBbLIX HA NaHensx Bu MBepHUTECH K onucaTenbHOW Yactu puc. 3-3



3/eKTprYecKoe B3aumogeincTeve
[BYX K/ETOK, CBA3aHHbIX Yepes LeieBoi KOHTaKT



TpaHCropT BELWECTB Yepes Lies1eBoii
KOHTaKT

OfHO M3 BaXKHEWLWMNX CBOWCTB LLENeBOr0 KOHTaKTa
KaK TPAaHCMOPTHOW CUCTEMbI COCTOUT B TOM, YTO Mpw
€0 HaMYUKM MEeXAy COCeAHUMU KeTKamum MOXeT
OCYLLeCTBNATbCA WHTEHCUBHbLIA  ANPHY3NOHHBI
0OMeH TMAPOPUNLHBIMW COELUHEHUSAMU C MOJEKY-
nApHOW Maccoit fo 1500 [la, MUHYS HapyXXHYIO cpeay.
Uepes KOHHEKCOHbI LENEBOr0 KOHTaKTa MpoOXoadaT
HeopraHuyeckune noHbl (Na+ K+ CI", 1, S042-), caxa-
pa(ManbTo3a, ManbTOTPMO3a, MabTOTETPO3a, Caxapo-
38), aMUHOKMUCNOTBI (acnaparnHoBas, rnyTaMuHoOBas,
reKCornmumH), HyKneotuabl (FTMNOKCAHTUH, afeHuH,
YPUOWH, TUOTYaHUH). 3aMeTUM, YTO MHOrue u3 nepe-
UMCIIEHHBIX BELLECTB He CMOCO6HbI AUPGHYHANPOBATb
Yepe3 HapY>KHYH0 MeMOpaHy KNeTok.

3MEKTPUYECKNIA CUHaNC

MpuHUMN paboTbl 3/IEKTPUYECKOrO CUHanca noka-
3aHHapuc. 3-6 A. MexaHn3m nepefayv cUrHana yepes
3NeKTPUYECKUiA CMHANC aHanorMyeH MexaHu3My pac-
npocTpaHeHNs noTeHuMana AelicTBMA MO HEPBHOMY
BO/IOKHY. B HEpBHOM BOJ/IOKHE MOTeHLMan LeACTBUS
BO3HMKAET 3a CYeT Pa3HOCTM MOTEHUWANnoB Mexay
BO30YXXAEHHOW 1 HEBO30YXX[AeHHOI 06nacTaAMuK. ITO
BbI3bIBAET OTKPbITUE No +-KaHanoB U reHepauuto
MMMy/bca 3aHOBO Ha KaXXAOM MOCneAyloWweM y4acTKe
BO/IOKHa. B anekTpuyeckom cuHance B pesynbTaTe
pa3sHOCTM MNOTEHLMANoB MeXAYy BO3OYXAEHHbIM U
HeBO36YXX/JEHHbIM Y4acTKamu BO3HUKAKT NOKab-
HbE TOKW, ¥ NOTEHLMan 13 Bo36YXAeHHOW TepMuHa-
/MaKCOHa pacnpocTpaHAeTca B NOCTCUHANTUYECKYHO
KMeTky, npoifa depe3 ee membpaHy M 3aMblKascb
CHapyX. 9T0 NPUBOAMUT K OTKPbITUIO Ne +-KaHanos B
MembpaHe NOCTCUHANTUYECKON KNETKN M BO3HUKHO-
BEHVIO TaM NOTeHUMana fencTBusa. Takoil MexaHU3Mm
paboTbl TpebyeT HM3KOro COMPOTUBEHMA MNpe- U
MOCTCMHANTUYECKO MembpaH, 4TO obecneymBaeTcs
HanM4ueM KOHHEKCOHOB.

OCHOBHble (PYHKLMW 31eKTPUYECKUX CUHAMCOB
CBOAATCA K CNefyowum.
1BbICTPOAECTBME, YTO MNO3BONSET 06ecrneymBaTh

ObiCTpble peakuuyu opraHusma. Hanpumep, rura-

HTCKME HEelPOHbI HEPBHbIX FraHrIMeB NNSBOK 06ec-

neynBaloT ObICTPble COKPAL,eHUA MNPOLONbLHON

MYCKYNaTypbl Yepe3 HelipOHHbIe Lenu, CBA3aHHbIe

NocpesiCcTBOM 3/IeKTPUYECKUX CUHAMCOB.
2CuHXpOoHU3auns paboTbl HeMpoHOB. BaTom cny-

Yae 31eKTpUYecKasa CBsA3b KNeToK 06ecneymBaeT nUx

CMHXPOHHYIO paboTy. Hambonee M3BECTHble CUC-
TeMbl TakuX nap HelpoHOB 06ecrnevymBaldT OfHO-
BPeMeHHYI0 paboTy OpraHoB [BYX CTOPOH Tena,
Hanpumep CUHXPOHHOE COKpalieHMne NPOAO0AbHbIX
MbILIEYHbIX BOJIOKOH Y MUSABKMU.

3. BO3HWKHOBEHUE WMMMY/bCHbIX paspsjoB B rpyn-
ne 3NeKTPUYECKN CBA3AHHbLIX K/IeTOK. Hanpumep,
y TpuToHa 30 HEMPOHOB, CBSA3AHHbLIX 3NEeKTpUYec-
KUMKW CMHancamu, 3anyckawT peakuuio usbera-
Hua. Tpy BO3BYXAeHWU NO60ro U3 3TUX Helipo-
HOB Cpa3y e BK/YalTCcs BCe, UTO 06ecrnevymnBaeT
NMOMHOLEHHOCTb peakLnmn XMUBOTHOTO.

4. BoinpsiMneHue curHana, 4to obecnevymBaeT ero
nepefayy ToNbKO B O4HOM HanpasneHWn. ITO XoO-
powo npoAeMOHCTPUPOBAHO B MOTOHepoHax
nuaBoK. OQHOCTOPOHHAS Nepefaya CUrHana Heob-
X04uMa, 4YTo6bl 3TOT CUrHanN He Monan B Apyryt
CUCTEMY C 3/IEKTPUYECKON nepegayeil.

Posb LEeNeBOro KOHTaKTa B cepALue

BcepfeyHO TKaHM nepefava CUrHana OT KNETKU
K K/IeTKe OCYLLecTBASETCA TONbKO 3/IEKTPOTOHMYEC-
Kn (puc. 3-6 B) yepe3 LieneBble KOHTAKTbl, Ha3BaH-
Hble MPUMEHUTENLHO K TKaHW cepala Hekcycamu.
JTO [OCTATOYHO CTapblii TEPMWH, He OTpaxawuwuni
cyliecTBa nepejauynm 37eKTPUYECKOro curHana, Mbl
BBOAMM €ro ANns CHATWUA eCTeCTBEHHbIX BOMPOCOB B
Cnyyae YTeHWs nuTepaTypbl, NOCBAWEHHOW MUOKap-
ANanbHOW TKaHW.

Bcepaue anekTpuyeckas CBf3b NnokasaHa Ana Kie-
TOK BCEX €ro OTAefoB, B TOM 4UC/e MeXAY KneTKa-
MW C pasHOW AN (epeHUNPOBKOA, HaNpUMep Mexay
BO/IOKHaMU MypPKMHbE 1 KNeTKamu paboyero Mmokap-
Ja. MOCKOMbKY LeneBble KOHTaKTbl MeXAy KneTKamu
061afal0T HU3KUM COMPOTMB/IEHWEM OTHOCUTENLHO
MeM6bpaHbl KOHTaKTUPYOLWNX KNeTOK, BO3OYXAeHHas
KneTKa MOXET nepefaBaTb CUTHAN HEBO3OYXAEeHHOW, B
pe3ynbTaTe Yero ata NocnefHas Bo3OyxjaeTcs.

HapylweHne LlWeneBbiX KOHTAKTOB MeXAy KieTka-
MW yXyAlaeT yCN0BUS Ansi pacnpoCcTpaHeHUs BO3-
OyXXAEeHUA, 4YTO MOXeT MNPUBECTM K BO3HUKHOBE-
HUI0 YaCTUYHbLIX WM MOMHbLIX 6M0KOB NpOBEAEeHMUs
Ha OTAENbHbIX y4acTKax TKaHUW UM BO3HUKHOBEHUIO
pa3IMyHbIX NaTONOTMYECKUX PEXUMOB paboThl Cep-
pua. OgHako npu MOBPEXAEHWWM WA TUGenm Muo-
KapAnanbHbIX K/eTOK MPOUCXOAUT 6NOKMpOBaHUe
NPOBOAMMOCTA KOHHEKCOHOB MeXAy HOPManbHOW K
NOBPEXAEHHOW KneTKkammn. 3TO CMOCOBCTBYET pPe3Koli
noKanusauuu NOBPEXAEHUS U YBENNYNBAET XU3HE-
cnocobHOCTb cepaLa.



Nurana-peuenTtopHoe B3anMogencTeune
(ocHOBHbIe onpeneneHvs)

JluraHp — 3TO0 MONeKyna, KoTopas MOXeT B3a-
MMOfleiCTBOBATb C Y4YacTKOM CBSi3blBaHUSA (MecTa-
MW CBSA3bIBAHMS) TaK Ha3blBAEMOr0O MOJIEKYNSPHOIO
peuenTopa - CReUMPUYECKUM Y4aCTKOM MOMEKY-
Nbl, B OCHOBHOM 6€NnKOBOI/ MPUPOAbI, BCTPOEHHOIA,
HanpuMmep, B MemMOpaHy KNeTKM WAM Haxopsuweics
B umtonnasme. MexaHW3m CBS3blBaHWSA — nun6o
3/IeKTpUYECKoe NPUTAXEHUE MexXAy NpOTUBOMO-
NOXHO 3apPSXKEHHbIMU MOHHLIMU WU MONSPHBIMM
rpynnamy nuraHga u yyacTka CBsi3blBaHUS 6efnka,
nn6o cnaboe npuTAXeHue, 06ycnoOBNEeHHOE BaH-
Aep-BaanbCoOBbIMU CUNAMU MeXAYy HEMONSPHbIMM
obnactaMmn ABYX Monekyn. BaTom B3auMoAeincTBum
He y4yacTBYKT KOBaneHTHble CBS3U. benok — mone-
KYNAPHbI peuenTtop MOXET cofep)aTb HECKOMbKO
YYaCTKOB CBA3bIBAHMWA, KaXAbIA U3 KOTOPbIX CNeLm-
(hMyeH B OTHOLWEHNN ONpPeAeNeHHOro nnuraHaa.

CyulecTByeT ABa MOHATUA, 3aN0XEHHbIE UCTOPU-
YeCcKM B TepMWH «peuenTop». BogHom cny4vae nog
TEPMUHOM «peLenTop» MNoApasyMeBaldT HEPBHbIE
OKOHYaHWS YYBCTBUTENbHOFO0 HeEWpoHa MAM chne-
LMann3npoBaHHble HEPBHble KMETKW, HO B APYrom
cayvyae noj NOHATUEM «PEeLenTop» valle NMOHMMAlT
6enKoBYl CTPYKTYypy, paccMaTpvBaemytl Ha Khe-
TOYHOM YpOBHe, KOTOpas MMeeT y4yaCTKW CBfA3blBa-
HWUA ANA CUTHaNbHbIX MOJIEKYN, Hanpumep FOpMoO-
HOB, TPAHCMUTTEPOB N T.A4. ATy 6ENKOBYIO CTPYKTYpY
4acTO Ha3blBaKT MOMEKYNSAPHbLIM PELENTOPOM.

B3anmopgencTene nuraHga v yyacTka CBA3blBaHUA
MONEKYNAPHOTO peuenTopa NeXWUT B OCHOBe pea-
NN3aunmnm MHOXecTBa PYHKUMIA Kak cammx 6enkos,
Tak W KAeTok B uUenom. And peanusauuu nopob-
HOro MexaHW3Ma CBSi3blBaHWS HEOOGXOAMMO, YTOObI
NWTaH[ Haxoawuncs nNpakTU4YecKW pPsAAoOM C y4yacT-
KOM CBSi3blBaHWUA 6enka, NOCKONbKY B MPOTUBHOM
C/ly4yae cuna 3M1eKTPUYECKOTO NMPUTSXKEHUA MEXAY
NMPOTMBOMONOXHO 3apSHKEHHbIMU 061acTAMK  Ha
yyacTKe CBf3blBaHWS MOJIEKYNAPHOro peuentopa
M nuraHge 6yget mana. Kpome TOro, ata cuna 3Ha-
YMTEeNbHO YMEHbLUAETCS NO Mepe yBeNMYEHMA pac-
CTOSHUS MeXAy MONeKynsapHbIM pPeuenTopoMm wu
nuraHgom. Hanpumep, cnabble BaH-Aep-BaanbCoBbl
CUAbl OeACTBYKOT TONbKO MeXAY HEeMnOoAsapHbIMM
rpynnamu, pacnofioXXeHHbIMU 04eHb 6U3KO APYT K
Apyry. 3ta 6n1130CTb AOCTUraeTcs Tem, YTo hopma
nuraHga kKomnnemeHTapHa (opme y4yacTka CBS-
3biBaHUA. O6pa3HO MOXHO CKas3aTb, YTO NMraHg
NOAXOAUT K Y4aCTKYy CBA3bIBAHWS MOMEKYNAPHOTO
peuenTtopa, Kak K4 K 3aMKy.

B3anmopeincTBme nnuraHga ¢ y4acTKOM CBSi3blBaHMWSA
MOJ/IEKYNAPHOTO peLenTopa MOXeT 6biTb CTPOro cre-
UUUYHBIM, W, CNefoBaTeNibHO, Y4acTOK CBSi3blBaHUS

MOXEeT CBA3blBaTb TOMIbKO OAMH TUN AUraHga. da
CNOCOBGHOCTb y4acTKa CBA3bIBAHUSA MOMEKYNSPHOMO
peuenTopa B3aMMOfelicTBOBaTb TONbKO CO CTporO
cneynpurUyeckUM NUraHAOM Ha3blBaeTCs XUMMHECKON
CNeUnPUUYHOCTLIO, MOCKOMbKY Y4YacTOK CBA3blBaHWA
onpeaenset(ca) TMN(OM) XMMUYECKOWN CBA3MN.

XOTS HeKOTOpble Y4YacTKW CBA3bIBAHWUSA VBT
XUMUYECKYI0 CneynpmnyHoOCTb, KOTOpas Mo3Bo/IseT
UM CBA3bIBATb TOMbKO OAWH TUM Nuravpga, goye
y4yacTKW MeHee creynguyHbl W, TaKMM 06pasoM,
CMOCOOHbI CBA3bIBaTb PAL POACTBEHHbLIX JSiMraH-
[0B, MOCKOMbKY (DparMeHT KaXZAoro Takoro fiMraH-
Ja MOXeT 6biTb KOMMJEMEHTApPeH (QopMe yyacTka
CBA3bIBAHMA. 10 3TOMY MNPUHLUNY MOXHO Bbjie-
NUTb YYacTKM CBA3bIBAHWSA C BbICOKMM CPOLACTBOM K
nnraHgy, ¢ NPOMeXyTOYHbIM CPOACTBOM U H/ABKIM
CPOLCTBOM.

MonekynapHble peLenTopbl WUMEKT pPas/inyHble
aMWHOKWCIOTHbLIE NOC/Mef0BaTeNbHOCTN W, COOT-
BETCTBEHHO, WMEIOT, PasNNyHYI0 KOH(Urypaumio.
CrnefoBaTeflbHO, OHW WMEIT y4yacTKW CBA3bIBAHWA
pasnnyHoOW (QOpMbl, KaXAblii W3 KOTOPbIX WVEST
CBOI0 COOCTBEHHYH XMMWUYECKY CNELUGUUHOCTb.

Cuna cBA3bIBAHUSA NUraHfa C Yy4acTKOM CBBbk
BaHMA 6enKa W3BeCTHA KakK ero auHHOCTb U
CPOACTBO. B 3aBMCMMOCTM OTTOrO, C KakKoW CTOpOHbI
onucbIBalOT aPMHHOCTL (C MO3ULMIA NuraHga wuc
no3nunii yyactka CBSi3biBaHWA), FOBOPAT /MO0
aPMHHOCTM NinraHga no OTHOLLEHWUKD y4acTKy B+
3blBaHMs peuenTopa, 6o 06 adPrUHHOCTM yHacTKa
CBA3bIBAHWSA M0 OTHOLLEHUIO K iUraHgy. B oblem oy
Yyae roBopAT 06 aPMHHOCTM JINraHI-PeLienTopHOro
B3aUMOAENCTBUS.

ADHUHHOCTL NiUraHia No OTHOLLEHUIO K YYacTKy B+
3blBaHMA onpeAensieT, HaCKOMbKO BEPOATHO TO, YD
CBSA3aHHbIA NWUraHg MOKWHET MOBEPXHOCTb Genkaum
BEPHETCH B HECBA3AHHOE COCTOSHMe.

Opyrum dakTopom, onpeaenstoW, MM MpOLEHT
Hacbl LIEHWA YYaCTKOB CBA3bIBaHUA, ABNAETCA afifyH
HOCTb y4acTKa CBA3bIBaHUS K NUraHgy (B oTindve or
aUHHOCTU NUraHfa K y4yacTKy CBA3bIBaHUA).

Y4acToK CBA3bIBaHUSA, KOTOPbIA NPOYHO CBRLBAET
NWraHg, Has3biBalT YYaCTKOM CBSI3bIBaHUS C BbDO-
KM CpOACTBOM (BbICOKOAP®MUHHBLIM Y4acTKOM B+
3blBaH M A— high-affinity binding site), a ToT yuactok,
C KOTOpbIM fMraHpg cBsi3biBaeTcs €nabo, HasbBaaT
Yy4acTKOM CBS3bIBaHUS C HU3KMM CPOACTBOM (HM3Koad-
(MHHbIM y4acTKOM cBA3blBaHUA — low-affinitybinding
site). Kpome TOro, M3BeCTHbl Y4acTKMW CBS3bBaHMs C
NPOMeXyTOUYHOW ahmHHOCTLIO (intermediate-affimi]
binding site).

OOblyHble CTONIKHOBEHWUA MeXAy MOJeKyriamm,
HaxoAsWwmMunUcs B pacTBope, U peLenTopoM, oo
XawumMm CBA3AHHbIA NuUraHg, MOryT MPUBECTU K
BbITECHEHWIO HEMPOYHO CBA3AHHOTO nuraHaa. Myoi



POACTB y4yacTKa CBA3bIBAHWMA K NIUTAHAY CHYXUT
KOHLEHTpauus nuraHga, Heobxogumas gns obec-
neveHns 50% HacbliweHUs; Yem 60see HM3KasA KOH-
LeHTpauus nuraHga Heob6xoguma AN CBA3bIBAHUA

C NONIOBMHOW LLEHTPOB CBA3bIBAHUSA, TeM 60/bLUe
aMHHOCTb Y4acTKa CBA3bIBAHUSA K IUraHay.
ADPUHHOCTL U XMMUYECKasA CrelnhUYHOCTb Npes-
CTaB/AOT co60l [Ba OCHOBHbIX CBOWCTBA Y4aCTKOB
cBA3bIBaHUA XMMMYecKas crneynduyHoCTb 3aBUCUT
TOMLKO OT (POPMbI yyacTKa CBA3bIBaHUA, a ahduH-
HOCTb 3aBUCUT OT CUMbl NPUTSXKEHUS MeXAy peLen-
TOPOM U INTaHA0M.

Mexay nuraHgaMmmn, HaxoAsWMMUCSH B pacTBope,

COOTBETCTBYHLWNMN Yy4yacTKaMu CBA3bIBAHUA
0efKa 6bICTPO JOCTWUraeTcs paBHOBecWe, TaK 4YTO B
noboM MOMEHT HeKOTOopble CBOGOAHbLIE NUTaHAb
CaHOBATCA CBSA3aHHbIMW CO CBOOOAHLIMM yyacTKa-
MACBA3bIBAH U , @ HEKOTOPbIE CBA3aHHbIe NUTaHfbl
0iBOOOX/JATC OT y4aCTKOB CBA3bIBaHWA. g onu-
CaH/A 3TON CUTyauMu NPUMEHAKT MOHATUE Hacbl-
LpHe (caTypauwnst), onpejenstoliee COBOKYMHOCTb
YYaCTKOB CBA3bIBaHUS, COAEPXalLMX CBA3aHHbIN
TWraHa B AaHHbI MOMEHT BpeMeHuW. Korga 3anon-

HW BCe y4yacTKW CBA3biBaHWA, roeopat o 100%

bileHun. Korga nuraHpj cBsfi3aH C MNOSOBUHOIN

eroLLIMXCS Y4aCTKOB CBA3bIBAHWA, CUCTEMA Hachl-
1H Ha50% M T.4. EAUMHWYHBIA y4acTOK CBA3biBa-
MaTakk 6GyaeT HacbiweH Ha 50%, ecnu OH cojep-
A CBSI3aHHbIN NuraHg B TeyeHne 50% BpemeHu.

MpouUeHT HacblWleHUS Yy4YacTKOB CBSA3bIBAHUSA

LUCUT U OT KOHLeHTpauunm cBo60AHOro nuraHga
BpacTBope, M 0T aP(hMHHOCTK y4acTKa CBA3bIBaHUA
KnuraHgy. M, Kak u cTeneHb BblpaXeHHOCTU 6Kno-
nornyeckoro apekta, OH OyAeT yBeNMumMBaTbCH
CyBe/IMYeHNEeM KOJIMYeCcTBa 3aHATbIX /IMTaAHAOM
YUacTKOB CBA3bIBAHMA [0 TeX MOp, NMOKa BCe OHMU
He OyayT 3amonHeHbl. [anbHelilwee yBennuyeHue
KOHLIEHTpauuy nuraHja He NpuBeAeT HU K KaKoMy
pesynbTary, MOCKONbKY BCe Y4acTKW CBA3blBaHUSA
Ve 3aHAThI.

Bpsge cnyyaes c onpejefieHHbIMM y4yacTKaMu CBA-
3blBaHWA Ha6/110 jaeThCH KOHKYPEHUMSA MeXAY NIMraH-
[AW133 OfVH U TOT XXe Y4YacTOK CBA3blBaHUA.

Hanpvmep, ecninm B pacTBope NPUCYTCTBYIOT ABa
KOHKYPUPYHOLWMX NTUTaHaa «A» 1 «b», To yBennueHune
KOHLIEHTPaLMN NTUTaHaa «A» NPUBEAET K YBENNUYEHUIO
KO/IMYEeCTBA CBA3AHHOIO nuraHfja «A», yMeHbllas,
Tak/M 06pa3oM, KOSIMYECTBO Y4acCTKOB, AOCTYMHbIX
grnAuraHga «b», n CHMXXas KOMYecTBO CBA3AHHO-
oavraHga «b». MHorue nekapcTsa obecneynBaroT

cefieiicTBME MYTEM KOHKYPEHL MM 3a Yy4aCTKMW CBA-

BaHI C 3HAOrEHHbIMW NUraHA4aMu OpraHu3Mma,

aHuva CBSA3bIBAKOLWMIA YyHaCTOK, N1€KAPCTBO YMeEHb-

KOMIMYECTBO NPUPOLHOrO NuraHfa, KOTopblid
MOIET ObITh CBA3aH C 3TUM LLEHTPOM.

Jivurangbl MOryT 6bITb aroHUCTaMW WM aHTaroHUC-
Tamu.

ArOHUCT — 3TO AIMTaHg, KOTOpbllii B3aMMOAenCcTBY-
€T C y4yacTKOM CBfi3blBAHUA U MU3MEeHsSeT COCTOSHue
MOJIEKYNIAPHOr0 peuenTopa, 3akaHuymBaklLeecs 610-
NOTNYeCcKMM OTBETOM. Hanpumep, B XUMMWUYECKOM
CMHance arOHUCTaMy Ha3biBAKOT BelLecTBa, 4eNCTBY-
lowme Nnogo6HO TpaHCMUTTEPY.

O6bl4Hble (Knaccmyeckue) aroHUcTbl (conventional
agonists) ycunuBaloT aKTMBHOCTb pelLenTopa, Torga
KakK obpaTHble aroHUCTbI (inverse agonists) yMeHbLIAKOT
3Ty aKTUBHOCTb.

OCHOBHOW, UM OPTOCTEPUYHECKUA
y4acTOK CBS3blBaHUS

DK30reHHbIe arOHUCTbI MOTYT 1eliCTBOBATb NOCPeAcC-
TBOM CBSA3bIBAHUS C TEM )€ CaMbIM YYaCTKOM CBSi3bl-
BaHWS, KaK 3HAOTeHHble aroHUCTbI (primary — OCHOB-
HOI, unwn orthosteric — opTOCTeEpPMYECKUIA Yy4yacToOK
CBA3bIBAHWA) WU pEXe C APYroi 4YacTbid MakKpOMO-
NeKynbl peuentopa (aniocTepuyeckuii, Wan annoTo-
MNYECKMWI YUYacTOK CBSI3bIBaHWS). ATOHUCTbI 3TOW BTO-
poii KaTeropun UHOrAa HasbiBalT af/IOCTEPUUECKUMU
(annoTonuyecknmMn) akTmBaTopamu, Uan annocTepu-
yecKMMU (anoTOMUYECKUMM) arOHUCTaMMU.

HekoTopble aroHUCTbI (Hanpumep, rayTaMar) MoryT
ObITb 3PHEKTUBHBI TONILKO B MPUCYTCTBUM ApPYroro
nuraHga (HanpuMmep, rAMUWHA B cly4vyae rayTama-
Ta), KOTOpbIA B3aMMOAENCTBYET C APYFMM Y4YacTKOM
CBA3bIBAHWS Ha MaKpoMoseKyne peuentopa. BaTux
YyCNoBMAX rnyTamMart npefcTaBnsieT co60i MepBUYUHbIIA
aroHWUCT, a FULUH BbICTYNaeT KaK KO-aroHUCT.

Hapsgy c aroHMcTamMu CyLlecTBYHT XMMMUYECKUE
COeAMHEHMUS, KOTOpbIe XOTS M B3aMMOJAENCTBYHOT C
Yy4acTKOM CBSI3bIBAHWS Ha MaKpOMOJ/eKy/e peLenTo-
pa, HO He MOTYT OTKPbITb WOHHbIA KaHan. 3aHumas
y4acTOK CBA3bIBAHWS, OHW MPENATCTBYOT peLenyuu
€CTECTBEHHOIO TPAHCMMUTTEPA U BOBHUKHOBEHUIO €r0
ahpekTa, MOCKONbKY AENCTBYIOT Ha Ty Xe camyto
MaKpoMO/eKyny pelenTtopa, 4TO W aroHUCT. Takue
BelecTBa Ha3blBalOT aHTaroOHUCTaMW.

AHTaroHn3M MOXeT 6bITb XUMUYECKM WU (DYHK-
LMOHANbHBIM.

XVMWUYECKUA aHTaroHU3M — 3TO pe3ynbTaT Halu-
yna B Cpefe aHTaroHUcTa WM CNOCOBHOCTKM yuyacT-
Ka CBA3blBaHWS 6enka B3aMMOAENCTBOBaTb C HUM.
®PYyHKUNOHaNbHbIA aHTAarOHW3M MNPOUCXOAMUT Ha
yyacTKax KNeTKU, He UMEeKLW X OTHOLIEHNS K peLen-
TOpy, OnocpeayolemMy OTBeT aroHuCTa.

DYHKLUMOHANbHbBIA  aHTaroHM3M MOXEeT  ocCy-
WecTBNATLCA C MOMOLLbIO pasHbIX MeXaHW3MOB B
BMAE HENpsiMOro 1 (hM3MON0rMYecCKOro aHTaroHus-
Ma. Henpsmoli aHTaroHW3M npeacTaBnseT coboi
KOHKYPEHLMI0 aHTaroHUCTa U aroHucTa 3a MecTo



CBA3bIBAHMA C NINTAHAOM B NPOMEXYTOUYHOW Mak-
poMofeKkyne. KoTopas yuyacTByeT B OCyl,ecTBie-
HUW aroHUCTOM ero 6UONOrMYecKol peakuuu.
CBA3blBaHMe 3TOr0 yyacTka Ha MPOMEXYTOYHOW
MOJfieKyne C aHTaroHMCTOM He faeT BO3MOXHOCTU
OCYyLLeCTBUTbCA 3TOW peakuuu. Mpu Gusmonoru-
YeCcKOM aHTaroHuW3Me fJeicTBME OLHOrO aroHucTa
00bIYHO Yepe3 ApYroil peuenTop oKasbiBaeT NPOTU-
BOMONOXHbIA 3 PeKT N0 OTHOWEHU K 3IPPeKTy,
CBONCTBEHHOMY OpPUTMHaNbHOMY aroHUCTY.

MocKonbKy 6enkn BOBNEYEHbI MPaKTUYeCKW BO BCE
npouecchl, Npoucxofsdlime B KeTKe, MeXaHW3Mbl,
KOHTponupytowme 3Tu (YHKULUU, CKOHLEHTPMUPO-
BaHbl Ha perynauuy akTuBHoCTU 6enKoB. VI3BeCTHO
jBa cnocoba perynaumm aKTUBHOCTM OefKoB:
(1) nocpeACTBOM M3MEHeHWUA KOH(popmauuu mone-
Kynbl 6enka, 4To B/ANAET Ha CBA3blBaHWe nuraHja,
n (2) yepes perynsuuio cuHTesa u gerpagauuu ben-
KOB, YTO onpefensier Tunol 6e1KOB U UX KONWUYECT-
BO B KNeTKe. B KOHTeKCTe HacToAlero marepuana
npeacTaBnfaeTcs BaXHbIM KOPOTKO 06CyAuTb nep-
BbIl TUM PeErynsiumm — KOHTPO/b 3a KOH(opmayuei
MONeKynbl Benka.

MockonbkKy KoHopmauna 6enkoB 3aBUCUT OT
3NEeKTPUYECKOTO NPUTHXKEHUA MEXAY 3apAKEHHbI-
MW UAN NMONAPU30BAHHLIMU TPYMMNaMy B PasfnNyHbIX
obnactax 6enka, N3MeHeHWe B pacnpegeneHunmn 3apsaga
BAO/Ib NOANNENTUAHON Lenn UaM NOASPHOCTU MOfe-
KY/, HEMOCPEACTBEHHO OKPYXalLWmnX ero, N3MeHsaeT
KOH(opmMauuto benka. MN3BecTHbl ABa MeXaHWU3Ma,
MCNONb3YeMbIX KNeTKaMW AN CeNeKTUBHOIO n3Me-
HeHUA KOH(opMauuu onpegeneHHblX 6enkos. 3T0
a1/10CTepUYecKas N KOBasIeHTHasA MOLYNALMSA.

Mpexgae Bcero, o6CcyaMM an/iOCTEPUYECKYIO MOAY-
nauuo. TMpu cBA3bIBAHUU NMraHga ¢ 6eIKOM CUAbI,
nputarvealLle nuraHg K 6enky, WU3IMeHAT ero
KOH(opmayuto. Hanpumep, Korga nuraHg npnoénu-
XKaeTcs K y4yacTKy CBA3bIBaHWA, 3TW CUAbl MOTyT
Bbi3BaTb W3MEHeHMEe (OpMbl MOBEPXHOCTU YyyacTka
CBf3bIBAHWS W npupasatb (popmy, Hambonee cooT-
BETCTBYIOLLYIO (hOpMe NOBEPXHOCTM nNuraHga bonee
TOro, M3MeHeHue (OpMbl yyacTKa CBA3bIBaHMA Npu-
BOAUT K U3MEHEHUIO (hopMbl Apyrux obnacteil 6enka
Takum obpasom, ecnu 6efloK COAEPXUT fBa y4acTKa
CBA3bIBAHWNA, HEKOBA/IEHTHOE CBA3bIBAHWE NUraHga c
OAHUM W3 YYaCTKOB MOXeT U3MEHUTb (DOPMY BTOPOrO
yyacTKa CBA3blBAHUA W XapaKTEPUCTUKK CBA3bIBa-
HWA 3TOr0 BTOPOro y4yacTka. Takoe B/leHWe Ha3BaHo
annocTepuyecko Mmopynaunen, a Takme 6enkum —
annocTepuyecknmm.

OfWH y4yacTOK CBfi3blBaHWS annocTepuyveckoro
6enka, Ha3BaHHbIA aKTUBHbLIM LEHTPOM ((YHKLMK-
OHaNbHbIM LEHTPOM), B3auMOAelCcTBYeT CO CBOUM
nuraHgom nobecneynBaeT PU3N0ONOTMYECKYIO aKTUB-
HOCTb 6enka. OgHaKo ANns 3TOro He06Xo0AMMO, YTOOHI

npefBapuTenbHO [APYro y4yacTOK CBS3blBaHUS,

Ha3BaHHbIN PerynaTOPHbIM LLEHTPOM, COAUHNNCA @

CBOWM NUTAHLOM U U3MEHUN POPMY aKTUBHOIO L+

Tpa. JluraHg, KOTOpbIi CBA3bIBAETCA C PerynsaTopHbIM

YYaCTKOM, Ha3blBalOT MOAYNATOPHOW MONEKY/ON.
Takum 06pa3oM, MOAYNATOPHas Monekyna (Hae

annocTepmyeckuii nanM aTonuyeckuii  MogynsTop)

npegcTaBnseT cob6oi nNuraHg, yBenMUMBatOLWNA 1n
yMeHbLlatoWwmii geinctesne (OCHOBHOMO, WA OPTOCTE-
pYYecKoro) aroHMCTa UM aHTaroHMCTa, CoeauHSACh

C Apyrum (annocTepuyecKuM, Uau anioToNMYECKM)

MecTOM Ha peLenTopHOl MaKpoMOJeKy e, T.e. Cpery

NATOPHBLIM LLEHTPOM.

Cpefu annoctepuyecknx (anioTonmyecknx) Muy
NATOPOB BbIAENAOT HECKOMbKO BWAOB.

1 Annoctepuyeckne (annoTonMYecKne) yorvTerm
(allosteric enhancers) — 3710 MOLYNATOPbI, KOTO-
pble ycunuatT apPUHHOCTb OPTOCTEPUUECKUMX
NUraHaoB n/mnn 3MMOeKTUBHOCTb aroHWUCTa, H
c034aBas HMKaKoro cobCTBeHHOro afpekra.

2. Annoctepnyeckue (ansoToOMUUECKne) aHTaroHuc-
Tbl — 3TO MOAYNATOPbI, KOTOPbIE YMeHbLIAOT
apPUHHOCTL OPTOCTEPUYECKMUX NINTAHA0B WM
3(P(heKTUBHOCTb arOHMCTOB.

3. Annoctepnyeckue (annoTonnMyecKue) arcHACTbl
unu annoctepuyeckme (annoToNNYECKMe) aKTmea-
TOpbl — 3TO AINTaHAbl, KOTOPble CNOCO6HbLI OMoc-
pefoBaThb aKTMBaL WO peuenTopa UX COGCTBEHHbIM
nyTeMm, CBA3bIBAasCb C LLEHTPOM pacno3HaBaHus H
MaKpoMOneKyfne peuenTtopa, oTanvalowwuiica or
OCHOBHOTO (OpPTOCTEPMYECKOr0) Yy4dacTKa CBmbt
BaHUA.

4. HeliTpanbHble aniocTepuyeckme (a/vioTonmMyecKue)
NTaHfbl B3aWMOENWCTBYIOT C a/l0CTEPUUECKUM
YYacTKOM CBSA3bIBaHWA 6e3 BAWSIHUA Ha CBBbE
BaHMe WA (PYHKUWUW OPTOCTEPUYECKUX NMraH-
OB, HO MOryT BCe elle 610KMpoOBaTb AECTBYE
ApYTrUX annocTepnyeckmx MOAYNATOPOB, KOTOPLE
[LENCTBYIOT Yepe3 TOT XKe CaMblii annoCTepUIECKMIA
Yy4acTOK CBSi3blBaHUS.

B HEKOTOpPbIX annocTepuyeckux 6enKax Cem3bBa-
HUEe MOSEeKY/ibl MOLYNATOpa C PerynsTOpHbIM LEHT-
pom o6ecneynBaeT BKAOYEHME, a B APYTrnX —BbKIO-
YeHMe aKTUBHOTO LeHTpa. Kpome Toro, cBs3bBaHMe
MOLYNATOPHOW MOMEKYbl MOXET YMeHbLIaTb WK
yBeNn4ynBaTb CPOACTBO AKTUBHOTO LLEHTPa K /uraHmy.
B3anmogeicTame Mexay perynaTopHbIMU 1 aKTVBHbK
MU LieHTpamu 6enKa —3To 0MH 13 Cnoco60B peryrst
ummn. CyuecTByeT U Apyroi cnocob, Korga akiveHbe
LeHTpbl onpefefieHHbIX 6eNKOB MOryT BAUATbL Dy
Ha gpyra. O6bI4HO 3TK 6enKKM cocToAT Bonee Yem 1B
OfHOW NONWNEenTUAHOW Uenwu, COefUHEHHOW BVEC-
Te 6narofaps 3MeKTPUUECKOMY MPUTSHKEHUIO MKy
oTheNnbHbIMK UensMmu. Tpu 3TOM Ha Kaxgon LEwm
MOXeT OblTb TOMbKO OAWH CBA3bIBAIOLMIA YHaCTOK,



CNyXallniA akTUBHbIM LeHTpoM. OfHaKO CBA3bIBaHUE
NUraHga c akTUBHbLIM LLeHTPOM OAHOW 13 Leneid MoXeT
NpVMBOANTL K M3MEHEHUIO aKTUBHbIX LLEHTPOB, pacno-
NOXKEHHbIX Ha APYruMX uenax. HABneHue B3aMMOfeic-
TBUA MEXAY aKTUBHbIMW LLEHTpaMn B My/IbTUMEPHOM
Genke (T.e. B Oenike, cogepxkawem 6ofiee yYem OAHY
NoAUMNENTUAHYIO Lienb) Ha3blBald T KOONEePaTUBHOCTbIO.
KoonepaTWBHOCTb MOXKeT 06ecneynBaTb NPOrpeccuBs-
HOe yBenmyeHne aPUHHOCTU [NSA CBA3bLIBAEMOTrO
JMraHfia No Mepe Toro, Kak Bce 60/bLUee KOANYecTBO
Y4acTKoB 6eNKa CBA3bIBAKT INTaHS,.

CHHTOMMYeCKoe B3amMofeiicTBuMe (syntopic interac-
tion — 3T0 B3aMmofenCcTBME MeXAY NuraHgamu,
KOTOpble CBA3LIBAKOTCA C TEM XXe CaMbliM LLEeHTPOM
pacros3HaBaHWsi MAW C MecTaMW pacnosHaBaHus,
KOTOpble MEePEeKPbIBAOTCA, HA PELENTOPHOW MaKpo-
MOTieKyrie. 3TOT TEPMUH Yalle BCEro NPUMEHAIOT Npu
OMnmMcaHMM KOHKYPEHTOCNOCOBHbIX B3aUMOENCTBIIA
VXY NUTaHfammn, KOTopble CBA3bIBAOTCA C OCHOB-
HoM (OPTOCTEPUYECKMM) YYACTKOM CBA3bIBAHUSA Ha
peuentope. HO cuHTONMYeckoe B3aumojelicTBue
MOXET TakKXXe MPOUCXOAUTb MeXAY PpasnuyHbIMK
NWraHgamu, COBMECTHO WCMONb3YHLWNUMN OfWNHA-
KOBbI LIEHTp pacnosHaBaHua (Hanpumep, o6wwui
annoCTEPNYECKNIA LLEHTP) FAe-HMObyab HA MaKpOMO-
NeKkyre peuenTopa.

Annoctepuyeckoe (annoTonmnyeckoe) B3ammogelic-
TBE — 3TO B3aMMOJENCTBME MeXAy NuraHjamu,
KOTOpble CBA3LIBAKOTCA C OT/IMYAKOLWMMUCA Henepe-
KpblBalOLLUMMUCA MECTaMU pacno3HaBaHWs Ha Makpo-
MO/IeKynie peLenTopa. TepMUHbI «CUHTOMNYECKUA» 1
«aJINIOTONMYECKN» PEKOMEHA0BaHbI A4/151 TOr0, YTo6bI
pasnuyaTb B3aMMOAenCcTBUA, NPOUCXOAALL e B O6LLEM
(Tov>ke caMOM) MecTe, M0 CPaBHEHUIO C B3aMMOfec-
TB/EM MEXAY Pa3/MYHbIMU MeCTaMn COOTBETCTBEH-
Ho. TepMUH «anoTONUYECKUA» MOXET OblTb MCMOMb-
30BaH PaBHOLLEHHO C TEPMUHOM «afiIoCTEPUYECKNIA»
MUY ONWCaHWW MNEepPeKpPecTHOro B3aMMOAeNCTBUSA
MEXIy pas/IMUHbIMM y4YacTKaMu Ha MakKpoMOJieKyne
peuenTopa. TEPMUH «CUHTOMUYECKUN» AOMKEH ObITb
OrpaHWYeH, onpejenss B3aMMOAENCTBUS B 06LLEM
(Tom e camMOM) MecTe, W He [O/DKEH WCNOMb30-
BaTbCA 3aMeHAEMO C TEPMUHOM «OPTOCTEPUYUECKNIA».
MocnegHWiA TEPMUH OTHOCUTCS TO/IbKO K OCHOBHOMY
MECTy pacno3HaBaHuWs Ha peuentope (MecTy CBA3bl-
BaHMA 3HLOMEHHOr0 aroHNUCTa).

Annoctepuyeckmnini nepexog (allosteric transition) —
370 U3oMepusaLua MakpomoneKynbl peulentopa c
60/bLLMM YNCNOM KOH(OPMAaLMOHHbLIX COCTOAHWIA.
Pa3nnyHble aBTOPbLlI UCNONb30BaNN TEPMUH «annoc-
repuyecknii» B pasnuMuYHbIX cuTyauusax. [lepBoe

o6liee npumeHeHMe TepMMHA [AOMKHO ONWUC
N 60 MexaHU3M, BKAKYawWWiA n3oMepusal,

peuentopa c AByMA uan 60see KoHhopmauu

HbIMW COCTOSIHUAMMU, KaXAO0e M3 KOTOpbIX M >
umeTb pttjjtftHttynj addnnrwsib K <
fy. BTopoe o6uiee Mcnonb3oBaHne TepMuHa A0N
onucblBaTb B3auMMOJENCTBME MeXAY ABYMS Ton
pauyeckn oTaMyalWMMnUca Mectamm pacn \H
BaHWS Ha MaKpOMOJeKyne peuenTopa B AaHHe
KOH( OPMaLWOHHOM COCTOAHUKN. YT06bl NpUMEH
oba BapuaHTa MCMONb30BaHUA TEPMUHOB, PEKOME
OYIOT, YTO06bl TEPMUH «aNNOCTEPUYECKNIA ne
NPUMEHANN MPW OMUCAHWU MEXaHU3MOB W30Mep
3auuu peuentopa. TepMUH «annoctepuyeckoe (Mn
annoTonuyeckoe) B3aMMOfeincTBME» HEOBXOAUM
MCNonb30BaTb MPM OMMUCaHWUKU MepeKpecTHOro B3a 1
MOJENCTBMA MeXAY NUraHjamu, CBA3bIBAKLW UMY
C HenepekpbIBalWMMNCSA MecTaMu pacno3HaBaHu
Ha Makpomonekyne pelenTopa.

KoBaneHTHas Moaynsuusa — 3TO BTOPOI cn
co6 WM3MEHUTb (opMy K, TakKuM o06pa3oM, aKTu
HoCTb Genka. KoBaneHTHas MOAynauusa 3akiwo
eTCs B KOBA/eHTHOM MPUCOEAUHEHNU 3apSXKEHHb
XUMWUYECKUX FPYynn K HEKOTOPbIM GOKOBbIM OCTa
KaM aMWHOKMUCAOT MOAMNenTUAHON uenu. B pycc <
A3bIYHOW NUTepaType 3TO ABAEHME 06bIYHO Hasbl
eTCA «KOBa/IeHTHOM MoauguKaLmeii».

B 6onblWMHCTBE CcnyvaeB K 6enky c nomouy
peakuun dochopuaMpoOBaHMA KOBANEHTHO Mp
Kpennsetcs ocaTtHas rpynna, Hecylas oTpul,
TeNnbHbIli 3apsag. BaTom cnayvae docdatHaa rpy
na NepeHOCUTCA C OfHOW MOMEKYNbl Ha Apyry
dochopunupoBaHne 0JHOrO M3 BOKOBLIX OCTaTKe
onpefeNeHHOW aMUHOKUCNOTHI B Genke MpuUBOAUT
MOSIBNEHWIO B 3TOM 061acTU OTPULLATENIbHOTO 338 4
KOTOpbI/i 06ecneynBaeT M3MEHEHME €ro KoHgop
umn. Ecnm n3MeHeHue KoOHopmauuu BAuseT
y4acTOK CBfi3biBaHWUSA, 3TO MPUBOAUT K WM3MEHEH
CBOICTB yuacTKa CBA3bIBaHUA. XOTS TaKoW MexaH
3HAUYMTENbHO OTNWYaeTCA OT OMUCAHHOrO Bbl
3atheKTbl, MPON3BOANUMBbIE KOBANEHTHOW MOAYNs
e, Nofo6Hbl ahekTam annocTepuyeckoin Moy
uun. To ecTb MPU KOBANEHTHOW Moaynauuun gy
KLUWOHaNbHbI Y4aCTOK CBA3bIBAHUA MOXeT 6
BK/TIOYEH UMW BbIKIKOYEH NGO MOXET 6bITb U3MEH
ero a@(MHHOCTbL Ansd nuraHga. HanomHum, u4TO
OTAWYME OT anjocTepuyeckolt MoAynAuunm,
pas obecneymBaeTCs HEKOBa/lEHTHbIM CBA3bIBal 1
MOLYNATOPHOW MOMeKyNbl, KOBaNeHTHas MOAYNS u,
TpebyeT XMMUUECKO peakuuu, B KOTOpoil 6pasye
CSl KOBaJIeHTHas CBfA3b.



XNMUNYECKUIA cuHarc

XUMUNUecKnii cuHanc BbIMOMHAET 3ajavy nepeja-
UM 3MEKTPUYECKOTO CUTHana oT MPEeCcUHanTUYecKoro
HellpoHa Ha MOCTCMHANTUYECKYIO KNeTKy. [ns aToro
CYLL,ECTBYeT KOMMIEKC MeXaH13MOoB, KOTOpble B OTBET
Ha M3MeHeHue NoTeHLMana MeMGpaHbl B MPeCMHANTU-
UECKOI KneTKe MPMBOAAT K M3MEHEHWIO MoTeHUMana
MeM6paHbl MOCTCMHANTUYECKON KNeTKu. MTak, anek-
TPUYECKMIA CUTHAN NpuLlIen Ha MPeCUHaNTUYecKYyH
MeMGpaHy ¥ BbI3BaN ee fenonspusauunio. B pesynbTate
3TOr0 MPOM30LIN0 OCBOBOXAEHWE M3 BE3UKYN MPecH-
HaNTMYECKOW 30HbI cneuuduUeckux nepeHocumKos,
HasblBaeMblX HepoTpaHCMUTTEPaMu, AU MeauaTopa-
MU. 3T XUMUYECKME COeAMHEHUS ANDOYHANPYIOT K
MOCTCMHANTUYECKO 06/1acTM M OTKPLIBAOT Ha MOCT-
CUHaNTMYECKO MembpaHe MOHHbIE KaHafbl. TaK Kak
noTeHLMan NOKos MeMGpPaHbl KaXgoi KNeTku onpege-
NSIeTCH PaBHOBECUEM MEXAY PasfMUHbIMU WOHHBIMU
TOKamMu, OHO MOXET HapyLLaTbCs, ECNN ONpPeaeNeHHbI
BUA MOHOB BAPYr HAYHET YCUNEHHO AN HYHANPOBATS
yepes KMETOUYHYH MeMBpaHy Mo 31eKTPOXMMUYECKO-
My rpagveHTy. Ecnu, Hanpumep, MembpaHa KneTKu
CTaHeT MpPOHMUAeMoi Ans WOHOB Na+ TO 3T WOHLI
Mo 3N1eKTPOXUMUYECKOMY TPAAUEHTY HaYHYT BXOAMUTh
B KNeTKy. Bpe3ynbTate NpoucxoguT Aenonspusauus
MeM6bpaHbl KNeTKW. VIMEHHO 3TO M MPOUCXOAMT Ha
mocTcMHANTUYecKol MembpaHe, B YeM 3aK/oyaeTcs
BaXKHbI/A MPUHLMN: U3MEHEHWE BO3MOXHOCTW MpoO-
BOAMMOCTU OMpeAeneHHbIX MOHOB 4epe3 MOCTCUHa-
NTUYECKYD MeM6paHy CAYyXMWT OCHOBOW (YHKLMK
XUMUYECKUX CUHAMNCOB. VIOHHbIe TOKM W3MEHSIOT
noTeHuUuan mem6paHbl MOCTCMHANTUYECKOW KNEeTKMW,
Mo3TOMY TakKue W3MeHeHWs MOTeHLMana HasblBalT
MOCTCUHANTMYECKMU MOoTeHUManaMun. Tak Kak B (hop-
MUPOBaHWM MOTeHUMana NokKos MembpaHbl y4acTByeT
60NbLIOE YNC/IO MOHOB, PABHOBECUE MOXET HapyLUaTh-
cs MocpefCcTBOM WM3MeHEHWI NPOBOAMMOCTM pa3nuny-
HbIX WOHOB. Tak, Hampumep, NPW AOMOJTHUTENbHOM
BbIXOJALLEM TOKE MOHOB K+ UM Mpu BXOAALLEM TOKE
noHoB CLl_ MOXET MPOUCXOAMTb FUmepnonspusauns,
KOTOpas SBNSETCH NPOTUBOMONOXHOCTbIO BO36YXAe-
HUs. T.e. onpedeneHHble XMMUYECKMe MpoLecchl Ha
MOCTCMHANTUYECKO MeMbpaHe MOFyT MOCPEeACTBOM
rMnepnonspusalum Bbi3biBaTb U TOPMOXEHUe Heli-
poHa. B3Toi BO3MOXHOCTU MOXHO BUAETb CYLLECT-
BEHHOE 3BO/IIOLMOHHOE MPEUMYLLECTBO XMMMUYECKUX
CUHAMCcoB.

CoBeplIEeHHO O0O4YeBUAHO, UTO MpeLCTaB/eHHble
XUMUYECKMe npoLueccbl MOryT 6biTb MOAUMULMPOBA-
Hbl NOCPeACTBOM APYIMX XMMMUYECKUX BELLECTB. 30
NpoOUCXOAMT NpY MNOMOLWM HE3aBUCUMbIX COBMHE-
HWli — HelipoMoayNATOPOB.

C opyroii CTOpOHbI, XMMWU4YECKWe NpoLeccbl B
CMHance OTKPbIBAKOT LWIMPOKNE BO3IMOXHOCTU R
(hapMaKkonormyecko perynaymm u OKasbiBaloT-
cs nNpegMeTOM MHOTFOYMCAEHHbIX UCCAefoBaHWA ¢
Lenblo NMOUCKA 3HAOTeHHbIX COEeAUHEHWIA, crocob-
HbIX MOAM(ULMPOBaTL B 3afaHHbIX HarpasieHUaX
CMHanTU4Yeckyr nepegadvy. W geicTBUTENbHO, MHO-
rme MefuMKameHTbl peannsyloT cBoe (hapmakonoru-
yeckoe fielicTBMe NyTEM BIMAHUA Ha CUHANTMYecKoe
nposefeHne. 3TO OTHOCUTCA He TONbKO K MOAXO-
TPOMHbLIM W HapKOTMYeCKMM BeliecTBam MHoe
apyrue, Hanpumep, (rMNOTEH3MBHbIE) CpeacTsa
noHwxaruwmne apTepnanbHoe [aBfieHUe, Taoie
JelicTBYIOT OonocpefoBaHHO 4epe3 cuHanchl. Koove
TOro, MHOruMe £abl PacTUTENbHOFO W >KMBOTHOMO
NPOMCXOXAEHNA HaNpPaBNeHHO AeliCTBYHOT Ha XMk
YecKuii cuHanc.

Heo6Xx0AnMO NOAYEPKHYTh, YTO HEAPOTPaHCMUTTe-
pbl, Hapagy € UX NPAMbIMU 3ajavyaMu, UMEHT Taie
6onbWOe 3HayeHWe B Mepefaye WHGpoOpMaUUn: B
BpeMSA HelWpOOHTOreHesa (3apOfbllLeBOr0 W paHHero
pa3BUTMSA A0 TFOAa) OHWM WUrpPalT BaXHelWyw pob
npu o6pas3oBaHWK CBA3el B LepebpanbHbIX CTpyk
Typax. Tak Kak 60/bWMWUHCTBO COeAUHEHUI C HapKo-
TUYECKUM [AeliCTBUEM BAMAET Ha (YHKLMIO Helipo-
TPaHCMUTTEPOB, TO UX NOTPebAeHMEe B TOM WM VHOM
BMAe MaTepblo BO BpemMs 6epeMeHHOCTU WUAW TpyaHo-
ro BCKapMnmMBaHWa MMeeT HeraTWBHbIe MOC/EACTBUA
ANA HellpoOOHTOreHesa pebeHka.

Moyt BCe CMHANTUYECKMe TEPMUHANU OCBOOO-
[alT He OAUH TPaHCMUTTEpP, HO OLHOBPEMEHHO CHM
Lenbii pag 6MONOrMYECKN aKTUBHbLIX COEAVHEHWIA.
Mpumepamy TakKMX CONYTCTBYHOLIMUX COEAVMHEHUIA
cnyxatr AT®, I'TP, oKCUTOLWUH, BeLLeCcTBO P, HKe-
(hanuH n gp. VX Ha3biBalO T KOTPaHCMUTTEPbI. VHorve
TPaHCMUTTepbl, Hanpumep, rAMumMH n FTAMK wm
FTWUWH U rnyTamaTt MOTyT NMPUCYTCTBOBATbL B BE3VIKY-
nax ofHoBpeMeHHO. KoTpaHCMUTTepbl MOryT MOogy-
NNpoBaTb CMHANTUYeCcKUe npouecchl. Hakannunsasch
B Be3uKyfax, OHM 06/1afal0T CO6GCTBEHHON KWHETU-
KOV 0CBOGOXAEeHNSA, HanpuMep 0CBOBOXAEHNE TOMb-
KO MpWU 3Ha4YuUTeNbHOW BenYMHe NpPecuHanTUYecKo-
ro noTeHumana.
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AKCOHa/IbHbIN TpaHCnopT

Mem6paHHble ¥ LMTOMNNA3MaTUYEeCKUe KOMMO-
HEHTbI, KOTOpble 06pasyoTcs B GUOCUHTE3MPYIOLLEM
annapate COMbl W MPOKCMManbHOM 4acTu fLeHApu-
TOB, AO/MKHbI pacnpefensaTbcsa No akcoHy (0CO6eHHO
Ba)XHO MX NOCTYMNJ/eHWe B MPecuHanTu4yeckmne CTpyk-
TYPbl CUHAMNCOB), YTOOLI BOCNONHUTbL NOTEPHD 3/IEMEH-
TOB, MOABEPrWINXCA BbICBOBOXAEHWUIO WNWN UHAKTU-
Bauun. OiHAKO MHOTME aKCOHbl CANLWKOM L/INHHbI,
4yToObl MaTepuansl MOrinM aHeKTUBHO NepemMeLtaTb-
CA U3 COMbl K CMHANTUYECKUM OKOHYAHUAM MyTem
npocTo angdysnn. ITy 3agady BbINOMHAET 0COO6LINA
MeXaHW3M —aKCOHa/IbHbI TPaHCMopT.

CywecTBylOT HECKONbKO TWUMOB aKCOHAaNbHOIO
TpaHcnopTa. OKpy>XXeHHble MembBpaHamMy opraHougbl
N MUTOXOHAPUWU TPAHCMOPTUPYIOTCA C OTHOCUTENbHO
60/1bLLION CKOPOCTLH MOCPELCTBOM ObICTPOro aKCoOHas b-
HOro TpaHcrnopTa. BellecTBa, pacTBOpPEHHbIE B LUTON-
nasme (Hanpumep, 6enkmn), nepemeLLaldTcA C NOMOLLbHO
MeJJ/IEeHHOI0 aKCOHa/IbHOro TpaHcnopTa. Y M/eKonu-
TaloWmnX ObICTPbIi aKCOHaNbHbIA TpaHCNOPT WMeeT
cKopocTb 400 MM/CYTKM, & MeANIEHHbIA aKCOHaNbHbIN
TpaHCNOpPT — 0KoJIo 1 MM/cyTKM. CuHanTu4yeckune
ny3blpbKW MOTYT NepesBUraTbCsa ¢ NOMOLLbIO 6bICTPO-
ro TpaHCMoOpTa M3 COMbl MOTOHEPOHa CIMHHOTO MO3ra
YyeNoBEKA K HEPBHO-MbILLIEYHOMY COELMHEHMNIO CTOMbI
npuMepHo 3a 2,5 cyToK. CpaBHMUM: JOCTaBKa Ha Takoe
e paccTositHMe MHOTMX PacTBOPUMBIX GENKOB Mpowuc-
XO4MT NpUMEpPHO 3a 3 roga.

[na akcoHanbHOro TpaHcnopTa TpebyeTcs 3aTpaTa
MeTab0/NYeCKOW 3HEPTUM U NPUCYTCTBUE BHYTPUK-
netoyHoro Ca2+. 3nemMeHTbl UMTOCKeneTa (TO4Hee,
MUKPOTPYBOUKM) CO34aK0T CUCTEMY HampaBAfo LW UNX
TAXelN, BAOMb KOTOPbLIX NepeaBuraloTca OKpY>KeHHble
mMemMbpaHamu opraHougbl (puc. 3.7). 3TN opraHonfbl
NPUKPENAATCA K MUKPOTPYO6OUYKAM aHanorM4yHo
TOMY, KaK 3TO NMPOUCXOAUT MeXAY TONCTbIMWU U TOH-
KUMWU (unameHTaMy BOMOKOH CKeMeTHbIX MblLULL;
OBUXEHMEe OpraHoMoB BAOAb MUKPOTPY6OUEK 3anyc-
KaeTca noHamm Caz+.

AKCOHanbHbI TPaHCNOPT OCYLLECTBAAETCH B ABYX
HanpaBfieHWAX. TpaHCNOPT OT COMbl K aKCOHab-
HbIM TEpMWHaNsM, HasblBaeMblii aHTeporpagHbIM
aKCOHa/IbHbIM TPaHCNOPTOM, BOCMOJIHAET B nNpecu-
HanTUYECKMX OKOHYAHMAX 3amac CUHanTUYECKUX
Ny3blpbKOB ¥ (DepMEHTOB, OTBETCTBEHHbIX 32 CUHTE3
Helipomegmatopa. TpaHCNOPT B MPOTUBOMOMOXHOM
HanpaB/ieHUN - PETPOrpafHbIfi aKCOHa/IbHbIN TpaHc-
nopT, BO3BpallaeT OMYCTOLIEHHble CUHaNTU4YecKue

Ny3bIpbKW B COMY, rAe 3T MeM6paHHble CTPYKTypbl
JerpagmpyroTca nM3ocoMamu.

Bbicokas, B psAge cnyyaeB, NOTPeOHOCTb B MOMEKY-
flax TpaHCMWUTTepa Bbi3bIBAET, KaK MPaBWIO, C/HTE3
TPaHCMUTTEpPa Ha MecTe, TO eCTb HernocpesCTBeH-
HO B MPecuHanTM4yecKOM OKOHYaHuu. Pasymeercs,
HeobXoauMble AN CUHTEe3a (PepMeHTbl CUHTETU3MPY-
I0TCA B T€Ne M Nnpu MOMOPLY aKCOHANbHOr0 TpaHC-
nopTa LOCTaBNATCA B CUHAMNTUYECKNE OKOHYaHMS.
IMOCKONbKY MYTU CMHTE3a TPaHCMUTTepa 3aBuCAT Or
BMAa, PacCMOTPUM MX Ha npumepe 06CY>XKAaEMOro
BbllEe XOJIMH3PTMYEeCcKOro cuHanca. [pyrue TpaHc-
MWUTTEPHbIE BELWlecTBa WMET, pasymeeTcs, CBM
COOCTBEHHbIE NYTU CUHTE3A.

ALLX o6pa3yeTcd C NOMOLLbI XONWH-aUETUN-
TpaHcdepasbl NyTeM aueTUIMPOBaHWNA XONMHA, Mo
4yeM 0CTATOK YKCYCHOI KWUCNOTbl 06pasyeTcs uaalle-
TUNKO3H3UMa-A. XONWH LWWUPOKO pacnpocTpaHeH
B OpraHnm3mMe ¥ BK/1OYAeTCA B HepBHOE OKOHYaHWe
npy nNoMoLWM ABYX PasnMUHbIX MeXaHWU3MOB TpaHC-
noprta, M3 KOTOPbIX O4MH 06nafaeT 04YeHb BbiCOKMM
CpPOACTBOM (TaK Ha3blBaeMblil BbICOKOADHUHHbINA
3axBaT). OTOT NyTb 6NOKMPYETCA NPU NOMOLLN remr
XonuHa. Ecnnm HepBHOe OKOHYaHWe Aenonapusosa-
HO (aKTMBMPOBAHO), TO 3axBaT XOJiIMHA YCKOPSETCH.
ALX, CUHTETM3NPOBAHHbIW B LUTONNa3Me, aKTMBHO
TPaHCMOPTUPYETCA WM HaKanjIMBaAeTCA B CUHANTU-
YeCcKMX Be3nKyfnax. 3TO NPUBOAUT K OYeHb BbICO-
KON KoHueHTpauunm ALX ot 0.2 M go 0.6 M, uo
COOTBETCTBYET HECKO/IbKUM TbiCAYaM MOJEKYN HA
BE3NKYNy. B LefoM MOXHO cKas3aTb, UTO HU3KO-
MOJIEKYNAPHbIE TPaHCMWUTTEPbl HaKaniusalTCca B
ManeHbknx (40-50 HM) 3NE€KTPOHHO-ONTUYECKN NPo-
3payHbIX Be3uKynax, Torga kKak 6onbwume (>70 HY)
3/IEKTPOHHO-ONTUYECKN MNJIOTHbIE BE3UKY/bl COOEP-
Xat 6enku v nenTuabl. 3TU coefMHEHMNA 0bpasytoTcs
He BNpecrHanTM4eckKOM OKOHYaHUW, a BTe/le KIeTKA
M nonagarT NPy NOMOLL M aKCOHaNbHOT 0 TPaHCnopTa
B NPecrHanTUYECKOe OKOHYaHue.

Tenepb He06X0AMMO OTMETUTb, YTO XOTA CMHAMChI
Ha3blBAOTCA Ha OCHOBAHWMW Ha3BaHWUA WX [/1aBHOMO
TpaHcMuUTTEpa (HanpumMep, XONUHIPTUYECKINIA), NOYTU
BCE CMHaNTU4YecKue TepMUHAIM OCBOOOXAAIT He
TONbKO OAWH €AWHCTBEHHbI TPAHCMUTTEP, HO OfHO-
BPEMEHHO C HUM LeNblil pag 6M0N0rMYecKn aKTuB-
HbIX COEAUHEHUN —KO-TPaHCMUTTepoB. [puMepamu
TakKuX CONYTCTBYIOLIMX COeAUHEHNI ABnATCA AT,
T, okcUTOLMH, BELLECTBO P, aHKeManunH, v gpyrve.
Ko-TpaHCcMuUTTepbl MOryT MOAY/NMPOBATL CUHAMNTU-
4yeckuin npouecc.

Puc. 3-7. CuHTE3 1 pPeunKn CMHaNTNYeCKUX Be3NKyn U nx coaep>Xmnmoro.

A — B/OCKMHTE3 HEiPOTPAHCMUTTEPOB.
I. Besukynbl,
1 BbICBOGOXalOTCA U3 annapata onboxu.

NPeALEeCTBEHHUKN MENTUAHbIX TPAHCMUTTEPOB W DEPMEHTbI CUHTE3WUPYIOTCS B Tene HelipoHa

1. Be3ankynbl NepeMelLatoTCs Mo akCOHY C MOMOLLbIO 6bICTPOr0 aKCOHaNbHOro TpaHcnopTa. MenTUAHbIE TPaHCMMT-

Tepbl Y)Ke 3aKNtoueH! B HEKOTOPbIE BE3UKY/IbI.

11l. HenenTuaHble HEAPOTPAHCMUTTEPbI CUHTE3UPYHOTCA U TPAHCMOPTUPYIOTCA B BE3UKY/bl HEMNOCPeACTBEHHO

B HEPBHbIX OKOHYaHUAX

B — 3K30UMTO3 (BbICBO6OX/EHME BU3UKY C MEANATOPOM)
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MexaHn3m BbICBOOOXAEHWS
TpaHCcMATTEpPa

Cepus noTeHUManoB fgeiicTBus «npoberaeT» BLOMb
aKCOHa, AOCTWraeT HEpPBHOr0 OKOHYaHWa ¥ Aeno-
nAapu3syeT NpecUHanTU4YecKyo 30HYy. Bo Bpemsa 3Toi
genonfpmusayunm B HEPBHOM OKOHYaHWW BO3HMKaeT
He TONbKO BXOoAAW M ToK Na+, Kak 3T0 MPOUCXOANT B
mMemb6paHe No BCei ANIMHE aKCOHa. MembpaHa OKOH4Ya-
HWUA aKCOHa UMeeT M noTeHUMan-ynpasnsemble Ca2+
KaHanbl, Yepe3 KOTOpble BO BpeMs Aenonspusanuu,
BbI3BAaHHOW MNpULLIEAWINM MOTEHLMANnoM AeNCTBUSA,
MoHbl Ca2+ MPOHUKAKT B CUMHaNTUMYECKOEe OKOHYa-
Hue. B COCTOAHWW MNOKOS OYEHb HU3KAs KOHLEHT-
payua Ca2+ (npubnusautenbHo 10“7 M) noBbllwaeTcs
Ha HeckKo/ibKo mopsagkos. O4HOBPEMEHHO MOHbI Caz+
JOMNONHUTENBHO BbIXOAAT M3 3HAOMNNA3MaTUYECKOTO
peTukynyma. B kaxxgom cnyyae Tpebyetca HeKOTOpoe
Bpems (Npnb6amn3nTenbHo 0,2 Mc), Npexae Yyem LMTon-
NnasmMaTtnu4ecKnin ypoBeHb CBOOGOAHOMO KanbLmns (Kanb-
LLMeBOE 3epKano) AOCTUTHET HEOBXOAUMbIX feNCTBEH-
HbIX KOHLeHTpauuii. BcnHanTMY4eCKOM OKOHYaHUM
B 30He NpecuHanTU4ecKon MembBpaHbl PacnonoXeHo
60/1blIOE YMCNO CUHAMTUYECKMX MNy3bIpbKOB (Be3u-
Kyn). Ix Mem6paHbl, NOAO6HO KNETOYHOW MeMbpaHe,
COCTOAT M3 (hoconnnuaHoro 6mucnoa n 6enKos. Itu
BE3UKY/bl 3amnofIHeHbl XWAKOCTbIO, B COCTaBe KOTO-
POl COAEPXMUTCA XUMU4YECKOe Bel,ecTBO — TpaHc-
MUTTEp, 6narofaps KOTOPOMY OCYLLECTBAAETCA CUHa-
nTuyeckas nepefavya. TPaHCMUTTEP «MNEPEHOCUT»
BO3OYXAeHNe OT MpecuHanTu4yeckoi MembpaHbl Ha
NoCTCMHaNTUYECKY0 MembpaHy, oTKyda u GepeTtcs
ero HasBaHue.

CuHanTuyeckme Be3NKYNbl PUKCUPYOTCH 60/b-
el 4acTbio K LMTOCKeNeTy NOCPeACTBOM NPOTENHA
CUHarcuHa (synapsin), 10KanM30BaHHOTO Ha LUTOM-
NnasMaTUYecKOl MOBEPXHOCTM KaXKAON BE3UKYIbI,
K NPOTEWHY CAeKTpUHY (Spectrin)y pacnofioXXeHHOo-
My Ha BONOKHax F-akTuHa uuTockeneta, o6pasys
TeM caMblM TPaHCMUTTEPHbI pe3epByap. MeHbLas
4yacTb BE3MKYN TaKXe CBf3aHa C BHYTPEHHeW cTo-
POHOI NMpecuHanTU4eckoi Mem6paHbl C MOMOLYbIO

Puc. 3-8. BbICBO6OXAEHNE TPAHCMUTTEPOB.

cneundunuecknx NpPoTenmHOB. 3TO B3aMMojelicTBue
ocyliecTBnseTcqd nocpeacTsom 6Genka MembpaHsbl
Be3NMKYNbl— CMHanTobpeBMHa (Synaptobrevin) u
6enka npecMHanTU4YeCcKON Memb6bpaHbl CUHTaKCK-
Ha (syntaxin). MeHHO 3TW Be3WUKY/bl HeNocpesc-
TBEHHO NOCTaBMIAOT TPAHCMUTTEP ANSA O4YepesHOro
Bbl6poOCa.

Ecnn noTeHuman peincTema AOCTUT MpecuHan-
TWYecKoin o6nacTu, M B NPECUHANTUYECKOM OKOH-
YaHUM KOHUeHTpauusa Ca2+ mogHanacb A0 Heob-
XOAUMOTO YpPOBHA, TO NPOMCXOAAT ABa npoLecca.
Bo-nepBblX, Ha YXe CBA3aHHbIX C MpecuHanTuyec-
KO MeM6paHOi Be3nKynax, No CyL,eCTBY, NeXalmx
Ha Heli, Ca2+ cBA3blBaeTCa C NPOTEMHOM, BXOOs-
WumMm B Mem6bpaHy Be3UKy/bl — CUMHaANTOTarMUHOM
(synaptotagmin). 9To NpUBOAUT K TOMY, YTO Membpa-
Ha Be3WKynbl packpbiBaeTcs. OLHOBPEMEHHO KOMM-
NeKc nonunentuaa, HasblBAEMOro CUHAMTO(PMINHOM
(synaptophysin), cnnBaetca ¢ HeMAaeHTMHOULNPOBaAH-
HbIMW MpOTEeMHaAMMN MpPecUuHanTU4YecKoin Membpa-
Hbl. TpM 3TOM BO3HWMKaeT nopa, 4Yepe3 KOTOpyO
OCYLLecTBAAETCS pPerynupyemMmblii  3K30UMUTO3, Te
cekpeumns TpaHCMUTTepa B CUHAMTUYECKYHD LLEMb,
npuyem 3TOT MPOLECC PEryMpyeT eLle O4UH npoTe-
WH Be3nKynbl — rab3A. B ogHoli Be3nKyne cocpego-
TOYeHO npumMmepHo 6000—8000 MONEKys TPaHCMWUT-
Tepa, U 3T0O WMEHHO TO HaUMMEHbLUEee KOMMYECTBO
TpaHCMWUTTepa, 0CBOBGOXKAEHHOIO B CUHANTUYECKYIO
Wenb, KOTOPOe HasbiBaeTcs | KBaHT TpaHCMUTTepa.
B COBOKYMHOCTM NOKanbHas KOHLEHTpaLusa TpaHc-
MUTTepa B CMHaNTUYECKOW Lienn Mocne ero ocso-
60X /eHNA OTHOCUTENIbHO BbICOKA U nexuT BMALIN
MONSPHOM AuanasoHe.

B0-BTOpbIX, MOBbLIWEHHbIA YPOBEHb WMOHOB a
B MNPecuHanTUYeCKOM OKOHYaHWUW  aKTMBMpYeT
Ca2+-KanbMOLYNNH-3aBUCUMYIO MPOTEMHKMHa3y 1
(CaM-knHa3a W). B npecMHanTM4YeCKOM OKOHYaHWK
3TOT (hepMeHT ocopunupyeTr cuHancuH. [ocne
3TOF0 HAarpyXeHHble TPAHCMUTTEPOM  BE3UKYfbI
0CcB0O6OXAAKTCA OT LMTOCKENeTa U NepemMeLatoTCs H
npecnuHanTU4eckyo Memb6paHy ANA OCYLIECTB/EHUS
JanbHelwero uukna.

A — 6ef1KI, BCTPOEHHbIe B MeM6PaHy Be3WKY/bl. b — B3aMMOAECTBME BE3UKYNAPHBIX 6EMKOB 1 6€/1KOB NpecuHa-
NTUYECKOH MeMBpaHbl. B— MexaHW3M BbICBOGOXAEHMS TPAHCMUTTEPA U3 BE3UKY/bI.

B — 9K30L1T03 (BbICBOGOXK/AEHME BE3NKY/ C MeA1aTopoM)
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[peobpa3oBaHre TpaHCMATTEPA

TpaHCMUTTEP MOXET ObITb MN60 BLICTPO XMMUYeEC-
KW paclienneH Ha HeakTWBHble KOMMOHEHTbl, Nnbo
yhaneH M3 CUHANTMYECKOW LWenum nyTeM BbliCOKOCE-
NeKTUBHOro 06paTHOro 3axBaTa B MpecuHanTU4YeckKoe
OKOHYaHue. B LeHTpasbHON HEepBHON cucTeme KieT-
KW TAUM MOTYT TakKXe 3axBaTblBaTb TPAHCMUTTEP.
Kpowme Toro, Ha BO36y>jatoLWmnx rnyramaTeprmyeckmx
CMHancax CuMHanTuyeckas 06/1acTb NAOTHO NOKPbITa
OTPOCTKaMmn acTpoumToB. Kakoli M3 MHAKTUBUPYHO-
WMUX MeXaHU3MOB UrpaeT B CMHaNCe 60/MbLYI0 PONb —
3aBUCUT OT TUMa CUHanca.

Tak, ALX, MCKNOUYUTENbHO ObICTPO TUAPONMN3Y-
etca ALLX-3cTepasoli. Bo3HukawoT auetat (ocTaTtok
auetuna) M xonuH. MocnegHwuii, 6narogaps BbICO-
KOCNeunM@uyHoMy MexaHU3My TpaHcnoprta, OnATb
3axBaTbiBaeTCca NPecuHanTUYeCKUM OKOHYaHueM W
BHOBb MCNONb3yeTcs Ans obpaszoBaHus ALLX. Ha aTom
YPOBHE BO3MOXHa (hapmakonormyeckasa perynayus
XO0NNHeprmuyecknx cuHancos. ALLX-3cTepasy MOXHO
MHIM6NPOBATbL PALOM COEAMHEHWNA, HANpUMEp 33epu-
Hom (physostigmin). MpoAgoMXNTENbHOCTb NOCTCMHAN-
TUYECKOTo feiAcTBMA BblbpoweHHOro ALLX npu atom
yOonvuHseTca. TepaneBTUYECKM 3TO UCNOMb3YETCA B TEX
cnyvasx, Korga Ans yCTpaHeHWS MblLIeYHOM penakca-
LMK nocfe Hapko3a KOHKYpeHTHble 6/10KaTopbl TUna
Kypape XOTAT BbITECHUTb C MOMOLLbI BbICOKO/ KOH-
ueHTpaumm ALX. Takum cnocoboM MOXHO O4eHb
6bICTPO BOCCTAHOBUTb MbILUEYHbIN TOHYC.

MpecuHanTnyeckne OKOHYaHWA 6narogaps onu-
CaHHOMY MeXaHM3My ob6paTHOro 3axBaTta (peanTeiika)

3axBaTblBAlOT W BO3BpalwalT A1Mb60 (parMeHTbI
TpaHCcMUTTepa (HanpuMep, XONnH), NM60 BCHO MOMEKY-
Ny TpaHCcMUTTepa (HanpumMep, CEPOTOHMH). N4 3toro
B NMpPecUHanTUYeCKON MembpaHe HaxogsTcs creuw-
(hmyeckme nNpoOTeUHbl — TpaHcnopTepbl. JaHHbINA
MexaHW3M 06paTHOro 3axsata hparMeHTOB WM Bogi
MONeKyfnbl TPAHCMUTTEPa, B CBOK 0OYepefb, MOKET
Haxo4WUTbCA ONATb NOJ BAMAHUEM MHOTMX CUHArCOB.
Pag ncuxogapmMakonornyeckmx BeLLECTB WCMOSb-
3ylOT 3TOT CUHANTMYECKUI MexaHW3M B KayecTse
MULWeHU. Tak, HaNpuUMep, aHTUAENpPeccaHT UMmUnpa-
MUH ONOKUpYyeT 06paTHbIi 3axBaT KaTexonaMuHOB
afpeHeprmyeckumMm cuHancamu. Tem cambiM MOBbI
waetca 3EKTUBHOCTb [EACTBMA TpaHCMUTTepa.
pynna TakMx BeLLecTB Ha3blBaeTCA WHrubuUTopamu
obpaTHOro 3axBaTta, WX YacTo MPUMEHSAIOT B MCUXO-
(hapmakonorumu.

Mem6paHa Be3MKY/bl MOCAe 0CBOOOXAEHUS TpaHC-
MUTTepa Takxe peuunknupyercd. OHa 3HAOUMTOTU-
yecku MocTynaeT B NpecMHaNTUYeCKOe OKOHYaHuWe u
ncnonb3yeTca Ans BHOBb 06pasyemMoro CBA3blBaHMA
BE3UKY.

Bo MHOrMx cnuHancax peLenTopbl AN TPaHCMUTTe-
pa ecTb He TOMIbKO B MOCTCMHANTUYECKON MembpaHe,
HO TaKXe u B MPeCHHaNTUYecKol. TO TaK HasbiBae-
Mble ayTopeLenTopbl. B3aBucMMOCTY OT TUMa CUHaM-
ca, Npu B3aMMOAENCTBUU C HUMU TpPaHCMUTTepa e
BbICBOCBOGOXAeHMe NMbBO ycunmsaeTcs, iu6o npe
Kpauwiaetcsd (MNO3MTUBHOE WAWM HeraTWBHas o6parHas
CBA3b). Ha ayTopeuenTopbl MOXET >Ka3blBaTb Bus
HWe TaKXXe BXoasAwmnii Tok Caz+B npecnHaTmyeckom
OKOHYaHuu.

Puc. 3-9. PacLuienneHve, yganeHve 1 06paTHblii 3axBaT TPAHCMUTTePa Ha MPUMEPE aLeTUNX0/IMHA
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Tunbl XUMNMYECKX CUHAINCoB

Y 4yacTu CUHancoOB WOHHLIA KaHan, KOTopblii npu
pelicTBUM nuraHpa, T.e. 6narogaps CBA3bIBaHWIO C
MOMIEKYNOl TpaHCMMUTTepa, OTKpbiBaeTcs (KaHanbl,
ynpaBnsemble nuraHgamu), HasbiBaeTcsd WOMOTPON-
HbIM peuenTopom (puc. 3-10 A).

PeuenTopbl, B KOTOPbIX OTKPbITUE WOHHOFO KaHa-
na CBfA3aHO C NOAK/OYEHUEM APYTUX XUMMUYECKUX
npoLeccoB, HasblBalOT MeTaboTPOMHbLIMU peLenTopa-
MW. Ha MeTaboTpOnHbIX peLenTopax AuraHfg OTKpbl-
Bae€T WMOHHbLIA KaHan He npsMo, a ONOCpefOBaH-
HO, Yepe3 BTOpPUYHbIe MecCeHmxepbl (puc. 3-10 bB).
Y 60/bLWINHCTBA CUHAMNCOB peLenTopHbIi 6enoK He
npeactaBnfeT Co60M WMOHHBIA KaHan, HO MNpu CBA-
3blBAHUY C HUM MOJEKYN TPAHCMUTTEPA BO3HUKAeET
Kackag XMMUYEeCKNX peakuuil, B pesynbTaTe KOTOPbIX
COCEeACTBYIOLLME NOHHbIE KaHaNbl OTKPbIBAKITCA MpK
noMoLWM BTOPUYHBLIX MECCEHAXepoB. Peyub ugeTr o
MeTaboTPOMNHbLIX peLenTopax.

