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IIpepucnoBue

Hporpecc B O6HaCTI/I IIOHVIMAaHVA IIPVHINIIOB (I)YHKIH/IOHI/IPOBaHI/IH MO3ra B IIOCIIEOHME OECATU-
JIeTUsI CTa/I BO3MOXKeH Ormarofapsi 6ypHOMY pasBUTHIO HellpOHAyK. BbIiist 3a paMKu GMOIOTMYIeCcKIX
AVCLUIUIH U UCIIO/Ib3YsI TOC/IEHIIE TEXHOMIOTMYECKIe JOCTIDKEHsI, 9Ta 00IACTD YeTOBEYeCKNX 3Ha-
HU IIpOAO/DKAET CTPEMUTEIBHO Pa3BMBATHCA U NPAKTUYIECKN Ka)KIIbe;[ [€Hb IIPMHOCUT BCE HOBDBIE
Y HOBBIE OTKPBITHSL. DTO, B CBOIO OYepefib, CTABUT BOIPOC O IMOATOTOBKE CIIEI[MA/INCTOB, KOTOpPbIe Oy-
IyT paboTaThb Ha IIepeTOBOM pyberxe HAyKu B OymyIeM.

JaHHOe moco6ye HamMCaHO KO/UIEKTMBOM aBTOPOB — aKTUBHBIX YYaCTHVKOB IIpoekTa Tempus
(EC) o co3gaHMio MarucTepckoli IporpaMMBl 110 HelipoHaykaM «OT HelipoHa K cO3HaHMIO» B CaHKT-
ITetepbyprckoM rocygapcTBeHHOM yHuBepcurere. HoBast Marmcrparypa Omomoro-nodseHHoro ¢a-
kynpreta CII6I'Y oTkpbUIa CBOM ABEpH AL CTYHEHTOB B ceHTs1Ope 2006 roza 6arogapst COBMECTHBIM
YCUIMAM HeCKOIBKUX Kadelp YHUBEPCUTEeTa IPY JelICTBeHHOM YYacTUM €BPOIeIICKIX 9KCIIePTOB V3
YHUBEPCUTETOB-IIAPTHEPOB 1 (puHaHCOBOI noppep>kke EBporerickoro Coobuecta. IT0 IepBas Ma-
TUCTepPCKas IMporpaMma Io HelpoHayKaM. Ee YHMKa/ZbHOCTb COCTOMT He TONBKO B TOM, YTO OHa fie-
JIA€T AKICHT Ha MYIII)TI/IIU/ICIH/IIUH/IHapHOCTI/I COBPEMEHHDIX HaYK O MO3re, HO 1 B TOM, 4YTO 3TO OJHa N3
IIEPBBIX IIONBITOK IIPUBECTN OTEIECTBEHHOE o6pasoBaHI/{e B COOTBETCTBUE C Me)KIIyHapOHHI)IMI/I CTaH-
mapramu obydenns. IIpenogaBanme Ha IporpaMMe BeJeTCSI HA PYCCKOM M Ha aHIIMIICKOM SI3BIKAX,
a TaKXe I/ICHO}II)SYGT CI/ICTeMY 3aYETHDBIX €NVHII, IIPYIMEHAEMbBIX B CTpaHaX-y‘{aCTHI/IKaX bononckoro
mporecca. ITO faeT BO3MOXXHOCTD IIPUOOIINTD CTYAEHTOB K MUPOBOIT HayKe ¥ BKIIOUUTD VX B €BPO-
Helickoe 06pa3oBaTe/IbHOE IIPOCTPAHCTBO.

B HacToAIMII MOMEHT B paMKaX MarucTePCKON IPOrpaMMbl CTYIEHTaM IIPEeJIaraloTCA 1Ba MO YA
crienmanusanyn: 1) kaetounas Heipobmonorus (cellular neuroscience) m 2) KOTHUTHBHbBIE HEPO-
Hayku (cognitive neuroscience). IToatomy gaHOe moco6ye pasdbUTO Ha ABE YACTH, OCBALIEHHBIE CO-
OTBETCTBEHHO MOHeKyIIHpHO-KIIeTO‘IHbIM ACIIEKTaM He171p0HayK VI KOTHUTVBHBIM HAIIPAaBJICHNAM.
B 6moxaiimeM 6y11y111eM IIJTAHUPYETCA BBEJEHME TPETHETO MOAYIA — MOJENIMPOBaHME HEVPOHHbBIX
nporeccoB (computational neuroscience). I'maBbl moco6us MpenCTaBAAIOT CO60iT 0630PHI, IPU3BaH-
Hble [TO3HAKOMUTDH UYMTATENel ¢ pasHOOOpasmeM mpobeM COBPEMEHHBIX HEPOHAYK M [aTh IIpef-
CTaB/IJieHle O IIMPOTe M3yIaeMbIX BOIIPOCOB.

Mpr HageeMcsd, 9YTO MaTepuabl HOCO6I/IH 6yHyT IIOJI€3HBI CTyHeHTaM 7 aCllVIpaHTaM B Ka4€CTBE [O-
TIOJTHUTEIDPHOTO YTEHMA K JIEKOVOHHBIM M ITPAKTUYIECKUM KypcaM VI BHAUNUTEJIbHO paclINpAT UX Ha-
YYHBIIT KPYTO30D.

. IO. I1asnos
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KJIETOYHBIE 1 MOJIEKY/IAPHDBIE
MEXAHWN3MBbI



Ot pa3HooOpa3us MONeKY/LAPHBIX PopM K PYyHKIIMOHAIBHOI
CHenyaTu3aIuy OIMIOMePHbIX 6eTKOB

CyuectBoBaHIe (DYHKI[MOHAIBHBIX OEIKOB B BUJ€ MHOXXECTBEHHBIX MOJIEKY/ISPHBIX (OpPM, Hpu-
4yeM BCTPEYAIOI[UXCA Yy OFHOTO M TOrO >Ke OpraHM3Ma U JlaKe B OJJHOIL M TOJI Xe KJIeTKe, BHavYajIe
6BUIO YCTAHOB/IEHO B OTHOMIEHNUM (PEPMEHTOB I [JOJITO€ BPeMsi OCTABATIOCh OJZHVM U3 Hamboree
MHTPUryOMyX (PeHOMeHOB Ouoyorum. JIjis ommcaHmst pasHbIX MOIEKY/ISIPHBIX (HOpPM OEIKOB, Ka-
TA/IM3UPYIOLUX OFHY ¥ Ty Ke OMOXMMIYECKYI0 Peakinio, ObUI BBEjleH TEPMUH «130(epMeHTbI»
(«isozymes») (Markert, Moller, 1959). ITosxe cTamo sicHO, 4TO pasHOOOpasue (HOpM IpuCyle He
TOZIBKO (pepMeHTaM, HO efjBa /I He BCeM (DYHKI[MOHAIBHBIM 11 PETY/IATOPHBIM OekaM (pelentopam,
VOHHBIM KaHaJIaM, TpaHCIopTepaM u fp.). KpoMe Toro, okaszanaoch, 4To BCe OHU VIMEIOT OJIUTOMep-
HYIO CTPYKTYPY; T.€. SIBJIIIOTCS MY/IBTUMOJIEKY/LIPHBIMY KOMIUIEKCAMIL, COCTOSIIMMI U3 Habopa
HO/IMIIENTUHBIX LIeTeil — CyObefUHNL, KaK IPAaBIIO, KOLUPYEMBIX PAasHbIMU IeHaMu. PasHblil
COCTaB WM CTEXUOMETPUSA CyO'beIVMHIILL OLIpefe/Al0T pasHble CBOJICTBA OJIMIOMEPHOIO KOMIUIEKCA.
CrpyKTypHast reTepOreHHOCTb, HECOMHEHHO, BjIedeT 3a 000t 1 pasnndre QyHKIUIL, IprdeM, KaK
6b1I0 CKa3aHO, 9T pasHble PYHKIUM MOTYT OCYILECTB/LITHCA B IIPEe/ax OfHOM KIeTKIL.

Ilocnepume monropa — nOBa MECATWIETUA OTMEYEHbl CTPEMUTE/IbHBIM Pa3BUTHEM
MOJICKY/LAPHO-OMONOIMYEeCKIX METOHOB MCCIeNoBaHMA. JTO IPUBEIO elle K OJHOMY YAUBN-
TE/JIBHOMY OTKPBITHIO, IIPMAABIIEMY HOBOE M3MepeHe mpobieMe pasHOOOPA3Ns MOIEKY/ISPHOI
CTPYKTYypbl OenkoB. OKas3amoch, YTO KAXK/BIL TUI CyOBEIMHUIBI, B CBOI OYepedb, MOXKET Cy-
IIeCTBOBATb B BIJIe MHOXXECTBEHHBIX IIOATUIIOB, KaXKABIIl 13 KOTOPBIX KOJUPYETCH OTHENIbHBIM
reHOM WM (pexke) AB/IAETCA MPOJYKTOM aJIbTePHATUBHOIO CIUIAJICYHIA OJHOIO JM TOIO JKe TeHa.
IMogTumsr Cy6beAnHNI] HA3BIBAIOT N30(POPMAMIL

It cyObenmHnI; HEKOTOPHIX OenKOB (HAIIpuMep, HUKOTMHOBOTO XOJIMHOPELENTOPa) yXKe
omycaHo 6osee eCsTKA TEHOB U, BO3MOXKHO, B [Ja/IbHEIIIeM OYAyT OTKPBITH HOBbIe. MHOro4mc-
JIeHHBIE COYeTaHNUsI CYObeAVHNI] U MX TUIIOB OIIPENE/IOT CTOMb JKe PasHOOOpasHble CBOVICTBA
O/IMTOMEPHBIX OE/IKOB: X AKTUBHOCTD, (PYHKIIMOHAIbHBIE 11 (hapMAKOIOTIIecKye mpodum, CIo-
COOHOCTD B3aMIMOJEIICTBOBATD C MOJIEKY/IaMI OKpPY)XeHus 1 T. 1. Kpome Toro, pasHble KOMIIO31-
LIV O/INTOMEPOB MOTYT OIIPEe/ATh PasHOOOpasue Iy Tell MORY/IALMN 3TUX GENKOB CO CTOPOHBI
Pery/sITOpHbIX (PaKTOPOB.

CTOoMb CTOXKHAA KapTIHA MOJIEKY/IAPHOI CTPYKTYPbI 6€/IKOB, BBIITOTHAIONINX, KaK ellje HelaBHO
Ka3aJ/10Ch, OfHY ONpefeNIeHHYI0 QYHKIVNIO, CO3AeT /A MCCTefoBaTeNell HOBYIO peanbHOCTD, KO-
TOpasd yXe IIpMBea K IepecMOTPY psfia TPaAULVOHHBIX IpefcTaBieHuil. CTalo 04eBUJHBIM, YTO
6e3 3HaHWsI CYO'BEAMHNYIHOTO COCTaBa TOTO VI MHOTO Oe/IKa MPAKTUIeCK! HeBO3MOXKHO ITOHSITD
IpUpoORy pasHooOpasmst GyHKUMIT 9TOro OelKa M OOBSICHUTD IKCIIePUMEHTAIbHBI (eHOMEH,
B KOTOPOM IIPEAIIONATaeTCsl yIacTre GeKOB C ompepeneHHOi (yHKuueil. CTpeMUTeNbHO yCTa-
PEBAIOT NPUBBIYHBIE METOAMYECKIE MOXOABL, 0COOEHHO (hapMaKOIOTMYeCKIe, OCHOBAHHbIE HA
IPeACTaB/IeHNI O CBOIICTBAX O€/IKOB, OMMCAHHBIX B npourioM. Ocoboe 3HaueHUe 3TO NMEET [iist
HellpoOMONIOIMYecKX UCCIEOBAHNII B CIIy BeCbMa OTPaHMYEHHON JOCTYIHOCTU M3YyYaeMbIX

CTPYKTYP.



V.. Kpusoit, T. M. [Ipabknna

BoisicHeHne (YHKLMOHAIBHOMN CIIELMa/IM3ay Pa3HBIX MOJIEKY/LIPHBIX (GopM GenKOB CTano
OJIHOII M3 CaMbIX aKTYa/IbHbIX IPOO/IEM KI€TOYHOII 6MoIorum. B mepcrexTuBe MOHNMAaHNE CBS3U
MeXJy KOHKPETHOII MOJIEKY/LIPHOI CTPYKTYpOil 1 (yHKIuell OyaeT NMeTh 3HAUeHMe [/ TOYed-
HOIT (papMaKOJIOTIIeCKOI KOPPEeKIUY (PyHKIIIIL.

B manHOM 00630pe mporpecc UCCAeHOBAHNUIL B 9TO 0OIACTH IIOKA3aH HA IIPMMeEpPe CIeAYIOMINX
KJIaccOB 0€/IKOB: HUKOTMHOBOTO XO/IMHOpelenTopa (JIMraHz-yIpaB/IAeMblil KaHaI), aljeTU/IXO/IN-
HacTepassl (pepmenrt), a taxxe Na, K-AT®assr (TpaHcropraslit 6emok). [Tepednciennsie 6enkn
HeoOXOAMMbI [/Is1 00ecriedeH st CUHANITIYECKOIl [epefjady B XOMMHEPrUIeCKUX CMHAICAX, MOf-
[lep>)KaHNs MOHHBIX TPAJUEHTOB, MEMOPAHHOrO IIOTEHIMAIA U IEKTPOreHe3a BO30YAMMBIX Kie-
TOK. TeM caMbIM OHI HEIOCPEACTBEHHO YYACTBYIOT B IIpueMe, 06paboTKe 11 mepegade BHe- I BHY-
TPMK/IETOYHBIX CUTHA/IOB.

1. HUKOTMHOBBI XONUHOPELenTop
1.1. O6ue cBegeHnsa

Huxornnossle xomHopenentopsl (HXP), onocpenyrouye addeKThl HellpoMenaTopa aljeTUIXo0-
mmHa (AX), IpMHaJIeXaT K CYIepCceMeiiCTBY JIMTaH-YIIPaB/IAeMbIX IOHOTPOIIHBIX PeLelITOPOB,
BKIOUamolieMy B cebs taxke peunentoper TAMK,, TAMK, rmiuna, ceporonnta tuma 5-HT;,
a TaKKe PEeLeNTOpbl ITyTaMara y 6ecro3BOHOYHBIX (puc. 1). Bce aTm peuentops! sBIAOTCA
O/IUTOMEpPaMI, T.€e. COCTOAT M3 Habopa CyOBefUHNL, KOAUPYEMbIX pasHbIMU reHamu (0030psL:
McGehee, Role, 1995; Paterson, Nordberg, 2000; Grutter, Changeux, 2001).

Takme BemjecTBa Kak HUKOTHH, Kapbaxo-
JIMH — cuHeprucTbl AX, ABJAIOTCA arOHUCTaMU
HXP. OHM B3aMMOZENCTBYIOT C TeM K€ y3Halo-
UM LEeHTpoM, 4TO AX, 4TO COIPOBOXIAETCS
akTuBanyeir HXP M OTKpBIBaHMEM MOHHOTO
KaHajma. VIMeHHO ¢ aTuM crenupuyecKuM Me-
CTOM CBA3BIBAIOTCSA KOHKYPEHTHbBIE aHTAarOHU-
CTBI, YTO IPUBOFUT K KOHKYPEHTHOMY OJIOKY
HXP. Tak pmeificTByeT a-6yHrapOTOKCUH U Apyrue
Q-TOKCMHBI — HONMUIIENTURBI U3 3MEVHOTO Afia,
BBICOKOCIEIM(DIYIHO 1 HEOOPaTuMO OIOKMPYIO-
mue HXP. B oTnmume oT A-TOKCMHOB, ApPYyrou
crrenyipudecKmii KOHKYpeHTHBI 610kaTop HXP
d-tybokypapun peiictByer obparumo. Coenm-
HEHNA HEeKOHKYPEeHTHOIO TUIIA IeJICTBYA MOTYT
CBA3BIBATBCS C OTKPBITBIM JOHHBIM KaHAJIOM
uXP (mpoamguden, xmopnpomMasuH, IUCTPUO-
HUKOTOKCKH), OO0 C 3aKPBITHIM MOHHBIM Ka-
HajioM  (TeTpasTWIAMMOHUI, IPOM3BOJHBIC

Puc. 1 O6ujasa cxeMa HUKOTMHOBOTO XOJIM-
HOpenenTopa. I — MecTa CBA3bIBAHNA
aroHncToB (AX, HUKOTIH, KapOaxo/mH)

M AHTAarOHNUCTOB KOHKypeHTHOI‘O THUIIA I‘yaHI/IHI/IHa).

(d-Ty60KypapuH, a-6yHrapoTOKCIH). HukoTuHOBbBIE peLenTopbl IIMPOKO IIpef-
2 — MecCTO CBA3bIBAHNSA AHTATOHMCTOB CTaB/IeHbl B I[EHTPAJIbHON U IepudepndecKon
HEKOHKYPEHTHOrO Tua (npoaandes, HEPBHOII CUCTEME, I[le¢ OHM WUIPAalOT POJb IIOCT-

TIIpOKanH, FI/ICTPI/IOHI/IKOTOKCI/IH). CMHANITUYECKNX PENENITOPOB, OTBETCTBEHHDBIX 3a



_ Paznoo6pasne onuromepHbIx 6€1K0B

CUHANITHYECKOE IPOBEIEHNE, a TAK)Ke IMPECUHANTUYECKUX TeTePO- M ayTOPELENTOPOB, MOMLY/IN-
pyouux 3¢pGeKTUBHOCTD CUHANITIYECKIIX CBA3EIL.

B ITHC sty penentopbl y4acTBYIOT BO MHOTUX (M3VOJIOTMYECKUX U IIOBEleHYeCKMX (YHK-
uAX (KOTHUTMBHBIE IPOLIECCHI, MTAMATb M OOy4YeHUe, CUCTEeMbl eCTeCTBEHHOTO ITOIKpeIIeHIS,
HeIIPOHA/IbHOE PasBUTHE, MO3rOBOIl KPOBOTOK U MeTabommsm). Hapymenus B cucreme uXP, Kax
CUNTAETCS, OTBETCTBEHHBI 3a IIATOTeHe3 PAfa HEeBPOJIOTMYECKUX PacCTpoiicTB (OomesHeil Ajlb-
nreiimepa 1 [TapKiHCOHa, HEKOTOPBIX GOPM SIUJIETICHN), A TAKKe musoppennn. llentpaabHbe
HXP urpaior Befymyo poib B pOpMUpOBaHNY HUKOTUHOBOI 3aBucuMoctu (Jones et al., 1999; Di
Chiara, 2000; Paterson, Nordberg, 2000).