XopowuM NpuMMEPOM U WOHOTPOMHOrO, U MeTa-
60TPOMHOr0 CUHanca CAYXWUT XOAMHEPTUYECKUN
CUHAMNC, Yy KOTOPOro TPaHCMWUTTEpOM cnyXuTt ALLX.
Y XONIMHEePrnuyecKnx CMHamNcoB ABa TUMa peLenToOpoB:
AL X-peuenTopbl, YyBCTBUTE/IbHbIE LOMONHUTENLHO

K HUKOTUHY (HUKOTWHOBbLIN AL|X-peuentop), u
AL X-peuenTopbl, YyBCTBUTENbHbIE JOMNONHUTESNBHO K
MycKapuHy (MyckapuHoBbIi ALLX-peuenTop). Mepbl
ABNAETCH MOHOTPOMHbLIM, BTOPOW — METabOTPOMHbIM.

Y MYCKapWHOBbLIX CMHAMNCOB M MECTO CBA3bIBAHWA
C TPAHCMUTTEPOM, U WOHHbIA KaHan /IOKaIM30BaHbl
He B cCamMOM TpaHcMeM6paHHOM 6enke. OTW peuenTo-
pbl CBfi3aHbl HenocpeAcTBeHHO ¢ G-6enkoM. Takad
CTPYKTYpa AaeT LOMOMIHUTENIbHbIE BO3MOXHOCTU A
BAUAHNS Ha YHKLWUIO CMHAMCOB. C OfHOM TOpOHbI,
ONA TakUX peLenTopoB TakXXe CYLLECTBYIOT KOHKY-
peHTHble 610KaTOPbl. Y MyCKapyHOBLIXCMHAMCOBAITO,
Hanpumep, aTPONWH, — ankKanoung, cofepXalinmcs B
pacTeHUAX cemeicTBa NacneHoBbiX. OYEBMAHO, ur
CMHanTM4yeckaa nepefaya, B KOTOPOM WCMOMb3yHOTCA
Takne MexaHu3mbl, O4eHb MeffieHHas. [0 v3veHeHVs
NpPOBOAMMOCTM MeMb6paHbl LOHKHbI MPOU3OATU MHO-
rmve XMMMUeckue peakuuu. Bpema nepegayv nexr
B Amana3oHe oT 100 mc. K MyCKapWUHOBbLIM CuHarcam
OTHOCATCA NOCTraHr/MoHapHble, MapacumnaTuyec-
Kue W ayTopeuenTopbl LEeHTPaNbHOW HepBHOW o
TeMbl. MycKapvHOBbIE peLenTopbl, 06pa30BaHHbIE
OT aKCOHOB MayTHepOBCKMX K/eToK ucleus besdis
(Meynert cells), ynpaBnsitoT ocobbiMK MpoLeccamm
0byueHus.

Ta6n|/|u,a 3-1. MNepeyeHb COG,U'VIHEHI/IIZ, Banawlne Ha HUKOTUHOBbIE, MYCKapUHOBbBIE U XONMTMHEPTUYECKUE CUHANChI

- HWKOTMHOBbIE CMHAMCbI

Twun peuenTopa
AddekTop

Nj, N2 MHOrmMe nogTunel

raHrnauax, UHC
CUWHTEe3 TpaHCMUTTepaA

N, HEpBHO-MbILWEYHbIe CUHANCHI
N2nperaHrinoHapHble B aBBTOHOMHbIX

MyCcKaprHOBbIe CyHarCbI
m,-m5
MocTraHrnnoHapHbIi

MpecumnaTtuyecknii, UHC
AyTopeLenTopsl

BelyecTBa, Hecneympuueckn TOpMo3saiLme XonnHalLeTun-TpaHchepassbi

[eMUX0NUH TOPMO3UT 06paTHbII7I 3axBaT X0/1 Ha -> Ocsoﬁo»(,qume HaKOMnneHHoro

OcBo60OXAeHMe TpaHCMUTTepa
Ycunusaet
Ocnabnset

CBs3blBaHMe C NOCTCUHANTUYEC-
KUM peLenTopom

ATOHUCTbI = XONTMHOMUMETUKN HwukoTmH (N1, N2)

N,: CYKUMHUAXONUH HEPBHO-

MblLLEeYHble CUHaNC:
JexkameToH
bnok genonspusaynu
AHTAroHUCTHI:
KOHKYPEHTHble 610KaTopbl

ChHanc:

p-ByHrapoTokcuH (a4 3men)
BoTynuHuuyecknin TokcuH, Mg

N,: a-6yHrapoToKCcuH (a4 3men)
N,: d-Ty60KypapuH-HepPBHO-MblLL €Y HbI i

Cneyndurueckume BellecTBa HEWN3BECTHbI
Mg2'

MyckapuH, MeTaxonmH
OKCUTPEMOpPUH
MunokapnuH

ATponuH
CkononamuH
MupeHuenuH (M1)

[annamu H-munopenakcauns

HEKOHKYpPeHTHble 6710KaTOpbI
raHrnuu

N2: FeKcamMeTOHU —aBTOHOMHbIe

XuHngux (cepaue)

Cneuunguueckne BelecTsa Hen3BeCTHbI

PacwenneHne ALX

Mpu nomowm ALLX-3cTepasbl [6110KkaTOpbl —33epuH, E605, 3apuH, TakpuH (8 LIHC))
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Tunbl TPAHCMUTTEPOB U MEXaHU3MbI
X [EeNCTBUSA

AuetnJ/IXOJIKH. ABnsdetcs megnatopom ans Bcex
OBUraTeNibHbIX HEAPOHOB, MHOTMUX WHTepHelpo-
HoB LUIHC, a TakXe HeiipoHOB napacMMnaTU4ecKoii
HepBHOW cucTembl. CyllecTByeT 2 TUNa peLenTopoB
auetunxonuHa: AL X-peuenTtopbl, YyBCTBUTE/bHbIE
[JOMONHUTENbHO K HUKOTUHY: HUKOTUHOBbLIN ALLX-
peuenTop W, COOTBETCTBEHHO, HUKOTUHOBbLIN ALLX
(hALIX) cuHanc, u AL X-peuentopbl, YyBCTBUTESb-
Hble 4OMOMHUTENBHO K MYCKapUHY — MYCKapuUHOBbI
AL X-peuentop W, COOTBETCTBEHHO, MYCKapUHOBbIN
(MALX) ALUX cuHanc. ALX cuHanc ¢ HAKOTUHO-
BbIM PeLenTopoM ABAAKTCA MOHOTPOMHbLIMKU, a ALLX
CUMHamncbl C MYCKapuHOBbIM PeLenTopoM SABJIAKOTCA
MeTaboTPOn HbIMU.

FnyTamaT B CMHancax BbINOAHAET (YHKLUIO
TpaHCMUTTepa M KO-TpaHCMUTTepamMu (MOXeT npu-
CyTCTBOBaTb OJHOBPEMEHHO C [APYrMMU TpaHC-
MWUTTEpaMu, Hanpumep c FAUMUUHOM). [nyTamaTt B
MO3re ABNAAETCA BaXKHEWWWUM TPaHCMUTTEpPOM ANS
BO3OYyXAalowWwmux cuHancoB. CuHancbl, UCNONb3YIO-
e B KayeCcTBe TpaHCMUTTepa rayramar, HaxonsaT-
ca npubnnsnTenbHo Ha 50% HENpPOHOB LEHTpab-
HOW HepBHOI cucTeMbl. Takue cuHancbl o6pasytoT
BaXKHellw e BO36YxAJaloLiMe BXOAbl CMCTEM MO3ra K
Kope 60/bWwoOro mosra. OHM NPUHUMAKOT yyacTue B
npoueccax 06ydyeHusa. nytamar nNpsMO OTKpbiBaeT
Hecneyunpunyecknii MOHHbLIN KaHan ANa KaTUOHOB.

FMMNUH  cny>XnWT TpaHCMWUTTEPOM TOPMO3-
HbIX CMHAMNCcOB W [eACTBYeT KaK Helipomogynstop.
FMWUMH npefHasHayeH A1 BbIMONHEHUSA Cneuu-
(DMYECKNX WUHTMOUTOPHBLIX 3agay. BoNbWWHCTBO
KNeToK PeHwWwoy, 4epe3 KOTOpble TOPMO3ATCHA
a-MOTOHelipOHbl CMWHHOIO MO3ra, BblbpachiBa-
0T FAUUKMH. [TNMUMHOBbIE pPeELenTopbl OTKPbIBaKOT
KaHanbl gns noHoB C1", 4To cnoco6CcTBYeT BO3HMWK-
HOBEHUI0 TaK Ha3blBaeMbIX TOPMO3HbIX MOCTCUHAnN-
TUYECKUX NOTeHLManoB (TOPMO3HbIX MOTEHLMANoB
CMHanTM4yeckol nnactuHku — TMCM). CuHanTu-
yeckoe feiicTBME 3aKaHUYMBAETCH C MOMOLbIO MeXa-
HU3Ma 06paTHOro 3axBarta rnmuunHa.

B LeHTpanbHOW HEPBHOW cucTeMe TAULUH wUrpaet
TakXe U pofib HelipomoaynaTopa, Hanpumep, B run-
nokamne NMDA-peLenTopbl, onucaHHble B Npefbl-
Aylwem pasfefie, UCMbITbIBAIOT MOAY/IMPYIOLLLEE BINA-
HWE CO CTOPOHbI TNLUHA.

Y-AMWHOMACNAHYIO KWUCNOTY Bbi6packiBa-
0T B KayecTBe TpPaHCMUTTepa MHOruMe TOPMO3HbIE
WHTEPHENPOHbI, UMeLWMecs NpakTUYecKn BO BCeX
oTAenax LeHTpanbHOW HEPBHON CUCTEMbI, W aKco-
Hbl KNneToK T[MypkuHbe mo3xeuyka. TAMK oka3sbl-
BaeT TOPMO3HOEe [eliCTBME Ha MOCTCUHANTUYeCKue
CTPYKTypbl. CyllecTByeT MO MeHblle Mepe fBa

pa3fnyHbIX NOCTCUMHANTUYECKUX MeXaHWU3Ma, KOTo-
pble 3anyckatTca 6narofaps pasnMYHbIM PeLenTo-
pam (TAMKaun FAMK?, ¢ ofHoll cTopoHbl; FAMKBC
APYTFOi CTOPOHbI).

CepOTOHWH (5-hydroxytryptamiri) — 6uMOreHHbI
aMWH, LWMPOKO pacnpocTpaHeHHbln B LIHC. Bmyre
ero 0co6eHHO MHOro B o06nactu TekTyma. Orym
HabnogaeTcs MHOrO MPOEKLUIA B TMMBUYECKYHO TG
Temy, K Tanamycy u runoTanamycy, B NepeaHuin v,
B MO3)X€YOK W B CMUHHON MO3r. M0 3TUM MyTAM, 04
BMAHO, OCYLLECTBASETCA KOHTPO/Mb MHOMMX Helipo-
HanbHbIX PYHKLUWNNA.

Ha nocTcMHanTuyeckoin membpaHe Obinm 0bHa-
PY>XeHbl pa3NyHble CEepPOTOHWHOBbLIE PELEenTOopbI,
KoTOopble 6Onblen 4acTbio, H6narogaps BTOPUYHBIM
MeCCeH[)KepaM, OTKPbIBalOT KaHanbl ANA WoHOoBK+
n Ca2+ [le/icTBMe TpaHCMUTTepa 3aKaHYMBAETCSA
BK/IOYEHMEM MexaHM3Ma 0bpaTHOro 3axsaTa Mpec+
HaNTM4YecKOo 06MacTbHo.

TMcTaMUH — mMoHOamMuH, BbICTYNaWMIi B
Kayectee TpaHCMuUTTepa. OCOGEHHO BaXHYH pOb
OH MrpaeT Kak MOAYNATOP B MO3re rpyAHbIX [ETeid
FncTaMnHepruyeckue HeWpoHbl Y B3POCNbIX HaXo-
0ATCA B 3afiHEM runoTanamyce M CBsfi3aHbl CO MHOM-
MW y4yacTKamu MO3ra, rae OHW OKasblBalT BsHME
Ha coCTOsiHMEe 6O0APCTBOBAHUSA, MbILIEYHYIO aKTVB-
HOCTb, MPUEM MUK, CeKCyasllbHble OTHOLUEHUA U
o6MeHHble npoueccbl B Mo3re. M3-3a yyactua amx
HelipOHOB B perynauuu npoLeccos cHa W 604pcTBO-
BaHWA MHOrMe aHTUTMCTaMUHHbIEe Npenapartbl BoBbk
BalOT COCTOSSHUE COHJ/INBOCTMU.

JohaMNUH — 6norenHblii amuH, Hanbonee mpe
CTaB/IeHHbIi B 6a3aNbHbIX TFAHFAUAX, TAe He/poHbl
yepHoi cybcTaHuMn 0b6pas3yoT godamMmMHeprnyeckuii
nyTb K CTpPMatymy, BbINONHAA (YHKLUIO KOHTPOMA
MOTOPUKMN.

JodamuHeprnyeckme nNyTW, KOTOPbIE UCXOAAT OT
area ventalis tegmentalis n npoeyupytoTca K rudes
accumbeus, urpatoT 601bLLIYI0 POJb B NaToreHese
nencuu.

CyllecTBYOT pa3fnyHble godamMWHOBbLIE peLer-
TOpbl, AelCTBYIOWME Yepe3 BTOPUUHbIE MECCeHDKe-
pbl. VIX nOCTCMHANTUYeCKOe AeACTBME MOXET Gblb
TOPMO3HbIM MAM BO3OYXpawwum. LophamMnuH oeHb
6bICTPO 3axBaTblBaeTCs 06pPaTHO U3 CUHAMTUYECKON
Wenn B NpecMHanTU4Yeckoe OKOH4YaHWe. Tam OH Mpe-
TepnesaeT npeBpalieHns 6n1arogaps MOHOAMUHOKCU-
fase. BHe HeilpoHa, OH NOABEpraeTCA BO3AEVCTBUIO
KaTexon-O-MmeTunTpaHcepassbl.

HopagpeHanuH KaTexonam WH, Bbl MO HAKLLA
(yHKUMO TpaHcMuTTepa B LIHC 1 cuHTesupyto-
Wwuinca npexae Bcero HelipoHamu locus ooerules.
370 AApo cocTouT He 6onee uyem u3 1000 KIETOK,
aKCOHbl KOTOPbIX TaK MHOTOKPATHO Pa3BeTBAAOTCS,
4YTO MOXHO HANTW agpeHepruyeckue OKOHYaHWS B



MHorux o6nactax LIHC. OHM oKasbiBalOT MOAYNu-
pyloLlee BAUAHWE, HANPUMEP, HA NPOLLecChl co3peBa-
HUA, 06yYeHns, nepepaboTKy MHDOPMALUKU B MO3TY,
perynsumio CHa U Ha 3HAO0TeHHOe TOpMOXeHue 6ou.
Brepngepnyeckoil HepBHOW CUCTEMe HOpaApeHanuH
CNYXWUT BaXHbIM TPAHCMWUTTEPOM CUMMNATUYECKUX
MOCTraHrIMOHAPHbBIX OKOHYaHWUI, Hanpumep, Ha cep-
JUue 1 Ha rnagkMx Mbllwuax cocyfoB. B HeKoTopbiX
LeHTpaNbHbIX CUHamncax Kak TpaHCMWUTTep paccmar-
pvBalOT afjpeHanuH.

[ng KaToX0NamMMHOB CYLLECTBYET YETbIPe INaBHbIX
TMna peuentopos: a,, a2, p, U P2. OHM oTnnya-
I0TCA NO peakuuMnm Ha pasfnyHble aroHUCTbl Wan
aHTArOHUCTbI, a TakKXe N0 MNOCTCUHANTUYECKUM
apektam. PeuenTopbl a, ynpaeBndatT Ca2+-KaHa-
namy npyv nomowmM BTOPUYHOTrO MecceHpXepa 1P3
W NpyM aKkTuBauuyu noBbIWAKT BHYTPUKNET OYHYIO
KOHLeHTpauuto noHos Ca2+ AKTuBaLuna peLenTopos
BEET K YMEHbLIEHUIO KOHLEHTpauum BTOPUYHOTO
MmecceHmpkepa LAM®, Bbi3biBasi pa3nnMyHbie ahdek-
Tl AKTMUBaLMA PELENTOPOB p, HaNpUMep, Ha KneT-
kax MypKUHbe MO3XKeukKa, MOBbILIAET MPU NOMOLLK
BTOPUYHOro MecceHpxepa ULAM® npoBoAUMOCTb

mMeMbpaHbl Ans MoHOB K+ 1, Taknm o6pa3om, o06pasy-
eT TMNCI. O6paTHbIN 3axBaT U pa3pyLleHne MOXOXMN
Ha TakoBble ANA goaMmnHa

OnuronenTuibl, KOTOpble AeWCTBYIOT KakK TpaHC-
MUTTEPbl UKW HeRpOMOAYNATOPbl — 3TO MNpPUEMY-
LW eCTBEHHO KOPOTKUE NONUNENTUAbI, COCTOALLNE U3
2—30 aMWHOKWUCNOTHbLIX OCTAaTKOB. OHW (PYHKLMO-
HUPYIOT KaK TPaHCMUTTEPbl WU KO-TPaHCMUTTepbI
nn6o MOAYNMPYIOT CMHANTM4YeCcKne npouecchl. Tak
3HKe(haNnH, 3HLOPGUH N SGUHOPDUH CNyXaT TpaHc-
MUTTepaMy B TeX CMHamncax, B KOTOPbIX ONUOUAHbIE
BellecTBa TakXe OKasblBalOT fgeiictBue. Onuoungbl
(Hanpumep, MOpPUH) ABNAKOTCA CUAbHBIMMW aHab-
reTukamu. BbllleHa3BaHHble ONWOWAHbIE NENTUAbI
TOPMO3AT pacnpocTpaHeHune 6011 B CMUHHOM MO3re.
Kpome TOro, OHW urpatoT 60MbLWYK POAb B AUMOU-
YeCKOi, aBTOHOMHOI U MOTOpHOI cucTemax.

Lpyrve HeliponenTuabl: BeLLECTBO P, aHrMoTeH-
3uH |1, comaTocTaTUH, Ba30aKTUBHbIA UHTECTUHASb-
Hbli nonunentung (VIP), HeliponenTuaY u MHOrue
apyrve. BONbWMWHCTBO HAa3BaHHbIX BeWecTB Oblau
OTKPbITbl B KayecTBe FOPMOHOB npexje, 4yeMm 6bina
onpefjenieHa UX pofib B CUHANTMYECKOM NepeHoce.

Tabmmua 3-2. MprMepbl MeXaHW3MOB [elicTBUSI TPAHCMUTTEPOB Ha Pa3/IMUHbIe TUMbI PELLENTOPOB

Twn peuenTtopa
N, (MbllWeYHbIA TUN)

TpaHcmMuTTEp
AuetunxonuH

[eicTBue Ha:

NuraHg-ynpaBnsieMblil KaTUOHHbIV KaHan

N2(HelipOHHbIN TKN) IPj/DAG
rnj,m3, 175 Gu-rT4>. GKt
T2
I nyTtamat NMDA, AMPA NnraH-gynpaBnsieMblil KATUOHHbIW KaHan
MGIuR,_5 IP3/DAG
FnMumH GlyR AHVOHHBIA KaHan
FAMK FAMKg, TAMKc C1_-kaHan
FTAMKB UAM® T, GKT, Ca2+T
CepoTOHUH 5-HT, ULAM® i
5-HT2 IP3/DAG
5-HT3 Nvranp-ynpaBnsemblii KaTUOHHbIA KaHan
5-HT4 7 ULAMOT
JotamuH D, LAMOT
UAM® i
HopagpeHanuH ai IPj/DAG
ALpeHaIMH a2 ULAM® t, GKT, Caz+t
PpP2 LAM® t
Onvonapl M UAM® i, GKT
K Caz+1



Tvnbl aueTUAXOSIMHOBHbLIX CUHANCOB

Cpeaun CMHancoBC XMMUYECKUM MeXaHU3MOM nepe-
Jayn 3NeKTPMYECKOro curHana oco6oe mMecto 3aHu-
MaeT TaK Ha3blBaeMblii XONIMHEPTMYECKUIA CMHANC, Y
KOToporo meguatopom cnyxmut ALX. OcobeHHOCTb
3TUX CMHANCOB 3aKN0YaeTCAa B TOM, YTO B OpraHusme
NPUCYTCTBYIOT ABe WX Tpynnbl, nogpasgenstoLine-
cs no Tomy Tmny ALLX-peuenTopa, KOTOpPbIA Mpu-
CYTCTBYeT Ha MOCTCUMHANTM4YECKOn MembpaHe. 3TO
AL X-peuenTtopbl, YyBCTBUTESIbHbIE JOMNO/HUTENBHO
K HUKOTUHY (HAL,X-peuenTop ¥, COOTBETCTBEHHO,
HALLX cuHanc), n ALLX-peuenTopbl, YyBCTBUTENb-
Hble LONONHUTENbHO K MyCcKapuHy (MAL X-peuenTtop
N, coOOTBeTCTBEHHO, MALLX cuHanc). ALUX cuHan-
Cbl C HUKOTMHOBBLIM AL X-peuentopom fBNAKTCA
MOHOTPOMHbLIMK, a ALLX cuHanCbl C MyCKapUHOBbLIM
ALLX-peuentopomMm — mMeTaboTPONHbLIMU.

Ha npumepe noHoTponHoro ALLX cuHanca u MmeTa-
6oTponHoro ALLX cumHanca pacCMOTPUM MeXaHWU3M
NpoBeAeHUs 3NeKTPUYECKOTO CUTHANA.

B npoTMBONO/IOXXHOCTb CUHANCY C WOHOTPOMHAaMm
peuentopom (puc. 3-11 A), B KOTOPOM TpaHCMuUTTep
HEenocpeLCTBEHHO OTKPbIBAET UOHHbIN KaHan, y MeTa-
60TPONHbLIX PeLenTopoB ecTb APYrue peLenTopHble
6enkun, KOTopble He ABNAKTCA WOHHLIMW KaHanamu
(puc. 3-11 b).

BrvoHoTponHoOM HukoTMHOBOM ALLX cuHance pse
mMonekynbl cBo6ogHoro ALLX cBs3biBalOTCA C peuen-
TOpPHbIM 6enKOM, NpeAcTaBAAlOW MM COBOl OAHY M3
CTPYKTYP WOHHOTO KaHana, 4TO Bbl3blBaeT CABUT
3apafa BHYTPU MakKpOMOEKYynbl peuenTopa U Kak
CneAcTBMe annocTepuyeckoe M3MeHeHue ero GopMbl
n hopMbl caMoro KaHana. LleHTpanbHbIA KaHan pac-
WmnpseTcs, ero BHYTPEHHWI fuameTp CTaHOBMUTCS
npuénn3nTenbHo paBHbiM 0,65 HM. Bnarogapa aTomy
LeHTpanbHbIA KaHan CTAaHOBUTCA MPOHWLLAEMbIM
4N MOHOB HaTpua. OgHaKo ANA aHWOHOB KaHan He
NPOXOAMM WN3-3a UMEKLWNXCA Ha BHYTPEHHUX CTEH-
Kax 3apagoB. KopoTko: aktuBaumsa HALLX-kaHana

Bbl3bIBaeT MPOBOAMMOCTb MOCTCUHANTNYECKON MeM
6paHbl 4na KaTMOHOB, Aenonspu3aLunio nocTcuHan-
TUYeCcKol MembpaHbl, (hopMMUpOBaHME MOTeHLUMaa
W, B UTOre, COKpalLeHne MblLLbl.

B meTab0oTponHom MyckapunHoBom ALLX cnHance ALk
peLenTopoM CAYXWUT 6ef0K, KOTOpbl He SBseTca
WOHHbIM KaHanoM. OH WHTepeceH B 3BOMHOLVIOHHOM
acnekTe, NOCKONibKYy o061agaeT 6OMbLINM  vmnuec-
KWM CXOLCTBOM CO CBETOUYBCTBUTE/IbHbBIM 1L UMEHTOM
pOLONCUHOM, a- W P- afPEHEPTUYECKUMU W ApyruMmn
peuentopamMmu. VoOHHbIe KaHanbl, Heo6xoAuMble s
BO3HWKHOBEHWA MOTEHLMANa Ha nocTcuHanTuyec*
KOV MembpaHe, OTKpPbIBAOTCA TaM TO/IbKO Jiarodaps
npoueccam, ornpegensdeMblM BTOPUYHBLIMW nocpes;
HuKamu. Kak TONbKO TPaHCMUTTEpP CBA3bIBAETCSH c
peuenTopoM, G-6eM10K, UMEO LU TPY CyObEANHILbI,
obpasyeT ¢ peuentopom Komnnekc. AP, ceasaHHbIl
¢ G-6enkom, 3ameHseTca Ha TP TMpu 3tom obpasy-
eTCs aKTUBMPOBaHHbIN G-6enoK, coctosAwnii us Mo
N a-cy6befnHULbI, KOTOPbIA OTKPbIBAET Ka/mMesbiM
WOHHBIA KaHan. JTOT MpuUMep AEMOHCTPMPYET, 4o
aroHUCT runepnonspusosan Hbl NOCTCUHANTUYECKYHO
KNeTKy, W, 3Ha4yuT, 3aTOPMO3UN Bbl €€ aKTUBHOCTb

Y BTOPUYHBIX MECCEeHAXEPOB eCTb MHOIO BO3MOX-
HOCTEe AN OCYLLeCTBAEHUSA BAMAHUS HA vOHHbe
KaHafbl. C MOMOLbIO Pa3/IMYHbIX BTOPUYHBIX MEC-
CEHXXEepPOB OnpefefieHHble WOHHbIE KaHanbl MOyT
OTKpPbIBATbCA WM 3aKpblBaTbCA. Hapapy c onmcaH-
HbIM MEXaHW3MOM OTKPbITUA KaHajla C nomoLsio
aKTUBMPOBAHHOW a-CybbeanHULbl G-6enka y MHo-
rMX CUHaMncoB npu nomolum F'Td MOXKET TaKxKe akin-
BMPOBATbCH pP- NY-CYyObegMHULbI, Hanpumep, B oL
Le. BApyrnx metaboTpPOMHbIX CUHAMCAX MOTYT Uparb
posib Apyrvie BTOPUYHbIE MECCEHKEPbI. Tak, NOHH
KaHanbl MOryT OTKPbIBaTbCA C NOMOLW b0 LAMPD/1P3
NN C NOMOLLbI DOCHOPUNUPOBAHUSA MPOTEUHKUHA-
3bl C. 3TOT npouecc Takxke 3anyckaetca G-Gerkow,
KOTOpbIA akTuBupyeT ochonmnasy C, 4To BemeT K
obpasoBaHuio 1P3 [ ONOAHUTENbHO yBenMuMBaeTcs
o6pasoBaHne DAG 1 NpoOTENHKWNHA3LI.
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VIOHOTPOMHbIA HUKOTUHOBbI
XO/IMHEPTNYECKNIA CUHaNC

Ha npumepe WOHOTPOMHOIO HUKOTWMHOBOTO
XONWHEPTMYECKOro cuHanca pacCMOTPUM aueTun-
XOMMMHOBYIO Mepejayy € yyacTUeM WOHOTPOMHOrO
HALX-peuenTtopa. /Tak, B 3TOM CMHaNce B Ka4yecT-
Be TpaHCMMUTTepa 13 Be3nKyn BblbpacbiBaeTcs ALLX,
W TaKOM CUHAMNC Ha3blBAeTCA XOJAUHEPTUYEeCKUM
HUKOTUMHOBbLIM CUHancom. [lpumepom XoNuUHep-
rMYEeCKOro cuHanca ABASETCA HEPBHO-MblLLEYHbIN
cuHanc.

B nocTcMHanTu4yeckoin membpaHe BblAeNsOT Tak
Ha3blBaeMyl Ccy6CMHANTUUYECKYy MeM6paHHYIo
30HY HENnoCpeACTBEHHOrO0 KOHTaKTa MpecuHanTu-
YyecKoil memb6paHbl C MeMOpaHO/W NOCTCUHANTK-
4YecKoi KNeTKM, KOTOPYH MHaye Ha3blBalT aKTUB-
HOW 30HOW CUMHAMNCOB, rAe HaxoAATca MPOTEwHbI,
CBfA3blBAKOLWMECA C MOJMEKYy/aMW TPaHCMUTTEpPaA W
No3TOMY HasblBarowWwueca peuentopamun. ObpatuTe
BHMMaHWe, 4TO CyLLeCTBYeT ABa MOHATUA, 3a/i0-
XEeHHble BTEPMUH «peLenTop». BogHoM cnyyae noj
TEPMWHOM «peLenTop» NojgpasymMeBalOTCS HEpPBHble
OKOHYaHMA 4YYBCTBUTE/bLHOrO HelpoHa, uan cne-
Lnanm3npoBaHHble HEPBHble KJ/IETKW, HO B APYrom
cnyyae 3710 6eNKOBble CTPYKTYpbl, BCTPOEHHble B
MeMOpaHy, KOTOpble MMEKT MecTa CBA3W ANA CUT-
HaNbHbIX MOMEKY/, HANPUMepP TOPMOHbI, TPDAHCMUT-
Tepbl U T.4.

PeuenTopHblli  6enok ana  HALX- euermopa
COCTOMT M3 5 cyb6befuHWL, BMeCTe 06pasytoLLmxX
MOPY — WOHHbIA KaHan, MPOHMU3bIBALWNA KIETO4+
Hyl0 Mem6bpaHy. KaxAblll M3 TakuX KaHanoB MMeET
HaxoguTbCAd B [ABYX COCTOAHUAX — OTKPbITOM WU
3aKpPbITOM. B OTKPbLITOM COCTOAHMW KaHasbl WMVBOT
CTPOro OnpefefieHHy MPOHULAEMOCTb ANIf VOHB.
bonblwein YacTbto 3TOT KaHan 3akpblT. Ho ecnm ge
mMonekynbsl ALLX cBA3bIBalOTCA C peLenTopom, To BB
HVWKaeT CABUT 3apAfa BHYTPU MakpOMOJIEKY/bI U KK
CnefcTBME aNiloCTepPUYecKoe N3MeHeHue ero qopvbl
LleHTpaNbHbI KaHan pacwupseTcsa, W ero BHyT-
pPeHHUI AuamMeTp CTaHOBMTCS NPUBNU3NTENBHO [BB-
HbiM 0,65 HM. Bnarogaps aToOMy LeHTpanbHbIl KaHan
CTAaHOBUTCA MNPOXOAMMbLIM [/ KaTUOHOB HaTpus U
Kanua. OfHaKo /19 aHMOHOB KaHas Hernpoxoanm 18-
33 UMEIOLLNXCA Ha BHYTPEHHUX CTeHKaX 3apsaos.

B HOpManbHOM COCTOSIHUW pPeLenTopbl ANs TPaHC-
MWUTTEPOB HAXOAATCA TONILKO B o06nactu cybovHa-
NTUYECKOW MeMbpaHbl. OTO OTHOCUTCA TaKie
M K HEPBHO-MbIWEYHOMY cuHancy. OpHako, >XOH
AL X-peuenTopbl HaxoAATcA  NpPeUMyLLECTBEHHO
B cybcMHanTuyeckolh membpaHe, KpaiHe HOOb-
LIOe UX KOMMYECTBO BCTPEYAeTCA M Ha MOBEPXHOCTU
MbIlLIEYHON KneTku. Ho ecnu aBuratenbHblli HB
Hanpumep, M3-3a paHeHWs pasopBaH WIM WBHO
noepexgeH, To ALLX-peuenTopbl 06pa3yroTcs Ha BEA
MOBEPXHOCTU MbILIEYHOW KNETKU; MblLULLA CTAHOBAT-
cA rmnepyyscTBUTENbHA K ALLX.
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nyTamaTHbI cUHanc

MHoOrme coefuMHeHUs WUCNOMb3YTCA B CMHamncax
KaK TpaHCMUTTepbl. Hanpumep, rnytamar B MoO3re
CNYXUT BaXHEWW UM TPaHCMUTTEPOM ANS BO3OYXK-
JakLmnx cmHancoB. CuHancbl, KOTOPbIe UCMNOMb3YIOT
B KayecTBe TpaHCMUTTepa raytamar, HaxoaaTca npu-
6113nTenbHO Ha 50% HelipoHoB LUHC. OHK Hanbonee
pacnpocTpaHeHbl B nepegHeM mo3sre (telencephalon) u
runnokamne. FnytamaTHble CUHAMNCbl 06pasyloT BaX-
Helllne BO36YXAatoLMe BXOAbl CUCTEM MO3ra K Kope
6onbworo mosra. Takum obpasom, raytamat npej-
cTaBnsfeT co60i BaxHeWwwnin TpaHcmuttep LIHC.
VIMEHHO MO3TOMY, Hampumep, B KayecTBe CpeacTsa
ONA HapKo3a NPUMeHSAIT papMakofornyeckuii npe-
napat KeTamMuWH, NpeAcTaBAAlOWMA co6Oi aHTaro-
HUCT rnytamara.

OcBob6oxfaeHue raytamara NpoUMCXOAUT B 3aBUCK-
MOCTW OT KOHUEHTpauum noHos Ca2+ B npecuHanTu-
yeckoli obnactu. OfHaKO 3aBeplUeHMe CMHanTuyec-
KOr0 rnepeHoca OCYLLeCTBNAETCA HE MOCPEACTBOM €ero
(hepMeHTaTUBHOI0 paspyLleHns B CMHANTUYeCKOMN
Wwenu, a No MexaHW3My o6paTHOro 3axsaTa TpaHc-
MUTTEepa NPecCMHanTUYEeCKUM HEPBHbIM OKOHYaHWEM.
Kpome Toro, B 3TOM Mpouecce y4yacTBYeT acTporaus.

FnyTamaT npsAMO OTKpbIBaeT Hecneuupuueckuii
MOHHbLIN KaHan Ans KaTWOHOB. CyuiecTByeT, no
KpaWiHeli Mepe, TPU OCHOBHbIX TWUNa MOCTCUMHANTU-
YeCKUX PeLenTopoB, Y KaXAOro u3 KOTOPbIX MHOFO
nogtunos. OHM pa3nMyaldTCs N0 CBOEA Cnoco6-
HOCTU CBA3bIBATbLCA C 3K30TEHHbIMW aroHUCTamu.
K aTum peuentopaMm OTHOCATCA WOHOTPOMHbIe pe-
LenTopbl — AWraHA-ynpaBnsemMble KaTUOHHble KaHa-
nel — NMDA (IM-meTtun-O-acnaptaT), AMPA (a-amu-
HO-3-TMAPOKCK-5-MeTUN-4-N30KCa301-NMPOMNMOHOBAA
Kucnota) u metaboTponHbli mGIuR, 5 peiicTeue
KOTOpOro ocyuiectensetcs yepes IP3/DAG.

Ha pucyHke 3-13 nokasaHo, 4YTO 0OCBO6GOX[eH-
Hbili M3 npecuHanTuyeckoi obnactum rayTamar
napanfnenbHO akTMBMPYeT ABa peLenTopa nocT-
CMHaNTU4Yeckolk Mem6bpaHbl — MWOHOTPONHLIN
AUTaHA-ynNpaBAsgeMblii  peuenTop, cayXauwwuii
KaTUOHHbIM KaHanom AMPA, n MeTaboTpPOMHbLIN
peyentop mGIuRIS5 Peuentop mGIuR,_5 akTu-
Bupyet ¢ochonmnasy C, koTopas pacuiennset
ocatngunuHosnton-4,5-gugpochar Ha DAG

n 1P3. 1P3 BbI3biBaeT BbICBOCBOOOXAeHNe Caz+io
3HAoMnasmMaTnyeckoro petukynyma. Kpome Toro,
Ca2+ noctynaeT 4epe3 noOTeHUWan-ynpasnsemble
KaHanbl MembpaHbl KNETKWU, YTO NPUBOAUT He TO/b-
KO K YBE/NIMYEHUI ero YpPOBHHA, HO W axkTusauum
BbICBOOOXAEHUA W3 3HAONIa3MaTUYeCKOro pem
Kynyma. [lloBbiweHne ypoBHA Caz+ n nossneHve
DAG COBMECTHO aKTUBUPYIOT npoTenHKuHasyC.
KoTopasi MeHsieT cBolicTBa AMPA, npui oas K Boz-
HUKHOBEHUIO 3(heKTa LONTOBPEMEHHOW penpecci
(Long-Term depression — LTD).

Mpouecc KaXXA0ro CMHaNTUYeCcKOro rnepeHoca oot
XeH O6bICTPO 3aKaH4YMBaTbCHA, B MPOTMBHOM Cyuae
OTBET He BO3HMWKaN 6bl NO4 BAUSHUEM BHOBb MOCTY-
narvuwmx CUrHanoB u Habnwpgancsa 6bl 650K genons-
pusauun. OpraHuM3m obnagaetr MHOTMMK Criocobamm
npekpaweHMs CUHANTUYeCcKOro Toka. B kayectse
NnepBoro MOXHO Ha3BaTb [eCeHCUTU3auui, Te
YMeHbLUEHNe YyBCTBUTENbHOCTW peLenTopa K 6omb-
WNM KOHLEeHTpaunam TpaHCMUTTepa, HanpuMep
B pesynbTaTe [AAMTENbHOW CMHaNTU4YecKOl aKTuB-
HOCTU. BaTom cnydyae, HECMOTPA Ha HenpepbiBHOE
CBA3bIBAHUE TpaHCMUTTepa C peLenTopoM, KOHGop-
Mauuns KaHanoobpasytouiero 6eska MeHSAeTCH TaK,
YTO KaHa/ CTAHOBUTCHA HENPOHMWLAEMbIM AN VOHOB.
Mpn 3TOM CMHANTUYECKUIA TOK MpekpawaeTcs, u
npowecc nepeHoca 3akaHuymBaeTtcs. [eceHcUTU3aLms
Hanmbosee 4acTo OCYLLECTBAAET ObICTPble MeXaHu3-
Mbl YMEHbLIEHNA YYBCTBUTE/IbLHOCTW peLenTopa.
Y 60/bLINHCTBA CUHAMCOB AeCEeHCUTU3aLmns pelert
TOpa MOXEeT, 04HaKo, ANUTbCA MUHYThI, A0 Tex mp
nokKa KaHal PeKOH(UTypupyeTca W CTaHET BHBb
BO36YAUMBIM.

UTobbl M30exaTb ANUTENbHOW [eceHcUTUsaLmm
eCTb Apyrue BO3MOXHOCTW MpeKpalieHus JeicTeus
TpaHCMUTTepa. TpaHCMUTTEP MOXET 6bITb LWG06LIC
TPO XMMWYECKU pacliensieH Ha HeaKTUBHbIE KM
MOHEHTbI, NM60 yAaneH M3 CUHaANTUYECKON L
nyTemM BbICOKOCENEKTMBHOI0 06paTHOro 3axsata B
npecuHanTnyeckoe okoH4YaHue. B LUHC kneTkn nm
MOrYT TaKXXe 3aXBaTblBaTb TPAHCMUTTeP. KpomeToro,
Ha BO36GYXAaloWMX rayTamaTeprnyeckmux CuHarcax
CMHanTM4yeckaa 061acTb NOTHO NOKPbITA OTPOCTKA-
My acTpounToB. Kakoli M3 MHAKTUBMPYHOLLIMX MB@
HW3MOB MrpaeT BCMHANCe 60/bLLIYIO POb, 3aBUCUTOT
Thna cuHanca.
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docopunmpoBaHmne
n gedoccopunrpoBaHme
B r/lyTaMaTHOM CuHarce

FnyTaMaTHbIA CUMHANC COAEPXUT Ha NOCTCUHANTU-
Yyeckoli memb6paHe ABa TMNa MOHOTPOMHbLIX peLenTo-
poB. K HUM OTHOCATCA NUraHA-ynpaBnsaemble KaTu-
OHHble KaHanbl — NMDA un AMPA. T[lepBblii TWN
peuentopa Ha3gaH NMDA-peuenTopoM, NOCKONbKY C
HUM cBA3biBaeTca NMDA. K gpyromy Tuny oTHOCUT-
cs AMPA-peuenTop, cBssbiBatowuiica c AMPA.

Ha pucyHke 3-14 A nokasaHO, 4YTO OCBOGOXAEH-
Hbil M3 MNpecMHanTU4Yeckol obnacTu raytamart
napanfieNbHO akTUBUPYET Ba MOHOTPOMHbIX pPeLen-
TOopa — NUraHA-ynpasnfembiX KaHana nocTtcuHan-
TWYeCcKOli Mem6paHbl, ABAAOLWUXCA KaTUOHHbIMYU
kaHanamun AMPA un NMDA. Yepe3 KaTUOHHbIN
KaHan AMPA B nocTcuMHanTMyecky o6nactb BXO-
LAT MoHbl Na+, KoTopble 4enonapusyT NocTcuHan-
Tnyecky membpaHy. Botanune ot AMPA, NMDA-
KaHa/ll OTKpbliBaeTcd, ecinM mnocTCUHanTuyeckas
mMembpaHa flocTaTOYHO fenonspusoBaHa. Yepes aToT
KaHan B NOCTCUMHANTUYecKyl 06nacTb NOCTynawT
n noHel Na+ n Ca2+ Bxof Ca2+ B KNeTkKy npuso-
OVT K akTuBauuum npotenHknHasol C. MapannenbHo
Ca2+ cBA3bIBaeTCA B KOMMAEKC C KalbMOAYNUHOM
n akTmBupyetr Caz2HkanbmofynuH kKuHasy 11. O6a
3TUX npouecca HanpasneHbl Ha ochopuanposa-
HUWe cuHanTuyeckux 6enkoB. Butore 3anyckaeT-
CA npouecc BBeAeHUA [AO0MNONHUTeNbHbIX AMPA-
peLenTopoB B MOCTCMHANTMYECKYDO MeMbpaHy, Kak
3TO NOKa3aHO Ha PUCYHKe, KOTOpbIi cnoco6CcTByeT
ANMNTENbHOMY MOTEHUWPOBaHUID — [O/ITOBPEMEH-
HOMY CUHaNTM4YecKoMy MnoTeHuupoBaHuto (Long-Term
potentiation —LTP).

Ho upe3mepHoe B036yXxgeHne MHorux NMDA
CMHancoB MOXeT TakXe HeobpaTuMO MOBPEAUTH
nocTcMHanTU4Yeckne KneTku (Tak HasblBaeMas sKcai-
TOTOKCUYHOCTb — LMTOTOKCUMYHOCTb, CBOWCTBEHHas
BO30yXXJaloLWMM HelipoTpaHCMUTTepam, Hanpumep,

rnytamaty W acnaprarty), 4to, Mo-BMAMMOMY, OCY-
WwecTBAsfeTCA NpU AeACTBMM 3HAYUTENbHOMO BXOAf-
wero Toka MoHoB Ca2+. O4YeBUAHO, [eceHcMTU3auus
HacTynaeT Ha peuenTopax 3TOro TUMa OYeHb MeL/ieH-
HO. DKCANTOTOKCMYHOCTb YCUINBAET MHOIME HeBpo-
norunyeckne 3abonesaHus, Takue, KaK HapylleHue
cnyxa, TeyeHne 60ne3HN Anblreimepa unm Hacneac-
TBEHHbIe MOBPEXAeHWSA, Bbl3BaHHbIe MEPBUYHOI
FMMNOKCUEN.

Ha pucyHke 3-14 B, Kak W Ha npefbigyLiem,
nokKasaHo, 4YTO rNyTamMaTHbIA CUMHANC COAEPXKMUT H
NOCTCUHaNTMYeCKOW MembpaHe ABa TWMa MOHOT-
ponHbIX peuenTopoB. K HWM OTHOCATCA NuMraHg-
ynpasnaeM ble KaTUOH Hble Ka Hanbl—N M DAnAMPA
Ho Ha 3TOM pWCYyHKe NPOLEMOHCTPUPOBAH Mpo-
TUBOMOMOXHbIA 3 PeKT— He BCTaBKa AOMOHM-
TenbHbIX AMPA-peuenTopoB B MOCTCUHaNTK-
Yyeckylo Memb6bpaHy, a HaobopoT, WHTepHanu3aums
AMPA-peLenTopoB M3 NOCTCMHANTUYECKOW MeMO-
paHbl. HM3KOaMNAUTYAHbIA NOAbEM KOHLEHTpauum
Ca2+B K/leTKe aKTUBMPYET NpoTenHgpochartasy, Haxo-
AAwyocs B NOCTCUHANTUYECKOW 30He. 3TO BT
K gehocthopnnnpoBaHno CUHaANTUYECKUX OenkoB
M TeM cambiM K WHTepHanusauun AMPA-peuento-
poB M3 MOCTCMHaNTUYECKOW MemMOpaHbl, YyMeHbLLas
BO3MOXHOCTb CBfA3biBaHMA ¢ AM PA-peuentopam
ocsoboauslueroca rnytamata. bnarogaps stom\
MeXaHW3My BO3MOXHO YMEHbLUEHWNE CUHAMTUYECKOI
aKTUBHOCTMW [ONITOBPEMEHHAs CMHaNTUYecKas Jenpec-
cus (Long-Term depression — LTD).

Ha MHOrMxX onMcaHHbIX CUMHANcax BMECTO IyTava-
Ta Haxoautca acnaprtaT. Yacto Ha NMDA-peuenTto-
pax ranuuuH ABNAETCA KOTPAHCMUTTEPOM. KeTamuH.
NPpUMEHSAEMbIA AN HapKo3a, MNpeAcTaBseT cooon
HEKOHKYpPeHTHbIi 6nokatop NM D A -peLenTopos.
N3 cnHanTuyeckon wenu raytamat yganseTcs /uoo
nocpeAcTBOM 06paTHOro 3axBaTa B MpecuHanTuuec-
Kyto 06nacTb, NM60 B KNETKN rNun. Hapagy ¢ voHoT-
pPONHbLIMU peuenTopamy K raytamaTy CyLIecTByer
ele pag MeTaboTPOMHbIX rNyTaMaTHbIX PeLernTopoB

Puc. 3-14. 'nytamaT M MexaHu3Mm paboTbl cuMHamnca C 3aTUM TPAHCMUTTEPOM 4Yepe3 WMOHOTPOMHbIE PeLerTopbl
(nuraHpynpasnsiemble KaTMOHHble KaHanbl) NMDA 1 AMPA, HanpaBieHHbI Ka gochopunmposarHve A
unn gedochopunnposanne (b) cmHanTuyeckux 6e/KOB M BCTaBKY AOMONHUTENbHbBIX AMPA-peLienTopos B

NOCTCMHANTMUYECKY0 MeMOpaHy
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MexaHn3m A0/1T0BPeEMEHHOW
noTteHymnaumn n AoNroBpeMeHHOMN
CUHaNTU4YeCKon aenpeccun

Ha pucyHke 3-15 nokasaHbl NyTu, NMpuBOAALMNE K
noBblWeHNI0 ypoBHA LAM® u akTuBauun ULAM®-
3aBucumon MKA. AKTuBaums (epMeHTaTUBHOM
aKTUBHOCTU UAM®-3aBUCMOI MNPOTEUHKMHA3bI
[JOMKHa BOBNEKaTb OTAeNeHue pPerynaTopHbiX cyOb-
eAVHNL, OT KOMMJieKca. 3Ta aKTmBauusg Npoucxoaut
B MNPUCYTCTBMM MUKPOMONAPHbIX KOHLEHTpaLmnii
UAM®. Kaxgaa perynatopHas cy6befuHMLa CBA3bI-
BaeT [iBe ero mosekynbl. CeA3biBaHne LAM® nHayun-
pyeT KOHPOPMaLMOHHbIE U3MEHEHUSA B PETyNATOPHbIX
cyb6beanHMLaxX U CHUXAET aDUHHOCTb UX CBA3bIBAHMUA
C KaTanuTuyeckumm cybbegmHuuamu. B pesynbTaTe
3TOr0 perynatopHble CcyObeAnHUUbI OTAENATCS
OT KaTa/MTUYECKUX CcybbefnHUL, W KaTaiuTuyec-
Kne cybbeAuHULbl CTAHOBATCA aKTUBUPOBAHHbLIMU.
Katanutunuyeckne egmHuubl MKA nonagalwT B a4p0
K/TIeTKN 1 3anyCKalT NpoLecc TpaHCKPUNLMN.

Ha pucyHkKe noka3aHO, 4YTO OCBOOOX[EHHbIN 18
npecUHanTUYeCcKOn obnacTm rayTamaT akTvBupyeT
WOHOTPOMNHbLIA peLenTop — AUraHg-ynpasaseMbilii
KaHan nocTCMHanTU4YecKoin membpaHbl, ABNAIOLWMIA-
cA KaTuoHHbIM KaHanom NMDA. Bxog Ca2+B KeT-
Ky NPpMBOAUT K CBA3bIBaHUO Ca2+ C KaibMoay/n-
HOM, W 3TOT KOMM/EKC aKTUBUPYET MPOTENHKNHA3bI.
ApeHunatyuknasa nepesogut AT® B LAM®, v
npueoauT K aktmsauum TTKA. AKTuBauua KA
BCNeACTBME CBA3bIBAHUA YeTbipex Mofnekyn UAVD
BbI3bIBAET KOH(OPMaLUOHHbIE U3MEHEHUA B peryns-
TOPHbIX Cy6beAnHMLAaX U CHMXKAET adhMHHOCTb WX
CBA3bIBAHUSA C KaTaIMTUYECKUMU CYyObeAMHULAMM, A
TaKXe MPUBOAUT K OTAENEHUNIO PErynaTOPHbIX Cybb-
eAVHNL, OT KaTaNuTU4ecKnx. [lanee KaTtaMTUYECKUe
efVHULbI MPOHWUKAIOT B A4PO

JonrospemeHHas noTteHuuauma  (Long-Term
potentiation — LTP) ocyuwecTBiserca 4epe3 Mo
TEMHKWHa3yA, aKTUBUPYIOLWY Perynsartop TpaHc-
Kpununn CREB— c/IMP response element binding
protein.

Puc. 3-15. MexaHu3mbl, onpefensiroLline KpaTKOBPEMEHHbIE N LONTOBPEMEHHbIE WU3MEHEHUA B CYHaMNTUYECKOM

nepegaye



KpaTKoBpeMeHHbIE U3MEHEHUSI JlonroBpemMeHHble M3MEHeHS

MpoTenHKnHasa A



Peuentopbl NMDA n AMPA onpegenatoTt
paboTy rniyramarHoro cumHarica

HekoTopble M3 rayTaMaTHbIX CUHaMNcoB, CHab-
)XE€HHble MOHOTPOMHbLIMUK peuenTopamn — NUTAHA-
ynpaBnaeMbIMW KaTUOHHbIMKU KaHanamn — NMDA
n AMPA — o6nagaloT, Mo CpaBHEHWUK C 0ObIY-
HbIMW CWUHancamu, LOMNONHUTENbHbLIM NO60ONbIT-
HbIM MeXaHu3MoM. VMloHbl Mg2+ KOTOpble HaxoaAaTca
BO BHEK/ETOYHOM >XWAKOCTW, OKasblBaldT Ha HUX
BIMAHNE B KauyecTBe HEKOHKYPEHTHOro 61okatopa,

BbIK/HOYAsA CONPAXEHHbIA C 3TUM PeLenToOpoOM WoH-
HbIl KaHan. TakuM 06pa3om, 0CBOBGOXKAEHME TpaHC-
MUTTEPa U cBA3biBaHWe ero ¢ NMDA-kaHanom
npuBoAMT K 3ddekTy. Ecnm noteHuman wembpa-
Hbl MOCTCUMHANTW4YeCcKOl KneTKM 6Gnarojaps BO3-
6yXparowmm cuHancam, umerowmm AMPA-KaHan,
COBCEM HEMHOrO [enofapusyeTtcs, TO CBA3bIBaHVe
Mg2+ ymeHbliaeTcs. Mocne atoro Mg2+ ocBo6oxaa-
€T MOHHbIW KaHan, U MOHbl HaTPUA MOTYT MPOHMKATb
B KNETKY, Bbl3blBas, TaKUM 06pa3oM, CU/bHYO Aerno-
napusauunio.

Puc. 3-16. MoTeHuManbl, BO3HWKAKOLWME Ha MOCTCUHANTUYECKOM MeMbpaHe r/lyTaMaTHOFO CUHarca, KoTopbie
onpeAensoTcs paboToli MOHOTPOMHbIX PELEenTOPOB— UraHAYNpaBfseMbliX KaTUOHHbLIX KaHasoB -

NMDA n AMPA.

A —noTeHumansl, reHepupyemblie AMPAB ycnoeusax 61okagbl noHamm Mg2+4NMDA 1 cyMMapHblii noTeHuman. Vol
Ma2+ HEKOHKYPEHTHO 6M0KMPYHOT MOHHBIM KaHan NMDA. Tak 4To gaxe nocne cBA3blBaHWA rnyTaMara OHHbIATOK
He MOXeT Teub. b — ecnu nepef 3TM BO36YXAAKOLWMIA rNyTaMaTHbIA CUHANC Ha KNeTKe CNnerka paTtkoppeMeHHO
npesgenonapusosatb (CMeCTUTb NOTeHLMan MembpaHbl B 60/1ee NONOXNUTENbHYIO 06/1aCTb), TO NOHbI Mgzt He ovo-
ryT 6onble 6bITb cBSA3aHHbIMU ¢ NMDA-KaHanamu. bnok Mgz+cHumMaeTtcs, U MoHbl Na+un Ca2+ MOryT YCTPeMUTLCA
B KNETKY. VIoHbl Ca2+ MOTryT MCMONb30BaThCA B KAYeCTBE BHYTPUKIETOYHOrO0 BTOPUYHOTO MECCeH/Xepa 1 perynu-

poBaTh AanbHeiWw e nNpoLecchl
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MHOrne TOPMO3Hble WHTEPHEWPOHbI, NPUCYTCTBY-
lowme npakTuyeckmn Bo Bcex otgenax LIHC, n akCoHbI
KNeToK MypKMHbE MO3XeUKa BbIOpacbiBalOT B KAYECTBE
TpaHCMUTTepa y-aMuHomacnsHyw kucnoty (FTAMK,
GABA: y-Aminobutyric acid). TAMK oka3biBaeT TOp-
MO3HOE€ felicTBUe Ha NOCTCUHaNTUYeCKne CTPYKTYpbI.
CyluecTByeT N0 MeHblUel Mepe ABa pasMyHbIX NOCT-
CMHANTMYeCKMX MexaHu3ma, 3anyckatouwmxca 6na-
rogapsa pasnndHbim peuentopam (FAMKA FTAMIN ¢
0fHON cTOpOHbl; TAMKBC Apyroi CTOpOHbI).

FTAMKa-u TAM”-peuenTopbl HeNnocpeCTBEHHO
OTKPbIBAKOT KaHanbl gngd noHos Cl_, 4yTo NpuUBOAUT
K nosasneHuto Bxopauero Cl“-toka U TeM caMbiM K
runepnonsapusaumn B Buge TICI. Bbap6utypatsbl
(npenapaTbl, NpUMeHseMble AN Hapko3a), CTepo-
MAOHbIE aHEeCTeTUKW W TpaHKBUAM3ATOPbl (ycnoka-
uBaloWwmne cpeactea) M3 knacca 6eH304Ma3enMHOB
(Hanpumep, Anasenam) YCWUAWBAKOT WMHIUOGUTOPHOE
pevictene FTAMKA-peuenTopoB. MexaHu3m ux gelic-
TBWA 3aK/N0YaeTCa B CBA3bIBAHUMN C BETKOM MOHHOTO
KaHana, KOTopblli y)xe B3aummogpeiictsyer ¢ FTAMK,
U Takmm o6pasom B ycuneHuun pgeincteus FAMK.

KaHan nocTpoeH M3 HECKONbKMUX cybbeanHuy. QuHa
M3 3aTux cybbveanHuy csasbiBaeT FAMK, mpyraa
MOXeT AOMONHUTENbHO CBA3aTb OEH304Ma3eNuH.
TpeTb — cBA3aTb 6apbuTypat u ewe ojHa —CB+
3aTb cTepoufi. B HacTtosuiee Bpems HeACHO, Kakve
nNpuUpoAHbIe BelecTBa (Hanpumep, HelpomogynaTo-
pbl) OKa3blBalOT AEeACTBME HA TaK Ha3blBaeMble GeH+
3041Ma3ennMHOBbIe NN 6apbuTypaTHble PeLenTopbl.
HasBaHHble CybbeanHMLbI MOTYT 06nagath pasmy-
HbIMU XUMWYECKUMMW CBOMCTBaAMMU, oOMNpeaensembl-
MU UX XUMWUYECKON CTPYKTYpPOR, 4TO 06ycnoBm-
BaeT pasfiMyHble (apmakonormyeckune 3shgeKTbi.
BUKYKYNNIMH® npeacTtaBnset co60iM KOHKYPEHTHbIN
6nokatop gnd TAMKg-, HO He gna TAMIN-peuen-
Topa. A4 NMUKPOTOKCWH, BbI3bIBAKOLWUNIA Cynopory,
ABNAETCA HEKOHKYPEHTHbIM 610KAaTOPOM, 3aKpbiBa-
lowmnm KaHan gna noHos C1_.

FTAMKB oTKpbIBalOT KaHaNbl And WMOHOB K+ noc-
peactBoM G-6enka. ATOHUCTOM CAYXMUT 6GakiogeH.
MpecuHanTnueckne MAMKB-peLenTopbl 3aKpbiBa-
10T KaHanbl Caz2+ 1 TOPpMO3SAT 0CBOGOXKAEHMe TpaHC-
muTTepa. [Oenctene TAMK npekpauwiaetcs myev
o6paTtHoro 3axsata [FAMK npecrHanTUyecKnm
OKOHYaHMEM W KJIeTKaMu riuu.

Puc. 3-17. y-AMUHOMACNAHAA KUC/0Ta Kak TPaHCMUTTeP B CUHAMce: pacLuensieHue, yaaneHne n obpaTHbIi 3axear
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AMWHOKMCNOTA FAUUUH BbINONHAET (YHKLUIO
TPAaHCMMUTTEpPa B TOPMO3HbIX CMHANcax W AeicTBy-
eT Kak HelipomoaynsaTop. MAUUMH BbINOMHSAET che-
UMUYECKMEe UHTUBUTOPHbIE 3a4aun. BONbLWIMHCTBO
KNeToK PeHLIOY, 4Yepe3 KOTOPble OCYLLecTBAsSETCS
TOPMOXEHWE a-MOTOHEWPOHOB CMWUHHOTO MO3ra,
BbICBOGOXAAOT TAULUUH. CTPUXHWUH SABNAETCA KOH-
KYPEHTHbIM aHTaroHMCTOM, U ero NpMMeHeHne nNpu-
BOAWT K Cyfioporam M3-3a OTCYTCTBUS TOPMOXEHUS

a-MOTOHeNpOoHOB. PeuenTopbl rAWLKUHA OTKPbB!
toT Cl_-KaHanbl, YTO CNOCOOCTBYET BO3HUKHOBEHU
TMNCr1. CuHanTu4yeckoe [elicTBUE 3aKaH4/BaeTe
C NOMOLLbIO MexaHu3Ma 06paTHOro 3axsaTa IMULH;

B LUHC ranumnH nrpaeTTakxXe v ponb Helipomogyn*
Topa, Hanpumep B runnokamne N M DA-peuentopb
onucaHHble paHee, WCMbITbIBAKT MOAYIMPYHOLLE
B/IMSAHWE CO CTOPOHbBI TANLNHA.

Ba)XHO 3amMeTUTb, YTO XOTA CUHAMCHl HasbiBaKT
CA MO HaMMEHOBAHWIKO WX TNABHOIO TpaHCMUTTeE
(Hanpumep, XONUHEPTUYECKNIA).

Puc. 3-18. MnunumH: pacliensnieHmne, yganeHue n o6paTHbI 3axBaT TpaHCMUTTepa



MpecunHanTnyeckas
TEPMUHaUTb

CepuH-TpaHCrnapoKcu- Cepun
MeTunnasa

BHYTpPUBE3VKYNSPHbIIA
TpaHcnopTep
IMMUMHOBbIE PeLEenTopbl

7

MocTcnHanTnyeckas kKneTtka



Okcupg asota (NO) — 3To napakpuHHbLIA Mean-
atop, Bblgensemblii 3HAOTENMNANbHbIMWU KNeTKaMu
N HEKOTOpPbIMMK HelipoHamu. BcneacTBme TOro, 4To
NO ObICTPO OKUCASETCA, ero 6M0N0rNYecKas Xn3Hb
ANNTCS BCEr0 HECKONbKO CeKyHA. o 3Tol npuunHe
NO BnuAeT TONbKO Ha KNeTKMW, Haxofawmecs B6au-
3M OT MecTa CBOero BbigeneHusa. NO ctumynupyet
pacTBOPUMYIO TyaHunatumknasy B KeTKax-muLle-
HAX W Tem CcaMbiM TMOBbIWAET B KNETKE MULIEHU
BHYTPWKNETOUYHYIO KOHLUEeHTpauuw urMae. 370, B
CBOIO ouepedb, cTumynupyet ulrMd-3aBucumylto
NPOTENHKNHA3Y.

OkKcunp a30Ta Nerko pacnpocTpaHaeTcsa nyTem and-
hy3Umn 1 MOXET MPUHUMATbL Ha ce6s YHKLUMN TpaHC-
MuTTepa. pu aTom, Hanpumep, NpecuHanTUyeckKne
npoLeccbl MOryT peryimpoBatbCcs C NOMOLbI0 06pat-
HOM cBA3W. BO3MOXHO, 3TOT BWUA MepeHoca MHGOp-
Mauum murpaet 6onbwyto ponb B LLHC. MexaHu3Mmbl
npekpawieHMa gelicTBnS NOAOOHLIX TPaHCMUTTEPOB

He MO3BONAKT BKAKUYNTbL UX B KNACCUYECKYIO CMHa-
NTUYECKYIO CXeMmy.

Oo6pasoBaHMe NO kaTanusupyetca NO-CuHTas0M
N 0S— Ca2+KanbMOyNNH-3aBUCUMbIM (DEPMEHTOM,
YCKOPAKLWMNM NpeBpaLLeHne apruHuHa B LATPYIMH
M NO. MNoBbIWeEHNE LNTO30/1bHOTO YpoBHA CaZd mpu-
BOAWT K yBEIMYEHUIO 06pa3oBaHuMa 1 BblgeneHns NO
NO ocBob6oXxjaeTcsi HepBHbIMW OKOHYAHUAMM e
HYNAPHbIX KNETOK MO3Xeuka W [eliCTByeT Ha nocT-
CUHanTuyeckne Knetkn TlypKuHbe MoKeuka. NO
BbI4ENAeTCA 3HLOTENNANbHBIMMW KNeTKaMWn Mog B
AHMEM aroHUCTOB TUMa aLeTU/IX0/InHa, NPUcoeamHe-
HMe KOTOPOro K MyCKapyHOBbIM PeLenTopam MosbILa-
eT BHYTPUKNETOUYHbIN ypoBeHb Ca2+ OcBOGOXAEHNME
NO sHpoTennanbHbIMU K/IeTKaMW BbI3bIBAET BaBO
annataynto B 6amsnexalimx Knetkax rnagkux Mol
cocygoB. Kpome TOro, NO CAYXWT O4HUM W13 HVi
pPOTPAHCMUTTEPOB, OCBOOGOXAAEMbIX HelipoHaMu
WHHEPBUPYIOLWNX KULWeYHUK. [eiicTBYA Ha [Maako
MbllLUEeYHbIe KNETKW XXenyL0oUYHO-KULEeYHOro TpakTi
N O nogaBnsfieT UX COKPaATUTENbHYH aKTUBHOCT.

Puc. 3-19. Okcug asota (NO) B KauecTBe TpaHCMUTTEPaA, 0CBO6GOXAAeEMOro HeipoHaMu



AKCOH

Besvikynbl
MpecnHanTnyeckan
g PeTporpagHasi
TEPMUHASIb HEPBHOA ndbchy3sna NO
KNeTku A

NMDA peuenTtop-

KaHan oA
FnytamaTta
Ca2 LUntpynnviH
CuHTtes NO
MaccnBHaA
MoteHuuyan- 3 Tetpa- andbcpysmna NO
ynpasfisgeMbIi 6
Ca2+kaHan MonTepyH
"HALPH
Caz' — »Caz+ KanbmopgynviH
Kanbmogynmu (KaM)
MocTcuHanTn4eckui Jeno Ca2

HelipoH



Bo36yxaaroLwmii NOCTCMHANTUYECKNA
noteHynan (BICII)

PaccmoTpum 3ToT BOMpoc Ha npumepe ALX.
B3aumogeiicteys ¢ peuentopom, Monekynbl ALLX
OTKpPbIBAKOT Hecneuutunyeckme MWOHHble KaHanbl B
MOCTCMHaNTUYeCKON MeMbpaHe KNeTKU Tak, 4To NOBbI-
LIaeTCA UX CNOCOBHOCTL K NPOBOAUMOCTM 414 OHOBa-
NEHTHbIX KaTuoHOB. CyLecTBYeT CUAbHaA ABMXKYLLan
cuna Ana Hatpus, n noHsl Na+ ycTpemMnsarTcsa BHYTPb
KNeTKu n genonapusytoT ee membpaHy. C gpyroi cto-
POHbI, KaHan MpoxXoAuMM W And MOoHOB K+, Ana KoTo-
PbIX COXpaHAeTCA He3HAUYUTENbHbIA 3NeKTPOXUMUYEC-
KW rpagneHT, HanpaBfeHHbIA U3 BHYTPUKNETOYHON
061acTn K BHEKNIETOYHON cpefe. Yepe3 NOCTCUHANTYU-
Yyeckyto MembpaHy OAHOBPEMEHHO MPOXOAAT U WOHbI
K\ Tem cambiM cfnerka npoTMBOAeRCTBYsA Aenonapu-
3auunun, 06ycnoBneHHOW BXOAALIMM TOKOM MOHOB Na+.
PaboTa onncaHHbIX KaHanoB BefeT K 6a30BOMY BXOAS-
LLeMy TOKY MOI0OXUTENbHbIX NOHOB W, ClefoBaTeflbHo,
K genonspusaumm NOCTCUHaNTUYECKO MeMb6paHbl,
KoTOopas Ha3biBaeTCcs MPUMEHUTE/IbHO K CUHancam
BICI. Ha KOHLeBON NNacTUHKe HEPBHO-MbILLIEYHO-
ro cuHanca BICI Ha3biBalOT TakXxe MNOTEHLManNoM
KOHL,EBON NNacTUHKK. TakK Kak y4yacTBYOLL/E NOHHbIE
TOKM 3aBUCAT OT PasHOCTM UX NOTeHUWana paBHOBE-
Cus 1 noTeHuuana memo6paHbl, TO NPWU YMEHbLIEHHOM
noTeHumnane nokos membpaHbl TOK MOHOB Na+ cTa-
HOBUTCS BCerfja MeHblle, a TOK MOHOB K+— 6onbLue.
MmeHHO nosTtomy amnantyga BI1CI1 ymeHbLiaetcs.

B mexaHusme reHepauuu BIICI yyacTBYOT U Apy-
rMe MOHHbIE KaHasbl C 4PYTMMU CBOWCTBAMM (IMTaHA-
ynpaBnsemMble, a He MNoTeHUWan-ynpabasemblie), U
NPOBOAVMOCTb TPAHCMUTTEP-YNpaBAfgeMblX KaHanos
(nuraHa-ynpaBnsembix) 3aBUCUT TOJIbKO OT KOuMYec-
TBa MOJIEKY/l TPAHCMUTTepa, CBA3aBLUMXCA C MONEKY-
namun peuentopa. Amnautyga BIICI nexut B gua-
nasoHe ot 100 uB go (B HekoTOpbIX cny4yasx) 10 mB.
B 3aBMcMMOCTM OT BMAa CMHanca, obwas npoaomKu-
TenbHOCTb BIMCI nexxut B gnanasoHe ot 540 100 mc.

Mpexzae Bcero, B 30He cuHanca o6pa3oBaBLUUIICA
nokanbHo BICIT pacnpocTpaHsaeTca NacCUBHO 3/1eKT-
POTOHWYECKUN NO BCeli NOCTCMHANTMUYECKO MembpaHe
KNeTKu. OTOT MpoLecc He NOJYMHAETCA 3aKOHY «BCe
AN Hu4yero». Ecnu 60nblwioe 4ncno Bo36yXxgarowmx

CUHaNcoB aKTUBUPYOTCA OQHOBPEMEHHO WAN MoHU
O/lHOBPEMEHHO, TO BO3HWKAET AB/leHWe TaK Hasblae-
MO cymMMaLuu, KOTOpOe peannsyeTcs B BUE BOHWK-
HoBeHust BMCI cyu,ecTBeHHO 60MbLUEN aMIMTYapl,
4UTO MOXET Aenonsipu3oBaTb MeMbpaHy BCeil noctcn-
HanTUYyeckKon KneTku. Ecnnm BennmumHa 3Toil fenons-
pusayun pfocturaet B 061acTM MOCTCMHANTUYECKON
MembpaHbl MOPOroBoro 3HavyeHus (10 MB unn 6o
LUe), TO HA aKCOHHOM XO/IMWKE HEPBHON KNeTKu Mot
HMEHOCHO OTKPbIBAOTCA MOTEHUMaN-ynpasfisemMble
No +-KaHanbl, N K/eTKa reHepupyeT MoTeHUuan Jeic-
TBWA, KOTOPbI MPOBOAMTCS BAONb aKCOHa. Boyuee
MOTOPHOM KOHLEBOW MNACTUHKU 3TO MPUBOAUT K
MblLLEYHOMY COKpauwieHunto. OT Hayana BIMCIT go oopa
30BaHUA NoTeHUMana AeiCTBAA MPOXOAUT eLle oKD
0,3 mMc, TaK 4TO Npu 06MNLHOM OCBOGOXAEHWM TpaHC-
MUTTEpa NOCTCUHANTUYECKUA NOTEHLMAN MOXET nost
BUTbLCA YXe 4epe3 0,5—0,6 MC mocne npuLleswero B
npecnHanTMYecKy 06nacTb NOTeHUWana AeiCTBU.
B 06w nx YepTax, BpemMs «CUHANTUUYECKOW 3a0epKii»,
nofpasymeBaroliee Heo6xXofuMMoe BpPeMs Mexay Bos-
HWKHOBEHWEM MpPe- 1N MOCTCUHANTUYECKOTO MNOTEHLW-
ana fileiicTeuns, BCerga 3aBMCUT OT TUMa cuHanca.

TOPMO3HOM NOCTCUHANTUYECKMNA
noteHuywnan (TrC)

Pewarwwmmy ans MOHHOTO TOKa B MeMbpaHe Oke-
3blBalOTCA BEe/IMUMHA €e MOTeHLUMana W Kon4ecTBo
OTKPbITbIX MOHHbIX KaHanos. OnpeaensowmM Ok
3blBaeTCA TN GenKa KaHana, Ha KOTOPbIA OeiCTBYeT
TpaHCMuUTTEpP. TaK Ha OfHMX CuHancax HaxomdTcs
KaHanbl And K+, Torfa Kak Ha Apyrux ecTb KaHabl
ana Cl~. lMocnegHue pacrnpocTpaHeHbl MHOMO “le
PaccMoTpuM B BuAe MpuMMepa peLentop Metabor-
POMHOr0 CUHanca, NOBbILIAOLWNIA MPU CBA3LIBAHUN
C TPAHCMUTTEPOM MPOBOAMMOCTb ANA MOHOB K+ Mm
HOpManbHOM BefMYMHE MOTeHUMana mMemopaHbl 310
NPUBOAUT K fanbHelllemMy BbIXOAALLEMY TOKY VOHB
K+ » runepnonspusaumm noTeHunana MembpaHbl
Bo3HuKaeT Tak HasblBaemblit TMCI. MpuHLpnnans-
HO noxoxas cCUTyaumna cKnagbiBaeTcs, ecau rvneprno-
NAPU3YOLWMNA MembpaHy TOK cBs3aH ¢ uoHamm ('
C1“ TeueT B KNETKY W runepnonapusyet ee. MNonobHas
KapTWHa XapakTepHa And 04eHb MHOTUX KIETOK.

Puc. 39-20. MoTeHuManbl 1 TOKU, BO3HMKAKLLIME Ka MOCTCMHAaNTMYEeCKO MembpaHe.

A — npoueccbl 0CBOGOXAEeHNA TPaHCMUTTepPa M (JOPMUPOBaHME BO3BYXKAAIOLLEr0 MOCTCUHANTUYECKOTO NOTEHUM-
ana (BICIT) nocne 3aneKTpU4Yeckoro Bo36yxaeHUs (CTpenka), NOCTYNMBLUEr0 Ha NPEeCMHANTUYECKOEe OKOHUYaHVe,
CBf3aHbl C BOSHWKHOBEHMEM BO36YXAatoLLero MocTcnHanTnyeckoro Toka (BIMCT) v reHepauueid BCneacTayve 3o
BIMCIM. Ecnn BICI nepexoguT nopor, To BO3HUKaeT noTeHuunan gericteus (M), KOTOpbIA BO Bpems (asbl Hapac-
TaHua 6narogaps noTeHuuanynpasnsembiM Na+kaHanam fenonsapu3yet membpaHy B HanpasneHuun ENj Te. K
noTeHumany pasHosecunsa ans Na*. B — npoueccbl 0CBO60XAeHUA TpaHCMUTTepa U hopmumposaHue TTICT cBzaHbI
C UHTMBUTOPHBLIM NOCTCMHANTMYeCKUM Tokom (TTICT) u cooTeeTcTBYHOWMM emy TIICI. Mpn 3TOM TOK Bbi3bIBAET
[BUXeHWe Yepe3 membpaHy iogos K+ MoHbl CI* MOryT urpatb posb, eciv NoTeHuran MembpaHsl NMo3UTUBHeE, v
noTeHuman pasHosecus aa*rCl*, KOTOpbIA NeXnUT oT -75 A0 -70 MB. B— TOKM MeM6paHbl NpW aKTUBaLLMUN BO3OY-
paowmnx (BMCT) n MHrMomTopHbIX crHancos (TFICT) 1 BO3HUKAIOLLME B 3TOM C/lyyae pe3y/ibTUPYHOLLMe MocTCuHa-
nTuyeckme notTeHuyuans! (BMCH, AXKI). Mpn 0g4HOBPEMEHHOW aKTUBaLMM BO36YXAAIOLWMX 1 TOPMO3HbIX CVHAINCOB
BO3HMKalOLWMEe MeMbpaHHble TOKMNGYMMUPYIOTCA, MNO3TOMY pPe3y/nbTUPYIOLMUA NOCTCUHANTUYECKMIA MNOTeHLMan

(KpacHblil) CTAHOBMTCS O4eHb MasleHbKUM
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CuHaNTUYeCcKne NOHHbIE TOKN
B YC/IOBUSIX puKcaumm noTeHumana

Ha naHenun (A) npefcTaBneHa Cxema perumcrpayum
TOKOB KOHLEBOW MNAACTUHKW HEPBHO-MbILLEYHOrO
npenaparta B ycnosuax ukcauum noTteHuuana. Ha
naHenun (B) npefcTtaBfieHbl CUHaANTUYECKUE TOKMU,
3apernucTpupoBaHHble NpU CMeLEeHNN MeMBpaHHOro
noTeHuMana TeCTOBbIMU CTYNeHbKaAMU B furana3oHe
oT —120 fo +38 MB npu nogLep>XK MBaemMoM NOTEHUU-
ane. Mpy oTpuuUaTeNbHbIX 3HAYEHUAX MeMOpPaHHOro

noTeHUMana CUHaNTUYeCKMEe TOKU KMEKT Bxo
lee HanpaBneHue. Ecnm MeM6paHHbIA noTeHum
He (UKcMpoBaTb, TO BXOAALWMIA TOK npuseget K
jenonapusannn MbllWEYHOro BOAOKHA. Mpu non
XUTENbHbIX 3HAYEHUAX MeMOPaHHOro noTeHuw
na CUHaNTU4YeCKMe TOKM HanpaB/ieHbl W3 KieTku
Hapyxy. Ha naHenu (B) npeficTaB/ieHa 3aB/YCUMOCTb
aMnAnMTyAbl CUHANTUYECKOTo TOKa OT MeMBpaHHOI
noTeHumana. 3Ta 3aBUCUMMOCTb O/M3Ka K smHem

HOVI, N NoTeHUMNan pesepcnn cuHanTU4eCKUX TOKOB
HaxogunTcAa OKOJI0 HyA.
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B3aumHoe BnusHue BIICI1 v TTCI1

Ecnn Ha memb6paHe KNeTKU aKTUBUPYHTCA OAHO-
BPEMEHHO BO36YyXJaloWue W TOPMO3HblIe CUHAMCHI,
TO WOHHbIA TOK yMeHbllaeTcs. BaTom cnyvae opra-
HW3M 06najaeT BO3MOXHOCTbIO 3(h(heKTUBHO NofjaBs-
NATb BO36YXJawoLUiMe NN TOPMO3ALLME BAUAHUA Ha
HEpPBHOWN KNeTke.

HepBHasa KneTka ycbinaHa TbiCA4amMu CUHaNTU4ec-
KWX OKOHYaHWii, 4acTb U3 KOTOPbIX BO30OYXJatolue,
a 4vactb — TOpMO3Hble. Ecnu coceacTByloWwmne BO3-
6yxpawLme n TOpMO3Hble cuHanchl (04HOBPEMEHHO)
aKTUBUPYIOTCH, TO BO3HMKAIOLLME TOKN HaKNnajblBa-
I0TCA ApYr Ha gpyra. PesynbTupylowunii noctcuHan-
TUyecknii noteHuman (no abCcoNKOTHON BeENUYUHE)
MeHbLIE, YeM TONIbKO oAuH BICI1 nnu 101bK0 04MH
TMACIM. Mpu OLHOBPEMEHHOW aKTuBauuu BO36YX-
JAloLero 1 TOpPMO3HOT0 CUHANCOB Pe3ynbTUPYOLW Ui
BIMCI MOXeT Bbl3blBaTb HE3HAYMUTESNIbHYIO [Lenonis-
pusaunio membpaHbl KneTKU. Torga Knetka BO30yX-
flaeTca MeHee CWMbHO, T.e. Topmo3uTcA. lMpn 3TOM
ABMSieTCA CcywecTBeHHbIM He TICI, a runepno-
napusaunsa membpaHbl BCMeACTBME MNOBbLIWEHUS ee
npoBoAUMOCTN ANA MOHOB K+ mnu Cl . TemM caMbiM
noTteHunan wmem6paHbl noAjepxuBaetca BO6AM3U
noTeHumMana paBHOBeCUS [LN1A WOHOB Kanua (Mnu
XNopa) Ha YpPOBHE J0CTAaTOYHO 6ONbLINX OTPMLLATENb-
HbIX 3HaYyeHWi, W fenonapusyowmnii apdekT BXO-
OAWero Toka HaTpua ymeHbluaeTcd. Bxogsawmii Tok
HaTpua KOMMEHCUPYETCA BbIXOAAWMM TOKOM Kanug
AN BXOAALMM TOKOM Xopa.

Takum o6pasom, BICIM Bo3HuMKaeT 6naro-
faps MOBbIWEHWIO MPOBOAMMOCTU [LNA HATPUA 1

TeM caMblM 6narofaps BXOASILLEMY TOKY HaTpus,
aTlCM —o6narogaps BbIXOAAWEMY TOKY Kanus wi
BXO4ALWEMY TOKY X/opa.

VMcxofs n3 3TOro MOXHO 6b110 6bl NPEANONOXKUTD,
YTO MOHMXKEHWEe MNPOBOAMMOCTU ANA Kanug [omk-
HO AenonsapusoBaTb MembpaHy KNeTKW, Mexay Tem
KaK YMEHbLUEHWEe MPOBOAMMOCTU ANA HATPUA [OMK-
HO ObifI0 6Gbl MPMBECTM K runepnonspusauuun. 310
JelicTBUTeNbHO Tak. lMpupoga Takke MCNoJb3yeT 3ToT
MEXaHW3M, & UMEHHO — 3aKPbITMe WOHHbIX KaHaioB B
pesyfbTare CBA3bIBAHWA TPAHCMUTTEPA C PELIENTOPOM.
CuHancbl, y KOTOpbIX [enonsapu3auns Bbl3blBaeTCA
YMeHbLUEHWEM NMPOBOANUMOCTY Kasins, HAXO4ATCA BraH-
rNMAX aBTOHOMHOM HEepPBHON CUCTeMbl. TaM, [/iaBHbIM
06pa3oM, MPUCYTCTBYHOT CUHAMChI, y KOTOPbIX ALX
aKTUBMPYS BXOAAWMIA TOK HaTpus, Bbi3biBaeT BIICT
Ho ecTb TakXe 1 Te cMHANChI, y KOTOPbIX ALLX ymeHb-
LWaeT CYLecTBYOLWY MPOBOAMMOCTb Kanud U Tem
cambiM BbI3blBaeT (4nuTenbHble) BMCII. YMeHbLUeHE
CyWecTBYHOLWeEA MNPOBOAMMOCTM HaTpus, MNpuBOAs-
Lee K runepnonspmsannm membpaHbl KNeTKU, MOXHO
HabntoaaTh B MafioyKax U KONGOUKax ceTyaTku.

Euwe Heobxo4MMO OTMETUTb, YTO MeXaHU3M BO3-
HUKHOBEHWUA TMOCTCUHANTUYECKNUX MOTEHLNAN0B
COOTBETCTBYET MeXaHU3My 06pa3oBaHWs TakK Hasbl
BaeMbIX PeLEeNTOPHbIX NOTEHLMANO0B B K/IeTKax opra-
HOB 4YyBCTB (pPeLenTOpHbIX KfeTkax), rAe WOHHbIe
KaHasibl OTKPbIBAOTCA UM 3aKPbIBATCA C MOMOLLBIO
onpeaeneHHOro XMMnMYeckoro nam puanyeckoro pas-
gpaxeHus. CxoActeo He yauensetr. CuHanc —a3ro
BbICOKO Cneuuann3mpoBaHHas CTPYKTypa, Koropas
pearupyeT BbICOKOCMeLUU(HUYHO Ha ONpefeneHHble
XWUMWYECKNE BELLECTBA.



M4 Ha npecnHanTUYeCcKoiA M4 Ha npecnHanTUYeCcKOoiA
MeMOpaHe BO30YyXaatoLLei MeMb6paHe TOPMO3HOIA
KneTkn A KneTkn B
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Ecnn Ha NoCcTCMHaNTUYECKON KieTke N3HadasibHO MeMbpPaHHbIi
noteHyman -71 mB, TINCI1 He BO3HMKaeT. OTOT NoTeHuyasn -
peBepcHbIi ans Clr-kaHanos (EQ)



NuraHa-ynpaBsnsaemMblie NOHHbIe
KaHasbl. /IX TOKK

Ha npumepe p[BYX pasnuW4YHbIX TUNOB NUTaHf-
ynpaBnfemMblX WOHHbIX KaHanoB (O4WHOYHOIO WOH-
HOro KaHana, cBfsaHHoro c¢ ALLX-peuentopom, MK
0f4MHOYHOro K+-kaHana, aktusupyemoro ALLX) wbl
NPOLEMOHCTPUPYEM YC/IOBUA, MNPUBOAALWLME K UX
OTKPbITUIO, U TOKWU, TEKYLLUE Yepes HUX.

Lna onucaHus nepBOro Tuna nAuMraHA-ynpaense-
MbIX MOHHbIX KaHafioB B KauyecTBe nMpumMmepa npuse-
JEM HWKOTWHOBBLIA aLeTUAXONUHOBLIV pelenTop,
KOTOPbIA caM CNYXWUT MOHHbIM KaHanom. Ha pucyH-
Ke 3-23 A1l nokasaHa perucrpaums Toka B KOH(U-
rypauum outside-out, npoTekawLwero yepes 0guHOY-
Hblli MOHHBLIA KaHan O6blubero HALLX-peuentopa,
3KCMpPecCUpoOBAHHOIO B O00OUWT KceHonyca. 3TOT
ANraHf-ynpaBnseMbllii KaHan COCTOUT M3 HECKOJb-
Knx cyobeanHuy. B nepeom cnyyae (BBepxy) KaHan
nMeeT KOH(urypauuto a2Py6, BO BTOPOM Cly4ae
(cHM3y) — KoH(urypaumnto a2Pe6. Boboux cnyyaax

OAVNHOUHbIVA TOK BO3HMKAeT Npu CTUMYNALMNU KaHa-
na AUX B koHueHTpauuum 500 HM. Ha pucyHke
3-23 A2 nokasaHa peakuus HALLX-peyenTtopa am6-
puUoHanbHOM 1 B3poCNOin MbiwL Ha ALLX. Bo6omnx
c/lyyanax peakuuy BO3HWKAKT TOMIbKO Ha anmniuka-
umio ALX.

B kayecTBe BTOPOro Tuna furaHf-ynpasfisemoro
MOHHOrO KaHana paccMoTpum KyYMOHHbIV KaHaf,
akTusmpyemblii ALX. Ha pucyHke 3-23 b nokasaHa
perncrpaums Bxogsawero K+-Toka, akTUMBMPYeMOro
ALX (K(ACb)-kaHan). KoHTponbHaa perucrpaums
OEMOHCTPUPYeT Oonpefie/leHHYI0 aKTUBHOCTb KaHa-
na. Ha ¢oHe BBeAEHHOr0 B Nepy3NOHHbIA pacTBop
ALX B KOHLeHTpayun 100 HM BepOATHOCTb OTKpbl-
TUA KaHana He MeHsAeTCA, MOCKO/IbKY OH HaxoguTcs
nog /?a/c/l-nunetkoii, n ALLX He MOXET MPOHUKHYTb
B 3Ty 06nacTb. HWXHAA KpuBas [EMOHCTPUPYET
perncrpauunto Ha hoHe BBeAEHHOro B patch-nuneTky
ALX BKOHUeHTpayum 10 HM. B 3ToM ciyyae Habno-
faeTca BblpaXeHHas akTuBaumna KaHana, nockosbKy
coeiIMHeHNEe KOHTaKTUPYET C ero peLenTopom

Puc. 3-23. MNpumepbl TOKoB ALLX-ynpaBnsiemMmble MOHHbIE KaHabl.

A — TOK Yepe3 O4UHOYHBIA NOHHBIA KaHan 6bl4bero N-xo0/MHOPeLEenTopa, SKCMPeccnpoBaHHONO B OOLMT KCeHomy-
ca (1) 1 mem6paHy aMOPUOHANbHBIX W 3PESbIX MbILEYHbIX KNeToK (2).

B — Bxogawmii K+Tok yepes K+kaHan, aktusupyemblit ALX (peructpauyus B KoHdurypaumm cell-attached)
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Patch-clamp ans nsyyeHns KaHasibHbIX
TOKOB CuHarca

Mpn npumeHeHun meToga patch-clamp B KOH®(M-
rypayuu outside-out, NpogemMOHCTPUPOBAHHON Ha
puc. 3-24 A, MOXXHO NPOBECTN M3MepeHue ToKa, TeKy-
LLEero 4epes WOHOTPOMHbLIA OLUHOYHBIA WOHHBLIN
KaHan, pacrnofiodXeHHbI BO dparMeHTe Memb6paHbl
nof NWMNEeTKON, «BbIpe3aHHOW» M3 MOCTCUHANTM-
4eckoil MembpaHbl MbleYyHON KneTku. Korpga ALLX
annanuMpoBaH Ha BHELIHIOK MOBEPXHOCTb Membpa-
Hbl, NOTEHLMaN KOTOPOA (PUKCUPOBAH Ha HEFaTUBHOM
YPOBHE, MOXHO YBWAETb MOBTOPAIOLWMECA KOPOTKUE
OTKPbITUA OAUHOYHOTO KaHana (puc. 3-24 b), KoTopble
NposBNAIOTCA B BUAE PE3KUX NafleHU ToKa B OTPU-
LaTenbHyt0 061acTb, COOTBETCTBYHOLLMX BXOAALLEMY
MOHHOMY TOKY (T.e. KaTWOHblI BXOAAT B K/IeTKY). Ha
pucyHke 3-24 B npeAcTaB/eHO CUHXPOHHOE OTKPbITUE
MHOTMX WOHOTPOMHbIX OAMHOYHbIX WMOHHbLIX KaHa-
N0B, aKTUBMUPOBaAHHbLIX ¢ momoubio ALLX, y cuHanca,

noTeHuMan KOTOpPOro (UKCUPOBAH HA HEraTMBHOM
ypoBHe. PucyHok 3-24 Bl npeacTaBnseT coboii 3anuch
3KCMnepumeHTa, B KOTOPOM Ha (oHe penusa ALX
M3 NpecuHanTU4YecKon TepMUHANU perucTpmposanu
OfMHOYHbIA KaHan. B3aToM cnyyae KaHan OTKpbIBa-
eTca BpeMeHHo. Ha pucyHke 3-24 B2 npepcTaBfieHa
3anmncb 3KCnepuMeHTa, B KOTOPOM HEKOTOPOE YuC/o
KaHanoB perncrtpuposann OLHOBPeMeHHO. Ha oHe
pennsa ALLX U3 npecMHanTUYeCKON TepMuHann
Habnwgann OTKPbITUE KaHaNnoB MOYTU CUHXPOHHO.
Ha pucyHke 3-24 B3 npefcTassieHa 3anunchb aKCnepu-
MEHTa, B KOTOPOM pPerucTpuposBasn OAHOBPEMEHHO
60/bLLIOE YMUCNO KaHaNoB, HaXOA4AWMXCA Ha MnocT-
CMHaNTMYeCcKoi MembpaHe. 3TW KaHanbl NpoayuLu-
poBanu TakK Ha3biBaemMblli MaKpOCKOMNUYECKUIA TOK.
Ha pucyHke 3-24 T nokasaH Tunu4yHblini BIICH,
perncTpupyemblii B pexume gukcauum Toka, a He
(hmkcaumun noteHumana. BMNCI — 3Tto genonsapusa-
Lma membpaHbl, KOTOpas MOXET MPUBOAUTL K reHe-
pauuun noTeHuuana gencTema.

Puc. 3-24. AKTBauyA aLeTUIX0/IMHOBOIO peLienTopa — MOHOTPOMHOI0 OAMHOYHOIO0 MOHHOM0 KaHasia B HepBHO-

MbILLIEHHOM CUHarce
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CoegnHeHns ¢ cMHaNTUYeCKUm
B/INSIHUEM

Hapagy Cc TpaHCMUTTepoM, Apyrue COeAVWHEHUSd
TOXEe MOryT BAINATb Ha peLenToOpHbIA 6enok. Ecam mx
CBA3bIBaHME C PEeLLenTOpOM MPUBOAMNT K 04MHAKOBOMY
C TPAHCMUTTEPOM 3((eKTY, TO UX HA3bIBAKOT aroHuUC-
Tamu, ec/in >Xe OHW MyTeM CBA3bIBAHWA, HAMPOTMUB,
NPensTCTBYIOT ACTBMIO TPAHCMUTTEPaA, UX Ha3blBa-
0T aHTaroHncTamu.

Mbl BUAenn, 4To cneynmyueckas Mosiekyna TpaHc-
MuUTTepa CcBA3bIBaeTcs ¢ 6enkom, ob6pasylowunm
KaHan, oTKpblBas ero AN MOHOB. [Ansa aToro Ha 6enke
eCTb CBA3bIBAMOWMIA Yy4yacTOK. [aHHbIA y4acTOK He
ABnsetrcad abCcontoTHO cneunduyeckum. Ons 60/b-
WNHCTBA CUHANCOB YCTAHOB/EH LeNbl pAag 3HAOTEH-
HbIX W 3K30TEeHHbIX COeAMHEHWUI, CNOCO6HBLIX K B3a-
MMOLEACTBUIO CO CBA3bIBAIOLMM y4YacTKOM, MHOrue
M3 HUX NpefAcTaBAsfOT co60/ nekapcTBa. Bo3bMmem
onAaTb NPUMEpP HUKOTMHOBOrO cuHanca. Ero ectec-
TBEHHbIM TpaHCMUTTEPOM cny>xut ALLX. OpHako ¢
peuenTopoM, npefHasHavyeHHbIM Ana ALX, moryt
CBA3bIBATbCA CXOLHbIE MO CTPYKTYpe XUMUYECKUE
COefVHeHNsA, Hanpumep— CYKLWHUNXONMNH, KOTO-
pbli MMuTUpyeT Aaeicteme ALLX, 4TOo npuBoauUT K
BO3HMKHOBeHUt0 BIICI1. HekoTopble 3HAYMTENbHO
OT/IMYaroLWMecs No XMMMYeCcKOMY CTPOEHUIO MOJEKY-
Nbl, HANMpUMep HUKOTWUH, TakXXe MOTyT COeLUHATLCA
CO CBf3blBAlOLIMM Y4YacTKOM peLenTopHOro 6esnka.
BeuwiecTBa, AelicTBylolWme nofobHO TpaHCMUTTEpY,
Ha3blBalOT aroHMcTamu. Yacto Takme COeAMHEHUS
ncnonb3yT ANs UaeHTUdUKauum peuentopa. Tak,
HanpumMep, NPon3oLW N0 C HUKOTUHOM, YTO NOPOAMNIO
Ha3BaHWe «HUKOTUHOBLIA CMHAMCY.

Hapsagy ¢ aroHucTamu, CyLWecTBYHT XUMMUYeCcKue
COefMHEeHNA, KOTOPbIE XOTA M CBA3bIBAIOTCA C MOJe-
Kynoli peuenTtopa, HO HE MOTYT OTKpPblIBaTb MOHHLIN
KaHan. 3aHMMas CBA3bIBAKOLWMUIA y4yacTOK, OHU npe-
NATCTBYIOT peLenumy ecTeCTBEHHOro TpaHCMUTTe-
pa ¥ BO3HWKHOBeHWIO ero agdgekrta. BpesynbtaTe
3TU cOeAMHEeHUA GNOKMPYIOT MOHHbLIA KaHan, npe-
NATCTBYA €ro OTKPbITUIO. Takue BeLl,ecTBa Hasbl-
BalOT aHTaroHucTamm™* Hanpumep, cogepxalymniics

B fA4e Kypape, KOTOpbIM WHAeWLbl CMa3blBain
HaKOHeYHUKN cTpen, d-TyboKypapuH, MpeLcTaBns-
€T Cc060li KOHYKPeHTHbI 6/10KaTop A1 HWUKOTUHO-
BbIX peLenTopoB. OH KOHKYPUPYET C MpUPOAHbLIM
TpaHCMUTTEpoOM, cBA3bIBascb ¢ ALLX-peuentopom
HEPBHO-MbILIEYHOr0 CUHaMca, ¥ NPenAaTcTBYET Mpo-
N3BO/IbHbIM COKpawWeHNsM MblliL, 4TO MPUBOAUT K
CMepTyn Yyepe3 0CTAHOBKY fblXaHWA. KypapenogobHsle
BELLECTBA NMPUMEHAIOT B HacTOALLEe BpPemMA Ha (oHe
aHecTe3MyM MNpU XUPYPruyeckux onepaymsax g
MbILIEYHOW penakcauuun. LpyruM CcoeauvHeHMWeM,
KOTOPOE BbICOKO CNeLuprUYHO N KOHKYPEHTHO CBA3bI-
BaeTCA C HUKOTMHOBbLIMK ALLX-peuenTtopamu, aBng-
eTcqd 3MeuHbI a4 a-6yHrapoToKcuH. OH feicTByeT
yXX€ B HAHOMONAPHON KOHLEHTPaLMM 1N MOXeT npu-
MEHATLCA B 3KCMepUMeHTax Ans Toro, 4tobbl Mapku-
poBatb ALLX-peuenTtopbl Ha NOBEPXHOCTU KNETKMN.

MpenapaTbl TWNa Kypape AeACTBYOT Ha Myckapu-
HOBble CUHAMChl, AN8 KOTOPbIX KAaCCUYECKUM KOH-
KYPEHTHbIM 6/10KaTOPOM CAYXWUT aTpPOnuH. Bole
yXe OblAn npeacTaBfeHbl AaHHbIe O BO3MOXHOCTU
(hapmMaKonormyeckoro BAMAHWUA Ha XONUHepruyec-
Kne cuHancbl. Tabnuua gaet Ham wuHhopMayumio o
Ha/linuMn HEKOTOPbIX TUMOB cuUHancos. O6patuTe
BHMMaHWe Ha TO, 4YTO HabnOaTCA CyLIECTBEHHbIE
pasnnuma Mexay HUKOTUHOBBIMWU U MYCKapUHOBbI-
MW peLenTopaMmun, U 4TO JaxKe BHYTPU OLHOrO Tra
peuenTopa ecTb NMOATUMbI, KOTOPble HEPeLKO CYLLEC-
TBEHHO OT/MYalTCA NO CBOMM cBoicTBaM. Kpome
TOoro, 60/bLWan YacTb (hapMakoorMyeckux npenapa-
TOB He AeicTBYeT Ha cuHancbl LLIHC TonbKo notomy,
4YTO OHM HEe MOTyT MPOHUKHYTb 4Yepe3 remMarosHLe-
thannuecknii 6apbep M 4OCTUTHYTb BO3MOXHbIX MECT
fencTems.

Bnok pgenonspusauunm nNpu LEACTBUM CYKUMHWN-
XO0NMHA U NOAOOHbLIX BELLECTB OCyLiecTBAseTCA Ora-
rofgaps HesHauuTeNbHOW CTONKON fenonspusaumu,
BO3HMKaAlOLWEA NOfA AEACTBMEM 3TUX COEAVNHEHWIA.
OHa BefleT K MHAKTMBauWMW MNOTeHuWan-ynpasnse-
MbIX No +-KaHanoB BOAM3M KOHLEBbIX MIACTUHOK,
4YTO NpPEenATCTBYeT BO3HWKHOBEHWIO MOTEHLMWaN0B
LelCTBMA MbILIEYHOr0 BONOKHA. HacTynaeT v Aecen-
cutmnsauma ALLX-peLenTopos.
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[naBa 4

PUN3N0N0TNA MblLL1,



O6LLUme npeacTaBfeHUs1 0 CTPOEHUN
PAa3/INUHbIX MbILLIL,

MHorue KkneTku o06nafat0T OrpaHWYeHHOW cno-
COOHOCTbLIO NPeo6pa3oBbIBaTbh XMMUYECKYHO IHEPTUIO
B MEXaHWYEeCKYyl Ccuay W ABMXKEeHUEe, HO TOMbKO B
MbILIEYHbIX BOMIOKHAX 3TOT MPOLECC 3aHAN TNaBHOe
mMecto. OCHOBHaf (YHKUMA 3TUX Ccheynanusnpo-
BaHHbIX KNETOK COCTOMUT B FEHEPUPOBaAHUMN CUMbl U
OBWXEHWI, KOTOpble OpraHu3M WCnonb3yeT, 4TOObI
perynupoBaTb BHYTPEHHIOIO Cpejy ¥ nepemelyatbcs
BO BHELIHEM MPOCTPaHCTBeE.

Ha oOcCHOBaHWM CTPYKTYpbl, COKpPaTUTENbHbIX
CBOWCTB M MEXaHM3MOB PerynsumyM pasnmyarT Tpu
BMa MbILLUEYHON TKAHW:

1) ckeneTHbIEe MbILLLbI;
2) rnagkaa myckynatypa;
3) cepaeyHas Mbilwa (Muokaps).

CkeneTHble MbIlWLbI, KakK cnefyeT U3 UX Ha3BaHUs,
NpUKpenaeHbl, KaK NpaBuo, K KOCTAM ckeneTa; 6na-
rogaps COkKpaweHWAM 3TUX MbllW L, NOALepXUBaeTCA
MONIOXEHME CKeflieTa B MPOCTPAHCTBE WM MPOUCXOAAT
ero asuxeHusa. CokpalieHus BO3HUKAKT MOA4 BAU-
AHWMEM WMMYNbCOB OT HEPBHbIX KMAETOK U 06bIYHO
6bIBalOT NPOU3BONLHBIMU.

Ha pucyHke 4-1 A npefcTaB/ieHbl BOIOKHA CKETETHOWA
MbILLbl (BEPXHASA MaHenb), KneTka cepieyHoli MblLLbl
(cpegHas naHenb) W KNeTka rNagkon Mblwbl (HMX-
HAS naHenb). KneTka cKeneTHOW MblLLbl Ha3blBaeTCs
MbILLIEYHbIM BOJIOKHOM. B npouecce 3M6puOHanbLHOro
pasBUTUSA KaXA0e MblLIeYHOe BOJIOKHO (hopMupyeT-
cA NyTeM CAMAHUA MHOTUX HeanphepeHLUPOBaHHbIX
OAHOAAEPHbIX KNEeTOK (MM061aCcTOB) B OAHY LMAUHAPW-
UECKYI MHOrosifepHyt Knetky. AuddepeHumnpoBka
CKENeTHbIX MbILWL, 3aBepLlaeTca NPUMEPHO K MOMEHTY
poXxaeHusa. B nepuog oT MnageH4eckoro o B3pocaoro
COCTOSAHMSA opraHusMa pasmepbl agndhepeHLMpoBaH-
HbIX MbILUEYHbIX BO/OKOH MPOAOMKAIOT YBENNYNBATb-
€S, HO HOBble BO/IOKHA M3 MMOBNACTOB He 06pasytoTCs.
Y B3pOC/IOr0 YefioBeKa AMAMETP MblLUEYHbIX BOMOKOH
pocturaet 1000 mkm, gnvHa —po 20 cm.

Ecnn B nocTHaTanbHbIA Nepvoi MpoOUCXOAUT MOB-
pexieHne CKeneTHbIX MbILWEYHbIX BO/OKOH, OHW He
MOryT 3ameliaTtbCc MyTeM fefleHWs COXPaHUBLUUX-
CS BOJIOKOH, OAHaKO HOBble BO/IOKHa 06pasytoTcs
13 HeanddepeHUMPOBAHHbLIX K/IeTOK, TaK Ha3sblBa-
eMbIX K/eTOK-CaTe//INTOB, PacnofiOKEHHbIX PAAOM
C MbllWEeYHbIMYU BOJIOKHaAMMW W MNOABEprawLuxcs
anddepeHUMPOBKE aHanorMyHoO 3MOBPUOHANbHBIM
mMunobnactam. BO3MOXHOCTU (hOPMUPOBAHUA HOBbIX
BO/IOKOH B CKeNIeTHON MblllLe 3HAYUTENbHbI, 04HAKO
nocrne CUMbHOTO MOBPEXAEHNSA OHa LeNIMKOM YXe He
BOCCTaHaBMBaeTCA. BaxHyl pofib B KOMMeHcauum

YyTpa4yeHHOW MbILIEYHOW TKaHW MWrpaeT yBeMdeHVe
HEMNOBPEXAEHHbIX MbILIEYHbIX BOSIOKOH.

Ha pucyHke puc. 4-1 A, I npefcTaB/ieHa TaKke cp-
feyHasa Mblwya (Muokapg), KoTopas obecrieumBaeT
paboTy cepaua.

Cnon rnagKMx mblilWL, HaAXO4ATCA B CTEHKAX MYbX
BHYTPEHHWX OPraHoB U Tpyb6uaTbiX 06pa3oBaHWIA;
Xenyaka, KuleyHuKa, MOYeBOro Mysbips, MaTKA,
KPOBEHOCHbIX COCY0B, 6POHXOB. B pesy/nbTaTte Cokpa-
WeH WA rnagKux MblWL, MPOTankuBaeTCA COmEpKA-
MO€ MOJbIX OPraHoB, Perynupyercs TOK >MOKOCTU B
cocyfax M NpoToKax NyTeM W3MEHEHUI UX vaM @A
ManeHbKMe NYYKU FNaAKOMbILEYHbIX KIeTok \
OATCA TakXe B KOXE OKO/M0 BONOCSHbIX CyMOK
pagy>XHoi o060no4ke rnasa. CokpaweHuaMn m K
MbILL, ynpaBnseT BeretaTMBHas HepBHas cum \a
FrOPMOHbI, ayTOKPWHHbIE / napakpuHHbIE (BKTOb]
Apyrue MecTHble XMMWYEeCKMe CUrHasbl. Hekotopbe
rnagkue MbiWUbl CMNOHTAHHO COKpAWAlTCA e
npwu OTCYTCTBMW CUTHANOB. B OTAMYME OT CKEMETHLIX
MbILWL, F1agKas MyCcKynatypa He UMeeT Npou3Bo/b-
HOI perynauumu.

HecmoTpA Ha CyWecTBEHHble Pa3nuns vexay
3TUMMW TpeMsa BMAAMU MbILL, Y HUX CXOAHbIA VBXa
HU3M reHepupoBaHus cunbl. CHavana 6yayT paccmoT-
PeHbl CKeNeTHbIe MbILWLbI, 3aTeM FnajKas MycKyrary-
pa. CepiedHas MblLULA XapaKTepu3yeTcs CcoueTaHviem
psaga cBOWCTB ABYX MepBbIX BUAOB MbILLL,.

Hanbonee npumeyaTenbHas xapakTepucTuka BuO-
KOH CKefeTHOl, a TakXe CepAeyHOl MbILIL, Npu vBy-
YeHUN C NMOMOLLbID CBETOBOr0 MUKPOCKOMa — yvepe-
[OBaHMe CBET/IbIX M TEMHbIX MOM0C, MOMEPEYHbIX M
OTHOLIEHUIO K AJIMHHO OCK BOMOKHA. bnarogaps aroi
0C06eHHOCTM 06a TMNa MbIW L, OTHOCAT K MOMEpeUHo-
nonocatbiM Mbllwam (puc. 4-1 A, BepxXHAa v cpedHaa
naHenn). Brnagkoi MbllwLe Takas KapTWHa OTcyTc-
TBYeT (puc. 4-1 A, HMXXHSAA NaHenb).

B cKeneTHOI MbillLe TONCTbIe U TOHKWE (wiameH-
Tbl 06pasyloT NepnuoguYecKnii pUCYHOK BAOMb K
foin muotunbpunnbl. PerynsapHo n BTOpAOLL
3/1EMEHT 3TOr0 PUCYHKa U3BECTEH KaK CapKomepi
rpey. sarco — MblWwya, Tere — mMa eHbkuu) (yi
YeHHbI (hparmMeHT Ha puc. 4-1 B). Kaxablit capk
BK/tOYaeT B ceba Tpuagy:

D uncTepHy capkonnasMaTU4yeckoro peTukynyma;
2) nonepeyHyto Ty6yny;
3) elwe 04HY LUCTEPHY capKomnaa3mMaTMyecKoro petn-

Kynyma (puc. 4-1 b).

Ha pucyHke 4-1 B npefcTaBneHO CTpOeHUe rfag-
KON MblLWLbl, KOTOPOE OT/INYAETCA OT CKENETHONA.

COBMELLEHHbI PUCYHOK 4-1 T JeMOHCTPUPYET CHHX-
POHHY 10 3aN1Cb NOTEHLMAN0B eCTBNSA, a TAKKe M@
HOrpaMMy CKEeIeTHOW MbIlWLbl U MbILLLbI CEPALA.



MHOXecTBeHHble siapa
CkeneTHasi MblLLA

BO/TIOKHO CKeNeTHOW MbiLLLbI

KneTka cepfeyHoi MbliLbl
Aapo

Nagkasi MbllleyHast KneTka

CkeneTHas mbliwua

MeMbpaHbI
MnasmaTnyeckas memoépaHa
(capkonemma)
Tpuapa
LinctepHa
Z-nnacTuHKa capKoniasmMmarn4eckoro
peTukynyma
Capkomep
T-Tpy6ouka
Z-nnacTuHkKa LinctepHa
capkornsiasmaTtn4eckoro
peTukynyma
B rnapkas
MbiLLLA Capkonna3smaTuyeckuii
peTukynym
Mnasmatnyeckaa Ji KaBeonbl
MembpaHa

Munodpmbpunnel
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Tunbl MbILLUL, nnasmMaTnyeckoin membpaHbl. MoTeHLMan agic-
TBUSA pacnpocTpaHseTcs Briaybb BOMOKHA BOOb
nonepeyHbIX TPy6OUYEK K CapKonaasmaTuyecko-
My PeTUKYNyMy W Bbl3biBAeT BbICBOOOXKAEHME
Caz+ n3 peTukynyma;

—paccnabneHve MbIlWEYHOrO BOAOKHA MoCe
COKpalLeHMa NpouCX0AuT B pe3yfbTaTe akTus-
HOro o6patHoro TpaHcnopTta Ca2+ 13 uuronnas-

CyulecTBYIOT TPM TUNa MbIWL: CKeNeTHble, rnajg-
Kne U Muokapa. CKeneTHble MblLLbl MPUKPENEHbI
K KOCTSIM, OCYLLECTBAIAS MX MOALEPXKKY U ABUXEHNE.
nafikas MycKynaTypa OKpYy)aeT nojble 1 Tpy6uathble
opraHbl. CepzieyHas Mblwya (MMokaps) o6ecneymsa-
eT paboTy cepaua.

CkeneTHble MbILLbI

1 CKefleTHble MblLWWLbl COCTOAT U3 LUINHLPUYECKUX
MbILIEYHbIX BOJIOKOH (KNEeTOK); KaXXAbliA KOHel
MbIlULbl COEAMHEH MOCPEACTBOM CYXOXWUAURA C
KOCTAMMU.

. BONIOKHA CKeNeTHbIX MbILL L, XapaKTepU3yoTca nepu-
OAMYEeCKUM YepeL0BaHWEM CBET/bIX U TEMHbIX NOOC,
oTpaXkallWmx MNPOCTPAHCTBEHHYK OpraHu3auunto
TONCTbIX Y TOHKUX (h1laMeHTOB B M1oubpunnax.

3. ToHKMe (unaMeHTbl, cofepXawme akTUH, Mpwu-
KpenneHbl Ha 060MX Kpasx capkomepa K Z-nono-
caMm; cB0o6OHble KOHLbI TOHKUX (hUNaMeHTOB Yac-
TUYHO MEePeKpPbIBAOTCA C MMWO3MHCOLepXawumu
TONCTBIMW (hunaMeHTamm B A-M0ONOCE LeHTpasb-
HOI YacTu capkomepa.

. Bo BpeMA aKTMBHOro YKOPOYEHWSA CKefeTHOro
MbILLIEYHOTO BO/SIOKHA TOHKUWE (hunameHTbl MOATA-
rMBalTCA MO HanpaB/EHWIO K LEHTPY capKoMepa B
pesynbTaTte ABMXXEHWIA MWUO3MHOBbLIX MOMEPeYHbIX
MOCTUKOB, KOTOPble CBA3bIBAKOTCHA C AKTUHOM:
—[iBe r100yNapHbIe rONI0BKN KaXXA0ro NonepeyHoro

MOCTMKA COLEPXKaT y4acTOK CBA3bIBAHUSA C aKTU-
HOM, a Takxxe pepMeHT, pacuiennaowmnin ATO;

— KaXAbliAi paboumini LMKN NONepevyHoro mMocTuka
COCTOUT M3 YeTblpex cTaguil Bo Bpems coKpa-
WeHna nonepevyHble MOCTUKM COBepLIalOT NOB-
TOPHbIE LMKAbI, KaXAblli M3 KOTOpbIX 0b6ecne-
YMBAET OYEeHb MasleHbKOe MPOABUXEHNE TOHKNX
(hMNameHTOB;

—AT® BbLINOMHAET BO BPEMA MbILLIEYHOro COKpa-
WeHNa TpU PYHKUMNNK.

. B nokoswelica Mbilwle NpuKpenneHne noneped-
HbIX MOCTUKOB K aKTUHY 3a6/10KMPOBaHO MOJEKY-
NnaMu TpPONOMUO3NHA, KOHTAKTUPYIOLWMMU C CYOb-
eAVHNLAMMN aKTUHA TOHKUX (PUNaMeHTOB.

. CokpalweHne wuHULUKUPYyeTCA B pesynbTaTte
NOBbLIWEHUA LUTONMa3MaTUYeCKoli KOHLeHTpa-
uun Ca2+ [llpu cBA3bIBAHWU MOHOB Ca2+ c Tpo-
NOHWHOM W3MEHSeTCH ero KoHgopmaums, 6naro-
fJaps 4yemMy TPOMOMMWO3WH CMeLLaeTcs, OTKPbiBas
JOCTYN K yyacTKaM CBA3blBaHWA Ha MOJEKynax
aKTWHa; nonepeyHble MOCTUKW CBA3bIBAKOTCA C
TOHKUMU (priaMeHTaMu:

— MNOBbILWEHNE LUTONNA3MATUYECKON KOHLUEeHTpa-
uun Ca2+ 3anyckaetcs NOTEHLMaNoM feiAncTBus

9. MoHaTNe

Mbl B CApKOMasMaTUUeCKnii peTUKynym.

7. OKOHYAHUS [BWTaTe/bHOTO0 aKCOHa o06pasytoT

HEPBHO-MbILIEYHbIEe COEAMHEHNA C MbILLEYHLIMM
BOMIOKHAMW ABUTaTe/bHON efNHUL bl COOTBETCTBY-
IOLLEro MoToHelpoHa. Kaxaoe MbIlLeYHOE BOMOK-
HO MHHEPBUPYETCS BETBbK TO/bLKO OJHOr0 MOTO-
HellpoHa:

—ALUX, BbICBOGOXAaeMblii 13 ABMraTeNbHbIX
HEPBHbIX OKOHYaHWUA NpU NOCTYMN/JEHUN MOTeH-
LUnana feicTBMS MOTOHENpPOHa, CBA3bIBAETCS C
peuenTopamu ABUraTeNbHON KOHLEBOW mMnac-
TUHKW MbILLEYHON MemMOpaHbl; OTKPbIBAOTCA
MOHHbIE KaHanbl, nponyckawouwue Na+ un Kk
6narofaps 4yemy KOHLeBas nnacTWMHKa fernons-
pusyeTcs;

—O0JHOro noTeHUMana [eACTBUA MOTOHelipoHa
[0CTaToO4HO, 4TOGblI BbI3BaTb MOTEHLMan feiic-
TBUSA B BO/OKHE CKENIETHOW MbILULbI.

8. CyliecTByeT onpefeneHHasa MocnefoBaTe/ibHOCTb

NpoLEeccoB, BeAYLNX K COKPALLEeHWNIO CKENeTHOro

MbILLIEYHOT0 BO/TOKHA.

«COKpaLlleHne» OTHOCUTCA K BK/HOYe-
HUIO paboyero uMkKaa NoMepeyYHbIX MOCTUKOB.
Vi3meHsaeTcA 1 Npu 3TOM L/INHA MbILLLbI, 38BUCUT
OT AefCTBMUA Ha Hee BHELWHUX CUA.

10. Mpn aKTUBaUNU MbILLEYHOTO BO/IOKHA BO3MOXHbI
TPW TUNa COKpal,eHuns:

— W30MEeTPMNYeCcKoe COKpaleHne, Korja Mol
reHepupyeT HanpsXXeHue, HO ee A/INHA He MeHst-
ercs;

—W30TOHNYECKOE COKpaleHne, KOrga MblLLig
yKopaunBaeTca, nepemMellas Harpysky;

—YyANnHAOLWEee COKpaleHne, Korga BHELHsAA
Harpyska 3acTaB/ifieT MbllWLY YANMHATLCA B
BpeMS COKpaTUTeNbHOW aKTUBHOCTH.

11 MoBbIWeEHMEe YaCTOTbl NOTEHLMAN0B AeiCTBUA
MbILLEYHOr0 BOJIOKHA COMPOBOXJaeTcsa YBenye-
HWEM MexaHW4yecKoi peakuuu (HanpsXeHUs wiu
YKOPOUYEeHUS) 40 TeX Nop, Noka He ByaeT AOCTUrHYT
MaKCMManbHbI/i YPOBEHb TeTaHUYeCKOro Hanps-
XeHus.

12. MakcuManbHOe W30MeTpuYeckoe TeTaHUYecKoe
HanpsXXeHWe pa3BuBaeTCs B Clyvae ONTUMaIbHON
ONnHbL capkomepa LO. Mpu pacTsXeHUn BofokHa
6onee ero ONTUManbHOW AAWHBI WAN YMeHbLLe-
HUW ANWHBLI BOJIOKHA MeHee Lo reHepupyemoe i
HanpsXXeHune najaet



13 CKOpOCTb YKOPOYEHMNA MbILLEYHOr0 BOSIOKHA CHU-
XaeTcs Npu MOBbIWEHNUW Harpy3kn. MakcnmanbHas
CKOpPOCTb COOTBETCTBYET HY/IEBOW Harpyske.

14 AT® ob6pa3syeTcs B MblLUEYHbIX BONOKHAaX cnegy-
wrumy cnocobamn: nepeHoc ¢ocdara € Kpea-
TuH(pochata K AAP; okucnutenbHoe gocgopu-
nuposaHne A® B MUTOXOHAPUAX; cybCcTpaTHoe
thochopunuposaHme AP B npouecce rAMKonam3a.

15. B Hayane (u3NYeCcKOro ynpaxHeHWs TrNaBHbIM
WUCTOYHUKOM 3HEPTUMN CAYXMUT MblleYHbIA FTANKO-
reH. Mpn 6onee ANUTENbHOM YNPaxXHeHUN 3Hep-
rna obpasyetca B OCHOBHOM 3a CYET [/IHOKO3bl U
XWPHbIX KWUCMOT, NOCTYynalwuWnUX C KPOBbH; MO
Mepe AanbHelwero NpPoAo/MHKeHNS (U3nYecKomn
[leATeNIbHOCTU BO3pacTaeT PO/b XWUPHBLIX KUCNOT.
Korga MHTEHCUBHOCTb hU3nyveckoil paboTbl mpe-
BbiCUT ~70% OT MakcMmMyMa, Bce 60/1ee 3HAUYUTeNb-
HYI0 YacTb 06pasyroweinca ATO HaunHaeT obecne-
ymBaTb FIMKOMN3.

16. MbllweyHoe YyTOM/eHMe 06YCNOBNEHO pPAAOM
(haKTOpPOB, BKNOYAA W3MEHEHWUA KWUCMOTHOCTMU
BHYTPUKIETOYHON CpeAbl, YMeHblUeHMe 3anacos
rMUKOreHa, HapyleHWe 3/IeKTPOMEXaHUYecKoro
CONMPSYKEHUA, HO He uctolleHne AT®.

17. PasnnyaloT TpU TUMNA CKENETHbIX MbILWEYHbIX
BO/IOKOH B 3aBUCMMOCTW OT MakKCUManbHOW CKO-
pocTn yKopouyeHus u npeobnagatowiero cnocoba
o6pasoBaHus AT®: MeaneHHble OKCUAAaTUBHbIE,
HbICTPble OKCUAATUBHbIE U ObICTPbIE FNUKOAUTU-
yeckue:

—pasHaa MaKcMmanbHas CKOpPOCTb YKOpPOYEeHMA
ObICTPLIX W MefNeHHbIX BOMOKOH 06ycnosne-
Ha paznuumamu AT®dasbl MUO3MHA: BbICOKOW ©
HU3KoW AT®Pa3HO aKTUBHOCTW COOTBETCTBYHIOT
6bICTPbIE U MefNEHHbIE BOJIOKHA;

- ObICTpble TNUKONNTUYECKNE BOSIOKHA UMEIOT B
cpefHeM 60MbWNWIA gnameTp, YemM OKCUAaTUB-
Hble, U MOTOMY pa3BuBakT 60nee 3HaYUTENb-
HOe HanpsXeHue, 0f4HaKO 6biCTpee yTOMANA-
rTcs.

18 Bce MblleYHble BOSIOKHA OfHON ABUraTefbHOMN
efVHULbI MPUHAANEXAT K O4HOMY M TOMY XXe Tuny;
60/bWMHCTBO MbILLL, COAEPXKAT BCE TPU TUMa 4BK-
raTenbHbIX eAUHUL,.

19 M13BeCTHbI XapaKTepUCTUKU Tpex TUMOB CKefet-
HbIX MbILIEYHbIX BO/TOKOH.

20. HanpshXeHue Lenoi Mbl L Lbl 3aBUCUT OT BE/IMUYUHBI
Hanps>KeHus, pasBMBAEMOro KaXblM BO/TOKHOM, U
OT KO/INYEeCTBa aKTUBHbIX BOJIOKOH B MbILLULE.

21l Mblwybl, BbIMOMHAKLWMNE TOHKWE [LBUXEHUSA,
COCTOAT U3 ABUraTe/lbHbIX eAUHUL C HEe6O0MbLINM
YMC/IOM BOJIOKOH, TOrAa Kak 60/bline MbllLbl,
obecneynBaroWwme nogaepxaHve no3bl Tena,
COCTOST U3 ropasfo 60see KPYMNHbIX ABUTATENbHbIX
efnHuL,.

22. bbICTpble TNUKONMNTUYECKUE ABUTATE/NbHbIE efu-
HULUbl cofepXaT BOMOKHa 60nbluero guameTpa u,
KpOMe TOro, WX ABUTaTe/lbHble efuHULbl UMEKT
6onee 3Ha4YNTENIbHOE YMCO BONOKOH.

23. ToBbIlWEHNE MbIWEYHOT0 Hanps>XeHns Nponcxo-
OWUT Npexae Bcero nyTeM yBenM4YeHWA KoNu4vecTsa
aKTUBHbIX [ABUraTefibHbIX efuHWL, T.e. UX BOBJE-
yeHud. B Hayane cokpaw,eHus nepebiMy BOB/EKA-
IOTCA MeAJ/IeHHble OKCUAaTWBHbIEe [BUraTe/lbHble
e4VHNLbI, 3aTeM ObICTPble OKCUAATUBHbIE U, HAKO-
Hel, YXe Npu O4YeHb MHTEHCUBHOM COKpaLleHuw,
ObICTPble TIMKONUTUYECKUNE eAUHNLbI.

24. BoBneyeHve [BUraTeflbHbIX efWHUL, COMPOBOX-
[aeTcs NOBbILLIEHWEM CKOPOCTU, C KOTOPOU MbllLa
nepemeLLaeT Harpysky.

25. Cnly M yTOMNAEMOCTb MblLLbl MOXHO U3MEHUTb
NoCpeLCTBOM TPEHUPOBKM:

- MPOAOMKUTENbHbIEYNPaXXHEHNA HN3KO UHTEH-
CMBHOCTU MOBbLIWAKT CNOCOOGHOCTb MbILIEYHbIX
BO/IOKOH K 06pa3oBaHni0o AT® OKUCAUTENbHbIM
(a3pobHbIM) NyTeM. DTO NPOMCXOAUT 6narogaps
YBE/IMYEHWNIO KONMYeCcTBA MUTOXOHAPUIA U KpoO-
BEHOCHbIX COCYZ0B B MbillLe. Butore Bo3pacTa-
€T BbIHOC/IMBOCTb MblLULbI;

- KpaTKOBPEMEeHHble yMnpaXHeHUsa BbICOKOMN
WHTEHCUBHOCTW YBENWYUBAKT LuUaMeTp BOJO-
KOH BCNeAcCTBME MOBbIWEHUA CUHTE3a aKTUHa U
MUO3MHa. B utore Bo3pactaeTr MbllleyHas cuna.

26. 1BUXEHNA CyCcTaBOB OCYLLECTBAAKTCHA NOCpesc-
TBOM ABYX aHTaroOHUCTUYECKMUX TPYMMn MbILWL,: Cru1-
6ateneli n pasrubartenei.

27. MblWwLbl BMECTe C KOCTAMMW MpeAcTaBnstoT coboin
CUCTEMbl pblyaros; 4TOObl KOHEYHOCTbL MOrna yaep-
XaTb rpy3, U30METPUUYECKOe Hanps>KeHWe MbiLlLbl
[0O/MKHO CYLLLEeCTBEHHO NPEBLICUTL MacCy 3TOro rpysa,
3aT0 CKOPOCTb MepeMeLleHns njeya pblyara ropasmo
60/bLUE, YeM CKOPOCTb YKOPOYEHUSA MbILLLbI.

Cnagkve mMbliWwubl

1 MnagkMe MbIWLbI  MOXHO KnaccupuumposaTb
Ha aBe 6GonblWwKe FPynnbl: YHUTapHble raagkue
MbILWLbI U MYNbTUYHUTaPHbIE TNaAKNUE MbILULbI.

2. MnafKoMblWeYyHble BO/IOKHa — BepeTeHOO6pasHble
KneTku 6e3 nonepevyHor UCYHEPUYEHHOCTU, C OAHUM
ALPOM, CNOCOBHLI K AeneHunto. OHY cofepKart akTu-
HOBbIE U MMO3UHOBBIE (hMNAMEHTbI 1 COKpallaroTCs
NnocpeAcTBOM MeXaHM3Ma CKOMb3AWNX HUTEN.

3. MoBblweHne KoHueHTpauunm Ca2+ B LMTOMN/A3-
Me BefeT K cCBA3blBaHWSf Ca2+ ¢ Kanbmogynu-
HoMm. 3atem kKomnnekc Caz+KanbMOLY/IMH CBA-
3blBaeTCA C KWHA30# Nerkux uenei Muo3uHa,
aKTUBMpYs 3TOT (hepMeHT, (ochopunnpyroLwmni
MWO3WH. ToNbKO nmocne @ochopunampoBaHuns



rNagKOMbILIEYHbIA MUO3UH MOXET CBA3bIBATLCA C
aKTMHOM ¥ OCYLecTBAATb LUKANYEeCKNe ABUXe-
HUA NONepeyYHbIX MOCTUKOB.

4. MVO3NH Trnagknux wblwy rugponusyer AT c
OTHOCUTENbHO HWU3KOW CKOPOCTbIO, MO3TOMY rnag-
Kue MbIWLbl YKOPauYnBalTCA ropasfo MefneHHee,
yem nonepeyHo-nonocatble. OfHAKO HaNpsXXeHue
B pacyeTe Ha egMHMLY nnaowagnm MonepeyHoro
CeYeHUs ANSA rNagkol MblWLbl TaKoe Xe, KaK Ans
nonepeyvyHO-N0M0CaTOM.

5. NoHbl Ca2+, nHUUMMpYyKLLne coKpalleHue rnag-
KOW MbIWLbl, NOCTYyNnawT U3 [BYX WUCTOYHWKOB:
capkonnasmMaTM4yeckoro peTukyayma W BHeKne-
TOYHOW cpefbl. B pesynbTaTe OTKpbIBaHMA Kafb-
LLMeBbIX KaHanoB MjasMaTM4eckoil membpaHbl
capkonfasMaTM4YecKoro peTukyayma, KoTopoe
onocpeayetcs pasMuHbiMM (akTopamu, Ca2+
nocTynaeT B LMTONNA3MY.

6. BONIbWMHCTBO CTUMYINPYIOLWNX (DAKTOPOB MOBbI-
WwakwT yutonnasmaTtnyeckyto KoHueHTpayuo Caz+
He HacTo/IbKO, YTO6bl NpoM30LLIa aKkTuBaLus Bcex
nonepeyHbIX MOCTUKOB K/eTKU. IMEHHO NMO3TOMY
(hakTOpbl, MOBbIWalOWMe KOoHUeHTpauuo Ca2+ B
LuMTonnasMme, MOryT YCMNMUBATb HanpsXXeHue rnag-
KOV MblLULbI.

7. CylecTByOT OnpefeseHHble TUMNbl CTUMY/OB,
BbI3bIBAOLWMX COKpalleHWe rnagko mblwuybl 6na-
rogaps OTKPbIBAHUIO Ka/bLWeBblX KaHafloB nnas-
MaTUYeCKO MembpaHbl M capKonnasMaTUyecKoro
peTUKynyma.

8. B nnasamatnyeckoii membpaHe 60NbLWIMHCTBA FNai-
KOMbILEeYHbIX KNeTOK (HO He BCex) npu ee fgeno-
napusauuy  MOryT TeHepmpoBaTbCA NOTeHLManbl
pelicTeua. Bocxopsduwias dasa noteHuwana geic-
TBUA rNagKoin Mblw bl 06ycnosneHa Bxogom Ca2+ B
KNeTKY 4Yepe3 OTKPbIBLIMECH KallbLUeBble KaHasbl.

9. BHEKOTOPbIX rNafgknX MbllLax NnoTeHUnansbl gelic-
TBWA TEHEpPUPYHTCA CNOHTAHHO, NMPU OTCYTCTBUM
BHELWHMWX CTUMY/IOB. 3TO NpoucxoamT bnarogaps
TOMY, YTO B Mja3maTuyeckoin MembpaHe nepuo-
OVYECKN BO3HMKaKT MeicMeKepHble MOTeHLMa-
Nbl, genonspusytouine MembpaHy 40 NOPOroBoro
YPOBHSA.

10 TnagKoMbllWeYHble KNeTKU NULWEHbI cneuunanu-
3MPOBAHHbIX KOHLEBbIX NNacTUHOK. HekoTtopble
rnafjKombllleyHble BO/IOKHA NOABEepralwTcs feiic-
TBMIO HelpoMeaMaTopoB, BbICBOGOXAAEMbIX U3
BapMKO3HbIX YTO/LEHUA OANHOYHOW BETBM HepBa,
npuyem Kakjoe BO/IOKHO MOXeT Hax0AMTbCs Noj
BAWAHWEM HellpoMeanaTopoB 60nee 4Yem OAHOIO
HelipoHa. [eiicTBME HelipoMeanaTOpOB Ha COKpa-
WeHNUs rNagkux Mol MOXeT 6bITb BO36YXAato-
WKUM TM60 TOPMO3HbIM.

Mbiwya cepaua

1 MoTeHumnanbl [eWcTBUA C ObICTPbIM OTBETOM
perncTpupyroTcs OT NPeAcepAHbIX W XXenyaouKo-
BbIX BOIOKOH MUOKapfa 1 OT chneunannsnpoBaH-
HbIX BO/JIOKOH MPOBOASILLEA CUCTEMbI XXeyaoy-
KOB (BONIOKHA MypKuHbe). MoTeHuMan geiicteus
XapakTepusyetca 060MbWONA aMNAUTYAO0MR, Koy-
TbIM HapacTaHUEM W OTHOCUTENIbHO [JIMHHBIM
nnarto.

2. MoTeHUManbl AeWCTBUSA C MeA/IeHHbIM OTBETOM

perucTpupytoTcs B Knetkax SA- n AV-y3noB 1B
aHOMa/bHbIX KapauoMuouuTax, KoTopble G
4acTUYHO Aenonspu3oBaHbl. [loTeHuman geiic-
TBUA XapaKTepu3yeTcd MeHee HeraTMBHbLIM MoTeH-
LManoM MoKos, MeHbllel aMnauTy[on, MeHee
KPYTbIM HapacTaHWeM W 60/iee KOPOTKUM [VETD,
yeM noTeHUWan AeWCTBUA C ObICTPbIM OTBETOM.
HapacTaHue reHepupyeTcs 3a CYET aKTMBauuu
Ca2+-KkaHanos.

3. MoTeHUManbl AeiCcTBUA XapaKTepu3yTcs auhek-

TUBHbIM pe(pakTepHbIM nepuogomMm (thasa abco-
NOTHOWN pedpaKTepHOCTH).

4. ABTOMATUA XapaKTepHa AN HEKOTOPbIX KNeTOK SA#

AV-y3/10B U AN KNETOK NPOBOASALLEA CUCTEMbI ey
[0YKOB. MpPU3HAKOM aBTOMATUN CNYXUT MefyieHHas
penonsapusauna membpaHbl B TedyeHue thasbl 4 (Ver
NeHHas Auactonnyeckas fenonspusauus).

5. B HopMe SA-y3en MHUUUUPYET UMNYNbC, BbBbBa-

IOWNA CoKpalleHne cepaua. STOT WUMMNYNLC pec-
npocTpaHsaeTca M3 SA-y3na No TKaHW Npeacepamin
W B KOHEYHOM cueTe pocTturaet AV-ysna. [boe
3aepXXKun B AV-y3/ie cepAeyHblii UMMYAbC pacrpo-
CTPaHAETCA MO XKenyLouyKam.

6. YBenmueHne anHbI BOSIOKOH MUOKapAa, Kak GbBa

eT npu YBENWYEHHOM XXEenyLO4KOBOM Haro/He-
HuM (Npu npegHarpyske) BO BPeMA [MacTofibl
Bbl3bIBAET 60Nee CUNbHOE COKpalLeHUe Xerymo+
KoB. COOTHOLWEHWE MeXAY [/IMHON BOMOKOH U
CUNOWA COKpalieHWs W3BECTHO KaK COOTHOLLe-
Hue ®paHka—CTapaMHra WAM Kak 3aKOH oR
® paHka—CTapanHra.

7. HecmoTps Ha TO, YTO MUOKapZ COCTOUT W3 OTfe-
NbHBIX KNETOK, OTAefIeHHbIX APYr OT fpyra Mewm
6paHamMu, KapAMOMUOLMUTLI, U3 KOTOPbIX COCTOAT
XeNny[ouku, coKpalwalTca MOYTU B YHUCOH, KK
M KapAnoMuouuThl npeacepanin. Muokaps dyHi
LMOHMPYET KaK CUHLUMTUI C peakuuei Tnna «ae
WA HW4Yero» npu BO3OYXAeHWUW. [IposeneHue
BO30YX/EHUA OT KNIeTKU K KNeTKe OCyLLeCTBNseT-
CA Yepe3 BbICOKO MPOHULLAEMble KOHTaKTbl —gp
junctions, KOTOPbIMU COEAUHEHBI LUTO30/IM OVEX
HbIX KNETOK.



8 lMpun BO36YXAEHUN NOTEHUManynpaBnsemMble Kab-
LMeBble KaHaNbl OTKPbIBAKOTCA, U BHEKIETOUHbII
Ca2+ noctynaet B KneTky. MNMputok Ca2+ cnoco6ce-
TBYyeT BbiCBOGOXAeHMIO Ca2+ M3 capkoniasmaTu-
4yeckoro petmkynyma. Bospoclwas KOHUeHTpaums
BHYTPUKNeTOYHOro Ca2+ BbI3blBaeT COKpalleHue
mMuothunameHToB. PaccnabneHve conpoBoXjaeTcs
BOCCTaHOB/MIEHWEM KOHLEHTpauum BHYTPUKIETOY-
Horo Ca2+ g0 ypoBHA B COCTOSAHUU MOKOA MyTeMm
aKTMBHOrO 3akaumeaHua Ca2 Hasaj Bcapkonnas-
MaTUYecKUin peTukynym u obmeHa Ca2+ Ha BHe-
KNeTouHbI# Na+uepes capkonemmy.

9 CKOpOCTb M cuna COKpalLeHWid 3aBUCAT OT BHYT-
PUKNETOYHOW KOHLeEeHTpauuum cBOGOAHLIX WOHOB

Kanbuus. Cuna M CKopoCTb 06paTHO nponopuu-
OHaNbHbl Apyr Apyry, Tak 4To MpW OTCYTCTBUM
Harpysky CKoOpocTb MakciMMmanbHa. Bo Bpems 130-
BOJTIOMMYECKOTO COKpaleHMWs, KOrAa HeT BHellHe-
ro yKOpoueHus, oblias Harpyska MakcumanbHa, a
CKOPOCTb paBHa HyfHo.

10. Mpy COKpaleHWN >XeNnyfouykoB pacTarMBaHue

1

| Tankne MblLLbI '

MblLLIEYHbIX BONOKOH KPOBLK BO BPeMS ero Hamos-
HEHUSA CAYXUT npefHarpyskoi. [locTHarpyskoi
ABNAeTCA aopTanbHOE [aBNeHue, MPeoA0NneBas
KOTOpOe NEBbIN XeNy[0ueK BbITaIKNBAET KPOBb.
CokpaTtuTtenbHas CNnocoOHOCTL OTpaxaeT paboTty
cepaua npu 3afjaHHbIX BenUYMHax npegHarpysku
M NOCTHarpysKu.

epAeYHNS MbllLa

My.ibTUyHUTapHbIe

Oa Oa
Het Oa
Her Ja
+ ++
Mano Oa
ClMnPwu CIP n BHekneTo4YHas cpeja

BHEKNeTOoYHasa cpefa

Mwno3uH TponoH uH

OuyeHb MeAneHHas MegneHHan

Het [a pans onpefeneHHbIX BONOKOH;
HeT — N 60/IbLWINHCTBA BONOK X

Het Het

XapaKTepucTuku CKeneTHble
MbILWLbI YHUTapHble

Tonctole U TOHKKE [a Oa
( Apkomepbl Oa Hert
ncYepyeH HOCTb
MonepeyHble Tpy6oukn  [a HeTt
(apkonnn amatmyeckun ++++ +

rukynym (CMp) *
mpjunction Het fa
MICTOYHUKM Crp CIP n
noctynneHunsa Ca2 BHEKNeTo4YHasn

cpega
blnok, perynupyembiii TponoHWH Mwuo3uH
Ca"
CKopocCTb coKpaweHna  bbicTpas — OueHb
MefneHHas MefneHHas

NOHTaHHOe Hert Oa
i HepupoBaHue
MoTeH Luna o B LeincTemA
nericmeinkepam un
ToHyC (NOCTOAHHOE Het Oa
HM3KOe Hanps>XeHue
npu otcyic rBu K
BHELUHWUX CTUMYNOB)
AhheKT pasgpaxeHus Bo3byxaeHne Bo3byxaeHue
HepBa UNn yrHeTeHue
dusnonormyeckoe Het Oa

NSIHNE TOPMOHOB
Ha BO3OyAMMOCTb 1
COKpalleHue

CokpauieHue B OTBET Ha HeT

pacTaXXeHne BOJIOKHa

[a

Bo36yxpaeHne nnu
yrHeTeHue

Oa

Hert

B036YyX/eHWe UK yrHeTeHune

Oa

Hert

*Yuncno 3HaKoB «MIoc» (+) YKa3blBaeT Ha OTHOCUTEe/IbHbIe pasMepbl capKonaasmMaTnyecKoro petTukKyayma B Mblliuax

KOHKpPEeTHOro tuna.



MoHATME CKeneTHas, WUAW MonepeyHo-nosiocaTas
MbILLILA OTHOCMTCSH K TFpynne MbllIeYHbIX BONOKOH,
CBSI3aHHbIX COEAWHUTENbHON TKaHbi (puc. 4-3 A).
O6bIYHO MbILWLbI NPUKPENEHbl K KOCTAM My4yKamu
KONNareHOBbIX BONOKOH — CYXOXW/IUAMW, Haxopns-
WuMnca Ha 060MX KOHLAX MbllWLbl. B HEKOTOPbIX
MblLILaX OA4MHOYHbIE BOSIOKHA UMEIOT TaKyto Xe npo-
TAXEHHOCTb, KaK W BCA MblWWLA, HO B 60NbLWINHCTBE
Cny4yaeB BOJIOKHa KOpPOYEe M 4acTo pacnonarakwTcs
noj yriom K nNpoAofbHON ocu MblwLbl ECTb O4YeHb
ONVHHbIE CYXOXWUUSA, OHWU NPUKPenneHbl K KOCTU,
yAaneHHol OT KOHLa Mblwubl. Hanpumep, HeKoTO-
pble MbILLbI, OCYLLECTBAAKOLUME ABUXEHUA NaNbLeB
PYK, Haxogdtca B npefnneybe; LIEBeNs nanblamu,
Mbl YyBCTBYEM, KaK ABMUTalOTCA MblWLUbl KUCTU. ITU
MblLI bl COEAUHEHbI C Manblamy NOCpeAcTBOM ANUH-
HbIX CYXOXUNUIA.

Mpn n3yyeHUM C NOMOLLbIO CBETOBOr0 MUKPOCKO-
na, OCHOBHOI XapaKTepUCTUKON BONOKOH CKeNeTHOM
MblLILbl 0Ka3anocb YepefoBaHMNe CBETAbIX U TEMHbIX
nonoc, NonepeyHbIX N0 OTHOLEHWIO K ANNHHOW OCK
BOMIOKHA. MM03TOMY CKeneTHble MblLLbl 6bI1M Ha3Ba-
Hbl MonepevyHo-NosIocaTbIMU.

lMonepeyHas WCYEPUYEHHOCTb BONOKOH CKENeTHOM
MblLW bl 06yCNoBeHa 0COBLIM pacnpeaeneHneM B nx
uuMTonaasmMe MHOFOYMCAEHHbIX TOMCTbIX W TOHKUX
«HUTe» (PnnaMeHTOB), 06BEANHAOWMUXCSH B LUNUNH-
Jpvyeckne Ny4Yku gumamMeTpom 1—2 MKM — MUODNO-
punnbl (puc. 4-3 ). MblleyHOe BONOKHO NpaKTwu-
YecKM 3anofIHEHO MuoubpunnaMmun, oOHNM TAHYTCA MO
BCEl ero AfIMHe 1 Ha 060MX ero KoHLax coeguHeHbl C
CYXOXMUUAMMA.

ToncTble M TOHKUE PuiamMeHTbl 06pasyloT nepuo-
ANYECKMIA PUCYHOK BAONb KaXgoin Muoumbpunnel
Tonctble uaamMeHTbl COCTOAT MNOYTU LENNKOM W3
COKpaTuTenbHOro 6eska MMo3nHa. TOHKUe punameH-
Tbl (MX TO/WLMHA paBHa MPUMEPHO NOJIOBUHE AnameT-
pa TONCTOro hmnaMeHTa) COlepXaT COKPaTUTENbHbIN
6enoK aKTVH, a TakXXe ABa Lpyrux 6enka —TPONOHUH

Puc. 4-3. CTpyKTypa CKefleTHbIX MbILLLL.

M TPOMOMMO3NH, UTPAIOLWUX BAXHYIO PO/b B peryns-
LMn cokpaweHnsa (CMm. HUXe).

Tonctole unameHTbl COCPeAOTOYEHbI B CpeaHei
4acTW KaX[oro capkomepa, rge OHW fexaT napan-
NenbHO ApYr ApYry; aTa 061acTb BbIFNAAUT Kak LUMPo-
Kas TeMHas (aHM30TponHas) nofioca, HasblBaeMas
A-nonocoii. Bobenx nonoBumHax capkoMepa Haxo-
ANTCA N0 Habopy TOHKUX (hunaMeHTOB. OfUH KOHeL,
KaX4oro M3 HWX MPUKpPensieH K TakK Ha3blBaemoli
Z-nnactmHke (NN Z-nNHUKU, UNN Z-nonoce) —cCemm
13 nepennetalWnxca 6en1KOBbIX MOMEKyN, — a apy-
ro/i KOHel, NepekpbIBaeTCA C TONCTbIMU (MNaMeHTa-
mun. Capkomep orpaHuyeH ABYMSA MNOC/eA0BaTENbHO
pacnonoXeHHbIMKU Z-nonocamu. Takum 06pasom,
TOHKMe (unameHTbl [BYX COCEAHMX CapKOMepoB
3aKpenseHbl Ha ABYX CTOPOHAaX KaX oW Z-monocskl.

CseTnas (M30TponHasa) noJsioca — TakK HasblBaemas
I-nonoca — pacnonoXxeHa mexay Kpasmu A-nonoc
LBYX COCelHMX CAapKOMEPOB W COCTOUT U3 TEX yuyac-
TKOB TOHKUX (PU/IaMeHTOB, KOTOpPble He MNepekpbiBa-
I0TCA C TONCTbIMW (hMnameHTaMu. Z-nonoca Aenr
I-nonocy nononam.

B npegenax A-nofiocbl KaXAoro capkomepa pasnu-
yaloT eule ABe MONOCKU. BueHTpe A-Mofiocbl BugHa
y3kaa csetnad nosocka — H-3oHa. OHa cooTBetc-
TBYET MPOMEXYTKY MeXAy NPOTUBOCTOALMMW [pyr
APYTYy KOHUAMKW ABYX HAaboOpOB TOHKUX (hMIAMEHTOB
KaX[oro capkomepa, T.e. BK/tOYaeT TOJIbKO LEHT-
panbHble YacTu TONCTbIX hunameHToB. [locepeauHe
H-30HbI HaxoguTCA COBCEM TOHKasa TeMHas
M-nnHUA. 3T0 ceTb 6eNKOB, COEAMHSAIOLWNX LEHT-
panbHble 4acTu TONCTbIX PunameHTOB. Kpome Toro,
0T Z-nonocbl K M-AnHUK nayT dunameHTbl 6enka
TUTUHaA, CBf3aHHble OA4HOBPEMEHHO C 6enkamm
M-AWHUM W C TONCTBIMU PUNaMeHTaMun. M-mMHUA
W TUTUHOBbIE (hUNaMEeHTbl NOAAEPXUBAKT ynops-
JOYEHHYIO OpraHusauuio TONACTbIX (MNAMEHTOB B
cepefvHe Kaxaoro capkomepa. Takum o06pasom,
TONCTble U TOHKME (DUIaMeHTbl He ABMAAKTCH CBO-
604HbIMU, HE3aKPENNEHHbIMU BHYTPUKIIETOUYHBIMU
CTPYKTypamu.

A — opraHusaumsa LUAVHAPUYECKUX BOMOKOH B CKEIETHON MbIllLe, NPUKPENIEHHOM K KOCTSIM CYyXOXUIMSMU.
B — CcTpyKTypHas opraHusayus n1aMeHTOB B BOJIOKHE CKEMETHOM Mbilllbl, CO3AatoLLas KapTUHY MOMepeyHbIX
nonoc. MokasaHbl MHOTOYUCNEHHbIE MUOPUOPUBI B OAMHOYHOM MbILLEYHOM BOMIOKHE a TaK)Xe OpraHu3auus o

CTbIX ¥ TOHKMX (hMaMEHTOB B capKoMepe



Cyxoxunve

Mbiwuya

Cyxoxunue KpoBEHOCHbIN
cocyq,

CoeguiHnTebHas
TKaHb

MblleYyHoe
BOJIOKHO

MbILleYHOe BOJIOKHO
Muocmbpunna

1 1-gyck  A-guck Mnodmbpunna

Z-nnactuHKka , Z-nnactuHka

1 1 ]

Capkomep

A-puck

H-30Ha

Z-nnacTuHKa Z-nnacTuHKa
v " 4 M- I T™MU
dunnameHT 6€eska
TUTUHA

ToncTblih (MMO3NHOBLIN) hmaMmeHT TOHKWIA (aKTUHOBbI) donameHT



Mosiekyna aktuHa

3710 rnobynapHblii 6eN10K, COCTOAWMUIA U3 OLHOIO
nonunenTuaa, KOTopblA NONMMepPUsyeTca ¢ Apyrumm
MONEKYnaMn akTuHa v obpasyert Age Lenun, o6BmnBato-
wue apyr apyra (puc. 4-4 A). Takas gBoiiHas cnupanb
npeacTaBnseT coboil 0CTOB TOHKOrO hunameHTa. Ha
KaXX[oi Monekyne akTuHa eCTb Y4yacTOK CBfi3blBa-
HMA MWO3MHa. B nokoAwemcs MbllLEYHOM BOJIOKHE
B3aMMOJeliCTBME MeXAy aKTUHOM W MUO3MHOM npe-
JoTBpawiatoT ABa 6eska — TPOMOHUH U TPOMOMMUO3NH
(puc. 4-4 b).

TponomMnosnH — CTepXHeBUAHAA MoJeKyna us3
ABYX MONMMNenTWA0B, 06BMBAIOLWMUXCA APYr OKONO
Lpyra; Monekyna COOTBETCTBYET B J/INHY NPUMEPHO
ceMy MOHOMepam akTuHa. Llenn n3 monekyn Tpono-
MWO3MHA, Y/IOXKEHHbIe KOHel, B KOHel, pacnosara-
I0TCA BAO/Ib BCEro TOHKOro unameHTta. Monekynbl
TPOMOMMO3UHA YACTUYHO TMPUKPbLIBAIOT Y4acTKK
CBA3bIBAHUS KaXKAON MOMEKy/bl aKkTWHa, Mellas KOH-
TaKTy MWO3MHA C aKTUHOM. BTakom 6n0kupytowem
MOJIOXEHUN MOMeKyna TPOMOMUO3NHA YAepXnBaeTca
TPOMOHWNHOM.

TPONOHUH — reTepoTpUMeEpPHbLI 6enok. OH cocTo-
UT U3 TponoHuHa T (0TBeYaeT 3a CBA3bIBAHWE C 04M-
HOYHOM MONEKYyNnoi TPONOMWO3WMHA), TPOMOHWUHa C
(cBa3biBaeT MOH Ca2+) m TponoHuHa | (cBA3biBaeT
aKTUH W UHrMbupyet cokpauieHue). Kaxpgasa mone-
Kyna TpONMOMMWO3MHA CBfi3aHa C OAHOW reTepoTpu-
MepHO/ MO/IEKYNoi TPOMOHWHA, KOTOpas perynumpyer
JOCTYN K yyacTKaMm CBA3bIBAHUA MWO3MHA Ha CeMU
MOHOMepax akKTWHa, NpuerarLnx K Monekyne Tpo-
NOMMO3NHA.

Mwno3unH

3T0 eANHOE Ha3BaHWe 60NbLLIOI CeMbU MPOTEVHOB,
UMeloLWNX onpefeneHHble 0TIMYNA B KNETKax pasHbIX
TKaHel. MUWO3MH MpUCYTCTBYET Y BCEX 3YKapuOTOB.
Okono 60 net Hasag 6b1/10 N3BECTHO ABa TUMa MUO3-
Ha, KOTopble celivac HasblBalOT MUO3UH | 1 MMO3UH 1L
Mwuo3uH Il 6bIn NepBbIM U3 YMCa OTKPbITBIX MUO3U-
HOB, 1 UMEHHO OH MPUHMUMAET Y4YacTue B MbILLIEYHOM
COKpauieHnun. Mo3gHee 6GbIAN OTKPbITbI MUO3MH | 1
mMunosnH V (puc. 4-4 B). B nocnegHee Bpems MOKasa-
HO, YTO MUO3UH |l yyacTByeT B MblLLEYHOM COKpalLLle-
HUW, TOTga Kak MWO3WMH | 1 MWO3NH V BOB/EYEHb! B
paboTy nogMmeM6paHHOro (KOPTUKaNbHOTO) LMTOCKe-
neta. B HacTosAwee BpemMs MAEHTUPULUPOBAHO Gonee
10 knaccoB Mno3nHa. Ha pucyHke 4-4 T nokasaHo fga
BapuaHTa CXeMbl CTPOEHUS MUO3MHA, KOTOPbIiA COCTO-
WT U3 TONIOBKW, WelKn 1 XxBocTa. Monekyna m1osmHa
COCTOUT M3 ABYX 60/MbLWIMX NOAUNENTUAOB (TDKENbIX
Lenei) W 4YeTbipeX MeHbLUX (Nerkux Lenei). 3m
noMNNENTUAbLI COCTaBAAKT MONEKYNY C ABYMA [/10-
OYNAPHBIMU «TOIOBKAMMW», KOTOPble COAepXaT 0t
BMAA Lenei, U AIMHHBIM CTEPXHEM («XBOCTOM») 1B
OBYX MepenneTeHHbIX TsXenblX Lenei. XBOCT Kax-
[0 MONeKynbl MWO3MHA pacnofaraeTcs BAOMb OM
TONCTOro (hunameHTa, a fiee rnobynsapHble rofoBKN
BbICTYNatT No 60kam, UX MHa4ye Ha3blBalOT rorepes
HbIMW MOCTMKaMW. Ha Kaxfol rnobynspHoii ronoske
HaxogATcsa Mo 4Ba y4yacTKa CBA3bIBAHWUA: ANS aKTHa
n ana AT®. YyacTku cBsizbiBaHua AT obragaror
Takxe cBoiicTBaMmy (epmeHTa AT®Pasbl, rMaponmsy-
oL el CBA3aHHY0 Monekyny AT®.

Ha pucyHke 4-4 [ npeacTaB/fieHa ynakoBka More-
Kyn Muo3uHa. BbicTynawowme ronoBkuM MUO3VHA Y
eCTb MOonepeyYHble MOCTUKN.



Monekyna aktuHa

TOHKUI ounameHT

TponoHwH | (Tnl)
MecTO CBS3bIBaHUA C KasibLeM
Tpono C(TnC

ponornk C(TnC) AKTUH(A)

TponoMunosunH(TM)
\ TponoHwH T(TnT)

LleHTpbI CBSA3bIBAHMSA
nonepeYHbIX MOCTUKOB

B MuosuH | Kanibmoayn1HoBble
nerkve uenm
-130 Hm
Mno3swuH I A A
PerynatopHas
OcHoBHas nerkas uernb
fierkaa uenb
MnosunH V
KasiemoaynmHoBble
nerkvie uenm
2 nerkmx 2 TSKenbIX
Lenmn uenm

XBocT:[onoBka

4 nerknx uenu

AKTUH-CBSAI3bI BaIOU_l.MVI y4aCTOK

Nerkas uUenb AT®-cBA3bIBaOLLNT MonepeyHbIi

4acTOK MOCTVK
MnosnH  Taxenasa uenb y

i}

ToONCTbIiA
cnnameHT'



CapkonsiazamaTnyeckuii peTukysiym

B COCTOAHMM NOKOA B MbILEYHOM BOJSIOKHE KOH-
LeHTpauma cBo60OAHOro, MOHU3UMpPOBaHHOrO Ca2+ B
LuuTonnasme BOKPYT TONICTBIX M TOHKUX (PUlaMeHTOB
O4YeHb HM3Ka, 0K0M0 10~7monb/n. lMpu TaKoh KOH-
LeHTpauuu MoHbl Ca2+ 3aHMMAlOT OYeHb HebobLLOe
KO/IMYEeCTBO Y4YaCTKOB CBS3blBAHUA Ha MOJeKynax
TponoHWHa (TponoHuHa C), No3ToMy TPONOMWO3UH
6110KNpYeT CBA3bIBAHME C aKTUHOM MOMepeYHbIX MOC-
TMKOB. ocne noTeHuMana feliCTBMA KOHLEHTpaumns
noHoB Ca2+B uutonnasme 6bLICTPO BO3pacTaeT, Y OHU
CBA3bIBAOTCA C TPOMOHWHOM, YCTpaHAs On0KuUpy-
oWnii aheKT TPONOMUO3NHA U UHULUNPYA LUKN
nonepeyHbIX MOCTUKOB. VICTOYHMKOM MOCTYMN/AEHUS
Ca2+ B yutonnasMmy CAyXuT capKonaasmMaTu4ecKui
PETUKY/IYM MbILLIEYHOT0 BOJIOKHA.

CapkonnasMaTU4ecKnini peTUKynymMm MbillL, FOMOJO-
rMyeH 3HAOMNA3MATUYECKOMY PeTUKYNYyMYy ApYrux
Knetok. OH pacnonaraetcsi BOKPYr KaXAoh Muo-
thnbpunnbl Hanogobue «pBaHOro pykaBa», CErMeHTa-
MU KOTOPOro OKpyXeHbl A- n 1-nonocbl. KoHueBble
4acTW KaXK[Ooro CermMeHTa pacliupsarTcs B BUfge Tak
Ha3blBaeMbIX slaTepasibHbIX MELUKOB (TEPMUHANbHbIX
LLUCTEPH), COEAUHEH HbIX APYT C ApYrom cepueii 6onee
TOHKMX Tpy6OK. BnaTepanbHbiX MellKax AeMOHUpPY-
eTca Ca2+ BbicBOGOXAAK W MIACA Nocne BO3BYXAeHUA
nnasmaTtuyeckoii MemopaHbl (puc. 4-5 A).

OTAeNbHYIO CUCTEMY COCTaBAAOT NONepeyHbIe Tpy-
60ukn (T-Tpy60UKMN), KOTOPble MepeceKkarldT MblLLley-
HOoe BO/MIOKHO Ha rpaHuue nonoc A—L npoxogart
MeXAy naTtepanbHbIMU MeLWKaMU [BYX CMEXHbIX
capkoMepoB W BbIXOAAT Ha MOBEPXHOCTb BOJIOK-
Ha, coCTaBnds eAMHOE Lefoe C Mnjaa3mMaTuyveckKoi
memb6paHoit. poceeT T-Tpyb6OUYKM 3an0OfHEH BHe-
KNeTOYHOW >XMAKOCTbIO, OKpYXalolwen MbllleyHoe
BONOKHO (puc. 4-5 B). Mem6paHa T-Tpyb6ouek, Tak
Xe KakK nnasmatuyeckas memb6paHa, cnocobHa K
NpoBefeHUD MOoTeHuMana AeicTBUA. BO3HUKHYB B

nnasmaTuyeckoin memb6paHe (puc. 4-5 B), noTeHyuan
LeiicTBUSA ObICTPO pacnpocTpaHaeTcs Mo MOBepx-
HOCTW BO/IOKHA M No Mem6paHe T-Tpy6ouek Briybb
KNneTkn. JocTurHys obnactun T-Tpybouyek, npunera-
IolWel K natepanbHbIM MellKaM, NOTeHLMan feiic-
TBMA aKTUBUPYeT MNOTeHLMan3aBUCUMble «BOPOT-
Hble» 6enkun MembpaHbl T-Tpybouek, u3anyecku
UAN XUMWUYECKU COMPSHXKEHHbIE C KalbLUeBbiMU
KaHanamMum membpaHbl naTepanbHbiX MeLWKOB. Takum
obpasom, genonspusauna membpaHbl T-Tpybouek,
obycnosneHHas NOTeHLManoM feicTeuns, NpuBoaUT
K OTKPbIBAHWIO KaNibLMeBbIX KaHanoB MeMm6paHbl
natepanbHbIX MeLWKOB, cofepxalwmnx Ca2+ B BbICO-
KON KOHLEeHTpaumn, n noHbl Caz+ BbIXOAAT B LUTOM-
nasmy. [oBbIlWEHNE LUTONNA3MAaTUUYECKOTO YPOBHS
Ca2+ 06bIYHO ObIBaeT AOCTATOYHbLIM ANS aKTMBaLUK
BCEX NOMepeYHbIX MOCTUKOB MbILLEYHOTO BOMOKHA.

Mpouecc cokpalweHUs MPOLOMKAETCA, NOKa WOHbI
Ca2+ cBA3aHbl C TPOMNOHWUHOM, T.e. 0 TeX Nop, roka
UX KOHUEHTpaLmna B LUTONNa3Me He BEPHETCA K HU3-
KOMY WCXOfHOMY 3HauyeHuto. MembpaHa capkonnas-
MaTU4YecKoro petukynyma cogepxut Ca-ATdazy-
MHTerpanbHbll 6eN10K, OCYL,eCTBAA NI aKTUBHbII
TpaHcnopT Ca2+ u3 yuTonaasmbl 06paTHO B MOMOCTL
capkoniasmaTuyeckoropeTukynyma. Kaktonbkouto
rosopunocb, Ca2+ BbICBOGOXJaeTCA W3 PeTUKYNyMa B
pe3ynbTaTe pacnpocTpaHeHWa NoTeHLMana AeicTamns
no T-Tpy6oukam; fns Bo3BpauieHus Ca2+ B peTuky-
NYM HY>XHO ropa3fjo 60/blue BPEMEHU, YeM ANs ero
BbIX0f4a. VIMEHHO M03TOMY, MOBbIWEHHAs KOHLEH-
Tpauusa Ca2+ B uMTOnnasme COXpaHaeTcs B TeueHue
HEKOTOPOro BPEMEHW, W COKpALLeHWE MbILLEYHOro
BO/IOKHA NPOAOJ/HKaeTCA Mocne 3aBepLIeHUs MoTeH-
Lunana geicTeums.