1.2. HUKOTHHOBBII1 XOTNHOPELeNTOP CKeNeTHOI MBILIIIBI ¥ 9TTeKTPUIECKOT0 OpraHa
Torpedo

HuKOTMHOBBII XONMHOPELIENTOP CKEIETHONM MBIIIIIBI, OTTIOCPEYIOIINIT HEPBHO-MbIIIEYHYIO IIepe-
fady, — IepPBbIl CUHANITIYECKUI PeLielITOP, KOTOPBI ObII BBIJE/ICH, OYNIIeH 1 oipo6HO mccre-
TOBaH Ha MOJIeKY/LIpHOM ypoBHe (cM. CKOK U 1p., 1987). IIporpecc aTux uccaefoBaHmili B 3Ha4M-
TE/IPHOI CTEIeHN 00s13aH TAKOIl 9KCIEPUMEHTA/IbHOI MOJEIN, KaK 9MeKTPUIeCKUil OpraH cKaTa
Torpedo. IInornocts HXP B 3TOit CTPYKType OYeHb BBICOKA, UTO AETaeT BO3MOXKHBIM VX BbIJeIIe-
HUe B IPeNapaTMBHbBIX KOMNYECTBAX. TaK KaK 3/IEKTPUIECKNUII OPraH SABJIAETCSA 3BOMIONVOHHBIM
[lepUBAaTOM HEPBHO-MBIIIEYHOTO COEVHEHVsI CKelleTHOI MbIisl, HXP Torpedo BbICOKO rOMOJIO-
TMYEH PELENTOPY CKENEeTHO MBIIIIIBI.

B anexrpuueckom oprane Torpedo nXP mpencrasisier co60il reTeponeHTaMEePHBINT KOMITIEKC,
COCTOSIIINIT 113 TOMOJIOTMYHBIX, HO (DYHKIIMOHA/IbHO PA3/IMYHBIX, KOAVPYEMBIX PAa3HBIMIU TeHAMI
cybbepuHuL o, B, y 1 0 B cTexmoMerpudeckoM coorHoureHnu (a),pysS. Iomunentugusre nenn
CyOBEIVHULL CBA3AHBI APYT C APYTOM HEKOBAJIEHTHBIMU CBSI3SIMM, 00pasyst KOMIUIEKC C MOJIEKY-
nApHON Maccoit ~250 x[la B Bujie IICEBIOCMMMETPUYHON PO3ETKM C KaHA/IOM, PACIOI0KEHHDIM
Ha neHTpanpHoli ocu (Corringer et al., 2000; Grutter, Changeux, 2001).

B ckenetHOM MbIlIe MIEKONUTAIINX HXP MMeeT aHaJIOTMYHbIN cy61>enMquan71 COCTaB,
C TOII pasHMIIENL, YTO Y-CyObeaNHII[a IKCIIPECCUPYETCs TONBKO B AMOPIMOHATIBHOI Mblmiie. B pan-
HeM IIOCTHATA/IbHOM OHTOT€He3e IIOf] BIMIHIEM HellpoTpodudecknx GpakTopos B cybcuHaITHE-
CKVIX SIAPax MBIIIEYHOTO BOJIOKHA HMPOVCXOAUT PENPecCrsi TPAHCKPUIILNY TeHa Y-CyObeINHNIIBI
Y aKTUBAL[US TPAHCKPUIILNI TeHa TOMOJIOTUYHON &-CyObequHuIbl, oTcyTcTByomeit y Torpedo
(Sanes, Lichtman, 1999). OTa saMeHa He BiuseT Ha popMmupoBanue 1 fuddepeHIUPOBKY 3peIOro
pereniTopa, HO obecIiednBaeT MOfJEp)KaHIE BBICOKO OPTaHM30BAHHON CTPYKTYPbI KOHI[EBOIL
IUTACTUHKY, B YAaCTHOCTM, HEOOXOMMMOIT TIoTHOCTM cuHanTmiecknx HXP. Kanan spemoro uXP,
cofep)xalero e-CyobequHuIy, obmamaer 6omee OGBICTPOIT KMHETHKOI M IPUMEPHO B 3 pasa 60/b-
weit Ca®’ -IIpoHNMIIEMOCTDI0, YeM KaHas sSM6proHambHOro HXP ¢ y-CyObemumieit.

Tak xak Bce cyobeguHubl HXP KOAMPYIOTCS POACTBEHHBIMI T€HAMI, OHM 00/1aJal0T MHOTMMMU
obummu yepramu. Kaxgas cyOpefunnIia, mpefcTapsionas co00il MHTErpaIbHbI G€/I0K, YeTbl-
pexppl mmepecekaeT MeMOpany (dopMupyst TpancMeMOpaHHble cerMeHTHI M1-M4), nmeer BHe-
kineto4Hble N- 1 C-KOHIIEBOII JOMEHBI, a TAK)Ke OOLIMPHYI0 LNUTOIVIA3MATIIECKYIO IeT/II0, COeHM-
HAIONIYI0 TpaHCMeMOpaHHbIe cerMeHTh M3 1 M4, oc/ienoBare/IbHOCTb KOTOPOUI YHUKA/IbHA JUIA
KaKIOro TuIia cyopeuuanr (puc. 2A).

JlaBHO M3BeCTHO, YTO [/Is1 aKTUBALMYU HXP TpebOyeTCst OCIef0BaTeIbHOE CBS3BIBAHNUE ABYX MO-
nexyn AX, T.e. Ha pellenTope NMMEIOTCA /1Ba MecTa cBA3bIBaHMA AX. MapKepoM MeCT CBA3bIBAHMA
AX ABIAIOTCS COCEqHME IMCTEMHOBBIE ocTaTK 192 n 193 B cocTaBe BHEK/IETOYHOrO N-KOHIIEBOTO



V.. Kpusoit, T. M. [Ipabknna

Puc. 2. HukoTnHOBbIE XONIMHOPE-
LIeNITOPBI.
A — MeM6paHHasI TOIOTIO-
rust a-cyOopeuHune HXP.
b — cxema cTpoeHMs HEKO-
TOPBIX TUIIOB HUKOTMHOBBIX
XOJIMHOPELENTOPOB (Bepx-
HUIT pAJi) ¥ CXeMa PacIoso-
SKEHV MECT CBA3BIBAHNA
AX (HVOXHMI psifi, TEMHBIE
KPYKKI).

nXP ckenemnoil

MblUilUblL
1 2
al [3 S a2 B
Y/e( al B2 [ a2

A NH,
domeH
CBA3LIBAHUST —
AX COOH
M1 | M2 |M3 M4
YUMonnasma
b
HetipoHanvHoie HXP
2
B2 o4 B2 a3 B2 a3 p4 a7 o7
B2( a4 B2 [ a3 P4 [ a3 a7( a7

\

@
%1

| /

e o
1COR

JOMeHa KaXXJIOM U3 IBYX a-cy61>enmmu (pyc. 2A). PaHee c4MTanmoCh, 4YTO STOT YYACTOK U €CTh
COOCTBEHHO MECTO CBSI3bIBaHMsL. B HacTosIgee BpeMs M3BECTHO, UYTO B HOPMUPOBAHMYU MECT CBSI-
3BIBAHIMS U CTAOWIM3ALMY CBS3AHHBIX JINTAH/OB YIACTBYIOT He TOJIBKO O-CyOBEAVHMIBL: MECTO
CBSI3BIBAHISI HAXORUTCS MEXAY (B MHTepderice) COOTBETCTBYIOIIMMI JIOKYCAMU -CyObeaNHNIIIBI
W COCETHEN Cy6”beIH/IHI/IIIbI mpyroro tuma (puc. 2b). B penentope Torpedo ¥ CKeJIE€THOV MBIIIIIIbI Me-
cra cBsi3piBaHMs AX pacIoIoXKeHsl B JIOKycax, 00pasyembix mapamu ad u ay(e). brarogapst mpucyt-
CTBUIO, TIOMVMO O-CyO'beIMHNLL, ABYX PA3HBIX CYOBESMHIL] [PYTOTrO TUIA, 3TU ABA JIOKYCa OXHOTO
perierrTopa 06IaaloT PasHbIMU XaPAKTEPUCTUKAMI CBSI3bIBAHNS aTOHICTOB ¥ AHTATOHVICTOB.
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ITeTi aMMHOKIC/IOTHBIX IIOC/IEOBATENIBHOCTEN A-CyObeANHNIIBI, YIACTBYIOIME B (POPMUPO-
BaHMI MeCTa CBSI3BIBAHIS, OOPAsyOT TaK HA3bIBAEeMblil IJIABHbBII KOMIIOHEHT, a IIET/IN IOCIIENO-
BaTEeJIBHOCTEI COCeIHell CyObeaHUI[bI — IOMOMHNTE/IbHbII KOMIIOHEHT MecTa CBsisbiBaHms. K
HACTOAIeMy BpeMeH) MeTofaMy ap@MHHOrO MedYeHMs ) HallpaBJIeHHOIO MyTareHe3a YCTaHOB-
JIeH aMIHOKIC/IOTHBI COCTaB 3TuX KomnoneHTos (Galzi, Changeux, 2000; Corringer et al., 2000).
OKasanmock, 9TO B COCTaBe A-CyObeIMHNIBI BCE TV OCTATKM AB/AIOTC apoMarmdeckumu (Tyr
u Trp). IIpenmonaraercsi, 9T0 CTAOMIM3ALVS arOHUCTA 00ECIIeUNBACTCSI B3AMMOJEIICTBIEM €ro
KaTMOHHON YacTU C T-9JIEKTPOHAMY apOMAaTUYeCKOrO KOJIbIIA, @ TAKXKe 9MeKTPOCTaTUYeCKUMMU
B3aMMOJIENCTBISIMI C OTPULIATE/IBHBIMY 3aPsIJaMU, IPUCYTCTBYIOMMY BOIN3M MeCTa CBs3bIBa-
Hus (Song, Pedersen, 2000). LleHTp cBaA3biBaHuA AX 3BOMIOLVOHHO ABJIAETCSA CAMBIM KOHCEpBa-
TUBHBIM Y4aCTKOM BCell MOJIeKy/LApHOI cTpyKTypsl (Le Novere et al., 2002).

CaaspiBanue AX NIpUBORUT K KOH(GOPMALMOHHBIM M3MEHEHUAM, B Pe3y/lIbTaTe KOTOPBIX OT-
KPBIBAETCSI HECETIEKTUBHBII KaTMOHHBIN KaHasl, mponyckaoiuit monst Na* u K u B oueHb He-
6ombioit cremern Ca®’ (Pc,/Py, ~ 0,2) (cM. McGehee, Role, 1995). Kanan dopmupyercs Tpamc-
MeMOpPaHHBIMIL cerMeHTaMy M2 BceX IIATH CyObeSIHIALL.

PacumdpoBka TpexMepHOII cTPYKTypbl HXP IoKasasa, 4To MecTO cBA3bIBaHUA AX ¥ IOHHBIN
KaHa/l GOpMUPYIOTCsT PasHBIMU JOMEHAMI, HAXOMIIVMICS Ha 3HAYUTE/IBHOM PACCTOSHUN APYT
ot apyra (2-4 am). CrreoBaTeIbHO, B3aMMOJEIICTBIIE MEXY STUMU IOMEHaMI, 00ecredrBaroiiee
OTKpBIBaHMe KaHa/Ia IIOC/Ie CBA3BIBAHVA arOHMCTA, ABJIACTCA HEIPAMBIM, WIN a/UIOCTePUIECKIM
(Changeux, Edelstein, 2001).

1.3. Pa3HOOOpa3ye HUKOTMHOBBIX XOTMHOPELENITOPOB

CymectBoBaHMe pasHbIX THUIOB HXP, pasImMyamImUxcs MO OMOXMMUYECKMM, (apMaKonormde-
CKVM 11 (HM3MOTIOINYECKIM XapaKTePUCTUKAM, U3BECTHO AaBHO. Ha OCHOBaHMU 9THX TPafUIIOH-
HBIX IIOJIXO/IOB JO/IrOe BpeMsi ObUIO MPUHSTO paspensiTs HXP Ha [Ba ITABHBIX TUIA: MBIIICYHBIE
U HeJfpOHAJIbHBIE.

ITepBble faHHBIE O HEPOHAIBHBIX HXP ObUIN IIOTYYeHBI B OIBITAX HA CUMIIATHYECKNX TaH-
rnsx (cm. Ckok u fp., 1987). Yxe pannHme apMakoIOrndecKye MCCAef0BaHNsI TaHIIMOHAPHBIX
HXP nokasamm ux ¢apmaxonorndeckue u 61opusndecKue OTINYUA OT PELeITOPOB CKeIeTHBIX
Mpin. OTHO M3 ITIABHBIX Pa3IN4Nil COCTOUT B TOM, ITO TAHITIMIOHAPHbIE PELENTOPbl He UyBCTBM-
TE/IbHBI K 0-OyHTapOTOKCHHY — IIOJIMIICNITHJHOMY HEMIPOTOKCUHY M3 sAfla 3Meil ceMeiiCTBa acIu-
moBeIx (pox Bungarus), KOTOpPBIIL SIB/ISETCS KITACCHYIECKUM BBICOKOA(G(GUHHBIM 6/I0KATOPOM MBI-
mreqHoro HXP (Ky B HAHOMOJISIPHOM Jiiania3oHe).

Yro xacaercsa ITHC, To 3pech KapTuHA [OATOe BpeMsA OCTaBajach HesAcHOI. IIpsamoe mccre-
mosauye HXP 1 CHHAIICOB, B KOTOPBIX Ilepefiada OIOCPEAYeTCsl 9TUM TUIIOM PELENTOPOB, ObUIO
3aTPYIHEHO B CMJTY MajIOf JOCTYIIHOCTH 9TUX CTPYKTyp. ITo amaymornm ¢ ranrnmmonapubiMu HXP
HEYYBCTBUTEIBHOCTb K O-OYHIapOTOKCMHY KaKOe-TO BpeMsA CUYMTA/NACh XapaKTepUCTUYeCKUM
IPUSHAKOM BCex HelpoHanbHbix HXP. OpHako nccmenoBanmsi 3¢pdexToB a-OyHrapoTOKCHMHA
B THC, npoBogusmmecsa B 1970-e u Hauame 1980-X rofoB, IMOKa3anu, 9TO U B IIpefeax Hell-
poHanbHBIX HXP cymecTByeT HeofHOPOZHOCTb. C ONHOIM CTOPOHBI, OMOXMMMIYECKVMH, ayTO-
pagmorpadMIecKuMy ¥ PagVONUTaHAHBIMU METOfaMI B ompeneneHHbix obmactsx [THC 6bum
0OHapY)KeHBbI MeCTa BHICOKOAQPUHHOTO CBA3bIBaHMsI a-OyHrapoTokcuHa. C gpyroi cTOpoHsl, ¢pu-
3MOJIOTMYECKME UCCTENOBAaHNA HE MOJATBEPXKIANN COOTBETCTBUA ITUX JIOKYCOB CHMHANITHYECKUM
HXP: 32 OueHb PeSKMMI UCKIIOYEHUAMN HY YYyBCTBUTE/IbHAA K HUKOTVMHY CHMHANITAYECKas Iepe-
flaya, HY BbI3BaHHBIC HMKOTVMHOM HeJpOHAJIbHbIE TOKU He OIOKMPOBAIUCDh -OYHIapOTOKCHHOM,
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u Haobopor, B psge obmacreit ITHC, roe o6HapyXeHbI MeCTa CBSI3BIBAHUS O-OyHIapOTOKCMHA,
BOOOIIe OTCYTCTBOBA/IN CHHAIITIYECKHe KOHTAKThI (0630pbl: Ckok u fp., 1987; McGehee, Role,
1995). Takum o6pasom, nprpoga u QyHKIMs MeCT CBsi3biBaHMs a-6yHraporokcuna B [THC gonroe
BpeMsI OCTABAJINCh 3arafouHbMu. KpoMe TOro, HeMmoHsITHO OBUIO, KAK COIIACOBBIBAIICH MHOTO-
4VCTIeHHBIE TTOBefleHYecKre 3¢ (eKTbl HUKOTMHA C OTHOCUTENBHO MajIbIM UMCIOM LIEHTPA/IbHbIX
CMHAIICOB, B KOTOPBIX ITepefiada onocpenyercsa HXP.

Kapruna BO MHOTOM IIPOsICHM/IACH O71arofiapsi pasBUTUIO METOZOB MOJIEKY/ISIPHOI OMOIOTMNL.
Cepenyaa 1980-x ropos, korga ObUIa IolrydeHa mepsas ki1oHambHad JHK Ct-Cy6’beJII/IHI/II_1bI Heli-
poHanbHOro HXP, cuMTaeTcs Ha4ya/IoM HOBOJL 9PbI B UCC/IEHOBAHMY CHHAIITHYECKUX PELeTOPOB
BooOme. B mpememax kaxpgoro kmacca cybbenyuui HXP 6pU10 06Hapy>keHO 60/bIIOE pasHO-
o6pasne BapnaHTOB (KOZVMPYEMbIX Pa3HbIMU [€HaMI), COYeTAHNA KOTOPBIX MOTYT JJaBaTh FOPaszio
6orbiee pasHOOOpasue MOATUIIOB HXP, YeM ObIIO IPUHATO CINTATH.

B menmom (c yyeToM pelienTopa CKeJIETHOM MBIIIIBI) K HACTOAIIEMY BPeMEHU UACHTUNUI-
POBaHbI ¥ KJIOHMPOBAHBI TeHbl 17-Tu cy6bepuumy HXP 1M03BOHOYHBIX. OTKpBLITBIE NEPBBIMU
a- n P-cyopenunnis HXP ckemeTHOI MbIbl 0603HavaoTcst al n Pl. B HepBHOIT crcTeMe 9KC-
IPeCcCUpYIOTCA IeBATH d-cyobenmun (a2-al0) u Tpu B-cyobenuunust (32-B4). IIpu 5ToM TOMBKO
a- (HO He B-) CyObeAMHMIBI MIMEIOT BBICOKYIO CTEIIEHb TOMOJIOTHIL C COOTBETCTBYIOLell CyObef-
Hutjeit HXP ckeeTHOI Mbliipl. HelfpoHanbHble aHAIOTH Y-, O- 11 €-CyObefUHNL] He OOHAPY KEHBL
ITpumeps! pasubix THIOB HXP 1okasaHbl Ha puc. 2b.