Mopsenem mutor. CokpalleHne 06ycnoBneHo BbICBO-
6oxaeHnem MOHOB Ca2+ xpaHALWMUXCcA B capKonias-
mMaTuyeckoMm peTukynyme. Korga Ca2+ noctynaert
00paTHO B PeTUKYNYM, COKpaLleHWe 3aKaH4YMBaeTCs
M HauymHaeTcs paccnabneHue.

Puc. 4-5. CapKoniasMaTuyecKuii peTUKY/yM 1 ero posib B MexaHu3Me COKpaLeHUs MblLLbl.

A — cxema oOpraHu3aLum capkonnasmaTuyeckoro peTukynyma rnonepedHbix Tpy6ouek n Muodubpunn. b — cxeva
aHATOMWUYECKOM CTPYKTYPbI MonepeyHbiX TPy6oueK U CapKomnnasMaTUyYecKoro PeTukynyma B MHAMBMAIYaIbHOM

BOJIOKHE
MbILWLbI

efleTHOU MblWwUbl B — ponb capkonnasMaTMyeckoro peTukynymMma B MexaHu3mMme COKpalleHus cK. etn
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ANneKTpoMexaHnyeckoe conpsxxeHue

3TO0 nocfefoBaTeNbLHOCTL MPOLECCOB, B pe3y/bTa-
Te KOTOpbIX NOTeHunan AeACTBMA nnasMaTU4eckKoi
MeMbpaHbl MbILIEYHOr0 BONOKHA MPUBOAUT K 3anyc-
KY COKpaweHWs MbllWLUbl WAN K TaK Ha3blBaeMOMY
LLMKIY NoMepeyvyHbIX MOCTUKOB, KOTOPbIA 6yAeT npo-
LeMOHCTPUPOBAH fanee.

Mnasmatnyeckas MembpaHa CKeNeTHbIX MblLLL
3aneKTpuyeckn Bo3byauma u cnocobHa reHepnpoBaTthb
pacnpocTpaHAlWnica noTeHUman AeAcTBMA MocC-
peAcTBOM MeXaHW3Ma, aHanormM4Horo Tomy, KoTopblii
JeiicTByeT B HepBHbIX KneTkax. [loTeHuwan peic-
TBWA B BONIOKHE CKENETHOW MblWLbl AANTCA 1—2 MC ©
3aKaH4YMBaeTCA paHblue, yem NOABATCA Kakue-nn6o
NPU3HAKN MeXaHW4YeCKoW aKTMBHOCTU (puc. 4-6 A).
HauaBluascad MexaHW4yeckas akTUBHOCTb MOXET Mpo-
pomkartbcs 6onee 100 Mc. Q1eKTpUYecKas akTUBHOCTb
nnasmaTtnyeckoil MembpaHbl He OKasblBaeT MPSIMOro
BNAHNA Ha COKpaTWUTeNbHble Oefiku, a BbI3bIBAET
MOoBblWEHNE LMTONNA3MaTUUYECKOW KOHLeHTpaLum
noHos Ca2+ KoTOpble MNPOLOMKAKT aKTUBUPOBATH
COKpaTUTeNbHbIA annapaTt ¥ nocne npekpalieHuns
3NEKTPMUYECKOro npotecca.

CokKpallleHre Mbill

B usnonorny Mol TEPMUH «COKpaLleHWE» He
0693aTeNbHO cneflyeT MOHUMATb KaK «yKOPOUYeHMe».
Mpexge Bcero, paccmatpusaeTca PakT akTusaLuu
nonepeyHbIX MOCTMKOB— Y4acTKOB FeHepupoBa-
HWA CWUMbl B MbllLEYHOM BONOKHe. [locne cokpalle-
HUA MeXaHW3M, WHULUUPYIOLWWUA pasBuThe CUNbI,
BbIK/OYaeTCA.

Cuny, ¢ KOTOpOW MblWLa, NpU ee COKpaleHuw,
[ecTBYeT Ha NpeAMeT, Ha3blBAtOT MblLUEYHbIM Hanps-
»XeHunem (tension); cuna geicTeus npegmeta (06bIYHO
€ro Macchbl) Ha MbilwLy — 3T0 Harpyska (load). Cunbl
MbILIEYHOTO HanpPsAXeHUa W Harpysku nNpoTuUBOfeic-
TBYWOT Apyr fpyry. MpusegeTr nu cuna, reHepupy-
eMas MbllleYHbIM BOJIOKHOM, K €ro YKOpO4YeHuto,
3aBUCUT OT OTHOCUTENbHBIX BENYNH HANPSXKEHUA 1

Puc. 4-6. ®eHOMEH 3/1eKTPOMEXaHNYEeCKOro CONPsXKeHUA.

Harpysku. Utobbl MbllLleYyHOe BOMOKHO YKOPOTWUIOCH
M TakKuM 06pa3om NepemMecTu/io HarpysKy, ero Hanps-
XXeHMe AOMKHO 6biTb 60/bLUE NPOTUBOAENCTBYOLLEN
Harpysku.

Ecnm mblwua pa3BuBaeT HanpsXKeHue, HO He YKO-
paunBaeTcs (M He YAAUHAETCA), COKpalLeHne Hasbl-
BAlOT WU3OMETPUYECKUM (f/1MHA MbILWLbl MNOCTOSHHA).
Takoe coKpalleHue NPOMCXOAUT, KOraa MblllLia yaep-
)XUBAeT Harpysky B MOCTOSAHHOM MOMIOXEHUN MGO
pa3BuMBaeT CUYy MO OTHOLWEHWIO K Harpyske, macca
KOTOPOW 60/blIe, YeM MbILIEYHOE HanpsxXeHune. Ecm
MbllILA YKOpPa4YnBaeTCs, a Harpy3ka Ha Hee OCTaeTcs
MOCTOSAHHOW, COKpalLeHNEe Ha3blBatOT N30TOHNYECKUM
(Hanps>XeHne MblWLbl NOCTOAHHO).

Mogenb CKONb3ALWMX HUTE

Mpn YKOPOYEHWUW BOMOKHA KaXAbli MNOMNepeyHbIi
MOCTUK, MPUKPENUBLLUMNICSA K TOHKOMY (MIaMeHTY,
COBEepLIAEeT NOBOPOT Hanofobue BpaLleHns N0L0YHOTO
Becfa. BpalyaTefibHble [BUXEHUA MHOXecTsa More-
peyYHbIX MOCTUKOB MOATATUBAOT TOHKME (PUAAMEHTbI
0T 060uX KpaeB A-M0N0OCHI K ee cepefiMHe, ¥ capkomep
ykopauuBaeTcs (puc. 4-6 b). OguH «rpebok» nonepey-
HOr0 MOCTW Ka CO3fjaeT OYeHb MaJieH bKOe MepemelLieHne
TOHKOTO (hnNameHTa OTHOCUTEN bHO TONCTOr0. OfHaKo,
3a BECb Mepuof aKTUBHOMO COCTOAHUSA (BO3BYXAEHNS)
MbILLEYHOr0 BOMIOKHA KaXK[bli MOMepeyHblii MOCTUK
MOBTOPSET CBOE BpallaTe/NbHOE [BUXEHVE MHOIo pas,
obecrneymBas 3HAUYMTENIbHOE CMelleHWe Muotuna-
MeHTOB. [leTanbHblii MOMEKYNAPHBIA MeXaHU3Mm 3Toro
ABNeHnAa OyfeT paccmaTpuBaTbCa fanee

Bo BpemMs reHepupoBaHuUs CUAbl, YKOpaumBaloLL el
MblILLEYHOE BOJIOKHO, MepeKkpbiBaloWMecs TONCTbIe
M TOHKME (DUNamMeHTbl KaX[oro capkomepa, nog-
TArTMBaemble LBMXEHUAMU MONepeyYHbIX MOCTUKOB,
cABuralTCca ApYr OTHOCUTeNbHO gpyra. AnuHa Ton-
CTbIX U TOHKUX (PUNAMEHTOB NPU YKOPOYEHUU cap-
Komepa He nsmeHaetca (puc. 4-6 B). 3TOT MexaHW3M
MbILLEYHOT0 COKpallieHna W3BeCTeH KakK Modeb
CKOMb3ALWLNX HUTEN

A — COOTHOLUEHME MeXJy BPeMeHHbIM XOOM MOTeHUMana AeiiCTBMS B MbILUEYHOM BONIOKHE W BO3HUKAKOLLMM B
pe3ynbTaTe 3TOr0 COKPALLEHMEM MbILLIEYHOr0 BOMOKHA C MOCNeAyloLWmMM ero paccnabneHnem. b — nonepeuHbie
MOCTUKM TO/CTbIX (PUIAMEHTOB. CBA3bIBASACH C aKTMHOM TOHKUX (PUI1aMeHTOB, NOABEPratoTCsA KOH(OpPMaLOHHOMY
M3MeHeHUto, 6narofapsa KOTOPOMY TOHKMe hnnaMeHTbl NOATATMBAIOTCA K cepefjuHe capkomepa. (Ha cxeme nsobpa-
XKEHbI Wb ABa U3 NpuMepHO 200 MonepeyHbiX MOCTUKOB KaXOro TOACTOro dgunameHTa). B — mogenb ckonb3s-
LMX HATeN. CKONbXEHME iepeKpbIBAOLLMXCS TONCTBIX U TOHKUX (DUIaMEHTOB ApYr OTHOCUTENLHO Apyra pyBoanT
K YKOPOUYEHUIO MNOUBPMANLI 6e3 N3MEHEHWIA ANUHbI DunameHTOB. |-gUCK 1 H-30Ha Npu 3TOM yMeHbLUatOTCS
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Cneundomnyeckne 6esiku ckeneTHomn
MbILULbI

Kak 6bl10 OTMEYEHO, TONICTble Y TOHKWE hUNaMeH-
Tbl 06pasyloT NepuofUYecKUil PUCYHOK BAOMb Kax-
pon mMuodmbpunnbl. PeryndapHo nosTopsAwowuiics
3NeMEHT — capKomep. To/icTble UNamMeHTbl COCTOAT
no4YTV LENMKOM W3 COKpPaTUTENbHOro 6enka Muo3su-
Ha. TOHKMe (nnaMeHTbl COLEpPXAT COKPATUTENbHbIN
6en0K aKTWH, TPOMOHWH W TPONOMWO3UH. ToncToe
(hvnameHTbl COCpefioTOYEHbl B CpeAHeil 4acTu Kax-
[JOro capkomepa, rge OHW nexar napanfnenbHO Apyr
apyry. OTa 06nacTb MMeeT BWJ LMWUPOKOW TeMHOM
nonocel, HasblBaemoin [-nonocoii (puc. 4-7 A).
B o6eux nonoBmMHax capkomepa HaxoguTcs no Habo-
py TOHKMX (unameHToB. OfWH KOHeL KaxAoro wus3
HUX MPUKPenneH K Tak Ha3blBaemMoi Z-rnonoce (Mnu
Z-NMNHAKN) — ceTU W3 nepensetaronxca 6enKoBbIX
Monekyn. [pyroil KoHel, nepekpbiBaeTcs € TOAC-
TbiMU (unameHTamun. Capkomep OrpaHuyeH [BYMSA
nocfefoBaTeslbHO PacnoNOXeHHbIMU Z-Nonocamu.
Takum 06pa3omM, TOHKME PUNaMeHTbl ABYX COCeAHUX
CapKOMEpOB 3aKpenieHbl Ha IBYX CTOPOHAaX Kaxgoi
Z-nonockl. CeTnaa nonoca — l-nonoca, pacnonoxe-
Ha Mexay Kpaamu A-nosnoc ABYX COCeAHWUX CapKoMme-
POB M COCTOUT W3 TEX YY4aCTKOB TOHKNX (PU/IaMEHTOB,
KOTOPbIE He NepeKpbiBalOTCA C TONCTBIMU (PUiaMeH-
TaMu. Z-nonoca Aennt 1-nosiocy nononam.

[Ba KOHUa KaXJoro To/CTOro unaMmeHTa MOMEKy-
Nbl MWO3WHA OPUEHTUPOBaHbI B MPOTUBOMONOXKHbIX
HanpaBneHMAX TaK, YTO KOHLbl X XBOCTOB Hanpas/e-
Hbl MO OTHOLIEHUIO K LeHTpY thunnameHTa (puc. 4-7 b).
Bnarogaps aTOMYy Mpu rpebKOBbIX ABMXEHUAX Mnone-
PeYHbIX MOCTUKOB MPUKPENnuBLUMECA K HUM TOHKMWeE

(hnnameHTbl NeBOM M NpaBoli MONOBMHbLI CapKomepa
NPoTanKMBalTCA K ero cepefnHe, B pesynbTare cap-
KOMep yKopauumBaeTcd. TO eCTb BO BpeMsi TeHepupo-
BaHWA CU/bl, YKOpauynBatoLLleld MbllLle4YHOe BOMOKHO,
nepekpbiBatoLLMecs TONCTble U TOHKUE (DUNAMEHTbI
KaXX4oro capkomepa cABuraloTca ApYyr OTHOCUTENb-
HO Apyra, MOATATMBaeMble ABUMXKEHWUAMM MOnepey-
HbIX MOCTWKOB. [LNWHA TONCTbIX W TOHKUX (una-
MEHTOB NPU YKOPOYEHUWN capKoMepa He W3MeHseTcs
(puc. 4-7 B).

M3BecTHO, UTO B npegenax A-nosiochbl KaXxaoro cap-
KOMepa pasnuMyatoTcs ele fBe MOSOCKW. B ueHTpe
A-nonocekl BUAHAa y3Kad cBeTnas nosiocka — H-3o0Ha.
OHa COOTBETCTBYET MPOMEXYTKY MeXAy MpOoTUBO-
CTOAWMMU APYT APYrY KOHUamMu [BYX HabopoB TOH-
KUX (hMNamMeHTOB KaXA0ro capkomepa, T.e. BKOYaeT
TONbKO LEHTpanbHble YacTW TONCTbIX (MIaMEHTOB.
MocepeanHe H-30HbI Haxo4WUTCA COBCEM TOHKas
TeMHas M-nuHusA. 3T0 ceTb 0OENKOB, COeAMHSIO-
WX LeHTpaNbHble Y4acTW TO/CTbIX (UIaMEHTOB.
Ha puc. 4-7 B noka3aHbl M3BeCTHble B HacTosLlee
BpeMs [OMNONHUTeNbHble 6enku. OT Z-nonockl K
M-AnHUM nayT GunameHTbl 6enka TUTKMHA, CBS-
3aHHble O4HOBPeMeHHO Cc 6enkamMu M-MHUM U
C TONCTbIMM (unameHTamu. M-AUHUA U TUTVHO-
Bble (PunamMeHTbl MOALEPXMBAKOT YNOPSA0UEHHYIO
opraHu3auunio TOACTbIX (PUNaAMEHTOB B CepeavHe
KaXX4oro capkomepa. Takum o06pa3om, TOACTble U
TOHKWE (UNamMeHTbl He ABAAKTCA CBOOOAHLIMM,
He3aKpenaeHHbIMU BHYTPUKNETOYHLIMU CTPYKTY-
pamu. Kpome TOro, Ha pwuc. 4-7 B nokasaH Gemok
CapZ, onpegensdwowmnii ctabnnnsaynto GunameHToB
akTuHa. lokasaH Takxxe TPornomMoLy/IMH. Ha prcyHke
npeacTaBieH M FTMraHTCKUIA NPOTEeNH — HebynH.

Puc. 4-7. CTpoeHMe CKeNTETHOW MblLWLbl BHOpMe (A), Ha hoHe paccnabneHns (B) n cokpaweHus (B). JononHWTeNbHble

6enKun, HageHHble B cKeneTHou mbiwue (M)
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Monekyna akTHa U MMo3nHa

TOHKUIA thmnnameHT (puc. 4-8 A) COCTOUT U3 aKTU-
Ha, TPOMOMMWO3MHA WM TponoHMHa. OCHOBA TOHKO-
ro unameHtTa — [BOMHAA 3aKpy4yeHHas LeMb a-
CNuMpanbHOro MofMmMepa MOMeKynbl akTuHa. WHaue
roBops, 370 fBe Lenu, 3aKpyYeHHble OTHOCUTENbHO
Apyr gpyra. Takas gBoWiHas cnupanb npeacraBnseT
coboii ocTOB TOHKOro (unameHTa. Kaxablil cnu-
panbHblil 060POT €ANHUYHOW HUTK hnaMeHTa, Uan
F-akTuH, cocToUT “3 13 eAMHNYHBIX MOHOMEPOBI
BUAe rnobyn u paBeH B JAMHY npumepHo 70 HM. Ha
KaXXA0W eANHNYHOI MONEKyne aKkTWHa eCTb y4acToK
CBA3bIBAHUA MWO3UHA. F-akTWH CBfi3aH C [ABYMS
BaXXHEWWUMUN perynaTopHbIMU aKTUHCBA3bIBa-
WMy 6enkamy — TPOMNOMUO3MHOM U TPOMOHU-
HOM. OTK 6efKM B NOKOALLEMCS MbILLIEYHOM BOSIOKHE
npeAoTBpaLLalOT B3aMMOAECTBME MEXAY aKTUHOM
M Muo3mHoM. KopoTKO, MOneKyfnbl TPOMOMWO3MHA
YaCTMUYHO 3aKPbIBAKOT YYaCTKU CBA3bIBAHUA KaXAO0WA
e4VHUYHOW MONeKynbl akKTUHa, Mewas KOHTaKTy
MMWO3MHA C aKTUHOM. B TakoMm cocTOsAHMKU 610KUPO-
BaHWSA Y4YyacTKOB CBA3bIBAHUSA KaXAOW eAWHUYHOW
MOJIEKY/Ibl aKTUHAa MOJMieKyna TPOMOMMO3UHA yaep-
XNBaeT TPOMOHWH. PaccMOTpUM TPOMOMWO3WUH W
TPONOHUH MoApo6GHee.

TpoONOMMWO3NH — ANIMHHAA MOMEKyNa, COCTOosLLas
M3 ABYX MNONWMENTUAOB, 06BMBAKOWMUX APYr Apyra.
Monekyna TponoMuo3mMHa COOTBETCTBYeT B ANUHY
NMPMMEpPHO ceMW MOHOMepaM akTuHa. Lienn us mone-
Kyn TPOMOMWO3MHA, YNOXEHHble KOHel B KOHeL,
pacnonaralTca BAONb BCEro TOHKOro hunameHTa.
Monekynbl TPOMOMMWO3WHA YacTUYHO MNPUKPbIBAOT
y4acTKM CBA3bIBaHWA KaXK4ol MOMeKy/bl akTuHa, 610-
KMPYS BO3MOXHOCTb KOHTaKTa MWO3UHA C aKTUHOM.
B TakoM 610KUpYOLLEM MO0XKEHUN MOMEKyna Tpo-
MOMWO3UHA YepPXXNBaeTCH TPOMOHWNHOM.

TPONOHUH —TreTepoTPUMEPHbIA 6enok. OH COCTO-
T M3 TponoHuHaT, KOTOPbI/i OTBeYaeT 3a CBA3bI-
BaHWe C OAWHOYHOM MONEKYNON TPONOMWO3MHA,
TponoHuHa C, KOTOpPbIil CBSA3bIBAET MOH Ca2+ U Tpo-
NoHWHa |, KOTOpbI/i CBA3bIBAET aKTUH WM UHTUGMpPY-
eT cokpaleHne. Kaxpgas Monekyna TpOmoMKO3W-

Ha cBsi3aHa C OfHOlM reTepoOTPUMEPHOIi MONeKysoi
TPONOHWHA, perynupyrLwein [oCTyn K yyacTKam
CBA3bIBAHWSA MWO3MHA Ha CEMU MOHOMepax aKTuHa,
npunerarWwmnx K MosieKyse TpPONOMMO3nHa.

Monekyna mMwuosmHa (puc. 4-8 B) — eguHoe
Ha3BaHuWe 60/bLIOA CeMbW MNPOTEMHOB, UMEHOLLMX
onpefeneHHble OTAMYMA B KJIeTKax pasHblX TKa-
Heil. B MbllWEYHOM COKpaleHun yyacTByeT M/O-
3MH W, OTKPbITbI/ NEpPBbIM M3 YUC/ia BCEX MUO3VHOB.
B uenom, monekyna muosuHa Il cocTtouT wm3 [ByX
6onbWMX MNONUNENTUAOB (TAK Ha3blBaeMbIX Tske-
NbIX Lenei) 1 YeTbipeX MeHbLW KX (TaK HasblBaeMbIX
nerkux uenei). Y muosuHa Il gBe Tshkenble LM
COCTaBNIAKT MONEKYNY, coAepXalwyw ABe roby-
NAPHbIE «FOM0BKM» (N0 OAHOW Yy KaX[oro nomu-
nenTuga) U COOTBETCTBEHHO [JBe He3aKpy4YeHHble
«LUEeNKM». B HEKOTOPOI nuTepaType LIERKY TSXeon
Lenn nepeBOAAT KaK «Njae4yo MOAEKY/bl MUO3MHa».
[Janee aBa 60MblWIKNX NONUNENTUAA, T.e. 4Be TKe-
Nble Lenu, HaunHat T 3aKPYUYMBaTbCA OTHOCUTESIbHO
Apyr gpyra. VX HavanbHbIl pernoH 3akpyduBaHus
NONMy4Yna Ha3BaHWe «LIAPHUPHBIA PErvoH TDREMbIX
ueneli». 3aTemM cneayeTt ANVMHHbLIA CTEPXeHb U3 [BYX
nepenfieTeHHbIX TSOHKeNbIX Lenei, noNy4MBLUNIA
Ha3BaHMe «XBOCT». XBOCT KaJo0i MOSEKYNbl MMO-
3MHa pacnonaraeTcs BAO/Ib OCUM TONCTOrO mnameH-
Ta, a Be rnobynsapHbie roNoBKU BMeCTe C Lueiikamu
N WApPHUPHBIM PErMoHOM, BbiCTynatoLwue no 6okam,
MHaye Ha3blBalOT «MNOMEPeYHbIMU MOCTUKaMm». Ha
KaXX4ol rnobynsapHoi ronoske y mMmo3smHa Il Haxo-
4ATCA no ABe nerkmx uenu. OfHa — TaK HasblBae-
Mas nerkas perynatopHas uenb, Apyras — ferkas
OCHOBHas Uenb. Jlerkas OCHOBHaA LEMb yyacTByeT
B cTabunmsaumm ronoBkM MUO3UHa. Jlerkas pery-
NATOPHAs Uenb pPerynnpyer akTUBHOCTb (EpPMeH-
Ta AT®a3bl MWO3MHA, TUAPONN3YIOLLEA CBA3AHHYHO
mMonekyny AT®. [eiicTBue Nerkoi perynsTopHoii
Lenu Muo3MHa 3akKnvaeTcs B U3MEHEHUU peryns-
LuyM nocpescTsoM HocHopUNMPOBaHUA C MOMOLLBHO
Ca2+-3aBucumMoii nnu Ca2+He3aBUCUMON KuHa3.

B3anmogeicTBne TOHKOro (punamMeHTa M OOMHOY4-
HO Mapbl r0fI0BOK OT MWO3WMHA TONCTOrO (uameHTa
nokasaHo Ha puc. 4-8 B.

Puc. 4-8. MoneKynsipHasi opraHm3auns TOHKMX U TONCTbIX DUIAMEHTOB.

A — TOHKWIi (hunameHT. b — MofieKyna MMosnHa. B — B3aMMOZeiicTBME TOHKOTO U TOICTOT  (huname



A ToHkuit dounameHT

70 HM
Ca2' (cBs3aHHbIN C TPOMOHMHOBBIA KOMMEKC
TPOMNOHVHOBbLIM A
KOMMJ/1IEKCOM)
AKTUH
TponoMnosnH MWO3WH-CBA3bIBaOLNIA CalAT (Y4acTOoK)
B Monekyna muosnHa
PerynatopHas

. nierkasi uenb
[FonoBka nerkou
uenn mMmmosuHa (S"

oc-crmpayib

OcHOBHasA
nerkasi uenb

LLlapHVpHBIA yyacTok
TSOKeNbIX Lienei

XBOCTOBOI Y4aCTOK
TSHKesbIX uenei (XBocCT)

B BsanmogeiicTBre TOHKMX 1 TONCTLIX DU/TAMEHTOB

Cazx Cazx

AKTVH
(TOHKMIA dornnameHT)

Muno3uH
(ToNcTbI donnameHT)

Mwno3nHoBas rosioBka
CBA3bIBAETCS C MUNO3UH-
CBA3bIBAOLLMM YYaCTKOM
aKTMHOBOIo hmnamMmeHTa



B38.VIMO,CI,GI7ICTBI/IG akThHa 1N MNO3nNHa

PaccmMoTpum BOMpPOC, 4TO MO3BOJIAET NOMEPEUHbIM
MOCTUKaM, T.e. TN06YNAPHbLIM rofoBKam (BMecTe C
WwerKaMmm M WapHUPHbIM PErMOHOM), CBA3bIBATLCS
C aKTMHOM W HayuMHaTb COBepwaTb OMnpefesieHHoe
LBW>XeHMe. Ecnu roBopuTb NpefenbHO KOPOTKO, TO
B OCHOBE MbIWEYHOr0 COKPaLWEeHNs NeXuT LUKA,
B KOTOPOM Tr0M0BKWM Muo3nHa Il cBA3bIBAOTCA C
y4yacTKaMWn CBA3bIBAHUA aKTUHA. OTU MOMNepeyHble
MOCTUKMN CO3[a0T UCKPWB/IEHNE, YTO COOTBETCTBY-
eT MepeMeleHnto MOJIeKY/bl, MOC/e Yero ronoBKu
MWO3NHA OTAENATCA OT akTuHa. [na sTuX UMKIO0B
6epeTcs aHeprua rugponusa AT®. Mbliwybl UMeOT
MeXaHWU3Mbl perynaymum LUWKI0B MOMEpPeYHbIX MOC-
TUKOB. YBenundeHune [Ca2+in MHULUUPYeT NPOAON-
XeHue popMMPOBAHUA LUKNOB MOMEPEYHbIX MOC-
TUKOB. Mpu BO3BYXAEHUN MPOUCXOAUT YBENNUEHUE
ICa2Hin ot ypoBHa nokoa (10-7 M n MeHbwe) Ao
6onee yem HO-5 M.

HauHem c TOro, 4To NOTEHLMUan AeliCTBMSA B BOSTOK-
He CKeNeTHOW MbllW bl ANNTCA 12 MC M 3aKaH4YuBa-
eTCA paHblle, YeM MOABATCA Kakue-nnbo NpusHakm
MeXaHW4YecKOn aKTUBHOCTU. HauaBliascs MexaHu-
yeckas aKTMBHOCTb MOXeT npofo/katbca 6onee
100 mc. DnekTpuyeckasds akKTMBHOCTb Miasmaruyec-
Koli mem6paHbl He OKasblBaeT MPSAMOro BAUSHUA Ha
coKpaTtuTenbHble 6enKW, a Bbl3blBaeT MOBbILIEHMWE
LMTONNasMaTM4eCcKo KOHLeHTpauumm moHoB Ca2+,
KOTOpble MPOAO0/MKAT aKTUBMPOBATL COKPATUTENb-
Hbll anmapaT W nocne npekpalw,eHna anekTpuyec-
Koro npouecca. To ecTb COKpauieHue obycnosne-
HO BbICBOOOXAEHWEM WOHOB Ca2+, XpaHALWUWXCH B
capkonnasmaTtuyeckom peTtukynyme. Korga Caz+

nocTynaet 06paTHO BPETUKYYM, COKpaLleHne3aKaH-
ymBaeTCs N HayMHaeTcAa paccnabneHue. ICTOYHUKOM
3Heprun Ana KanbUWeBOro Hacoca cnyXxut AT®: aro
OfHa M3 Tpex rnaBHbiX QYHKUNIA ATD B MbILLEYHOM
COoKpaleHnn.

NTakK, cokpaweHue WHULUUPYETCA B pesy/bTare
yBenuueHusa [Ca2+]in. Monekyna retepoTpyMepHOro
TPOMOHMHA COAEPXNT KNoUeBoi Ca2+-CeHCUTUBHbIN
perynatop — TponoHUHC. Kaxpas Monekyna Tpo-
noHWHa C B CKeNneTHOW MbIWLE UMeeT [Ba BbICO-
KoaPUHHbIX Ca2+CBA3bIBAOWMUX MecTa, KOTopble
Yy4acTBYIOT B CBA3bIBAHWM TPOMOHWHA C C TOHKUM
thunnameHToM. CBA3biBaHNe Cad B 3TUX BbICOKOAR-
(DUMHHBIX MecTax NOCTOSAHHO W He MEHAETCH B TeuyeHVe
aKTUBHOCTU Mblwbl. Kaxpgas Monekyna TPOMoHW-
Ha C B CKeNeTHOM MbllILe MMeeT TakXe ABa A0Mo/-
HUTENbHbIX HU3KoapPUHHBIX Ca2+-CBA3bIBAOLLMX
mecTa. Bsaummopgeiicteue Ca2+ ¢ HUMM UHAYUMPYET
KOH(OPMaLUOHHbIE WU3MEHEHUA B TPOMOHWHOBOM
KOMMAeKce, NpuBoAALLMe K ABYM apdhekTam. MMepsbiid
aheKT 3aKknt0YaeTcs BTOM, 4TO C-TEPM UHAN b UHIVI-
6UTOPHOro TPOMOHWHa | ABUTraeTCcs B HanpasfeHUu
OT LEeHTpa CBA3bIBAHMA aKTWHA C MUO3UHOM (pac-
MOMIOXXEHHOM Ha aKTWHE), TeM CaMblM OCYLIECTBASA
OBUXEHME MONEKY/bl TPONOMUO3UHA TakKXe B CTO-
POHY OT LeHTpa CBA3bIBAHMA aKTUHA C MWO3MHOM
(pacnofnoXeHHOM Ha akTWHe). [pyroil apdekT ocy-
LLecTBNAETCA Yepe3 TPOMOHWUH T, U 3aKNHYaeTcs B
BblTaJIKNBAHUWN TPOMOMMUO3MHA OT LEHTpa CBA3blBa-
HUS aKTUHA C MWO3MHOM B TaK Ha3biBaeMblii aKTW-
HOBbI Xeno60K. 3TO NPUBOAUT K TOMY, UTO LEHTp
CBAA3bIBAHWSA C MWO3MHOM Ha aKTWHE OTKPbIBAeTCS, U
ros0BKa MUO3MHAa MOXeT B3aMMOLeiACTBOBATb C aKTu-
HOM, c03/iaBasl LMK MOMnepeyHbIX MOCTUKOB.



A O6pasoBaHVe NonepeyHoro MocTuka
B CKe/leTHbIX U cepAeyHoli MbILax

[BvxeHne TponomMmosnHa
rny6xe BHYTPb aKTUHOBbIX
60p0o3[0K AemackupyeT
MMO3MH-CBA3bIBatoLLMe
y4acTku



MexaH13M COoKpalleHMs

MocnenoBaTenbHOCTb COOLITUIA, HaYMHAsA OT CBA3bI-
BaHWA MOMNEPEYHOro MOCTUKA C TOHKUM (DUNaMeHTOM
M O MOMEHTa, KOrga CUCTeEMa rotoea K NOBTOPEHUIO
npouecca, HasblBaeTca paboynm LMK/IOM MOMepeyHbIX
MOCTUKOB. KaxKablli LNKN COCTOUT U3 YeTbIpeX OCHOB-
HbIX (pa3. ®a3a 1—ronoBka MMO3MHA NPOYHO CBA3aHa
C MONEKyNoi aKTUHa B aKTOMUO3MHOBLINA KOMIIEKC.
[nsa oTaeneHns ronoBKM MUoO3MHa B LMTO30/1€e HE06XO-
aum AT, 1 ero nogxo4 K MMO3MHY MOKasaH CTPeKoi
Ha cxeme. ®a3a 2 — ecnn rosioBKa MMO3nMHa CBA3bIBA-
eTca ¢ AT®, To yMeHblaeTcs apUHHOCTb FOI0BKK
MUNO3MHA K aKTUHY. V3-3a yMeHbLIeHNs apPUHHOCTH
roN0BKa MMWO3WHA OTAeNsAeTcqd OT MONEKY/bl aKTu-
Ha. pu ycTpaHeHUN [elicTBMA Ha FO/IOBKY MMO3MHA
AT® uukn npogoskaeTca fanbwe. B wmbiwe 370
NPOUCXOAUT, UCKOUYNTENbHO, 6narofapsa paclienne-
HUto AT® go AL ®+P]B pesynbTaTe paboThl hepmeHTa
AT®asbl MMO3MHA. OTOT LWar 3aBUCUT OT HaIM4uug
Mg2+ ®a3a 3— ec/nM Ha ro/s0BKe MWO3UMHA Mocne
pacwennenns AT® Ha AP n P(06a, A4P n Pj, cBA-
3aHbl. [Mpn 3TOM ro0J/ioBKa MMWO3MHA BbINPAMAAETCS.
ApprHHOCTL 06pa3oBaHnA aKTOMUO3MHOBOIO KOMIM-
NeKca onATb MOBbIWAETCA, U FON0BKA MUO3MHA MOXeT
BHOBb MPUCOEAMHUTbL MOJEKY/NY aKTUHa €O cnaboil
cBA3blo. Pa3a 4 — mHuLMauma cnaboin cBasn nepexo-
AWT 6bICTPO M 60/1ee CUBbHYIO CBA3b C FOIOBKON MUO-
3UHa, Harpy>xeHHoin AA®. MNepexof B 3TO COCTOAHUE
npeactaBnseT co60i cOBCTBEHHO CTYyNeHb reHepayuu
CUNbl. ITOT NPOLECC 06BACHAIOT BpaLleHWeM F00BKY
MWO3MHa, 6narogaps KOTOpPO MOBOPOT MUO3UHA OCY-
LLLeCTBNAET CABMUT Ha wWwar gunaMeHT aKTUHa.

B uuKne nonepeyHbiX MOCTUKOB AT® BbINOMHAET
[\Be pasHble ponu:

D rngponus AT® nocTaBfisgeT 3Hepruio Ana gBuxe-

HVA NOMepeyHoro MOCTUKa;

2) cBsi3bIBaHME (HO He ruaponuns) AT® ¢ MUO3MHOM

COMPOBOXAAeTCA OTAe/leHMEM MUO3MHA OT aKTUHA

M CO3/aeT BO3MOXXHOCTb NOBTOPEHMUA LMKNa none-

pPeyYHbIX MOCTUKOB.

Xumnyeckne n u3nyeckue fBJIEHUS BO BpeMSA
yeTblpex CTaAuii LUMKAa MOoMepeyYyHbIX MOCTUKOB
MOXHO NpefcTaBUTL WHaye. Monekyna AT®, cBA-
3aHHaf C MWO3MHOM, paclennseTcd ¢ O0CBOOOX-
OEHWEM XWMWYECKON 3Heprum u obpasoBaHueM
BbICOKO3HEpPreTM4yeckoh KOoH(popMauum Muo3uHa
nonepeyHoOro MoCTMKa; C 3TON (OPMOA MMO3MHA
(M*) ocTaloTCcs CBSA3aHHbLIMU MNPOAYKTbl FMAPONU-
3a ATO—-ALD un HeopraHuyeckuin docgar (P.).

JHeprunto akTUBHON KOHGoOpMaLUn MUO3MHA MOXHO
CpaBHUTb C NOTEHLUMaNbHON 3Heprueil pacTaAHYTOW
NPY>XWUHbI.

A+M ATP->A+M* -A1O P.

Mmaponus ATo®.

[anee npoucxofuT cBA3bIBAHWE BbICOKO3HepreTu-
4Yeckoi (opMbl MUO3MHA C aKTUHOM (A) TOHKOro
thmnameHTa:

A+M* sALlD Pj-»A* M* <A[JO WPj

CBA3blBaHWE aKTUHA.

Mpy cBSA3bIBAHUMN BbICOKO3HEPTETUYECKON (HOpMbl
MWO3MHA C aKTMHOM 3amnycKaeTcs O0CBOOOXAeHue
HanpsHKeHHOW KOHGOopMaLumM BbICOKO3HEPreTn4ec-
KOro NonepeyHoro MOCTWKa; B pe3ynbTaTe CBA3aHHbII
C aKTMHOM MOMNepeyYHbli MOCTUK COBEpLUaeT CBOE
BpallaTenbHoe [BUXeHWe U OAHOBPEMEHHO TepseT
ALD n Pr

A- M*sA[1D «P —>A* M+A 1D +Pj

[BuXeHne nonepeyHoro MocTuka.

Mpouecc nocnefoBaTeNbHOr0 MOJyYEHUSA W OCBO-
00XAEeHNA 3HEPTrUU MUO3UHOM MOXHO CPaBHWUTbL C
paboToii MblWeNoBKN. BHeli 3aHeprus 3anacaetcs
npn pacTArMBaHWN NPYXWUHbI (B MbllILEe — NpY M-
ponnse AT®), a ocBob6oXxpgaeTca nNpu OTAYCKaHUK
NPY>XWHbl (B MblLULLEe — NPW CBA3bIBAHUM MMWO3MHA C
aKTUHOM).

Bo Bpems [BUXEHUS MOMEPEYHOro MOCTUKA MWO-
3UH OYeHb MPOYHO MPUKPeNnneH K akTUHY; TOMbKO
nocne paspbiBa 3TOW CBA3M OH MOXET CHOBA MONY4YNTb
3HEPrMI0 1 NOBTOPUTL LMK, CBA3b MEXAY aKTUHOM
M MWUO3NHOM pa3pbiBaeTca Npu coefHEHUN C MMO3M-
HOM HOBOW Monekynbl AT®.

A M+ATOMA-HM-ATP

Ouvccoumnaynsa nonepeyHoOro MOCTUKA OT aKTUHA.

Oobecneuynsaemoe AT®P pasgefieHMe akTUHA U MUO-
31Ha — NpUMep annocTepuYecKomn perynsaymy aktme-
HocTu 6enka. CesAsbiBaHWe AT®D € O4HUM Y4aCTKOM
MVO3NHA CHNXXAET CPOLCTBO €0 MOJIEKY/TbI K aKTVHY,
CBA3aHHOMY C Apyrum y4yactkom. CnegosaresibHo,
AT® peiicTByeT Kak MOLYNATOP, PEryMPYOLLUIA CBs-
3blBaHWE aKTWHa C MUo3MHom. OTMETUM, 4TO HA
3ToN cTagun AT® He paclennseTcs, T.e. CAYKAT
He WCTOYHWKOM 3HEPruu, a TONbKO MOAYNUPYHOLLEV
MONeKynoin, koTopas obecneymBaeT annoctepuyec-
KYH MOAYNALUIO MUO3UHOBOI FOIOBKM 1 TEM CaMbIM
ocnabnsert cBA3b MUO3MHA C aKTUHOM.

Puc. 4-10. MexaHu3m cokpauieHus. MNpeacTaBneH paboynil LUKA MOMEPEYHbIX MOCTUKOB — FOMIOBKM MMWO3MHA

(BMecTe C LWEeNKON N WapHUPHLIM PETUOHOM).

Ha naHenu (A) npouecc npefcTas/ieH B BUAE 3aMKHYTOro umnkna u3 yetoipex ¢as. Ha nanenu (b) ipouecc npeg-
CTaB/IeH B BMAe NOC/ef0BaTe/bHbIX Waros 6osee feTanbHO



3. P| BbicBOGOXOeHME
"onoBka

rnoBopaumBaeTcs
P (pabounii TakT)

1L c [onoBka
BA3bIBaHWe auccounnpyet
HyKneotnabl oT thunameHTa
ATP
4. ADP BbICBOOOXAEHME
ADP

[onoBka
2. Fugponna rnoBopaymBaeTcs

n CBSAA3bIBaeTCs

C HOBOW aKTMHOBOA
cybbegnHuLEen



OOnHOYHOE coKpalleHVe MbILLbI

Ecnn mblwua pa3BuBaeT Hanps>XeHue, HO He YKO-
paunBaeTcs (M He YANMHAETCA), COKpPaLLeHWe Ha3bl-
BaeTCs M30OMETPUYECKUM (LNMHA MbILLbl NOCTOSAH-
Ha). Takoe coKpalieHne NPOUCXOAMNT, KOrha MblLlua
YAEpXXUBaeT Harpy3ky B NOCTOAHHOM MOMOXEHUM,
nn6o pasBmBaeT CUAY MO OTHOLWEHUIO K Harpyske,
mMacca KoTopoi 60/blle, YeM MbILIEYHOEe Hanpsxe-
Hue. Ecnm MbllwLa yKOpaynMBaeTcsd, a Harpyska Ha
Hee OCTaeTCs MNOCTOSSHHOW, COKpal,eHWe Ha3blBa-
eTCA M30TOHUYECKUM (HanpsXXeHne MbllLbl NOCTO-
AHHO).

MexaHWuyeckuii OTBET OTAENbHOr0 MbIWEYHO-
ro BONOKHA Ha OAMHOYHbLIA NOTeHUWaNn AeinCcTBUSA
Ha3blBaeTCH OA4WMHOYHbLIM COKpalleHnem (twitch).
OCHOBHble XapaKTepUCTUKW OJMHOYHOrO WN30MET-
puyeckoro cokpalleHuss nokasaHbl Ha puc. 4-11A.
Hayano MbIlWe4YyHOro HanpsaXeHUs 3anasfblBaeT Ha
HECKO/IbKO MUNMUCEKYHL NO OTHOLWEHUIO K NOTeH-
unany feincTeus. B TeueHune 3TOro NaTeHTHOro nepu-
ofa NpoOXoAAT BCe 3Tanbl 3/1eKTPOMEXAHWYECKO-
ro conpsXeHus. WHTepsan 0T Hayana pa3BUTUA
Hanps>XeHWs O MOMEHTA ero MakCMMyma 370 Bpems
cokpaweHnss. OHO pasnuyHO ANA pasHblX TUMNOB
BONOKOH CKeNeTHbIX MbiWL. Bpema cokpalieHus
ObICTPbIX BOMIOKOH He npeBblwaeT 10 mc, Torga Kak
Ana 6onee MeLNeHHbIX BOJIOKOH OHO He MeHblue
100 mc. ANMTenbHOCTL COKpal,eHus onpegensercs
TeM, KakK [O0Aro uutonnasMaTMyeckas KOHLEHT-
pauua Ca2+ ocTaeTcs MOBbIWEHHON, obecneyunBas
NPOAO/MKEHNE LNKANYECKOA aKTUBHOCTU MNomnepey-
HbIX MOCTWKOB. Bpemsi cokpauieHuss 06ycnoBneHO
akTuBHoCTbH0 Ca-AT®dasbl capkonnasMaTuyeckoro
peTukKynyma, KoTopas B ObICTPbIX BOMIOKHaX BbillUe,
4yeM B MEeJNEHHbIX.

XapakTepUCTUKN M3OTOHWYECKOT0 COKpalleHus
3aBUCAT TakKXe OT Maccbl NOAHUMAEMON Harpys-
Ku (puc. 4-11 B), a UMeHHO, nNpu 6onee TAXKeNon
Harpyske:

D) naTeHTHbIVi Nepuoj NpoLOMKUTENbHEE;
2)CKOPOCTb YKOpouyeHUs (BeaMuYMHa YKOPOUYeHUs

MbIlWLUbl B €AWHWLY BPEMEHMN), ANUTENbHOCTH

COKpaLLeHMa 1 BEIMYMHA YKOPOUYEHUA MbILILbl —

MeHbLLe.

Puc. 4-11. OANHOYHOE MbILLEYHOE COKpaLLeHue.

CpaBHeHMEe OAWHOYHbIX COKpaLLeHW OfHOro u
TOr0 Xe MbILEYHOro BONOKHA MPU pasHbIX pexumax
ero AeAaTenbHOCTW nokKasbiBaeT (puc. 4-11 B), 4o
NnaTeHTHbIA nepuofd 60nblWwe ANA WM30TOHUYECKOrO
COKpalleHnsa, Y4em A1 U30OMETPUYECKOro, Torja Kak
ANNTENbHOCTb MEeXaHW4YecKOoro mnpouecca MeHblle B
cny4yae M30TOHMYECKOrO COKpalieHunsa (T.e. npu yko-
pOYeHNN), YeM U3OMETPUYECKOTO (T.e. NPU reHepupo-
BaHMW CUNbI).

PaccmoTpuM noapobGHee nocnefoBaTenbHOCTb
SIBNEHNA BO BPeMS W30TOHUYECKOr0 OAMHOYHOIO
CcoKpauieHunsa. Mpn BO36YXAEHUN MbILLIEYHOTO BO/OK-
Ha nomnepeyHble MOCTUKN Ha4YnMHalOT Pa3BUBATb CUTY,
0[lHaKO YKOPOYEeHMEe He HayHeTCH, MOKa MblLUeYHOe
Hanps)KeHWe He NpPeBbICUT Harpys3kKy Ha BOJSIOKHO.
Taknm 06pa3om, YKOpOUeHMo NpefLlecTByeT nepuos
M30METPMYECKOr0 COKpalleHUsl, B TeYeHue KOTOpOoro
BO3pacTaeT HampshkeHue. Uem TaXenee Harpyska,
TeM 60nblle NoTpebyeTcs BPEMEHM, YTOObI Hampsxe-
HUEe CPaBHANOCH C BEIMYMHOW Harpys3kyu W Ha4yanocb
yKopo4yeHue. Ecnm Harpysky MoBbllaTh, TO, B KOHUE
KOHL,0B, MbIlLIEYHOE BONOKHO HE CMOXET ee MOAHAT,
CKOPOCTb W CTeNeHb YKOPOUYEHUS BYAYT paBHbl HyMo
N COKpalleHne CTaHeT MOJIHOCTbIO U30METPUYECKUM.

3aMeTuUM, 4TO CWMAY, C KOTOpPO MblillLa Mpu ee
COKpalieHMN felicTBYeT Ha npeAMeT, HasbiBaloT
MbILIEYHbIM HarnpsbkeHuem (tension). Cuna feicTeus
npeameTta (06bIYHO €ro Mmaccbl) Ha MblILLY — 3T0
Harpyska (load). KpuBafd MbILIeYHOro COKpalleHNs
B OTEYECTBEHHON NuTepaType MW34peB/e Ha3blBaeT-
€S «MexXaHOorpammoli», T.e. 3amUCbi0 MEXaHWU4ecKoin
aKTUBHOCTU MblWLbl. B MUpoBO/ nuTepaType 06blY-
HO NPUMEHSAIOT NOHATMA resting tension (force) oA
onucaHnWa Ccuabl, C KOTOPOM MNOKOALLAACA MblLLLA
pelicteyeT Ha npegMeT (8 mN), u active tension (force)
ANA OMUCaHUsA CUAbl, C KOTOPOA Mbllila npu ee
COKpalleHUn felicTBYEeT Ha NpesMeT.

Cunbl MbILWEYHOro HanpsXXeHUs ¥ Harpysku npo-
TUBOAENCTBYHOT APYT Apyry. MpuBeaeT nu cuna, reHe-
prpyemas MblLleYHbIM BOTOKHOM, K ero YKOPOUEHWHo,
3aBUCUT OT OTHOCUTENbHbLIX BENUYUH HanpsXKeHus
N Harpysku. YTo6bl MblleYHOEe BOOKHO YKOPOTM-
Nocb W, TaKUM 06pa3omM, nepemMecTuio Harpysky, ero
Hanps)XeHne [O/MKHO 6biTb 60MblUe MNPOTUBOAENC-
TBYIOLLEA Harpysku.

A— 04VNHOYHOE N30OMETPUYECKOE COKPALLEHWE BONIOKHA CKENETHOM MbILWLbI NOC/E OAHOFO NOTEHLMana aeicTaus.
B — OAMHOYHbIE N30TOHWYECKME COKPALLEHWA MPU PasHbIX Harpyskax. BenuuuHa, CKOpocTb W MPOAO/KNTENb-
HOCTb YKOPOUEHMS YMEHbLUIAKOTCA C yBENMYEHMEM HAarpy3KW, TOF4a Kak MHTepBas BPEMEHM 0T CTUMYNa [0 Hauana
YKOpPOYEHUs BO3pacTaeT C yBe/IMUYEHWEM Harpysku. B— 0AMHOYHOE M30TOHMYECKOE COKpaLLeHWe BOMOKHA CKe-

NeTHOM MbILLLbI NOCNe OAHOro NnoTeHunana ,Cl,eVICTBVIFI



B8 \ epoOrup, UL

M3omeTpryeckoe cokpallieHne

Bpewms, mc
OANHOYHBLINT Pe

noTeHunan AEVICTBI/IH

Nerkasa Harpy3ka

MpomexXyTouHasi Harpyska

Tsaxkenas Harpyska

60 80 100

o Bpems, mc
OanHOYHbBIN P

noTeHUuan AencrTeusi

I30TOHNYECKOE CoKpalleHue

60 80 100 120 140

o Bpems, mc
OAnHOYHbBIN P

noTeHUMan AencTBus



Buabl MbilLEYHbIX COKpaLeHWi

MocKoNbKY [ANNTENbHOCTb OAHOr0 MNOTeHUMana
LelicTBUA B CKENETHOM MbILLUEYHOM BOOKHE COCTaB-
nset 1—2 Mc, a O4MHOYHOE COKpalLeHMe MOXET npo-
pomxatbca 100 MC, MOMEHT MHMLMALWUKM BTOPOro
noTeHuuMana AeNCTBMA MOXeT MonacTb Ha nepuojg
MeXaHWYeCKOW aKTUBHOCTW.
B npeactaBneHbl M30METPUYECKUE COKpaleHus
MbILLEYHOr0 BOJIOKHa B OTBET Ha TpU MNOCNefoBa-
TeflbHbIX CTUMYNna. M3oMeTpuyeckoe COKpalleHHee
OTBET Ha nepBbll cTuMyn Sy npogomkanocb 150 mc
(puc. 4-12 A). BTopoit cTumyn S2, nofaHHbIN 4epes
200 mc nocnie S,, Korfa MbllLIEYHOE BOTOKHO YXXe MoJ-
HOCTbIO paccnabunoch, Bbi3Ban BTOPOE COKpalleHue,
NAEHTUYHOE MEepPBOMY, a TPEeTUl CTUMYN S3C TaKUM
Xe WHTepBanoOM — TpeTbe WAEHTUYHOE CcOoKpalye-
Hue. Ha pucyHke 4-12 b unHTepBan S(-S 2 octancs
paBHbIM 200 Mc, a TpeTuin cTumyn 6bi1 NofdaH 4vepes

60 Mc nocne S2, Korga MexaHW4Yeckuii OTBeT Ha S2

Hayan CHMXaTbCA, HO ele He 3akoHuumaca. CTumyn
S3 BbI3Ba/l COKPATUTENbHbIA OTBET, MaKCUManbHOe
Hanps>XeHne KOTOPOro npesbiCUIO OTBeT Ha S2. Ha
pucyHke 4-12 B uHTepBan S2-S 3 Obl1 yMeHbLUEH A0
KOMe, N MaKCUManbHbIA MexXaHW4YecKuit OTBET yBe-
nnuunncs ele 6onblue, NpuyeM OTBET Ha S30Ka3sasncs
CAUTHBIM MPOAOMKEHNEM OTBETA Ha S2.

YBenuueHne MblLLIEYHOr0 HanpsaXeHUs npu nocne-
JoBaTeNbHbIX NOTeHLManaxhencTBUS, BOSHUKAKOLLUX
0O OKOHYaHuA (ha3bl MexaHM4eckoli aKTUBHOCTH,
HasblBaeTCA cymmauuen. MNpu CAUSHUU OAUHOYHBIX
COKpalLeHUli BO BPeMA PUTMUYECKOTO pasfpaKeHus
Habnofaetca TeTaHyc (TETaHWYECKOE COKpalieHue).
Mpy HU3KMX YacToTax pasfpaxeHus MexaHUdeckKuii
O0TBET MOXeT 6bITb BOSIHOOOPA3HbIM, TaK Kak BO/OK-
HO YacTMYHO paccnabngaeTcs B NPOMEXYTKax Mexay
CTUMynamu; 3To 3ybuaTblii TeTaHyc. Ecnm uvacToTy
pasfpaxeHus MoBbICUTb, NOMyYaeTca rNagKkuii TeTta-
Hyc, 6e3 ocunnnaunii (puc. 4-12 IN).

Mo mMepe MOBbLILEHNA 4acTOTbl MOTEHLMANOB Aelic-
TBMUA BENUYMHA HANPSXXeHWs BO3pacTaeT B pesynbTa-
Te cymMMauuu o Tex nop, Moka rnafjkuii TeTaHyc He
JOCTUTHET MakcUMyMa, Nnocne KOTOPOro HanpsxeHue
He OyJeT yBennumBaTbCA NpW fanbHelilemM NoBblLe-
HUWM YacTOTbl pasgpaKeHus.

UT06bI 06BACHUTHL NPUYMNHBI CyMMaL MK, HYXXHO pac-
CMOTPETb, KaK1e NpoLecchl NPOUCXOAAT B MblLLEYHbIX
BOMIOKHax. Ho cHavana cnefyeT Nofyy4uTb CBeAeHMA
06 ynpyrux cBONCTBaxX MbIlLbl. Mbllla COAEPXUT
MacCuBHble YNpyrue 3nemMeHTbl (YY4acTKM TONCTbIX U
TOHKMUX (DUNAMEHTOB, a TaKXe CYX0Xuaua), nocneno-
BaTe/NIbHO COEANMHEHHbIE C COKPATUTENbHBIMMN 31EMEH-
TamMn (reHepupyrowummn cuny). ocnefoBaTesibHble

Ha pucyHke 4-12 A—

ynpyrve 3anemeHTbl AeACTBYIOT KakK MPYXWUHbI, Yepe3
KOTOpble aKTUBHas Cufa, reHepupyemas nonepeyHsbl-
MW MOCTUKaMW, nepefaetca K Harpyske. BpemeHHOi
X0, HanpsXXeHWa nNpy M30MeTPUYECKOM COKpaLLEeHUM
BK/lOYaeT nepuos, HeobXOAUMbBIA AN pacTsXKeHUs
nocfiefoBate/lbHbIX YNPYrux ajieMeHToB.

HanpshkeHue MbILLEYHOTO BOIOKHA B KOHKPETHbIN
MOMEHT BPEMEHU 3aBUCUT OT CNeAyoLnX (haKTOpOB:
D uncno nonepeyHbIX MOCTUKOB, MNPUKPeneHHbIX

K aKTUHY M HaxofsAwWwmxcs Ha 2-i cTaguun umkia

NMOMNepPeyYHbIX MOCTUKOB B KaXX[OM CapKOMepe;

2) cuna, co3gaBaemas Kax/blM NornepevyHbIM MOCTUKOM,;
3) LANTENbHOCTb aKTUBHOIO COCTOAHUS MOMNEpPeYHbIX

MOCTUKOB.

O4WH noTeHuWan AeACTBUA BbI3bIBAET B MbLLIEY-
HOM BOJIOKHE BbICBOOOXEHME TaKOro Ko/MyecTsa
Ca2+, KoTOpOe A0CTAaTOYHO ANA HacbIWeHUsa Tporo-
HWHa, MO3TOMY BCe y4aCTKUN CBA3bIBAHUA MUO3MHA HA
TOHKUX (hrNameHTax M3HavanbHO LOCTYNHbI. OnHako
CBSi3blBaHWE BbICOKO3HEPreTU4eckoli (opmbl Mone-
PeyHbIX MOCTUKOB C 3TUMW yyacTkamu (1-9 cragua
LLMKNa NonepeyHoOro MOCTMKa) 3aHUMaeT HEKOTOpoe
BpeEMS, a KpOMe TOro, Kak 6bil0 OTMEYEHO BbLLE,
HeobX04MMO BPeMA AN PaCTIXXEHUA NocnefosaTeslb-
HbIX YNPYIUX 3feMeHTOB. B pesynbTarte, HECMOTPA H
M3HayaNnbHYl AOCTYMHOCTb BCEX YYaCTKOB CBA3bl
BaHWA Npy OLWHOYHOM COKpaw,eHWu, MaKCUMaslb-
HOe HamnpsXeHue pa3BuMBaeTcAa He cpasy. Elle omHo
06CTOATENbCTBO: NOYTU Cpasy Mocne BbICBOOOXAEHMS
noHoB Ca2+ HauyuHaeTCA MX 0OpaTHbIN nepeHoc B
capkonnasMaTuyeckuii peTUKYnyM, TaK YTO KOHLEH-
Tpauuna Ca2+ B umMTOonsa3Me MOCTEMEHHO CHUXAeTcA
OTHOCWUTENBHO NMPEXHEero BbICOKOro YPOBHA W, Creao-
BaTe/IbHO, HA AKTUHOBbIX HUTAX OCTaeTCA BCE MeHblLe
Y4aCTKOB CBA3bIBAHWUA MNO3NHA, CMOCO6HbIX B3aUMO-
[elicTBOBaTb C NOMEPeYHbIMU MOCTUKAMMU.

WNHaa cuTyaums BO BpemMs TeTaHMYECKOro COKpa-
weHnsa. Kaxpablii ovyepefHOn MOTeHUMan AeicTeus
BbI3blBaeT BblCBOOOXAeHNe Ca2+ M3 capkonnamatu-
4ecKOro peTUKY/Nyma paHblue, 4Yem 3aKaH4MBaeTcs
06paTHbIli NepeHOC BCex MOHOB Ca2+ Haxogawmx-
cA B uuTonnasMme nocne NpefbiAyLWwero norteHumana
pelicteus. bnarogaps 3ToMy yCTOMUYMBO MNOALEPXU-
BAeTCA MOBbILWEHHAA LUTONMa3MaTMYecKas KOHLEH-
Tpauna Caz+un, 3Ha4YnT, He YMEHbLUAETCA KOMMYECTBO
JOCTYMHBIX ANA CBA3bIBAHWA C MWO3MHOM Y4aCTKOB
Ha aKTUHOBbLIX (MnameHTax. B wuTore Konn4yectso
JOCTYMHBLIX ANA CBA3bIBAHWA Y4YaCTKOB OCTaeTca Ha
MaKCMManbHOM YPOBHE, LMWKNWYECKas aKTMBHOCTb
nonepeyHbIX MOCTUKOB 06ecrneymBaeT [OCTATOYHOE
pacTaxeHue nocnefoBaTeNbHbIX YNPYTrUX 37EMEHTOB
M nepefayvyy MakCUManbHOT0 HanpsHXXeHUs K KOHLAM
MbILLEYHOTrO BOJIOKHA.

Puc. 4-12. COOTHOLLEHWE MEXAY YaCTOTOlM U HAMPS>XXEHNEM.

A-B — cymmauusa coKpalieHuii B pesynbTaTe YMEHbLEHUS NPOMEXYTKOB BPEMEHW MexXay ctumynamu S2u S
— M30MeTpMYecKne COKpaLleHWs, Bbi3BaHHble Cepueil CTUMynoB ¢ yacToTol 10/c (3y6uartblii TeTaHyc) u 1001
(CMUTHBIN TeTaHyc); ANA CPaBHEHMS NMOKa3aHO OAUHOYHOE COKpaLleHue
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COOTHOLLEHNE MexXay Harpy3koii
N CKOPOCTbIO YKOPOUEHMS

CKOpOCTb YKOPOYEHMSA MblILLEYHOTO BO/IOKHA YMEHb-
lwaeTca nNpu YyBeNWYeHUW Harpysku (puc. 4-13 A).
CKOpOCTb YKOPOYEHWA MaKcumasbHa Mpu OTCyTC-
TBUW HArpysku v paBHa Hy/N0, Korga Harpyska cooT-
BETCTBYET CU/IE MAaKCMMalibHOTo0 WM30METPUYECKOro
HanpskeHus. Ecnu Harpyska cTaHeT 60nbliue, Yem
MaKCMMarbHOe M30MEeTPUYECKOe HanpsxXeHue, Oypet
NPOUCXOANTL yANNHeHWe MblLLIEYHOT0 BO/IOKHA CO CKO-
pOCTblO, BO3pacTalolleil C yBelIMYEHWEM HarpysKku;
npu o4YeHb 6ONbLLIOIA Harpy3ke BOSIOKHO pa3opBeTcs.

CKOpOCTb YKOpPOYEHUs OnpeAensercs 4acToToin
MOBTOPEHMA PaboymnX LIMKNOB KaXK[0ro nornepeyHoro
MOCTWKA U B KOHEYHOM MTOre YacToTOl paclienneHuns
Mosiekyn AT®, NOCKONbLKY B KaXA0M LKUK/e nonepeuy-
HOro MOCTMKa paclienndetcd ofHa Monekyna AT®.
Ecnu Harpyska Ha monepeyHblil MOCTUK YBeNn4mnBa-
etca, Monekynbl AT® nogsepraloTcd ruaposinsy pexe
(no psagy NpuUYnH) U, cnefoBaTeNbHO, CHUXAETCHA CKO-
pOoCTb YKOpOUeHUs.

COOTHOLIEHNE MeXAY ASIMHON MbILLLbI
N ee HanpshXeHnem

MaccuBHble YMpyrue CcBONCTBa paccnabieHHoM
MblLW bl 06yCNOBNEHbI, FMaBHbIM 06pa3oM, 0CO6EH-
HOCTAMW oOpraHu3auumn 6enka TUTUHA, MONEKyna
KOTOPOro O4HWM KOHLOM MpuUKpenseHa K Z-nono-
ce, ApYrMM — K TONCTOMY (MNameHTy, U felicTByeT
nofo6HO npyxuHe. o Mepe pacTAXeHWA MbliLWLbl
naccMBHOe HanpsXxeHwe paccnabneHHOro BOJOKHA
BO3pacTaeT, HO He 3a CYET aKTUBHbIX [BUXEHUN
nonepevyHbiX MOCTUKOB, a 6narogaps pacTaruBsa-
HUIO TUTUHOBLIX HUTEl. Ecnn pacTsaHyTOe BOMOKHO
OTNYCTUTb, €ro ANIMHA BEPHETCA K pPaBHOBECHOMY
COCTOSIHWIO, TaKXe KaK coKpallaeTcs B aHaNoOrM4yHOWM
cUTyalmn nonocka pesnHbl. PacTaxeHue NpusBoauT
He TONbKO K MacCMBHOMY HaNpPsXXEeHW MbIleYyHOro
BONOKHA, HO M K U3MEHEHUIO ero akTUBHOrO Hanps-
XEHUA Mpu cokpaweHun. NMoatomy cuna, reHepmpy-
emasi BO BPEMs COKpaLleHWUs, 3aBUCUT OT UCXOAHOM
ONVHBl MbILWEYHOr0 BOJIOKHA. 3TO MPOUNNKOCTPU-
pPOBAHO 3KCMEepPUMEHTOM, KOrja Mbllle4yHoe BOSIOKHO
pacTArMBawT, U NPU KaXAOW LANHE PErucTpupyroT
BE/IMYNHY AKTUBHOMO HanNpsXXeHus B OTBET Ha CTU-
mynbl (puc. 4-13 B). AnnHa, Npu KOTOPOi BOMIOKHO
reHepupyet Hanbonbluee aKTUBHOE W3OMeTPUYeCKoe
HanpsaXeHue, Ha3blBaeTCA onTUManbHOM AnunHol, LO.

Mpn ANUHEe MbIWEYHOTrO BOJIOKHA, paBHON 60% oT
LO, BO/IOKHO He reHepumpyeT HanpaXeHus B OTBeT

Ha cTuMyn. o Mepe pacTsXXeHUsA BOSIOKHA OT 3TOro
MCXOLHOT0 YPOBHA aKTWUBHOE W30MeTpPUYecKoe
Hanps>KeHne BO3pacTaeT MNpPU KaXOM 3HauyeHun
ONVHBL BNNOTb 40 Makcumyma npu gnunHe LO. Bxoge
fanbHellwero yaonMHeHUsa BOIOKHA €ro HanpsbKeHue
nagaet. lpu gnuHe, cocTtaBnatoweinn 175% u 6Gonee
0T LQ BOJIOKHO He pearvpyet Ha pasgpaxeHue.

Korga ckeneTHble MblWLbl paccnabneHbl, AMHa
60NbWINHCTBA MX BONOKOH npubnnxaetcs Kbo u
cnefoBaTeNbHO, OMNTWMAaNbHA [ANA TEHepUpoBaHuA
cunbl. AnuHa paccnabneHHbiX BOOKOH MeEHSeTCs nog
JelicTBMEM Harpysku waum B pesynbTaTe pacTarvsa-
HUA, 06YCNOBNEHHOIO COKpalweHNeM APYrux MbiLLL,
O/lHAKO MacCMBHOE W3MeHeHWe ANNHbI paccrabnen-
HbIX BO/OKOH OrpaHW4YeHO, NOCKOJIbKY MbILLbI Mpu-
KpenneHbl K KOCTAM. [lacCMBHOe U3MEHEHWE [LIHbI
pefko npesbiwaeT 30%, a 4yacTto 6biBaeT ropasao
MeHblwe. BaTom pAguanaszoHe 3HAYeHWI WCXOAHOM
ONVHBlI aKTUBHOE HamnpsXKeHWe MbllLbl HUKOrAa He
CTaHOBUTCH HWXe MOMIOBUHbI HaMPsSXKeHUs, pa3BuBa-
emoro npu Lg(puc. 4-13 b).

COOTHOLWEeHNEe MeXAY UCXOAHOW ANMHON BOMOKHA U
€ro cnocobHOCTbIO pa3BMBaTb AKTUBHOE HarpshKeHue
BO BPEMS COKpaLleHUs MOXHO 06BACHUTL C NO3vLmiA
MOAENN CKOMb3AWMX HUTeW. pyu pacTHKEHUM pac-
cnabneHHOro MblLEeYHOro BONOKHA NPOUCXOAMNT BbiTs-
rMBaHWe TOHKWUX (DUNAMEHTOB W3 MYYKOB TO/MCTbIX
(hnNamMeHTOB, TakK YTO 30HA NePEKPbIBAHWA YMeHbLLa-
eTcsa. Ecnm BOMIOKHO pacTaHyTo go 1,75 Lo, dunameH-
Tbl YXe He nepekpbiBatoTcA. llonepeyHble MOCTUKU
He MOTYT CBA3bIBATLCA C AKTUHOM, W Hanps>KeHue He
pasBuBaeTcs. pu MeHblUeM pacTsHKeHuwn (nocTeneH-
HOe M3MeHeHue AnuHbl oT 1,75 Lo go LO) 30Ha repe-
KpblBaHUsA (GUNameHTOB YBenW4MBaeTCcs, W Hanps-
XEeHWe, pa3BMBAeMOe MNpu CTUMYNALWK, BO3pacTaeT
NpAMO MPONOPLUOHANLHO YBENUYEHUIO KOMMYECTBA
nonepeyvHbIX MOCTUKOB B 30He nepekpbiBaHusA. Caves
6onbllas 30Ha NepekpbiBaHUsA ObiBaeT Npu AnuHe Lg
TOr4a K TOHKMM (hunamMeHTam MOXeT MPUKPennsTbes
Hanmbonbllee KOAMYECTBO MOMepPeyvHbIX MOCTWKOB, U
reHepupyemoe HanpsxeHne MakCMManbHO.

Ecnv onuHa BOMOKHa MeHble LO, pa3suBaemoe
HanpsXXeHne CHWXaeTcd BBUAY pAfa OOGCTOATENLCTB.
Bo-nepBbIX, NYYKN TOHKMUX (PUIaMEHTOB C MPOTUBO-
MOJIOXHbIX KOHLLOB CAapKOMEpPa HaYMHAKT B3AUMHO
nepeKkpbIBaTLCA, MeLlas NPUKPENIEHUIO MOMEPeUHbIX
MOCTUKOB W1 Pa3BUTUIO CUbl. BO-BTOPBIX, MO HESCHBIM
noka nNpuYMHaM npu YMEHbLUEHWUU A/IVHbI BOIOK-
Ha CHW)XaeTcAa CPOLCTBO TpOnoHuMHa KCaz+ u, ce
[0BaTeNIbHO, HA TOHKMX (MNaMeHTaxX YMeHbLLaeTcs
KO/IMYeCTBO Y4acTKOB, LOCTYMHbIX A4/ CBA3bIBAHWSA C
nonepevyHbIMU MOCTUKAMMU.

Puc. 4-13. [1Ba OCHOBHbIX COOTHOLUEHMA: Harpyska — CKOPOCTb YKOPOUEHWUS MbIWLbl, AAWHA — HanpsbKeHve

MblLWLbI.

A — CKOPOCTb YKOPOUEHMUS N YANTUHEHNS BONOKHA CKENETHOM MbillLbl B 3aBUCUMOCTU OT Harpy3ku. OTMETUM 4To
cuna, AeiicTpyrowas Ha nonepeyHble MOCTUKM BO BpeMs f A/MHAIOLLEr0 COKPALLeHUs GOMbLUE, YeM MaKCUMaTbHOe
M30MeTpMYeckoe HanpsKeHue. b — M3MEHEHUS aKTUBHOIO WM30METPUUYECKOrO TETAHWUECKOTO HaMpsiKeHus B
3aBUCUMOCTU OT [/IMHbI MbIWEYHOTO BONMOKHA. [oNny6as 06/1acTb COOTBETCTBYET (DU3MONOMMUECKOMY AManasoHy
3HaYeHWii 4IMHBI BOMOKOH B MbILLLE, MPUKPENAEHHO K KOCTu



HanpsxeHne, % a makcMmasibHOro

M30METPUYECKOro TeTaHyca

\Y

o ocpoTro
XX

MaKCMyM CKOPOCTU YKOPOUEHMS
(HyneBas Harpy3ska)

MakcrmMyM N30MEeTpUYEeCKoro
HanpshkeHWs (Hy/1eBast CKOPOCTb)

Harpyska
M3o0TOHMYecKoe yanunHsawuee
yKOopoyeHue coKpatleHue-"
60 80 100 120 140 160

AnvHa mbiwubl, % OT Lo



PYHKUMOHaUIbHaA posib AT®
B npoLiecce cokpaLlleHuns
CKEeNNIeTHOW MblILLUbI

1 B pe3synbTaTe Bbl3bIBAEMOro MUO3WHOM MApPONU3a
AT® nonepeyHble MOCTUKM MOAyyalT 3HEPTU
LN PasBUTUA TAHYLWETO YCUNUA.

2. CBA3blBaHMe AT® ¢ MWO3MHOM COMPOBOXAaeTcH
O0TCOEAMHEHUEM MONEepeyYHbIX MOCTUKOB, MpUKpen-
NEHHBIX K aKTUHY.

3. fngponns AT® nop peiticteuem Ca-ATdasbl
capkomnnasmMaTu4yeckoro peTukyayma nocTtasif-
eT 3Heprui [ANd akTUBHOro TtpaHcnopta Caz2+
B naTepanbHble MeLWKW capKonnasmaTuyeckoro
peTuKynyma, 4to NPUBOAUT K CHUXEHUIO LUTOMN-
nasmatuyeckoro Ca2+ [0 WCXOQHOIO YPOBHS.
CoOTBETCTBEHHO COKpalleHWe 3aBepliaetcH,
M MbILLEYHOE BOIOKHO paccnabnsercs.

B cKeneTHbIX MbIWLax NpuM MX nepexoge oT COCTO-
AHWUSA MNOKOA K COKPaTUTeNbHOW aKTMBHOCTM — B 20
pa3 (Unu faxe B HECKO/IbKO COTEH pa3) pe3ko 04HOMO-
MEHTHO MOBbIWAETCA CKOPOCTb pacwenneHus ATS.
He6onbwoli 3anac AT® B CKeNeTHON MblLILEe AOCTa-
TOYEH /UWb ANA HECKONIbKUX OAMHOUYHbIX COKpa-
WeHnin. Ytobbl nopgfepxmeaTb ANUTeNIbHOE COKpa-
weHne, Monekynbl AT® po/HKHbI 06pa3oBbiBaTLCH
B npouecce meTabosmsamMa C TaKON Xe CKOPOCTbIO, C
KaKoW OHM paclennsaoTca BO BPeMA COKpalleHus.

CyuiecTBylOT Tpu cnocoba ob6pasoBaHua ATD BO
BpeMs COKpalleHMsa MblLLEYHOro BOIOKHA (puc. 4-14):
D) pocthopunuposaHne ALDP nyTem nepeHoca ¢oc-

thaTHOI rpynnbl OT KpeaTuHpoctara,

2) okucnuTenbHoe pochopunmposaHne A4P B MUTO-
XOHApUAX;

3) hochopunuposaHne ALD B npoLecce rAnKonusa
B LMTOMNa3Me.
bnarogaps ¢octhopunmposaHuio ALD KpeaTuH-

thochatom obecneynBaeTcs O4YeHb 6bICTPOe o6pa3oBa-

Hue AT® B caMOM Hayane CoKpalleHUs:

KpeaTMHKMHAa3a
KpeaTuHochat + AP <---------- > KpeaTuH + AT®

B TeueHue nepnoga NoKoa KOHLEHTPaLUA KpeaTuH-
thocaTa B MbILLIEYHOM BO/IOKHE BO3pacTaeT 4o ypoB-
HA, NPUMEPHO B NATL pa3 NpeBbILLIAKOLWEro cogepxa-
Hue AT®. B Hauane cokpaleHns, Korga HaunHarcs
CHMXXEHNE KOHLeHTpauun AT®D 1 yBeMYeHNEe KOH-
ueHTpauun AP BcnegcTeue pacuienneHna AT® nop
pelictemem AT®dasbl MMO3MHA, peakLmna caBuraeTcs B
CTOPOHY 06pasoBaHma AT® 3a cueT KpeaTuHdocha-
Ta. pu 3TOM Mepexos 3Heprumn cosepLlaeTcs ¢ Takoi
60NbLWOKA CKOPOCTbIO, UYTO B Hayane COKpaLleHuUs

KOHUeHTpauua AT® B MbILLEYHOM BO/IOKHE W3MEHs-
eTCA Masio, B TO BpeMsa KakK KOHLEeHTpaumna KpeatuH-
thoctharta nagaet 6bICTPO.

XoT1a AT® o6pasyeTca 3a CYeT KpeaTuHocdarta
04YeHb ObICTPO, NOCPELCTBOM E€4MHCTBEHHOI (epMeH-
TaTUBHOW peakuuu, Konmyectso ATD nuMuTMpO-
BAHO WCXOAHOI KOHUeHTpauueil KpeaTuHdochaTa B
KneTke. UTo6bl MbllLIEeYHOE COKpaLLeHne MOrIo mpo-
[,0MmKaTbCS [0NbLUE HECKONbKUX CEKYHS, HEOOXOAMMO
yyacTue ABYX ApYTrux, YNOMUHABLINXCH BbILLE, UCTOY-
HUKOB 06pa3oBaHus AT®. [locne Havana Ccokpa-
WweHnsa, obecrneynmBaemoro 3a c4YeT WCMONbL30BAHUA
KpeaTuHpochaTa, nogknwyarTcs 6onee MeneH-
Hble, TpebytoLiMe yyacTua MHOMMX (PepMEHTOB My™
OKUCNNTENbHOIO POCPOPUINPOBAHUA U NINKONN3],
6narofaps KOTOPbIM CKOpPOCTb 06pasoBaHus AT
YyBe/IMYNBAELTCA [0 YPOBHA, COOTBETCTBYIOLLErO CKO-
poctu pacuienneHna AT®.

Mpn ymepeHHOW MbIWEYHOW aKTUBHOCTU AT
obpasyeTcs MPeuMyLLeCTBEHHO MYTEM OKUCAWUTENb-
HOro ¢ochopunupoBaHuda, U B TeYEHUe MepBbX
5—10 MUH Trf1laBHbIM Pecypcom pANs 3TOro CAyXuT
rnukoreH. B nocnegyouwme ~30 MUH AOMUHUPYIOLLN-
MW CTAHOBATCA WCTOYHWKW 3HEPTUU, LOCTABMSEMbIE
KPOBbLIO, MPUYEM T/1HOKO3a U XXUPHbIE KUCNOTbI y4ac-
TBYIOT MPUMEPHO B O4MHAKOBOI Mepe. Ha 6onee nos-
OHUX 3Tanax cokpauieHua npeobnagaet yTunmnaums
XUPHbIX KUCNOT, a rMoKo3a pacxofyeTca MeHbLLe.

EcAM MHTEHCUMBHOCTb MbllEeYHON paboTbl Tako-
Ba, UTO CKOpPOCTb pacuwenneHns AT® npesbiLiaeT
70% OT ee MaKCMMAaNnbHOro YPOBHSA, CYLECTBEHHO
BO3pacTaeT BKnaj rnvMkonusa B obpasoBaHue AT
noko3a Ang 3TOro npouecca NOCTynaeT M3 [ByX
MCTOYHWKOB: U3 KPOBW WN 3a CYET 3anacoB I/INKO-
reHa B MbIWeEYHbIX BOJIOKHAaxX. [10 mepe ycuneHus
MbILIEYHOW aKTUBHOCTU yBenuumeaetcs gons ATd,
obecneynsaemass MyTeM aHaspobHOro npouecca-
rMMUKONM3a; COOTBETCTBEHHO o06pa3yeTcs Oonblle
MOJIOYHOW KMCNOTbI.

Mo OKOHYaHMM MbILEYHON paboTbl 3anachl Gora-
TbIX 3Hepruei coefuHeHunii (KpeaTuHgochata u
rMUKOreHa) B MbILILLE CHUXKEHbl. [ind BOCCTaHOB/e-
HUS 3amacoB 060MX COEAMHEHUI HYXHa 3Heprus,
MO3TOMY MblLLLA, YXe HAX0AACb B COCTOSSHUW MOKOS,
NpoAo/HKaeT HEKOTOPOe BPEMSA YCUEHHO MoTpeb-
naTb Kucnopod. bnarogaps ycuneHHomy notpebre-
HUIO Kucnopofa B Nepuoj nocne MblleyHOW paboTbl
NMOKPbIBAETCA TaK Ha3blBAaEMbli KWCMOPOAHbIA OO,
M UHTEHCUBHOEe obpa3oBaHne AT nyTeMm OKUCK-
TeNbHOro (hoCPOpPUNUPOBAHUSA HANpPaBlEHO Ha BOC-
CTaHOB/IEHWNE 3HEPTreTUYECKNX PECYPCOB B BUIE Kpea-
TUH(ochaTa 1 rNUKOreHa.

Puc. 4-14. DHepreTuyecknin MeTaboamM3M CKeeTHOW MblLULbI.

Tpu pecypca ana o6paszoBaHns AT® BO BpeMs MblLLEYHOI0 COKpalleHuns: 1 — kpeatuHdochaTt; 2 — oKMcIuTenbHol

thocopunmpoBaHme 3 — r/IMKONN3



KpoH.

Fnukor

[noKo3a-

Kucnopog-

XupHble.
KUCNOTHI
4]

MblILLeYHOE BOJIOKHO

AL D P

\' aT:

4

Ca

i Mviu'Hhra-
-AT®P M1

-Co rm

I



B0/I0KHA CKENETHbIX MbIL L, HEOANHAKOBbI M0 CBOUM
MEXaHUYeCKUM W MeTabonMyeCKUM OCOBEHHOCTAM.
Tunbl BOMIOKOH pa3NnyaloTcAd Ha OCHOBe ClefytoLunx
XapaKTepucTumk:

1) B 3aBMCMMOCTM OT MakKCMManbHON CKOPOCTU YKO-
pOYEHUS — BOOKHA GbICTPbIE U MEANEHHbIE;

2) B 3aBMCUMOCTM OT [/1aBHOTO NyTU o06pas3oBaHus
AT® — BONOKHa OKCUAATWUBHbLIE WU TAUKOUTU-
yeckue.