Ha 6oree paHHMX 9Tamax MCCIEZOBAHWII B OIBITAX C 9KCIIPECCHEN PA3HBIX CYOBENUHNL Hell-
ponanpubix HXP B oounrax Xenopus ObUIO IMOKa3aHO, 4TO A1 GOPMUPOBAHMS (PYHKIIMOHAID-
HOTO pelenTopa HeOOXOAMMO codeTanue a- n B-cyobennuui. [Tpu aToM 06pasyoTCst reTeporeH-
TaMepHbIe KOMIUIEKCBI, KOTOPBIE COZEPIKAT, KaK I B CKEJIETHOI MBIIIIIE, [0 /{BE O-CyObeINHNIIBL,
¢dopmupyrome Mecra cessbiBaHmsT AX BMecTe ¢ COCeTHUMN P-CyOBefUHNIIAMI, T. €. 06pa3yIoT
KoMIUTeKC (a);(P)s. DTu perienTopbl HEUYBCTBUTEIbHBI K A-OyHrapOTOKCHHY, YTO COOTBETCTBYET
PAHHIM IPENCTABIEHISIM O CBOVICTBAX HelpoHanbHbIX HXP (cM. 0630p McGehee, Role, 1995).

OpHako mocie oOHapyKeHust a7-, a8~ 1 a9-CyObeAnHNI] 0Ka3aI0Ch, YTO TN CyObeAVHIUIBI
00pa3yloT TOMOIIEHTaMepHbIe KOMIUIEKCHI, T. €. KOMIUIEKCBI, COCTOAIINE TONbKO U3 MIEHTUYHBIX
cyb6beguuuL (Harmpumep, a7), GopMUpYoOIINX MeXxAy coboit 5 mect csispiBanmst AX (puc. 2B).

OTKpbITHE 3TUX PELENTOPOB IpHobpeso ocoboe 3HadYeHMe, KOr[a OBUIO YCTAHOBIIEHO,
YTO OHM, B OT/INYNE OT TEeTEPOIEHTAMEPHBIX, BBICOKO UYBCTBUTEIBHBI K Q-OYHrapOTOKCHHY
(K4 B mmamasone emmuun; HM). Takum 06pasom, OblTa pacKpbITa 3arajjka MeCT CBSI3BIBAHIIA
a-6ynraporoxcuna B ITHC. CerogHst 13BeCTHO, YTO PELIEITOPBI 07 IPE3BBIYAIHO LIMPOKO Ipe-
CTaBJICHbl B LIGHTPAJIbHOI M IepudepriecKoil HepBHON cucTeMe. OHM MMEIOT KaK IIOCT-, TaK
U MPEeCYHANTNYeCKYI0 JOKa/IN3alMIo, T.e. ONHON U3 MX (PYHKUMI AB/ACTCA MORYIALUA OCBO-
6oxpennst Megnaropos (McGehee, Role, 1995; Wonnacott, 1997; Vizi, Lendvai, 1999). U3 npy-
TUX TUIIOB TOMOOMMroMepHsix HXP penentop a8 moxa o6Hapysker Tonbko B ITHC upirenka, a9
u a10-B HekoTOpBIX crierumyeckux obmactsax [JHC muexomuraromux (Cordero-Erausquin et al.,
2000). PerieniTopbl a7 MMEIOTCS M B HEPBHOIT CricTeMe 6eCITI03BOHOYHBIX (MOJIIIOCKM, HACEKOMBIE).

Tomoonuromepusie HXP Tuma a7, MOMMMO MX 4yBCTBUTEIBHOCTN K (-OyHIapOTOKCUHY, 00-
JQJIAIOT U PANIOM APYTUX, B CBOEM POJe YHUKAJIbHBIX CBOJICTB, OTIMYAIOMINX VX OT IIPOYMX Hell-
ponanpubix HXP. Tak, oHu 60jiee YyBCTBUTENbHBI K HUKOTUHY, 4eM K AX, 1 uMeoT 6ojee BbI-
COKYIO CKOPOCTb fieceHcuTu3any. Ho, moxxayit, I7TaBHOe OT/IYME COCTOUT B OYeHb BBICOKOI
IPOHMI[AeMOCTH 3TUX perentopos amst Ca**: P,/Py, ~ 10-20. OTOT MOKasaTeNnb BbIIe, YeM Yy
TTyTamMaTHeIX perentopos NMDA-Tuma (Pc,/Py, ~ 7), KOTOpble paHee cauTamnch cambivu Ca’-
IPOHMIAEMBIMI CHHAIITUYeCKUMY pelenTopamu. Ilo-Bupumomy, rmaBHas ¢yHkuua a7-HXP




cocTout nmMeHHo B opMuposanuu BHyTpukieTouroro Ca’'-curnama. B Hactosmiee Bpems pe-
IENTOpbl 7 PACCMATPUBAIOTCA KAK OfMH U3 ITABHBIX PETYIATOPOB BHYTpuKieTounoro Ca’*
B HepsHOII cucteMe (McGehee, Role, 1995). Cyns 10 MMEOMNMCS JaHHBIM, Ca’"-oTBeT Ha ak-
tuBaumio a7-HXP dopmupyerca B pesynbTaTe Kackajja peakIuil U MMeeT KaK MUHUMYM JBa
KOMIIOHEeHTa. Bxop Ca’* B KJIETKY 4epe3 KaHa/ pelentopa cocTapnsgeT nuib ~10% obmiero mo-
BBIIIEHNA IUTO30/MbHON KoHIenTparu Ca’*. IT1oT mepsudnbiit Ca’*-curHam BBI3HIBAET OTON-
HUTETbHBII pocT KoHnentpanyu Ca’!, meficTByst Ha mpyrue cuctemsr perynsmuu Ca’*, kotopbie,
[O-BUANMOMY, B Pa3HBIX KI€TKaX (WIM B PasHBIX CYOK/IETOYHBIX KOMIAPTMEHTAX) MOTYT ObITh
pasubivu. Takumu cucteMamu MOTyT 6bITh BHyTpuKneTounbie Ca®’-yero pasHoro tuma (ympas-
jisieMble  PUAHOAMHOBBIM pellenTopoM min penentopoM IP;) u/mam mnoreHImanosaBuCKMbIe
Ca**-xaHa/bl ITa3MaTMYECKOi MeMOpPaHbI, OTKPHIBAIOIIMECS B OTBET Ha JETIONAPU3AIIAIO, BO3-
HuKamouyo rnpy aktuBanym a7-HXP (Tanaki et al.,, 2000; Sharma, Vijayaraghavan, 2001). IToce-
JloBaTeNbHOE BOBIedeHNe pasHbX Ca’'-MCTOYHMKOB MOXKET GBITH TeM MeXaHM3MOM, 6aromaps
KOTOPOMY aKTuBaIusi a7-HXP, HeCMOTPsI Ha GBICTPYIO JECEHCUTU3ALNIO STOTO PELEITOPA, BBI3BI-
BaeT JIO/ITOBPEMEeHHbIIT, 3HAYNTEMbHBII 110 Bermranne Ca*t-curHar.

B IHC a7-uXP, 1m0-BUAMMOMY, ONOCPELYIOT MHOTHMe (QU3MOTIOrMyYecKue U IOBefieHYecKue
3¢ eKTH HUKOTVHA, a TAKXKe YYACTBYIOT B IIaTOTeHe3e 60/Ie3HM AJbIreiiMepa u MM30ppeHnn
(Jones et al., 1999; Paterson, Nordberg, 2000). Cunraercs, uro a7-uXP (mmocT- ¥ mpecuHanTmde-
CKII€) XOMHEPTMYECKUX BXOOB, CBSI3aHHBIX C ME30KOPTUKO-TMMONIECKNMU HOdaMuHeprirde-
CKVMMU ITyTAMU (COCTABJIAIOMVIMM YaCTh CUCTEMbI €CTeCTBEHHOI'O MOAKPEIUIeHM ), UTPAIOT Befy-
Iy poib B GOpMUPOBAHUY HUKOTMHOBOI 3aBucumocT (Jones et al., 1999). Ilpenmonaraercs,
YTO BOSHUKAIMIT PU aKTUBAIMM 3TUX perentopos Ca®’-CUTHAM 3amTycKaeT Kackaj peaKifuit,
OIIpefeTISIIOIUX TOTOBpeMeHHbIe 3 dEKTHI TPy XpOHMYeCKOM BoszericTBuy HukoTnHa (Tanaki
et al., 2000). Ha puc. 3 mokasaHa JloKa/m3anys pasHbIX cyObenyHul HXP B MO3Te 11 X BO3MOX-
Hasi CBsI3b C (PU3NOTIOTMYECKIMH, IOBEJIEeHYECKMMI 1 TaTOIOTMYEeCKMMU IIPOL[eCCAMIA.

JJaHHBIE ITOCTIEAHMX JIET YKA3bIBAIOT HA TO, YTO a7-HXP MOTYT MIpaTh Ba>XHYI0 pOJb B HEWPO-
ITIMAbHBIX B3aMMOfeicTBUAX. COINTACHO COBPEMEHHBIM IIPeNCTaB/ICHNAM, MEX/y HellpOHaMM
U IIMAJIbHBIMU KJIeTKaMU (B 9aCTHOCTM, acTPOLUTAMU) CYIIECTBYeT JBYCTOPOHHSASA CUTHA/IM3a-
1uA. ACTPOLITBHI HeCYT Ha cebe pellenToOpbl K TaKUM HelfpoMefyaTopaM, Kak rmyramar, TAMK,

Puc. 3. Jlokanmsauus cyobenuunl HXP B MO3re KPBICHI I BO3-
MoxKHast porb HXP, cofiepyKallyx 9TU CyObeAUHNUIIBL,

B QU3MOIOTMYECKIX, TIOBEEHYECKIX I TATOMOTMYECKIX
mpoljeccax y denoseka (1o: Jones et al., 1999).

1. Koznumuenuvie npoueccot. Kopa — a3, a4, a7, p2, p4;
Tmnoxamm — a3, a4, a5, a7, B2, B3, p4. Bosmoxkuas
posb B maroreHese 6ome3Hu Anpureiimepa. 2. Cencop-
Holil nomox. Tunnokamn — o7. Jeduimur ceHCOpHOTo
[IPUTOKA UTPAET POJIb B [IATOTeHe3e Mu3odpeHnn.

3. Paseumue. CnyxoBas Kopa — a7; 3puTenbHasg Kopa —
He a7. 4. Cucmema ecinecmeeHH020 nOOKpenieHusL.
MesoxopTuko-mumMondeckue fodpaMuHOBbIE IyTH —

a3, a4, a5, a6, a7, B2, p3, f4. Bosmoxxuas ponb B hopmu-
POBaHNM HUKOTMHOBOI 3aBUCUMOCTH

5. bonw. bonbioe Axpo mBa — a4

rmunuyH, AT® (orHocurensHo AX CBefieHNUIT O IOC/IE[HET0 BpeMeHN He 6b110). Brarogaps atomy
ACTPOLIUTBI OTBEYAIOT HA HENPOHAIBHYI0 AKTUBHOCTH (CONMPOBOXKAAMIIYIOCS OCBOOOXKIEHMEM
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COOTBETCTBYIONMX MeMATOPOB) OCIIIAMAMI BHYTPUK/IETOUHON KoHIenTparmm Ca*t (Ca’*-
BomHamu). C IPyToil CTOpOHBI, TOBbIIEHNE IUTO30bHON KoHIenTpanun Ca’’ B acTpommrax
TUIIIIOKAMIIA IIPUBOGUT K OCBOOOXKAEHNUIO 13 HUX [IyTaMaTa, KOTOPBIl MOAYINPYeT aKTUBHOCTD
COCefHUX HeMPOHOB. HemaBHO MMOKa3aHO, YTO aCTPOLMTHI I'MIINIOKAMIIa KPBICHI 9KCIPECCUPYIOT
a7-uXP B KJIETOYHOII Ky/IBType 11, BEPOSITHO, B €CTeCTBEHHBIX ycrnoBusx (Sharma, Vijayaraghavan,
2001). AKTMBAIUs 3TUX peIenTopoB Tpu feiicTeum AX Bbi3biBaeT B acTponutax Ca’'-curnarn,
TIapamMeTphl KOTOPOTO TAKOBBI, 4TO MOTYT 0becrieuntdb yroMsHyToe Bhie Ca’*-3aBucumoe ocBo-
OOo>KIeHIe ITTyTaMara, BIuAollee Ha HeJIPOHA/IbHYI0 aKTUBHOCTD. DTY JaHHbIE IIOKA3bIBAIOT, 4TO
HIMPOKO 0OCYyXK/jaeMasi IPEeCHANITIYECKasT MORY/IALVS OCBOOOKAEHNMsT HEIIPOMEIATOPOB, OCy-
ntecteiAeMas HXP, B KaKMX-TO CIy4asX MOXKET OIOCPEeOBAThCA CEKpelyent ITyTaMaTa 13 acTpo-
nuroB. TakuM o6pasoM, myTn perymsanun cuHantudeckoin addexrnsroctu B ITHC, B KoTOpBIX
y4actByoT HXP, MOryT 6bITh ropasno 6ojee pasHOOOPA3HBIMIL, YeM IPUHATO CUUTATD.

Tosopa o pomu HXP B HelpO-T/IMANbHBIX B3aMMOJENCTBUAX, HENb3d HE YIOMAHYTb COBEp-
IIEHHO HOBBIII (DeHOMEH, HelaBHO OOHAPY>KeHHBIII B HEPBHOII cucTeMe yIutKu Limnaea stagnalis
U PAaCKpBIBAIOIINII pPaHee He M3BECTHBIN MeXaHU3M HXP-3aBrcuMON MOLYNALMY HEpOHaIbHO
aKTMBHOCTY. BbUT MIeHTNUINMPOBaH SHAOI€HHBI, IPOLYLMPYEMbII OKOIOCHHANTIIECKOI ITIN-
QJIbHOIT KIIETKON PacTBOPUMBIN AX-CBSI3BIBAIOINIT O€TOK, KOTOPBI SBJISIETCS TIOMTHBIM aHAJIOTOM
BHEKJICTOYHOTO JINTaH/I-CBA3BIBAIOIEro foMeHa HXP, HO He MMeeT TpaHCMeMOpPaHHbIX JJOMEHOB,
¢dopmupyrommx noxHei KaHan (Smit et al, 2001). Sror 6emok mpeacTaBiseT coO0il TOMOIEH-
TaMep, BBICOKO TOMOJIOTMYHBIN COOTBETCTBYIOLIEMY HOMeHY a7-HXP II03BOHOYHBIX M MMEOIIA
6mmskuit papmakonorndeckuit npoguiab. AX, 0CBOOOKIAIOUMIICA 13 IPECUHAITIYECKOrO Hell-
poHa u JieficTByrommii Ha HXP I7IManbHO KIETKY, BBI3BIBAET CEKPELNIO 3TOTO 6e/IKa B CHHAIITH-
YeCKYIO LIeJIb, i€ OH CBA3bIBaeT U30BITOYHBIN AX, TeM CaMbIM IIOJAB/IAA CMHAITUYECKYIO Iepe-
pagy. CylecTByert i off0OHBI MEXaHU3M Y II03BOHOYHBIX, HEM3BECTHO.

Brarogapst MCCIETOBAHISIM, COYETAIOIVIM MOJIEKY/ISIPHO-OMOMIOTNYeCKIe 1 3IeKTPO(USIO-
JIOTMYeCKIIe METObI, OTMEYAeTCsI PacTyllee YNCIO AAHHBIX O TOpasfo 6onmbiueM pasHOOOpasuu
MOJIEKY/IAPHOTO CTPOEHUA HENPOHANbHBIX HXP, 4eM CuMTanoch elle CpaBHUTENbHO HEaBHO.
B yacTHOCTH, 3TO KacaeTcA IeTepOONMIOMEpHbIX HXP, KoTOpble, IO-BUANMOMY, MOTYT MMETb
6o/tee CIIOKHYI0 KOMIIOSUI[MIO, YeM COYETAHVE OFHOTO THUIA O-CyObeAMHUI[BI C OfHVMM TUIOM
B-cyOpenmuniisl. VIMEHHO TaKue COYeTaHMsI IIPOM3BOAWIN B PAHHIUX OIBITAX MO dKcIpeccun HXP,
IO/Ty4asl TaK Ha3bIBaeMble PEeNITOPbl — «IYIUIEKChI», COCTABIEHHbIE M3 IBYX OIMHAKOBBIX 130-
¢bopM a-cyObenmMHMIBI U TPeX OAMHAKOBBIX 1M30(opM P-cydbemuuuusl, Hampumep, (a2),(B3);
(yuamrbiBast, uTo Bce HXP SIB/ISIOTCS IMEHTaMepaMu, UX COCTaB OOBIYHO M300PAXKAIT, HEe BOCIPO-
u3BOfs1 OMHOI popmyssr: a2B3). IIpu 9TOM B 3aBUCHMOCTY OT KOMOVHALINY TUIIOB CYO'beINHIAL]
9KCIIPeCcCUpyeMble PELielITOPbI MMM pas3andHble 6rodnsndeckne (IPOBOANMOCTD ¥ KMHETUKA
OTKpBIBaHMs KaHA/IOB) U (hapmakonorndeckue (apuHHOCTD K ArOHNCTAM 1 AHTATOHUCTAaM) IPO-
¢ (McGehee, Role, 1995). HexkoTopble 13 9TUX IIapaMeTPOB COOTBETCTBYIOT XapaKTePUCTIKAM
HatyBHBIX HXP. Tax, perjerrropst cocraBa a4p2 mupoko pacrpocrpanens: B ITHC, a a3p4-8 nepu-
depuueckoit HepBHOI cucTeMe. OfHAKO BO MHOTVX CTy4YasX He YAAaBaJOCh MOTYYUTh XOPOLIETO
COOTBETCTBMS XapaKTEPUCTMK IKCIIPECCHPOBAHHBIX M HATMBHBIX HXP. BO3MO)XHbBIE HpUYMHBI
MOTYT 3aK/IIOYAThCSI B HECIIOCOOHOCTI OOLUTOB K COOpKe IIPaBUIbHON KOMIIOSUI[UY HATMBHBIX
PeLIeIITOPOB M/IEKOMUTAIIUX MO0 B PA3INYMAX MEXAHNM3MOB IIOCTTPAHC/IALMOHHON Mopudu-
KallMM PEeLeNTOPOB.