BbicTpble W MeANeHHble MbllEeYHble BOIOKHA
cojepxaTr MW30epMeHTbl MWO3MHA, paclennsio-
wue ATD ¢ pasHO MaKCMMaNbHON CKOPOCTHIO,
YyemMy COOTBETCTBYET pa3NMyHas MakCuMaibHas CKO-
pocTb paboyero LuKfAa MNOMNepevyHblX MOCTUKOB W,
cnefoBateslbHO, pas3Has MaKCcuManbHas CKOPOCTb
yKOpo4YeHUsa BONIOKHA. Bbicokag AT®da3Has aKTUB-
HOCTb MMWO3MHA CBOWCTBEHHA ObICTPbIM BOSIOKHAM,
60nee HU3Kas ATda3Hasd aKTUBHOCTb — MefJ/IeHHbIM
BO/IOKHaMm. XoTA B ObICTPbIX BOJIOKHAX CKOPOCTb
paboyero LuMKNna NpuMepHO B4 pasa Bbille, YEM B
MeLJIeHHbIX, MonepeyHble MOCTUKM 06OUX TUNOB
reHepupyroT 04MHAKOBYIO CUNY.

Lpyroii noaxoa K knaccutmkaumm BOSIOKOH CKe-
NeTHbIX MbIWL, OCHOBAH Ha pa3nuuumsax gepmeHTa-
TUBHbLIX MexaHW3MoB CUHTe3a AT®. B HeKOTOpbIX
BO/IOKHAX MHOF0 MWTOXOHAPWIA W, CnefoBaTefibHO,
obecneymBaeTCs BbICOKWI YPOBEHb OKUCUTENLHOTO
(hocopmnnmMpoBaHndA; 3TO OKCUAATUBHbLIE BOJSIOKHA.
KonnyectBo obpasywouwelics B HUX AT®P 3aBucuT
0T CHabXeHUs MblWLbl KPOBbIO, C KOTOPOW NOCTY-
natT MOJeKynbl Kucnopoga, u 6oraTbiX aHepruei
coefMHeHWI . BONoKHa 3TOro TUna OKPYXXeHbl MHO-
royncneHHbIMKM Kanunnapamu. Kpome TOro, B HUX
NPUCYTCTBYeT CBf3blBalOWMNIA KuUcnopos 6enok —
MMWOrN06WH, KOTOPbLIA YyBENM4YMBAET CKOPOCTb AUM-
(y3um Kucnopopa, a TakXe BbIMNOMHAET PYHKLUIO
KPaTKOBPEMEHHOT0 KWC/NO0POAHOI0 fAeno B MbllLUey-
HOl TKaHu. Bnarofaps 3HaYMTENbHOMY COAEPXaHMWI0
MUOrnobuHa OKCUAATWBHbLIE BOJIOKHA OKpalleHbl B
TEMHO-KPaCHbIA LBET; MX 4acTO Ha3blBalOT KPaCHbI-
MW MbILLEYHBIMW BOJIOKHaAMW.

B rnMKonMTUYecKnx BOJMIOKHAxX, HaobopoT, Mmaso
MUTOXOHAPWUIA, HO BbICOKOE cCOfepXXaHue (epMeH-
TOB rNMKOAM3a U 60MbluMe 3anackl FANKOreHa. 3Tu
BO/TOKHA OKPY>XeHbl OTHOCUTENbHO HEO6ONbLW UM YKC-
NOM Kanunnapos, U MUOrN06MUHA B UX TKAHU HEMHO-
ro, YTo COOTBETCTBYET OrpaHWYeHHOMY MUCNOJib-
30BaHWIO Kucnopoga. Bcnegcrteme HepgocTaTka

MWUOTNo6UHA TAUKONUTUYECKNE BOJIOKHA BbIMNAAAT
CBET/ILIMW U NONYYUNN Ha3BaHWe 6efbiX MbILLEYHbIX
BOJIOKOH.

Ha ocHOBaHWMW [BYX pPacCMOTPEHHbIX Xapakre-
pUCTUK (CKOPOCTb YKOPOYEHUS U Tun MeTabonms-
Ma) MOXXHO BbIAENUTb TPWU TUNa BOJIOKOH CKENETHbIX
MbILULL.

1 MegneHHble OKCUAAaTMBHbIe BONMOKHA (TUn 1) —HMU3-
Kas aKTUBHOCTb MUO3MHOBON AT®da3bl 1 BbICOKas
OKMCNUTEeNIbHAA CNoCcoBbHOCTL (puc. 4-15 A).

2. BbICTpble oKcMAaTMBHbIE BO/IOKHA (TN 11a) — BbICO-
Kas aKTMBHOCTb MWO3MHOBON AT®da3bl 1 BbICOKas
OKMCNUTeNbHas cNocobHoOCTL (puc. 4-15 b).

3. BbICTPble FMKONUTUYECKME BOMOKHa (Tun T16)-

BbiCOKas AaKTUBHOCTb MWO3NHOBOI ATdasbl
N BbiCOKass TAUKONUTUYECKAss CMOCOBGHOCTb
(puc. 4-15 B).

OTMeTUM, UTO He 0GHApPYXeH YeTBepThIii TeopeTu-
YeCKN BO3MOXHbI/A BapuaHT — MeA/IeHHbIe IMKOU-
TUYECKMe BOJIOKHA.

BofiokHa BapbMpylT He TOMbKO MO CBOMM 6vio-
XUMWYECKUM OCOBEHHOCTAM, HO U MO pa3vepam: Yy
FMUKONUTUYECKUX BOJIOKOH AMAMETP CyLIECTBEHHO
6onblue, 4eM Yy OKCUAATMBHbIX. ITO CKasblBaeTCs
Ha BE/IMYMHE Pa3BMBAEMOro UMW HanpshkeHus. Yo
KacaeTcsl ymcna TONCTbIX U TOHKUX (DM1aMEHTOB H
eAMHMLY nnowagM nonepevyHoro CeyeHUs, TO GHO
NPUMEPHO OAMHAKOBO A5 BCEX TUMOB CKEMETHbIX
MbILLEYHbIX BOJIOKOH. Taknm obpa3om, yem GO/bLLe
AnameTp BOJIOKHA, TeM BO0/bLUEe YUCO Mapan/ienbHO
3a/1eICTBOBAHHbLIX TOMCTbIX U TOHKUX (IaMEHTOB
yyacTBYyeT B TFeHepMpoBaHUM Cunbl, U Tem OOMbLLE
MaKCMMaNnbHOe HanpsHXKeHUe MbILIEeYHOro BOOKHA.
OTctopa cnefyeTt, 4YTO FAUKONUTUYECKOE BOMOKHO,
KOTOpPOe UMeeT 60MbLLINIA AUuameTp, pa3BuBaeT BCREL
HeM 6ofiee 3HaUYUTENbHOE HampsXXeHue, NO CpaBHe-
HUIO C Hanps>XXeHMeM OKCUAATUBHOIMO BOIOKHA

Kpome TOro, paccMOTPeHHble TPU TWUMNA MblLEY-
HbIX BO/IOKOH XapaKTepu3ykTcs pasHO ycToium-
BOCTbIO K YTOMEHWIO. BbiCcTpble rMMKOAMTUYECKMe
BO/IOKHa YTOMAAKTCA Yepe3 KOPOTKOe Bpems, Tora
KaK Me[fieHHble OKCUAATWBHbIE BOMOKHA O4eHb
BbIHOC/IMBbI, YTO MO3BOMSET UM ANUTENbHO MOAde-
pXWBaTb COKPaTUTENbHYH aKTUBHOCTb MpaKTUYec-
KW NpW MOCTOAHHOM YPOBHE HanpsXxeHus. Bbembe
OKCUAATUBHbIE BONOKHA 3aHMMal T MPOMEXYTOUHOE
MecTo N0 CNOCOBGHOCTM MPOTUBOCTONATH PasBATUIO
YTOMMEHNUS.

XapakTepucTUKN Tpex TUNOB BOMOKOH CKeNETHbIX
MbiLWL 0606WeHbl B Tabn. 4-1.

Puc. 4-15. Tunbl BONOKOH CKeJleTHbIX MblLL,. CKOPOCTb PasBUTUA YTOMJIEHUA B BOJIOKHAaX Tpex TUMNOB.

Kaxpaas BepTuKanbHas NMHUA COOTBETCTBYET COKPATUTENbHOMY OTBETY Ha KOPOTKOe TeTaHWYeCKOe pasgpaxe
Hue. CoKpaTUTeNbHbIE OTBETbI B MEPUOA MeXAy 9-i 1 60- MUH NpoNyLLEeHbI



®ur3noNorns MbilLL O
A MenaneHHble okcuaaTUBHbIE BOJIOKHA

Xgoox x O

2 4 6 8 60
Bpemsa, MuH

BbICTpble OKCMAATVBHbIE BOJIOKHA

TBAORXSB

JirreloiL

4 6 8
Bpems, MVH
B BbICTpbIe rMNKONUTUYEeCKMe BOJIOKHA

Tabmmua 4-1. XapaKTepuCcTMKM TPEX TUMOB BOMOKOH CKENETHbIX MbILL,

Mokasaresnb MegaieHHble oKcugaTuBHbIE BbICTpble okcnaaTBHbIE BbICTpbIe rMIMKONUTUYECKNE
BOJIOKHa BOJIOKHa BOJIOKHA
TNaBHbIA NCTOYHUK OokncnutenbHoe OkncnutenbHoe rnukonns
obpasosaHua AT @ hocchopunupoBaHue hocopunmposaHue
MuToxoHapun MHoro MHoro Mano
Karnmnspbl MHoro MHoro Masio
CofepxaHvie MMOrno6umHa Bbicokoe(kpacHble Bbicokoe (KpacHble Hwn3koe (6enble MbiLLbl)
MblILLLLbI) MbILL LLbI)
AKTUBHOCTb (hepMeHTOB Hu3kasn MpomexyToyHasn Bbicokas
IVKOWVBa
Cooep¥aHve rnukoreHa Hunskoe MNpomexyToyHoe Bbicokoe
Ckopocts yToMNeHns MepneHHas MpomexyTouHas beicTpas
AxTvBHOCTL AT ®asbl Hu3kas Bbicokas Bbicokas
M/AO3/HA
CKopocTb YKOpoUYeH s MepneHHas BeicTpas bbicTpas
Jyavetp BonokHa Manebiii MPOMEeXyTOUHbI BonbLwoii
Paavep ABUratensHom Mansbiii MpomeXyTouHbIl BonbLioi
eyHAI
Lyavetp asuratensHoro Mansblii MpomexXyTou HbliA BonbLioi

aKooHa



HanpshkeHne mMblilubl

Cwuny, C KOTOPOI MblLLLLA NPK ee COKpaLLeHWn aelic-
TBYeT Ha NpeaMeT, Ha3blBalOT MbILIEYHbIM Hanpse-
Huem (tension); cuna pgelicteua npegmeTa (06bIYHO
ero macca) Ha mbiwyy — 370 Harpyska (load). Ecnu
MbllLe 3agaTb (DOHOBYK HarpysKy, Kak 06bIYHO
OCYLLECTBAAKT MNPU U3MEpPeHUsax, To 3Ty (OHOBYIO
Harpysky HasbiBatloT preload— npegHarpyskoi wuam
npegpacTs>keHnem. Yacto 3TO NMUWYT B PyCCKOA3bIY-
HOM HanucaHuu— «npenog». Cuabl MbILLEYHOTO
HanpsH>KeHWs U Harpyskum nNPOTMBOLENCTBYIOT ApYyr
apyry. MpusegeT N cuna, reHepupyemas MbllleYHbIM
BO/TOKHOM, K €ro YKOpPOYEHW0, 3aBUCUT OT OTHOCHU-
TeNbHbIX BEIMYUH HANPAXKEHUA U Harpy3ku. UTobbl
MbllLUEYHOE BOMIOKHO YKOPOTUIOCH U TaKUM 06pa3om
NepeMecTU/io Harpysky, ero Hanps)XeHue J[O/MKHO
ObITb 60NbLIE MPOTMBOAENCTBYIOLLE HATPY3KMN.

Ecnn mbllwLa pasBuBaeT HanpsXXeHuWe, HO He YKO-
paunBaeTcs (M He yANMHAETCA), COKpalLeHWe Hasbl-
BalOT W30METPUYECKUM (LNWNHA MbllLbl MNOCTOSH-
Ha) (puc. 4-16 A). Takoe COKpalleHWe NPOUCXOAMUT,
Korga mblilWua yaepXnBaeT Harpysky B MOCTOSAHHOM
NnonoXeHnn nmbo pasBuMBaeT CUNY NO OTHOLWIEHWUHO
K Harpyske, macca KOTOpoli 60/blue, YeM MbilLeY-
Hoe HanpsxeHue. Ecnm Mmbllwla ykopauuBaeTcs, a
Harpyska Ha Hee oCTaeTcsl MOCTOSHHOM, COKpaLleHune
Ha3blBalOT M30TOHUYECKUM (HanpsXXeHWe MblLLbl
NOCTOAAHHO) (puc. 4-16 b).

TpeTuin TN COKpaLleHNS —YAIMHSAOLLIEE COKPaLLie-
HUe (3KCLLEHTPUYECKOe COKpaLLEeHNe), KOraa [eiCcTBY0-
Was Ha MblWLY Harpyska 60nblue, 4eM HamnpsHKeHue,
pasBMBaemMoe MOMEpPeYHbIMU MOCTMKamu. B Takoli
CUTyauuun Harpyska pacTArmBaeT MblLLY, HECMOTPS
Ha NMPOTUBOAENCTBYIOLWYIO CUy, CO3LaBaeMyl ABU-
XXEHUAMU NOMNEPeUYHbIX MOCTUKOB. DKCLEHTPUYECKOE
COKpalleHWe MPOMCXOAUT, ecnn noAfLep>XXUBaeMblli
MblLLLeli 06BbEKT CMelLaeTcs BHU3 (MpUMepbl: YeN0BeK
caguTCs M3 MONOXEHNSA CTOA WX CNYCKaeTCs BHU3 MO

nectHuue). CnegyetT NOAYEPKHYTh, YTO B MOAOGHbIX
YCNOBUAX YANVHEHNE MblLUEYHbIX BOMIOKOH HE aKT/B-
HbIl NpoLecc, OCyLLeCTBASAEMbIA COKPATUTENbHLIMM
6enkamu, a pesynbTaT LEACTBUS Ha MbILILY BHELLHeN
cunsl. py OTCYTCTBMM BHELUHEW CWUMbl, YAMHSAO-
Wen MblWLY, BOMOKHO MpU €ro ctumynsuum Gymet
TONbKO YKOpauuBaTbCsl, HO He YANUHATbLCA. Bce Tpu
Thna cokpalweHns (M30MeTpUYecKoe, W30TOHUYEC-
KOe U 3KCLEHTPUYECKOe) — 3TO eCTeCTBEHHbIe CObbl-
TS NOBCEAHEBHOWN feATENbHOCTMU.

Mpu KaXAO0M TuMe COKpaLleHUs NonepeyHble Moc-
TUKN PUTMUYECKU MOBTOPSAKT LUK, COCTOALLUIA
M3 4yeTblpex cTaguii. Ha 2-i cTagum M30TOHMYECKO-
ro cokpaweHus nonepeyvyHble MOCTUKU, CBSI3aHHbIE
C aKTUHOM, COBEpLUAKT BpallaTesbHOe [ABWXEHUE,
3acTaBnfas capkoMepbl ykopauuatbes. [o-gpyromy
NPOUCXOAUT MPU N3OMETPUYECKOM COKpaLLeHUMn: m3-
3a Harpysku, AeicCTBYHOLWEA Ha MbILLY, CBA3aHHbIE
C aKTMHOM mnonepeyYHble MOCTUKW He MOryT cagu-
HYTb TOHKWE (unamMmeHTbl, HO MepefalT UM cuny-
N30MeTpuYecKoe HanpsxeHue. Bo Bpemsi 2-i1 cra-
OUWN 3KCLEHTPUYECKOro COKpalieHWs nomnepeyHble
MOCTUKWM WCMbITHIBAKOT [eACTBUE HArpy3Ku, KOTo-
pas TAHeT UX Has3af K Z-nnacTWHKe, Npu 3TOM OHU
OCTalTCA MPUKPENIEHHbIMU K aKTUHY W pa3BuBalOT
ycunue. Ctagum 1 3 n 4 NpoxoAsaT OAUHAKOBO Mpu
BCEX TPeX TWMax COKpalleHWin. Takum o6pa3om, mpu
KaXJ0M TWMe COKpaleHWs COKpaTuTenbHblie GEnku
npeTepneBalwdT OAMHAKOBbIE XUMWYECKUE W3MEHE-
Husi. KOHeYHbI pe3ynbTaT (YKOpPOUYEeHUe, OTCYTCTBME
M3MeHEeHUI ANWHbI UAW YAAUHEHWE) OonpefenseTcs
BE/IMYNHOI HArpy3Ky Ha MblLLLLY.

Ha pucyHke 4-16 B nokas3aHa 3aBMCUMOCTb
«[INH3~tension» NpyY M30METPUUYECKOM COKpaLleHuu,
a Ha puc. 4-16 T TONbKO «aKTUBHbIN» parMeHT 3Toi
3aBUCUMOCTM, T.e. pa3HuULLa MeXy «MNacCUBHOW» KM
BOV ¥ obuieit KpuBoii. [lanee nokasaHbl (puc. 4-16[)
XapaKTepHble KpWBbIE, OTpaxarwlime 3aBUCUMOCTb
«Harpy3ka-ckopocTb».

Puc. 4-16. N3oMeTpurUeCKOe N N30TOHNYECKOE COKpaLLeHMe.

A — 3KCnepuMeHTaNbHbI npenapaT ANS W3YYEHMS MbIWEYHbIX COKPALLeHWi B M30METPUYECKUX YCTIOBUSX.
B — 9KCmepuMeHTanbHbIA npenapat A8 M3Y4YeHWs MbILEYHbIX COKPALLeHWI B M30TOHUYECKUX YCTOBUSIX.
B — naccuBHasi KpMBas [eMOHCTPUPYHOLLAA MbllEYHOE HanpskeHue (tension), KOTOpoe W3MepPSeTCsH Mpu pas-
NINYHBIX ANNHAX MbiWLbI Nepes cokpalieHnem. CyMmapHas KpuBas, JeMOHCTPUPYHOLLAA MbILLEYHOE HanpshkeHue
(tension), koTopasi U3MepPAETCA MPU Pa3INUHbIX ANHAX MbIWLbl B TeYeHMe COKpaleHus. T — aKTUBHOE MbllLey-
Hoe HanpsbkeHue (active tension) npefacTaBnsieT co6oii pasHULY MEXAY CyMMapHbIM W MacCUBHLIM MbiLEYHbIM
HanpshkeHuem Ha naHenu (C). [L — Tpu KpuBble rony60ro LpBeTa NokasbiBaloT, UTO CKOPOCTb YKOPOUEHMS MbLLLbI

ObICTpee, ecn MbllLa HaTHYTa Maccol
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OnopHo-ABUraTesibHbIA annapat

Cokpalwatouascs mbilLa nepefaet ycuame KocTam
yepes cyxoxunua. Ecnu ycunue foctatoyHo, TO nNpu
YKOPOYeHUN MbIWLUbl KOCTU nepemeuiatoTcsd. [Mpw
COKpal,eHM MbilLa pa3BMBaeT TONIbKO TAHYLlee
ycunue, Tak 4To KOCTW, K KOTOPbIM OHa NpuKpen-
NeHa, No Mepe ee YKOPOYEHUA MOATATMBAKOTCA APYr
K gpyry. lpu 3TOM MOXeT MNPOUCXOAUTb CrubaHue
KOHeYHOCTU B cycTaBe (iekcmsa) unau pasrubaHue
(3KCTeH3UA)— BbINpAMIEHNUE KOHe4yHOCTM (puc. 4-
17 A). B3TuX NpOTMBOMOMOXHO Hanpas/ieHHbIX 4BU-
XEHUAX [O/DKHbI y4yacTBOBaTb, MO KpaliHeil Mmepe,
[Be pasHble MbllWLbl — crubatens W pasrnbatess.
MbllWeyHble TPYNMbl, OCYLWeCTBAAKOLWME OBUXKEHNA
cycTaBa B MPOTMBOMOJ/IOXHbLIX HanpaBieHUAX, Ha3bl-
BalOT aHTaroHMctamu. Kak nokasaHo Ha puc. 4-17 A,
npv coKpal,eHnn AByrnaBoit Mbllw bl nneya (T. biceps)
pyKa crmbaercsa B/IOKTEBOM CyCTaBe, TOr4a Kak cokpa-
LeHMe MblLWLbl-aHTaroHNCTa — TPEXT1aBOW MblLLbI
nneyva (T. triceps) 3acTaBnseT pyky pasrubartbcs. Obe
MblLWLbl CO3AAKOT MPU COKPALLEHUMN TOMbKO TAHYLLee
yCWUAME NO OTHOLWEHWIO K Npeanieybto.

Mpynnbl MbIWL-aHTATOHUCTOB HEOOXOAUMbI He
TOMbKO ANs crubaHmMa u pasrmbaHma, HO U Ans LBU-
XXEHUS KOHEYHOCTel B CTOPOHbI UAWU ANSA BpalLeHus.
HekoTopble MbIWLbl NPY COKPALLEHUM MOTYT cO3fa-
BaTb [iBa TUNa LBMXKEHWUS B 3aBUCUMOCTU OT COKpaTH-
TeNbHON aKTUBHOCTU APYrUX MbIlWL, LeACTBYHOLUX
Ha Ty e KOHe4yHOoCTb. Hanpumep, npu cokpawie-
HUW MKPOHOXHOW MblIWLbl (T.gastrocnemius) Hora
crmbaetca B KOJieHe, Hanmpumep, BO BPEMSA X0AbObl
(puc. 4-17 b). OpAHaKo, ecin WKPOHOXHafA MblllLa
COKpalLaeTcs 04HOBPEMEHHO C YeTbIpexXrnaBoi MblLl-
Lei 6egpa (T. quadriceps femoris), koTopas BbINpsiM-
NAeT HOry B FOMIEHW, KOMEHHbIA CycTaB He MOXeT
COTHYTbCH, TaK 4YTO [BUXXEHME BO3MOXHO TONbKO B
roeHOCTONHOM cycTaBe. [lpoucxoamnT pasrubaHue
CTONbI, T.e. YENOBEK NMPUMNOAHMMAETCA Ha KOHYMKAX
nanbLeB HOF — «BCTAeT Ha LbIMOUYKN».

MbllWLbl, KOCTW W CcyCTaBbl Tena npeacTaBAsoT
€060 cucTemMbl pblyaroB. MpuMHLKMN fEACTBMA pblva-
ra MOXXHO MPOUNNKOCTPUPOBATL HA NpuMepe cruba-
HUs npeannedba (puc. 4-17 B): aByrnaeas Mblwya
0Ka3blBaeT TAHYLee yCWUIMe, HanpasfieHHOe BBEpX,
Ha y4yacTOK npejnfeybs NPUMEPHO Ha PaccTosHUU
5cM OT nokTeBoro cycrtaBa. B paccmartpusaemom
npuMmepe KUCTb PYKWU YAepXuBaeT Harpysky 10k,
T.. Ha PaccToAHUU NpuMepHO 35 CM OT NOKTA Jeic-
TBYeT HanmpaB/eHHas BHU3 cuna BeAW4YMHONW 10kr.
CornacHo 3akoHam QW3WKK, nNpeansiedybe Haxo-
ANTCA B COCTOAHWM MEXaHWYECKOro paBHOBECUS
(T.e. cymmapHas cuna, AelCTBYHOLLAA Ha CUCTEMY,
paBHa HY/0), Korja npousBefeHue HanpasfieHHOM
BHM3 cunbl (10 Kr) Ha paccTosHMe OT MecTa ee npu-
noxeHua o nokta (35 cM) paBHO NPOU3BESEHUIO
N30METPMYECKOTO HanpsH>KeHns Mbiwbl (X) Ha pac-
cTosHue OT Hee Ao nokTta (5 cm). UTak, 10x35=5xX;
oTctoga X=70 kr. OTMeTMM, 4YTo paboTa 3TON cuc-
TeMbl MeXaHW4YeCKU HeBbIFro4Ha, MOCKOAbKY CWna,
pasBuMBaemas MbllLel, ropa3go 60nblle, Yem Macca
yaepxuBaemoi Harpysku (10 kr).

OfHAKO MeEXaHWYeCKMN HeBbITO4HbIe yCnoBus pabo-
Tbl 6ONbWNHCTBA MEXAHU3MOB MbILLIEYHbIX PblYaroB
KOMMEHCUPYIOTCA 3a CYET MOBbIWEHUS MaHeBpeH-
HoCTU. Ha pucyHKe 4-17 nokKas3aHo, 4TO YKOPOYEHUNI0
ABYTNnaBoOlM MbllLbl HA 1CM COOTBETCTBYeET Mepeme-
WeHne KACTW Ha paccTosHMe 7 cM. MOCKONbKY YKo-
poyeHMe MbIWLbl HAa 1CM K MepemMeLleHne KUCTU Ha
7 CM COBepLUAKTCA 32 O4HO M TO XXe BPEMSA, CKOPOCTb
OBVXKEHMA KUCTW B CeMb pa3 6onblue, YeM CKOPOCTb
YKOpOUYeHUs Mblwybl. CucTema pblyaros urpaet
ponb ycunutensa, 6narogaps KOTOPOMY He6onblune
OTHOCUTENIbHO MefneHHble [ABUXEHWUA asyrnasoi
MbllW bl npeobpasytoTca B 60nee ObiCTpble Bu-
XeHns KucTu. Tak MAY, GpOLWeHHbIR nopawowm
UrpokoM 6ackeTb601bHO KOMaHAbl, NeTUT CO CKO-
pocTbto 90—100 munb/u (NnpumepHo 150—160 km/y),
XOTS MbllLbl UTPOKA YKOpauMBalTCA BO MHOro pa3
MefNneHHee

Puc. 4-17. Mblwubl N KOCTY AeACTBYHOT KaK CUCTeMa pblyaros.

A — MbILWLbI-AHTArOHUCTbI, OCYLLECTBAAIOLWMNE CTUBaHMe U pa3rnbaHue npegnneybs b — COKpaLLeHUEe NKPOHOX-
HOI MbILLLBI NPUBOAMT K CTUBAHNI0 HUXKHEN KOHEUHOCTH, Kora YeTblipexrnaBas Mbllila 6efpa paccnabneHa wm
K pa3rnbaHuto, Korga nociefHss COKpallaeTcs, He NO3BO/IAS KONEHHOMY CyCTaBy crubatbcs B— MexaHWyeckoe
paBHOBeCMe CWM, AECTBYHOWMX Ha Mpefnnedse, Korga pyka AepXut rpys 10 kr. [— pblyaxHas cucTema pyku
LeNCTBYeT KaK YCUMAUTENb MO OTHOLLEHWIO K CKOPOCTY COKPALLEeHWA ABYrNaBOM MblllLbl Mieda, YBeNuumBas cko-
poOCTb NepeMeLLeHNs KUCTU CucTeMa SBASETCS TaKXKe YCUAUTENEM fuana3oHa nepemelleHnit KucTu (Mpu Ko, -

UEHUU MbILLLBI HA 1 CM KUCTb MepeMeLtaeTcs Ha 7 cm)



Cyxoxunue YeTblpexrnasas

Cyxoxunve MbillLa
JByrnasas
Tpexrnasas Mbitiia VIKpoHOXHasA
MbILLILA Cyxoxwunve MbILLILA
Cyxoxunue

Tpexrnaeasi MbiliLa
cokpaliaeTtcsi

JdByrnasas mbiwua
UeTblpexrnasas

MblLLLIA
coKpalaeTcs

UeTblpexrnasas
MbILILA
paccna6bneHa

VKpoHOXHas
MbliLLLA
COoKpallaeTcs

No

Cruba wne Horu PasrnbaHumne Horun

Cuna

X=70 Kr t

10kr- 35 cMm = x*5 cm
X =70 Kr

7cm

\/T=CkopocTb  Vh-CKopocTh
COKpalleHVs  nepemMeLleHust
5cm 30 cm 10 kr MbILLLbI MbILLILLbI



HepBHO-MbILLIEYHOE coeANHEHME

CurHanom 41 3anycka CoKpalLeHUsa CAY>XUT NOTEH-
Luunan geiicTemsa nnasmaTuyeckoli MembpaHbl BOMOKHA
CKENIeTHOW MblWLbl. B CKENETHbIX MblLLAX MOTEHLM-
anbl AeiCTBMSA MOXHO Bbl3BaTb TO/IbKO OAHUM CNOCO-
60M — pasfpaxeHnem HepBHbIX BONOKOH.

BonokHa CKeneTHbIX MbIWL WHHEPBUPYOTCA
aKCOHamMy HepBHbIX KNeTOK, Ha3blBAEMbIX MOTO-
HepoHamMn (MM COMaTUUYECKUMMN 3 epeHTHbIMMU
HelipoHamu). Tena 3TUX K/AETOK PacnonoXeHbl B
CTBOJIE MO3ra UAN B CMMHHOM MO3re. AKCOHbl MOTO-
HEelipOHOB MOKPbITbl MWENHOBON 060104YKOM, a MX
AvameTp 60/blie, YeM Y APYTUX aKCOHOB, MO3TOMY
OHW NPOBOAAT NOTeHUManbl AeWCTBUA C BbICOKOW
CKOpoCTblo, 06ecneuynBas NOCTyNAeHne CUTHANO0B U3
LLHC K BONOKHAM CKENeTHbIX MbIWL NUWb C MUHW-
ManbHOWN 3afep>XXKOiA.

Boiiga B MblLILY, aKCOH MOTOHeNpOHa pasgensercs
Ha MHOXXeCcTBO BeTBel, Kaxjasa M3 KoTopbiX obpasyeT
OfHO COeAMHEHWEe C MbllleYHbIM BONOKHOM. OAWH
MOTOHEWPOH WHHEPBMPYET MHOI0 MbILIEYHbIX BOJ/IO-
KOH, HO KaX[blM MbIEYHbIM BOIOKHOM ynpaBnseT
BETBb TO/IbKO OT O4HOr0 MOTOHeipoHa. MOTOHeNpoH
BMeCTe C MbIlWEYHbIMU BOSIOKHAMM, KOTOPble OH
WHHEPBUPYET, COCTaBASeT ABUraTeSlbHYI efuHULY.
MblLWweYyHble BONOKHA OAHOW ABUTaTENbHON eAUHULbI
HaxogAaTcs B OAHOW W TOW >Xe MbllLE, HO He B BUAE
KOMMNAKTHOW rpynnbl, a paccesHbl no mblwye. Korpga
B MOTOHEpOHe BO3HUKAET NOTeHUMan encTBus, BCe
MbIllEeYHbIE BOMIOKHA €ro ABWUraTeNlbHON efWHULbI
nony4arT CTUMYN K COKPALLEHUIO.

Mpn nogxofe akCcOHa K MOBEPXHOCTU MblLIEYHO-
ro BOJIOKHa MuennmHoBas 060/104Ka 3aKaHYMBAETCH,
N aKcOH ob6pa3yeT TepMWUHaNnbHYK 4acTb (HepBHOE
OKOHYaHWe) B BUAE HECKONbKUX KOPOTKUX OTPOCT-
KOB, pacrnonaralwwmnxcs B Xenobkax Ha NOBEPXHOC-
TW MbILEYHOro BOSIOKHa. O6nacTb NaasmaTuyeckoi
MeM6paHbl MblLLEYHOro BOJIOKHa, nexalwas Henoc-
peiCTBEHHO NOL HEPBHbIM OKOHYaHWeM, obnajaet
0co6bIMM CBOMCTBAMMW W Ha3blBaeTCH ABUraTeslbHOM
KOHLEBOV MnacTuMHKoi. CTpyKTypa, cocTosuwas w3
HEPBHOIO OKOHYaHWs W ABUraTefibHOW KOHLLEBOWA
NNacTUHKKW, U3BECTHA KaK HEePBHO-MbILLEYHOE COefu-
HeHVe (HEPBHO-MbILLIEYHbI CUHaMC).

TepMUHaNM akCOHOB MOTOHelipoHa (4BUraTenbHble
HepBHble OKOHYaHWA) COAepXaT BE3UKY/Nbl, 3anofi-
HeHHble ALX T[MocTynawouwmii 0T MOTOHepoHa
noTeHUMan feincTBMA AenonapusyeT nnasMaTuyeckyto
MeMbpaHy HEpPBHOr0 OKOH4YaHWA, BCMeACTBME YEro
OTKpbIBAOTCA NOTeHUManynpaensemble Ca2+-KaHa-
Nbl, U B HEPBHOE OKOHYaHWe BXoAUT Ca2+ n3 BHeK/e-
TOYHOW cpefbl. VMoHbl Ca2+ cBA3bIBAOTCA C Benkamu,

obecneymBalOWMMN CAUSHUE MeMBpaHbl BE3NKYN C
nnasMaTuyeckoid MembBpaHON HEepBHOr0 OKOHYaHMS,
N NpoUCXonT ocBo60oXaeHMEe ALLX B CMHaNTWNYECKYIO
Wenb, pasfensawLly0 HEpBHOE OKOHYaHWe W [BuW-
rate/lbHYl0 KOHLEBYK NnacTuHKy. Monekynbl ALIX
ONDHYHANPYIOT OT HEPBHOrO OKOHYaHUA K [Bura-
TeNbHON KOHLEBOI MNacTUHKE, FAe OHM CBA3bIBAIOTCS
C aueTUNXONIMHOBLIMU peLenTopaMn HUKOTMHOBOIO
ThNa, Npu 3TOM OTKPbLIBAKOTCA MOHHbIe KaHasbl, Mpo-
HuuaemMble Kak gns Na+ Tak n gna K+ 13-3a pasHuupl
TpaHCMeMOpaHHbIX 3NEKTPOXMMUYECKUX TPajueHToB
3TUX WOHOB, BXOAALLMIA B MbllUEYHOE BOMIOKHO MOTOK
Na+ 6onblie, yem BbIXxogAawMmin notok K\ 6naroga-
ps 4yeMy BO3HMKaeT MeCTHaa Aenonspusauus Asura-
TeNbHON KOHLEBON MAaCTUHKM — MNOTEHUMan KOHLE-
Bo nnactuHkm (MKTIM). MKM aHanornyeHr BICM B
MEeXHePOHHbIX cuHancax. OfAHAKO aMnauTyja oau-
HouyHoro MKI1 cyuwecTBeHHO Bbille, Yem aMnauTyga
BIMCI1, noTOMY 4TO B HEPBHO-MbILIEYHOM COefUHe-
HWM BbICBOBOXJaeMblil HelipoMeAnaTop nonagaeTt Ha
6onee 06LWIMPHYI MOBEPXHOCTb, FAe OH CBA3bIBAETCS
C ropasgo 601bWMM KONMYECTBOM PELENTOPOB, U I,
Cnef0BaTeNbHO, OTKPbIBAETCA HAMHOro 60/blUe WOH-
HbIX KaHanoB. o 3Tol NpuunHe aMnaAUTyAa OAUHOY-
Horo MKI1 06bIYHO GbIBAeT 60/ee Yem [JOCTaTOYHOM
ANs TOro, 4to6bl B CMEXHON C KOHLEBOW MnacTuH-
KON 06N1acTu NnasMaTuyeckol MblLLUEeYHOR MeMOpaHsbl
BO3HWK MECTHbIA 3/1€KTPUYECKUIA TOK, WMHULMMPYIO-
WWiA noTeHumnan feicTeudA. 3aTeM MOTeHUMan Aeic-
TBMS PacnpocTpaHAeTCs Mo NOBEPXHOCTU MbILLIEYHOr0O
BOJ/IOKHA MOCPELCTBOM TaKOro >Xe MexaHu3ma, 4To u
B MeMbpaHe aKCOHa. BO/MbLIMHCTBO HEPBHO-MbILLIEY-
HbIX COEAWHEHW/ pPacnonoXeHo B CPeLUMHHOW 4acTu
MbILIEYHOTO BOMOKHA, OTKYyAa BO3HWUKLWMWIA MOTEH-
unan AeilcTBus pacnpocTpaHseTcs K 060MM KOHLaM
BOJIOKHA. B CKeneTHOW MblLILe Ye/0BEKa HUKOrja He
BO3HWKAOT TOPMO3Hble MOTeHUManbl. Bce HepBHO-
MbllLeYHble COeAUHEHNS — BO3OYXJatoLue.

Hapsagy ¢ peuenTtopamu ALLX Ha fBuraTenbHOMN
KOHLEBOW NnacTUHKe NPUCYTCTBYeT (hepMEHT aueTu-
xonuHactepasa (AL X-3cTepasa), koTopasa paclienns-
eT ALX. Mo mepe TOro Kak KOHUEHTpaumsa ceo6oa-
Horo ALLX cHuXaeTcsa BCNeACTBME €ro paclliensieHns
ALl X-3cTepa3oii, yMeHbllaeTca Konuyectso AL,
cnocobHOro cBAsbIBaTLCA C peuentopamun. Korga He
OCTAeTCs peLenTopoB, cBA3aHHbIX C ALLX, WOHHbIe
KaHanbl KOHLeBOW MNAaCTUHKU CTAHOBATCH 3aKpbl-
ToiMu. [lenonapun3auns KOHLEBOW NAacTUHKK 3aBep-
WwaeTcA, MeM6paHHbIA MOTeHUMan BO3BpaliaeTca K
YPOBHIO MOKOA, W KOHLeBas NjacTUHKa BHOBb CMO-
cobHa oTBeyaTb Ha ALLX, BbicBOGOXAaemblli npu
NOCTYN/IEHUN K HEPBHOMY OKOHYaHUIO ChefyloLlero
noTeHuUmana feicTeuns.



MocnefoBateNbHble SABMEHWS OT MHMUMAUMW NOTeHUWana [AeiCTBUS MOTOHEMpPOHA [0 COKpalieHus
MbILLEYHOrO BONOKHA

. MoTeHuMan feicTBUA BO3HUKILMIA B MOTOHEPOHe, pacnpoCcTpaHseTCs MO aKCOHY.

2 [MoTeHyman ielicTBuS 3anyckaet BbICBOGO)K,ElEHI/Ie ALX n3 HEPBHbIX OKOHYaHWi B HEPBHO-MbILLIEYHbIE
COeANHEHNA.

I ALX AnchpyHANPYET OT HEPBHbBIX OKOHYAHWUW K ABUTATENbHOW KOHLEBOW NiacTUHKE MblLEYHOro BOOK-
Ha.

4 ALIX cBsi3bIBAETCA C peLenTopamMmun agBuraTenbHOW KOHLEBOW NAAaCTUHKKU, OTKPbIBAass MOHHbIE KaHanbl Ans
Nat n K\

5 Bxogawmii noTok Na+ KOTOpbIiA 00nbLIe Bbixoga K+ genonspusyeT memo6paHy, Bbi3biBasi MOTEHLMAN KOH-
Lesoi nnacTuHky (MKIMM).

6 MecTHble TOKNU OENONAPU3YKT CMEXHYHO 06N1acTb MbILLEYHOI MEM6paHbI A0 NMOoporoBoro yposHa npwu
KOTOPOM TEHEPUPYETCA NMOTeHunan ,qel7|CTBVIF|, paCﬂpOCTpaHﬂI-OLU,I/IVICFI Nno NMNOBEPXHOCTM MbIWEYHOH
BO/IOKHa N NO Nonepe4vyHbIM pr6OLIKaM Brﬂy6b HEero

7 MoTeHuman feiicTBUA, MOCTYNMBLWMIA NO MeMbpaHe MonepeyHbIX TPY6OUEK, 3anyckaeT BbICBOGOXAeHUe
Ca™ v3 natepasibHbiX MELIKOB CapKOMN1a3MaTUYeCKOro peTUKyymMa.

8, iloHbl Ca2+ cBA3bIBAOTCA C TPOMNOHWUHOM aKTUHOBBIX (bI/IJ'IaMeHTOB. B pesynbTaTe 3T0r0 TPOMNOMUO3NH
CMeELLaeTca n3 ceoero 6n0KV|pyrou.|,er0 MON0OXEeHUA, OTKPbIBasad y4aCTKMU CBA3bIBaHMA aKTWUHa C nonepey-
HbIMN MOCTUKaMMn TONCTbIX CbVIJ'IaMeHTOB.

9 MonyuvBLIME 3HEPI U0 MUO3NHOBbLIE MOMEPeYHbIE MOCTUKM CBA3bIBAKTCA C aKTUHOM:
A+M* e AND e P(-> A*M* AL D *PJ
I0 Bnarogaps CBA3bIBaHUIO MUO3WH OCBOGOXAETCS U3 HAMPSHXKEHHOW KOH(OPMAaL MK, NPU 3TOM KaXK bl
nonepeyHblii MOCTUK COBepLIAeT ABUXXEHUE MO ayre:
A*M A 1 d A —SA*M+AL D +PI
IIl. AT® cBA3bIBAETCS C MMO3WHOM, paspbiBas CBA3b MeXAy aKTUHOM U MMO3MHOM 4TO MO3BO/NISET Monepeuy-

HbIM MOCTUKaM OTAENNTLCA OT aKTUHa:
A-M+ATO -> A+M*ATO

2 AT®, cBA3aHHas ¢ MUO3WHOM, pacliennseTcs, CHab>Kas aHeprueil MMO3NHOBLIE NONEPEYHbIE MOCTUKN:
M*AT® —=M**ALD*P
B MonepeyHble MOCTUKN NOBTOPAIOT 3Tanbl ¢ 9-ro no 12-ii obecneynBas CKOAbXEHNE TOHKUX hunameH

TOB BAO/b TONCTbIX LiMKANYECKME ABMXKEHWUA MONepevyHbIX MOCTUKOB MOBTOPAKTCA A0 TeX Mnop, noka
MoHbl Ca2+ 0CcTatoTCA CBA3AHHBIMU C TPOMOHUHOM

U UnTonnasmaTnyeckad KoHueHTpauua Ca2+ cHMXaeTcsa B NpoLecce akTUBHOIO TpaHCNOpPTa MOHOB MOC-
peacteom Ca2+ATdasbl B capkonnazMaTUYeCKuii peTUKynym.

B Mpn yganeHun Ca2"' oT TPONOHUHA TPOMOMWO3NH BO3BpaLlaeTCs B GOKNPYHOLLee NONO>KEHUE: LLMKNN
Yeckue ABVKEHMS NOMEepeYHbIX MOCTUKOB OCTaHaBMMBAOTCA MbILEYHOE BOSIOKHO paccnabnsercs



ONIeKTpoMexaHN4YeCcKoe conpsaxeHve

PaHHMe wuccnefoBaHMA M301MPOBaHHOrO cepgua
MO3BO/IMAN 06HAPYXWUTb, YTO ANA COKpalLeHunsa cep-
LEYHOW MbllW bl HEO6XO4MMbl ONTUMaNbHbIE KOH-
ueHTpauun Na+, K+ un Ca2+ be3 Na+ cepfue HeBo3-
6yaMMO, OHO He CTaHeT 6UTbCH, TaK Kak NoTeHuman
LeCTBUA 3aBUCUT OT BHEK/IETOUYHbIX MOHOB HaTpUS.
HanpoTtus, noTeHuMan nokosweincs Memb6paHbl He
3aBUCUTOTTPAHCMeM6paHHOro rpagmMeHTa noHos Na+.
B HOpMafibHbIX YCNOBUAX BHEKNETOYHAA KOHLEHTpa-
uma K+coctaBnseT 0kono 4 MM. CHUXEHMEe KOHLEH-
Tpauun BHeKNeTOUYHOro K+ He oKasbiBaeT 60/bLIOIO
BINAHUS Ha BO36YXAEeHME U COKpaLLeHne cepaeqHol
MblWLbl. OAHAKO YBe/lWYeHWe KOHLEeHTpauuu BHe-
KNeTo4yHoro K+ g0 [OCTAaTOYHO BbICOKMX YPOBHEN
BbI3blBaeT [Aenofapusayunto, noTtepr0 BO3GYAMMOCTH
KNeTOK MUOKapfa W OCTaHOBKY cepjua B fuacTofe.
Ca2+ TakXe CyWeCcTBEHHO BaXeH AN CepheyHbIX
COKpalieHunii. Y ganeHne Ca2+ U3 BHEKNETOUYHON XuNa-
KOCTWU MPUBOAUT K YMEHbLUEHUIO CUSbI CEPAEUYHbIX
COKpalleHUidi 1 nocneaytoleid ocTaHOBKe cepiua B
guactofie. HanpoTuBs, YBeNM4YeHWE KOHLEHTpauuu
BHekfnetouHoro Ca2+ ycunueaeT cepfieyHble COKpa-
LWEeHUA, a OYeHb BbICOKME KOHUeHTpauun Ca2+ npu-
BOAAT K OCTaHOBKe cepjua B cuctone. CBOOGOAHDIN
BHYTPUKNETOUHbIA Ca2+ CNYyXWT MOHOM, OTBevalo-
MM 33 COKPATUTENbHYI CNOCOBHOCTL MUOKapAa.

Ha fgByX naHenfx pucyHKa MOKa3aHbl MeXaHu3-
Mbl 3/1EKTPOMEXAHNYECKOT0 COMPSXXEHUA B Cepl-
e, OonucaHHble Huxe. Bo036yxaeHue cepaeyHol
MbILWLbl HaYyMHAEeTCH, KOorja BOJIHA BO36YXAEHWUA
ObICTPO pacnpocTpaHaeTcs BAOMb CapKONemMMbl Kie-
TOK MWOKapAa OT K/EeTKW K KNeTKe 4epes Lenesble
KOHTaKTbl. B036yXJeHWe Takxe pacnpocTpaHseTcs
BHYTPb KNETOK 4epe3 nonepeyHble Tpy6KM, KOTO-
pble WHBAarMHMpOBaHbl B CepAeyYHble BOJIOKHA Ha
Z-nonocax. dnektpoctumynauma B obnactum Z-no-
nocbl UAM annaukKaums WMOHWU3MpoBaHHOro Ca2+ B
06nactTn Z-nonocbl CepAeyvHbIX BOJMIOKOH, OCBOGOX-
[OeHHbIX 0T 060104KM (C YAaneHHbIMU CapKoieMMa-
MW), BbI3blBAET fIOKa/SibHOE COKpalleHue COCefHUX
munounopunn. Bo Bpems naato noTeHymnana 4encTeus
NOBbILLAETCA MPOHNLAEMOCTb capkoneMmbl ansa Ca2+
Ca2+ BXOAWUT B K/ETKY MO ero 3/IeKTPOXUMNYECKOMY
rpagueHTy Yepes KanbLMeBble KaHasbl CapKoneMMbl U1
ee UHBarnHayuui, T.e. yepes MmemopaHbl T-CUCTEMBI.

CunTaercqd, 4YTO OTKPbITUE Ka/bLWeBbIX KaHanos
NPouCXOANT B pesynbTarte pocPopunnpoBaHns npo-
TEMHOB KaHan0B C MOMOLLbK LLUKANYECKOWN aieHO3UNH-
MOHOgochaT3aBUCMMON MPOTeMHKUHa3bl (LAM®-
3aBUCUMMOIN NpPOTEMHKWUHA3bl). [lepBOHaYasbHbIM
MCTOYHUKOM BHeK/neToyHoro Ca2+ Cny>XuTt uHTep-
cTuumanbHasa Xugkoctb (10“3M Ca2+). HekoTopoe

KonmuecTBo Ca2+ MOXeT TakxXe 6blTb CBA3aHO C cap-
KONEMMOM 1 C FNKOKANMKCOM, MYKONOoAncaxapuaom,
NOKpbIBAK W MM capKonemmy. KonmuyecTBO Kabuws,
nonajarmLwero BHYTPb K/IETKW W3 BHEK/IETOYHO-
ro NpocTpaHcTBa, HeLOCTaTOYHO AN1A TOro, Yrobbl
Bbi3BaTb COKpauieHne wMuodubpunn. Boweawmii
BHYTPb KanbUMWii («3anycKarwwWwmnuidi nam TpurrepHbiii»
Ca2+) 3anyckaeT BbICBO60OXKjeHMe Ca2+ 13 capKoLULL -
MaTU4ecKoro peTukynyma (rge ecTb 3anac BHYTpW-
KnetoyHoro Ca2+). KoHueHTpauma csobogHoro Caz
B LMTOMMa3Me BO3pacTaeT OT YpPOBHA nokos (retfwg
level) npumepHo B 10-7 M fj0 ypoBHeii oT 10 6 go 105
M BO Bpems BO36yxaeHus. 3aTtem Ca2+ cBA3bIBAETCS
¢ 6enkom TponoHuHom C. KanbLueBOo-TPOMOHUHO-
Bblii KOMNNEKC B3aMOAENCTBYET C TPOMOMMUO3MHOM,
4yTobbl CHATb 610K C AKTUBHbIX YYacCTKOB MeXay
aKTUHOBbLIMW WM MWO3UHOBLIMU (hUnameHTamun. 310
CHATMe 6/ioKa N03BONSAET 06pa30BbIBATHCA LMKIN-
YeCKUM NOMNepeyHbIM CBA3AM MEXAY aKTUHOM U MUO-
3MHOM W, CNefoBaTe/ibHO, NO3BOJIAET MUOPUEPUIIaM
coKpalaTbcs.

MexaHn3Mbl, MOBbIWAKOLWMNE KOHUeHTpauuto Caz+
B LMTO30/11, YBENINYMBAIOT Pa3BMUBAEMYIO CUY Cep-
[JEeYHbIX coKpalieHuin (active force), a MexaHW3Mbl,
KOTOpPbIE CHMXKAKT KOHUeHTpayuuto Ca2+ B uuT030/1,
yMeHbLaoT ee. Hanpumep, KaTexonamMuHbl YBeu-
ymBalT nocTtynneHne Ca2+ B KNeTky nyTtem gocgo-
punupoBaHua KaHanos u4epe3 UAM®P-3aBUCUMYIO
npoTenHKUHasy. K ToMy e KaTexonaMuHbl, Nogo6HO
APYTMM aroHucTam, yBe/IMUYUBAKT CUNY CEPAEYHbIX
COKpALLeHNN NyTeM MOBbIWEHUSA YYBCTBUTENIbHOCTU
COKpaTUTeNnbHOro MexaHusma K Ca2+ [loBbllleHne
KOHLUEHTpaunuy BHeKNeTOUYHOro Ca2+ unn ymeHblue-
Hue rpagueHTa Na+u4epe3 capkonemmy Takxe npuso-
AT K YBENIMYEHUIO KOHUeHTpauun Ca2+ B UUTO30/€.

pagueHT HaTpMa MOXeT OblTb MOHUXEH MyTem
YBE/IMYEHNA BHYTPUKIETOYHOW KOHUeHTpauuu Nat+
UAN NyTemM MOHMXKEHWUA BHEKNETOYHOW KOHLeHTpa-
umm Na+. CepfeuyHble TIUMKO3WMAbl MOBbLILWAKT BHYT-
PUKNETOYHYIO KOHUEeHTpauuio Na+ nyTem «oTpas/e-
HUA» Ne +/K +-AT ® asbl, YUTO NPUBOAUT K aKKyMynaLun
Na+ B knetkax. [loBbilleHMe KOHUeHTpauun Na+ B
LMTO30N1€e U3MeHseT HanpasneHne Ne +Ca2+06MeH-
Huka (Na*Ca2*-exchanger) Ha NpOTMBOMONOXHOE, TaK
YTO U3 KNeTKU yaansetcd MeHblle Ca2+ [NoHMXeHHas
KOHLEHTpauma BHeKneTo4yHoro Na+ CnyXuTt npuum-
HOI TOro, YTO MeHbLle Na+BXOAWT B KNeTKY, U, TakKnm
06pa3om, MeHblle Na+3ameHsieTcs Ha Ca2+

LJocTurHytoe mexaHmnuyeckoe HanpsxxeHue (tension)
YMEHbLUAETCA 3a CUET CHUMXKEHMNA KOHLEHTpaLnuy BHe-
KnetoyHoro Ca2+ yBenM4yeHUs TpaHCMeM6paHHOro
rpagueHTa Na+ unu npumeHeHus 6nokatopos Caz~
KaHanoB, KOTOpble NPenAaTcTBYOT BX0oAy Ca2+ B Knet-
KW MUOKapaa.



Na+-Ca+06MeHHUK
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nagkoe MblleYHOe BOSIOKHO —3T0 BepeTeHOBMU -
Has KneTka gumameTpom oT 2 fo 10 Mkm. BoTanune
OT MHOTOAAEPHbIX BOJIOKOH CKEMleTHbIX MblLUL,
KOTOpble nocfe 3aBepweHUs AudepeHLUpPoOBKU
yXXe He MOTYT leNIMTbCA, rNajKne MbllleYHble BOOK-
Ha 06n1ajatoT efUHCTBEHHbIM AAPOM U CAOCO6HBLI K
JeNeHNI0 Ha NPOTSXKEHUW BCEW XWU3HU OpraHmaMma.
[JeneHve HauymHaeTca B OTBET Ha pasHoOoO6pasHble
napakpuWHHbIE CUTHaNbI, 4YacTO — Ha MOBpPeXAeHue
TKaHWU.

3HaunTenbHOEe pas3Hoobpasme pakTopoB, MOANGDIU-
LUPYHOLWNX COKPATUTENbHYIO AeATENbHOCTb MNafgknx
MbILWL Pa3IMyYHbIX OpraHos, 3aTpyAHAeT Kfaccu-
huKauuo rnagKkux MbllledYHbIX BOMOKOH. OfAHako
eCTb 06U NPUHLMN, OCHOBAHHLIWA Ha 31eKTpuyec-
KUX XapakKTepucTukax nnasMaTU4eckoii MemOpaHbl.
B cooTBETCTBUM C 3TUM MNPUHLUNOM 6GONbLINHCTBO
rNagKnux MbllL, MOXHO OTHECTM K OAHOMY U3 ABYX
TWMOB: YHUTapHble rnagkue moliwubl {single-unit smooth
muscles) ¢ BONOKHaMW, CBA3aHHbIMU B €jUHOE Lienoe
(puc. 4-20 A), KNneTKM KOTOpbIX B3auMoOfeicTBY-
10T Yepes gap junction, 1 MynbTUYHUTApPHbIE rnagkue
mbiwubl {multiunit smooth muscles) ¢ MHAMBMAYaNbHOM
WHHepBaL el BONOKOH (puc. 4-20 b).

YHUTapHbIe rNagKkMe Mbilllbl

B MblLILax 3TOro TMNa akTMBHOCTb (3NeKTpUYeckas
U MexaHu4yeckas) oCyL,ecTBNAETCA pasHbIMU K/eTKa-
MU CMHXPOHHO, T.e. Ha CTUMY/bl MbllILLa pearupyer
KaKefuHoe Lenoe. 3T0 06YCNOBMEHO TEM, YTO Mbl LLIEY-
Hble BOJIOKHa CBA3aHbl ApPYr ¢ Apyrom gap junction
(weneBbIMW KOHTaKTaMu), 4epes KOTOpble NOTeHLMan
[efCTBMA MOXeT NoCPefCTBOM SI0KaNbHbIX TOKOB pac-
NMpOCTPaHATHLCA OT OQHOW KNeTKW B cocefHue. Takmum
06pa3om, anekTpnyeckas akTUBHOCTb, BO3HUKILAA B
No60ON KNeTke YHUTapHbIX FNafKux MbllWlL, nepeja-
eTCca KO BCem BOJIOKHaM (puc. 4-20 A).

HekoTopble BONOKHa YHUTApPHbIX TNaAKUX MblLIL,
obnagalT nelicMeKepHbIMM CcBOWCTBAMU. B HUX
CMOHTAHHO BO3HWMKAKT MOTeHUManbl [eAcTBuA,
KOTOpble NMPOBOAATCA 4Yepes gapjunction K BOSIOKHAM,
He 06nafaloLiMM TaKo aKTUBHOCTbIO. BONbWMNHCTBO
KNeTOK YHWUTAaPHbIX TFNafKMX MbIWL He ABASKTCA
nencMeKepHbIMH.

Ha cokpaTWTenbHYK aKTUBHOCTb YHMUTAapHbIX
rNagKnx MbllL, OKa3blBaT BAUAHWE 3/1€KTPUYECKas
aKTUBHOCTb HEPBOB, FOPMOHbI, NTOKaNbHbIE DAKTOPbI;

3TV BAMAHUA ONOCPEAYHTCA MexaHU3Mamm, paccMoT-
PEHHbIMW Bbllle MNPUMEHUTENbHO K AEATeIbHOCTH
BCEW rnagkoin MyckynaTypbl. XapakTep WHHepBaLuu
YHUTAPHbIX FNagKUX MblWL, CYLIECTBEHHO Bapbupy-
€T B pasHblX opraHax. Bo MHOrMx cny4yasx HepBHble
OKOHYaHMA COCPeAoTOUYeHbl B TeX 061acCTAX MbiLLLpbI,
rAe HaxoasTcA nelicMeKepHble KNeTKWU. AKTUBHOCTb
BCE/i MblWLbl MOXET perynnpoBaTbCs MOCPEACTBOM
M3MEHEHWI A 4acTOoTbl MOTEHLMAN0B [AeNCTBUA Meiic-
MEKEPHbIX KNeToK.

Eulle oaHa 0COBEHHOCTb YHUTAPHbIX FNafKNX MbILLIL,
COCTOUT BTOM, YTO 4acTO ee BOMIOKHA COKpaLLalTCs B
O0TBET Ha pacTs)XeHune. CoKpalweHns BO3HUKAKOT Npu
pacTsH>KeHNN CTEHOK MHOTUX MOMbIX 0praHoB (Hanpu-
Mep, MaTKK), Korga Bo3pactaeT 06bem MX BHYTPeHHe-
ro COepPXUMoro.

MpuMmepbl YHUTAPHbIX FAAfKMX MbllWL: MbiWypl
CTEHOK XXeNyA0oYHO-KNLEYHOro TpakKTa, MaTKK, TOH-
KMX KPOBEHOCHbIX COCY/0B.

MynbTUYHUTapHbIE rNaaKue MbllLbl

Mexay KneTkaMu MYAbTUYHUTAPHbIX [NagKnx
MbILWIL Mano gap junction, Kaxpgoe BOJIOKHO [elic-
TBYeT He3aBUCMMO OT COCEAHWX, W MblllLa Bemer
ceb6s KaK MHOXECTBO CaMOCTOSITENIbHbIX 3MEMEH-
TOB. MynbTUYHUTApHble TNafkue MbliWLbl 06Ub-
HO CHab>XeHbl BETB/IEHUAMMW BEreTaTUBHbLIX HEPBOB
(puc. 4-20 B). O6wWwMin OoTBET BCel MblWLbl 3aBU-
CUT OT KO/SMYecTBa akKTUBMPOBAHHbLIX BONOKOH W
OT 4acTOTbl HEPBHbIX MMNYNbLCOB. XOTH MNOCTynato-
e HepBHble MMMYAbCbl COMNPOBOXAAKTCA Aeno-
napusayneli U COKpaTUTeNbHbIMKU OTBETaMU BOMO-
KOH, MOTeHUWanbl [eACTBUS B MYyNbTUYHUTAPHbIX
rnajkux MbllLax, Kak MpaBWI0, He TeHepupytoT-
cs. CokpaTuTenbHasd aKTUBHOCTb MYy/nbTUyHUTap-
HbIX TNAaAKUX MbIWL, yCUInBaeTca nnbo ocnabesaet
B pe3ynbTaTe MOCTYM/JEHWS C KPOBbK TOPMOHOB,
OA4HaKO MY/NbTUYHWUTApHble TNagKue MbllULbl He
coKpalwalTca npu pacTtsKeHUuU. Tpumepbl Myfb-
TUYHUTAPHbIX TNAAKUX MbIWL: MbllWLbl B CTEHKax
OPOHXO0B U KPYMHbIX apTepuii u ap.

CnepyeT MOAYEPKHYTb, 4TO 6GONLWWHCTBO [/ag-
KUX MbILWWL He 06najatoT cBOMCTBAMMW UCKIHOYNTENb-
HO YHUTapHbIX NM60 MYNbTUYHUTAPHbIX T[NafKUX
MbllWL,. BAaelcTBUTENbHOCTY CYLLECTBYET HENpepbIB-
HOe MHOXEeCcTBO Bapuauuii rnagkux MblilwL C pas-
HbIMW COYETaHWSMMW CBOWCTB TOro W APYroro Tung;
YHUTapHble TNagkue MbllUbl W MYIbTUYHUTapHbIE
rnagkue Mbllilbl —3TO [jBE KPaiHOCTK
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MoTeHUManbl rnagknx Mbily,

HekoTopble Tunbl FNaAKUX MbILLEYHbIX BOTOKOH
reHepupyoT NoTeHuManbl AeACTBUA CMOHTAHHO, Npy
OTCYTCTBMMW BCAKOIO HEMPOTreHHOro WA roOpMOHanb-
Horo Bo3feicTeus. MoTeHyMan NoKos nnasmatmyec-
KO MeM6paHbl TaKMX BOSIOKOH He NOALEpXUBAETCH
Ha MOCTOAHHOM YpOBHe, a MOABEpraeTcs MOCTEMNeH-
HOV fermonspu3auum 4o Tex Nnop, NokKa OH He JOCTUT-
HeT NoOporoBoro YpoBHA W HE MPOWU30NAET reHepupo-
BaHWe noTeHlMana geicteuns. Mocne penonspusayunn
mMembpaHbl BHOBb HayuMHaeTCA ee fAenonsapusayus
(puc. 4-21), Tak 4YTO BO3HWKAET Cepus MOTEHLManoB
[eNCTBMA, Bbi3blBalOLas TOHNYECKYO COKpPaTUTeNb-
HY!0 aKTMBHOCTb. CMOHTaHHbIe CABUTN NOTeHLUMana,
genonsapusytolne membpaHy 0 NOPOroBOro ypoBHS,
Ha3blBalOTCA neiicMekepHbiMKM noTeHuuanamu. (Kak
MoKa3aHo B APYrMX rnaeax, YacTb BOSOKOH CepAeYHOM
MbllWLbl U HEKOTOPble TWUMbl HeilpoHoB LIHC Toxe
06nafalT NeliCMeKepHbIMU NOTEHUManamMmm m MoryT
CMOHTaHHO TreHepnpoBaTb MNOTeHUMWanbl [eliCcTBUS
Mpu OTCYTCTBWUU BHELIHUX CTUMY/OB).

NHTepecHO, YTO B rnagkux Mblwwyax, cnocobHbIX K
reHepUpPOBaHUIO MOTEHLMNANOB LeliCTBUA, NEPEHOCUM-
KaMu MOJMIOXMUTENbHBIX 3apAL0B B K/IETKY Bha3sy Hapac-
TaHWA NoTeHUMana AencTens cnyxart noHol Ca2+ a He
Na+, T.e. mpu genonspmsaunmm MembpaHbl OTKpblBa-
I0TCA MOTeHUMan3aBucuUMble KanblueBble KaHanbl, U
noTeHuwansl feiCTBUA B rNafKOA MyCcKynaType umetoT
KanbLMeBYy0 NpUpoLy, a He HaTPUEBYIO.

BoTnnunMe OT nomepevyHo-nonocatoil Mbllllbl, B
rnagkoi MbllLe uMTOnnasMaTuyeckas KOHLUeHTpa-

uma Ca2+ MOXeT yBennumeaTbCa (MNM YMeHbLUATb-
cs) B pesynbTaTe rpagyasnbHbiX AeNONSPU3aLUOHHbIX
(van runepnonsapusayUOHHbIX) CABUIOB MeMbpaH-
HOro noTeHUMWana, yBenuuupawlwmx (UNN YMeHb-
WaKLWmMX) YMCNO OTKPbITbIX KanbLUWEBbIX KaHa/I0B
naasmMaTu4yeckoin membpaHbl.

Kakylo ponb B 3/1eKTPOMEXaHUYECKOM COnpsxe-
HUW UrpaeT BHEKNETOUHbIA Ca2+? B nnasmaTnyeckon
mMeMbpaHe rnagkKux MblWeYHbIX KIeTOK HaxogaTcs
KanblueBble KaHanbl ABYX TUNOB— MOTeHUMan-
3aBUCUMbIE W yMpaBnsgeMble XWUMMWUYECKMMU noc-
peagHnkammn. T1OCKONbKY KOHUeHTpauus Ca2+ B0
BHEKETOUHOM >Xuakoctu B 10000 pa3 Bbllle, Yem
B LMTOMNa3Me, OTKpPbiBaHWe KanbLMeBbIX KaHanoB
nnasmMaTtuyeckol mMembpaHbl CONMPOBOXAAETCH BXO-
pom Caz+ B kfieTKy. bnarogaps He6onbWUM pa3ve-
pam BONOKHa, Boweawmne noHbl Ca2+ 6bICTPO JOCTU-
ratoT nyTeM gup@ys3my BHYTPUKAETOUHbIX YY4aCTKOB
CBA3bIBAHUS.

Elle 04HO pasnnyme 3aKn04YaeTcqd B TOM, YTO eCiut
B CKENETHOW MblLULE OAMHOYHbIA NMOTeHLMan Aeiic-
TBMA BbICBOOOXAAET AOCTaTO4YHOE Ko/nyecTBo Ca+
AN BKOUYEHMSA BCEX NOMepeyYHbIX MOCTUKOB BOJIOK-
Ha, TO B rNagKoi MblliLe B OTBET Ha 6OMbLWMNHCTBE
CTUMYNOB aKTUBUPYETCHA TOMbKO YacCTb MOMepeYHbIX
MOCTUKOB. VIMEHHO Mo3TOMy, rnafkoe MbllleyHoe
BO/IOKHO TeHepupyeT HanpsXXeHue MOCTENEHHO, rc
Mepe W3MEHeHWA LMUTOMNasMaTU4yecKOW KOHLEHT-
pauumn Ca2+ UYem 3HaYMTeNbHee NPUPOCT KOHLEHT-
pauumn Ca2+, Tem 60/blU€e YNCNO MOMEPEYHbIX MOC-
TUKOB aKTUBMUpPYyeTCH, U TeM BONblUe reHepupyemoe
Hanps)XeHue.
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NCTOYHMKM NOCTYNNEHUsT KanbLus
B UMTONNasmMy

MoBblWweHWe KOHUeHTpauum Caz2+ B uuTonaasme,
6narofaps 4emy WHULWUWPYETCA COKpalieHwe rnag-
KOV MblWLbl, 06ecneynBaeTcs U3 ABYX MCTOUYHUKOB:
(1) capkonnasmaTuyeckoro petukynyma u (2) BHe-
KNeTOYHOW cpeabl, U3 KoTopoii Ca2+ BXOAUT B KNETKY
yepes Ka/bLWeBble KaHanbl Ma3MaTUYeCKOn Mem-
6paHbl. OTHOCUTENbHbIA BKAag 3TUX ABYX WCTOY-
HUKOB Ca2+ BapbMpyeT ANS pasHbiX TNafAKUX MbILLL.
HekoTopble M3 HWX B 6ONblIel Mepe 3aBUCAT OT
BHEK/NETOUYHOW KOHUeHTpauunu Ca2+, gpyrme— ot
Ca2+, AenoHMPOBAHHOIO B CapKoMNaa3mMaTuyeckom
peTuKynyme.

Capkonia3MaTUieckuii peTuKyym
rNagknx MblLLL

UTto KacaeTcs capKonnasmMaTUyecKoro peTukyny-
Ma, TO B TNafKol Mbllile OH pa3BUT crabee, 4em
B CKENEeTHON MblWwLe, W He UMeeT creuntunyeckoi
opraHusauunu, KoTopas Koppenuposana 6bl C pacno-
NOXEHMEM TOCTbIX W TOHKUX (unameHToB (puc. 4-
22 A). Kpome TOro, B rnagkom MbliwLe OTCYTCTBY-
10T T-Tpy60OUKM, COEfMHEHHbIE C MasMaTUyecKoii
mMemb6paHoil. TOCKONbKY AWameTp rfajkoro Mblliey-
HOro0 BONIOKHA HEBE/INK, a COKpalieHWe pa3BuBaeTcs
MeANeHHO, HeT PYHKLWOHaNbHON Heo6X0oAMMOCTU B
ObICTPOM pacnpocTpaHeHUn BO30OYXAKOLLEro CUrHa-
na Braybb BOMOKHA. BmecTe ¢ TeM Mexay y4yacTKamu
nnasMaTnyeckoil MembGpaHbl W capKonjasmaTmyec-
KOro peTukynyma HabnogarTca ocobble CTPYKTYpb,

aHanorn4yHble Ccrneynanu3nupoBaHHbIM  KOHTaKTam
Mexay MembpaHamm T-Tpy6ouek 1 natepanbHbIX Mel-
KOB B MOMepeYHo-nosocaTbiX BOSOKHAX. 3TU CTPYKTY-
pbl OCYLWECTBNAKT COMPAXEHNE MEXAY NOTEHLMAIOM
LeCcTBMA MasmMaTUYecKo MeMOpaHbl W BbICBOGOX-
JeHneMm Ca2+ M3 capkoniasMaTtuyeckoro peTukymy-
Ma. B uHnymnaynm sbicBo6oXaeHus Ca2+ n3 obractei
capKomnasMaTnyeckoro peTUKynyma, HaxofsaLmxcs B
LLleHTpe BOMIOKHA, Y4aCTBYHOT BTOPMYHbIE NOCPESHVKM,
BbICBOOOXKAaeMble Ma3mMaTUYecKolW MembpaHoin Wi
obpasyiolimecs B LMTONNa3Me B OTBET Ha CBA3bIBaHME
BHEK/IETOYHbIX XMMUYECKUX MEAMATOPOB C peLenTo-
pamu nnasmaTuyeckoin membpaHsbl (puc. 4-22 B).

B HeKOTOpPbIX TFNaAKUX MbllWLaX KOHLEeHTpauus
Ca2+ poctatoyHa Ans NOALEPXAHUA aKTMBHOCTU
nonepeyHbIX MOCTMKOB Ha OMNPeAeieHHOM H/3KOM
YPOBHE faxe Npu OTCYTCTBMU BHELUHWUX CTVMY/IOB.
Takoe ABAeHWEe HOCUT Ha3BaHWe TOHYC rNafKoi Myc-
KynaTtypbl. VIHTEHCMBHOCTb TOHYCa W3MEHSIOT (hak-
TOpbl, BO3AECTBYIOLLME HA LUTONMA3MaTUYECKYIO
KOHUeHTpauunto Caz+

YpaneHne Ca2+ un3 yutTonnasmbl, Heo6XoanMoe s
TOro, 4tobbl BOJMIOKHO paccnabunocb, NpoUCXoauT
nocpeAacTBOM aKTUBHOrO TpaHcnopTa Ca2+ o6parHo
B CapKOoM/aa3MaTMUeCcKnii peTUKYNyM, a Takke yepes
nnasmaTnyeckyto Mem6bpaHy BO BHEKNETOYHYIO Cpefy.
CkopocTb yaaneHns Ca2+ B rnagkoil MblLLe ropasio
MeHbLLE, YeM B CKeNeTHON. OTclofa 1 pasHas npogor-
XUTENbHOCTb OAMHOYHOIO COKpaLleHUs — HECKO/b-
KO CeKYHSA ANS rNafKoh MblWLbl U LONU CEKYHAbI A
CKeNeTHOM.

MexaHu3Mbl 06MeHa KafnbLMeM MpeacTasfieHbl H
puc. 4-22 T.

Puc. 4-22. CapkonnasmaTU4ecKunin peTUKyNym raagkux MbiLud,

A — CTpyKTypa capkoniasmaTnyeckoro petukynyma. b—

CTOYHUKN NOCTynneHnsa Kanbunsa 4vepe3 WOHHbI

KaHasbl. B— UCTOYHUKM MOCTYM/IeHNS Ka/lbLMA Yepes3 Hacochbl U 0OMEHHMKM
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CokpallleHUs TagKknx Mbilul,

B umtonnasMme rnafKux MbllleYHbIX BOJIOKOH Npu-
CYTCTBYIOT AABa BMAa (PUNaMEHTOB: TONCTble MUO3MNH-
cofiepXalyne N TOHKME aKTUHCoAepxawue. TOHKME
(hunamMmeHTbl NpUKpenaeHbl NM60 K NnasMaTu4ecKolm
memMmbpaHe, MM60 K LUTONNA3MaTUYECKUM CTPYKTY-
paMm —TaK Ha3blBaeMbIM NAOTHbIM TenbLam (hyHKLN-
OHanbHble aHanoru Z-noaoc NonepevyHo-nonocaTblxX
BOJIOKOH). BpaccnabneHHoOM rnagkom MbllLe4YHOM
BOJIOKHE (hnameHTbl 060ero BuMAa OpMeHTUpPOBaH”
noj KOCbIM YI/I0M K AIVHHON OCKM KNneTku. Bo Bpems
YKOpPOYEeHNS BOMIOKHA Y4yacTKM MNnasmaTuyecKoi
mMem6paHbl, HaxogdlwMeca Mexay TouykaMu mnpu-
KpenneHns akTWHa, BblbyxalT. TONCTbe U TOHKWE
thmnameHTbl He 06befUHEHbl B MUOGMOBPUANLI, Kak
B MOMNepeyYHO-M0N0CaThiX MbllILAX, U He obpasytoT
perynspHo MOBTOPSAIOLNUXCA CapKOMepPOB, MNO3TOMY
He Habnofaetca nonepeyHas UCYEpPUYEHHOCTb. Tem
He MeHee COKpalieHWe raagKux Mbill NPOMCXOauT
nocpeAcTBOM MexaHW3Ma CKONb3ALLUX HUTEN.

KoHUueHTpaLMa Muo3MHa B T[NagKoN MblwLe
COCTaB/feT NULWb OKONO OAHONW TPETW OT ero coaep-
XaHus B MOMepeyHo-no10caTon MbliliLe, B TO BpeMs
Kak cofiepXaHue akTMHa MOXeT 6ObiTb B ABa pasa
6onbwe. HecmoTps Ha 3TU pasnuyuus, MakCcMManb-
HOe HanpsXXeHWe Ha eAUHNLY MIOLWaAN NONEPeYHO-
ro Ce4yeHus, pa3BMBaemoe rnagKnumMm U CKeneTHbIMK
MbILLILLAMW, CXOXE.

COOTHOLWEHNE MEXAY W30MEeTPUYECKUM Hanpsxe-
HMEM W AAWMHOW ANA FNafKUX MblWEYHbIX BOSIOKOH
KO/INYECTBEHHO TaKoe e, KakK AN BOJIOKOH CKeneT-
HOM MblwUbl. Mpy ONTUMaNbLHOW ANMHE BONOKHA pas-
BMBaeTCA MakKCMManbHOE HanpshKeHue, a Npu caurax
ONVHBI B 06 CTOPOHbLI OT ee ONTUMa/IbHOr0 3HaYeHus
HanpsXxeHne yMeHbluaeTca. O4HaKo rnagkas Mbiwua,
Mo CPaBHEHMWIO CO CKeNeTHOW MblLWLEe, cnocobHa pas-
BMBaTb HanpshkeHune B60Iee LWMPOKOM gnanasoHe 3Ha-
YEHWU ANWHbI. 3TO BaXKHOE aganTaLMOHHOe CBOICTBO,
ecnn y4ecTb, YTO GONMbLWMNHCTBO FNAAKNX MbILLL, BXO-
AWT B COCTaB CTEHOK MOJIbIX OPraHoB, Npu W3MeHeHUN
06bema KOTOPbIX MEHAETCS U IMHA MbllUEYHbIX BOSO-
KOH. [laxe npy OTHOCMTENbHO 60MbLIOM YBEANYEHUN
0bbema, Kak, Hampumep, NpW 3amnoNHEHWN MOYEBOro
ny3blpsi, FNafkue MbllIeYHbIE BOJIOKHA B €ro CTeH-
Kax COXPaHAwT B ONpefeneHHoON Mepe CNoCcO6HOCTb
K pasBUTUIO HaMpsXeHWs; B NOMepeyHo-nonocaTbixX
BO/IOKHaxX NojobHOe pacTsKeHne MOrao 6bl MPUBECTM
K PacxoXAeHWo TOACTbIX W TOHKMX (hUNaMeHTOB 3a
npegensl 30Hbl UX NEPEKPbIBAHNUSA.

Tak e Kak B NOMepevyHo-nofiocatoii Mblwue, B
rNagKux MbllIEYHbIX BOMOKHAX COKpaTUTe/bHas
aKTUBHOCTb PerynupyeTcsd M3MEHeHUsAMM LMTOonIas-
MaTWYeCKON KOHLUeHTpaLuu noHos Ca2+ OfHako 3t
ABa TMNa MbllL, CYLeCTBEHHO Pa3MyalTCcs No Mexa-
HU3MYy BAuAHUA Ca2+ Ha aKTUBHOCTb MOMEPEeYHbIX
MOCTUKOB M M3MEHEHW KOHLUeHTpaunn Ca2+ B OTBET
Ha CTUMYNALMIO.

Puc. 4-23. B rnagkoin Mblwue TONACTble U TOHKME (PUaMeEHTbl OPMEHTMPOBAaHbI MO4 YI/IOM K OCAM BOJIOKHA W
NpUKpenaeHbl K naasmaTuyeckoli MembpaHe MAM K MAOTHbIM Tenbuam B uuTonnasme. MNpu akTtusaumu
MbILLEYHbIX KNeTOK TO/NCTble U TOHKME (hUnaMeHTbl CKONb3AT APYr OTHOCUTENbHO Apyra Tak, YTo KIeTKu

yKopaumMBawTca  yTo/WaTes
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AKTUBaLunsa nonepeyHbiX MOCTUKOB

BTOHKUX (unameHTax rnagkux MbllL, HeT CBA-
3biBatowero Ca2+6enka TponoHuHa C, KOTOpbIN
onocpeayeT TpurrepHyt posb Ca2+ Mo OTHOLWEHUIO
K aKTMBHOCTU MOMEpPeYHbIX MOCTWUKOB B CKeNeTHOW
MbillLle U B MAOKapde. BmecTo aToro uukn nonepeu-
HbIX MOCTWMKOB B [1afKOl MbllULLEe KOHTPONAMpyeTcs
Ca2+perynupyemoiM ¢GepmeHTOM, (ochopunmpyto-
WMUM MUO3UH. ToNbKOo thochopunmpoBaHHasa opma
MUO3MHA B TNafKOW MbIlLE MOXET CBA3bIBATbCA C
aKTMHOM W 06ecrneynBaTh LUKl ABMKEHWNI nonepey-
HbIX MOCTUKOB.

PaccMOTpM M NpoLEecc CoKpaLleH NS rnagKoi Mbl LWL bl
B AeTanax. YBenuyeHue ypoBHa CaZ+ B uutonniasme
MHULUNPYET MeLNeHHYH Uenb CO6bITUIA, NpuUBOAA-
WMX, C OLHOW CTOPOHbI, K OCBOOOXAEHUW aKTUB-
HOrO LeHTpa CBA3bIBAHUA C MUO3MHOM Ha aKTUHe
W, C BPYroi CTOPOHbI, K YBENYEHWUID aKTUBHOCTHU
AT®a3bl MUO3MHA, U 6e3 3TOro yBeNnYeHns akTUB-
HoCcTM ATda3bl MMO3MHA B FNaAKON MblLLE COKpaLle-
HUe He MOXeT HayaTbCs.

MepBas hasa npouecca akTuBaLWUyM rON0OBKM MUO-
3MHa 3ak/fyaeTca B CBA3bIBaHUU 4 noHoB Ca2+ C
KanbMogynuHom (CaM), KOTOpbI B 3TOM CMbiCNe
O4YeHb MOXO0X Ha TPONOHWHC MonepevyHO-NONOCATON
MblWw bl Aanee komnnekc Caz2+—CaM akTtusupyet
(hepMeHT, Ha3blBaeMblil KMHA30M Nerkoi Lenv MmnosnHa
(KNUM) (myosin light chain kinase, MLCK). KJ/ILIM
copepXnt AT®d-cBA3bLIBAKOWMNIA JOMEH W aKTUBHbIN
LeHTp, obecneunBawowunii nepeHoc ochara ¢ ATP
Ha 6enok-akuenTtop. o aToMy MexaHusmy KJ/1LLM, B
CBOK 04epefb, pocopunnpyeTt Nerkyr perynsarop-
HYI Lenb, acCOLUMPOBAHHYIO C TOMIOBKOA MOJEKy-
nbl MuosmHa ll. dochopunmpoBaHue Nerkoi Lenm
MeHsAeT KOH(hopmMaLumnio ronoBku MuosnHa I, kotopas
[OCTAaTOYHO M3MEHeHa yBenn4yeHnem ceoeit AT dasHoi
aKTUBHOCTU, YTO M NO3BONSAET €/l B3aMMOAeNCTBOBAaTb
C aKTUHOM. TO ecTb cucTema paboTaeT Kak MONEKY-
NApHbIT MoTop (puc. 4-23 A).

Ha pucyHke 4-23 B npejacTtasfeHbl ABa He3aBUCU-
MbIX KacKafa, MpPUBOAAWMNX K COKpALLeHUO Fnagkoi
mMbiwubl. Kackag (1) BK/IHOYaeT MexaHW3M OCBO6OX-
JeHnsa oT 6/10KNPOBAHUA aKTUBHOIMO LieHTpa akTuHa,
C KOTOpPbIM [OMXEH cBA3aTbCA MUO3MH. Kackapg (2)
BK/OUYAeT MexaHU3M akTMBaLWUW TFOMI0OBKM MUO3UHA.
MTOr 3TUX ABYX Kackajos COCTOUT B (DOPMUPOBaAHUM
aKTOMMWO3MHOBOI0 KOMMJEKca.

PaccmoTpuM nepeblit Kackag 0CB060XAeHUs OT 6/10-
KMpOBaHWA aKTMBHOrO LieHTpa akTuHa. [Ba 6enka,
KaNbAeCMOH W KanbMNOMWH, 610KUPYIOT BO3MOX-
HOCTb CBA3M aKTWHa C MMO3nHOM. Ob6a npeAcTaBAalOT
coboii Ca2+—CaM, csA3bliBalOLWMe NPOTEUHbI, U 06a
CBA3bIBAOT aKTUH. C 0AHON CTOpPOHbI, Ca2+ CBA3bI-
BaeTcs ¢ CaM, u komnnekc Ca2+—CaM peiicTByeT
[BOAKO Ha KanbMOHWH. [epBblii 3((heKT — KOM-
nnekc Ca2+—CaM cBA3bIBaeTCA C KanbMOHWHOM.
BTopoii athekT — komnaekc Ca2+—CaM akTusumpyet
Ca2+—CaM-3aBuCMMY0 MpPOTEMHKMHA3y, KoTopas
thochopunupyeT kKanbnoHnH. Ob6a apdekTa yMeHb-
WalT WHrMbupoBaHMe KanbNoOHWHOM ATda3HoW

aKTUBHOCTM MMO3MNHA. KanbAecMOH TakXXe UHIMbumpy-
eT AT®a3Hy0 aKTUBHOCTb MUO3MHA FNaAKOWA MbILLLbI.
C gpyroi ctopoHsbl, Ca2+ cBA3biBaeTcs ¢ CaM, a kow-
nnekc Ca2+—CaM cBA3bIiBaeTCa yepe3 P. ¢ Ka/ibLecmo-
HOM, 4TO cfBUraeT NOCNeAHUNA OT LLeHTpa CBA3bIBAHNA
aKTMHa C MWO3UHOM. LIeHTp CBA3bIBAHUA Ha aKTWUHe
OTKpbIBaeTCH.

PaccMoTpum BTOPOI Kackaf, KOTOpbIA npeacTas-
neH Ha naHenu A. TepBas (pasa npouecca akTuBa-
LM rONOBKWM MMO3MHA 3aK/K4aeTcqd B CBA3bIBAHUK
yeTblpex MoHoB Ca2+ ¢ CaM. CdopmupoBaBLuuniics
komnnekc Ca2+CaM aktusupyetr K/IUM. KJ/IUM
(hocopunupyeT Nerkyr perynsaTOpHY LeMb, acco-
LMMPOBaHHYI C TOMIOBKOW MONEKynbl MUO3MHa 1L
docthopunupoBaHue Nerkoi Lenu MeHseT KOHMopMa-
LM ronoBkN Muno3nHa Il, koTopas fOCTaTO4YHO U3Me-
HeHa yBenmyeHnem cBoeit ATdasHON aKTUBHOCTHU, YTO
M N0O3BONSET e/l B3aMMO/elicTBOBaTb C aKTUHOM.

B uTore akTOM MO3M HOBbIA KOMMMEKC OKa3blBaeTcA
CHhOPM MPOBaAHHbIM.

MnagkombiweyHas un3oopma ATdasbl MUO3M-
Ha XapaKTepusyeTcsi 04YeHb HW3KOW MaKCUMasbHOM
aKTUBHOCTbIO, MpumepHo B 10-100 pa3 HuXKe, uyem
aKTUBHOCTb AT®asbl MWO3MHA CKENIeTHOW MbILULbI.
MockonbKy OT ckopoctu rugponusa AT® 3aBucut
CKOPOCTb LMKANYECKUX [BUXKEHWUIA NonepeyHbIx
MOCTWKOB M COOTBETCTBEHHO CKOPOCTb YKOPOYeHWs,
rnajkagd MbllLa COKpal,aeTcs ropasfo MefJieHHee,
yeMm cKesieTHas. Kpome Toro, rnajgkas Mbillila He yToM-
NAeTCA BO BPEMSA NMPOAOMKMTENbHOW aKTUBHOCTH.

UT06bl NOC/e COKpalleHns raagkas Mbliwua paccna-
6unacs, He06X0ANMO fethoCHOpUINPOBAHE MUO3UHA,
TaK KakK geocopuanMpOBaHHbIA MWO3NH He MOXET
6bITb CBA3aH C aKTUHOM. JTOT NPOLECC KaTanusupy-
eTca QoctaTasoii Nerknx Lenei MmosnHa, akTUBHOM
B TEYEHME BCero BPEMEHW MOKOSA W COKpaleHUs rnag-
KO MbIWUbl. T1pK NOBbIWEHWUN LMTOMNA3MaTNUECKOW
KOHUeHTpauun Ca2+ ckopocTb (ocdopunnposaHma
MNO3MHA aKTUBHON KWHA30/ CTAHOBUTCA BbIle, Yem
CKOpoCTb ero aedoctopunupoBaHua docdarasoi, u
KO/IM4ecTBO (POCHOPUINPOBAHHOIO MUO3UHA B KNeT-
Ke BO3pacTaeT, obecneumBas pasBUTME HanpsXKeHUs.
Korfa KoHueHTpauus Ca2+ B LMTOMMasMe CHUXa-
eTcs, CKOpOCTb fedochopunmpoBaHMs CTaHOBUTCH
BbllLle, YeM CKOPOCTb (DOCROPUINPOBAHUSA, KONYECT-
BO (DOCHOPUNINPOBAHHOTO MNO3UHA NaAaeT, U rnagKas
MblLLLLA paccnabnaeTcs.

MpyM CcOXpaHeHWW MNOBbIWEHHOIO YPOBHA UMTO-
nnasmatuyeckoro Ca2+ ckopocTb rugponusa AT®
MWO3NHOM MOMEPEYHbIX MOCTUKOB MajaeT, HeCMOTps
Ha COXpaHAlLLLeecqd W30MeTPUUYECKOe HanpsKeHue.
Ecnn ¢octhopunmpoBaHHbIli NOMNepeYHbllii MOCTUK,
NPUKPENNeHHbIR K aKTWHY, nofsepraetcs fgedocdo-
pUIMPOBAHMNIO, OH OKAaXETCA B COCTOAHMMW CTOMKOro
PUTMAHOTO HANPSAXeHWs, 0CTaBasCb HEeMnoABMXHBIM.
Korga Takue petocthopuanmpoBaHHbIe MONepeyHble
MOCTUKW CBA3bIBAOTCA C ATD, OHU AUcCCoLUNPYIOT OT
aKTWHa ropasgo MeasneHHee. Takum obpa3om, obecne-
4yMBaeTCAa CNOCOOHOCTb MNafKoW MbIWLbl ANUTENBHO
NoLAEPXUBaTb HaNpsAXeHWe NpPU HeBbICOKOM NOTpPe6-
neHun ATO.
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Otpenbl UHC

Y UHC mHoro ¢yHKunin. OHa cobupaeT n nepepa-
6atbiBaeT noctynawwyt ot MNHC nHdpopmauymto 06
OKpYy>XXatowen cpege, hopmMupyeT pediekCbl 1 gpyrue
noBefeHYeckme peakuuu, nnaHupyet (MoAroTaBAM-
BaeT) U OCYLLEeCTB/SET NMPON3BO/IbHbIE BUKEHUS.

Kpome Toro, LIHC o6ecneunBaeT, Tak Ha3blBaemble,
BbICLIME MO3HAaBaTeNbHble (KOTHUTUBHbIE) (DYHKLMUN.
B LUHC npoucxogaT npouecchl, CBA3aHHbIE C Mams-
Tblo, 06y4YaemocTbio W MbllwneHnem. LIHC Bknwoua-
eT cnuHHoit mo3r (medulla spinalis) 1 ronoBHo mo3r
(encephalon) (puc. 5-1). CnUHHOK MO3r noApasaenseT-
€Sl Ha nocnefoBaTeNbHble OTAeNbl (WeiHbIA, rpyAHON,
NOACHWYHbBIWA, KPECTLOBbIM N KOMYNKOBbIN), KaXXAblii
M3 KOTOPbIX COCTOUT U3 CErMEHTOB.

Ha ocHoBe cBefleHUiA 0 3aKOHOMEPHOCTAX 3MOPUO-
HafbHOro pasBUTUA TONOBHOW MO3r MojpasfenswT
Ha nsaTb oTgenos: myelencephalon (npopgonroBaTbiii
mo3r), metencephalon (3agHuii mo3r), mesencephalon
(cpegHuin mosr), diencephalon (npomexyTo4HbI/i MO3r)
n telencephalon (koHeuHbIi MO3r). BronoBHOM Mo3re
B3pocnoro myelencephalon (npogonroBaTbiii  MO3r)

Puc. 5-1. CTpoeHMe LeHTPanbHO HEPBHOM CUCTEMBI.

BK/lOYaeT npogonrosatbiii mMo3r (medulla oblongata,
o1 medulla), metencephalon (3agHuii Mo3r)— Bapo-
nnes mocT (pons Varolii) n mo3axeuok (cerebellum);
mesencephalon ~cpegHuit moaT) —midbraiir, diencephalon
(MpomexyTouHbIl Mo3r) — Tanamyc (thalamus) u runo-
Tanamyc (hypothalamus), telencephalon (koHeuHbIl
Mo3r) —6asasibHble sigpa (nuclei basales) n kopy 6onbLuo-
ro mosra (cortex cerebri) (puc. 5-1 B). B cBotO ouepesp,
Kopa Kak,0ro noayLapus coCTOUT 13 0Neld, KOTopble
Ha3BaHbl TakK e, KaK COOTBETCTBYIOLLME KOCTMW Yepena:
no6Han (lobusfrontalis), TemeHHan (/. parietalis), Bucoy-
Hast (/. temporalis) n 3aTblnouHas (/. occipitalis) momm.
Monylapua coefnHeHbl MO30/IUCTbIM TesioM  (Corpus
callosum) — mMaccuBHbIM MY4YKOM aKCOHOB, Mepeceka-
IO MX CPEAHIOI0 TMHUIO MEXAY NONYyLapusMu.

Ha nosepxHocTu LIHC nexaT HeCcKO/IbKO CoeB
COEAMHUTENbHOW TKaHW. 3TO MO3roBble 060MOYKYL:
msirkast (pia mater), naytuHHas (arachnoidea mater)
n TBepgas (dura mater). OHn 3awwuwarT LHC.
MoanayTuHHOe (cybapaxHougasbHOe) NPOCTPaHCTBO
MeXy MATKOW U NayTUHHOW 060104YKaMU 3anonHe-
HO UepebpocnunHanbHOM (CMMHHO-MO3r0BOM) XMAKOC-
Tbto (LLCX).

A —T0/10BHOW M CMIMHHOI MO3I CO CMMHANbHLIMU HepBaMu. O6pPaTMTe BHUMaHWE Ha OTHOCUTE/bHbIE pa3mMepbl KOM-
MOHEHTOB LLeHTPanbHOM HepBHOI cucTembl. Cl, Thl, L1 1 S1 — nepBble NO3BOHKM LWEMHbLIX TPYAHbLIX MOSCHUYHbBIX
1 KPecTLOBbIX OTAe/10B COOTBETCTBEHHO. b — OCHOBHbIE KOMMOHEHTbI LLeHTPaIbHO HEPBHOI cMcTeMbI. MoKasaHbI
TaKXe YeTblpe rnaBHble 01 Kopbl 60/bLINX NOAYLWIAPUIA: 3aTbiN0YHas, TEMEHHas, No6Has U BUCOUHas
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OT1aenbl ro/IOBHOroO Mos3ra

OCHOBHble CTPYKTYpbl ronosHoro MO3ra npeg-
CTaBfieHbl Ha puc. 5-2 A. BTKaHu rosioBHOro mosra
eCTb MONOCTU — >KeNyAaoyku, 3anofiHeHHble LICXK
(puc. 5-2 b, B). LC)X oka3biBaeT amMOpPTUINPYIO-
Lee feACTBME W perynmpyet BHEKNETOUYHYIO cpeay
0KONo HellpoHoB. LICXX o6pa3yeTcs rnaBHbIM o6pa-
30M COCYLMCTBIMWU CMJIETEHUSAMU, KOTOPble BbICT/A-
Hbl CMeunanm3npoBaHHbIMU KAeTKaMy 3neHAUMbI,.
CocyaucTble cnfieTeHMa HaxogaTca B 60KOBbIX, Tpe-
TbeM W YETBEPTOM XefynouykaxX. BOKoBble Xenynouku
pacnonoXeHbl M0 OAHOMY B KaXAOM W3 ABYX 60/b-
WX nonywapuin Mmosra. OHU COeAUHAIOTCA C TPEThb-
UM XXelyJOYKOM Yepe3 MexO>ke/lya04KoBble 0TBEPCTUSA
(MOHpoeBbl 0TBepcTUSst). TpeTuidi XenynouyeK NexuT
Ha cpefHel NMHWUWM MexXay [LABYMS MONOBUHaAMU
npomMeXxyToyHoro mosra. OH COefiMHEH C 4YeTBep-
TbIM >KeNyA0YKOM MOCpPeACcTBOM BOAOMPOBOLA MO3ra
(cMnbBMEB BOAOMNPOBOA), NMPOHM3LIBAKLWETO CPeaHU
MO3r. «[JHO» YeTBEPTOro Xenyfo4yka o6pasyoT mocT
M NPOAONTOBaTbIA MO3r, a «KPbllly» — MO3XXeYoK.
MpofonkeHUeM 4eTBepTOro Xenyaouka B Kayaalb-
HOM HanpaBfeHUW ABNAETCA UEHTpPasbHbI KaHan
CMWHHOIO MO3ra, 06bIYHO 3aKpPbIThIA Yy B3POCAOro
yenoBeka.

LICXK nocTynaet u3 XenyAo4koB MocTa B cybapax-
HomganbHoe (NOANayTUHHOE) NPOCTPAHCTBO Yepes Tpu
OTBEPCTMA B KPbllle YeTBEPTOrO XeNyAoyKa: CpefuH-
Hyto anepTypy (oTBepcTve MaxaHamn) 1 ABe natepasb-
Hble anepTypbl (0TBepcTMa Jlywku). Bblweawas us
cucTembl xenygoukos LICXK unpkynupyeT B cybapax-
HOMAANbHOM NPOCTPAHCTBE, OKPYXatloLleM F0/I0BHOM
MU CNUHHOW MO3r. PaclimpeHna 3TOro NpocTpaHcTBa
Ha3BaHbl cybapaxHoufanbHbIMK (MOLNAYTUHHBLIMN)

uuctepHamu. OfHa U3 HUX — ftoMbasibHasA (MOSACHUY-
Has) uuCcTepHa, M3 KOTOPOM MOoAy4valT NyTem fOM-
6anbHOM NyHKUuMM nNpobbl LCXK ANna KAMHUYECKUX
aHanuM3oB. 3HauyuTenbHas 4vacTb LICX BcacbiBaeT-
€A yepe3 CHabXeHHble KnanaHamy apaxHoufa/ibHble
BOPCMHKU B BEHO3Hble CUHYCbl TBEpPAO/ MO3rOBOI
060104KMN.

Oo6wuin obvem LLCXK B Kenygouykax mosra — npu-
MepHOo 35 MA, Torga Kak nofnayTMHHOE MpoCTpaHc-
TBO COAEPXMT 0Kono 100 mn. Kaxay MUHYTY obpa-
3yetca npumepHo 0,35 mn LLCXK. Mpwu Takoli ckopocTu
o6HoBMleHne LICXK npoucxoguT npubnansnTesibHO
yeTblpe pas3a B CYTKW.

Y yenoseka B MOMOXeHUWN nexa pasneHne LICXK B
CMUHHO-MO3r0BOM Cy6apaxHouUfanbHOM MPOCTPaHC-
TBe gocturaet 120—180 mm Bofg.cT. CKOpoCTb 06paso-
BaHUA LLC)X oTHOCUTeNIbHO He3aBUCKMa OT AaB/IeHUS
B XXenyfoykax W B cybapaxHomfanbHOM NpoCTpaHc-
TBE, a TaKXe OT CMCTEMHOr0 KPOBSAHOrO AaBfieHUS.
BTo e Bpems CKOpPOCTb 06paTHOro BCacCbiBaHUA
LLCXK npamo cBa3aHa c fasneHmem LICXK.

BHekneTouHaa Xxugkoctb B LUHC HenocpefcTBeH-
HO coobuwaetca c LCX. CnepgosaTenbHo, cocTas
LLC)XX BnAusAeT Ha cOCTaB BHEKNETOYHOW Cpeabl BOKpYr
HelipOHOB FO/IOBHOFO W CMMHHOrO Mo3ra. OCHOBHbIE
KOMMNOHeHTbI LIC)X B MOSICHUYHOI ULMCTEpPHE nepe-
yucneHol B Tabn. 5-1. [na cpaBHeHUA MpMBEAEHbI
KOHL,eHTpaLuy COOTBETCTBYHLWUX BELLECTB B KPOBU.
Kak nokasaHo B faHHOI Tabnuue, cogepxaHue Kt
rnokKosbl U 6enkos B LIC)XK HMXKe, yem B KpoBwu, a
cogep>xaHue Na* n Cl~ —Bbiwe. Kpome Toro, 8 LICK
npakTU4Yeckn HeT 3puTpouuToB. bnarogaps nosbl-
WeHHOMY cofepxaHuto Na+ n Cl~ obecneuymBaeTcs
M30TOHUYHOCTbL LUCXK 1 KpoBKU, HECMOTPSA Ha TO, YTO
B LICX oTHOCMTeNbHO Mano 6enkoB

Tabnuua 5-1. CocTaB LepebpoCcnMHaNbHOM xnakocTn n KPOBU

KOMMOHEHT JiombanbHas LIOK
Na+, M0nb-3KB/n 148

K+, MONb-3KB/n 2,9

C1“, monb-3KB/n 120-130

noko3sa, mr/gn 50-75

Benok, mr/an 15-45

pH 73

Puc. 5-2. F0N0OBHOWN MO3T.

KpoBb
136-145
3,5-5
100-106
70-100

6-8x103
74

A — cpefiHecarnTTanbHbIi Cpe3 rofioBHOro mMosra. O6paTuTe BHWMaHVE Ha OTHOCUTE/IbHOE PacnonoXeHne Kopbl
60nbLINX NOAyLwapuid, MO3XeykKa, Tanamyca M CTBOMA MO3ra, a TakXke pasfMuHbIX Komuccyp Bu B— cuctema
XenyAoukoB mMo3ra in situ — 3ug céoky (B) u cnepeau (B)
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OpraHunsauus CNMHHOIoO Mosra

CMWHHOM MO3r NIeXXUT B MO3BOHOYHOM KaHane 'y
B3POCNbIX MpeacTaBnser cob6oil AAWHHbIA (45¢cm Yy
MYXUYUH U 41—42 CM Y XXeHLIWNH) HeCKOobKO cntoc-
HYTbI cnepeau Hasag LUAUHAPUYECKUIA TAX, KOTO-
pblii BBEPXY (KpaHWanbHO) HenocpeiCcTBEHHO nepe-
XO4WT B MPOAONTOBaThIA MO3r, a BHM3Y (KayfAa/bHO)
OKaHYMBAETCH KOHWUYECKUM 3a0CTPEHUEM Ha YypOB-
He Il MOACHMYHOro NO3BOHKA. 3HaHWe 3TOro (hakTa
UMeeT NpakTnuyeckoe 3HayeHne (4To6bl He NOBPEAUTL
CAWHHON MO3r MPXM MOACHWUYHOM MNPOKONE C Lefbi
B3ATUA CMNWHHO-MO3rOBOM XWAKOCTWM WAU C LeNbio
CAWHHO-MO3rOBON aHecTe3nun, HafAo BBOAWUTbL WAy
wnpuua mexagy ocTucteiMu oTpocTkKamu Il un IV
NOACHWUYHbBIX MO3BOHKOB).

CNWHHOM MO3r Ha CBOEM MPOTSHXKEHUU UMeeT fBa
YTOJILLEHNA, COOTBETCTBYILWMNX HEPBHbLIM KOpeL -
KaM BepXHel U HMXKXHEeN KOHEeYHOCTeli: BepxHee W3
HUX Ha3blBaeTCA LWeEeNHbIM YTOMLWEHNEM, a HUX-
Hee — MOSICHUYHbIM. W3 3TUX YTONLWEHUA 06LLINpHee
MOSICHNYHOE, HO AN epeHLUpPOBaHHEe LIEAHOE, YTO
CBA3aHO C 60Mee CMOXHOW WHHepBaLMen pyku Kak
opraHa Tpyaa.

B MeXXN03BOHOUYHbLIX OTBEPCTUAX B6AM3U MecTa
CoeAMHEHNA 000MX KOpPewKoB 3afHUIA KOpeLloK
NMeeT yTONLWEHNEe —CMMUHHO-MO3r0BOW y3en (ganglion
spinale), cogepxXalinii N0XXHO-YHUNONSAPHbIE HEPBHbIE
KNneTkn (adpepeHTHble HENPOHbI) C OAHUM OTPOCT-
KOM, KOTOpbIA Aenutcsa 3ateM Ha ABe BeTBu. OfHa 13
HUX, LeHTpanbHas, UAeT B COCTaBe 3afiHero Kopewka
BCMNWHHOW MO3r, agpyras, nepudepunyeckas, npoLon-
XaeTca B CMUHHO-MO3r0BOW HepB. Takum 06pas3om,

Puc. 5-3. CnuHHOR mMo3r

B CMNMHHO-MO3rOBbIX Y3/7aX OTCYTCTBYKT CHUHanchbl,
TaK Kak 3[ecCb fieXaT K/feToUYHble Tefla TONbKO afde-
PEHTHbIX HEWPOHOB. JTWM Ha3BaHHble Y3/bl OTIU-
yaloTca OT BereTaTuBHbIX y3noB MHC, Tak Kak B
nocnefHUX BCTYNalwT B KOHTaKTbl BCTaBOYHbIE W
apepeHTHbIE HEMPOHHBI.

CMNUHHOMN MO3r COCTOMUT U3 Ceporo BeLLECTBa, cofep-
Xalllero HepBHbIe KNeTKKU, 1 6enoro BelecTsa, cnara-
IOLLErocs U3 MUENNHOBBLIX HEPBHbIX BOTOKOH.

Cepoe BewecTBo 06pa3yeT [ABe BepTUKaNbHble
KONOHHbI, NOMeLLeHHble B NpaBoil W NeBOl MOMOBU-
He CMUHHOTO Mo3ra. BcepeaunHe ero 3anoxeH yskuii
LeHTpanbHbI KaHan, cogepXawmnini CNMHHO-MO3ro-
BYIO XMAKOCTb. LleHTpanbHOW KaHan npeacTaBnseT
€000/ 0CcTaTOK NOMOCTN NEPBUYHON HEPBHON TPYOKY,
No3ToMy BBepXy OH coobuiaetca c IV xenygoukom
rofI0BHOr0 MO3ra.

Cepoe BeLLeCTBO, OKpyXaloliee LeHTpanbHbIR
KaHan, HOCMT Ha3BaHWe MPOMEXYTOYHOr0 BeLLecT-
Ba. B KaX/[0 KOMOHHEe Ceporo BeLiecTBa pasiuyaroT
ABa cTonba: nmepefHuii 1 3agHuWii. Ha nonepeyHbix
paspesax 3TV CTON6bl MMEKT BWUA POrOB: MepeaHero,
paclnpeHHOro, 1 3a4Hero, 3a0CTPEHHOTO.

Cepoe BeLLECTBO COCTOUT M3 HEPBHbIX KAETOK,
rpynnupylowmxca B agpa, pacnonoXxeHne KOTopbixX B
OCHOBHOM COOTBETCTBYET CErMeHTapHOMY CTPOEHUIO
CMMHHOTO MO3ra 1 ero NePBMYHON TPEXUYNTEHHOW ped-
NeKTOpHOI gyre. MepBblii YyYBCTBUTENbHbIN HENPOH
STOW AYrU NeXUT B CMUHHO-MO3FOBbIX y31aX, Nnepu-
(hepnyeckunii OTPOCTOK ero MaeT B COCTaBe HEPBOB K
opraHam U TKaHsiM U CBA3bIBaeTCA TaM C peLentopa-
MW, a LUeHTpalbHbI MPOHUKAET B CMUHHOI MO3r B
COCTaBe 3a[jHNX YYBCTBMUTENbHbIX KOPELIKOB.

A — HepBHble NYTN CMUHHOTO mMo3ra: b — nonepequlﬁ cpes cnuHHoro mosra. lMposofdiine nyTu



CrMHHOWM MO3r 1 HEPBHbIE NyTN

3aaHAA cpednHHas neperopojka
30Ha BXOXAeHUA A0P3a/1bHOro NyTH
3afHuii KaHaTVIK MepenHAs NpoMeXxyToyHas rneperoposka

MepeaHvie pora (cepoe BeLLecTBO) 3agHue pora (cepoe BeLIeCTBO)

BOKOBO KaHaTUK
HepsHblel [1°P3a/ibHble

BOJIOKHa | BEHTPaJibHbIE MepedHUii kaHaTUK
CrnMHHOMO3roBOM raHrnvmn

. . Msirkass mo3roBasi 060s104Ka
CMelLaHHbIi CNMHHOMO3roBOl HEpB

MayTnHHan obosouka
MepeaHsas cpeguHHan 6opo3aa

TBepaas Mmo3roBast 060/104Ka
O60104Ka
KOpELLKOB
Bocxogsawye v Hucxogsaume nytm

HeXHbIl ny4oK

KAMHOBUAHBIA Ny4oK MeperopogyaTto-KpaeBoOW My4oK
(oBanibHasA cBSA3Ka)
JopconatepasibHblil TpaKT(My4yoK MeXryUKOBbIi My4oK
[opcarnbHblii (3aaHNIA) BokoBoii (naTepanblij)
CMVHHOMO3XXEUKOBbI TPaKT KOpTVKOCNNHANBHbLIN

(NMpamnganbHbIii) TpakT (NepekpecT)
BokoBOI1 CnHOTa/IaMNYeCKuii
VCMIMHOPETUKY/ISIPHBI TpakT Py6pocnvHasibHbIl TpaKT

BeHTpanbHbI (nepegHuii) . .
CMMHOMO3XEYUKOBbI TPaKT NatepasibHbli (Cpe,CI,VIUHHbIl/I)
PETUKY/TIOCMVHANBHBIA TPaKT

CnUHOONMMBaPHbIA TPaKT
CpeaHnii NpoaosbHbIA My4YoK

CnUHOTEKTa/IbHbIN TpaKT

BecTubynocnuHasibHbIA TPakT
BeHTpasibHbI (MepegHnii) . .
CNUHOTa/IaMUYECKU TpakT BeHTpanbHbIf (NepeaHuit)
Wi cpegHuii (MOCTOBOW)

COBGCTBEHHBIN MyUOK PETUKY/TOCAVHAIBHBIA TPakT

TeKToCN Ha/IbHbIN TPpakT

Bocxopgsauwme nytm
BeHTpasibHbIN (NepegHunii)
Hucxopgsawme nytu KOPTUKOCMVHA/IbHbIV TPAaKT (NPSAMOiA)

KopoTkne Bocxogsime
W HUCXoAsiLwme NyTu



PyHKUMOHANbHAA efWHMLA HEPBHON CUCTeMbl —
HeMpoH. TUNUYHbLIV HelipoH obnajaeT BOCNPUHUMA-
foLLeli NOBEPXHOCTbIO B BUAE K/IETOYHOrO Tena (Combl)
M HECKONbKMX OTPOCTKOB — fAEHAPUTOB, Ha KOTOPbIX
HaxodATCA CMHamNChbl, T.e. MEXHENPOHHbIE KOHTaKThI.
AKCOH HEpBHON KneTKn o06pasyeT CUHaNTUYecKue
CBA3WN C APYTUMU HENpOHaMMN MK C 3PPEKTOPHbIMM
KneTkamu. KOMMYHUKaTWBHbIE CETW HEPBHON cuCTe-
Mbl CKNafblBalOTCA W3 HEWPOHHbIX Lienei, o6pa3oBaH-
HbIX CMHANTWYECKN B3aMMOCBA3aHHbIMU HEMPOHAMU.

Coma

BcomMe HEMPOHOB HaxoAAaATCA SAP0 U ALPLILIKO
(puc. 5-4), a TakXe XOpOLWO pa3BuUTbI annapat 6uo-
CMHTE3a, KOTOPbIA NPOM3BOAUT KOMMOHEHTbl MeMO6-
paH, CUHTe3MpyeT (epMeHTbl U ApYrne XMmmyeckue
coefMHeHNs, HeobXoanMble AN crneunanu3npoBaH-
HbIX YHKLMWIA HepBHbIX KneToK. Kannapaty 6MOCUH-
Te3a B HEMpOHax 0THoCATCA Tenbla Hucensa — nNaoTHO
npunerawwmne Apyr K Apyry ChaCHYTble LUCTEPHbI
rpaHynspHOro 3HAOMNAa3MaTUYecKOro peTuKynyma,
a TakXe XOpowo BblpaXKeHHbI annapaT [onbopKu.
Kpome TOro, coma CofepXuT MHOrOYMCNEHHbIE MUTO-
XOHAPWUW 1 3N1eMEHTbI LUTOCKEeNeTa, BTOM Yncne Helipo-
thrnaMeHTbl U MUKPOTPY6OUKKW. B pesynbTate HenosHoi
Jerpagaumm Mem6paHHbIX KOMMOHEHTOB 06pa3syeTcs
NUrMeHT NMNodlycUMH, Hakanaueawllmuiics ¢ Bo3pac-
TOM B psfe HenpoHOB. BHEKOTOpbIX rpynnax Hem-
POHOB CTBOMAa Mo3ra (HampuMep, B HEMpOHax YepHOM
cybcTaHumMn n ronyboro nATHa) 3amMeTeH MNUIMEHT
MEeNaTOHUH.

deHapnTbl

[ eHapunTbl, BbIPOCTbI K/IETOYHOrO Tena, Yy HeKo-
TOpPbIX HENPOHOB JoCTUralT ANWHbLI 6onee 1mm,
M Ha uX fJon npuxoautcs 6onee 90% nnowagu
MOBEPXHOCTM HelipoHa. B npokcumanbHbIX 4ac-
TAX [JeHApuToB (6nMXKe K KETOYHOMY Teny)

cofepxatcs Tenbua Hwucens um ydyacTku annapata
Fonbgxu. OAHAaKO TrNaBHble KOMMOHEHTHl LMUTO-
nnasmbl 4eHAPUTOB — MUKPOTPYOOUKU W Helipodu-
NameHTbl. Bbino NPUHATO cunTaTb LEHAPUTHI 3MeK-
Tpu4yeckn He BO36yauMbIMU. OfHaKO Tenepb M3BeC-
THO, 4YTO AEeHAPWTbl MHOFMX HelpoHOB o06nagalT
noTeHUManynpaensemoli NpoBOANMOCTbIO. YacTo 3To
00yCnoOBNEHO MNPUCYTCTBUEM KafbLMEBLIX KaHaJOB,
npn aKTUBaLUMN KOTOPbIX FTEHEPUPYIOTCA KanbLueBble
noTeHUManbl 4eACTBUS.

AKCOH

Cneynanm3mpoBaHHbI y4acTOK Tena KeTKu (Yalle
COMbI, HO MHOTAa —AeHAPUTA), OT KOTOPOro OTXOAUT
aKCOH, Ha3blBaeTCs aKCOHHbIM XO/IMUKOM. AKCOH W
aKCOHHbI/ XO/MIMUK OT/IMYAKTCA OT COMbl U MPOKCK-
MasbHbIX Y4acTKOB [eHAPWTOB TeM, YTO B HUX HeT
rpaHynspHOro 3HAOMIa3MaTUYeCKOro peTuKynyma
cBob6OAHbIX pubocom ¥ annapata onbaxu. BakcoHe
NPUCYTCTBYIOT FNafgKnii aHAOMNNa3MaTUYECKUA peTu-
KY/YM U BbIP@XXEHHbIA LMTOCKENeT.

HelipoHbl MOXHO KnaccutuuymMpoBaTb N0 ANUHE UX
aKCOHOB. Y HelipoHOB 1-ro Tuna no ofbMXnM aKCOHbI
KOPOTKMWE, OKaHYMBalLLMeCcs, TaK Xe KakK [eHapu-
Thbl, 6/IM3KO0 K cOMe. HelpoHbl 2-ro Tuna no Fonbmiu
XapaKTepusyTca ANUHHBIMW aKCOHaMW, WHOrga
6onee 1m.

HelipoHbl coobuwialoTca Apyr ¢ Apyrom c momo-
Wb NOTEHLMANOB AeCTBMSA, pacnpocTpaHsaoLMxcs
B HEMPOHHBIX Llensax Mo akcoHam. MoTeHunanbl gevic-
TBUS MOCTYNatT OT OAHOI0 HelipoHa K cneaytolemy
B pe3yfnbTaTe CMHaNTU4ecKol nepegaun. B npouecce
nepegayn 4OCTUTLWMNI NPECMHAMTMYECKOr0 OKOHYaHUs
noTeHumMan feiicTBUs 06bIYHO 3anycKaeT BbICBOOOX-
JeHue HelipoMeaMaToOpPHOro BellecTBa, KOTOPOe nbo
BO36Y>JaeT MOCTCMHANTUYECKYH KI/ETKYy, TaK 4TO B
Heil BO3HMKAeT pas3psj W3 OLHOFO WM HECKOMbKUX
noTeHUWanoB AeACTBUS, NM60 TOPMO3UT €e aKTuB-
HOCTb. AKCOHblI He TO/IbKO NepefalT MHGopMaLmio
B HEMPOHHbLIX LEeNsX, HO U JOCTaBASOT NyTEM aKco-
Ha/bHOTO TpaHCNopTa XMMUYECKME BelLecTBa K CHa-
NTUYECKUM OKOHYaHUAM.

Puc. 5-a. Cxema «nfeasnbHOro» He|7|p0Ha N ero oOCHOBHbIX KOMMOHEHTOB.

BOMbLIMHCTBO afhepeHTHbIX BXOAOB, NOCTYMNalOWMX MO aKCOHaM APYrMX KNeTOK OKaHuUMBAlOTCA CHHancamu Ha
AeHaputax ([), HO HEKOTOpble — CUHancamu Ha coMe. Bo3GyxatoLime HepBHbIE OKOHYAHKSA Yalle pacnonaratoTcs
LVCTaNbHO Ha ieHAPUTaX, @ TOPMO3HblE HEPBHbIE OKOHUYAHUSA yYallle HaxoAsaTcs Ha CoMe



Bosb6yxagatowuii

MNMpecnHanTnyeckas yerno BXO[, Topmo3Holi
TepMWUH3/1b \ 3 A KMNPTKN BXO4,
CvHanTnyeckas wenb — /
deHgput

MwuennHoBas 060/104Ka

MNepexBaT PaH e

AKCOHHbI
XOJIMUK
MuenMHN3NPOBaHHbI
aKCOH
MocTcruHanTU4eckui
3ﬂe{ﬂeHT CuvHancbl

MNpecrHanTUYecKoe OKOHYaHWe (TEPMUHASIb)



Ha pucyHke 5-5 npeacTtaBneHa coMa HenpoHOB.
B coMe HeilpoHOB MoKa3saHbl A4P0 U AAPLILWKO, anna-
pat 6MoCMHTE3a, KOTOPbLIA MPON3BOAUT KOMMOHEHTHI
MeMOpaH, CUHTE3UpYeT (epMeHTbl U Apyrne Xumu-
yeckue CcoOefMHeHUA, HeobxoAWMble LA cheuuna-
NN3NPOBaHHbIX (YHKLUMWIA HEPBHbIX K/eTOK. B Hero
BXOLAT Tenbua Hwuccng— naoTHO npunerawowme
APYT K ApYTY CNAKOCHYTbIE LUCTEPHbI TPaHyNspHOro

Puc. 5-5. HeiipoH.

3HA0MNNa3MaTMYECKOT0 PeTUKYlyMa, a TakXKe XOpOoLLOo
BblpaXXeHHbI annapaT [onbmxu. Coma COAepXuT
MUTOXOHAPUMN U 3N1EMEHTbI LLMTOCKENEeTa, B TOM uucne
HelipomnaMeHTbl ¥ MUKPOTPYy60UKKM. B pesynbTate
HemnosiHoO Aerpajaunum MemMOGpaHHbIX KOMMOHEHTOB
obpasyeTcs NUIrMeHT AuNodycLWH, Hakanjauearw-
Wwuinca ¢ BO3pacToM B psge HelipoHOB. B HekoTopbIX
rpynnax HelpoHOB CTBOMA Mo3ra (HanpuMep, B Held-
poHax YepHOW cybcTaHUMM 1 rony6boro NATHa) 3ame-
TEH MUTMEHT MeNaToOHUH.

A — opraHennbl HelipoHa. Ha cxeme TMMMYHbIE OpraHOMAbl HeipOHa NoKa3aHbl TAKUMU KaKMMMW OHW BUAHbI B CBe-
TOBOW MUKpOCKOMN. JleBas MONOBMHA CXEMbI OTpaXKaeT CTPYKTYpbl HelipoHa nocne oKpawmBaHus no Huccnio: sapo
W AAPBILLKO, TeNbla Huecens B LMTonNasMe COMbI M MPOKCUMalbHbIX eHApUTaX, a TaKxKe annapat FonbmKn (HeoK-
palleHHbln). ObpaTuTe BHMMaHMe Ha OTCYyTCTBMeE Tenel HuUccna B aKCOHHOM XO/IMUKE M akcoHe. YacTb HelipoHa
nocne OKpawMBaHUA CONAMMU TAXKENbIX MeTannoB: BUAHbI Helpogubpuanbl. Mpy cOOTBETCTBYHOLWEM OKpaLLMBa-
HUW CONAMMU TSHXKENbIX MeTan/I0B MOXHO HabnoaaTe annapat Monbmpky (B JaHHOM c/iyyae He nokasaH). Ha nosep
XHOCTU HelipoHa HaX0AATCH HECKOMbKO CMHANTUYECKUX OKOH4YaHMI (OKpalleHbl COMAMU TSXKENbIX METannos).
B — Cxema COOTBeTCTBYeT 3/1eKTPOHHO-MUKPOCKOMUYECKON KapTuHe. BuaHbl 94p0, AAPLILIKO, XPOMATWH, faep
Hble Mopbl. BunTonnasme BUAHbI MUTOXOHAPUM, LLIEPOXOBATLI HAOMMA3MaTUYECKWIA peTUKYnyM annapat [omb
DKW, HeMpoguaameHTbl U MUKPOTPYOOUYKM. Ha Hapy>XHOW CTOPOHe nna3maTuUyecKoi membpaHbl — CUMHaNTUYeC

KWe OKOHYAHWS U OTPOCTKM acTPOLMTOB



Tenbua Huccnsa

AopbIWwKo
HelipodunameHTbl
1 MUKPOTPYBOUKM
Anopo
HAnepHasn
rnopa
AopbIWwKo
Komnnekc
Fronboxu
AKCOH
MyanbHaa

KNeTKa

Komnnekc ronbgxu

JeHapuTbl

AKCOH

CunHanTunyeckast
wenb

CuHanTuyeckue Ny3bIPbKA

CuHanTtunyeckasi
ondwka

[MnanbHble
ounbpunnsbI

Kanunnsap



HelipoHbl 04eHb pa3HOO6pa3Hbl. HelipoHbl pasHoro
TMNa BbIMOMHAT CleuupuYHble KOMMYHUKaTUBHbIE
YHKUMK, 4TO OTpaxkaeTcsd Ha WX CTpoeHuu. Tak,
HepOHbI TaHr/IMeB 3afHUX KOPELKOB (CMUHaNbHbIX
raHriveB) Nony4yatT MHPOPMALUIO He MyTEM CUHan-
TUYeCKOW nepefayu, a OT CEHCOPHbIX HEPBHbIX OKOH-
yaHuWii B opraHax. KnetouyHble Tena 3TuX HelipoHOB
NMWeHbl aeHapuToB (puc. 5-6 A5) n He nonayvawT
CMHAMNTMYECKNX OKOHYaHWIi. BbINga U3 KNeToyHOro
Tena, aKCOH TaKOro HeilpoHa pasfenseTcs Ha [ABe
BETBM, 0fHa 13 KOTOpbIX (NepuepnyecKmnii 0TPOCTOK)

Puc. 5-6. Tunbl HeiipoHOB

HanpaBnseTcs B cocTaBe Nepuepuyeckoro Hepsa K
CEHCOPHOMY peLenTopy, a Apyras BeTBb (LeHTpasib-
HbIi OTPOCTOK) BXOAMT B CMNWHHON MO3r (B cocTase
3aJHero Kopellka) nu6o B cTBON MO3ra (B COCTaBe
YepernHoro Hepea).

HelipoHbl gpyroro Tuma, Takue, KakK nvpamug-
Hble KNeTKM KOopbl 60MbWIKUX Monywapuii u KeTku
MypKMHbE KOPbl MO3Xeuyka, 3aHATbl MepepaboTKoi
nHpopmaumm (puc. 5-6 Al, A2). VX geHApPUTHLI MOK-
PbITbl LEHAPUTHLIMU W NMUKAMUW U XapaKTepusyTcs
O6WNPHOW MNOBEPXHOCTbIO. OHW UMET OrpoMHoe
KONNYeCTBO CMHANTUUYECKNX BXOLOB.

A — HelipoHbl pa3H006pa3HOii hopMbl: 1 — HeipoH HaMmoMMHaKLWMA NnpaMmay. HelipoHbl Takoro Tmuna, HasbiBa-
eMble MMPaMUAHbIMW KNeTKaMy XapaKTepHbl Ans KOpbl 60/bLUUX noaywapuii O6paTute BHUMaHWe Ha OTPOCTKY-
LUMMNUKK. yCeuBatoLLme NoBEPXHOCTb AEHAPUTOB; 2 — KNeTKU MNypKMHbe Ha3BaHHbIe MO UMEHU BMepBble ONMCaB-
LLIEro UX YeLCcKoro HelipoaHaToma AHa MypKuHbe. OHU HAX0AATCS B KOPE MO3XeUKa. Y KNeTKN rpyLLIeBUAHOE TeNo,
Mo ofjHy CTOPOHY OT COMbI pacronaraeTcsi 06UbHOe CNneTeHne feHAPUTOB, N APYrY — aKCcOH. TOHKME BETBU
OEHAPVTOB MOKPbIThI LWIMMMKAMU (Ha CXeMe He MOKasaHbl); 3 — MOCTFaHIIMOHAPHbLIA CUMNATUYECKMIA MOTOHEN
POH; 4 — anbha-MOTOHePOH CMMHHOTO Mo3ra. OH, Tak Xe KaK NOCTraHrMMOoHapHbI/ CUMNaTUYecKuniA MOTOHEpOH
(3), MyNbTUNONSAPHBINA, C paguanbHbIMU AeHAPUTAMUW; 5— CEHCOpHas K/eTKa CMWUHANbHOTO TaHrus; He UMeeT
AeHApuTOB. Ee OTPOCTOK pasfenseTcs Ha ABe BETBW: LEeHTpanbHYyl0 U nepudepnyeckyto. MOCKoIbKY B npoLecce

3aM6PUOHANBLHOTO Pa3BUTUSA aKCOH 06pa3yeTcs B pe3y/bTaTe CAUSAHUS [BYX OTPOCTKOB, 3TW HelipoHbl

ynTaroTca

He YHUNONAPHLIMU, a NCeBAOYHUNONAPHLIMUA. B — TUMbI HelipOHOB



KneTka CNMHHOMO3roBbIX raHriveBs

BunongapHaa kneTtka cetyatku

JeHapuTsl

AKCOH
2

MynbTUNONSPHbIA



Buabl HEHENPOHHbIX KNeToK

Ele ofHa rpynna KAeTOUYHbIX 3/1eMEHTOB HEpPBHO
cncTembl — Helipornus (puc. 5-7 A), naM nogaepxu-
Batolwme knetkn. BLHC uenoBeka 4ucno Helpo-
rnanbHbIX K/eTOK Ha NopAfoK 60/blue, YeM 4YUCNO
HeiipoHoB: 101 n 1012 cooTBeTCTBEHHO. Heiipornus
He MPUHUMAET NPAMOro y4vyacTus B KPATKOCPOUYHbIX
KOMMYHUWKATUBHbIX NpoLieccax B HEPBHON cuUCTeMme,
HO CcNOCOGCTBYeT OCYLW,eCTBAEHUIO 3TON (DYHKLUU
HelipoHamun. Tak, HeiipornuManbHble KNeTKW onpe-
0eneHHOro Tuna o6pasytoT BOKPYr MHOMMX akCOHOB
MWeIMHOBYIO 060/104KYy, 3HauYUTeNbHO YBen4uBalo-
WY CKOpPOCTb NpOBeAeHUs NOTeHLManoB AeAcTBUS.
3T0 N03BOMIAET aKCOHaM 6bICTPO MepefaBaTb UHGOP-
MaLWI0 K yLaneHHbIM KfieTKam.

Tvinbl Henporanu

NnanbHble KNETKU MOALEPXMUBAIOT AEATENbHOCTb
HeiipoHoB (puc. 5-7 B). B LUHC K Helipornum oTHOCAT
acTpouuTbl W onurogeHapouunTbl, a B MNMHC— wBaH-
HOBCKME KJETKU U KNeTKu-catennutel. Kpome Toro,
LEHTPANbHLIMWU TNNANbHBIMU KNeTKaMyW CYUTATCH
KNeTKU MUKPOI/IMN U KNETKW 3NeHAUMbI.

AcTpounTbl (MonyyuBlne Ha3BaHue 6Gnarogaps
CBOE 3Be3fuartoli hopme) peryanpyoT MUKpOCpeay
BOKPYr HeiipoHoB LIHC, XO0TSi KOHTAKTUPYHT OHM
TONbKO C 4acTbi0 MOBEPXHOCTU LEHTPanbHbIX Hell-
poHOoB (puc. 5-7 A). O4HaKO UX OTPOCTKaMM OKpyxe-
Hbl TPYNMbl CMHANTUYECKUX OKOHYAHWIA, KOTOPbIE B
pesynbTate W30/MPOBaHbl OT COCEAHMX CUHAMNCOB.
Ocobble OTPOCTKN — «HOXKMW» acTpouuUTOB 06pasy-
10T KOHTaKTbl C Kanunnapamun v ¢ COefUHUTENbHOM
TKaHblo Ha nosepxHocTn LUHC —c markoii Mo3rosori
060n04ukoli (puc. 5-7 A). HOXKu orpaHuymnBaroT CBO-
6ogHyto auddysuto Bewects B LLHC. AcTpouuTtsbl
MOryT aKTUBHO nornowatb K+u HelipomegnatopHble
BellecTBa, 3aTeM MeTabonmsmpya ux. Takum obpa-
30M, acTpouuTtbl wurpalT 6ydepHyl ponb, nepe-
KpblBas MPSMONA AOCTYN 411 MOHOB W Heilpomeaun-
aTOPOB BO BHEKNETOUYHYI Cpefy BOKPYr HelpoHOB.
B uuTonnasme acTtpouuToOB HaxofATCA TrnunajibHble

Puc. 5-7. HeHeNpoHHbIE KNETKU.

(hmnameHTbl, BbiNONHAKOWME B TKaHn LHC wmexa-
HUYECKYI0 OMOpHYl (YyHKUWIO. Bcnydae nospex-
[LeHns OTPOCTKM acTpPOUUTOB, COAepXKalwune ravanb-
Hble (unameHTbl, MOABEpPralTCcA runepTpoum u
hopMUPYIOT FAManbHbIA «pybeLy.

Opyrue 3nemeHTbl Helipornuu obecneymsaroT
3/IEKTPUYECKYI0 M30ASLNK0 HENPOHHbLIX aKCOHOB.
MHOrne akKCOHbl MOKPbLITbl W30AUPYIOLLE MMeU-
HOBO/ 0060/104KO. 3TO MHOrocnoinHaa 06epTKa,
cnMpanbHO HamMOTaHHas MNOBepX MNjaa3MaTUyeckKoi
mem6paHbl akcoHoB. B LLHC muennHoBYyt 060/04-
Ky €034al0T MemO6paHbl KAeTOK OfIUrof4eHAPOrvmn
(puc. 5-7 B3). B MHC muenuHoBasa 0605104Ka
obpaszoBaHa Memb6paHamMM LUBAHHOBCKMX K/ETOK
(puc. 5-7 B2). HemunennHnsmpoBaHHble (6e3MAKOT-
Hble) akcoHbl LIHC He MMeKT M301MpYHOLWEero nok-
pbITHA.

MuenuH yBennuMBaeT CKOPOCTb MPOBELEHUA
noTeHLManoB Aeicteua 6narogaps TOMY, 4TO WOH-
Hble TOKM BO BpeMs MoTeHUMana AeiNCTBMA BXOAAT
N BbIXOAAT TONIbKO B NepexBatax PaHBbe (06nacTsx
npepbiBa MeXAy COCEAHUMU MUENHUINPYIOLW UMUK
KneTkamn). Takum o6pasom, NoTeHuuan AeNCTBMA
«MNepecKaknBaeT» OT MepexsBara K nepexsaTty — TaK
Ha3blBaeMOe CaNbTaTOPHOE NPOBeAEHMeE.

Kpome TOro, B COCTaB HEMPOrNnUN BXOAAT KNETKU-
CaTennnTbl, MHKANCYNUPYHOLNe HElpOHbl raHrnu-
€B CMWHaNbHbIX W YepenHbIX HepBOB, Perynvpys
MUKpoOCpesy BOKPYr 3TUX HeWpOHOB Hanogobue
TOro, Kak 3To fenatoT acTpouuTbl. Elle oguH Bug
K/IETOK — MUKPOrAnsA, UAn naTeHTHble (aroyuThbl.
B cnyyae nospexpgeHusa knetok LIHC mukpornns
cnocob6CcTBYyeT yfAaneHuo MNPOAYKTOB KJ/ETOYHO-
ro pacnaga BaTom npouecce yyacTBYHOT Jpyrue
K/IeTKW Heupornuu a takxe aroyutbl, NPOHUKa-
towue B LLHC n3 kposoToka. TkaHb LLHC otaeneHa
oT LUCXK 3anonHAwLWEeR Xenyaouku Mo3ra, anuTe-
nvemMm, ChOPMMUPOBAHHLIM 3NEHAVMHBLIMWU KIETKaMM
(puc. 5-7 A). 9neHpuma obecneuymnBaeT LuUpdy3nto
MHOIMMX BeL,eCTB MeXJy BHEK/ETOYHbIM Mpo-
cTpaHcTBOM Mo3ra u LLCXK. Cneunanm3npoBaHHble
3NEHAMMHbIE KNETKW COCYAUCTbIX CNAETEHUIA B
CUCTEME XKefNy[OYKOB CEKPETUPYIOT 3HAUNTENbHYIO
ponto LCX.

A — cxemaTuyeckoe npefCcTaBieHNe HeHeliPOHHbIX 3IeMEHTOB LieHTPanbHON HEPBHOW cncTeMbl. V306paxkeHbl aga
acTpoLmMTa, HOXKM OTPOCTKOB KOTOPbIX 3aKaHYMBAKTCSA HA COME U AeHAPMTaX HelpoHa a TakKe KOHTaKTUpYHOT C
MSITKOW MO3roBOil 060104KOW n/nnu Kanunnapamu. ONMrogaeHapPoUUT GopMUpyeT MUENMHOBYIO 060/104KY aKco-
HOB. MNMOKa3aHbl TaKXe KNeTKWN MUKPOTNM U KNeTKN 3NeHANMbI. b — pa3Hble TWMbl KNeTOK Hepornum B LeHTpasb-
HOV HepBHOI cucTeme: 1 — MOPUNNAPHBIA acTPoOUUT; 2 — NpoOTOnaasMaTuyeckunin actpount. ObpaTuTe BHUMa-
HMEe Ha acTPOLMTapHbIe HOXKM, KOHTaKTUpYyloWwme ¢ kanunnspamu (cMm. 5-7 A); 3 — onurogeHapount Kaxabliid u3
ero OTPOCTKOB 06ecneymBaeT (JOPMMPOBaHNE OAHOW MK BONee MeXMNEPEXBATHbIX MUEIMHOBLIX 060104eK BOKPYT
aKCOHOB LeHTPanbHOWM HEPBHOW CUCTEMbI; 4 — KNEeTKN MUKPOTANKN; 5 — KNeTKN 3neHAUMbl



XXenynouek
Mo3ra

3SneHgnma

TaHvunT
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MUVKPOT /TN

AcTtpouut
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acTpouyTapHasi
HOXKa
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roJI0OBHOro Mo3ra

MepunkanunnapHasn
acTpouuTapHas
HOXKa

MepukanunnapHas
MWKpoOrnasibHas
K/eTKa

MepuHepoHanbHast
acTpouuTapHasi
HOXKa



Cxema pacrnpocTpaHeHus nHopmMaumnm
Nno HerpoHy

B 30He cMHanca nokanbHO o6pasoBaBliminca BIMCHM
pacnpocTpaHAaeTca NacCMBHO 31eKTPOTOHUYECKM MO
BCE MOCTCUHANTMYeCKO MembpaHe KneTku. 3ITO
pacnpocTpaHeHWe He MNOoAYMHAETCA 3aKOHY «BCe
unnm Huvero». Ecnm 6onbwoe ymcno Bo3byxAaaro-
WKUX CUHANCcOB BO3OYXAalTCAd OAHOBPEMEHHO WK
Mo4YTW OJHOBPEMEHHO, TO BO3HUKaeT AB/IeHNe CyMMa-
LMK, NposABAAlOLLEeCA B BUAE BO3HUKHOBeHUA BIIC/I
CYLW,eCTBEHHO 60MblIe aMOAUTYAbl, 4YTO MOXET
Aenonspus3oBaTb Memb6paHy Bceii mocTcMHanmTuyec-
KOW KneTku. Ecnu BenuuumHa 3Tol genonspusayuu
pocTuraeT B061acTM NOCTCMHANTUYECKON MeMOpPaHbl
onpesfeseHHOro noporoBoro 3HadeHus (10 B wnum
60nblle), TO HAa aKCOHHOM XO/IMUKE HEPBHOWN KNEeTKM
MO/THMEHOCHO OTKPbIBAKOTCA MOTeHLUManynpasnse-
Mble No +-KaHanbl, U KneTKa reHepupyeTt noTeHUMan
fJeicTBuA, npoBoAAlWMiica BLONb ee akcoHa. [lpu
06UNbHOM OCBODOOXAEHUM TpaHCMUTTEpa NOCTCUMHA-
NTUYECKNIA NOTEHLMan MOXeT NMOSBUTLCA YXe yepes
0,5-0,6 mc nocne npuweALwero B npecuHanTUYECKYH0
o6nactb noTeHumnana gencrtema. OT Havana BICIM go
06pa3oBaHMA MNoTeHUMana AeicTBMA MPOXOAUT eLle
okoJsio 0,3 mc.

lMoporoBbIin CTUMY/ST — camblil cnabblii cTUMYN,
HafeXHo pasfinyaeMblil CEHCOPHbLIM peLenToOpPoOM.
[na 3Toro cTUMyn A0/KeH Bbl3blBaTb PELENTOPHbIN
NoTeHLMan Takoli aMnNAnTyAbl, KOTOpas foCTaTOYHa
AN aKTUBaLMM XoTd 6bl 04HOTO NepBMYHOro adde-
PeHTHOro BOMOKHAa. bonee cnabble CTUMYNbl MOFyT
BbI3BaTb NOAMOPOroBbLIA pPeLenToOpHbI NoTeHuuman,
OA4HAaKO OHW He NpUBEAYT K BO3OYXAEHWIO LEHT-
panbHbIX CEHCOPHbIX HENPOHOB U, CNeAOBaTeNbHO,
He OyayT BOCMPUHATLI. Kpome TOro, KO/MMYeCcTBO

BO36Y>XAEHHbIX MepBUYHbLIX aPpPepPEeHTHbIX Helipo-
HOB, Heo6XxoAumMoOe AN CEHCOPHOro BOCMPUATUSA,
3aBMCUT OT MPOCTPAHCTBEHHON U BPEMEHHON CymMMa-
LMK B CEHCOPHBIX NyTAX (puc. 5-8 B, IN).

B3anmopgeicTBya € peuentopom, monekynbl ALX
OTKPbIBAOT Hecneuntpuyeckne MWOHHbIE KaHaNbl B
NOCTCMHaANTUYECKON MemMbpaHe KNeTKM Tak, uro
MOBbILIAETCA UX CNOCOOHOCTb K NPOBOAUMOCTU OAHO-
BaJIeHTHbIX KaTUOHOB. PaboTa KaHanoB BefeT K 6a3o-
BOMY BXOAALLEMY TOKY MONOXWUTENbHbLIX WOHOB, W
cnefoBaTenbHO, K Aenonapusaynm nocTcnuHanTnyec-
KO Mem6paHbl, KOTOpas MPWMEHUTENbHO K CUHan-
caM HasblBaeTCs BO36YXAAKOLLMM MOCTCUHANMTUYECKMM
NOTEHLNa/IOM.

MOHHbIE TOKW, Y4acTBYlOLliMe B BO3HWKHOBEHWM
BMCI, BegyT ceba wHaye, HeXennm TOKW Hatpus
W Kanus BO Bpems reHepauumy noTeHUMana Aeic-
TBMA. TpUUMHA 3aK104YaeTca B TOM, YTO B MEXAHU3-
Me reHepauun BICI1 y4yacTByHOT Apyrve WOHHbIe
KaHanbl C APYrMMu cBOWCTBaAMW (NuUraHgynpasns-
eMble, a He noTeHuwanynpasnsemblie). [pu noTeH-
Lnane AelcTBUA aKTUBUPYIKOTCA MOTEHLUManynpas-
nfemble WOHHblIE KaHanbl, W C YBeAM4uMBaoLleincs
genonapusaumneil OTKpbIBAOTCA Cclefytowme KaHa-
Nbl, TaK 4TO npouecc fenonspusaumun ycunmsaet
cam cebs. BTo ke BpeMs NPOBOAMMOCTb TPAHCMMUT-
TepynpasnseMbliX KaHanoB (fnMraHAaynpasnsembiXx)
3aBUCUT TONIbLKO OT KONIMYECTBA MOJIEKYN TpaHc-
MWUTTepa, CBA3aBWIMXCA C MOJIeKy/faMy peuentopa
(B pesynbTaTte 4Yero OTKPbIBAKTCA TPaHCMUTTEPYM-
paBnsemMble WOHHbIE KaHa/bl) W, CNefoBaTe/bHO,
OT ymMc/ia OTKPbITbIX WMOHHbIX KaHanoB. AMNUTYyAa
BMCIM nexut B gnanasoHe oT 100 \+B g0 B HeKOTOPbIX
cnyyaax 10mB. B3aBucmMmocTu OT BuAa CuHarca,
obuwas npogomkuTensHocTe BICI y HeKoTOpbIX
CMHANcoB HaxoamMTcs B AuanasoHe oT 540 100 mc.

Puc. 5-8. IHhopmauusa TeyeT OT 4eHAPMTOB K COMe, K aKCOHY, K CMHamncy.

Ha pucyHke npefAcTaBfieHbl TUMbI MOTEHLMANOB B Pa3HbIX MeCTax HelipoHa B 3aBMCMMOCTW OT NPOCTPaHCTBEHHO

1 BPEMEHHOI cymmaLuu
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AKCOHHbI
XOSIMUK

MNepexBat
PaHBbe

MpecuHanTUJeckuii
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N4, HaunHaeTcs
C TPEeTbero Xomvka

ONnNTeNnbHOCTb akCOHas1bHbIX crarikoB TaKasi, Kak Yy crnaiikoB B Tefne HEVIpOHa



Pethnekc — 3T0 0TBETHAaA peakuma Ha cneyndmy-
HbI CTUMYN, OCyllecTBAAKLWAACA NpyU 0b6A3aTenb-
HOM y4acTUM HEpPBHOI cucTembl. HelipoHHas uensb,
obecneuynBaroWw,as KOHKPETHbI pednekc, HasbiBa-
eTcs peneKTopHo gyromn

BHanb6onee npocTom Buie pedpieKTopHas ayra coma-
TUYeCKOl HepBHOW cucTeMbl (pnc.5-9 J1), kak npaBuno,
COCTOUT M3 CEHCOPHbIX PeLenTopoB ONpeaeneHHo
MOfanbHOCTM (nepBoe 3BEHO PeIEKTOPHON Ayru),
WH(pOpMaLna € KOTOPbIX MOCTYMaeT B LeHTpanb-
HYI0 HEepBHYK CUCTEMY MO aKCOHY YyBCTBUTE/NbHOWA
KNeTKW, pacnosiodXeHHON B CAMHanbHOM raHrabl
BHE MpejenoB LEeHTPanbHON HEpPBHOI cucTembl (BTO-
poe 3BeHO peneKTOpHOI gyrn). B cocTaBe 3agHero
KOopelwkKa CAMHHOIO MO3ra akCOH YYBCTBUTE/bHON
KNeTKN BXOAMT B 3afHWe pora CAUHHOrO Mo3ra rae
0bpa3yeT CMHANC Ha BCTaBOYHOM HelipoHe. AKCOH
BCTaBOYHOrO HelipoHa WAeT He npepbiBasch B nepe-
AHWe pora, rae o6pasyeT CMHANC Ha a-MOTOHeNpoHe
(BCTABOYHbI/ HEWPOH M a-MOTOHENPOH, KakK CTPYyK-
TYpbl, HaxoAdaWmecs B LLeHTPanbHON HepBHON cucTe-
Me, ABAAKOTCA TPETbUM 3BEHOM pedeKTOPHOM Ayru).
AKCOH a-MOTOHelpOHa BbIXOAUT U3 NepegHUX POros
B COCTaBe nepeAHero Kopewka CIMHHOTO Mo3ra (4eT-
BEpPTOe 3BEHO pPeIeKTOPHON Ayrn) n HanpaBnseTcs
B CKENeTHYH MbiwLly (nAToe 3BEHO pediIeKTOPHOM
ayrun), obpasys MUOHeBpasibHble CUHANCHI Ha KaXA0M
MbILLIEYHOM BOSOKHE.

Hanb6onee npocTtas cxema pedpreKTOpHON ayru
BEreTaTUBHON CMMMNATMYeCKOA HEPBHOM CUCTEMBbI
(puc. 5-9 bB), 06bIYHO COCTOUT U3 CEHCOPHbIX
peuenTopoB (nepBoe 3BEHO pe(NeKTOpPHON Ayru),
MHopMaLMA C KOTOPbIX MOCTynaeT B LeHTpanb-
HYI0 HEPBHYIO CUCTEMY MO aKCOHY 4YYyBCTBUTENb-
HOW KNeTKMW, PacrosioXXeHHON B CAUHANbHOM WK
APYFrOM YyBCTBUTENbHOM TFaHrAMKW BHe MpegenoB
LEeHTPanbHON HEPBHOW cucTeMbl (BTOPOe 3BEHO ped-
NEeKTOpPHOW Ayrn). AKCOH YYBCTBUTENbHON KneT-
KW B COCTaBe 3afHero Kopellka BXOAWUT B 3ajHue
pora CNWUHHOro Mmos3ra, rae o6pasyeT CMHaNc Ha
BCTAaBOYHOM HeillpoHe. AKCOH BCTaBOYHOTO HEW-
poHa uaeT B 60KOBble pora, rae obpasyet cuMHanc
Ha MperaHrAiMOHapHOM CUMNaTUYeCKOM HeilpoHe
(B rpygHOM M NOACHUYHOM oTAenax). (BcTaBoOUHbIN
HEAPOH W MperaHraMoHapHbIli cuMnaTUYecKui

Puc. 5-9. Cxembl 0OCHOBHbIX peth1eKTOPHbIX AYT.

HelipOH — 3TO TpeTbe 3BEHO Pedh/IeKTOPHON ayru).
AKCOH nperaHriMoHapHoOro CUMMaTUYEeCKOro Hew-
pOHa BbIXOAWUT U3 CMUHHOTO MO3ra B COCTaBe nepe-
OHUX KOpPeLWKoB (4eTBepToe 3BEHO PedEeKTOPHOIA
ayrun). LanbHenw e Tpu BapuaHTa NyTei 3TOro Tvna
HelipoHa 06befMHeHbl Ha cxeme. B nepsom cnyuae
aKCOH MNperaHrnMoHapHOro CUMMATUUYECKOro Heli-
pOHa YXOAWT B MapaBepTebpanbHbIA TFaHTINA raoe
obpasyeT cCMHANC Ha HellpoHe, aKCOH KOTOPOTro uaet
K athdekTopy (MsSiTOoe 3BEHO pedhiIeKTOPHOI Aayru),
Hanpumep, K TFNagKoli MycCKyfnaType BHYTPeHHMWX
OpraHoB, K CEKPeTOpHbIM KneTkam u ap. Bo BTopom
cnyyae akCOH NperaHrinoHapHOro CMMNaTu4ecKoro
HelipoHa yXoauT B npeBepTebpanbHbIil raHrnuii, rae
obpasyeT CMHANC Ha HelipoHe, aKCOH KOTOPOro uaet
K BHYTPEHHEMY opraHy (nAToe 3BeHO pedhIeKTOPHONA
ayrn). BTpeTbeM cfiyyae, akCOH NperaHrInoHapHo
CMMMNATUYECKOro HelpoHa yXO4UT B MO3rOBOWA Criou
HaANOYeYHNKOB, rae obpas3yeT CMHanNc Ha creuy-
anbHOW KneTKe, BblAensoWen agpeHannH B KPOBb
(BCe 3TO —ueTBepTOe 3BEHO PedEKTOPHONR Ayrn).
B 3TOomM cnyuvae, afpeHannH 4yepe3 KpoBb MOCTynaeT
KO BCEM CTPYKTYypaM —MMWLLEHAM, UMEKOLUM K HeMy
(hapMmakonormyeckme peuentopbl (NATOe 3BEHO ped-
NEKTOPHON ayru).

B Hanbonee NnpocTom Buie pedieKTOpHas fyra Bere-
TaTUBHOM MapacMnaTUYecKoli HEPBHOM CUCTEMBI (puC.
5-9 B) COCTOUT M3 CEHCOPHbIX PeLenTopoB — MepBoe
3BEHO peIeKTOPHOW Ayru (pPacnofioXeHHbIX, Hanpu-
Mep. BKenyAKe), KOTopble NOCbiNaloT NH(PopMaLmio B
LeHTPaNnbHY HEPBHYH CUCTEMY MO aKCOHY YyBCTBU-
TeNbHOW KNeTKWU, PacrnofioXKEHHON B raHriuWu, Haxo-
gAwemca no xogy 6nyxgatouiero Hepsa (BTOpoe 38eHO
pednekTopHOl Ayrn). AKCOH YyBCTBUTEbHOMN KNETKM
nepefaet WHGpOpMaLUIO HanpsMyl B NPOAONroBa-
Tbili MO3r, rae ob6pasyeTcs cMHAMNC Ha HelipoHe, aKCOH
KOTOpOro (Takxe B npegenax npoAonroBaToro Mosra)
obpasyeT cCMHaANC Ha napacmMnaTtM4eckOM MperaHr-
NNOHAPHOM HeilpoHe (TpeTbe 3BEHO PedIeKTOPHON
ayrn). OT Hero akcoH, HanpuMmep B cocTase 61yXpa-
IOLLEero Hepea, BO3BpalLaeTCs B XeNyjoK u obpasyer
CMHanc Ha adepeHTHON KneTke (YETBEPTOE 3BEHO
peneKTOPHOA AYyrn) akCOH KOTOPOW BETBUTCA MO
TKaHW Xenyaka (nAToe 3BeHO pe/IeKTOPHOW ayru),
06pa3sysa HepBHblE OKOHYaHWS.

A — PethnekTopHas Ayra cCOMaTU4eCcKoi HepBHOI cuctembl. b — PedhnekTopHas gyra BeretaTMBHON cuMnaTu-
4YecKoi HePBHOW cucTeMbl. B — PednekTopHas gyra BereTaTUBHON mapacmnaTn4yecKo HEPBHOI CUCTEMbI



PechniektopHas ayra comatn4eckoii HepBHOW ayrn
UyBCTBUTENbHAsA KNETKa B raHrmm
PetienTop-1 3BeHo BHe npeaenos LIHC-II 3BeHO pedhNeKTOpHO ayru

pedeKkTOpHON Ayrn
CnviHa/IbHbINA raHrni
3aHuiA KOpeLokK

CkeneTtHasa Mblwua
V 3BeHO

PedhnekTopHas gyra BeretaTMBHOW CUMMNATUYECKO HEPBHOW CUCTEMBI
MperaHrNMoHapHbI CUMNaTUYECKNIA HEAPOH

3a4HWnIA KOpeLLoK

CnvHanbHbINA raHrni
(raHrnuii 3agHero KopeLKa)

MepeaHUi KOpeLLIOK
MapaBepTebpasnbHbLIN
CumnaTunyeckoe FaHr N
nperaHr/iMoHapHoe K adhdhekTopy.
BOJIOKHO 9.\ Hanpumep, rnagkas
MyCKynatypa
Benasa BHYTPEHHMX OpraHoB
MpeBepTebpaaLlblii coeiHUTEIbHasA
raHrnm HepB BHYTpeHHero BeTBb
opraHa
Mo3roBoii cnoi
HaZno4yeyHvKa BucuepanbHoe
. . CEHCOpHoe
Mo3roBoii croi -UpVVv BOMOKHO B
HaZnoye4yHnka gi 'F .
"la MapacumnaTnyeckumn
Uy KneTka, Bbigenstowiasn nte aHr VoHapHbIi HEpPOH
afipeHa/IVH B KPOBb
AfQpeHanuH KO BCEM CTPYKTypaM,
mMerownM hapmMakosiornyeckmne
peLenTopbl K afpeHasnHy /
MpoaonroBarblii
MO3r
aHrni no xoay
6Ny>XOatoLero

OhhbepeHTHan aBuraresibHas
KneTka, Hanpumep Xenyaok



BkycoBble peLenTopbl

3HaKOMbIe BCEM HaM BKYCOBbIE OLLLYLLIEHUS] HA CAMOM
Jene npeAcTaBnAlOT coB0M CMeCK YeTblipex 3/1eMeH-
TapHbIX BKYCOBbIX Ka4yecTB: COMIEHOro, cnagkoro, Kuc-
noro un ropbkoro. Ocob6eHHO 3h(EKTUBHO BblI3blBa-
10T COOTBETCTBYHOLLIME BKYCOBbIE OLLYLIEHNSA YeTblpe
BewecTBa: xnopug Hatpus (NaCl), caxaposa, cons-
Haa kucnota (HC1) n XMHWH.

MpocTpaHCTBEHHOE pacnpeaesieHne
N MHHEPBALsS BKYCOBbIX NoYekK

BKycoBble MOUYKYM COAePXKATCA BO BKYCOBbIX COCOYKAX
pa3HOro TMMna Ha MOBEPXHOCTM f3blKa, HEGA, FNOTKN W
roptaHu (puc. 5-FO A). Ha nepegHeli 1 60KOBOW 4acTu
A3blka PacnonoXeHbl rPUGOBUAHbIE W JIUCTOBUAHLIE

COCOYKM, & Ha NOBEPXHOCTU KOPHA A3blKa — Xenobo-
BaTble. BcocTaB nociegHUX MOXET BXOAUTb HECKO/bKO
COTEH BKYCOBbIX MOYeK, 06LLee YNCNO0 KOTOPbIX Y Yeno-
BEKa JOCTUTaeT HECKONbKUX ThICAY.

Cneuynthmyeckas BKycoBas YYBCTBUTENbHOCTb
He OfMHAKOBa B pasHbIX 30HaX MOBEPXHOCTMU fA3blKa
(puc. 5-t0 B, B). Cnagkuit BKyC nydlle BCero BOC-
NPUHMMAETCA KOHYMKOM $3blKa, COMEHbIA U KuC-
Nblii —6OKOBbIMW 30HAMMW, @ TOPbKUIA — OCHOBAHMWEM
(KopHeM) a3blKa.

BKycoBble MOYKWM WHHEPBUPYKOTCA Tpems udepen-
HbIMW HepBamu, [Ba M3 KOTOPbIX MOKa3aHbl Ha
puc. 5-HOI". bapabaHHasa cTpyHa (chorda tympani—
BETBb /IMLEBOr0 HepBa) CHabXaeT BKYCOBble MOYKU
nepegHMX [ABYX TpeTeil £3blKa, SA3bIKOrOTOUHbIN
HepB— 3afHeli TpeTu (puc. 5-t0 IN). BayxpatoLnii
HepB MHHEPBUPYET HEKOTOPble BKYCOBble MOYKM rop-
TaHW 1 BEpXHEeli yacTu nuuieBoja

Puc. 5-10 XuMnyeckasa 4yBCTBUTENIbHOCTbL — BKYC M €0 OCHOBbI.

A— BKycoBas nouka. OpraHusalms BKyCOBbIX MOYeK B COCOUYKaxX Tpex TUMoB [lokasaHa BKYCOBas MouKa C BKy-
COBbIM OTBEPCTMEM Ha BEPLUMHE U OTXOAAWMMYN CHIU3Y HEPBAMM a TaKXE XEMOPELEenTOpHble KNeTKW ABYX TUMOB
noaaepXueatoLme (ONopHbie) ¥ BKYCOBble KNeTKU. B — NpeacTaBneHbl TpY TUMNa COCOUYKOB Ha MOBEPXHOCTY A3bIKa.
B — pacnpefeneHne 30H YeTbipex 3MeMeHTapHbIX BKYCOBbIX KauecTB Ha MOBEPXHOCTM A3blka I — MHHEepBaLus
OBYX MepeaHuX TpeTeii n 3afHeli TPeT* NOBEPXHOCTU S3blKa IMLEBLIM U A3bIKOFI0TOYHLIM HepBaMu



A3bIK

Tunbl coco4koB

Cepo ble
Xenesbl

JinctoBugHble
COCOYKMU

opbkoe

Kucnoe

ConeHoe

Cnagkoe

A BkycoBas nopa
MnotHaA \
BkycoBasa nouyka cy6CTaHLmS
BkycoBble
KNEeTKN
Moppepxusatome

(onopHbIE) KNETKM

Cnyancsl
BkycoBas
nouka
Xeno6oBaTble puboBUaHbIE
COCOYKU COCOYKU

I 3bIKOrNMOTOUHbIN

MWKpPOBOPCUHKMN

anutennasibHble
KNETKU

CeHcopHble
HepOHbI

Bapab6aHHas
CTpyHa



BkycoBas nouyka

BKycoBble OLWYyLUleHUS BO3HUKAOT NpU aKTuBa-
MM XeMOpEeLEenToOpoB BO BKYCOBbIX MOYKax (BKYCO-
BbIX NykoBuuax). Kaxpgas BkycoBasi noyka (calicilus
gustatorius) cogep>ut o1 50 4o 150 CeHCOPHbIX (XeMO-
peuenTMBHbLIX, BKYCOBbIX) KMeTOK, a TakXe BKIO-
yaeT nopajepxupawume (ONopHblie) M 6GasanbHble
kneTkn (puc. 5-11 A). basanbHas 4aCTb CEHCOPHOM
KNeTKn obpa3yeT CMHaNC Ha OKOHYaHWU NEpPBMYHOIO
ahpepeHTHOro akcoHa. EcTb ABa Tmna xemopeuen-
TUBHbIX KNETOK, cofepXawmx pasHble cuHanTuyec-
KMe ny3blpbKWU: C 31E€KTPOHHO-NAOTHLIM LEHTPOM
NM60 Kpyrable npo3payHble Ny3blpbku. ANnKanbHas
NMOBEPXHOCTb KNETOK MOKPbITA MWKPOBOPCUHKaMW,
HanpaB/feHHbIMU K BKYCOBOI mope.

XemopeLenTopHble MOEKY bl MUKPOBOPCUHOK B3a-
MUMOLENCTBYOT CO CTUMYUPYIOLW UMK MONEKYaMu,
nonajaroLUiMMy BO BKYCOBYK Mopy (BKYCOBO€ OTBEp-
CTUE) M3 XWAKOCTW, OMbIBatloLLeli BKYCOBble MOYKMW.
3Ta XUAKOCTb YaCTUYHO MpoAyLMpyeTca Xeneamu
MeXJy BKYCOBbIMW noykamu. Bpesynbtate casura
MeMOpaHHON NPOBOAMMOCTA B CEHCOPHOW KeTke
BO3HUKAeT peLenTopHbIi MOTeHLUMan, u BbICBOGOX-
faetcs BO36yXpatolwmnii HelipoMmeanaTop, Nog BAWSA-
HMEM KOTOPOro B NepBUYHOM adphepeHTHOM BOJIOKHE
pa3BMBaeTCA FeHepaTopHbll NOTeHLMan U HaYynHaeT-
CA UMNYNbCHbIW paspsafg, nepefaBaemsblii B LIHC.

KognpoBaHue u4eTbipeX MEPBUYHbIX BKYCOBbIX
KayeCcTB He OCHOBbIBAeTCH Ha MOAHON w3bupaTenb-
HOCTM CEHCOpPHbIX KneTok. Kaxjas KneTka oTBevyaet
Ha CTUMYynbl 607ee YeM OAHOr0 BKYCOBOrO KauyecTBa,
0AHAaKO Hanbonee akKTUBHO, Kak NpaBuio, TONbKO Ha
04HO. PasnnuyeHne BKYyCOBOro KayecTBa 3aBUCUT OT
NPOCTPaAHCTBEHHO YNOPSA0YEHHOr0 BX0Aa OT Mony-
NALUN CEHCOPHBIX KNETOK. MHTEHCMBHOCTb CTUMYNA
KOAMPYETCA KONMMYECTBEHHbIMU XapaKTepucTukamu
BbI3BaHHOW MM aKTMBHOCTMW (4acTOTOW UMMY/bLCOB U
KOMIMYECTBOM BO30YXAEHHbIX HEPBHbIX BOSIOKOH).

Ha puc. 5-11 nokasaH MexaHW3M paboTbl BKYyCO-
BbIX MOYEK, BK/OYAKLWUIACA Ha pasHblie MO BKyCY
BeLlecTBa.