JIpyroe oObsAcHeHMe C/IeyeT U3 HOBENIINX JaHHBIX, KOTOPbIe JAl0T OCHOBaHNA IIO/IATaTh, YTO
IIeHTaMepHbIe MOJIEKY/Ibl HXP MOTYT CyIecTBOBAaTb He TOJbKO B BUJE «IYIIEKCOB», HO M «TpPU-
IJIEKCOB» WIN JaXKe elfe Gomee CIOKHBIX COYeTaHWi CyObenmum,. Tax, Mmpegronaraercs, 4To
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ectb HatyBHBIe HXP ¢ kommosunusamu a3a5P4, a3p2p4, a6B3B2p4, a3p2p4a5 n gp. BosmMoxHbI
U Takye KOMOVHAIWM, IIPU KOTOPBIX PELieNTOpP COCTOUT M3 TPeX - U ABYX P-cyObemmumiy, Ha-
npumep, a4a6a5(f2), (cm. 063opsr: Cordero-Erausquin et al., 2000; Paterson, Nordberg, 2000;
Changeux, Edelstein, 2001; [Ipabxuna, Kpusoii, 2004). Bonee Toro, cymst mo HeKOTOPbIM AaH-
HBIM, CyObBeMHMIIA (7 MOXET COYeTATbCsl C APYTUMU CYObeNMHMIAMI, T.e. HPUCYTCTBOBATh
B TeTEPOOIMIOMEPHBIX KOMIUIEKCAX. B 9KCIIPECCMOHHBIX CHCTeMax TaKue KOMIUIEKCHI OIOKu-
pyoTcst a-6yHrapoToKCcuHOM. Ecimu momoOHbIe CTPYKTYpbI IPKCYILIVM HATMBHBIM peLelTOpaM,
9TO CTABUT IIOJ, COMHEHNE ITPEJCTAB/IEHNE O TOM, YTO B HEPBHONM CUCTEME YYBCTBUTEIBHOCTD
K 0-OYHrapOTOKCHHY OIIpefe/isIeTCsl TOAbKO romoonuromepusiMu HXP. VI Hao60poT, B HeEKO-
TOpBIX 0O/macTsix Mosra HXP ¢ mpeamomaraeMort CTpyKTypoit a4a6a5(B2),, T.e. He comep)Kalye
a7-cybbenyHuIbI, OIIOKUPYIOTCS CHEeNU(PUIeCKIM aHTATOHICTOM 9TON CYOBefUHMIBI METU/IIN-
KaKOHUTVHOM B OYeHb HM3KUX KOHI[eHTpanysax (~1 HM). JIpyroit mpuMep TOro >ke pofia: HeKOTO-
pble TUIIBI HelipoHa/IbHBIX HXP, aKcIIpeccupyeMble B IeTepPOIOTMYECKUX KICTKAX, OIOKUPYIOTCA
aTPONMHOM — KJIACCHMYECKMM AHTATOHUCTOM MYCKapMHOBBIX XOIMHOPELEITOPOB (CM. 0630pbL:
Changeux, Edelstein, 2001; Ipabkuna, Kpusoii, 2004). Bce atu fanHble, moMuMo cBoero ¢yHzaa-
MEHTa/IbHOTO 3HAYeHJA, II0Ka3bIBal0T OIPAaHMYEHHOCTb IIPUMEHEHM IPOCThIX (papMaKomornye-
CKIVX TeCTOB IIPM aHa/IM3e IIPUPOABI T€X JIN MHBIX PELeNTOPOB (Kak 1 BOOOIIe (QyHKIMOHAIb-
HbIX 6enkoB). CrefyeT 3aMeTUTb, 9TO 32 HeGO/IBIINM MCK/TIOYEHNEM, TOYHBII COCTAB CyObeaMHIMI]
6O/IBIINHCTBA HATYBHBIX HEIIPOHAIbHBIX HXP HeM3BeCTeH.

YTO KacaeTcsA HEPBHO-MBILIEYHOTO allllapara, TO JJO IOC/IEHETO0 BpEMEHN CIUTAIOCh, 4TO HXP
IIpeICTaB/IeHbI 37€Ch eAVHCTBEHHbIM — «MbIIIEYHbIM» THIIOM. OTHAKO HEJABHO IOTyYeHbI aH-
Hble, CBUJICTe/IbCTBYIOIME O Ha/IN4nyu B guadparMe M HEKOTOPBIX APYTUX CKeIeTHBIX MBIIIIIAX
i HXP HellpOHANMBHOTO THUMA, UAEHTU(GUIMPOBAHHOTO KaK o7-peuenTop (MIm perenTop,
copepxKamuit a7-cyobegHuLy) ¢ HemsBecTHOU (ynkiueit (Dezaki et al., 1999). Oror penenrtop
JIOKQ/IM30BaH B CHHAITHYECKOM pajlOHe MBIIIEYHON MeMOpPaHbI, OFHAKO, [IO-BUANMOMY, OH He
YYacTBYeT B CMHAIITMYECKOI nepefiade. Ero akTmpanmsa T0KanbHON anmumkanyeir AX BbI3pIBaeT
MeJIeHHOe ToBbImenne KonuenTparmuu Ca®’ B Mumomnasme, kotopoe 6mokupyercs crienudm-
geckum 6rokatopom o7-HXP MeTmmmmkakoHnTHHOM. 10T Ca’’-CHTHANM OrpaHMYeH 067aCTbIO
HEPBHO-MBIIIEYHOTO CHHAIICA ¥ He IIPMHMMAET yJacTusA B aKTMBALMU COKPATHUTEIbHOTO alllla-
pata. Kak u B HefipoHax Mo3ra, B OpPMIPOBAHIN 3TOTO MEJTEHHOTO «HECOKPATUTeNMbHOTO» Ca®'-
CUTHa/la B MbIIIIIle TIPMHUMAET y4acTie He Tombko Ca’’, MoCTymaomuit CHApyXu depes KaHas
a7-uXP, vo u Ca’", Mo6wm3yeMbn71 13 BHYTPUK/IETOYHBIX JIETIO.

YdauThIBas CUHANTUYECKYIO TOKaMM3anuio a7-HXP B MblIlIIie U er0 CIOCOOHOCTD NHAYLNPOBATH
BHYTpUK/IeTOuHbI Ca®’-CUTHAM, MOXKHO TIPENONIOKNTD yIACTHE STOTO PENENnTOpa B KAKUX-TO
MOZY/IATOPHBIX ITPOL[ECCaX, CONPSKEHHBIX C aKTUBAIell HePBHO-MbIIIEYHOTO CIHATICA.

B03MOXHO, B CKe/IeTHOI MBIIIILIe IIPUCYTCTBYIOT 1 IPYTHe CYObeAMHNIbI HellpOHanbHbIX HXP.
Tak, 1o JaHHBIM MUMMYHOIUTOXMMIYIECKIX MCCIEJOBAHNIT 1 ONpefeneHys TpaHnckpunrtos MPHK
C MCIO/Nb30BaHMEM IIONMMEPA3HON LEMHOM peaKLMM, B 3PE/IbIX MbIIIIAX KOHEYHOCTEN KPBICHI
9KCIpeccupyroTcs a4- u P2-cyObennunisl (IprdeM MOCIeNHssI TOKA/IM30BaHA B KOHIIEBOII IUIa-
ctunke) (Sala et al., 1995; Tsuneki et al., 1995).

JaBHO 06cyxpaeTca mpobaeMa IPeCHHANTHYeCKUX ayTOPELeIITOPOB, MOLYIMPYIOIIX KBaH-
TOBYIO ceKpennio AX B HEPBHO-MBIIIEYHOM COENVHEHNUN, YTO ABJIAETCA OJJHOI M3 OCHOB CHHAII-
TUYECKON IIACTUYHOCTH. Ha OCHOBaHMM MHOTOYNC/IEHHBIX (U3MOIOTMYecKuX U (papMakomoru-
YeCKMX JAHHBIX NPENIIONIaraeTcs, YTO MOTOPHbIE HEPBHbIE OKOHYAHMA COfiepyKaT HeOHOPONHbIN
ITy71 HUKOTMHOBBIX ayTOPELENITOPOB, ONOCPENYIOIMX PEryIAnuI0 cekpenyy AX IO MeXaHU3MY
TIOTOXKUTEIBHON ¥ OTPUILIATENbHOM 0ob6paTHOI cBsasu (Bowman, 1990; Tian et al., 1994; Prior,
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Singh, 2000). 9to MoryT 6biTh HXP He TOIBKO MBIIIEYHOTO, HO ¥ HEPOHATBHOIO THUIIA, OfHAKO
00 MX MOJIEKY/ISIPHOIL CTPYKTYpe [JO CUX IOp Majio M3BECTHO. VIMeIoTCsl JaHHbIe 06 9KCIIpeccnn
a3-cybpennunipl HXP B MOTOpHOM HepBHOM OKoH4YaHuy pguadparmsl mbiam (Tsuneki et al,
1995). HeaBHO mOKa3aHa BO3MOXXHOCTb SKCIIPECCUN MOTOHEMPOHAMM PA3/IUIHBIX CYObeINHNL]
HelpoHanbHbIX HXP, B ToM uncie n o7-tuna (Dehkordi et al., 2004; 2005). ITouck uXP Heitpo-
HaJIbHOI'O TUIA B MOTOPHBIX HEPBHBIX OKOHYAHVAX U M3YYeHUe UX POIM B IPECHHANTIYECKUX
a¢deKTax 5K30TeHHBIX U 9H/JOTeHHBIX arOHUCTOB (AX, XO/VH, HUKOTIHA) OCTAeTCs BECbMa aKTy-
aJIbHOI TPO6IIEMOVA.

1.4. Kunetuka AKTUBAUVN HUKOTMHOBOI'O XO/IMHOPELENTOpA

VccnenoBaHuio MexaHNM3Ma TeHEepaIluy ITOCTCHHANTUYECKOTO OTBEeTa, KaK OFHOTO U3 OCHOB-
HBIX 9TAIOB CUHANTUYECKON Tepefad, IOCBSIEeHO 3HAYNTeIbHOE Ym0 pabot (cm. CKOK u fp.,
1987; Peper et al.,, 1982; Bowman, 1990). Hioke peup noiifier o Haubojiee M3y4eHHOM HEPBHO-
MBIIIIEYHOM COEAMHEHNY I03BOHOYHBIX, IJ[e MeAuaTopoM ABsaeTca AX.

IMocre ocBo6oXXAeHNUs kBaHTa AX M3 MOTOPHOTO HEPBHOTO OKOHYaHMsI, MOneKynel AX nud-
GyHIUPYIOT Yepe3 CHHAITUYECKYIO 1e/Ib M B3aMMOJEICTBYIOT € IIOCTCHHANTHdeckumy HXP, 4to
HOPUBOJUT K KPATKOBPEMEHHOMY IOBBIIIEHNIO IIPOBOAMMOCTY ITOCTCHHAINITIYECKON MeMOpaHbI
u ee penojsipusanyn. CIIOHTaHHOe OCBOOOXKZeHMe OfHOro KBaHTa AX BBI3bIBA€T TeHEPaLMIO
MUHUATIOPHOTO MOTeHIana KoHueBoil wiactuHku (MIIKII), a ogHOBpeMeHHOe 0CBOOOXK/jeHe
MHO>XKeCTBA KBaHTOB AX B OTBET Ha IOTEHIINAJI AEHCTBUA B HEPBHON TePMUHA/IN — MHOTOKBAH-
ToBbII noreHnyan KoHuesoil wiactuHky (IIKIT). B ocnose MIIKII u ITKII nmexxat TpaHCMeM-
OpaHHbIe TOKI: MUHMATIOPHBI TOK KoHIeBoit mnacTuHky (MTKII) 1 BbI3BaHHBIN TOK KOHIIEBOI
wractuaku (TKII), cooTBeTcTBeHHO. B OCHOBE 9TMX HOCTCMHANTUYECKUX OTBETOB JIKUT IIO-
BBINIeHME MPOBOAMMOCTY MeMbpansbl i K*, Na*, orwactu Ca**, Ho me s Cl, mpu 5ToM MOHBI
ABIDKYTCS 4epe3 MeMOpaHy B COOTBETCTBUM C MX 9/MEKTPOXMMUIECKUMY IpajueHTamu: Na* Bxo-
JUT B MBbIlIeYHOE BONOKHO, K ABIDKETCA B IPOTMBONONOXHOM HarpasieHuu. Vonst Nat u KV
IBIDKYTCsI depe3 KaHasIbl, 0Opasymommuecs: B MakpoMosiekynax HXP mox BospeiictBuem AX. dtn
MOHHbIe KaHA/Mbl OOMAlal0T KAaTMOHHON CENTeKTMBHOCTHIO M MMEKT MPoBOAUMMOCTH 20-30 pS
Ka>KIbIIA.

[Tpu B3anmopeitctBuu kBauta AX ¢ uXP HabmoaeTcss BHaYase ObICTPBIN POCT, a [jajiee OTHO-
CUTENbHO MeJJIEHHOE CHIDKEHNe MPOBOAVMMOCTY IOCTCMHANTUYECKON MeMOpaHbl. Bocxopsimas
¢asa TKII n MTKII nmeet S-o6pasuyio ¢opMy, a craji IPOUCXOANT IO SKCIOHEHINATIbHOMY 3a-
KkoHy (puc. 4). Becb mpolecc 3aHMMaeT HeCKOJIbBKO MWUIMCEKYH[. MenyaTopHbit AX rugponm-
3yeTcs alleTWIXOMMHACTepas3oit (AX9), depMeHTOM, TOKaIM30BaHHbIM B CMHAIITUYECKOM palioHe
(cM. mogpobHee 4. 2 faHHOTO 0630pa) 1 BELIECTBA, yTHETAOLINE AKTUBHOCTh AXD, yBeIN4INBAIOT
pmutenbHOCTh TKII 1 ITKIIL. B cBA3M ¢ 3TUM AyuTeIbHOE BpeMs CIMTAIOCh, YTO BPEeMEHHOe Te-
YeHMe TOCTCUHANITIYECKX OTBETOB IIPOCTO OTpaXkaeT M3MeHeHMe KoHIeHTpanuu AX B CHHAI-
TUYECKOI LIe/u B pe3yynbTrare U Qysum 1 9H3UMATIIecKoro rugpomnsa. OfHAaKo B fa/lbHeileM
HOSIBUIVCH (PaKThI, KOTOPBIE OBUIO TPYAHO OOBSICHUTD C 9TOI TOUKY 3penust. Tak, 6bII0 yCTaHOB-
neHo, uro ciaf TKII u MTKII npn maTaKkTHOI AXO NOAYMHAETCA SKCIIOHEHIIMATbHOMY 3aKOHY,
a KOHCTAQHTa CKOPOCTM CIIafia 3aBMCUT OT MeMOPAHHOrO MOTEHIMA/IA VI TEMIIEPATypbl: YMEHbIIA-
eTCA IPYU TUIIEPIOAPU3ALNN Y OXIKAECHNN U YBeNMIMBAETCS NIPY AETIONAPU3ALUN U HarpeBa-
HIY, TIPMYEM TaKas 3aBMCMMOCTb COXpaHseTcs u mocie yrHeteHnss AX9. OKa3amoch Takxke, 9TO
HEKOTOpble (papMaKOIOINIeCKue areHThl CIOCOOHBI M3MeHATh BpemeHHoit xon TKII: ykopaun-
BaTb, YI/IMHATD, HAPYIIATh 9KCIIOHEHI[MA/IbHOCTD CIIAZIA.
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O6'I)HCHI/[TI) xapaKTep BpeMeHHOI‘O T€YEeHU A IIOCTCUHAIITNYECKNX TOKOB U €TI0 U3MEHEHIEe HpI/I
BOBHGI?[CTBI/II/I paSIII/I‘IHI)IX (1)aKTOpOB II03BOJ/INJIa KMHETNYECKaA MOE/Ib aKTBAaI I IIOCTCMHAIITU -
4eCKOIl MeMOpaHbl, B OCHOBY KOTOPOIT IIOJIOXKEHa CXxeMa B3aMMOJeIicTBIsI MeguaTopa ¢ HXP, 3a-
VIMCTBOBAaHHAasA "3 TeOPI/II/I Q)CPMQHTaTI/IBHbIX peaKuMﬂ. CyHleCTByeT MHO>XE€CTBO KMHETUMYECKUX

MW
A \ 40 mMc B 10 mc
WMW”* |10 A \T: 1/« —‘2HA

Puc. 4. CpaBHeHMe TOKOB OJJTHOYHBIX HOHHBIX KaHanmoB HXP (A)
Y MMHUATIOPHOTO TOKA KOHIIEBOI! IIacTuHKM (B).

CXeM, OIVICBIBAIOIIMX B3aumMopelicTBue HXP ¢ aroHMCTaMy WIM aHTaTOHUCTaMM, HO BCe CXEMBI
OCHOBaHbI Ha IIPefIONIOKEHNM, YTO /I OTKPBIBAaHMA MOHHOIO KaHala TpebyeTca HOC/IeoBa-
Te/bHOE CBsi3bIBaHMe ABYX MoeKyn AX (Bowman, 1990; Prince, Sine, 1999; Wilson, Karlin, 2001).
OO6BIYHO NCIOIB3YIOT KOOIEPATUBHYIO MOJIE/Ib, B KOTOPOIT CBSI3BIBAHNE OJIHOI MOJIEKY/IbI aTOHU-
cTa obyeryaeT CBA3bIBAHME CTIEYIONIE:

k k B
2A+R <+ A+ AR < A,R & A,R*
k-1 ks [
——
KaHan BBKPbIT KaHan OTKPbIT

Brauane ¢ HXP (R) cBaspiBaeTcsa ogHa Monekyna AX (A) m o6pasyeTca MpoMeXyTOIHBIN KOM-
wiekc AR (MOHHBII KaHa/I 3aKkpbIT). Ha crepyiomem srtare kK 9T0My KOMIUIEKCY IIPUCOeNUHACTCA
eme ogHa Mosnekyna AX. Tonbko mocie 3Toro B MakpoMoyeKyne HXP mpoucxonar kondopmanu-
OHHbIE I3MEHEHVs1 ¥ HeaKTUBHBII KOMIUTEKC A,R TIepeXofiuT B aKTMBUPOBAHHOE COCTOsTHME AR,
IIpY KOTOPOM OTKPBIBAETCsI MOHHBII KaHAIL ki, k.1, ky, k., & 1 § — KOHCTaHTBI CKOpOCTEII mOCIe-
IoBaTeNbHBIX 9TAoB cBsasbiBaHmsl AX n aktuBaruy HXP. O6BIYHO CUMTAIOT, YTO CKOPOCTD peak-
LIV OTIPEE/I0T KOH(POPMAL[MOHHBIE MI3BMEHEHIsI KaK Hanbosree Mejj/IeHHbII IIPOoLecc.