KneToyHble MexaHWU3Mbl BOCMPUATMA BKyca CBO-
4ATCA K pasnuMyHblM cnocobam fenonsapusaumnm mem-
6paHbl KNeTKW 1 fanbHeiwemMy OTKPbITUIO NOTEHLMU-
an ynpaBisieMblX KanbLMeBbIX KaHanoB. BoweaLwnii
Kanbunii fenaet BO3MOXHbIM 0CBO6GOXAeHWE Meau-
atopa, YTo NPUBOAMT K NOABMEHUIO TEHEPATOPHOIO
noTeHUMana B OKOHYaHUM YYBCTBUTENbHOIO HEpBa.
Kaxablii cTuMmyn pgenonspusyeT Mem6paHy pasHbl-
MU nyTamu. CoONeHbll CTUMYN B3aMMOfEeACTBYET C
anuTennanbHbIMWU HaTpueBbiMKU KaHanamu (ENaC),
OTKpbIBas UX Ana Hatpua. Kucnblii cTUMYN MOXET
camocToATeNbHO OTKPbITb ENaC unu xe 6naropa-
ps CHMXeHWU pH 3akpbiTb KanueBble KaHajbl, 4TO
TakXe MpuBeAeT K genonsapusayum MembpaHbl BKYy-
COBO KneTkn. Cnagkuii BKYC BO3HMKaeT 3a CueT
B3aMMOENCTBMA CNafKoro cTuMmyna ¢ YyBCTBUTENb-
HbIM K HEMY peLenTopoM, CBfA3aHHbIM C G-6enKoM.
AKTUBUPOBaHHbI G-6e10K CTUMYNNpPYeT ageHunnaT-
LMKnasy, Kotopas MoBbllWaeT cogepxaHue LAM®
W fanee aKTUBUPYET 3aBUCUMYIO MPOTEUHKUHA3Y,
KOoTopas, B CBOK ouvepefb, pochopunmpys Kanmesble
KaHanbl, 3aKpbiBaeT UX. Bce 3T0O TakXe NPUBOAUT K
jenonspusaumm memoépaHbl. [TOPbKUIA CTUMYN MOXET
fenonapusoBaTb MeMbpaHy TpeMa nyTamu: (1) 3akpbl-
TMEM KanueBblX KaHanos, (2) nyTeM B3auMOAeliCcTBUSA
¢ G-6enkom (racTAyuuMHOM) aKTUBMpPOBaTb (hocgo-
anactepasy (PDE), TeM caMbiM, CHUXKaA COfepXXaHune
LAM®. 310 (N0 He COBCEM MOHATHLIM MPUYMHAM)
BbI3blBaeT genonspusaunto membpaHbl. (3) opbKuii
CTUMYn cBA3biBaeTcA ¢ G-6e/1KOM, CMOCOOHbBIM aKTu-
BupoBatb poconunasy C (PLC), B pesynbTaTe yBe-
nnyunBaeTcs cogepXxaHue nHosnton 1,45 Tpugocgar
(1P3), KOTOpbI NPUBOAMT K OCBOBOXAEHUIO KanbLma
n3 geno.

FnoTamat cBfA3blBAeTCA C roTamart- peryampy-
€MbIMU HECENIeKTUBHbBIMW WOHHLIMW KaHanamu u
OTKpbIBaeT MX. 3TO CONpPOBOXAaeTca Aenonsapusa-
Luein M OTKPbITUEM MNOTEHLMANn ynpaBnsieMblX Kanb-
LLMeBbIX KaHa/oB.

(P1P2 —docthatuaunn nHosmton 4,56ugocodar
(DAG) —paunaumnn rnuuepon
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LieHTpasibHble BKYCOBbIE MYyTU
Tena KNeToK, KOTOPbIM MpUHaAfexaT BKYCOBble
BonokHa VII, IX n X 4yepenHbiXx HEpPBOB, HaxoAAT-
CA COOTBETCTBEHHO B KOJIEHYaTOM, KaMeHWCTOM W
y3nosaToM raHrausax (pwc. 5-12 B). LleHTpanbHble
OTPOCTKN MX ah(hepeHTHbIX BOIOKOH BXOAAT B NpoO-
[ONroBaThliA MO3r, BK/HOYAKOTCA B COCTaB OAMHOM-
HOro TpakTa M OKaH4YMBalTCHA CUMHaAncamu B Agpe
0AMHOYHOro TpakTta (nucleus solitarius) (puc. 5-12 A).
Ypsafja XWBOTHbIX, B TOM 4YMUCNe HEKOTOPbIX BMAOB
rpbi3yHOB, BTOPWYHbIE BKYCOBble HENpOHbl figpa
OAMHOYHOTO TpakTa MpoeunmpytTCcsd pocTpanb-
HO K uncunatepasbHOMY napabpaxuasiibHOMy aapy.

B cBolo oyepenb, napabpaxuanbHoe A4pO NoCbinaeT
NPOeKUMMN K MEKOKIETOUYHOW (MpaBoLEntoNspHON)
4acTU BeHTpanbHOro 3afgHemeguasnbHoro (B3MmY
aapa (MK — menkokneTo4Has yacTb B3M) Tanamyca
(puc. 5-12 B). Y 06e3bsAH NpoeKkuuMn agpa OfUHOY-
HOro Tpakta KB3Mwmk-apgpy ABAAKOTCA MNPAMbIMU.
B3MMk-a4p0 CBA3AHO C ABYMSA pa3HbIMU BKYCOBbIMU
obnactamu Kopbl mo3sra. OfiHa U3 HUX — YacTb NnLe-
BOro npepcrtasutensctsa (Sl), gpyras Haxogutcs B
ocTpoBKoBOIi gone (insula — ocTpoBok) (puc. 5-12 IN).
LleHTpanbHbIli BKYCOBOW NyTb HEO6bIYEH B TOM OTHO-
LWEeHUN, YTO ero BONOKHA He MepexofAaT Ha Apyryto
CTOpPOHY Mo3ra (B OTAMYME OT COMAaTOCEHCOPHbIX,
3pUTeNbHbIX U CAYXOBbIX NyTeN).

Puc. 5-12. TyTn npoBogsiLLne BKYCOBYO YYBCTBUTENILHOCTb.
A — OKOHYaHVe BKYCOBbIX adepeHTHbIX BO/IOKOH B fiApe OAMHOYHOrO TpakTa M BOCXOAALLMEe MYTu K napabpa-
XuanbHOMy f4py, BeHTpob6azanbHOMY Tanamycy u Kope 60nbloro Mosra. b — nepudepnyeckoe pacnpegenexme
BKYCOBbIX ap(pepeHTHbIX BONOKOH. Bu I'— BKycoBble 06/1aeT, Tanamyca v «opbl 60/1bWOr  Mo3ra 06e3bsH
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npumaToB ¥ 4yenoBeka (MMWKPOCMATOB) OOOHS-
Teni No  4YyBCTBUTENLHOCTb pas3BuMTa ropasfo Xyxe,
yeM Yy OGONbWWHCTBA XWBOTHbIX (MakpocmaToB).
MoncTuHe nereHfjapHa cnoco6HoOCTb cobak Haxo-
AWTb cnej no 3anaxy, TakXe Kak npuBaeveHue
HaceKoMbiMW 0C06eil Apyroro nona ¢ NOMOLLbIO
(hepoMOHOB. YTO KacaeTcs 4enoBeka, TO Y Hero
060HSAHME UrpaeT poAb B 3IMOLMOHaNbLHON cgepe;
3anaxm 3PPpeKTUBHO CNOCO6GCTBYIOT W3B/IEYEHUIO
MHOpMaLnMn N3 NamaTu.

O60oHsITENbHbIE peLenTopbl

O6OHATENbHbI XemopeuenTop (CEHCOpHas KfeT-
Ka) — 3TO 6MMONApHbIA HelpoH (puc. 5-13 B). Ero
anukanbHas MOBEPXHOCTb HECeT HEenoABUXKHbIE pec-
HWYKW, pearvpyloliMe Ha naxyuyve BellecTBa, pac-
TBOPEHHbIE B MNOKPbIBalOLLEM KX cnoe cnmsn. OT 6onee
rny60oKo pacnonoXeHHOro Kpas KneTku 0TX04UT HEMU-
€NMHU3NPOBaHHbIA aKCOH. AKCOHbl 06beANHAKTCA B
oboHATenbHble nyuykm (fila olfactoria), npoHuKatowme
B uepen 4epe3 OTBepCTUSA B pelleTyaTol NnacTuH-
ke {lamina cribrosa) pewetuatoii kocTu (os ethmoidale).
BonokHa 060HATENbHOro HepBa OKaH4MBalTCA
CMHancamMy B 0GOHATENbHON NYKOBULE, a LeHTpab-
Hble 060HATE/NbHbIE CTPYKTYPbl HaxoAdTcAa B OCHOBA-
HUW 4yepena cpasy nof no6Hol foneil. OB6OHATENbHbIE
peuenTopHbie KAETKU BXOAAT B COCTaB CAM3UCTOW
060104KM cNeynann3npoBaHHOn 060HATENbHOI 30HbI
HOCOrNoTKK, 06Was NOBEPXHOCTb KOTOPOW C ABYX
CTOpPOH cocTasnfeT npumepHo 10cm2 (puc. 5-13 A).
Y yenoBeka 0kon0 107060HATENbHbIX PeLenTopoB. Tak
e KakK BKYCOBble peLenTopbl, 060HATeNbHbIE peLen-
TOpbl UMEKT KOPOTKYI0 NPOAO/KUTENIbHOCTb XUWU3HU
(okono 60 gHell) N HeNpepbIBHO 3aMeLLaloTcs.

Monekynbl naxyuyuMx BeLlecTB MonajalwT K 060-
HATENbHOW 30HE 4Yepe3 HO3LPU MpW BLOXE UAN U3
pOTOBOW MONOCTM BO BpeMAa efbl. HoxaTeNbHble ABU-
XKEHWA YyCUNMBAIOT NOCTYN/JeHNe 3TUX BelecTs, Bpe-
MEHHO COEAUHAKLWUNXCA C OOOHATENbHbLIM CBS3bI-
BalOLW MM 6EIKOM CAM3U, CEKPETUPYEMOIi Xenesamm
cAn3ncTol 060/104KM HOCOBOW MONOCTMW.

MepBUYHbLIX O0OGOHATENbHbLIX OWYULEHUA 60MbLUE,
yeM BKYyCOBbIX. HacuuTbiBalOTCA 3anaxu, No Kpaii-
Heil Mepe, LWWECTM KNaccoB: LBETOYHbIA, 3PUPHbIA
(PppyKTOBBI), MYCKYCHbIA, KamapHbIiA, FHUMOCTHbIN
1 eakunii. Mpumepamnm UX NPUPOAHBLIX UCTOYHUKOB
MOTYTCNYXWUTbCOOTBETCTBEHHOPO3a, rpyLUa, MYCKyC,
3BKaNUNT, TyX/ible fAilua U yKcyc. B o6OHATeNbHOM
CAN3NCTOM 0060/04YKe elle HaxoAATCHs peLenTopbl
TPOWHNYHOTO HepBa. MNpy KAMHNUYECKOM TecTupoBa-
HUW 060HAHMA cnefyeT nlberatb 60MeBbIX UAN TeM-
nepaTtypHbIX pasfpaKeHUin 3TUX COMATOCEHCOPHbIX
peLenTopos.

Heckonbko MOneKyn naxy4yero BelLlecTBa Bbi3blBalOT
B CEHCOPHON KNeTKe AenonapusywLwuin peuentop-
HbliA NOTeHLMan, 3anyckalwWwmnin paspas UMNynLCoB B
aepeHTHOM HepBHOM BOJIOKHe. OfHAKO A4/1A MoBe-
[OEHYECKOlW peakunm Heobxogmma akTUBaLMA HEKOTO-
poro uncna oboHATENbHbBIX PELLeNnTOPOB. PellenToOpHbIi
noTeHumnan, No-BUAUMOMY, BO3HWUKAeT B pe3y/brarte
MOBbILIEHNA MPOBOAMMOCTM Ans Na+ BmecTe c Tem
akTusupyetca G-6enok. CnegoBaTenbHo, B 06OHS-
TeNbHOM npeo6pa3oBaHUM (TpaHCAYKLMMN) y4yacTBYeT
KacKaj BTOPUYHbIX MOCPEAHUKOB

O60HATENIbHOE KOAMPOBaHME MMeeT MHOro obuiero
C BKycOBbIM. Kaxgablli 06OHATENbHbLIA XemopeLen-
TOp OTBeYaeT Ha 3anaxu 60/see 4YeM OJHOroO Knacca.
KoaupoBaHne KOHKpPeTHOro kadyecTBa 3amaxa obec-
neynBaeTcs OTBETAMM MHOIMX 0BOHATENbHbLIX peLen-
TOpPOB, @ WMHTEHCUBHOCTb OLLYLIEHWS onpefensieTcs
KONIMYECTBEHHbLIMY XapaKTePUCTUKAMU WUMMNYNbCHOW
aKTUBHOCTH.

Puc. 5-13. Xumunyeckas 4yBCTBUTENbHOCTb — 060HSAHWE M €r0 OCHOBbI.

A n B— cxema pacnofioXXeHns 060HATENbHOM 30HbI CAN3MCTOM 060/M104YKM B HOCOMNOTKE. BBepxy Haxoautcs
pelweTyaTas nnacTWHKa, a Haf Hell — 0boHATeNbHas Nykoeuua. OB6oHATeNbHAsA cnnsmncTas 060104Ka pacnpocTpa-
HAeTCA M Ha 60KOBblE CTOPOHbI HOCOTNOTKW. BY IT— 060HATENIbHbIE XEMOPELLENTOPbI N NOAAEPXKMBAIOLLME KNETKN.
I'— o6oHATeNbHbIV aNUTeNNA. [ — cxema NpoLeccoB B 060HATENbHbIX peLienTopax
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LieHTpa/ibHble 06OHSATE/IbHbIE MYTU

OO6OHATENbHbIN NYTb NepPBbIA pa3 nepeknyaeTcs
B 060HATENbHON NyKOBULE, OTHOCALWLENCA K Kope
Mo3ra. 3Ta CTPYKTypa COAEPXUT KNeTKW TPex TUMOB:
MUTPasbHbIE KNEeTKN, My4YKOBaTble KNeTKU 1 UHTEPHe-
poHbl (KNEeTKU-3epHa, MepurioMepynsipHbie K/eTKU)
(puc. 5-14). OnvHHbIe pa3BeTBAAKOLINECS AEHAPU-
Tbl MUTPasbHbIX W MYYKOBATbIX KAETOK 06pasylT
MOCTCUHANTUYECKNE KOMMOHEHTbl O0BOHSATENbHbIX
rnomepyn (kny6oukoB). O60HATENbHbIE a(hepeHT-
Hble BOJIOKHa (Maywue oT 060HATENbHON CAN3UCTOM
060/M104KN K OOGOHATENbHOW NYKOBULE) BETBATCA
O0KONO O060HATENbHbIX KNY6OYKOB M OKaH4YMBaKTCH
CMHancamu Ha feHApUTax MUTPanbHbIX U MY4YKOBa-
TbiIX KNeTOoK. Mpu 3TOM MPOUCXOAUT 3Ha4YUTebHas
KOHBEPreHUMsa 060HATENbHbIX aKCOHOB Ha AEHApPU-
TaXx MMUTpaNnbHbIX KAETOK: Ha AeHAPUTe KaXAaoWn
MWUTpanbHOM KNeTKM Haxogutca go 1000 cuHancoBs
aepeHTHbIX BOMOKOH. KneTkun-3epHa (rpaHynsp-
Hble KMeTKW) W MNepurnoMepynsipHble KAeTku —
3TO TOPMO3Hble WHTepHelipoHbl. OHU 06pasyoT
peunnpoKHble AEHAPOAEHAPUTHbLIE CUHANCHI C MUT-
panbHbIMU KneTKaMu. [lpu akTMBauMM MUTpab-
HbIX KNeTOK NPOUCXOAMT fenonapusauns KOHTak-
TUPYIOLWNX C HE MHTEPHENPOHOB, BCNeACTBUE Yero
B MX CMHAMcax Ha MUTPanbHbIX KNeTKax BbICBOBOX-
flaeTca TOPMO3HOI Helipomegnatop. O6oHsATeNbHas
NYKOBMLA NoayyaeT BXOAbl He TOMbKO Yepe3 uncuna-
TepaNibHble 060HATENbHbIE HEPBbI, HO W Yepe3 KOH-
TpanatepanbHblii 060HATENbHbIA TpPakT, MAYWWUIA B
nepegHelt kKomuccype (cnaiike).

AKCOHbl MUTPaNbHbIX U MYYKOBATbIX KNETOK MOKW-
JAOT OBOHATENbHYK NYKOBULY W BXOAAT B COCTaB
060HATeNbHOTO TpakTa (puc. 5-14). HaymHaa c 3Toro
yyacTka, O0OOHATENbHbIE CBA3W OYEHb YCMOXKHAKT-
cA. OBGOHATENbHbIW TpakT UAeT yepe3 nepefgHee 060-
HATebHOe £Ap0. HelpoHbl 3TOro sfgpa nofayvawT
CMHANTU4YeCcKNe CBA3WN OT HelipOHOB O0OOHATENbHOM

NYKOBULbI W MNPOELUPYIOTCA 4yepe3 MepesHIot
KOMMUCCYPY K KOHTpanaTepasbHON 0OGOHATeNbHON
nykosuue Tlofoiifs K nepegHemMy NpoablIpsaBAEHHO-
My BeLlecTBY Ha OCHOBaHWW MO3ra, 06OHATENbHbI
TpakT pas3fensieTcs Ha natepanbHyl W Mefuasb-
HYI0 060HATENbHbIE MOMIOCKU. AKCOHbI NaTepanbHOM
060HATENbHOW NOMOCKM OKaH4YMBAKTCA CUHamca-
MW B NepBUYHON 06OHATENLHOW 06nacTu, BKAOYas
npe-rpywesnaHyo (npenupudopmHyto) obnactb
KOpbl, @ Y )XUBOTHbIX — TpyLIeBUAHYI (NMupudop-
MHYI0) fonto. MegunanbHas 060HATeNbHas MONOCKa
JaeT NpoekuUnM K MUHAANWHe U K Kope 6a3anbHOro
nepegHero mosra.

Cnepyet OTMeTUTb, YTO OBGOHATENbHbLIA MYTb 3TO
eiMHCTBEHHAA CeHcopHasa cucTema 6e3 oba3aTenb-
HOrF0 CMHANTUYECKOro MNepek/lyveHMs B Talamy-
ce. BeposATHO, OTCyTCTBME TaKOro nepekauYeHus
oTpaxaeT ()UNOreHeTUYEeCKYH APEBHOCTb U OTHOCU-
TeNbHYK MNPUMUTUBHOCTb OBOHATENILHON CUCTEMBI.
OpHako o6oHATeNbHAas MHGpOPMaLMA BCE Xe MOCTy-
naeT B 3ajgHeMefuanbHOe A4pO Tanamyca W 0TTyja
HanpasnseTcsd B NpepOHTaNbHY W Op6UTODPOH-
TanbHY Kopy.

Mpn cTaHLapTHOM HEBPOSOrMYECKOM WuccnefoBa-
HUW NPOBEPKY O6OHAHUA O06bIYHO He MPOW3BOAAT.
OfHako BOCNpMATME 3amaxoB MOXHO TecTUPOBaTb,
NPeANOXUB WUCMLITYEMOMY MOHOXaTb W UAEHTUDN-
LUupoBaTh Maxyyee BewecTB0. O4HOMOMEHTHO UCCe-
AYIOT OAHY HO34PH, APYTYH HYXHO 3akpbiTb. [pu
3TOM HeNb3sl MPUMEHATb TaKue CUJIbHble CTUMY/bI,
KaK HawaTtblpb, MOCKONbKY OHU aKTUBUPYIOT U OKOH-
YyaHWA TPOWHWMYHOro HepBa HapyweHue 060HAHMUA
(aHocmMKMA) HabnopaeTcs, Korga MOBPeXAeHO OCHO-
BaHMEe 4epena WM e OfHa WAM 06e 06OHATENb-
Hble NYKOBULbl CAABMEHbI ONYXO0/bI0 (HanpuMep, Mpu
MEHWHIIOME 060HATENBHOM AMKM). Aypa HEMPUATHOTO
3anaxa, 4acTo 3anaxa XOKeHON pe3uHbl, BO3HWKaeT
npu 3anNUAenTUYeCcKUX Npunagkax, reHepupyembix B
06nacTn yHKyca.

Puc. 5-14. Cxema carmTTasibHOro cpesa Yepe3 060HATENbHYHO IYKOBULY, MOKa3biBakL,as OKOHYaHNSA 060HATEIbHbIX
XeMOpPeLLenTOPHbIX K/1eTOK Ha 060HATEeNbHbIX KNy6ouKax 1 Ha HelipoHax 060HATENbHON NYKOBULbI.

AKCOHbI MUTPa/bHbIX 1 MYYKOBATbIX K/E€TOK BbIXOAAT B COCTaBe 060HATE/IbHOIO TpakTa (Hanpaso)
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CTeHKa rnasa CoCTOMT M3 TpeX KOHLEHTPUUYECKNX
cnoeB (o6onouek) (puc. 5-15A). HapyXHblii onop-
HbIA cnoit, unm gpubposHas 060M04Ka, BKAOYAET B
ce6a Npo3payHylo pPoroBuLy C ee aNUTeNnem, KOHb-
IOHKTMBY M HENpO3payHyto ckiepy. BcpesHem cnoe,
WA cocygucToil 060/7104Ke, HaxoAaTcs pagyXHas
o6on0uka (pagy>xka) n cobCTBEHHO cocyaucTas 060-
noyka (choroidea). B pagyXHoi 060/104Ke NpUcCyTC-
TBYIT pafuanbHble U KOMblLeBble FNafkue Mbllley-
Hble BONOKHa, o6pasylolime gmnatatop v CHUHKTep
3payka (puc. 5-15 B). Cocyauctasa obonoyka (Xopoug)
6oraTo CHabXeHa KpOBEHOCHbIMM coCcyfamu, NuTato-
WMMU BHELIHWE CNOM CeTYaTKU, a TaKXe COAepXuT
NMUIMEHT. BHYTPEHHWUI HEPBHbI CNOW CTEHKM rnasa,
UM ceTyaTka, COAEPXMWT Najfouykum K KONbouku u
BbICTWNAET BCIO BHYTPEHHIOO NOBEPXHOCTb rnasa, 3a
WUCKMIOYEHNEM «C/IENOro NATHa» — AUCKa 3pUTeNb-
Horo Hepsa (puc. 5-15 A). K ANUCKY CXOAATCA aKCOHbI
raHrIMO3HbIX KNETOK CeTyaTku, 06pasys 3puTenb-
Hbli HepB. Haubonee BbiCOKas OCTpOTa 3peHMA B
LLeHTpanbHOM YacTh ceTyaTKu, TaK Ha3biBaeMOM XXefl-
ToM nsaTHe (macula lutea). CepefguHa XenToro nNATHa
BAAaBfieHa B BUAe LeHTpasibHOM amku (fovea centralis) —
30Hbl (DOKYCMPOBAHUSA 3PUTENbHbIX WN306paXKeHWUiA.
BHYTpeHHsAS 4acTb CeTYaTKU NMTaeTcs 3a CYeT BeT-
Beil ee LeHTpanbHbIX COCYA0B (apTEPUn 1 BEH), KOTO-
pble BXOASAT BMECTE CO 3pUTe/NlbHbIM HEPBOM, 3aTeM
B 0611aCTM AMCKa Pa3BeTBAATCA U pacxogarca Mo
BHYTPeHHell MNOBEpPXHOCTM ceTyaTku (pwuc. 5-15 B),
He 3a/ieBast Xentoe MATHO.

Kpome ceTyaTku, B rnasy ecTb W gpyrue obpaso-
BaHWUS: XPYyCTa/IMK — NINH3a, (PoKycupyrolaa cBeT
Ha ceTyaTKe; MWUIFMEHTHbIA CcNol, OrpaHU4YMBalo-
WWA paccesHne cBeTa, BOAAHWCTaA Bnara WU CTek-
nosufaHoe Teno. BopaHucTas Bnara — 3T0 XU[-
KOCTb, COCTaBfdwowWwas cpedy nepefHen u 3agHel
Kamep rnasa, a CTeKN0BUAHOE TeN0 3an0NHAET BHYT-
peHHee MPOCTPAHCTBO rnasa 3a xpycrtanukom. Ob6a
BellecTBa CMOCOGCTBYHOT MNOALEpXaHWU (OopMbl
rnasa. BogsHucTas Bnara cekpetupyeTcs pecHMuY-
HbIM 3NuUTenMem 3afHeil Kamepbl, 3aTeM LUPKYNu-
pyeT 4Yepe3 3pavyoK B MepefHIO0 Kamepy, a oTTyja

Puc. 5-15. 3peHue.

nonajgaeT Yepes LUMEMMOB KaHa/l B BEHO3HbIi KPOBO-
ToK (puc. 5-15 B). OT gaBneHna BOAAHWUCTON BAaru
(B HOpME OHO HWXe 22 MM PT.CT.) 3aBUCUT BHYTpPU-
rnasHoe faBfieHNe, KOTOPOe He AO/KHO MpeBbIWaTh
22 mm pT.cT. CTEKNOBUAHOE Tel0 —3TO refib, COCTO-
AWMNA U3 BHEKNETOUHOM XMUAKOCTU C KONNAareHoMm wu
rManypoHOBOW KUCNOTOMR; BOTAMUME OT BOAAHUCTOW
BNaru, OHO 3aMeHsAeTCA OYeHb MeANIEHHO.

Ecnn nornouweHne BOASHUCTON Bnarnm Hapyluaertcs,
BHYTpUrfiasHoe faBfeHne BO3pacTaeT U pa3BuBaeTcs
rnaykoma. Mpu NoBbILWEHWN BHYTPUTNa3HOrO faBfe-
HUS 3aTPyAHAETCA KPOBOCHabXeHWe ceTyaTkm 1 rnas
MOXET OC/NEeNnHYTh.

Pag QyHKUMWIA rnasa 3aBUCUT OT [eATeNbHOCTK
MbllWL,. HapyXHble rnasHble MblWLbl, MPUKPENeH-
Hble BHe rnasa, HampaBASOT [BMXKEHUSA TNa3HbIX
A610K K3pUTENbHON MULWEHN. TU MbILLbl UHHEPBY-
pyloTcs rnasogsuratenbHbiM (nervus oculomotorius),
6nokoBbIM (n. trochlearis) n oTeBogAwmm (n. abducens)
HepBamu. ECTb TakXe BHYTPEHHMWE rNasHble MbILLbI.
Bnarogaps Mbllile, paclWMpsOWed 3pavok (gunarta-
TOp 3payvka), U MblllLe, CYXMBatoLed 3padvok (ChuH-
KTep 3payka), pagyXka AeincTByeT Kak guadparma u
perynupyet gmameTp 3payka aHanOrM4YyHO YCTpoiic-
TBY OTBEpPCTUA (hOTOKaMepbl, KOHTPOAMPYIOLLEMY
KONMYeCcTBO BXOAAWero ceeta. [wmnatatop 3pauyka
aKTUBUPYETCA CUMMATUYECKON HEPBHOM CUCTEMOW,
a CPMHKTEp — napacumnaTuyeckoin HepBHOIi cucTe-
MOl (4epe3 cUCTEMY FNa3ofABMUIaTeIbHOro Hepea).

dopma xpycTanuka TOXe onpegenseTcs paboToi
MbllW L. XpycTanuK MNOABELWeH W yAepXWBaeTcs Ha
CBOEM MeCTe M03aAM pPajyXKu C MOMOLLbIO BOSOKOH
uunmapHoro (PecHMYHOro, WAM LWHHOBA) MNOSACKA,
NPUKpPeNneHHbIX K Kancyne 3payka W K LuanapHoOMy
Teny. XpycTaMK OKPYXeH BOJIOKHaMW LnaMapHoOi
MbILLLbI, AeicTBYlOLWEN KaK chUHKTep. Korga 3tum
BOJIOKHA paccnabneHbl, HaTSXeHWe BONOKOH Mosicka
pacTarumeaeT XpycTanuk, ynnowas ero. Cokpatasce,
uMnuapHas Mblllla MPOTUBOAEACTBYET HaTske-
HUIO BO/MIOKOH MOSCKa, YTO MO3BOMAET 3N1aCTUYHO-
My XpyCTanuKy MpUHATH 6onee BbIMYKAYk (opmy.
LmnnapHas Mbllila aKTUBMPYETCA NapacuMmnaTtu-
YeCcKOW HepBHOM cucTemoin (4epes cucTemy rnasonBu-
rateflbHOro Hepsa).

A— CXeMa FopM30HTaNbHOTO CEeYEHUs MpaBoro rnasa. b — CTpoeHWe nepegHeid YacTu rnasa B 06nacTu ammoba
(coefMHEHNUs POrOBULbl W CKNepbl), LUAUAPHOFO Tena U XpycTanuka. B— 3afHAs NoBepXHOCTb (#HO) rnasa
UeoBEKa; BUJ B 0pTaNbMOCKON. BeTBU LIEHTpanbHbIX apTepUm 1 BEHbI BLIXOAST U3 06/1acTU UCKA 3pUTENBHOMO
HepBa. Hefaneko OT fUCKa 3pUTENIbHOTO HEpPBa C BUCOYHOM €ro CTOPOHbI HaXOAWUTCS LieHTpanbHas aMka (L),
O6paTuTe BHUMaHWe Ha pacnpefeneHue akCOHOB FaHTINO3HbIX KNEeTOK (TOHKME NMHUW), CXOAALLUXCS B AMUCKE

3pUTENbHOr0 Heps.a.

Ha fanbHeiwnx pucyHax gaHa feTanns3auus cTpoeHUs rnasa v MexaHuamoB paboTbl ero CTPYKTYp (MOsiCHeHUs

Ha puUCyHKax)
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OnTtnyeckaa cucrtema rnasa

CBeT BX0oAWT H a3 Yepe3 pPorosuuy M NpOXoauT
yepe3 nocnefoBaTeflbHO PacMONOXeHHble MNpo3pay-
Hble XXMAKOCTU M CTPYKTYPbI: POroBuLY, BOAAHUCTYIO
BMary, XpycTaaMk u CTeKnoBugHoe Tteno. Wx coBo-
KYMHOCTb Ha3blBaeTca [AMONTPUYECKMM annapaToMm.
B HOpManbHbIX YCNOBUSIX MPOUCXOAUT pedpakLms
(NnpenomneHne) ny4yein ceeta OT 3pUTENLHON MULLEHN
poOroBuLLein N XpycTanMKoM, TaK YTO Nyuun hoKycupy-
l0oTCA Ha ceTuyaTke. [penomnstowas cuna porosuLbl
(ocHOBHOTO pethpaKLMOHHOIO 3/eMeHTa rfasa) paBHa
43pnontpuam*  |«O», AMONTpuA, — eauHULA npert
nomnaoweli (ONTUYECKOW) CUNbl, paBHas 06paTHOW
BE/MUYMHE (POKYCHOrO PaccToAHUsA NMH3bI (XpyCTa-
NNKa), 3aflaHHOro B MeTpax]. BbINyKI0CTb XpycTanu-
Ka MOXET M3MEHATbCA, M ero npenomastowas cuna
BapbupyeT mMexay 13 un 26 [. bnarogaps aTtomy Xpyc-
Tannk obecneymBaeT aKKOMofaLuuo rnasHoro s610-
Ka K 00beKTam, HaxojsauiMumcs Ha 6/M3KOM WUAM Ha
janekom pacctosHuu. Korga, Hanpumep, yymn cBeTa
OT. yAaneHHOro o6bekTa BXOAAT B HOPMasbHbIA rnas
(c paccnabneHHOM UWNWAPHON MbllLeRn), MULIEHb
OKa3blBaeTCcs B (hOKycCe Ha ceTyaTke. Ecnum xe rnas
HanpaB/ieH Ha 6NMKHUIA 06BEKT, Ny4n CBETa cHavana
(hoKycupyoTCA no3agn cetyaTku (T.e. M306paxKeHume
Ha ceTyaTKe pacniblBaeTcs), NokKa He npousoiiger
akkomogauusa. LimnuapHas Mblllya cokpauiaeTcs,
ocnabnas HaTAXeHWe BOSIOKOH MOACKA, KPWBU3HA
XpycTanuka yBenmunsaeTcs, U B pesynbTate n3obpa-
XeHue (poKycupyeTcs Ha ceTyartke.

Porosmua W XpycTanuk BMecTe COCTABAAT
BbINYK/YH NMH3Y. Jlyun cBeTa OT 06beKTa NpoxoaaT
yepes y3/10BYIO TOUKY NIMH3bI M 06pasytoT Ha ceTyaT-
Ke nepeBepHyTOe M306paxeHue, Kak B (oToanna-
pate. CeTyaTka o6pabaTbiBaeT HenpepbiBHYI MoOC-
nefoBaTeNIbHOCTb M306paXeHu’, a TakxXe nocbinaeT
B MO3r COOOLWEHNS O MNepeMeLleHnsX 3pUTeNbHbIX
06beKTOB, YyrpoxawLliMx npusHakax, nepuogmyec-
KOV CMeHe CBeTa M TEMHOTblI U Apyrue 3puTefbHble
JaHHble 0 BHeLHel cpeje.

XOoTs onTuyeckas OCb Ye€/I0BEYECKOro rjiasa npo-
XO4WT 4epe3 Y3/M0BYH TOUKY XpycTanuka u uepes
TOYKY CeTyaTKy MexXAy LeHTpanbHOW AMKOW W guc-
KOM 3pUTENbHOTO HepBa, rNnasofBuratefibHas cuctema
OpMEHTUPYET rnasHoe A610KO Ha y4aCTOK 00beKTa,
Ha3blBaeMblli TOUKOW thukcaumn. OT 3TOW TOUKM Nyu
CBeTa WAEeT yepes y3N0BYH TOUYKY U (POKycupyeTcs B
LeHTpanbHOW siMKe. Takum 06pa3om nyy MPOXOAUT
BZ0/b 3pUTENbHOM OCK. JTyun OT OCTabHbIX YYacTKOB
06bekTa (hoKycupyoTCcs B 061aCTW CeTyaTKM BOKPYT
LeHTpanbHon amku (puc. 5-16 A).

Puc. 5-16. OnTu4yeckast cuctema rnasa.

dokycupoBaHMe Nyyeil Ha ceTyaTKe 3aBUCUT He
TOMbKO OT XpyCTanuka, HO W OT pajyXku. Pagyxka
urpaet ponb Auadparmbl oToannapata U perynu-
pyeT He TO/IbKO KO/IMYECTBO CBETa, MOCTYNalLWero
B rnas, HO, 4TO ele BaXKHee, rNyObUHY 3pUTENbHOrO
nons u chepuyeckyto abeppaymio xpyctanuka. MMpu
YMEHbLIEHUN AnameTpa 3payka rnybmnHa 3puTenbHOro
nona Bo3pacTaeT, U Ny4n CBeTa HampaBnAKTCA 4yepes
LeHTpaNnbHYH 4YacTb 3padvka, rge ctpepuuyeckas abep-
pauma MUHUManbHa. M3MeHeHUs AunameTpa 3padvka
NPOMNCXOAAT aBTOMATUUYECKM, T.e. pedpreKTOpHO, npwu
HacTpolike (aKkomogauuu) rnasa Ha paccmatpuBa-
Hue 61U3KUX npegmeToB. CnepoBaTeflbHO, BO BpeMs
UTeHWUA WU APYroW [eATeNbHOCTU [Nna3, CBA3aHHOMN
C pasinvyeHneM MenKMx 06bEKTOB, KayecTBO M306pa-
XXEHUS yny4llaeTcsa ¢ NOMOLLbIO ONTUYECKON CUCTEMBI
rnasa. Ha kauyecTBo M306paxKeHWs BNUSAET elle OfMH
(hakTOop— paccesHue cseta. OHO MUHUMU3UPYETCH
nyTeM OorpaHuUYeHns Myyka cBeTa, a TakXe ero norno-
LWeHNs NUTMEHTOM COCYAMUCTOM 060M10YKN Y NUTMEH-
THbIM C/I0EM CeTYaTKW. B 3TOM OTHOLEHMN a3 cHoBa
HanoMuHaeT poToannapat. Tam paccesHue cBeTa TOXe
npefoTBpallaeTca MOCPeLCTBOM OrpaHUYeHMa Mydka
nyyel 1 ero NOrnoWeHNa YepHOW Kpackoi, MoKpbiBa-
tOLLEe BHYTPEHHIOKO NOBEPXHOCTb Kamepbl.

dokycupoBaHue M306paxeHUs  Hapyllaetcs,
ecnn pasMmep rnasa He COOTBETCTBYET MNpPesoMAsto-
Wen cune guonTpuyeckoro annapata. [pu Muonun
(6nn3opyKocTn) n306paxxeHns ypaneHHbIX 06HEKTOB
(hoKycupyroTCa Brepean ceTyaTku, He AOXOAA 40 Hee
(puc. 5-16 B). [eteKT KOppeKTMpyeTcs C MOMOLLbLIO
BOTHYTbIX NMH3. W HaobopoT, npu runepmeTponunm
(BanbHO30PKOCTM) M300paXKeHUs faneknx npeameTos
(hoKycupytoTca nosagu cetyaTku. UTo6bI yCTpaHWUThb
npo6nemy, HYXXHbl BbINyKAble NUH3bI (puc. 5-16 B).
MpaBga, n306pakeHne MOXHO BPEMEHHO CHOKYCUpO-
BaTb 3a CYET aKKOMOJaLum, HO Npy 3TOM YyTOMAAKTCA
LunnapHble MblWUbl M rnasa ycrawoTt. lMpu acturma-
TU3Me CyL,ecTBYeT acUMMETPUA MexXay pagnycamu
KPUBW3HbI MOBEPXHOCTEM POrOBULbI UM XpyCTanuka
(a MHOrpa ceTyaTku) B pasHbiX MocKocTAX. [na Kop-
pekuun NPUMEHSAIOT NMH3bI CO CneyuanbHo nopob-
paHHbIMU paguycamu KPpUBU3HbI.

Ynpyroctb Xpyctasinka MOCTEMEeHHO CHMXaeTca ¢
Bo3pacToM. Bpe3synbTate nagaet aheKTUBHOCTb €ro
akkomogauuu npu paccmaTpuBaHum 6AM3KUX npea-
meTOB (Npecébuonus). B Monogom Bo3pacTe nNpesomns-
IoLLas cuna Xpycrannka MOXeT MEHATLCA B LUMPOKOM
Avana3oHe, BnnoTb go 14/[. K40 rogam 3ToT guana-
30H YMeHbLIaeTca BABOe, a nocne 50 neT nagaet 4o 2/
N Hke. Mpecbnonma KOppPeKTUPYEeTCA BbIMYKAbIMU
NUH3aMW.

A— CXOACTBO MeXAy ONTMUYECKMMU cUCTeMaMu rnasa v (oToannapata B — akKKOMOAAUMs U ee HapyLleHus:
1 —3MMeTponus — HopMasibHas akkoMogauus rnasa. Jlyuu ceeta OT YAaNeHHOro 3puTeNlbHOro 06beKTa (hoKyCu-
pyHOTCS Ha ceTyaTKe (BEpXHss cxema), a POKyCcMpOBaHMe Nyyeil 0T 6/13KOro 06bEeKTa MPOUCXOANT B pesysbTate
aKKOMOJALMU (HWXKHSA CXeMa): 2 — MUONUS* M306paXKeHUe yAaneHHOro 3pUTeNbHOr0 06bekTa (hoKycupyeTcs
BMepean cetTuaTku, Ans KOPPEKUUN HYXHbl BOTHYTbIE IMH3bI; 3 — FMNEepMeTponus; u3obpaxeHne Gokycmpyercs
no3aau CeTyaTKn (BEPXHAN CXeMa), A/ KOPPeKL MM TPebyoTcs BbINYK/ble NMH3bI (HUXHSSA CXeMa)
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Mepudepuyeckunii cnyxoBoi annapaTt, yxo, nogpas-
[enseTca Ha HapyXHoe, CpefHee U BHyTpeHHee yXo
(puc. 5-17 A).

Hapy>xHoe yxo

Hapy>XHoe yX0 COCTOUT M3 YLIHOW PaKOBUHBbI,
HapYy>HOr0o CNYyX0BOro NpPoxoja W CNyX0BOro KaHana.
LlepyMMHO3Hble Xefe3bl CTEHOK CNYXOBOro KaHana
CEKPETUPYIOT YLUHYIO Cepy — BOCKOO6Gpa3Hoe 3alinT-
HOe BELLEeCTBO. YW Has pakoBuHa (MO KpaitHen mepe,
Y )XUBOTHbIX) HanpaBnseT 3BYK B CMyXO0BOW KaHar.
Mo cnyxoBOMY KaHany 3BYK nepefaetcs K 6apabaH-
HOM nepenoHKe. Y yenoBeka CMyX0BOW KaHan umeet
pe3oHaHCHY 4JactoTy npumepHo 3500 'y v orpaHu-
ymBaeT 4acTOTy 3BYKOB, AOCTUrallmx b6apabaHHOM
repenoHKmu.

CpepnHee yxo

Hapy)XHoe yxo oTAefneHo OT cpefgHero 6apabaHHO
nepenoHKoi (puc. 5-17 B). CpegHee yxo 3amnofiHEHO
BO34yXOM. Llemoyka KOCTO4YeK coeguHseT H6apabaH-
HYl0 MNepenoHKy C OBafibHbIM OKHOM, OTKpbIBalo-
WMMCS BO BHYTPEHHee yx0. Hefaneko OT 0BafbHOTO
OKHa pacrnofiodXeHo KPYyrnoe OKHO, TOXe COeAUHAI0-
ee cpefHee yxo ¢ BHYTpeHHuMM (puc. 5-17 B). Oba
0TBepCTMA 3aTAHYTbl MeM6paHoii. Llenouka cnyxo-
BbIX KOCTOYeK BK/O4aeT monotoyek {malleus), Hako-
Ba/lbHIO (incus) u cTpems (stapes). OCHoBaHue cTpe-
MeHW B BMAe NNaCTUHKW NAOTHO BXOAUT B OBajbHOE
OKHO. 3a 0BafbHbIM OKHOM Hax0AMTCH 3aN0/HEHHOe
XnUaKocTblo npepasepue (vestibulum) — vacTb yauTkn
(cochlea) BHyTpeHHero yxa. lMpepaBepue cocTaBnseT
efnHOe Lenoe ¢ Tpy64uaToli CTPYKTYPOI — necTHuLel
npegasepus (scala vestibuli — BecTnbynspHas necTHu-
ua). KonebaHnsa 6apabaHHO/ MepenoHKW, Bbl3biBae-
Mble BOSIHAMU 3BYKOBOTO fAaBJfieHUs, MepeaarnTcs no
Llenoy4ke KOCTOYEK U TONIKAT NAacTUHKY CTpeMeHun
B OBanbHoe OKHO (puc. 5-17 B). [BuXeHua nnac-
TUHKU CTPEMEHW COMpPOBOXJAalTCA KonebaHusMu
XMWOKOCTW B NleCTHULe npegaBepus. BonHbl gaBne-
HWUA pPacnpoCTPaHATCA N0 XUAKOCTM U NepefatoTcs
yepes OCHOBHYH (6a3uniapHY0) MeM6paHy YIuUTKU K

6apabaHHoM necTHuue (scala tympani) (cm. Huxe),

3acTaBnfg MepenoHKy KPYrnoro okHa BbirMb6atbcs B

CTOPOHY CpefHero yxa.
bapabaHHas nepenoHKa W LEeno4vKa CAyXoBbIX KOC-

TOYeK OCYLeCTBAAKT cOrfacoBaHume WMMegaHca.

[leno B TOM, YTO yXO AO/KHO pas3nnyatb 3BYKOBblE

BO/IHbI, pacnpocTpaHsloLLMecs B BO3LyXe, TOrfa Kak

MeXaHW3M HepBHOro npeobpa3oBaHWsA 3BYKa 3aBu-

CUT OT nepeMelleHUii cTonba >XUAKOCTU B YNWUT-

Ke. CnefoBaTenbHO, HYXEH nepexof OT KofiebaHuii

BO34yXa K KOMebaHWAM XWULKOCTU. AKYCTUYECKUA

MmMnesaHc BOAbl ropasfo Bbille, 4eM TakOBO BO3-

Ayxa, noatomy 06e3 cneyuanbHOro ycTpoicTsa Ans

corfnacoBaHuMa MMNefaHcoB npoucxoguno 6l oTpa-

XeHue 60/bLIeil 4acTu 3BYKa, MNOCTYNaloLLero B yxo.

CornacoBaHue UMMeLaHCOB B yXe 3aBUCUT OT:

* COOTHOWeEHUA nnowaneli noepxHocTu GapabaH-
HOIi MepenoHKN 1 0BaNbHOT0O OKHa;

* MEXAHMYecKoro npeMmyLLecTBa pbluaXKHO KOHC-
TPYKLMY B BUAE LLeNOYKN NOABMXKHO COUNEHEHHbIX
KOCTOYEK.

A (eKTUBHOCTb MexaHU3mMa cornacoBaHus mmne-
[JaHCOB COOTBETCTBYET YNYYLIEHUIO CNbIWWMOCTU Ha
10-20 gb.

CpepgHee yxo BbIMOMHAET U Apyrve PyHKUMUKN B Hem
HaxoAsATCsA ABe MbILLbI: MbilWLUa, Hanpsrawowas apa-
6aHHyt0 NepenoHKy (T. tensor tympani — WHHEPBUPY-
eTCA TPOMHUYHLIM HEPBOM), U CTPEMEHHas MbiLLLa
(T. stapedius — WHHepBUpYyeTCA NULEBbIM HEPBOM)
MepBas NpukpenneHa K MONOTOUKY, BTOpass —K CTpe-
MeHU. Cokpaliascb, OHW YMeHbLIAKT nepemelleHuns
CNYXOBbIX KOCTOYEK W CHUXAKT YyBCTBUTENIbHOCTb
aKyCcTMyeckoro annapara. 970 CNOCOOCTBYeT 3aluTe
cnyxa OT MOBpexjallWnx 3BYKOB, HO TO/MbKO ecnu
OpraHn3M 0XujaeT uX. BHe3anmHbI B3pbIB MOXET
NOBPeAUTb aKyCTUUYeCKWiA annapaT, MOCKONbKY ped-
NEKTOPHOE COKpalleHue MbILiL, CPefHEro yxa 3anas-
AbiBaeT. Mon0CTb CpefHero yxa CoefjuHeHa C [oT-
KO nocpefCcTBOM eBCTaxmeBOil Tpybbl. bnarogaps
3TOMY MpOX0Jy ypaBHUBAeTCs AaB/ieHNE B HAPYXXHOM
W cpefHeM yxe. Ecnu npu BOCNaneHUn B CPefHEM
yXe CKanfnBaeTCcs XMWAKOCTb, NPOCBET eBCTaxXMeBoW
Tpy6bl MOXET 3aKpbiTbcsi. Co3gatouiascs npu 3ToM
pPa3HOCTb AaBAEHUA MeXAY HapyXHbIM U CPefHUM
YXOM BbI3blBaeT 60/1b WN3-3a HaTAXeHuAa 6GapabaH-
HOW NMepenoHKKN, BO3MOXEH flaXKe pa3pblB NOCNefHei.
Pa3HOCTb fjaBneHWii MOXET BO3HMKATb B camoseTe U
BO BPEMS HbIpAHNS.

A— o06Las cxema Hapy>XHOro CpeAHero W BHYTpeHHero yxa b — cxema 6apaGaHHO MepenoHKW U Lienoyku
CNYXO0BbIX KOCTOUEK. B— cxema MnosicHseT, KakuM 06pa3oM Mpu CMeLLeHUN OBaNbHOM NAACTUHKM CTPEMEHU Npo-
UCXOANUT ABMXKEHUE XUAKOCTN B YIUTKE U BbITNGAETCA KPYT/I0€ OKHO
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BHyTpeHHee yxo

B cocTaB BHYTPEHHEro yxa BXOAAT KOCTHbIA WU
nepenoHYatblii NabupuHTbl. OHU 06pasyT YANTKY
N BECTUOYNAPHLIN annapart.

Ynantka — 370 Tpyb6Ka, 3akpy4yeHHas B Buge
cnupanu. Y yenoBseka cnupanb umeet 2'/2060po-
Ta; Tpyb6Ka HauyMHaeTcsd WMWPOKUM OCHOBAHWEM U
3aKaH4YMBaAETCA CYXEHHON BepXyLWKOW. YnuTtka
o6pa3oBaHa POCTPaNbHbIM KOHLOM KOCTHOFO ©
nepenoHYaToro NabuUpUHTOB. Y YenoBeka BepXylu-
Ka YNUTKW pacnonoXeHa BnaTepasbHOR NAOCKOCTK
(puc. 5-18 A).

Puc. 5-18. CTpoeHue ynuTKN.

KocTHbIli nabupuHT (labyrinthus osseus) ynuTku
BK/IOYaeT B cebs HECKO/NbKO Kamep. [1pOCTpPaHCTBO
OKOM0 O0OBaNbHOr0 OKHAa HasblBaeTCAd MpeaaBepuem
(puc. 5-18 B). MpepnBepvie MNepexofuT B NECTHULY
npegasepusa — cnupanbHyto TpybKy, KoTopas npo-
JONKaeTCca K BepPXyLWKe YAUTKW. Tam fecTHuUuLa
npeaaBepus coefmMHAETCA 4yepe3 OTBepCcTUe YUT-
Kn (renmkoTpemy) c 6apabaHHOW NecTHULUER; 3TO
elle ofHa cnupanbHaa Tpyb6ka, KOTOpas cnyckaeTcs
Ha3ajg Mo y/NUTKe W 3aKaH4YMBAeTCA Y KPYrjaoro okHa
(puc. 5-18 B). LieHTpanbHbIA KOCTHbIA CTEpXeHb,
BOKPYT KOTOPOrO 3aKpy4eHbl CMpanbHble TECTHULbI,
Ha3blBaeTcs cTepxHeM ynuTtku (modiolus cochleae).

A — OTHOCWTE/IbHOE PACMO/IOKEHNE YAUTKN U BECTUBYSPHOTO annaparta CPpeAHero U Hapy>Horo yxa 4YefoBeka.

B — 00THOLWeHMe MeXAY NPOCTPaHCTBAMU YANTKU
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KopTneB opraH

MepenoHyatbiit nabupuHT (labyrinthus membra-
naceus) yNWTKW WHaye HasblBalOT CpefHeli NecTHU-
uen (scala media) nnu ynuTkoBbIM MpoTokom (ductus
cochlearis). 9To0 nmepenoHyaTas CnNAKLWEHHAasa CNu-
panbHas Tpyb6ka AAMHOK 35 MM MeXAy NecTHuLeWn
npegaBepusa n 6apabaHHoi necTHuueir. OfgHa CTeH-
Ka cpefgHeil necTHMUbI o6pa3oBaHa 6a3nMnApHON
MembpaHON, apyras — peiicHepoBOli Mem6paHoii,
TpeTbAa — COCYAWUCTOM MosocKkoi (stria vascularis)
(puc. 5-19 A).

YNnnTKa 3anofiHeHa XXUAKOCTbo. B nectHuue npeg-
nBepna n b6apabaHHOW NecTHULE HaxoauTcs nepu-
numpa, 6nmskas no coctaBy K LLCXK. CpegHasa nec-
THULA COAEPXUT 3HAOMMAGY, KOTOpass 3HAYUTE/bHO
oTnuyaetcs oT LCX. BaToli XuakocTu mHoro K+
(okono 145 mM) un mano Na+ (okosio 2 MM), Tak 4To
OHa CX0AHa C BHYTPUKNETOUYHO cpeaoli. MocKonbKy
sHpgonumda obnafaeT MNONOXKWUTENbHLIM 3apsjoM
(okono +80 MB), BONOCKOBbIE KNEeTKW BHYTPU YAUT-
KW WMEKT BbICOKWI TpaHCMeMO6paHHbIN rpagueHT
noteHumana (okono 140 mB). SHponnMdy cekpetu-
pyeT cocyaucTasi MOAOCKa, a LpeHMpOBaHWe Npouc-
XOAUT Yepe3 3HAO0NMM(PaTUUYeCKiA NPOTOK B BEHO3-
Hble CUHYCbl TBEPAO MO3roBOi 060/104KMN.

HepBHblli annapaT npeo6pa3oBaHus 3BYKa HOCUT
Ha3BaHWe «KopTMeBa opraHa» (puc. 5-19 b). OH nexuT
Ha gHe YNUTKOBOro Xofa Ha 6asunsapHoli membpa-
He W COCTOMT W3 HECKONbKMX KOMMOHEHTOB: Tpex
PALOB Hapy>XHbIX BONOCKOBbLIX KNETOK, OAHOr0o paja
BHYTPEHHUX BOMOCKOBbIX KNETOK, >eneobpasHoil
TeKTopuanbHOW (MOKPOBHOWN) MembpaHbl M noage-
p>XXunBarw WX (ONOPHbLIX) KNETOK HECKONIbKUX TUMOB.
BkopTuesom opraHe 4enoseka 15000 Hapy>XHbIX W
3500 BHYTpPEHHWX BOJ/IOCKOBbLIX KNeTOK. OnopHyto
CTPYKTYPY KOpTMEeBa OpraHa CoCcTaBNAT cToNnb6vaTble
KNeTKN U peTUKYyNsapHas nnacTuHka (cetyartas Memo-
paHa). V13 BepxyLleK BOSIOCKOBbIX KNETOK BbICTyNakT
MYYKW CTepeouunnii — pecHU4YeK, MOrPY>KeHHbIX B
TEeKTOpUanbHy MeMbpany.

KopTneB opraH MHHEPBUPYIOT HEpPBHble BO/IOKHA
YAUTKOBOW 4acTU BOCbMOFO YepernHoro Hepea. IATu
BO/IOKHa (y 4enoBeka 32 000 cnyxoBbix athepeHT-
HbIX aKCOHOB) MpUHaAfexXaT CEHCOPHbIM KfeTKam
CMUPasibHOTO raHrung, 3ak/Jt04eHHOro B LeHTpalb-
HOM KOCTHOM CTepXHe. A epeHTHbIE BOJIOKHA BXO-
AAT B KOPTMEB OpraH U OKaHYMBAKTCH Y OCHOBaHMUIA
BOMIOCKOBbLIX KfeToK (puc. 5-19 B). BonokHa, cHab-
Xawuime Hapy>XHble BONOCKOBble KJIeTKW, BXOAAT
Yyepe3 KOpPTWMEB TYHHeNb — OTBepCTMe nog ctonbya-
TbIMW KNeTKaMmu.

A — cxeMa MnornepeYyHoro paspesa yepes yAnMTKY B pakypce NokasaHHOM Ha Bpeske puc. 5-20 b.

B — TpoeHue KopTuesa opraHa
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Mpeobpa3oBaHne (TpaHCAYKLUNA)3BYKA

KopTHeB opraH npeo6pasyeT 3BYK CleAyloLuUM
o6pasom. flocturas 6GapabaHHOW MepenoHKWU, 3BY-
KOBble BOJIHbl BbI3bIBAlOT €€ KonebaHUsA, KOTopble
nepefaroTca XWAKOCTU, 3anONHAOLWENR NecTHULY
npeaasepus n 6apabaHHyto nectHuuy (puc. 5-20 A).
MnapaBnumyeckas 3Heprus MNPUBOAUT K CMELLEHUID
6a3nnapHoO Mmem6paHbl, a BMecTe C Heli U KopTueBa
opraHa (puc. 5-20 B). CpBurosoe ycunue, passupae-
MOe B pe3y/fibTaTe CMeLLeHUs 6a3nnapHoii MembpaHsbl
OTHOCUTENbHO TEeKTOpUanbHOW MembpaHbl, 3acTaB-
nAeT crmbarbcsa CTepeoLunyM BONOCKOBbLIX KAETOK.
Korga cTepeouunuu crmbaloTca B CTOPOHY Camol
ONVHHOM M3 HWX, BONIOCKOBAas KneTka Aenonspusy-
eTCcs, KOorga OHW crubarTcs B MPOTMBOMOOXHYH
CTOPOHY — rMMepnonsipusyeTcs.

Takne UW3MeHeHUs MeM6paHHOro noTeHuuana
BO/IOCKOBbIX K/eTOK 06YC/IOBMAEHbI CABUramu KaTu-
OHHOM NpPOBOAMMOCTU MeMOpaHbl WUX BEPXYLUKMW.
pafueHT NoTeHUMana, onpejensolWwmnin BXos NOHOB
B BO/IOCKOBYIO KNeTKy, CKnajbiBaeTcs U3 noTeHumnana
MOKOSA KNeTKU U MOSIOXUTEeNbHOro 3apsfa 3HA0MUM-
(bl. Kak oTMeyanocb Bbllle, CyMMapHas TpaHCMeM-
6paHHas pasHOCTb MOTEHLMAaNnoB coOCTaBnseT npu-
mMepHo 140 mV. CpaBur npoBOAMMOCTM MeMOpaHbl
BEPXHEeN 4acTu BOMOCKOBOM KMeTKM CONPOBOXaeTcs
3HAYUTENbHbIM MOHHbLIM TOKOM, CO3JaloluM peLen-
TOPHbIA NOTeHUMan 3TUX KNeTok. MokasaTenem MOH-
HOro TOKa fIBNSIETCA BHEKNETOYHO Perucrpumpyembiii
MUKPO(OHHbI/ NOTeHUMan yauTKM —KofebaTenbHbli
mpouecc, YactoTa KOTOPOro COOTBETCTBYET XapakTe-
pUCTUKaM aKyCTMYECKOro CTUMyna. OTOT MOTeHLMan
npescTaBnseT co60lii CyMMYy peLenTOPHbIX NOTEHL -
a50B HEKOTOPOr0 YuMcia BOMOCKOBbIX KNETOK.

Tak e Kak (poTopeLenTopbl CeTYaTKMW, BOSIOCKOBbIE
KNeTKN BbICBOGOXAAOT nNpu genonspusauum BO3-
oy>xgatowmnii Helipomeguatop (rnytamart Mam acnap-
TaT). Mof feicTBuem HelipoMeamartopa BO3HUKaeT
reHepaTopHbIA NOTeHLMaN B OKOHYAHUAX YIMTKOBbIX
ahpepeHTHbIX BONOKOH, Ha KOTOPbIX BO/IOCKOBbLIE
KNneTKn o6pa3ytoT cuHancel. Mtak, npeobpasosaHue
3BYKa 3aBepluaetca TeM, YTo KonebaHua 6a3unapHoi

MeMbpaHbl NPUBOAAT K MepuoanMyeckum paspagam
UMNYNbCOB B a((hepeHTHbIX BOJIOKHaX ClyX0BOro
HepBa. JNEKTPUYECKYH aKTUBHOCTb MHOrMX adde-
PEHTHbIX BONOKOH MOXHO 3aperncTpupoBaTh BHeK/e-
TOYHO B BMJE COCTaBHOr0 NoTeHUMana feicTBus.
Okasanocb, 4TO Ha 3BYK OMpefeNieHHON 4vacTo-
Tbl OTBEYAET TOJIbKO He60NbLIOe YMCAO YAUTKOBBIX
apepeHToB. BO3HUMKHOBEHME OTBeTa 3aBUCUT OT
pacnonoxeHna apdepeHTHbIX HEPBHbLIX OKOHYaHWI
BAO/Ib KOPTMEBA OpraHa, NOCKO/IbKY MPW OLHOW U TOl
e yacToTe 3ByKa aMnnunTyfa cMmeuieHwid 6asmnap-
HOW Mem6paHbl He OAMHAKOBA B Pa3HbIX €e yyacTKax.
3TO oT4YacTu 06YCMOBAEHO Pa3NUYUAMMU LINPUHBI
MeM6paHbl 1 ee HanpsXXeHWs BAOMb KOpTUeBa opra-
Ha. PaHblie cyMTanocb, YTO pasHULa Pe30HaHCHOI
4acTOTbl B pa3HbIX yyacTKax 6a3unspHoii MembpaHsbl
06bACHAETCA PasNNUNAMUN LWNPUHBbI U HaNpPsHKEHUS
3TMX Yy4yacTKOB. Hanpumep, y OCHOBAHWUSA YIUTKM
wupuHa 6asmnapHoii MembpaHbl 1004 T, a y Bep-
Xywkun — 500 4 T. Kpome TOro, y OCHOBaHUA YAUTKK
HanpsxeHne mem6paHbl 60/blIEe, YEM Y BEPXYLUKW.
CnepoBaTenbHO, y4yacTOK MemMOpaHbl OKO/M0 OCHO-
BaHWA A0/HKeH BUGpUpoBaTb ¢ 60/iee BLICOKOW 4ac-
TOTOM, YeM y4yacTOK Yy BepXyLKW, MoJo6HO KOpOT-
KUM CTPYHaM My3blKasbHbIX MHCTPYMEHTOB. OfHaKO
3KCMepMMEHTbl MoKasanu, 4YTo 6asunspHas Mem6-
paHa KonebneTcs Kak eauHoe Lenoe, No Heid cnepy-
0T 6eryuime BOMHbI. TMpU BbICOKOYACTOTHbLIX TOHax
amMnauTyga BOMHOOGpPa3HbIX KonebaHuii 6asnmndap-
HOW MembpaHbl MakKcuManbHa 6aMXe K OCHOBaHWUIO
YAUTKKN, @& NpU HU3KOYACTOTHbIX — Yy BEPXYLUKMU.
B peiicTBuTenbHOCTM 6GasunsipHas membpaHa geic-
TBYeT KaK 4acTOTHbI aHanu3aTop; CTUMY/N pacnpe-
fenseTcs No Hell BAOMb KOPTMEBa opraHa Takum obpa-
30M, 4YTO BOJIOCKOBbIE KNETKW pasHOW nokanmsayum
OTBEYAKT Ha 3BYKWM pasHOli 4acToTbl. TO 3aKnoue-
HWe cCOCTaBAsfeT OCHOBY Teopuwn mecTa. Kpome Toro,
pacnofoXeHHble BAOMb KOpTWeBa OpraHa BOOCKO-
Bble K/EeTKW, HAacCTpPOeHbl Ha pasHyl 4acToTy 3ByKa
BCNeACTBME UX BMOGN3NYECKMUX CBOWCTB U 0COOEH-
HOCTeil cTepeouunuii. bnarogaps 3TuMm (akTopam
nonyvaetcs Tak Ha3blBaeMas TOHOTOMMYecKas KapTa
6a3nnapHoOin Mem6paHbl 1 KOPTHEBA OpraHa.
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Mepudbepuyecknii otaen
BECTUOYNAPHOIA CUCTEMBDI

BecTubynspHas cuctema BOCMPUHMMAET Yra0BOe
U IMHENHOE YCKOPEHNS roNoBbl. CUTHaNbl 3TOM cuc-
Tembl 3aMyCcKalT ABUXEHWUS TOM0Bbl U rnas, obecne-
yumsawwme ctabunbHoe 3puUTeNbHOE KU306pakeHue
Ha CceTyaTKe, a TakXe KOppeKuui nosbl Tena Ans
noAAepXaHusa paBHoBecus.

CTpoeHune BeCTUOYIApPHOro nabupuHta

Tak Xe KaK YynuTKa, BeCTUOYNApHbIA annapar
npeacTtaBnseT coboil nepenoHYaTblli NabUPUHT,
HaxoAawWwmiica B KOCTHOM nabupuHTte (puc. 5-21 A).
Ha Ka)Xgoi CTOpOoHe rofioBbl BECTUOYNSAPHLIA anna-
pat o6pa3oBaH Tpemsa MONYKPY>XHbIMU KaHanamu
[ropu3oHTaNbHbIM, BeEPTUKa/bHbIM MNepesHUM (Bep-
XHUM) W BEPTUKa/IbHbIM 33JHUM] W 4BYMSA OTONINTO-
BbIMW OpraHamu. Bce 3TW CTPYKTypbl MOTpY>XeHbl B
nepunumdy u 3anofiHeHbl 3HZoNuUMGoOl. BcocTas
OTO/IMTOBOrO OpraHa BXOAAT yTpukynyc (utricu/us —
3NAUNTUYECKNI T MeloYveK, MaTouyka) U CaKKynyc
(sacculus — cthepuuecknin mewouek). OLWH KOHel,
KaXXJoro MoNyKpy>XHOro KaHana paclivMpeH B Buje
amnynbl. Bce MoNyKpyXHble KaHanbl BXOAAT B YTPU-
Kynyc. YTpuUKynyc u cakkynyc coobuialotca Mexgy
coboii yepes coeguHAOWMIA NpPoToK (ductus reuniens).
OT Hero 6epeT Havano sHAoAMM@aTMYeCKUii npo-
ToK (ductus endolymphaticus), 3akaH4YMBalO L MNii-
ca 3HJONUMPATUYECKUM MelKoM, 06pasyrowmm
coefuHeHue c ynuTKol. Yepe3 3TO coefuHeHWe B
BeCTUOYNAPHLIA annapat nocTynaeT 3aHponumda,
cekpeTupyemMas COCYAUCTOW MOMOCKON YAUTKH.

Kaxablii 1“3 MONYKPYXXHbIX KaHaloB Of4HOW CTO-
POHbI TFOMIOBbI PACMO/IOXEH B TOW e MIOCKOCTK,
YTO M COOTBETCTBYHL NI €My KaHan ApYyroi cTopo-
Hbl. Bbnarogaps 3TOMy KOppecnoHAupylouime ydac-
TKU CEHCOPHOr0 3NUTENWUs [ABYX MNapHbIX KaHaloB
BOCMPUHUMAIOT ABWMXEHWUA T0n0Bbl B Nt060A nnoc-
KocTu. Ha pucyHke 5-21 B nokasaHa opueHTaLus
MONYKPYXHbIX KaHanoB no 06e CTOPOHbI [OMOBbI;
obpaTuTe BHMMaHWe, 4YTO Y/JMTKa HaxoAMTCA POCT-
panbHO OT BECTUOYNAPHOrO anmnapaTa U 4YTo BEpXYLU-
Ka YAUTKW NEeXUT natepanbHo. [1Ba ropn3oHTanbHbIX
KaHana no o06e CTOPOHbI ron0Bbl 06pas3ylT napy,
TaK e KakK [Ba BepTUKaNbHbIX MNepefjHUX W [Ba
BEPTMKANbHbIX 33afHWX KaHana. Y ropuM3oHTanbHbIX
KaHanoB ecTb WHTepecHas O0COGEHHOCTb: OHMK

Puc. 5-21. BectnbynapHas cuctema.

HaxoAAaTCcs B NAOCKOCTWM TOPU3OHTAa NPU HaK/OoHe
ronosbl Ha 30°. YTpPUKYnyC OpPWEHTUPOBaH MNOYTU
rOpM30HTaNbHO, & CAKKYNyC — BepPTUKAaNbHO.

AMNyna KaxpAoro MNonyKpyXHOro KaHana cojep-
XWUT CEHCOPHbIA 3nuTenunii B BUAE TaK Ha3blBAEMOTO
amnynsapHoro rpebewka (crista ampullaris) ¢ Bectu-
O6ynApHbLIMU BOSIOCKOBLIMU KneTkaMu (cxema pas-
pe3a 4epe3 amnynsapHbIN rpebewlok npegcTaBneHa
Ha puc. 5-21 B). OHM WHHEPBUPYKTCA MNEPBUYHDI-
MW aPepeHTHbBIMU BOMIOKHaMW BeCTUOYNAPHO-
ro Hepsa, cocrtasnqawouwero 4yacto VIII yepenHoro
HepBa. Kaxkfas BONOCKOBasA KneTkKa BECTUOYNSPHOTo
annapata, NOAOGHO aHaNOrMYHbIM KNeTKam YauT-
KW, HeceT Ha CBOe BepXyLlKe My4YOK CTepeoLunnuin
(pecHnuek). OfHaKo, B OT/IMUYME OT KNETOK YNUTKM,
BECTMOYNAPHbIe BOJIOCKOBbIE K/ETKW ele WUMerT
OAVHOYHYIO KUHOUWMNMIO. Bce pecHUYKW amnynsap-
HbIX KNETOK MOrpy>eHbl B XefeobpasHyl CTPYK-
TYpy — Kynyny, KoTopas pacrnofaraeTcs mnonepek
aMmnysbl, NOMHOCTbLIO MepekpbiBas ee npocset. [pu
YyrnoBoMm (BpaLiaTtenbHOM) YCKOPEHUMN r0N0Bbl Kynyna
OTKNOHAETCH; COOTBETCTBEHHO CrMbat0TCA PECHUYKM
BONOCKOBbIX KNeTOK. Y Kynynbl Takoil e YAenbHbli
BeC (NNOTHOCTL), KaK Y 3HAOAMM®PbI, MO3TOMY Ha Hee
He BNINSIET NMHEHOE YCKOpeHue, co3faBaemMmoe CUoi
TAXecTu (rpaBUTaLMOHHOE yckopeHue). Ha pucyH-
ke 5-21 I npeAcTaBNeHO MOMOXeHWUe Kynynbl [0
nosopoTa ronosbl (I') 1 Bo Bpemsa nosopoTa (4).

CEeHCOpHbIA 3aNUTeNnii 0TONMTOBbLIX OpPraHoB 3TO
MATHO 31MNTMYecKOro Mewouka (macula utriculi)
N NATHO cepunyeckoro mewtodka (macula sacculi)
(puc. 5-21 E). Kaxpgasa Makyna (NATHO) BbiCTNnaHa
BECTMOYNAPHLIMMW BOSIOCKOBbIMU KneTkaMu. NxcTe-
peounnun MU KUHOLMNUSA, TaK Xe KaK PEeCHUYKU
BO/IOCKOBbIX KNETOK aMny/bl, MOTPYXeHbl B ese-
o6pasHyo Maccy. OTnuume >xeneobpasHol Macchl
OTO/NIMTOBbLIX OPraHoB B TOM, 4YTO OHa COAEPXMUT
MHOTFOYUC/AEHHbIE OTONUTLI (Menbyaiwmne «kKame-
HUCTble» BK/OUYEHUA) — KpucTannbl KapboHaTa
Kanbumna (kanbumTa). XeneobpasHasa macca BmecTe
C ee OTO/IMTaMW Ha3blBaeTCA OTO/IUTOBOW Membpa-
HOM. 3a cuyeT NpuUCYTCTBMA KPUCTaAN0B KalbLuuTa
yAenbHbIA Bec (MMIOTHOCTb) OTONMTOBOW MeMOpaHbl
NPUMEPHO B /Ba pa3sa Bbllle, YeM Y IHA0NUMPbI, NO3-
TOMY O0TONMTOBafA Memb6paHa Nerko cABMraeTcs noj
JEeCTBUEM NUHEWHOro YCKOPEHMs, cOo3fjaBaeMoro
CUNON TAXKECTU. YTN0BOE YCKOPEHME F0N0Bbl K TaKo-
My 3th(heKTy He MPUBOAUT, MOCKO/bKY OTONMUTOBAA
Mem6paHa Mo4YTW He BbICTYNaeT B NPOCBET MepPenoH-
4yaToro nabmpuHTa.

A— cTpoeHMe BeCTMBYNAPHOro annapara. b5 — Bupa cBepXy Ha OCHOBaHWe Yepena. 3ameTHa OpueHTaLms CTPYKTYp
BHYTPEHHero yxa. O6paTuTe BHWMaHWe Ha Mapbl KOHTpanaTepanbHbIX MOMYKPYXHbIX KaHafoB Haxogslimecs B

OAHOT NNOCKOCTU (I'IO ABa rOPU30HTa/IbHbIX, BEPXHUX — NepeaHnN - N HWXKHUX — 3afHUX KaHana). B

CXema pas-

pe3a yepes aMnynspHbIiA rpe6elok. CTePeoLMnnn 1 KUHOLUANA KaX 0 BONOCKOBO KNETKU NOTPYXXEHbI B Kynyy.
MonoxeHue Kynynbl 4o nosopoTa roiosbl (M) 1 Bo Bpems nosopoTa ([). E— CTpoeHue oTONUTOBbIX OpraHoB
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VHHepBauusa CeHCOpPHOro anuTenusa
BECTUOY/IAPHOro annaparta

Tena KNeToK MepBUYHbIX aPepeHTHbIX BOSOKOH
BECTMOYNAPHOro HepBa pacnonaratTcsa B FaHrivm
Scarpae. Tak e Kak HepOHbl CIUPaNbHOIO raHrnns,
3TO 6MNONAPHbIE KNETKU; UX Tena U aKCOHbl MUenu-
HW3NWpOBaHbl. BecTnbYNApHbLIA HEpPB NoCbiNaeT oTAe-
NbHYK BETBb K KaX[O0 MaKyne CEHCOPHOro anuTe-
nna (puc. 5-22 A). BecTnbynapHblii HepB MAET BMecTe
C Y/IUTKOBbIM W NNLEBbIM HEpBamu BO BHYTPEHHEM
CNYyX0BOM MNpoxoje (meatus acusticus internus) yepena.

BecTnbynsapHble NOMNOCKOBbIE KETKW AenAT Ha fBa
Tna (puc. 5-22 b). Knetkn ITuna wumewT dopmy
KoN6bl 1N 06pasyldT CMHaNTUYeCKne COeAUHEHUS C
60KanoBMAHbLIMU OKOHYaHUAMU MEpPBUYHBLIX agde-

peHTOB BecTubynapHoro Hepea Knetku Il Tuna
LUAMHApUYECKUE, WX CUHaNTU4YeCKMe KOHTakK-
Tbl HaxOAATCA Ha TeX XKe MepBUYHbLIX addepeHTax.
CuHancbl BecTUOYNspHbIX 3M(EPEHTHLIX BOJIOKOH
pacrnosiokeHbl Ha OKOHYaHWAX MepBUYHbLIX adde-
PEeHTOB KneTtok ITtuna. C knetkamu Il Tuna BecTu-
6ynapHble adepeHTHbIE BONOKHa 06pas3yloT nps-
Mble CMHANTUYeCKMe KOHTaKTbl. Takas opraHu3auus
aHanormMyHa pacCMOTPEHHOW Bbille MpWM OMUCAHUU
KOHTAKTOB a(epeHTHbIX N 3PepeHTHbIX BOMO-
KOH Y/MTKOBOFO HepBa C BHYTPEHHUMU W HapyX-
HbIMW BOJ/IOCKOBbLIMW KNeTKaMu KOpTMeBa OpraHa.
MpucyTcTBUEM 3PP EPEHTHBLIX HEPBHbIX OKOHYaHWM
Ha KneTkax Il TMna mMoXeT 06bACHATLCA Heperynap-
HOCTb paspsfoB B adhepeHTax 3TUX KNETOK.

A — WVHHepBauusa nepenoH4yaToro nabupuHta. b — BecTnbynapHble BONOCKOBble KneTku | wn Il Tunos.
Ha Bpeske cnpasa: B[ CBEPXY Ha CTepeouunun n KuHouunmm O6paTuTe BHUMaHWe, rAe HaXOAATCA KOHTaKTbl

ahepeHTHbIX U 3 (hepPeHTHbLIX BOIOKOH



BepxHuii

MepeaHui amnynApHbIi
MONYKPYXHblit HEPB .
KaHan YTPUKYNAPHbIA
Heps aHrnuii
r . (CKapna)
atepanbHblii Bepxuuit  (BepXHmit "
amnyNAPHbIN CaKKyNAPHbIU ra”&ﬂgﬂ_%ﬁfp”a
nepe HepB émeﬁbmg
FOpH30HTANbHbI CnyxoBoit Heps
NONYKPYXHbI A
Karan /yeBoit Heps
KN
y bapabaHHas
NONYKPYXHbl A
kakan NecTHuLa
JapHuit i
. eCTHMLA
amnynspHblit
Heps npeszasepus
[ NaBHblit
CaKKynApHBI ] YNUTKOBBIX X0
HepB Bectubynokoxneapras  CnupanibHblit
COBAMHUTENbHAA BETBb  TAHI/INIA YIUTKM
Bug cBepxy
Crepeounnuu  KuHouunus
Kuxoumnu
bokanosugHoe
HepBHoe
OKOHYaHue
dhthepeHTHOe
BO/IOKHO
AddepeHTHble

BONOKHA



Mpeobpa3zoBaHune (TpaHCOYKLUUS)
BECTUOYNAPHbIX CUTHAJIOB

Tak e KaK y BO/IOCKOBbIX KNeTOK YAUTKW, MeM-
6paHa BeCTMOYNAPHbIX BOJIOCKOBbLIX K/ETOK (YH-
KUMOHanbHO nonsipusoBaHa. Korga cTepeoumnuu
CcrmbarTcs B CTOPOHY CaMOW A/IMHHON PECHUYKM
(knHouMNMK), BO3pacTaeT KATUOHHAA NPOBOAUMOCTb
MeMbpaHbl BepXYLIKU KNeTKW, W BecTubynspHas
BONOCKOBas KjeTka genonspusyetca (puc. 5-23 B).
N Hao60poT, NpyM Hak/OHe CTepeoLuunnini B NpoTuU-
BOMO/IOXHYI CTOPOHY MPOUCXOAWUT TFUNepnonspu-
3auns Knetkn. W3 BONOCKOBOIW KNETKM TOHWYec-
K (MNOCTOAHHO) BbICBOGOXAAETCA BO36YXAatoLnii
HelipomeguaTop (rnytamart nMbo acnaprar), Tak 4To
apepeHTHOe BONOKHO, Ha KOTOpPOM 3Ta KJeTka
obpasyeT cuMHaNc, reHepupyeT UMNY/AbCHYK aKTUB-
HOCTb CMOHTaHHO, NPU OTCYTCTBUM CUrHanoB. Mpu
Aenonspu3anmna KneTku yBeNN4YMBaeTCs BblCBOGOX-
JeHune HeillpoMeamarTopa, 1 vyacToTa paspsja Badde-
PeHTHOM BO/IOKHe BO3pacTaeT. Bcnyyae runepno-
napusaunn, HaobopoT, BbICBOOOXAaeTCH MeHbluee
KONMYecTBO HeilpomegmaTopa, M vyactota paspsd-
Ja CHWXaeTcs BMAOTb A0 MOMHOr0 MNpekpalieHus
UmMnynbcayum.

MonyKpyXHble KaHasbl
Kak Yy>XXe& roBopunocb, npm noBopoTax TroJ0Bbl

BO/IOCKOBbIE KMeTKW aMnynbl MOAy4yalT CEHCOp-
HYI0 WHGOpPMaLMIo, KOTOPYK OHM HanpasnsioT B

rO/0BHOMN MO3r. MexaHU3M 3TOro ABMEHUs 3aKJlo-
yaeTcs B TOM, 4TO Yr/IOBble YCKOpPeHUsi (MOBOPOThI
ros0Bbl) CONPOBOXAATCA CrmbaHMeM pecHUYEK Ha
BO/IOCKOBbIX K/feTKax aMnynsapHoro rpebetka v Kak
cnepcTBMe CABUIOM MeM6GpaHHOro noTeHuuana w
N3MEHeHNEeM KOMYecTBa BbICBO6GOXAaeMOro Helipo-
megmatopa. pu yrnoBbiXx YCKOpPeHUsX 3HAonmmda
B CUNYy CBOE WHepUWM CMel,aeTcd OTHOCUTENb-
HO CTEHKMW MepenoH4yaTtoro nabmpuHTa M JaBuUT Ha
Kynyny. CABUTOBOe ycuaue 3acTaBnsgeT PECHUYKM
crubatbes. Bce pecHMYKM KNETOK KaXAoro amny-
NApPHOro rpebelwka OPMEHTUPOBAHbI B OAMHAKO-
BOM HanpasfieHWU. B ropusoHTaibHOM MNONYKPYX-
HOM KaHafle peCHUYKU obpalieHbl K YyTpUKynycy, B
amnynax AByX APYruMX NONYKPYXHbIX KaHanos — OT
yTpuKynyca.