[Tocie ocBoboxeHnA kBaHTa AX 13 HEPBHOI TepMMHA/IN He BCe MOMEKYIbl AX JOCTUTAIOT
nocrcuHanTudeckux HXP. Yactb monexyn AX rupiponmsyercs CMHaANTH4eckoit AXO u Tepsercs
3a cuet guddysun. Ammmryga MTKII mpu HopMarpHOM MeMOPAHHOM IIOTEHIIAIe COCTABIISIET
OKOJIO 5 HA, YTO COOTBETCTBYeT mpu6mm3ntTenbHo 1500-2500 OTKPBITHIX MOHHBIX KaHAIoB. [Ipn
narnéuposannn AX9 6onbire Monexyn AX gocTuraer HOCTCMHANTHYECKUX HXP 1 aMIUmMTysa
MTKII Bospactaer (puc. 5). B cooTBeTcTBMM C pacCMOTPEHHON BbIIIE CXEMOI, JINTETBHOCTD
Bocxopseit ¢passr MTKII, BO3HMKAOIIEro B OTBET HA IENICTBIE OXHOTO KBaHTa AX, 3aBUCUT OT
CKOPOCTM OTKPBIBAHIS MOHHBIX KaHATIOB (KOHCTaHTa CKopocTi [3). BemencTBue Toro, 94To akTuB-
HOCTh AXO [OCTAaTOYHO BBICOKA, ITOCTe CBA3bIBaHMA KBaHTa AX ¢ HXP B CMHAIITMYECKON eI
ocTaeTcst Majio cBo6ogHOro AX, KOoTopblit 9 (PeKTUBHO YCTpaHsIeTCs U3 e/ 3a CYET TUAPOTIN3a
U B HEKOTOPOIT cTeneHy 3a cueT audysnn. Kanaabl OTKPBIBAIOTCA JOCTATOYHO CHHXPOHHO, IIO-
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atomy crag, MTKII npn HOpManbHOI akTuBHOCTH AXO OTpaXkaeT MPEeNMYIIeCTBEHHO yMeHbIIle-
HUe BO BPEMEHM YMCTa OTKPHITHIX KaHa/IoB (KOHI[EHTPAI[UY KOMIUTEKCOB A,R’) u ompenensiercs
CKOPOCTBI0 KOH(POPMAIVOHHOTO IIepeX0fia MOHHBIX KaHA/IOB U3 OTKPBITOIO COCTOSHMA B 3aKpbI-
Toe (KOHCTaHTa cKopocTH «). B pesynbrarte cnag MTKII nponcxopuT 1o 9KCIIOHEHI[a/IbHOMY 3a-
KOHY C TIOCTOSIHHOJ BpeMeHN T ~ 1/a, KOTopas cocTaB/iAeT B HOPMA/IbHBIX YCIOBMAX OKOJIO 1 MC.
IMockoneky a << f3, cmag MTKII 3HaunTenpHO MejjIeHHee BOCXOMIIEl (asbl, COCTABISIONIEN
100-300 MKc.

B paccMoTpeHHOJ MOfeNy MPeATIoNaraeTcs, YTO KaKAblil MOHHBIN KaHa/l MOXKeT HaXOAUTbCA
760 B 3aKPHITOM, 1160 B OTKPBITOM COCTOSIHIY, IIPIYIeM IIePEXOMbL 13 OHOTO COCTOSIHMUS B IPY-
roe IIPOVCXOAST OUeHb OBICTPO, @ BEPOSITHOCTD ITUX IIEPEXOJ0B OLPeIe/IsIeTCsI KOHCTAHTAMI CKO-
pocTeit, KOTOpbIe 3aBUCAT OT MEMOPAHHOTO MOTEHIMA/IA U TEMIIEPATYPhL. DTO U OOBSICHSET BbI-
COKYIO TIOTEHI[1a/I03aBYICUMOCTD 1 TeMIepaTypHyIo yyBcTBUTeNbHOCTD cragia TKII. ITocTosHHaA
Bpemennu craga TKII nsmensercsa B e pas mpy M3MeHeHMM NoTeHuana Ha 100-120 MB u nmeer
3HaYeHNe TeMIlepaTypHoro koadduunenra Q,, oxono 3 u Honee.

CrpaBeyIMBOCTD IIPUMEHEHNS TOKOOHOI MO MOATBEPXKAACTCS CIeHYIOMUM. AHaIN3 Ia-
paMeTpoB OBICTPBHIX (UIYKTYALMil IIPOBOAUMOCTY MeMOPAHBI, YCUIMBAIOIIVIXCS BCIEACTBUE CITy-
YaliHBIX OTKPBIBAHMII ¥ 3aKPbIBAaHMI MOHHBIX KaHAJIOB B NPUCYTCTBUM ITOCTOSHHOJ KOHIIEH-
Tpauyy AX, TO3BO/AET OLIEHUTb IPOBOAVMOCTD KaHa/la U CPENHIOI IPONO/DKUTEIbHOCTD €T0
OTKpbITOro cocrosguus. OlLeHMBaeMoe TakKuMM 00pa3oM BpeMs «KM3HM» MOHHBIX KaHAJIOB [ieli-
CTBUTE/IbHO OKa3bIBaeTCA ONM3KMM 3HAYEHVIO NOCTOAHHON BpeMmeHM crajga MTKII u saBucut
OT TeMIlepaTyphl U IIOTeHIMana MeMOpaHbl. VccmenoBanys ¢ IOMONIBI0 «TOYEYHON» PUKCcann
MOTEHIIMA/Ia TOKOB OIVHOYHBIX MIOHHBIX KaHAJ/IOB TAK)Ke IIOKA3bIBAIOT, YTO 3TV TOKM MMEIOT BUJ
IPAMOYTOJIBHBIX MMITY/IbCOB OTHOCUTEIPHO CTAaHZAPTHOI aMIUIMTYABI (HECKOIbKO MUKOAMIIep),
a ¥IX JUINTETbHOCTD BapbUpyeT 10 3aKoHY IlyaccoHa co cpefHNMM 3Ha4eHMEM, COOTBETCTBYIOLIIM
nocrosuHoi BpeMenu caga MTKII u TKII (puc. 4).

OTMeTHnM, 4TO BBIIIEN3/IOKEHHOE NaeT INIIb BeCbMa YIPOIEHHOE IPEACTAB/IeHNe O MEXaHU3-
Max aktuBanuy HXP 1 paboThl MOHHBIX KAHA/IOB. B COOTBETCTBUM C COBPEMEHHBIMI IIPEICTABIIE-
HusAMY, HXP cylecTByeT B 3aKpBITOM, OTKPBITOM U JeCEHCUTN3MPOBAHHOM COCTOSHNUAX, B3aMO-
HepexONAINX APYT B Ipyra. B aToM ciry4ae ucronbayeTcs 6osee CIOKHAsA KMHETUYeCKas cxeMa
B3anmopeiicTBnA AX (L) ¢ HXP (R), yunThIBalomas BepOATHOCTD IIepeXofia B HeCEHCUTU3NPOBaH-
Hoe cocrosiHMe (D), KOTOpasi OIMChIBAETCS ANNIOCTEPUIECKMMY KOHCTAaHTaM .

2 5HA
2 MC

Prc. 5. BpeMeHHOe TeyeHMe TOCTCUHANITIYECKIX OTBETOB B HEPBHO-MBIIIEYHOM CHMHAIICe AnadparMpl
KPBICBI ITPY HOPMajIbHOI akTuBHOCTU AXD (1) 1 mocre ee 610Kafbl pochOpopraHNIecKIM MHIH-
6uropom AX3J apmuHOM (2). A — Bbi3BaHHbIe cTuMyssiuent Hepsa ITIKIT; b - ciontanHbie MITKIT;
B — cnontanubie MTKII. [laHHbIe aBTOPOB.
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B eme 6osee CIIOXHBIX CXeMax IPEAIIONATAETCs, YTO /s OTKPbIBaHMUs KaHama HXP He 006s-
3aTeIbHO CBA3bIBAHME ATOHMCTA C IBYMdA CAiiTaMM: KaHA/T MOXKET OTKPBIBATbCA CIIOHTAHHO, IIPK
cBasbiBaHNM AX TOJIBKO C OHUM CaliTOM, a TAK)Ke IIPY IIepeXofie 13 COCTOAHMA HeCEeHCUTU3ALINIL.
10 yKe TpexMepHble cxeMbl (cM. Wang, Sun, 2005). Tem He MeHee, B 1000M C/Ty4ae BepOATHOCTD
OTKPBITOTO COCTOAHM: KaHa/la MaKCMMa/IbHA B CTy4Yae CBA3BIBAHNA [JBYX MOJIEKYII arOHMCTA.

HecencuTnsanusa ABNAETCA BaXKHONM XapaKTepuCTUKO HXP 1 mpoABnAeTca B CHVYIKEHUM TIOCT-
CMHAIITMYECKOrO OTBeTa Ha IOBTOPAIOLIeecs JIM IIPORO/DKUTENIbHOE felicTBue aronuctos (Katz,
Thesleft, 1957; Magazanik, Vyskocil, 1976; Giniatullin et al., 1989; Wang, Sun, 2005). BoipaxeH-
HOCTb HECEHCUTM3ALMN 3aBYCUT OT BPEMEHMU IKCIO3MIUM AaTOHMCTOB M OT MX KOHI|EHTPaIVN.
BaxxHO, 4T0 AX MOKET CBA3bIBATbCSA KaK C 3aKPBITBIM, TaK U C IeCEHCUTU3MPOBAHHBIM COCTOAHM-
ssmu HXP, mpudem Hanbosee Beicokoit adpduunocTsio K AX ob6magaror HXP MMEHHO B COCTOSTHNI
meceHcuTU3ayy: ahGUHHOCTD 10 CPABHEHMIO C MIOKOAMIVIMCS COCTOSHIEM XOIMHOPeLelTopa Ha
2-4 nopspnxa sbiie (Papineni, Pedersen, 1997; Wilson, Karlin, 2001). 9ToT daxT 04eHb MHTEpeceH,
YUUTBIBAsA, YTO PONb AeceHCcUTn3auny HXP B MOTYIALMN CHHAITIYECKOI Iepefjadyl OCTAeTCs He
SICHOIL ¥ MHTEHCUBHO M3y4aeTCst. B vacTHOCTH, 60/IbIIOE 3HAYeHME IPUAAETCSI COCTOSHUIO eCEH-
cntnsanyy HXP st nonumanust paborst ITHC B HopMe 1 mpu pasHbix maronormsix (Wang, Sun,
2005).

Hapyurenns KMHeTUKM MOHHOTO KaHama HXP MOTyT ABIATbCA OCHOBOJ Cepbe3HbIX 3aborle-
BaHMII HEPBHO-MBIIIEYHOTO almapara. Hampumep, B cydae T. H. CMHApPOMa MeJIEHHOTO KaHasa
(slow channel syndrome) Habmogaercs: yBenudeHne BpeMeHI OTKPBITOTO COCTOSIHIS KaHama HXP
I CyllecTBeHHOe 3aMefyieHre BpeMeHHoro TedeHuss TKII; B pesynbraTe cepbe3HO HapyLIAeTCA
HepBHO-MbIlIeYHas epefada (Vincent et al., 1997).

HopmanpHoe Bpemennoe Tedenue TKII HapymaeTcs Taxoke Ipy eICTBUU psfia BelLleCTs, 00-
JTAIAIOMIMX CIIOCOOHOCTBIO CBA3BIBATbCS C OTKPBITHIM MOHHBIM KaHajioM HXP 1 67I0KMpoBaTh ero
IPOBOAVMOCTD. ITOT IIPOLIECC MOXKET OBITH OIMCAH CIEAYIOLIEl CXeMOIL:

L AR B ARB
@ k_y

rie B — monexyna 61oxartopa, ky, u k, — COOTBETCTBYIOIINE KOHCTAHTBI CKOPOCTEIL. B 3aBu-
CUMOCTH OT THUIIA O/IOKMPOBaHMs HAGMIORAeTCs /MO0 HapyIIeHNe IIPOCTOr0 SKCIIOHEHI[UAIBHOTO
TedeHus crazia (CIaj MOXKeT OBITh alIpPOKCHMUPOBAH ABYMs-TPEMsI 9KCIIOHEHTaM), 1160 mpu
COXpaHEHM) MOHOSKCIIOHEHI[MA/IbHOCTY CHajja M3MEHAETCA €To IIMTeNbHOCTb. KuHeTmdeckme
XapaKTEePUCTUKM GJIOKaTOpa MOTYT OBITH OLIEHEHBI PaSHBIMU CIIOCOOAMN, B TOM UNCIIE IIO M3Me-
HEHMIO KOHCTaHTbI ckopoctn craga TKII mpy BapbupoBaHMM KOHI[EHTpAnmu OIOKMPYIOIIEro
BemjectBa. C IpPyroil CTOPOHBI, IO XapaKTepy BIUAHMUA (PapMaKOIOIMYECKNMX areHTOB M3BECT-
HOJI CTPYKTYPbI Ha KMHETHUKY CIIafia IOCTCUHANITUYECKUX TOKOB MOXKHO JICCTIEIOBATh CTPOEHNE
" QYHKLMOHAIBHYIO OPraHn3aruio HXP.

PaccMoTpeHHass cxemMa AKTMBALUM IIOCTCHHANTUYECKON MEMOpaHBl B [OCTATOYHON Mepe
YC/IOBHA ¥ CKOPOCTD 3aKPBIBAaHNA VIOHHBIX KaHAJIOB XOTS ¥ HOMMHMPYIOLINIT, HO HE eJVHCTBEH-
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HBIT (PAKTOP, ONpeesIoINil BpeMeHHOe TeueHre Cliafia IOCTCUHANTNYECKIX TOKOB. JlericTBu-
TETIbHO, 3TO CIIPABEINMBO JIMIIb B TOM C/Iy4ae, KOIjja CKOPOCTh ycTpaHeHusa AX U3 CHMHanTH4e-
CKOJT 1je/nt 3a c4ueT ruapom3a u nddy3nn HaMHOTO IIpeBbIIaeT CKOPOCTb 3aKPbIBAHNA IOHHBIX
KaHanoB. IIpy aToM mpeponaraeTcs, 4To Kaxjgas Monekyna AX MoxeT cBA3aTbcs ¢ HXP He 60-
Jlee OJTHOTO pasa (IIAHCHI Ha IIOBTOPHOE CBA3BIBaHIE HEBEINKI). Takoe COOTHOLIEHNE CKOPOCTeN
HabmofaeTcA He Bcerga. HanpuMep, B TOHMYECKUX U MeJICHHBIX (pa3HbIX MBIIICYHBIX BOIOKHAX,
XaPaKTEPUSYIOLINXCSI OTHOCUTE/IbHO HUSKMM ypOBHeM QyHKImoHambHOI AXO, cmag MTKII
maXke IpU MHTaKTHOM AXO ompefenAeTcs He TOTbKO KMHETVKOI MOHHBIX KaHA/IOB, HO U 3aBUCUT
OT YC/IOBUI pacnpoCTpaHeHua KBaHTa AX B CMHANTHMYeCKO IIe/IN: INMPWHBI IEIN, ITIOTHOCTI
pacnpenenennsa HXP 1 AX3, pacrionokeHnsa CMHANTUYECKNX CKIa/[OK, KoHIeHTpanun AX B 30He
IeVICTBUSI KBAHTA. Pas/ndne 9TUX yCIOBUIL B IIPefie/iax CUHAIICA SIB/ISIETCST IPUYMHON Baprabern-
HocTu ntenbHOCTY 0THenbHBIX MTKII 11 B «6BICTpPBIX» CHHAIICAX. DTU 1 MHOTHE Apyrye (HaKThl
CBUJETE/IbCTBYIOT O BO3SMOXKHOCTM MOBTOPHBIX cBA3biBaHmit AX ¢ HXP B xope renepauyy MTKII
npy akTMBHOM AXD. 3[1ech CTAHOBUTCA BaXKHBIM BOIIPOC POJIM B PETY/IALNM KOHIEHTPAlUN CHU-
HanTneckoro AX pasmmaHbIX MOIEKy/IpHbIX popm AXI (cm. moppobHee 2.2).

2. AneTWIXOMMHICTEepa3a U ee MONEKYNsApHbIe GopMBbI
2.1. O6mme cBegeHMA

Anetwixonuaacrepaza — depment (EC 3.1.1.7), upesBbruaiino 6bicTpo rupponusyromui AX. 3a
cuer aroro AX9 obecrmeunBaeT HOpMajIbHOe (DYHKIMOHMPOBAHNE XOMMHEPIMIECKNX CHHAIICOB,
3¢ GeKTNBHO ymanAs «oTpabOTaBIINIT» MEAMATOP U3 CHHANTHYecKoil mem. AXO B OCHOBHOM
(YHKIMOHMPYET B KJIETKAX, BOB/IEYEHHBIX B XO/IMHEPTMIECKYI0 CHANTIYECKYIO [Iepefady, HO 00-
HapY>XMBAETCA TAKKe M B JIPYTUX HEMPOHAX, a TAK)Ke B HEHEPBHBIX KJIETKAX, HAIIpUMep, B 3pu-
TpouuTax (cM. 0630psr: Massoulie, Bon, 1982; Massoulie, Toutant, 1988; Taylor, 1991). ITpu cub-
HOM YTHETEHUM aKTMBHOCTM AXO HPOMCXOAUT IepeHakoreHne AX B CMHAITUYECKUX IIEAX,
BbI3BIBAIOIIEE HAPYIIEHMA CMHANTUYECKOI Iepefadn, YTO MPMBOAUT K TsKETbIM MOC/IEACTBUAM
BIUIOTH [0 CMepPTH. B 4acTHOCTH, B HEPBHO-MBIIIEYHOM amIapare npy yrueteHun AXSD pesko
3aMeJ/IsIeTCs BPEMEHHOe TedeHMe MOCTCUHANTUYECKNX OTBETOB M HAPYIIAETCS CIIOCOOHOCTD
MBI YAEP>XKMBATh TeTaHyc (puc. 5, 6). MexaHM3M 9TOr0 HapYLIEHNA 3aK/II0YaeTCsA B TOM, 4TO
B YC/IOBVSIX CMIBHOTO MHTHOMpoBanust AX9 ypanenne AX u3 CHHAITUYECKOI I[N IPOMCXOAIUT
B OCHOBHOM 3a c4eT juddysum. [Ipu 3ToM B Ienm HaKaIUIMBAeTCSA HETMAPONIU3OBAHHBIN AX,
criappl purvmdeckn cnegyiomyx ITKIT cymMupyloTcs, 4To BBI3bIBAeT YCTOMYMBYIO JETIOJAPM3a-
LU0 NOCTCUHANTUYECKON MeMOPaHbl, MHAKTUBALMIO Na* KaHa/IOB U HECIIOCOOHOCTD MBIIIEYHOTO
BOJIOKHA TeHepupoBaTh noTeHuansl feiictsus (Kpusoit u gp., 1987).

B to e Bpems uHrnb6utops AXO, BBI3bIBAIINE NI YACTUIHOE €€ TOPMOXKEeHNUe 1 He6O/Tb-
moe HakorleHne AX, MPYMEHSIOTCA B KIVMHUKE B Ka4eCTBe CTUMY/IATOPOB KPaTKOCPOYHOI I1a-
MATH, @ TAKKe IS JIeYeHNA Pas3IMYHBIX ITATOJOTUII ABUTATE/ILHOTO AIapaTra, CBA3AaHHBIX C Ha-
PYLIEHVAMM HEPBHO-MbIIIEYHON ITepefjadin.

AXD cymiecTByeT B BMie MHOXeCTBEHHBIX MOJIEKY/IAPHBIX (POPM, MIMEIOIIVX OfMHAKOBBIE Ka-
TAIMTUYECKNe CBOMCTBA, HO 3HAYNTETBHO PA3/IMYAIOIINXCS XapaKTepoM cOOpKM CyObennmHmi,
CKOPOCTBIO CEIMMEHTALINI, & TAKXKE TUIIOM aCCOLMALINN C KTIeTOYHOIT MeMbpaHoit (puc. 7).

Karannrudeckas cyopenuania AXO KOAMPYeTCsl eAMHCTBEHHBIM [€HOM, B OT/IMYME OT Cy0h-
eqyann HXP (a Taoke Na, K-AT®a3spl, 0 4eM ckazaHO HiKe). MHOXKeCTBEHHBIE MOJIEKY/LIPHbIE
¢dopmbr AXD SB/IIOTCSA MPOJYKTaMM aIbTEPHATMBHOIO CIUIAVICHMHIA TeHa 9TON CyOBeNUHMUIIbL
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Puc. 6. I[IpuMepbl 3ammcelt CyMMapHbBIX MbIIIEYHbIX IIOTEHIIMA/IOB AefICTBUA (BBEPXY) U TeTAHNYECKIX
CoKpareHuit (YacTOTa CTUMY/LILNM HepBa 50 MMII/C) M30/11pOBaHHOI AuadparMsl KPBICHL IIPY HOP-
ManpHoit akTuBHOCTH AXD (A), yepes 1 gac pertcTBust docdhopopranmdeckoro nuruburopa AX9 ap-
MuHa B KoHueHTparyu 1 MkM (B) u yepes 1,5 yaca ormbiBanus (B). KannbpoBka: [yInTeIbHOCTD —
0,25 ¢; amMIIMTya CyMMapHbIX IOTEHIIA/IOB JeiicTBusA — 2 MB; cuma — 20 r. JlaHHbIe aBTOPOB.

u nocrrpancsinyonHoil Mogudukaunu (Taylor, 1991). lononuurensHoe pasHoobpasue obecre-
YMBAETCS ACCOLMAIIVEI KATaTUTIIECKOI U CTPYKTYPHBIX CYOBeUHML] (CM. HIDKE).

Monexysipasie popmbr AXO MOfpa3HesIOTCs B COOTBETCTBUM C MX CIIOCOOHOCTBIO BCTYIIATH
B ruapo¢obHble B3anMopeiicTBus Ha aM¢uduibable 1 HeaMpuUIbHBIE, @ TAKXKE B COOTBET-
CTBMM C ¥IX YeTBEPTUYHOI CTPYKTYPOI HA TOMOMEpHBIE I TeTepPOMEpPHBIE.

Tomomepusbre ¢popmbr AXI (oHU ke r1obymsipusie, win G GOpMBI) IPEACTAB/ILIIOT COO0IT aM-
¢ucdmnpable 1 HeaMpuNIbHbIE MOHOMEPDI, JUMEPBI VMIN TETPAaMepbl KaTaIUTIIECKOl CyObe-
AVHULBL, pasnnyaonuecs Koadduunentamu cegumentanum (4S, 6S u 10S). B ocHoBHOM 3TO
MeMOpaHHO-CBsI3aHHbIE Oe/IKIt C 0OpAIleHHBIMI HAPY)KY aKTUBHBIMU LIEHTPAMIL, HO OHU MOTYT
CYILIECTBOBATb U B PAaCTBOPUMOM Bupe (puc. 7A).

TerepoMepHble (GOPMBI COCTOAT U3 TeTPaMepPOB KaTaJIUTUIECKON CyOBefUHMIbI, CBA3AHHBIX
AuCynbGUIHOI CBA3BIO CO CTPYKTYPHBIMIU CYOBefUHMIIaMI pasHoro Tuma (puc. 7B).

Cpeny DPOAYKTOB aIbTEPHATMBHOIO CIUIAJICMHIA TeHa KaTa/[IUTUIeCKOl CyObenuunisr AXD
BBIIEJISIIOT TaK HasbiBaeMble CyObenuunipl AXOy n AXO, uMeomye MIeHTHIHbIE KaTaIUTHde-
CKIe IOMeHBI, HO pa3Hble C-KOHIeBble IocIefoBaTenbHOCTY — H- 1 T-mentupns! (110 HasBaHUIO
COOTBETCTBYIOIVIX 5K30HOB). DT IENTU/BI ONPENe/IAI0T PasIUYHYI0 IOCTTPAaHCKPUIIMOHHYIO
MopUKaIUIO ¥ 9eTBEPTUYHYI0 CTPYKTYpy AXO, 1, B KOHEUHOM cyeTe — JIOKanmsanmio dep-
menta (Massoulie et al., 1993).

C-xoHIeBoit mentuf cyobenuuuibl AXOy COTep>KUT OfUH WIK BA LUCTENHA BOIM3M KaTajn-
THYECKOro IoMeHa. VIX nucynbduHble cBA3M BHYTpM Lenu popMupyoT fumepsl AXI (G,). IToT
HENTU] CONeP>KNUT TAaKXKe YYacTOK, OIOCPEeRYIOLVIT IpUCOefNHeHne IIMKOo(ocaTHaVIIMHO3N-
TOJI4, YTO NIPUBOAUT K 0OPa30BAHMIO MOHOMEPOB WJIN AMMEPOB, ACCOLMMPOBAHHBIX C HAPYXKHOII
HOBEPXHOCTBIO KjeTouHoit MeMbpansl (G, u G, Ha puc. 7A). AXDy npuUCyTCTBYeT B HEPBHOII
¥ MBIIIEYHON TKAHSX PbIO, perrTymit u aMpuomit, a y MIEKOMUTAIONINX IKCIIPECCUPYETCS TOIBKO
B TKaHAX F€éMaTONO3TNIECKOTO IPOMCXOXKIEHNA.

Cybbeguunna AXO1 3KCIPeCcCHpPYeTcss B HEPBHOI U MbIIIEYHON TKaHAX. Ee C-KOHIeBOI
T-nenrug umeer csoboxHbIt nuctent BOmusyu C-koHIA 1 aMUQUIBHYIO A-CIMPajb, YTO OIpe-
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Puc. 7. CxeMa CTpOeHMsA pas/IMYHbIX MOJIEKY/IAPHBIX (POPM alje TUIIXOMHACTEPas3bl. A — MOHOMEpHBIE,
B — rerepomepubie popMmel. Gy, G,, G4 - r106yspHbIe GOPMBL; A1, — acuMMeTpudHas popma
(mmo: Taylor, 1991, ¢ M3MeHeHUAMN).

mensieT 0Opa3soBaHMe MHOXKECTBA YeTBEPTIYHBIX CTPYKTYP — MOHOMEPOB, AMMEPOB ¥ TeTpaMe-
pos. ampHeriiee pasHOOOpasye MOIEKY/LIPHBIX (POPM OIpefersieTcs: CHoCobHOCThI0 T-menTua
CBA3BIBATBCS CO CTPYKTYPHBIMIU CyObeayrHMUIIaMy, [jaBasi Hadajao retepoMepHeiM popmam AXO.
B HepBHOJT cucTeMe TaKoJi CTPYKTYPHOII CyObeIMHNMIIeI CTY>KUT TUAPOPOOHDII HENTI , IPUKpe-
oyt AX9 K KJIeTOYHOI MeMOpaHe. B HepBHO-MBIIIEYHOM COeVHEHUN CTPYKTYpHasA CyOb-
eIVHUIIA TPECTABIIsAeT COO0I KO/IAr€HOMOLOOHBIN XBOCT AINHOI OKOmMo 50 HM (Ha3bIBaeMbIil
Ko/mTareHoM Q), COCTOAIMIT U3 TpeX CIMPATIbHBIX HUTeN. DTOT XBOCT Ipukpemier AX9O k 6a-
3a7IbHOJ I/TACTMHKE BHEKIETOYHOTO MaTPUKCA CMHANITUYECKON e/, O-BUAVIMOMY, 33 CUET ero
acconyanyy ¢ mporeoraukaHaMy. AXO 3TOro TiIa Ha3bIBAlOT aCUMMETPUYHBIMU, WM A ¢op-
MaMu. B acummerpuuHbix popmax AXD ¢ KO/UIareHOBBIM XBOCTOM MOTYT OBITb aCCOLMMPOBAHBI
OflVH, ABa WIM TPM T€TpaMepa KaTalIUTuIecKkoin cyobemuuunsl. Takne popmsr AXI nmeror koad-
duienTs! cefuMeHTan MM IpubmM3nuTenpHo 8S, 12-14S u 16-18S. B xaxkgom TeTpamepe jBe Ka-
TAIUTIYECKe CyObeaVHIUIIBI COeANHEHbl MeX/y CO00it AuCynbGUIHON CBA3BIO, OCTA/IbHBIE IBE
KOBaJICHTHO IIPMKPeIIeHBI ¢ HOMOIIBIO AVCYIb(PIIHBIX CBA3€N K OHON 13 HuTell XBocTa (dpopma
A, Ha puc. 7B).

Kommarenomopo6uast crpykrypHas cybbennunia AXO xopmpyercst ogauM reHom (Krejci et al.,
1997). Y 4enoBeka meduIuT acMMMeTpUYHON (GopMbl cMHAanTIYecKoll AXD IPUBORUT K Pa3BU-
TUIO OHOTO M3 BI/{OB MUACTEHNY, IprdeM 3ab0/ieBaHme He CBA3AHO C HAPYILIEHNEM 9KCIPecCuu



KaranuTndeckor cyopenuanisr AX9. Kak okasanmoce, B OCHOBE JIeKaT MyTALUI FeHa KOJUTATeHa
Q, BimsIIONINE Ha CBsI3h C KATA/IMTUYECKOI CyObenuuuert nm ¢ 6azanproit wiactnakoir (Ohno
et al., 2000). O6Hapy>KeHBbI IPOFYKTHI A/IbTEPHATUBHOIO CIUIANICHHTA 3TOTO T'eHa, KOTOPbIe KO-
PYIOT [OMEH, B3aMMOJEICTBYIOLIMIT C KaTaTUTUIeCKOl cyObennunieit AX9D, HO He KOJIareHOo-
BBIIT IoMeH. BO3MOXHO, TaKme CTPYKTYpHBbIe CYObeANHNIIBI YIACTBYIOT B (POPMIPOBAHUY [PYTUX,
ellle He ONVCAaHHBIX MOJIEKY/IAPHBIX popM AXOI, XOTA Helb3d UCKIIOYNTD VM COBEPIIEHHO MHO
pomu atux mpopykTos (Krejci et al., 1997).

2.2. Monexynapusie ¢popmMbl AXD B CKe/IeTHON MBIIIIIe

Ecnu crpykrypHble 0cobeHHOCTH 1303MMOB AXD K HACTOSIEMY BPEMEHI XOPOIIO M3YYEeHBI, TO
(YyHKIVOHA/IbHASA POJIb €e MOIEKY/IAPHBIX (GOPM OCTAETCS BO MHOTOM HEACHOIL.

B HepBHO-MBIIIEYHOM CMHAICe OCHOBHasi 4acTb AXD cocpeporoyeHa Ha 0asajnbHOI IUTa-
CTMHKE B CMHANTUYECKOIl LIeN 1 HA MOCTCUHANTIYECKOI MeMOpaHe, He3HAUYNTE/IbHAsL €€ JacTbh
IPUXOANTCS Ha IPECHHANTHYECKYI0 MeMOpaHy. Bmecre ¢ Tem AXD 0OHapyXmUBaeTCs TaKxe
B MIOCYXOXIWIbHBIX PAlfOHAX, MBIMIEYHON TYOY/SIPHOI CICTeMe VI BHECHHANITUYIECKIX 00/1acTsIx
MBIIIEYHBIX BONTOKOH. B rmppommse AX, 0cBOOOXKZaeMOro HEpPBHBIM OKOHYAHNEM, y4acTBYeT
TOJIbKO CUHaNTI4YecKas, Wi yHkunonanpaad AXO (cM. 063opsr: Kpusoit 1 fip., 1987; Massoulie,
Toutant, 1988).

CormacHo gaBHelt knaccuduKkanyy, myabl AXO B CKeJIeTHON MBIIIIe HOApa3he/AloT Ha QyHK-
LVIOHAJIBHBINI U pe3epBHBIN (HedyHKUMOHaNbHbIA). IIpennonaraerca, 4To 3TM IYIBI COOTBET-
CTBYIOT (PepPMEHTY, JIOKA/IM30BAHHOMY CHAPY>K! (B CMHAIITUYECKOI LIE/IN), T. €. IPUHIMAIOLIEMY
y4JacTue B IMAPOIn3e MegaTopHoro AX, ¥ BHyTPUK/I€TOYHOMY 3H3UMY.

Cunanrtudeckass AXO mpepcraBieHa Kak aCUMMETPUYHBIMI, TaK U IIOOY/IpHBIMI (hopMamL.
Y pasHBIX XMBOTHBIX U B Pa3HBIX MBIIIIIAX COOTHOIIEHNE ACUMMETPUYHBIX U [IOOY/IAPHBIX HOpPM
AXD B HepBHO-MBIIIEYHOM CUHAIICe CYI[EeCTBEHHO pasindaercs. Hanpumep, B aradparme KpbIChI
obHapyxeno 3 momexyysipusie popmer AXD — G, Gy n A}, npuaem MoHomep G, 06Hapy u-
BAETCs MCKIIOYUTENBHO BHYTPUKIETOYHO, TeTpamep G, B OCHOBHOM BHEK/IETOYHO, a OOIbIuast
4acTb GopMbl A, 3aKpelieHa Ha 0a3a/IbHON IUIACTIMHKeE. 3a MOfiiep>KaHye HOPMa/IbHOI HepBHO-
MBIIIEYHOI Iepefadnt OTBeTCTBeHHbI GopMbl Gy U A}, (Y B3POC/IBIX XXMBOTHBIX Ipeobazaer
Aj,), Torga xak popma G; HIKaKOro OTHOIICHNA K 9TOMY He VIMeeT BC/IC[CTBYE ee BHYTPUK/IeTOY-
non nokammusanyu (Fernandez et al., 1984; Busker et al., 1994).

B KOXXHO-IpyAVMHHOI MBIIIIe JITYUKY TIoOyIsipHble Gpopmsbl cuHantudeckoit AXD Gy n G,
moMuHUPYIOT Hayy popmamu Ag A, (Anglister et al., 1994).

B cunarnce marymku 60mpmmHCTBO T00Y/LIpHBIX opM AXO sBistroTcst HeaMpunIbHbIMY,
obpasyoumMn crabbie 3EKTPOCTATIIECKUE B3aNMOAEICTBIS, T. €. CBsI3b acMMMeTpudHoit AXI
¢ 6asayjpHOI IIACTUHKON 6Ojee MpOYHA, YeM accouuanys rmobymsipaoit AX9 ¢ mrasmarnde-
ckoit MmeMm6panoii (Anglister et al., 1994). 3To M03BOMMIO aBTOPaM IPEAIIONIOXNTh BO3MOXXHOCTD
nuddysun roOyIsapHsIX GOpM, IPOAYLMPYEMBIX HEPBHOI U MBIIIETHON K/IETKAMU, 32 IIPEeIbl
CUHAIITNYECKOTO0 KOHTaKTa, obecrmednBas 6ojee MMpPOKOe pacmpeneneHme 3tux ¢opm AXI
B KJIETKe, TOIZIa KaK acuMMeTpuyHag AXO 0oCTaeTcA MPUKPEIUIEHHO Ha CTPATErnYecKoil Mo3Mn-
UM B MeCTaX 0cBOOOX/eHNA Meiuaropa. Ilpenmnonaraercs, 4To pasHoe pacIipefie/ieHre MOJIeKy-
NApHBIX GopM AXD MOXKeT OTpakaThb UX Pa3/IMYHYI0 POJIb B PeTy/LAnyM KOHIeHTpanym AX B cu-
HAITUYEeCKOI 1.