N3meHeHns paspaga addepeHToB BecTubynap-
HOro HepBa Moj AeACTBMEM YI/N0BOr0 YCKOpPeHUs
MOXHO 06CYAMTb Ha MNpuUMepe TOPU3OHTANLHOTO
NONYKPYXHOro KaHana. KuHouwmnmm Bcex BOSOC-
KOBbIX KNeTOK 06bIYHO 06palieHbl K YTPUKYnycy.
CnepfoBaTefibHO, MpU CrnubaHUM pecHUYeK K yTpu-
Kynycy 4yacTtoTa aepeHTHOro paspsja noBblWwa-
eTcs, a nNpuM UX crmbaHum OT YTPUKYyNyca — CHU-
XaeTca [pu NOBOPOTE rOMIOBbI HaNeBo 3HAOAMMMA
B FOPU3OHTaNbHbIX MONYKPYXHbIX KaHanax cme-
Wwaetca BNpaBo. B pesynbTaTe pecHWYKU BONOCKO-
BbIX KNETOK /1eBOr0 KaHana crubalwTcs B CTOPOHY
YyTpUKynyca, a B NpaBOM KaHane — OT yTpuKynyca
CoOTBETCTBEHHO u4acToTa paspafa B addepeHTax
NeBOro ropM3oHTaNbHOrO KaHana MoBbllWaeTcs, a B
aphepeHTax NpaBoro —ymeHbLUaeTCH.

Puc. 5-23. MexaHun4yeckne npeobpa3oBaHns B BOSIOCKOBbIX K/eTKax.

A — BonockoBas KneTka
B — MonoxuTenbHas MexaHuuyeckas Aeopmayus;
B — OTpuuatenbHas MexaHu4Yeckas geopmaums;

["— MexaHunyeckas 4yBCTBUTENbHOCTb BOJIOCKOBOW KNeTKW;

0 — (yHKUMOHaNbHas MonspusaLus BecTUBYNAPHbIX BOMOCKOBLIX KNeTOK. Mpu cru6aHuu crepeouunuii no
HanpaB/ieHNI0 K KUHOLWUAUM BOMOCKOBAs K/ETKA AEN0Nspu3yeTcs U B apdepeHTHOM BO/IOKHE BO3HWKAET BO36YXK-
AeHvie. Mpu crméaHMy CTepeoLMnnii B CTOPOHY OT KMHOLMAMW BONIOCKOBas KneTka runepnonspusyetcs v agde-

PEeHTHbLIN paspsa ocnabesaeT UK NpeKpallyaeTcs
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MbileYHble peLenTopbl PacTsXXeHUs

HeckonbKo BaXKHbIX CAWHANbHbIX pedeKCoB akTu-
BMPYHOTCA MbILLEYHBbIMU pPeLenTopammn pacTsXKeHns —
MbILIEYHBIMY BepeTeHaMU W CYXOXWAbHbIM anmnapa-
TOM [0MbAXMN. DTO MbILLIEYHbIV pedd/ieKC Ha PacTSHKEHUe
(MroTaTUYecKnin pethnekc) 1 06paTHbIN MUOTATUYECKUIA
pecthnekc, HY>XXHble A8 NoAAEPXKaHUS NO3bl.

Lpyroin 3Hauymmblii pednekc — crubaTenbHbIN,
BbI3bIBAETCA CUTHAaNaMu OT PasfiInUyHbIX CEHCOPHbIX
peLenTopoB KOXW, MbILL, CyCTaBOB U BHYTPEHHUX
opraHoB. AddepeHTHble BOJIOKHA, Bbi3blBaloWwue
3TOT pediekc, 4acTo Ha3biBalOT adyhepeHTaMu cruba-
TeNbHOro peduiekca.

CTpoeHre 1 PYHKLUMN MbILLEYHOTO
BepeTeHa

CTpyKTypa U OYHKLNW MbILLEYHbIX BEPETEH OYeHb
CNOXHbl. OHWM NPUCYTCTBYKT B GO/bLIMHCTBE CKe-
NETHbIX MbIWL, HO UX 0COGEHHO MHOrO B MblWLAX,
TpebyloWwmnx TOHKOW perynauumn ABMXeHUn (Hanpu-
Mep, B MeIKUX MbILWLAX KUCTK). YTo KacaeTcs Kpyn-
HbIX MbILWL, TO MblWEYHbIX BepeTeH 60JiblIe BCEro B
MblLILLaX, COAepXallMx MHOr0 MefneHHbIX hasnyec-
KMX BOJIOKOH (BONOKOH | Tuna; slow twitchfibers

BepeTeHO COCTOUT M3 Myyka MOAMDULUPOBAHHbBIX
MbILIEYHbIX BOJIOKOH, WHHEPBUPYEMbIX U CEHCOp-
HbIMW, W ABUTaTeNbHbIMW aKcoHamun (puc. 5-24 A).
LvnameTp MbIleYHOro BepeTeHa paBeH MNPUMEPHO
100 |am, gnvHa —po 10 MM. IHHepBMpOBaHHas 4YacTb
MbILIEYHOTO BepeTeHa 3aK/ilo4yeHa B COEAUHUTENb-
HOTKaHHY Kancyny. Tak Ha3blBaemMoe numdaTtuyec-
KOe MPOCTPaHCTBO Kancy/bl 3aM0O/HEHO XUAKOCTbHO.
MblLe4yHOe BEpeTEHOCBOBOAHO pacnonaraeTca Mexay
06bIYHBIMN MbILIEYHbIMU BOMOKHAMU. [UCTanbHbliA
ero KOHeL, npukpenneH K 3HAOMU3NIO— COEANHU-
TeNbHOTKAaHHOW CEeTU BHYTPU MblWLbl. MbileyHble
BEpeTeHa 1iexat napanfiebHo 06bIYHbIM NONEpPeYHOo-
nosiocaTblM MbILIEYHbIM BOSIOKHAM.

MblLeYHOE BEPETEHO COAEPXUT MOAUPULUPOBAH-
Hble MbIlWEYHbIE BOJIOKHA, HasblBaeMble WHTpady-
3a/IbHbIMW  MbILLEYHbIMW BOIOKHAMW, B OTAu4ue OT
06bIYHbIX — 3KCTpafy3a/ibHbIX MbILLEYHbIX BOSIOKOH.
MHTpadysanbHble BOJIOKHA rOpa3fo TOHbLIE, 4YeM
aKcTpahysanbHble, U CNNLWKOM cfabbl, 4TOObI y4yacT-
BOBaTb B COKpALLEHNU MbilWLbl. PasnnyaloT fBa TUna
MHTpady3anbHbIX MbIWEYHbIX BOMOKOH: C iAepHOW
CYMKON © C AfgepHOW uenouykoi (puc. 5-24 B). WUx
Ha3BaHMWA CBA3aHbl C OpraHu3aLmneil KNeTouHbIX S4ep.
BonokHa ¢ afepHoO CYMKOI KpynHee, YemM BOMOKHa C

ALEPHOW LEenoYKon, n nx aapa NNOTHO ynakoBaHbl B
cpefiHeli yacTh BONOKHa Hanofobue CyMKU C anenb-
CMHaMu. B BOMOKOHaX C SiAePHON LenoYvKoi Bce sgpa
pacnosfioXeHbl B O4UH pAS.

MbileyHble BEPETEHA NOMYYAOT CNOXHYI WHHEpP-
Baumio. CeHCOpHas WHHepBauua COCTOUT U3 OJHOrO
adhepeHTHOro akcoHa rpynnbl 1a u HeCKONbKMX ade-
peHToB rpynnbi 11 (puc. 5-24 B). At depeHTbl rpynnbl la
OTHOCAT K K/acCy CeHCOPHbIX aKCOHOB Hamb60/bLUero
AvameTpa Co CKOPOCTbIO NpoBefeHnsa oT 72 o 120 m/c;
aKCOHbI rpynnbl Il UMeT NPOMEXYTOUHbIA AnameTp
W MPOBOAAT MMNYNbCbl CO CKOPOCTbIO OT 36 40 72 m/c.
AddepeHTHbIA akcoH rpynnbl 1a o6pasyeT nepBUYHOe
OKOHYaHWe, cnupanbHO 06BMBAKOLLEE KaXK[oe WMHTpa-
(hy3anbHOe BOMOKHO. MepBUYHbIE OKOHYAHWNS €CTb Ha
MHTpay3anbHbiX BONOKHaX 060MX TUNOB, YTO BaXKHO
ONA LeATeNbHOCTWM 3TUX peuenTopoB. AddepeHTbl
rpynnsl 1l 06pasytoT BTOPUYHbIE OKOHYaHWNS Ha BOJIOK-
Hax C AfEePHON LEeNOYKOIA.

[BuratenbHy0 WHHepBaLUWIO MbllleYHbIX BepeTeH
obecneymBaloT AgBa TUnNa y-ap@epeHTHbIX aKCOHOB
(puc. 5-24 B). AnHamunyeckue y-ahepeHTbl OKaH4Yu-
BalOTCA Ha KaXAOM BOJIOKHE C SIAEPHOIN CYMKOIA,
cTaTunyeckue y-spepeHTbl — Ha BOJIOKHAaxX C sgep-
HOM Leno4ykon. y-OddepeHTHbIe aKCOHbl TOHbLUE,
yem a-apdepeHTbl 3KCTpady3anbHbIX MbllEYHbIX
BO/IOKOH, MO3TOMY OHW MNPOBOAAT BO3OyXAeHue ¢
MeHbLLEel CKOPOCTbH.

MbllWeyHoe BepeTeHO pearvpyer Ha pacTsaxeHue
MblWLbl. Ha pucyHke 5-24 B nokasaHo W3MeHeHWe
aKTUBHOCTU alhepeHTHOro akcoHa npu nepexope
MbILLIEYHOTO BepeTeHa OT YKOPOYEHHOro COCTOAHMA
BO Bpemsi COKpal,eHus 3akcTpadysanbHbiX BONOKOH
K COCTOAHMWIO YANMHEHUS MPUN PaCTSHKEHUN MbILLbI.
CokpalweHue 3KcTpady3anbHbIX MbIWEYHbIX BO/O-
KOH 3acTaB/iieT MbILEYHOE BEPETEHO yKOopauyuBaTtb-
CHA, MOCKO/bKY OHO JIeXXWUT napannenbHo 3kcTpady-
3a/lbHbIM BOOKHaM (CM. BblLLe).

AKTUBHOCTb 3((EepeHTOB MbILWEYHbIX BEpPeTeH
3aBUCUT OT MEXAHUYECKOro pacTsXeHusa apgepeHT-
HbIX OKOHYaHW Ha MHTPady3anbHbIX BONOKHaX. Mpw
COKpaLLeHnn 3KcTpady3anbHbiX BOMOKOH MblLLEYHOE
BO/NIOKHO YKOpayuMBaeTCs, pPacCcTOfHUE MexXAy BUT-
Kamun appepeHTHOro HEepPBHOr0 OKOHYAHWUSA YMeEHb-
lwaeTcs, U vactoTa paspafa B ahepeHTHOM akKcoHe
nagaet. 1 Hao60poT, Korga BCcs MblLiLa NogBepraeTcs
pacTsXXeHNIo, MbllLleYyHOoe BepeTeHO TOXe YA/IMHAeTCA
(MOTOMY 4YTO ero KOHLUbl MPUKPeneHbl K COeAUHMU-
TEeNbHOTKAHHOM CeTW BHYTPU MbILLbI), U pacTArmBa-
Hue aPepeHTHOro OKOH4YaHMA MNOBbIWAET 4acToTy
ero MMNynbCHOro paspsja.

Puc. 5-24. CeHCOpHbIe PeLenTopbl, OTBETCTBEHHbIE 3@ Bbl3blBaHWe CMUHANbHbLIX Pe(eKCOB.

A — CXeMa MbILIeYHOro BepeTeHa. b — MHTpady3anbHble BONOKHA C AAEPHON CYMKOI U sAepHOi LIenoYKoii; nx
CEHCOpHas 1 iBuraTesibHas MHHepBaLus. B— N3MeHeHMs 4acToTbl MMNYNLCHOMO pa3psaa ahepeHTHOro akcoHa
MbILLEYHOrO BepeTeHa BO BPeMs YKOPOUEHUs MbilLbl (MpW ee coKpalieHun) (a) U BO BPeMS YANMHEHWNS MbILLbI
(npw ee pacTsxkeHumn) (6). BL — BO Bpems COKpaLLeHNs MbllLbl HAarpy3Ka Ha MblLLEYHOE BEPETEHO YMEHbLLAETCA
MOCKO/IbKY OHO Pacro/noXeHo napasiesibHO 06bIYHLIM MbILEYHbIM BOOKHAM. BN — Npu pacTXKeHWn Mbilllpl
MblILLEYHOE BEPETEHO YANUHAETCA. P— perncrpupytouas cuctema
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MblilLleYHble peLenTopbl pacTsXXeHus

M3BecTeH cnocob BAMAHNA apdepeHTOB Ha ped-
NEeKTOPHYH aKTMBHOCTb — Yepe3 MX B3anmogelic-
TBUE C MHTpady3anbHbIMU BOMOKHAMU C SiAEPHON
CYMKOI M BONIOKHaMW C fifepHON uenoukoi. Kak
YyNOMSHYTO BblWe, eCTb ABa TuNna Yy-MOTOHelpo-
HOB: AMHAMMWYECKMe 1 cTaTuyeckne. JuHamunyeckme
ABUTATENIbHbIE Y-aKCOHbl OKAHYMBAKTCA Ha MHT-
pady3anbHbiX BOMOKHAX C iAEPHON CYMKOW, a cTa-
TWYECKMe — Ha BOJIOKHaX C AAEPHON Len0YKOW.
Mpu akTuBaLMKW AUHAMUYECKOTO Y-MOTOHeihpoHa
yCunuBaeTca AMHaMuUYeckuih oTBeT addepeHTOB
rpynnbl la (puc. 5-25 A4), a npu akTuBauuu cTa-
TUYECKOro Y-MOTOHelpoHa BO3pacTalT cTaTuyec-
Kue oTBeTbl addepeHToB 06emx rpynn — la wull
(puc. 5-25 A3), 1 OL4HOBPEMEHHO MOXET CHUXaTbCH
AMHaMM4yecKnin oTBeT. PasHble HUCXOAAWME NYTK
OKa3blBalT NPeAMoYTUTE/IbHOE BAUSHWE HA AWHAa-
MUYeckme NUbBO Ha cTaTMyeckue y-MOTOHEWPOHBI,
M3MEHAS TakKMM 06pa3om xapakTep pedeKTOpPHON
aKTUBHOCTM CMMUHHOTO MoO3ra.

Puc. 5-25. MbllWweyHble peLenTopbl pacTAXeHuUs.

CyxoxunbHbI annapat Fonbmku

B CKeneTHbIX MblLWLLaXeCTbelW,e0AUHTUN peLenTo-
POB PacTAXEeHNAa — CYXO0XWUbHbIA annapat [onbmku
(puc. 5-25 B). PeuenTop guametpom 0koao 100 fim w
ONVHOW npumepHOo 1MM 06pa3oBaH OKOHYaHUAMMU
apepeHToB rpynnbl Ib —TOACTbIX aKCOHOB C TaKoW
)Ke CKOPOCTb NPOBEAEHNS UMMY/bCa, Kak ny agde-
peHTOB rpynnbl la 3TW OKOHYaHMA 06epThiBalOTCA
BOKPYT NMYYKOB KONJAreHOBbIX HUTEN B CYXOXWAUN
MbILWUbl (MW B CYXOXUAbHbIX BKAKOUYEHUAX BHYTPU
MbllWLbl). YyBCTBUTENbHOE OKOHYaHWe CYXOXW/b-
HOro anmnapaTta OpPraHM30BaHO MO OTHOLWEHWD K
MblLILEe NOCNeA0BaTe/lbHO, B OTANYMNE OT MblLUEYHbIX
BEpeTeH, NeXxalwnx napanfienbHo akcTpadysanbHbIM
BO/IOKHaM.

Bnarogaps cBoemy nocnefoBaTeNbHOMY pacnonoxe-
HUI0 CYXOXW/bHbIWA annapaT [onbAXu akTUBMpyeTCs
UAW NpU COKPALLEHUMN, NN NPU PACTIXKEHUMN MbILLLbI
(puc. 5-25 B). OgHaKo cokpaleHue MbiLLbl — 6onee
3D(EeKTUBHbI CTUMY/, YeM PacTAXEeHWe, NOCKO/b-
Ky CTUMYNOM [/151 CYXOXMW/bHOTO annapata CAyXuT
cuna, pasBuMBaeMas CyXOXWIMEM, B KOTOPOM Haxo-
onTcs peuentop. TakMm 06pa3oM, CYXOXW/bHbI
annapat [oAbgXU — faTYMK CUAbl, B OTAM4YME OT
MbILIEYHOr0 BepeTeHa, NOJAKLLEro CUTHANbI O A/IUHE
MbILLILbl U CKOPOCTU €e U3MEHEHNS.

A — BIMSHME CTATUYECKUX W IMHAMUYECKUX Y-MOTOHEPOHOB Ha OTBETHI MEPBUUYHOIO OKOHYAHWS Mpu pacTaxe-
HWUMN MbiLWLbl. Al — BpeMeHHOM XOA pacTKEHUS Mbllilbl A2 — pa3psAj akcoHa rpynnbl 1a npyu oTCYTCTBUM aKTUB-

HOCTK

-MOTOHelipoHa. A3 — OTBET BO BpeMs CTUMYMALMKU CTAaTUYECKOro Y-ad(hepeHTHOro akcoHa. A4 — oTBeT

BO BPEMS CTUMYNALWUM [MHAMMUYECKOTO Y-3h(hepeHTHOr0 akcoHa. b — CXema PacmonoXeHus CYX0XWUbHOIo
annapata Fonbmpkn. B — aKTMBaLus CyX0XWAbHOro annapaTa MofbAXu BO BpeMs pacTsXKeHUs MblLLbl (CNeBa) Um

COKpaLleHns MbllwLpl (cnpasa)
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PYHKLUMOHNPOBaAHME MbILLEYHbLIX BepeTeH

nel W nponopunoHanbHa 1WHE MbILLEYHOrO BepeTe-
Ha; 3TO 3aMeTHO KaK BO BpeMs IMHEWHOro pacTsxe-
Hua (puc. 5-26 A, cnesa), Tak W npu paccnabneHun
MbILWLbl NOCNe pacTaxeHus (puc. 5-26 A, cnpasa).
Takyl peakuutio HasblBalOT CTaTUYECKMM OTBETOM
ahepeHTOB MblWeYyHOro BepeTeHa. OfHako nep-
BUYHbIE U BTOPUYHbIE adPepeHTHble OKOHYaHMWA
OTBEYAlT Ha pacTaxeHWe no-pasHoMy. [MepBUYHbIE
OKOHYaHWA YYBCTBUTENIbHbI U K CTENEHW pacTaxe-
HWA, U K ero CKOPOCTU, TOrAa Kak BTOPUYHbIE OKOH-
YaHWs pearupyroT NPeMMyL,ecTBEHHO Ha BENNYUHY
pacTsxeHuns (puc. 5-26 A). 3Tu pasnmumsa onpege-
NA0T XapakTep aKTUBHOCTU OKOHYaHWUIi ABYX TUMNOB.
UYacToTa pa3psaja nepBMYHOro OKOHYaHUSA JOCTUraeT
MaKCMMyMa BO BpeMs PacTAXEHWS MblWLbl, a npu
paccnabneHun pacTAHYTOW MbllWLbl pas3psas npekpa-
Waerca. Peakuuto Takoro Tuna HasbiBawT AUHAMU-
YEeCKUM OTBETOM afpepeHTHbIX aKCOHOB rpynnbl la
OTBeTbl B LEHTPe pUCyHKa (puc. 5-26 A) — ato npu-
Mepbl AMHaMWUYECKMX OTBETOB MEPBUYHOrO OKOHYa-
HuA. MocTykuMBaHWe no Mblwue (1M60 NO ee Cyxo-
XWUNNK) WAKM CUHYCOWMAaNbHOe pacTaXeHue 6onee
3(h(heKTUBHO BbI3bIBAKOT pa3psaj B NepBUYHOM adde-
PEHTHOM OKOHYaHWW, YeM BO BTOPUYHOM.

Cyfa no xapakTepy OTBETOB, NMepBUYHbIE afhepeH-
THble OKOHYAHWUS CUTHaNM3UPYIOT KaK O MbILLIEYHON
ONUHe, TaK 1 0 CKOPOCTU ee U3MEHEHUSA, a BTOPUYHbIe
OKOHYaHMA nepefarwT UHHOPMALIUIO TONbKO O JNNHE
MbllWLbl. OTW pa3nnyua B NOBEAEHWU MNEPBUYHBIX
N BTOPWUYHbIX OKOHYaHWI 3aBUCAT B OCHOBHOM OT
pasHULbl MeXaHWYeCKUX CBONCTB WHTpagy3anbHbIX
BOMIOKOH C AAEPHON CYMKOW W C AAEpHON LLenoyvKon
Kak yKasblBanocb Bbllle, NEPBUYHbIE W BTOPUUHbIE
OKOHYaHUs ecTb Ha BO/IOKHaxX 060MX TUMOB, TOrAa Kak
BTOPUYHbIE OKOHYaHWA PaCcMooXeHbl MpenmyLiec-
TBEHHO HAa BONOKHAaX C AfepHOl Lenoykoil. CpeaHAs
(skBaTopuanbHasa) 4acTb BOOKHA C A4EPHON CYMKOI
NAeHa COKpaTUTeNbHbIX 6€1KOB M3-32 CKOMNNEHUS
KNeTOYHbIX ffep, NO3TOMY 3Ta 4acTb BONOKHA NErKO
pactarusaetca. OfHako cpa3y Mocne pacTsXeHus
CpefHAsA YyacTb BOSIOKHA C A4EPHOIN CYMKOI CTpEMUTCS
BEPHYTbCA K CBOEA WCXOAHON A/IMHE, XOTS KOHLeBble
4acTM BONOKHa YANUHAITCA. PeHOMeH, KOTOpbli

Puc. 5-26. MbllleYHble BepeTeHa 1 nx paboTa.

Ha3blBaeTCA «OMNON3aHuE», 06yCI'IOB}'IBH BA3KOYyMnpyrun-
MW CBOWCTBaMW 3TOrO VIHTpa(*)y3a}'IbHOFO BOJIOKHa.

NMepBMYHOr0 OKOHYAHWA C mocnepyrlolmm ocnabne-
HMEM aKTMBHOCTU [0 HOBOFO CTaTM4YeCKOro YPOBHS
4acToTbl UMMYNbLCOB.

B oTanyne OT BONIOKOH C SAEPHOM CYMKOW, Y BOJIO-
KOH C Si4ePHOI LenoYKon annHa usmeHseTcsa B bonee
6/M3KOM COOTBETCTBUM C W3MEHEHUAMU [AAWNHbI
3KCTpady3anbHbiX MbIWEYHbIX BOMIOKOH, MOTOMY
4YTO CpeAHAs 4YacTb BOMOKOH C S4EPHOIN LLeMoYKoit
COLEPXUT coKpaTuTenbHble 6enkn. CnefoBaTentHo,
BA3KOYMNPYrue XapakTepuCTUKU BOMOKHA C SiAepHOIA
LLenoyKoin 6onee OQHOPOAHbI, OHO HEe MOABEPXEHO
0no/3aHno, N ero BTOPUYHbIE a(epeHTHbIE OKOH-
YaHWS TEHEPUPYIOT TOMIbKO CTaTUYeCKnNe OTBETHI.

Jlo cux nop Mbl paccMaTpuBanu NoBefeHME MblLley-
HbIX BEpeTeH TONIbKO MpW OTCYTCTBMM aKTUBHOC-
TN Y-MOTOHEpoHOB. BmecTe ¢ TeM addhepeHTHas
WHHepBaLMs MblLLEYHbIX BEPETEH Ype3BblYaiiHO 3Ha-
4ynMa, NOCKONbKY OHa OnpefenseT YyBCTBUTEN bHOCTb
MbIlUEYHbIX BEPeTeH K pacTsXeHuto. Hanmpumep, Ha
puc. 5-26 B1 npefcTaB/ieHa aKTUBHOCTb adgepeHTa
MbILLIEYHOTO BepeTeHa BO BpeMA NOCTOAHHOrO pacTs-
XeHuns. Kak yxe roBopuaoch, Npu COKpaLleHnmn 3Kc-
Tpadyy3anbHbiX BOMOKOH (puc. 5-26 B2) MbilleYyHble
BEpeTeHa nepecTalT UCNbITbIBaTb HArpy3sKy, v paspsj
nx adepeHToB npekpawaetca. OLHAKO BAWAHUIO
pasrpy3ku Mbllle4YHOro BepeTeHa NMpOTMBOAENCTBYET
ahheKT CTUMYNALUM Y-MOTOHENPOHOB. Takas CcTu-
MynsiLMa 3acTaBfiseT MbllleYHOEe BepeTeHO yKopa-
ymBaTbCA BMecTe C aKCTpaly3anbHbIMU BONOKHaAMMU
(pnc. 5-26 B3). TouyHee, yKopaumBaroTCA TONbKO ABa
KOHLLA MbILLIEYHOro BepeTeHa; cpeAuHHas (3KBaTopu-
anbHas) ero 4acTb, rge HaxoAATCA KeTOYHble A4pa,
He coKpalaeTca M3-3a OTCYTCTBUS COKPaTUTENbHbIX
6enkoB. B pesynbTate CcpeAMHHas 4acTb BepeTeHa
YANNHAETCA, TaK 4To aypepeHTHbIE OKOHYAHUA pac-
TArMBaKTCA U BO3OYXJaloTCcA. ITOT MeXaHN3M OYeHb
BaXeH AN HOPMaNbHON AeATENbHOCTU MblLUEYHbIX
BEpeTeH, TaK KakK B pe3ynbTaTe HUCXOAALMX ABU-
raTefbHbIX KOMaHJf OT FOJIOBHOrO MO3ra MNpPOUCXO-
OUT, Kak MpaBu/io, OGHOBPEMEHHas aKTUBaLus a- u
Y-MOTOHEPOHOB W, C/e0BaTe/IbHO, COMPSHKEHHOE
COKpalleHne 3KcTpadysanbHbIX U UHTPady 3a7bHbIX
MblLLEYHbIX BONOKOH.

A— 0TBETbI MEPBMYHOTO 1 BTOPUYHOIO OKOHYaHMA Ha Pa3Ho06pasHble BUAbI U3MEHEHWI ANMHBI MbILLLBI; MPOAEMOHC-
TPUPOBaHbI Pa3Muna fUHAMUYECKNX U CTATUYECKNX OTBETOB. BepxHue KpuBble MOKa3blBAIOT XapakTep U3MeHeHWi
MBbILLEYHON ANWHBI. CpegHWiA v HWKHWIA pag 3anuceil — MMNYNbCHbIE paspafbl NEPBUYHBIX U BTOPUYHBIX HEPBHBIX
OKOHYaHWi. b — akTnBauma y-aepeHTHOro akcoHa NPOTUBOAENCTBYET 3EKTY pasrpysku MbILLEYHOTO BEpeTeHa.
Bl — nmnynbCHbI pa3psg addepeHTa MbILLEYHOrO BepeTeHa Npu NOCTOAHHOM PacTsXeHUn BepeTeHa. B2 — adde-
PEeHTHBIN pa3pag NpeKpaTuaCa BO BPEMA COKPALLEHNA KCTpady3anbHbIX MbILLEYHbIX BOJIOKOH MOCKO/bKY CBepeTeHa
CHATa Harpyska. b3 — akTuBaumWa y-MOTOHeipOHa BblI3bIBAET YKOPOUEHWE MbILLIEYHOTO BEpPeTeHa, MPOTUBO/AECTBYHO*

wee athekTy pasrpysku
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MwuoTaTtnueckuin pedpnekc,
UNn pediekc Ha pacTsXeHue

Pethnekcy Ha pacTsKeHuWe MPUHALNEeXUT Kauye-
Bas po/ib B MoAAepXaHuu nosbl. Kpome TOro, ero
M3MEHEHUS Yy4yacTBYIOT B peanusauuu [Buratesb-
HbIX KOMaHJ[ OT ro/I0BHOro Mo3ra. Maronoruyeckue
HapyLlleHns 3Toro pedekca cnyxat NpusHaKamm
HeBponormyeckmx 3abonesaHuii. Penekc nposs-
naetcs B ABYX (opmax: (hasumueckuini pedsiekc Ha
pacTshKeHue, 3anyCcKaeTcs MepBUYHLIMU OKOHYaHW-
AMU MblLLUEYHbIX BEPETEH, & TOHMYECKUI pedieKkc Ha
pacTshkeHne 3aBUCUT KaK OT MepBMYHbLIX, TaK W OT
BTOPUYHBIX OKOHYAHWIA.

dasunyecknii pedpsiekc Ha pacTsKeHune

CooTBeTCcTBYIOLW A pedekTopHas fJyra mnoka-
3aHa Ha puc. 5-27. AddepeHTHbIA akcoH rpyn-
Mbl 1a OT MbIWEYHOr0 BepeTeHa MNPSAMOM MbIlLbI
6efpa BXOAMT B CMMHHON MO3r WM pasBeTBAseTCH.
Ero BeTBM nocTynawT B Cepoe BELLECTBO CMUHHOIO
mo3ra. HekoTopble M3 HWX OKaH4YMBalTCA Hemoc-
peAcTBEHHO (MOHOCMHaNTM4yecKM) Ha a-MOTO-
HelipoHax, MOCbINalWNX ABUTaTeNbHble aKCOHbI
K NpAMOA Mblwue 6eapa (M K ee CUHeprucram,
TaKMM, KakK MPOMeXyTouyHas LWMUpoKas MblilLa
6egpa), pasrmbarolen HOry B KOneHe. AKCOHbI
rpynnel la ob6ecneynBardT MOHOCUHANTUYecKoe
BO36Y)XXAeHNe a-MOTOHeilpoHa. [lpu AOCTaTOYHOM
YPOBHE BO36YXXAEHNS MOTOHEWPOH FeHepupyeT pas-
pAA, Bbl3blBAOW KNI COKpaALLEHNE MbILLILbI.

Opyrue BeTBM akcoHa rpynnbl la o6pasywT
OKOHYaHWA Ha TOPMO3HbIX WHTEpHelpoHax rpyn-
nol la (Takoli WHTepHeWpOH nNoKa3aH YepHbIM
Ha pwuc. 5-27). 3TN TOPMO3Hble WHTEPHENPOHbI
OKaH4YMBaKTCA Ha a-MOTOHelipoHax, WHHepPBUPY-
IOLWMNX MbIWLblI, KOTOPble COEAMHEHbI C MOAKOMEH-
HbIM CYyXO0Xunuvem (B TOM 4YuC/ie MONYCYXOXMUNbHYHO
MbILLLY), — aHTarOHUCTUYECKNE MblLLbl-cCrubaTe-
nn KoneHa. lMpu BO36YXAEHUU TOPMO3HbIX UHTEp-
HelipoHOB la MOAaBNAETCA aKTUBHOCTb MOTOHENpPO-
HOB MbILWL-aHTAaroHNCTOB. Takum obpas3om, paspaj
(ctTumynupytowas akTUBHOCTb) ahepeHTOB rpyn-
Mbl 1a0T MbILIEYHbIX BEpPeTEH NPSAMOW MbIlWLbI 6egpa
BbI3blBaeT BbICTPOE COKpALLEHUE 3TOW Xe MbllLbl U

Puc. 5-27. MuoTtaTuyeckuin pednekc.

conps)keHHoe paccnabneHue mbiwLl, COeAUHEHHbIX
C MOAKOMEHHbIM CYXOXUANEM.

PethnekTopHas gyra opraHu3oBaHa Tak, 4To obec-
neymBaeTca akKTuMBaLWs ONpefeneHHON rpynnbl
a-MOTOHENPOHOB U OLHOBPEMEHHOE TOPMOXEHWue
aHTArOHWCTMYECKON rpynnbl HEMPOHOB. 3TO Hasbl-
BAeTCA PeLUnpPOKHON UHHepBauwmeli. OHa CBOMCTBEHHA
MHOrMM pediekcam, HO He eAMHCTBEHHO BO3MOX-
Has B cUCTeMax Perynsuuun gBmxeHuid. B HEKOTOPbIX
cnyvyasax gBuratenbHble KOMaHAbl Bbi3biBAKOT CONpPS-
)K€HHOe coKpaljeHWe CMHEpPrucToB M aHTaroHWUCTOB.
Hanpumep, npy CXXMMaHUM KUCTWU B KynaK MblLLLbI-
pasrmbateny n MblWLbl-CrMbaTenn KUCTWM COKpalia-
HTCA, PUKCUPYSA MONOXKEHNE KUCTU.

MmnynbCcHbIA pa3pag addepeHToB rpynnbl la
Habnlofaetcs, Korga Bpay HaHOCWMT HEeBPONOru-
YeCKUM MOJIOTOUYKOM Nerkuii ygap mno CyXOXWnto
MbIlWLbl, O0BbIYHO 4YeTbIpexrnaBoi MbllLbl 6egpa
HopmanbHas peakyusi — KpaTKOBPEMEHHOE MblLLeYy-
HOe coKpalleHue.

ToHMYeckunii pedpriekc Ha pacTshXeHue

3T0T BUA pediekca aKTUBUPYETCS MACCUBHbLIM
crmbaHnem cycTtaBa. PednektopHasa pyra Takas
Xe, Kak y (hasmueckoro pegiekca Ha pacTsiKeHue
(puc. 5-27), ¢ Toli pasHuMUei, 4YTO y4yacTBYHOT adde-
peHTbl 06enx rpynn — laun Il. MHOrne akcoHbl rpyn-
nol 1l 06pa3yloT MOHOCMHANTM4YecKMe BO3OYXKAato-
Wwmne cBA3M C a-MOTOHelipoHamu. CnefoBaTenbHo,
TOHUYeCKUe pedeKkcbl Ha pacTsXKeHue — B OCHOB-
HOM MOHOCWMHANTUYEeCKWe, TaK Xe KakK (pasumyeckue
pediekcbl Ha pacTsXXeHue. TOHMYeCKMe pedieKCbl Ha
pacTs)XeHWe BHOCAT BKNaf B MblLUeYHbIli TOHYC.

y-MOTOHeNpoHbI 1 pedisiekchbl
Ha pacTsxeHue

y-MOTOHEeNpOHbI pPerynupyroT 4yBCTBUTE/IbLHOCTb
pehiekcoB Ha pacTsxeHue. ApdepeHTbl MblLLEYHbIX
BEpeTeH He 0Ka3bIBAKT NPAMOro BAUAHUA Hay-MOTO-
HeMpOHbl, KOTOPble aKTMBUPYKOTCA MNOMUCUHANTM-
YeCKM TONbKO aphepeHTaMmn crnbaTenbHOro pedek-
ca Ha CMUHaNbHOM YPOBHE, a TakXe HUCXOAAW UMY
KOMaHZaMu 13 rosI0BHOr0 MO3ra.

Oyra pednekca Ha pacTsxeHue. VIHTepHelipoH (MoKasaH YepHbiM) OTHOCMTCS K TOPMO3HbIM MHTEPHEMPOHAM

rpynnsl la
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O6paTHbI MuoTaTnyecknii pednekc

AKTMBaLUA CYXOXWNbHOro annapata [onbaXxu
CONpOBOXAAeTCS pedh/IEKTOPHON peakuueid, KotTopas
Ha nepBblii B3rNS4 NMPOTUBOMO/OXHA pedriekcy Ha
pacTskeHue (Ha camoM fJefne 3Ta peakuus AOMNON-
HAeT ped/iekc Ha pacTsxeHue). PeakKuuto Hasbl-
BalOT 00paTHbIM MUOTATUYECKMM pPedisIeKCOM; COOT-
BETCTBYlOWan pedneKkTopHas Ayra npefcraBneHa Ha
puc. 5-28. CeHCOpHble peLenTopbl 3TOro pedrek-
ca— CYXO0XWNbHbI/A annapaT [FonbaXu B MNpAMON
Mblw e 6eapa. AdepeHTHble aKCOHbl BXOAAT B
CMWHHOI MO3r, pa3BeTBNAIOTCA U 06pasyloT CUHa-
NTUYECKNe OKOHYaHMA Ha MWHTepHelipoHaX. [MyTb
0T CYXOXWNbHOro annapaTta [onbAXW He WMeeT
MOHOCUHANTUYECKOI CBA3M C a-MOTOHelpoHaMu, a
BK/TIOYaeT B Ce651 TOPMO3HbIe MHTEPHEWPOHbI, NOAaB-
nAWMe akKTUBHOCTb a-MOTOHEWPOHOB MNpPsIMOiA
MblWLUbl 6eapa, U BO36yXjalowue UHTEPHENPOHbI,
KOTOpble BbI3bIBAOT aKTUBHOCTb a-MOTOHENPOHOB
MblLL-aHTaroHUCTOB. TakuMm o06pa3om, No CBOeW
opraHusauum o6paTHbIi MUOTATUYECKUA pednekc
NMPOTMBOMOJIOXEH pethfieKcy Ha pacTsXeHue, oTKyfa
M npousowno HassaHwe. OfHako B AelicTBUTENb-
HOCTM 006paTHbIA MUOTaTUYECKUn pednekc YHK-
LMOHAaNbHO [OMONHAET pedneKc Ha pacTsKeHue.
CyX0XUNbHbIA annapat [onbAXN CAYXNT AaTYUKOM
CUNbl, Pa3BMBaeMON CYXO0XWAMEM, C KOTOPbIM OH
coeauHeH. Korga npu nopfgepXaHuu ctabunbHoin

Puc. 5-28. ObpaTHbIii MMoTaTMYeCKUA pedriekc.

nosbl (Hanpumep, 4YenoBeK CTOUT B MOJIOXKEHWM
«CMWUPHO») MpAMas Mbilwlbl 6eAapa HauMHaeT yTOM-
NATbLCA, NpuaaraeMas K KOIEHHOMY CyXOXWUNIO cuna
YMEHbLIAeTCa W, CnefoBaTe/bHO, CHUXAETCA aKTUB-
HOCTb COOTBETCTBYIOLUX CYXOXUIbHbIX PeLenTopoB
Fonbgxn. NMockKoNbKy 06bIYHO 3TU peLenTopbl NoAas-
NAKT aKTUBHOCTb a-MOTOHEAPOHOB MPAMON MbILUL,bI
6enpa, ocnabneHue MMNYAbCHbIX Pa3psifoB OT HUX
NPUBOAUT K MOBbILIEHWNIO BO36YAMMOCTU a-MOTOHEIA-
POHOB, M CuNa, pa3BMBaeMas MbllULei, Bo3pacTaerT.
B uTore nponcxoAuT KOOPAMHUPOBAHHOE U3MEHEHMWE
pedneKTOpPHbIX peakLmnid € yd4acTUeM Kak MblLlleUHbIX
BEpeTeH, TaK U adyPepeHTHbIX aKCOHOB CYX0XWJIbHO-
ro annaparta [onbAXKW, COKpaLeHne NPAMORA MblLL bl
yCUnMBaeTCH, U No3a coxpaHsaeTcs.

Mpu upe3mepHO aKTUBaLWUKU pedeKCOB MOXHO
Habnoaatb pedaekc «CkKnagHoro Hoxa». Korpga cyc-
TaB MaccuMBHO crubaetcs, CONPOTUBNEHUE TakOMY
crmbaHuio cHavana ysenuumeaetca. OAHaAKO Mo mMepe
fanbHelwero crmbaHns conpoTUB/IEHUE BHe3anHo
nafaet, u CycTaB pe3Ko NepexofuT B CBOE KOHeu-
HOe MonoxeHue. MpuynMHa 3TOro — pedreKTopHoe
TOPMOXeHMe. PaHblle pediekKC CKNafHOro HoXa
00BACHANN aKTUBALMER CYXOXWUNbHbIX PeLenTopoB
FoNbaXW, NOCKOMbKY CYHUTANOCh, YTO Y HUX BbICOKWUIA
nopor peakuuy Ha MblleYHOe pacTsxeHue. OAHaKO
Tenepb pediekC CBA3bIBAKT C aKTUBALMWER Apyrux
BbICOKOMOPOrOBbIX MbILLIEYHbIX PELENTOPOB, HaX0as-
W MXCS B MbILUEYHON thacumn.

[yra 06paTHOro MUOTATMYECKOro pediieKca. YuacTBYIOT Kak BO36YXXatolime MHTePHEHpOoHbl, Tak U TOPMO3Hble



CNMMHHOMO3roBoi
raHrnm

MepBUYHbIV CEHCOPHbIN
(4yBCTBUTE/IbHbIN) HEMPOH

TOPMO3HOI MHTEPHEPOH

AKCOHbI OT CYXOXW/IbHOrO 5 Bo36ywaaoLM
opraHa onbmxm BeHTpasibHbIA ¥
nyTb WHTEPHENPOH

PedonektopHoe r \
nogasB/ieHNe aKTUBHOCTU
MOTOHENPOHOB
CMMHHOro MO3ra
MbILWLbI-pa3rubarens

AKCOHbI a-MOTOHENPOHOB

AKTMBHOE
cokpalleHune

CyX0OXWNbHbI
opraH rosibmaxm



CrunbatenbHble pegiekcsbl

AdhepeHTHOe 3BEHO crubaTenbHbiX pedeKcoB
HauMHaeTCs OT HECKOMbKMX TUMNOB peuentopos. Mpu
crnbaTenbHbIX pednekcax apdepeHTHbIe paspsaabl
npuBOAAT K TOMY, UYTO, BO-NEpBbIX, BO3GYXjatolue
WHTEPHENPOHbl BbI3bIBAOT aKTUBALUIO a-MOTOHEN-
POHOB, CHabXawwWux MbllWLbI-cTnbaTenn wuncuna-
TepanbHOW KOHEYHOCTWU, U, BO-BTOPbIX, TOPMO3HbIE
HelMpOHbl He MO3BONAKT aKTMBMPOBAThHCA a-MOTO-
HellpoHaM aHTarOHWCTUYECKNX MblLL Li-pa3rubartenel
(puc. 5-29). BcneactBue 3TOr0 OAUH WAWM HECKOJIbKO
cycTaBoB crubatotcs. Kpome TOro, Komuccypaib-
Hble WHTEPHEWpPOHbl BbI3bIBADT (PYHKLMWOHANBHO
NMPOTUBOMO/IOXHYK aKTUBHOCTb MOTOHEWPOHOB Ha
KOHTpanatepanbHON CTOPOHE CAMHHOIO MO3ra, Tak
4yTO ocylecTBasfeTCA pasrmbaHuMe MblWLbl — Mepe-
KPecTHbI pa3rmbatenbHblil pedaekc. Tako KOHT-
panatepanbHbiii 3apPeKT nomoraet MNOALEPXMBaTb
parsHoBecume Tena.

ECcTb HECKONbKO TUMOB CrnbaTenbHbIX pedieKcos,
XOTSl XapakKTep COOTBETCTBYHLIMX WM MbILIEYHbIX
COKpalleHnin 6nM30K. BaxHbIi 3Tan noKomMouun —
(haza crmbaHns, KOTOPYH MOXHO paccmaTpuBaTb
Kak crubartenbHblii pethnekc. OH ob6ecneymBaeTcs
rnaBHbIM 06pa3oM HEWPOHHON CeTbld CMNWHHOTO

MO3ra, Ha3blBaeMOil reHepaTopoM JSIOKOMOTOPHOr0
uvkna. OfHaKo Nof BAUsiHMEM adphepeHTHOro Bxoa
NIOKOMOTOPHbIV LUK MOXET afanTnpoBaTbCa K CUIO-
MUHYTHbIM M3MEHEHUAM ONOPbl KOHEYHOCTEN.

CaMmblii MOLWHbIN crubatenbHblli penekc — 3To
crnbaTenbHbIN pediekc oTaepruBaHus. OH npeobna-
[aeT Haf fpyrumu pegaekcamu, BTOM YMCIe NOKOMO-
TOPHbLIMUW, BUAUMO, NO TOW MPUUMHE, YTO MPeynpex-
[aeT panbHelillee MOBPeXAeHMEe KOHEYHOCTW. IToT
penekc MOXHO HabnofaTth, Korja mayuwas cobaka
nogXXnMaeT nopaHeHHyt nany. AddepeHTHOe 3BEHO
pednekca 06pa3oBaHO HoOLMLEeNTOpaMu.

Mpn 3TomM pedeKce CUbHbIA 60NEBOW CTUMYN
3aCTaBNsgeT KOHEYHOCTb OTAEePHYTbCA. Ha pucyH-
Ke 5-29 npepcTaBfeHa HelpOHHas CeTb KOHKpPEeT-
HOro crubatenbHOro pegnekca NS KONEHHOrO
cyctaBa. OgHakKo B AENCTBMTENbHOCTW MpU CrU-
6aTenbHOM pedifiekce MNPOMCXOAUT 3HAUYUTeNbHas
LVBEPreHUna CUrHanoB MNepBUYHbLIX aldepeH-
TOB W WHTEpPHeMpOHHbIX nyTeld, 6narogaps KoTo-
poii B pednekc oTAepruBaHUs MOTyT BOBJEKATbCH
BCE OCHOBHbIE CYCTaBbl KOHEYHOCTW (6efpeHHbIN,
KOJIEHHbIW, TOMIEHOCTONHbIN). OCcobeHHOCTM crmba-
TeNbHOro petiekca OTAEPrMBaHNS B KaXKA0M KOHK-
peTHOM c/ay4yae 3aBUCAT OT NPUPOAbI Y NOKanM3aLum
cTumyna.



KoxHoe addepeHTHOE
BOJIOKHO OT 60/1eBOr0O
peuenTopa (AB)

[ns NpoTMBONONOXHOWM HOrw:
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Cumnatnyecknii otaen BeretaTMBHOM
HEPBHOW CUCTEMBbI

Tena nNperaHrIMOHapHbIX CUMMATNYECKUX HENpo-
HOB COCPefOoTOYEHbI B NMPOMEXYTOUYHOM U HOKOBOM
cepoM BellecTBe (MHTepMeauonaTepasibHOM CTONGE)
rPYAHBbIX M NOACHUYHbIX CETMEHTOB CIMHHOTO MO3ra
(puc. 5-30). HekoTopble HeWpoOHbl 06Hapy>eHbl B
cermeHTax C8. Hapsagy ¢ nokanusauueid B MHTep-
mMefmonatepanbHOM cTofi6e o6HapyXeHa NnoKanu-
3aumnsa MperaHrNMOHapHbIX CUMMIATUYECKUX HEWpo-
HOB TakXe B GOKOBOM KaHaTUKe, MPOMEXYTOYHOWA
o6nactn n nnactuHe X (gopcanbHee LEeHTPasbHOro
KaHana).

Y 60NbWMHCTBA MpPeraHrnMoHapHbIX cumnaTu-
YeCKUX HEWpPOHOB TOHKWE MMWENUHU3UPOBAHHbIE
aKCOHbl — ~-BONOKHa. OJHaKo HEKOTOpble aKCOHbI
OTHOCATCA K HEMMWENUHU3NPOBaHHbIM C-BOIOKHAM.
MperaHrnMoOHapHble aKCOHbl MNOKWAAT CNWHHOMN
MO3l B COCTaBe MNepefHero Kopewka u yepe3 6enble
coefMHNTeNbHbIEe BETBU BXOAAT B mapaBepTebpasb-
HbliA raHrAnin Ha YpOBHe TOr0 Xe cermeHTa. benble
COefMHNTENbHbIE BETBU UMEKTCA TOIbKO Ha YPOBHAX
T1—L2. MperaHrnmoHapHble akKCOHbl OKaH4YMBAKOTCH
CMHancaMu B 3TOM FaHIAWW UK, NPOAA Yepe3 Hero,
BXOAAT B CUMMATUYECKWiA cTBON (CMMMNATUYeCKyto
LLenoyky) napaBepTebpanbHbIX FaHrAMes nAmMb6o BO
BHYTPEHHOCTHbI Heps.

B cocTaBe cMMMATWYeCKOM LENOYKWM MNperaHrau-
OHapHble aKCOHbl HanpaBAAKTCA pPOCTpanbHO NN60
KayfanbHo K 6amkaiwemy wanm ypaneHHomy npe-
BepTebpanbHOMY raHrauMil 1 TaMm 06pasylT cuHan-
Cbl. BbIliff U3 raHrnMa, NOCTraHrNNOHapHbIe akco-
Hbl MAYT K CMUHAaNbHOMY HepBY 06bIYHO Yepes Cepyto
COeAVHUTENbHYIO BETBb, KOTOpas ecTb Y KaXAoro
n3 31 napbl CMMHaNbHLIX HepBOB. BcocTaBe nepu-
(hepnyecKMX HEpPBOB MOCTraHrIMOHAPHbIE aKCOHbI
noctynawT K addekTopaMm KOXKW (MUNO3PEKTOp-
HbIM MbILWILAM, KPOBEHOCHbIM COCYAaM, MOTOBbIM
Xenesam), MblWwLl, cycTtaBoB. Kak npasuno, noc-
TraHrMoHapHble aKCOHbl HEMMWEeNMHU3NPOBaHbI
(C-BONOKHA), XOTA eCcTb MCKAYeHUdA. Pasnnuns
Mexay 6enbiMu 1 cepbiMU COEAUHUTENbHLIMUN BET-
BAMU 3aBUCAT OT OTHOCWUTENbHOr0 COJepXaHus

B HUX MMWEUHU3NPOBAHHbLIX U HEMMWENUHU3NPO-
BaHHbIX aKCOHOB.

B cocTaBe BHYTPEHHOCTHOrO HepBa MperaHrauno-
HapHble aKCOHbl 4acTo MAYT K npesBepTebpanbHOMY
raHrnuio, rge obpasyloT cuHancbl, AM60 OHU MOryT
npoxXoauTb 4epe3 raHrnwii, okaH4ymMBasfcb B 6onee
YAANeHHOM raHrnnun. Hekotopble NperaHrinoHapHble
aKCOHbI, Mayline B cocTaBe BHYTPEHHOCTHOIO HepBa,
OKaH4YMBalTCA HENOCPEACTBEHHO Ha KNeTKax MO3ro-
BOrO BeLLEeCTBA HAAMOYEYHUNKOB.

CumnaTuyeckas Lenoyka TAHETCA OT LWeiHOro Ao
KONYMKOBOTFO YPOBHSA CAUMHHOIO Mo3ra. OHa BbINOA-
HSeT (DYHKLMI0O pacnpefennTenbHON CUCTEMbI, MO3-
BOMAS MPEraHrIMOHapHbIM HelipoHaM, pPacrnoloXeH-
HbIM TONbKO B TPYAHbIX W BEPXHUX MOACHUYHbIX
cerMeHTax, akTUBMPOBaTb NOCTraHIIMOHAPHbIE Hell-
pOHbI, CHabXaluime BCe cermMeHTbl Tena. OfHako
napaBepTte6panbHbiX FaHrIMEB MEeHbLUE, 4Yem Cnu-
HallbHbIX CErMEHTOB, TaK KaK HEKOTOpble raHrauu
CAMBAKTCA B MpoLecce oHToreHesa. Hanpumep, Bep-
XHUN WeRAHbIA CUMNaTUYeCKWUA raHrnuMii cocTouT
n3 cnuBwmuxca raHrnmes CI1—C4, cpefHuii WeiHbIN
cMMnaTuyeckuin raHrnmin— u3 raurnmes C5-C6,
a HWKHWUIA WelHbIA cMMNaTUYeCKUin raHrnnin — us
raHrnues C7—C8. 3Be3auyaTblil raHrnuin o6pasoBaH
CUAHNEM HWXHEro LWeHOro CMMNaTn4yeckoro raH-
raMa c raHravem T1. BepxHUil wWelHbIA raHrnuni
ob6ecneymBaeT MOCTraHrNIMOHapPHY WHHEpPBaLUIO
rofioBbl W LWen, a CPpeAHUNA LWeilHbIA 1 3Be3fyaTbiil
raHrauum —cepgaua, Nerkux u 6poHxos..

O6bIYHO aKCOHbl MperaHriMoHapHbIX cuMNaTu-
YecKMX HeNpOHOB pacnpefenswTcs K uNcumnarte-
panbHbIM FaHrAnsM W, CNefoBaTeNbHO, PerynupyroT
BeretatMBHble (DYHKUMWUWM Ha TOW >Xe CTOpPOHe Tena.
BaxHOe UCKYeHNe —ABYCTOPOHHAS cuMnaTuyec-
Kas MHHepBaLMs KULIEYHMKA N OpraHoB Ta3a. Tak xe
KaK fBuratefibHble HepBbl CKENeTHbIX MblIlL, aKCo-
Hbl MpPeraHriMoOHapHbIX CUMMNAaTUYECKUX HEeNpOHOB,
OTHOCALLMeCA K onpefefieHHbIM OpraHaM, WHHepBMU-
PYIOT HECKO/IbKO CerMeHTOB. Tak, NperaHraMoHap-
Hble CMMMNaTU4YecKue HeNpoHbl, obecrneymBarolime
cumnaTuyeckue yHKLMM obnacTeli ronoBbl U LWwewn,
HaxoasTcs B cermeHTax C8-T5, a oTHocsAwwmecs K
HagnoyeyHnkam —BT4—T12.

Puc. 5-30. BeretatuBHaa cuMmnaTtmuyeckas HepBHas cucTema.

A — 0CHOBHbIE NPUHLUMMBI. PeteKTopHYo Ayry cM. Ha puc. 5-9 b
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MapacumnaTnyecknii otaen
BereTatuBHasi HEPBHOM CUCTEMBI

MperaHrnMoHapHble napacuMnaTuyeckue Hel-
POHbI fNeXaT B CTBO/IE MO3ra B HECKOJIbKMX siapax
yepenHbIX HepBOB— B rfas3ofABuUraTenbHOM sape
BecTthans—aanHrepa (I11 yepenHoit Heps), BepxXHeM
(VII yepenHoit HepB) 1 HWxXHeM (IX yepenHol HepB)
CMIOHOOTAENNTENbHBIX fA4pax, a TakXe [opCaslbHOM
agpe 6nyxgatowero Hepsa (nucleus dorsalis nervi vagi) n
ABoiHoM sgpe (nucleus ambiguus) X yepenHoOro Hepsa.
Kpome TOro, Takue HelipoHbl €CTb B MPOMEXYTOUHOW
06nacTn KpecTuoBbIX CerMeHToB S3—S4 CMMHHOTO
mMo3ra. [loCTraHrnMoHapHble napacumnaTuyeckue
HEeMpOHbl HAXoAATCSA B FAHIINAX YepenHbiX HEPBOB: B
pecHuuHoM y3ne (ganglion ciliare), nonyvatoouwem npe-
raHrIMoHapHbI BXOA OT fiapa BecTdana-3auHrepa;
B Kpbl/IOHEOGHOM Yy3ne (ganglion pterygopalatinum) wu
nogHWkKHe4yentcTHoM y3ne (ganglion submandibulare)
C. BXOJaMu OT BepXHero CMOHOOTAeNUTENbHOIO fgpa
(nucleus salivatonus superior); B ywHoM y3ne (ganglion
oticum) ¢ BXOAOM OT HUWXHEro C/OHOOTAENUTENb-
Horo sigpa (nucleus salivatorius inferior). LiununapHsblii
FaHrINA MHHEPBUPYET MbIWLY-CHUHKTEP 3payvka W
LmnuapHble Mbiwubl rnasa. OT KPbINOHEBHOrO raH-
FAMA UAYT aKCOHbl K CME3HbIM >Xefesam, a TakXe K
enesam HOCOBOI M POTOBOI YacTW rNOTKKU. HellpoHbl
NOAHVKHEUYENIOCTHOTO TaHrAMa MNpoeLupyroTca K
NMOAYENOCTHOM M NOABLA3BIYHON CNOHHbLIM Xenesam U
)Kenesam poTOBOW MOMOCTU. YWHOW raHrnunii cHabxa-
eT OKONOYLUHYIO CAIOHHYI0 XKenesy u poToBble >Kenesbl
(puc. 5-31 A).

Lpyrve noctraHrinoHapHble napacumnaTmyeckune
HeMpOHbl PacnonoXeHbl MO06AN30CTU OT BHYTPEHHUX
OpraHoB rpyAHoiA, 6pPOLWHON 1 Ta30BOW NONOCTM NGO
B CTEHKAax 3TUX OpraHoB. HekoTopble KNeTKW 3HTe-
panbHOro CNAeTeHWs TOXe MOXHO pacCcMaTpuBaTh

KaK NOCTraHrnMoHapHble mapacMmnaTuyeckue Heii-
poHbl. OHM NONyYaloT BXOAbl OT BMyXAaKLWero uau
Ta30BOro HepBOB. bnyxpawwuini HepB WUHHEPBUPY-
eT cepAue, nerkue, GPOHXM, NeyeHb, MOAXeNyAou-
HYH >Kenesy U BEeCb XENYAOYHO-KULIEYHbIA TpakT
0T nuLeBoda [0 Cefe3eHOYHOro u3rnba TONCTOMN
KNWKK. OcTanbHas 4acTb TONCTON KWULWIKK, npsmas
KWL Ka, MOYEBOW MNy3blpb W NOMOBbIE OpraHbl CHab-
XKakTCA aKCOHaMU KPecTLO0BbIX MperaHr1MoHapHbIX
napacMmnaTM4yeckux HeWpPOHOB; 3TW aKCOHbl pac-
npesenslTCa Yepe3 MOCPEACTBO Ta30BblX HEPBOB K
NOCTraHrIMOHapHbIM HelipoOHaM Ta30BblX FaHrines
MperaHrnMoHapHble MapacumnaTuyeckme Helpo-
Hbl, Aalwlime NpPoeKuunM K BHYTPEHHUM oOpraHam
rPy4HOWA MOMOCTM U YacTu GPHOLWHONM, PacnonoXeHsl
B JOpcanbHOM [BWUraTeNibHOM fape 6ayXjalLwero
HepBa ¥ B ABOMHOM safpe. [lopcanbHOe ABUraTelbHOe
A4PO BbINOMHSAET rNaBHbIM 06pa3oM CEKPETOMOTOp-
HYI0 PYHKUUIO (aKTUBUPYET Xenesbl), Torga Kak ABOWi-
HOe A4PO0 — BUCLEPOMOTOPHYIO (PYHKLMIO (perynmpy-
eT [eATeNbHOCTb CepAeyHolii MbiwLbl). JopcanbHoe
ABUraTeNnbHOe A4p0 CHabXaeT BuUCLepabHble opra-
Hbl Wwewn (rnoTky, roptaHb), rPygHoOi nonoctm (Tpa-
Xeto, BpOHXK, Nerkue, cepaue, NULLEBOS) W 6PIOLLIHOWA
NofOCTM (3HAUYUTENbHYIK 4YacTb XeNyLOYHO-KULLeY-
HOro TpakTa, MeyYeHb, NOMKENYLOUHYIO >Kenesy).
dneKkTpuyeckoe pasfpaxeHue AOpPcanbHOro [ABU-
raTenbHOro sigpa BbI3biBAeT CEKPELUI0 KUCAOThl B
Xenyake, a TakXe CeKpeLuio UHCYNMHa U FoKaroHa
B NOMXKENYLOYHON Xenese. X0OTA NpPOeKLUM K cepauy
aHaTOMMUYECKN NPOCNe>KeHbl, UX DYHKLUMN HE SACHbI.
B ABOHOM Afipe pa3nuyaloT fjBe rpynnbl HEAPOHOB:
—[opcanbHyl rpynny, akTUBKWPYeT MOMepeyHo-
nosiocatble MblllLbl MATKOFO HEDa, rN0TKKU, rop-
TaHu 1 NWLL,EeBoAa;
— BEHTpONaTepanbHy rpynny, UHHEPBUPYET cep-
Ale, 3aMeAnss ero puTMm.

Puc. 5-31. BeretaTnBHasa napacumnatuyeckas HepBHasa cucTemMa.

A — OCHOBHble NPUHLUMbI
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BereTaTvBHYI0 HeEpBHYH CMUCTEMY MOXHO paccmart-
pvBaTb Kak 4acTb fBUraTenbHon (aepeHTHO) cuc-
TeMbl. TONbKO BMECTO CKeNeTHbIX MblILWL, 3thheKkTopa-
MW BeretaTvBHOW HepPBHOM CUCTEMbI CNYXaT rnagkas
MyCKynatypa, MUokapg 1 >xenesbl. [10CKONbKY Bere-
TaTMBHaA HepBHadA cuctema obecneymsaeT apde-
pPeHTHOEe ynpaBfieHWe BUCLepanbHbIMW OpraHamu, ee
4yacTo B 3apybexHO nuTepaType Ha3blBalOT BUCLe-
panbHO MNM aBTOHOMHOI HEPBHOW CUCTEMOIA.

BaXHbIli acnekT pfeATeNbHOCTW BeretaTUBHOW
HEPBHOI CUCTeMbl — COfeiCcTBME B NOAAEpPXKaHWUK
MOCTOAHCTBA BHYTPEHHeEN cpefbl opraHusma (romeo-
cTa3a). Korga ot BucLepanbHbIX OPraHoB MoCTynawT
CUrHanbl 0 HEo6XOAMMOCTU OTPErynMpoBaTb BHYT-
peHHtow cpeqy, LLHC 1 ee BeretaTnBHbIN ahpekTOp-
HbI y4aCTOK NOCbINAKT COOTBETCTBYIOLME KOMAHbl.
Hanpumep, Npu BHE3aNHOM MOBbILWEHUN CUCTEMHOTO
KPOBSIHOTO fAaBNeHUs aKTUBMUPYHOTCS GapopeLenTo-
pbl, B pe3ynbTaTe Yero BereTaTMBHas HepBHas cucTe-
Ma 3anyckaeT KOMMEHCaTopHble MPOLECChl N BOCCTa-
HaB/MBAETCA HOpManbHOE JaB/eHNMeE.

BeretaTuBHas HepBHas cuCTemMa y4yacTByeT U B
afeKBaTHbIX KOOPAMHMPOBAHHbLIX peakunax Ha BHe-
WHUEe CTUMYNbl. Tak, OHa MOMOraeT perynuposathb
BEIMUYMNHY 3payka B COOTBETCTBUMN C OCBELLEHHOCTbLIO.
UpesBblYailHbI Cnyvaih BereTaTUBHON perynaumm —
0TBeT «bopbba MM 6GercTBo», BO3HWKAKOLWMIA MpK
aKTUBMPOBAHUM CUMMNATUYECKON HEPBHOW CUCTEMBI
yrpoxawuwum ctumynom. [pyu 3TOM BKAOYaKTCA
pasHoobpa3Hble peakLmn: BbICBOOOXAEHNE TOPMOHOB
M3 HagMO4Ye4YHUKOB, MOBbILIEHUE CEPAEYHOr0 puUTMa
M apTepuanbHOro faBfieHUsi, paclipeHne 6GpPOHXOB,
YrHeTeHUe KWULWEeYHON MOTOPWMKM U CeKpeuuun, ycu-
neHne metabonn3ma raKo3bl, paclUMpeHne 3paykos,
MU03PEKLNSA, CYXKEHUE KOXHbIX W BUCLEPanbHbIX
KPOBEHOCHbLIX COCY[OB, pacllMpeHue COCY[OB CKe-
NeTHbIX MblwL. CneayeT y4yecTb, YTO OTBeT «bopbba
nn 6ercTBO» Heb3s cUMTaTb PALOBLIM, OH BbIXOAUT
3a paMKuW 06bIYHON AeATeNbHOCTU CUMMATUYECKOMN
HEepBHOI CUCTEMbI NPU HOPMANbHOM CYLLECTBOBAHUM
opraHusma.

B nepuepnyeckux Hepsax BMecTe C BereTa-
TUBHbIMU 3P PEpPeHTHLIMU BOMOKHAMW CReaykT
ahepeHTHble BOMIOKHA OT CEHCOPHbLIX PeLenTopoB
BUCLEpanbHbIX OpraHoB. CurHanamy OT MHOTFUX
M3 3TUX pPeLenTopoB 3amyckKalwTca pedekchbl, HO
aKkTMBaLMsa HEKOTOpPbIX PpeLenToOpoB Bbl3blBAET

owyuweHns —60Mb, FONI0A, XaXay, TOWHOTY, YyBCTBO
HanoONHEeHUS BHYTPEHHWUX opraHos. K BucuepanbHoi
YyBCTBMTENLHOCTU MOXHO elle OTHECTM XUMMUYec-
KYI YYBCTBUTENbHOCTD.

BereTtaTvBHYIO HEpPBHY CUCTEMY 06bIYHO MOApPa3-
JensoT Ha CUMMAaTUYECKYI0 U NapacuMnaTUYeCKyHo.

DYHKUMOHA/IbHAA eAMHMLA CMMNATUYECKON 1 napa-
CUMMNATUYECKON HEPBHOM CUCTEMbI — ABYXHENPOHHbIN
3(h(hepeHTHbI MyTb, COCTOALWMIA U3 MPEraHrnoHap-
HOro HeilpoHa C KNeTo4HbIM Tenom B LLHC n nocTraH-
rMMOHAPHOTrO HelpoHa C KNeTOYHbIM TeNoM B aBToO-
HOMHOM TraHrnuu. BcocTaB 3HTepanbHOl HEPBHOIA
CUCTEMbl BXOAAT HEMpPOHbI U HEPBHbIE BONOKHA MUO-
eHTepanbHOro U MNOACAN3INCTOrO CNETEHU B CTEHKE
XEeNyLoYHO-KULLIEYHOTO TpaKTa.

CumnaTtuyeckne nperaH rAMoHapHble HeRpo-
Hbl HaxoAATcsa B FPYAHOM U BEPXHEM MOSCHUYHOM
CerMeHTax CNWHHOrO MO3ra, NO3TOMY O CMMMATK-
UecKOoW HepBHOI cucTemMe WHOrAa roBOpsAT Kak o
Topako/ftoM6anbHOM OTAene aBTOHOMHOI HepPBHOM
cucTtembl. WMHauye ycTpoeHa mapacumnaTmueckas
HepBHas cucTema: ee MperaHrAMoHapHbie Helpo-
Hbl fieXxaT B CTBOJIe MO3ra WM B KPecTLOBOM OTAefe
CMWUHHOTO0 MO3ra, TaK 4YTO WHOrga ee HasbiBalT
KpaHuocakpanbHbIM oTgenom. CumnaTtmyeckune
MOCTraHrMMOHapHble HEePOHbI 06LIYHO pacnonoxe-
Hbl B MapaBepTebpaNibHbIX MAU NpeBepTebpanbHbIX
raHrnMax Ha pacCcTOSHUM OT OpraHa-muweHu. YTo
KacaeTcs napacuMnaTMYeCKUX MOCTFaHITMOHAPHbIX
HelpPOHOB, TO OHM HaX0AATCA B NapacMMnaTU4YecKuX
raHrnnsax B6aM3M OT UCNONHUTENBHOTO OpraHa unu
HenocpesCcTBEHHO B ero CTEHKe.

Perynupytolee BAUSIHNE CMMNAaTUYECKON 1 napa-
CMMNAaTUYEeCKOW HEPBHON CUCTEMbl Y MHOTMX Opra-
HM3MOB 4YaCTO OMMWCHIBAETCA KaK B3aMMHO aHTaro-
HUCTUYecKoe, OfHAKO 3TO He COBCEM BepHO. To4Hee
6ypmeT paccmaTpuBaTh 3TU Ba OTAeNa CUCTEMbI aBTO-
HOMHOI perynayumn BucuepanbHbiX (YHKUUA Kak
AelicTByloLIMe KOOPAMHUPOBAHHO: MHOrAa — peyn-
NPOKHO, a MHOrga — CUHepruyHo. Kpome Toro, He
BCe BUCLLepasibHble CTPYKTYpbl MOAy4YalT MHHEPBA-
uuto oT 0benx cuctem. Tak, rnafikme MblilLbl U KOX-
Hble enesbl, a TakKXXe O60/bLMWHCTBO KPOBEHOCHbBIX
COCY[0B WHHEPBUPYHTCSH TOMbKO CUMMATUYECKONA
CUCTEMOl; mapacuMnaTM4yeckKMMmn HepBamu cHab-
XaKwTcA HemHorme cocypabl. Mapacumnatuyeckas
CUCTEMA He MHHEPBUPYET COCYAbl KOXMW U CKENTETHBIX
MbILLL, a CHabXaeT N b CTPYKTYpPbl FOMOBLI, TPY4-
HOIi 1 BPIOLWHOIN NONOCTK, a TaKXXe Masoro Tasa.



HepBHaa cuctema

Tabnmua 5-2. Peakuuun 3gypeKTOPHbIX 0PraHOB Ha CUrHaNbl OT BEreTaTUBHbLIX HEPBOB *

OhheKTOpHbIe OpraHbI

nasa

PagunanbHas Mblwua
pagy>XKku

C(UHKTep pagy>XKu
LinnnapHaa mbiwua

Ceppue:
CUHYCHO-NpeACcePAHbIN
y3sen

Mpeacepaua

ATPNOBEHTPUKYNAPHBIN
y3en

MpoBoaswasn cmctema
Mmca—1ypkuHbe

Xenypnouku

ApTepunonsl:
KopoHapHble

B KOXe 1 CAU3NCToM
060n04Ke

B cKeneTHbIX MblLWLax

Mosrosble
NeroyHble

B opraHax 6ptoLwHoi
MonoCTN; B NOYKax
B CNOHHBIX Xenesax
BeHbl (cucTemHble)

Nerkue:
MbiwWw bl 6pOHX0B
XKenesbl 6pOHX0B

XKenynok:
MoTopuka 1 ToHyC
ChuHKTepsI
Cekpeuus
KuweyHuk:
MoTopuKa 1 ToHyC
ChuHKTEpDI
Cekpeums
XenuHblit nysbipb
M NPOTOKM

Tunbl
peLienTopoB
a

ps

a. P2

p2

a, P2
a, P2

a, P2

AlpeHepryecKue CUrHab|
peaxLym 2

CokpauieHune (mmngpunas) ++

PaccnabneHue npu
paccMaTpuMBaHWM yAaneHHbIX
npegmeToB +

YBenunueHme 4acToThbl
COKpalLeHuni

MoBbILEHNE COKPATUMOCTU W
CKOPOCTU NpoBefeHus

YBenn4yeHne aBTOMaTU3Ma u
CKOPOCTU NpPOBEAEHUS +++

YBennyeHne aBToMatu3ma u
CKOPOCTU NpOBeAeHUs +++

YBefnnyeHne cCOKPaTMMOCTH,
aBTOMaTM3ma, CKopocTH
npoBefeHNs, puTma
WANOBEHTPUKYNAPHbIX
nericMeKkepoB +++

CyXeHue +; pacwmpeHune 3++
CyXeHue +++

CyxXeHue ++;

pacwwupeHne 35++
CyxeHue (cnaboe)
CyxeHue +; pacwmpeHuned

CyXeHune +++; paclimpeHne 5+

CyxXeHune +++
CyxeHue ++; paclwuupeHue ++

PaccnabneHue +
MHruéuposaHue (?)

CHuxeHne (06bIYHO)T7 +
CokpatieHune (06bI4HO) +
WHrubuposanue (?)

CHMXeHue 7+
CokpaleHue (06bI4HO) +
MHruéuposaHue (?)
PaccnabneHue +

XOMNMHEPTNYECKIIE CUTHASTBI
peakuyn 2

CokpauieHune (Mno3) +++

CokpalleHne npu paccMaTpuBaHum

6113KNX npegmeToB +++

YMeHbLUeHNe YacToThl
COKpalleHWii; BarycHas
OCTaHOBKa +++

CHMWXeHNe COKPaTuMocCTh 1
(06bIYHO) MOBbILWEHNE CKOPOCTH
nposegeHns ++
YMeHbLIeHne
CKOpPOCTW NpoOBefeHus,

aTPUOBEHTPUKYNAPHbLIN 610K +++

Cnabbli adhekT

Cnaboe yMeHbLUEHNe COKPaTUMOCTU

PacwupeHne +—
PacwwnpeHune 4

PacwupeHue 6+

PacwwupeHue 4
PacwupeHue 4

PacwupeHne ++

CokpalleHune ++
Ctumynauuns +++

YcuneHuve +++
PaccnabneHue (06bI4HO) +
Ctumynauuns +++

YcuneHve +++
PaccnabneHue (06bI4HO) +
Ctumynaunsa ++
CokpalleHune +



O KkoHuaHne Tabn. 5-2.

Moukun p2 CeKkpeuus peHnHa ++ -
MoueBoWi Ny3bipb:
LeTtpysop p PaccnabneHue (06bI4HO) + CoKpauieHune +++
My3bIpHbIA TPEYTroNbHUK 1 a CokpauieHue ++ PaccnabneHue ++
ChuHKTEpP
MoueToUHUNKN:
MoTopuKa 1 TOHYC a YcuneHue (06bIYHO) Ycunerue (?)
MaTtka a. P2 BepemeHHas: cokpaueHue (a); A ekT BapbnpyeT8
HebepemeHHas: paccnabneHue (p)
[MonoBble opraHbl, My>Xckue a dAKynauma +++ Jpekumnsa +++
Koxa:
MMNOMOTOPHbIE MbILLLbI a CokpalleHune ++ -
[MoToBbIe Xenesbl a MecTHada cekpeuuns 9+ leHepanun3oBaHHas cekpeyuuna +++
Kancyna ceneseHku a, P2 CokpauieHune +++; —
paccnabnexnue +
Mo3rosoe BelLecTBo - - Cekpeuuns agpeHanuHa u
HajMnoOYeYHNKOB HopajpeHanuHa
MeyeHb a. P2 ["nukoreHonus, CUHTe3 rnnkoreHa +
rnoKoHeoreHes 0+++
MogxxenypoyHas enesa:
AUVHYCHI a YMeHblleHne cekpeumm + Cekpeuunsa ++
OCTpPOBKMK (p-KNeTKu) a YMeHbLUeHNe Cekpeunmn +++ -
P2 YBenuuyeHue cekpeuun + -
Xuposble KneTku a. Pi Nunonns VD+++ -
CrOHHble Xenesbl a Cekpeumna Kanusa n Bofbl + Cekpeuns Kanma v BOAbl +++
=} Cekpeuuns amunasbl + -
CnesHble Xenesbl - - Cekpeuus +++
>Kenesbl HOCOTNOTKM - - Cekpeumns ++
L nwkKoBnaHoe TeNo =} CUHTe3 MenaToHUHa -

1 MNMpoyepk 03Ha4vaeT, YTO hYHKLMNOHANbHAsA MHHepBaL WA opraHa He o6HapyeHa.

2 3HauyKu «+» (0T OAHOTO [0 TPeX) YKasbiBalOT, HACKONIbKO Ba)KHa aKTUBHOCTb apeHeprnyeckKnx n XonmHepruyecKMx HepBoB B
perynaumm KoOHKpPeTHbIX OPFraHoB U hyHKLWIA.

3 Insiru npeobnagaeT paclinpeHune, 06ycnoBIeHHOe MeTaboIMYeCKON aBToperynsauunei.

4 ®unsnonornyeckas ponb X0IMHEPTUYeCKOl BasoAnaaTalMm B yKasaHHbIX opraHax cnopHa.

5 BananasoHe GuU3n0N0rnYecKnX KOHLEHTPaLMi agpeHannHa, LMpKYIVPYOLWEro B KPOBU, y COCYZ0B CKeNETHOW MyCKynaTypbl
1 neyeHu npeobnagaeT onocpegyemas p-peLentTopamm peakuus pacllMpeHus, ay cocyfoB ApYruX OpraHoB 6poLLHOM

NoNOCTN — peakLUus CY>XeHUs, onocpepyemas a-peuientopamu. Beocygax novek v 6pbiXKeiikn ecTb, KpoMe TOro, cneymduyeckne
L0(haMUHOBbIE PeLlenTopbl, ONOCPeayoLL e pacllpeHune, KOTopoe, 04HaKo, He UrpaeT 60/bLLUIOIA POAN BO MHOTUX
(hU3N0NOrNYECKNX peakLnsix.

b XoNuMHepruyeckas cuMnaTuyeckas cucTemMa Bbi3blBaeT Ba3oAmnnaTaLmnio B CKeNeTHOM MycKynaType, HO 3TOT ah(peKT He y4acTByeT
B60NbLUINHCTBE (HN3NONOTNYECKNX PeaKLnit.

7 CyuecTBYeT MPeAnooKeHNe, YTO afpeHeprM4ecCKUMN HepBamMm CHabXkaloTcs TOPMO3Hble (3-peLienTopbl B rMagKMX MblllLax

1 TOPMO3HbIe a-peLenTopbl Ha NapacMMnaTuyecKmux XonnHepruyecknx (Bo3dyaarLinx) raHrMoHapHbIX HeMpoHax crnieTeHus
Ayapbaxa.

8 B3aBuncumocTy oT (hasbl MEHCTPYaNbHOMO LMK/, OT KOHLEHTPaLny B KPOBM 3CTPOreHa M NMporecTepoHa, a Takxke OT ApYrux
thakTOpOB.

9 lMoToBbIe Xenesbl NafoHen 1 HEKOTOPbLIX APYrux obnacTeli Tena («afpeHeprnyeckoe NOTOOTAENEHMEY).

10 Tunbl peLenTopoB, ONOCPEAYOLW X ONpefeneHHble MeTabonnyeckre 0TBEThI, CYLLECTBEHHO BapbMpPYOT Y XXMBOTHbIX pasHbIX
BUAOB.
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[10 dUN3NOJSTOT W

ATnac npeactaBisieT co60l KHUTY, B PUCYHKax M TEKCTOBOI 4acTW KOTOPOI
[aHbl NpeacTaBneHNs He TONbKO 0 (hYHKLMAX OpraHM3ma, HO M nokasaHbl Mexa-
HU3Mbl 3TUX (PYHKUMIA Ha OpraHHOM, TKAHEBOM, K/1€TOYHOM, MEMOPAHHOM U MO-
NEKYNSPHOM YPOBHAX, W3/M0XEHHbIE HA OCHOBE COBPEMEHHbLIX Hay4yHbIX Mpep-
CTaBNEHWA.

CogepxaHue aTnaca COOTBETCTBYET NPUMEPHbLIM NporpaMmaM no u3nono-
rumn. Atnac Bknto4vaeT 10 OCHOBHbIX pa3genos no gmsmonorum (o6was usno-
nornst BO30yAMMbIX TKaHel, BTOPUYHbIE MECCEHKEePb!, (PU3N0N0rMA CUHAMNCOB,
hmsmonorma mblwy, U3NOIOTUSA HEPBHOWN CUCTEMbI, CepAevHO-cocyaucTas
cuctema, hn3nonorns gbixaHusl, KPoBb, BblgenntenbHas cuctema u gu3nono-
rms NuueBapeHnst). B ocHOBe JaHHOr0 arnaca NeXuT HOBbIA NPUHLMM: 06bIY-
Hble arnacbl MO TEM WM MHbIM AUCLMMIMHAM MpeacTaBAsaoT coboi unncTpa-
TUBHbI/A MaTepuasl ¢ KOPOTKUMU MOAPUCYHOUHbLIMM NoAnucsiMW. B HacTosiwem
N3JaHUM PUCYHKWN, HarnsgHO WMKOCTPUPYHOLME MEXaHWU3Mbl TeX WM MHbIX
(hyHKUMI opraHmama, CONPOBOXAAKTCA TaKXe U UX OMMCaHMEM.

ATnac npefHasHayeH CTygeHTaM MeUUMHCKMX M GUONOTrMYecknx BY30B W
hakynbTETOB, NpenogaBaTesnsiM, acnnpaHTam, HayyHbiM paboTHUKam. OH byaeT
TaKXXe MoJjie3eH BpayaMm 1 opAMHaTOpPaM, XXenarwwMm NnoBbICUTb CBOK KBanugu-
Kayuio.