K aHanormuHOMy BBIBOAY MPMBOJAT 371€KTPO(U3UONIOIMYECKMe UCCIeHOBAHUA Ha M30/IUPO-
BaHHOII g1adparme KpbIchl (e K pyHKIMOHaMbHOI AXD 0THOCATCSA MONeKyIApHble GopMbl Gy
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1 Ay,), B KOTOPBIX /I OLJeHK!M aKTMBHOCTY (PYHKIVIOHATIBHOTO Iyaa AXO MCIO/Ib30BAJICA aHAIU3
aMIUIMTYZHO-BPEMEHHBIX XapaKTePUCTUK OJHOKBAHTOBBIX IMOCTCMHANTUYECKMX TOKOB IIPU pas-
Holt cremenu yHrubuposBanust AX9D (Kpusoit, 1998). Beito mokasaHo, 9YTO HOpMajIbHAsi CHMHAII-
TUYeCKas Iepefada U (QYHKIMOHMPOBAHIE HEPBHO-MBIIIEYHOrO aMapara B (PU3MOIOINIECKOM
AVana3oHe YaCcTOT CTUMY/IALVY HepBa COXPAHAIOTCA PV CHIDKEHUN aKTUBHOCTI AXO BIUIOTb /10
10% OT MCXOIHOTO YPOBHA. ITO COOTBETCTBYET TPAJUIMOHHBIM IPECTaBICHUAM 00 «M30bITOY-
HOCTVM» CMHAnTI4YecKoit AX9.

BMmecre ¢ TeM aHa/nMM3 BPEMEHHBIX XapaKTePUCTUK ITOCTCHHANTIYECKMX ITOTEHIAIOB 11 TOKOB
ITOKa3ajl BO3MOXKHOCTD IIOBTOPHOTO CBA3bIBaHMA MennaTopHoro AX ¢ HXP, 4To ABIA€TCA yKasa-
HIEM Ha 3afIeP)KKy B CUHAIITUYIECKO 1iey HerMAponn3oBaHHoro AX fake py MHTaKTHOM AXD
(Kpmsoit u ip., 1987; MarasaHuk, 1988).

ITU JjaHHbIe, IPOTUBOpPEYAlie KOHLENINN «M30BITOYHOCTI» CUHANTHYecKoi AXD, BHONTHE
OOBACHUMBI, €C/IM IIPeNCTaBUTh, YTO pasHble MOIEKy/LApHble GopMbl AXD B 3aBUCUMOCTU OT
YC/IOBUIL UTPAIOT PasHYI0 (YHKIMOHAIbHYI PO/Ib. MOXHO IPEHIIONIOKNATD, YTO CHHAITUYeCKas
AXD soimonssAeT ABosAkyio ¢pyHkuuo (Kpusoii, 1998): onHOBpeMeHHO obeclednBaeT He TOIbKO
«pefefiHoe» TPOBEJeHNMe YacTOTHOM MMITY/IbCallu¥ MOTOHENPOHOB M Hale)KHOCTb HEPBHO-
MBILIEYHOJI IIepefjadl, HO ¥ TOHKYIO IIpe- ¥ MOCTCUHANTIYECKYI0 PETYIALMIO Yepe3 M3MEeHeHMe
ypoBHA AX B cMHanTH4ecKoil ey I1py 9ToM I BBIIOMHEHN HepBOl GYHKINU HOCTATOYHO
0ko710 10% ot 06111eit akTMBHOCTY (PepMEeHTa, TOrAA KaK B MO Y/ YIACTBYeT OCHOBHAsS 4acThb
cunanTndeckorr AX3. Kakum 06pasom MOXeT ObIT OPraHM30BAHO «pacHpefeieHre» ITUX QyHK-
it AX9, moka cKasaTh TPYAHO, HO pasHble (PYHKIMM OCYIIeCTB/ISIOTCS, CKOpee BCero, pasind-
HBIMJ MOJIEKY/IAPHBIMU (pOopMaMu 9TOro GpepMeHTa.

YpoBeHb cnHanTM4Yeckori AXO B MBIIIIAX HE OCTAETCA MMOCTOSHHBIM U MEHAETCA B IIpoIlecce
PasBUTHUA, IOABEPXKEH HEPOTPO(UIECKOMY KOHTPOJIIO, @ TAaKXKe 3aBUCUT OT Pas3/MYHBIX 9HJO-
TeHHBIX (PaKTOPOB, IIPUYEeM BCe BUIBI PEry/IALUY CeTIeKTVBHBI /I PasHbIX MOJIEKY/LAPHBIX GOpM
(Massoulie, Bon, 1982; Massoulie, Toutant, 1988; Sketelj et al., 1991; Cresnar et al., 1994). Hampu-
Mep, B PasBUBAIOIINXCSI CKEIETHBIX MBbIIII[AX BHadaje mpeobmagant ¢opmsr G, n Gy, U TOIBKO
Ha cTagyy (GOpMMPOBAHNA HEPBHO-MBIIIEYHBIX KOHTAKTOB IOsABIAeTcA ¢popma Aj, (Massoulie,
Bon, 1982). CeexTnBHas perynanys aKTUBHOCTI A, dopMbl AXD B pa3BUBAIOLIVXCA MBIIIIAX
IPOUCXOAUT IIpu ydacTuu P-supop¢uua n cxopusix merntnupos (Haynes et al., 1984). Bonbiroe
3HaueHMe [/IA NOAfepKaHMA BBICOKOTO ypoBHA AXO mMeeT 3/1eKTPOMeXaHMdecKas aKTMBHOCTD
mpimy (Cresnar et al., 1994). Ilpy MbleYHOI OeATETbHOCT, a TaKKe B pe3y/braTe JieHepBa-
nun (Gregory et al., 1989) usbuparenpao noseimaercst akTuBHOCTh G, popmer AXI (Fernandez,
Donoso, 1988; Gisiger et al., 1991; Jasmin et al., 1991).

B xoHTpone akTrBHOCTM AXO Ha TEHHOM YPOBHE ITyTeM M3MEeHEeHMsA CKOPOCTM ee CMHTe3a ydJa-
ctByeT 1 caM Heitpomenmarop AX (cM. TomkoB u gp., 1985). Ilokasana BaxkHas ponb QyHKIUO-
HanbHBbIX HXP 1 ux B3anmopeiictua ¢ AX B nuddepeHINanIbHOM KOHTPOIE MHAVBULYaTbHBIX
Moneky/sipEbix  ¢popm AXD. OxaseiBaercst, akTuBanus HXP CIOHTAHHO OCBOOOXKAAIOMINMCS
AX AB/IAeTCA €NMHCTBEHHBIM HelIPOHA/IBHBIM (akTopoM mHoppepxkanus ¢opMm G; u Gy; ypoBeHb
¢dopmsl A, ompenensiercss KOMOMHNPOBAHHBIM 3¢pdextom AX U HEKOIl HeM3BECTHON ITOKa Hellpo-
Ha/IbHOI cy6cTaHnuy; nHAYKUus Gopmbl G, MHULMMPYETCs MOBBIIIEHIEM YacTOTHI B3aMMOJeil-
crBus AX ¢ HXP (Fernandez, Hodges-Savola, 1992). ITpogykT ruppomisa AX — XO/IUH TaKoke BIIU-
[eT Ha aKTMBHOCTb AXD, a 3HAYNT, MOXKET SKCTPEHHO PETyINPOBATh AEATETbHOCTb CMHAITIYECKON
AXD HeNocpencTBeHHO B XOfie HEPBHO-MBIIIEYHOI! IIepefiadl B 3aBUCYMOCTH OT €€ MHTEHCUBHOCTIL.

HVccnenoBaHnsAMYU MOC/IETHMX JIET TIOKa3aHO, YTO B CKEIETHOM MbIIIEYHOM BOJIOKHE KOHTPOJIb
axcrpeccuy reHoB AX9, HAKOIUICHVSI TPAHCKPUIITOB 11 Ge/IKa OCYIeCTB/IsIeTCSI B KXKIOM OTHeNb-




HOM sAJ[pe CTPOTO JIOKAJIbHO U He3aBUCKMO OT APYTUX sAfep, Ip1ueM B KaXK/IOM C/Tydae UCTOYHU-
KOM Pery/IATOPHBIX CUTHAJIOB AB/IAETCA OMVDKaiMil K JAHHOMY SfIpy YYacTOK IUIa3MaTIYecKol
mem6bpansr (Rossi et al., 2000). Kak y>ke roBopuioch Bblllle, aHAIOTNYHBIT MEXaHNU3M JIOKA/IbHOI
pery/usinyy XapakTepeH st 9KcIpeccnn cyobenuun HXP ckeeTHOI MbIiIisl (cM. 1.2.).

2.3. Ipyrue pynkmmu AXD

JJaBHO BBICKa3bIBA/INCh IIPEAIIONIOKEHNA O KAKMX-TO NOIIOTHUTENbHBIX PyHKIuAx AXD, He cBA-
3aHHBIX C €e OCHOBHON KaTaIUTNYECKON aKTMBHOCTBIO. OTM IIPEIIIONIOKEHNs OCHOBBIBANNCD,
B YaCTHOCTH, Ha OYeHb paHHeM IosABIeHMn AXO B OHTOreHe3e — 3aJI0JIr0 [0 CUHANTOreHe3a
n opMupoBaHNUA XomMHeprudeckux myreil. Kpome toro, AX9 ymMeeT HOBOIBHO BBICOKYIO I'O-
MOJIOTHIO C TTOCTIEfIOBATENbHOCTAMN, XapaKTEPHBIMI /TSI BHEK/IETOYHBIX IOMEHOB Psfia MOIEKYTI
KJIETOYHON ajre3uy (HeMpOTaKTMHA, HENPONMIMHA, IJIMOTAaKTUHA). HefaBHO NpenonoxeHns
0 HeKaTaMTHdeckoil QyHkumy AXD HOmy4mmm IOATBep)KjeHNue. bplla IpOfeMOHCTPMpPOBaHa
Mop¢doreHHast ¥ CHHANITOT€HHAsE aKTUBHOCTb AXO, BBIPKAMILIASACS B YCIIEHUM POCTA HEMpHU-
TOB U Pa3BUTHsI CUHAICOB y 9MOPMOHOB Xenopus MOCIe 9KCIPEeCCUN B HUX TeHa, KOAUPYIOLIET0
cuHanTnaeckyo AX9 wenoseka (Sternfeld et al.,, 1998). Murepecro, uto 3a atu gBa a¢dexra oT-
BETCTBEHHBI pa3Hble yYaCTKM MOJIEKYIbl AXO: HelpUT-CTUMYMupyommit spQekT 3aBucen oT
C-KOHILIEBOTO IOM€HA, HO He OT KaTa/JMTUYECKO} aKTMBHOCTMU, TOTAA KaK /IS CHHAITOT€HHOTO
acddekra TpedoBanocy Hammume Kak C-KOHIIEBOTO OMEHA, TaK M KaTa/lINTUYECKO aKTUBHOCTI.
Heitput-cTUMy/IUpyoLas aKTUBHOCTD IIPENIOIOKUTEIBHO MOXKeT OBITH 00YC/IOB/IEHa CIIOCO0-
HOCTBI0 AXO MORyIMpOBaTh afire3VBHbIE CBOMCTBA K/IETOK O/1arofjapsi yIIOMSIHYTOI BBIIIE TOMO-
JIOTMY C MOJIEKY/IaMM KJIETOYHOI afiT€31IL.

He ucxmouero, 4to u 3TuM He orpaHudnBarorca ¢pynkuym AXO. Tak, aTor pepMeHT B Bufe
PacTBOPMMBIX MOHOMEPOB IIPUCYTCTBYET B fifie aCIMIOBBIX 3Me¥i, I7ie er0 pPob COBEPLIEHHO He-
IOHATHA, T. K. AXD He TOKCMYHA I He YCIIMBAaeT TOKCMYHOCTD IPYTUX KOMIOHeHTOB Axa (Cousin
et al.,, 1998).

3. Na, K-AT®a3a u ee u3031MbI
3.1. O61ue cBegeHN

Na, K-3aBucnmas AT®asa (EC 3.6.1.37), runpponnsyrouas AT® B npucyrcrsuu nonos Na* n K¥,
SIBJISIETCST IHTETPATIbHBIM MeMOpaHHbIM (epMeHTOM, (pyHKIMOHUpYoOmMM Kak Na, K-nacoc. 3a
orkpseitie Na, K-AT®aser (Skou, 1957) u nocnenyromue paspaboTku B atoit obmactu g-p J. Skou
B 1997 ropy 6bi1 ynocroen HobeneBckoit mpemun o xumun. Ota epMeHTHasA cucTeMa OOHa-
PYXeHa B IUIa3MaTM4YeCKOil MeMOpaHe IMPaKTUIECK! BCeX XXMBOTHBIX KaeTOK. OCHOBHas (yHK-
uust Na, K-AT®asbl 3aK/109aeTcs B MOAep>KaHun TpaHcMeMOpanHbix rpaguenToB Nat u K sa
CYeT aKTMBHOTO TPAHCIIOPTA MOHOB. DTU TPA/fUEHTHI IOALEP)KNBAIOT MEMOPAHHBII MOTEHIINAT
U 97IEKTPUIECKYI0 BO3OYAUMOCTb KJIETOK, @ TaKXKe 00eCIeunMBaIOT ABIDKYLIYIO CUIY Psfa ApPy-
TUX TPaHCIOPTHBIX MeXaHU3MOB. brarogapsa ceoum pynkuuam Na, K-AT®Daza urpaer ocCHOBHYIO
POJIb B pery/Alny BOTHO-COIEBOTO OOMeHa, AB/IAETCA BaXHBIM (PAaKTOPOM, IpPeIATCTBYIOLIM
pasBuTHIO rMnoKcuy un yromrteHus. Takum ob6pasom, Na, K-AT®asa sBiseTcs: BaXHeMIINM pe-
TY/LITOPOM KJIETOYHBIX (PYHKIMIL, KOTOPBII OOecIednBaeT CIocOOHOCTb BO3OYAMMBIX KIETOK
BOCIIPMHIMATD, KOAVPOBATh I IepefaBaTh CUTHAIBI, YTO HEOOXOAMMO AJIsi HOPMAIbHOTO (yHK-
I[MIOHMPOBAHUS HEPBHON CUCTEMBI 1 OpraHu3Ma B 1enoM. CHibKeHMe akTuBHOCTY Na, K-AT®aser
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B-cybvedunuya

COOH

a-cy6veouHULa — D

uumonnasma

C NH.,

Puc. 8. MembpanHas tononorus a- u -cybpenuunt; Na, K-AT®aspr. Crpenkoit OTMedeH Hapy »KHbIi
Y4aCTOK, ABIAIOMINIICA CHeIUPUIECKIM PeLieITOPOM I/IA CePAeYHBIX ITTMKO3NU/IOB.

SB/SIETCST OFHUMM U3 Hambomee OOIMX MPU3HAKOB PasINYHBIX (HOPM IATONOTHUIL, BKIIHOYAS
CepIeIHO-COCYUCThIEe 3ab0/IeBanms, fuabeT, BO3PACTHYI0 HEBPONATONOTUIO 1 Apyrue (OpMbI
HeBponatun (cM.: bongbipes, 1985; 1998; Sweadner, 1995; Blanco, Mercer, 1998; Clausen, 1998;
Mobasheri et al., 2000; Lopina, 2001).

Na, K-AT®asa cocrout 13 a- u P-cyObeiMHULL C MOJIEKY/IAPHOI Maccoli okono 110 u 40-60
k[la, coorBercTBeHHO (puc. 8). HaruBHbIN depMeHT SIBASETCS AUMEPOM, OOBENMHSIIONNM /1B
IpOTOMEpHBIX KoMiviekca aff. HemaBHO B HEKOTOPBIX TKAHIX OOHapy)KeHa Y-CyObenmHmia
(6,5-10 x/Ta) Na, K-AT®as3bI.

CybbenuHnmna o — MHTETPAJbHBIL 0€I0K, MHOTOKPATHO IIPOHU3BIBAIOMNII MeMOpaHy (10
TpaHCMeMOpaHHBIX OMeHOB) (puc. 8). Dra CyObeAUHNIIA COfEPKUT MecTa CBsi3biBaHMsA ¢ AT
u noHamn Na® u K' u orBevaer 3a KaranuTudeckue 1 TpaHCopTHble cBoricTBa Na, K-AT®asbr.
OpyH 13 HAPY>KHBIX YIACTKOB 0-CyObeAMHNUIIBI (MEXAY TPaHCMeMOpaHHBIMYL JoMeHaMu M1-M2)
SABJISIETCS CHELM(IYeCKM PeLelITOPOM /LS CepAedHbIX rmKo3nnoB. Cybbpenunniia B, mpegcras-
jsIomas co60it IIMKOPOTENH, OHOKPATHO [IepeceKaomuii MeMbpany (puc. 8), urpaeT pojb -
mepoHa M HeoOXOAMMa ISl CO3PEBAHVIS, TOKAIM3ALNN M CTabuImn3anuu 6enKOBOro KOMITIEKCa
B IUTa3MATHYeCKOil MeMOpaHe. BO3MOXKHO Takxe, 4TO CyOBegMHNUNA B yIACTBYET B MORY/IALIUN
adppunHOCTN 9H3MMa K Na® u KF. OyHkuum y-cy6bpenuHunsl (MMeoLIell OfUH TpaHCMeMOpaH-
HBII1 IOMeH) 10 KOHIIAa He M3BeCTHBI, IIPEAIIONOKUTE/IbHO OHA UT'PaeT MOAY/INPYIOLIYIO POIb .



3.2. Isodopmsl cyobeguuun Na, K-AT®asb1

,HHH MJIEKOIIMTAKIINX B HACTOAILEE BpPEMA N3BECTHBI YE€TBIPE I/[SO(i)OpMI)I Ct-CY6'I)eHI/IHI/IIH)I
(al-a4), tpu wusodopmer B-cyovemmuuupt (B1-B3) Na,K-AT®assr u opnHa wnsodopma
Y-CyObeqMHNUIIBI, KaXK/jast U3 KOTOPBIX KOLUPYETCsE COOCTBEHHBIM F€HOM.

Vzodopmbr a-Cy6"beIU/IHI/IIH)I PasIMYaAOTCA IO YYBCTBUTEIBHOCTU K MOHAM Na* n K,
AT®, ropmoHaM u (USMOTIOIMYECKUMM CTUMYIAM, a TaKXKe K CHennpudeckoMy 610Katopy
Na, K-AT®asbl yabauny u fpyruM ceppiedHsiM Iko3ugaM. Hanbonbiiee pasmndne B adduxHO-
ctu a u3oopM K yabanHy HaOIIOfAETCS y TPHISYHOB: KOHCTAHTA OIOKMPOBaHMS 130pOpMbI al
cocraBaeT ~ 10-100 MxM, Torna Kak ayid u3opopm a2-o4 3Ta KOHCTAaHTA Ha 2-4 IOpAKa HIDKe
(cM. 0630p: Dobretsov, Stimers, 2005). Kom6uranun pasiudubix n30opM o- u B-cyObemmmmnry
0becreunBalOT JOIONHUTEIbHOE pasHoobpasue cBoitcTB Na, K-AT®aspr. Jkcmpeccnst pasHbIX
130()OpM perynmmpyercs mo-pasHoMy B 3aBUCHMOCTHU OT TKAHU, TUIA K/IETKMU, CTAANU PAa3BUTHS
OpraHmsma, a TakXxe I10[ Heﬁ[CTBI/IeM OIIPENEIEHHDIX TOPMOHOB 1, BO3SMOJXXHO, B 3aBMICIMOCTU OT
YPOBHA KJIETOYHOV aKTUBHOCTIL.

Vsodopma al obHapy)KeHa MPAKTUYECKN BO BCEX XXMBOTHBIX KiIeTKaX. KyeTKu HEeKOTOpBIX
TKaHeil 9KCIPEeCCUPYIOT TOABKO 3Ty M30POpMY (3pUTPOLUTHL, MOYKM). B GOMBIIMHCTBE TKaHeI
KJIETKII, IOMIMO 01, 9KCIIPeCCUPYIOT TaKXXe OfHy U3 nsodopm a2-a4. Vizodopma a2 obHapyxeHa
B CKCJICTHBIX, ITAJKNX U Cepﬂe‘{HOﬂ MBbIIIIAX, B ITINA/IPHBIX KJIETKAX M1 B HEKOTOPbHIX He171p0Hax;
nsodopma a3 npeobmagaer B HepBHOI TKaHuU. V3odopma a4 moka o6HAPyKeHA TONBKO B CEMEH-
HUKax u crepme (063opsr: Sweadner, 1995; Blanco, Mercer, 1998; Mobasheri et al., 2000; Lopina,
2001; Dobretsov, Stimers, 2005; Mijatovic et al., 2007).

HpI/IHLU/IHI/IaHI)HO Ba)XHO, 9YTO OCHOBHYIO HaCOCHYIO (byHKIH/IIO B KJIETKE BBIIIOJTHACT I/I30(1)0pMa
al, Torga Kak n30popmbl a2-a4 SBSIOTCS BCIOMOTaTe/IbHbIMM (perysiTopubiMu). Tak, B cepped-
HOIT Mblmiie n30¢opma a2 pacCMaTPUBACTCS KaK K/II0YEBOI PETy/LITOP Ka/IbLeBOro OamaHca de-
pes cuctemy Na*, Ca** o6mena (Mathias et al., 2000). B ckereTHo¥t Mbiimiie n30hopma a2 MOXKeT
y4acTBOBATb B Pery/IALMYU MBIIIEYHOTro aneKTporeHesa (Krivoi et al., 2003; 2006). B mo3ry axTnBa-
1yist 130(OPMBI 02 ITIMAIBHBIX K/IETOK [O3BOISIET, O-BUANMOMY, () (HEKTUBHO YCTPAHSITD U30OBI-
TO4YHBI BHekIeTouHblT K (cm: Blanco, Mercer, 1998). V3odopma a3, BEPOATHO, IPEISTCTBYET
M3MMIIHEMY HaKOIIJIEHNIO Na+ B TOHKJX HEPBHBIX OKOHYAHMAX P YACTBIX pa3pAnax He]}‘[pOHOB
U, IPpEANOTIOKNUTENbHO, YIaCTBYET B IIOAAEPKAHNN CMHANTUNYECKOrO IIPOBENEHNA B Cep,uequﬁ
" cKeleTHOI Mbitie. Ousnonorndeckast 0CO6eHHOCTh 130(¢OpMbI 04, HeOOXOFMUMOIT /st obecre-
YE€HMA MTOABVIKHOCTY CIIEPMATO30MIOB, 3aK/TI0YAE€TCA B PETYIANNN YPOBHA H+ 3a CYET COIIPAIKEH-
Hol1 pa6orsl ¢ cuctemoit Na*, H -o6mena (Woo et al., 2000).

Vsodopma al Na, K-ATPassl paBHOMEPHO pacIpefie/ieHa B IIa3Marndeckoir Membpane. Xa-
PaKTEepPHOI 0COOEHHOCTBIO PEryIATOPHBIX n30POpM a2-a4 SBIAETCS MX JOKAIM3ALUs B 0c060
OPraHM30BAHHBIX MMKPOJOMEHAX, 0Opa3OBaHHBIX IIA3MATHYECKON MeMOpPAHOI 1 CapKo(9HZO)
IUTa3MAaTNIECKNIM PETUKYITYMOM. B atnx KOMIIAapTMEHTAX OCYIIECTB/IAETCA COIPSKEHHOE (byHK'
LVIOHMPOBaHNe peryATOpHbIX n3odopm Na, K-AT®a3spl ¢ TpaHCIOPTHBIMU MeXaHU3MaMI, 3a-
BUCALIMMHU OT Tpajuenta Na* (Ca**- u H-06MeHHMKM), ¢ TAKMMI KI€TOYHBIMU KOMIIOHEHTaMI
KaK MUTOXOHJIPMM, @ TaK>Ke C MIOHHBIMM KaHajiaMu 1 perientopamu (Arnon et al., 2000; Woo et al.,
2000; Aizman et al., 2001; Xie, Askari, 2002). ITogpo6Hee aToT Bompoc 6ymeT pacCMOTpPEH B 9acTH
3.4. Tlo-BupVIMOMY, JIOKa/IM3alM pasHBIX 130(OPM B CIeny(PUIecKuX KOMIIAPTMEHTAX KIeTKU
obecrieurBaeT aBTOHOMHOCTD VX Pery/sinun pasniudubiMu akropamu. Kak mokasaHo B Kappu-
OMMOLIUTAX MOPCKOII CBUHKI, n30(hopMa al CENeKTUBHO PerylInpyercs KaTexXOlaMIHAMI depes3
B-ampenopenentopsr 1 AX depe3 MyCKapUHOBbBIE XOTMHOPELEIITOPBI IIPU YIACTUI aeHIIATIIN-



V.. Kpusoit, T. M. [Ipabknna

xr1a3bl 1 AM®-3aBucumMoll nporenHKuHa3bl A. VIsodopma a2 TakxKe peryrmmpyercs KaTexosa-
MIHAMH, HO 4epes al-afpeHoperenTopsl, compspkenHsle ¢ pocdommmasoir C u pocdonnosntma-
HBIM ITyTeM PeTY/ALuY Ipy yyacTuy nporenaknHassl C (Mathias et al., 2000).

Yro xacaercst uzodopm P-cydwvemuununt Na, K-AT®assl, T0 06 nx QyHKIMOHAIBHOI CIIELN-
a/IM3aLM M3BECTHO ellle MeHblle, 4eM 06 a- cybbeguuunax. Vsodopma 1, mogobuo al, akc-
IPeCcCUpPyeTCs BO BCEX MCCIETOBAHHBIX TKAHSX; P2 MIMPOKO IPEACTAB/ICHA B IOYKAX, CKE/IETHDIX
U DIAJKMX MBIIIIAX, CepALie, HEPBHO CUCTeMe; 3 IpenMyIieCTBEHHO IKCIIPECCHPYeTCsl B Ce-
MEHHIKAX, HO OOHapy)XeHa TAaK)Xe B MO3Te, II0YKaX ¥ APYIMX BHYTPEHHMX OpraHax (CM. 0630pblL:
Mobasheri et al., 2000; Lopina, 2001).

B ormnune ot nsodopm a-cyObeUMHMLIBI, MMEIOIINX CTeIeHb romonorun 6onee 90%, B ToM
4UCTIe Y OYeHb PAasHBIX BUJOB, M30(hOpMbI P-CyOBEAMHNUIIBI TOMOTOTMYHBI JIUIIb IPUMEPHO Ha
40% paxe B mpepenax ogHoro Buja (cMm. Gloor, 1997; Blanco, Mercer, 1998). B HekoTOpBIX K/TeTKax
9KCIPEeCCUPYIOTCS TpU 130POpMbI A-CyObennumist (al, a2, a3) u Kak MUHUMYM [iBe n30¢(opMbl
B- cybvenmumipr (f1, B2), 4TO O3BOJISIET MPEFIOIOKUTD COCYIIECTBOBAHME NUMEPOB T0OBIX
BO3MOYXHBIX KOMOMHAIuIT (TOYHBI cOCTaB HaTUBHBIX GopM Na, K-AT®assl, kak 1IpaBuio, Hens-
BecTeH). OOHAKO B OIBITAX C 9KCIPeCCHUell B reTepOIOrMYecKrX KIeTKaX MOKa3aHo, 4YTO He Bce
KoMOMHanMu n30popM a- u B- CyObeAMHNI] PABHOBEPOSITHBI, I CYIIECTBYIOT Pas/IUdNsi B CPOJ-
CTBe pasHbIX 130¢pOpM a K pasHbiM nsopopmam P. Tak, mpenmyuiecTBeHHO 06pasyo0TCst Hanbo-
nee crabubHble guMepsl alBl 1 a2P2 (a Takxe, BeposTHO, a2P1), Ho He alP2. [Jpyrue cogeTaHms
MOTYT 06Pa30BBIBATHCS, TOMBKO €C/IU OTCYTCTBYET «HY>KHas» nsopopma. ITo-Bugumomy, in vivo
cnyvaitHoe GpOpMIPOBAHIE «HEXeTaTe/IbHBIX» KOMIUIEKCOB He MPOUCXOANT O/1arofgapst MpoCTpaH-
CTBEHHOMY I BPEMEHHOMY pa3JielleHNI0 CHHTe3a pasINJHbIX 1303uMoB Na, K-AT®aspl, n aToT
IPOLIECC, CKOpee BCEero, PEryIpyeTcs: Ha ypOBHe aKcIpeccun reHos (Schmalzing et al., 1997).

Jumepst Na, K-AT®a3sl1, conepxaiye pasHbie 130GOpMBI P-CyOBeNUHNUIIBI, OY€Hb MAJIO pas-
MMYATCA 1Mo Kartaautudeckoit aktuBHOCTM (cM. Gloor, 1997). CrepgoBaTenbHo, pasHble M30-
¢dopmsI B-cyObenMHNUIIBI, MMEIOIINE, KAK CKAa3aHO BbIIIE, CYLIECTBEHHbIE PA3INYNs B CTPYKTYPE,
OIIpefe/SIIOT KaKye-TO APYrie CBOMCTBA (pepMeHTa. YUMThIBAs, YTO 9Ta CyObeAyHMUIA Urpaer
POJIb «IIATIEPOHA», MOXKHO IIPENIIONIOKNUTD, YTO PasHble ee 130(POPMBI 00eCIedNBAIOT TOCTABKY
U BCTpaMBaHMe COOTBETCTBYOMMX 1303MMOB Na, K-AT®asel B ommpefeeHHbIe CYOKIETOYHBIE
xoMnapTMeHTHI (Schmalzing et al., 1997).

B 9TOM KOHTEKCTe BaXHO OTMETUTb TAKOI UHTepecHbIl ¢akt, 4ro (2 wnsodopma
Na, K-AT®aspl Mo3ra MbIIIM OKas3anach MIEHTUYHON INMaabHONM Monekyne aaresun (AMOG,
adhesion molecule on glia), koTopas omocpemyer CBA3b MEXHY aCTPOLUTAMM VM HEPOHAMMU
ITHC (Schmalzing et al., 1992). B omertax in vitro 9Ta Mo/eKynra CIoOCOOHA acCOLMMPOBATHCS
¢ a-cyowpemuunuert Na, K-AT®assr ¢ o6pasoBanuem pyHkumoHanpHoro ¢pepmenta. boree Toro,
AMOG ob6nafaer HePUT-CTUMYIVPYIOLIell aKTUBHOCTBIO, U, KAK OKa3a/I0Ch, TAKUMI K€ CBOII-
crBamu obmamaer P2- (uo e B1-) cydbenuunia Na, K-AT®assr (cm. Muller-Husmann et al., 1993;
Gloor, 1997). Bce aTu axThl al0T OCHOBaHMUE IOJIaraTh, 4T0 B2-CyObeiMHNIIA MOXKET y4acTBO-
BaTb ¥ B KaKMX-TO OPYTUX MEXK/ICTOYHBIX B3aMOJEICTBUAX, HAIIPUMEp, OIPeNe/IAIOIINX JI0Ka-
mm3anyio 1303uMoB Na, K-AT®a3sbl, copepkalx pery/siTopHble 130(GOPMBI 0- CYOBEIHUIIbL
(a MIMEHHO C TAKOBBIMI IIPEUMYII[ECTBEHHO aCCOLUMPYETCs B2), B ONMpefe/IeHHbIX MUKPOZOMEHAX.

Hakoser, ciegyer ynoMsiHyTh y-CyObeanHuIly, XoTsi 00 ee n3odopmax Majo 4TO M3BECTHO,
U ee pO/Ib OCTAEeTCs 3arafiodHoil. B orTimunme ot B-cyObenmHMIBI, OHA He SIBSIETCS KOMIIOHEH-
TOM, HEOOXOAMMbIM [JI CTPYKTYPHO-QYHKIMOHANbHOrO cospeBanmsa Na, K-AT®aspr 1 ee
BCTpamBaHmsi B MeMbOpany. Hamporus, oHa cTabuIbHO BCTpamBaeTcst B MeMOpaHy TO/MBKO Oy-
Ly4M aCCOLMMPOBAHHOI CO 3pebIM KoMIUteKcoM ofl. CyObequHNMIa Y MIMeeT BBICOKYIO CTeIIeHb




FOMOJIOTHN C HE[ABHO OOHAPY)KEHHBIM CEMeICTBOM MeMOpPaHHBIX 0elKOB-KaHam0(hopMepoB, Xa-
PaKTepU3YIOMNXCA OfHUM TPaHCMeMOpaHHBIM joMeHoM (pocdonemman, CHIF u np.), KoTopbre
paccMaTpMBAIOT B KAYeCTBE PEry/IITOPOB MOHHOTO TPAHCIIOPTA. BO3MOXKHO, B OIpefe/ieHHbIX
YCIOBMAX Y- CYOBEUHNMIIA MOKET pabOTaTh KaK MOHHBIN KaHA/I HEe3aBUCUMO OT o 1 b cyObenu-
Hut Na, K-AT®assr (cm. 0630psr: Mobasheri et al., 2000; Lopina, 2001).

3.3. Isodopmsr a-cyobeguunnsl Na, K-AT®asb1
B CKE/IETHOJ MBIIIIIe

CKe/leTHbII HEPBHO-MBIIIEYHBI allapaT YPe3BBIYANHO MHTEPeCeH C TOYKM 3PEHNUsA aHanmsa
¢dbyHKIVOHAIBbHON cnenuam3anny 1303uMoB Na, K-AT®a3bl, T. K. 3fech 9KCIpeccHpyrTca Tpu
U3 U3BECTHBIX YeThIpex 130¢opM a-cydbpenuuuibl Na, K-AT®asbl. B cKe/leTHBIX MBIIIEYHBIX BO-
JIOKHAX M B CMHAIITUYeCKOJ IIBAaHHOBCKON KJIETKe 3KCIPeCcCcUpYIoTca n3odopMsl al u a2, B Mo-
TOPHBIX HeltpoHax — n3odopmsl al u a3 (Blanco, Mercer, 1998; Mobasheri et al., 2000). Baxxzo
OTMETNTb, YTO 130(OpMa A3 JOKA/MN30BAHA B IIPECHHANTNYECKON YaCTV HEPBHBIX BOJIOKOH, 006-
PallleHHOT K ITOCTCUHANTH4ecKoi 30He (Zahler et al., 1996). YcraHoBnieHo Takxe, 4To u3opopma
a3 crenngudeckn sKcrpeccupyercsa B apdepeHTHBIX U 3pPepeHTHBIX aKCOHAX, NHHEPBUPYIO-
X MHTpadysaabHble BOIIOKHA PELElITOPOB pacTsDKeHMst cKemeTHoN Mbiiel (Dobretsov et al.,
2003).

O ¢usnonormaeckor ponmu un (QyHKIMOHATBHON CHeNuanusanny u30hopM a-CyObeInHNIbI
Na, K-AT®a3pl B HepBHO-MBIIIEYHOM aIlllapaTe M3BeCTHO Majlo. B wacTHocTH, HescHa ¢usmo-
jormdeckas poib 130¢opM al u a2 B MOAIepKaHUU BO3OYAVMOCTY M COKPATUTE/IbHBIX CBOJICTB
CKeJIETHBIX MBIIIEYHBIX BOTOKOH (T.e. CBOJVICTB, 3aBUCSIINX OT TPAHCMeMOPAHHbBIX IPafIIeHTOB
Na® u K" u membpannoro noreHunana, obecrieunsaembix Na, K-AT®a3zoit). Hesicen u ypenbHblil
BeC aKTUBHOCTH 9TUX 130(0opM B 00111eM 371eKTporeHHoM BKtazie Na, K-Hacoca, KOTOpbIit ZOmo-
HITETBHO MOBBIIIAET BEIMIMHY MEMOPAHHOTO MOTEHIINA/IA TOKOSI CKEIETHBIX MBILIEYHBIX BOJIO-
koH Ha 10 u 6ormee MB (Hicks, McComas, 1989; Nikolsky et al., 1994; Krivoi et al., 2003). Bmecre
¢ teM, aktuBanusA Na, K-AT®a3pl npuHOUNNANTbHO BaXKHA IJIA MOANECPIKAHNA COKPATUTETHHON
¢GyHKIUM 1 paboTOCIIOCOOHOCTI HEPBHO-MBIIIEYHOTO ANIAPATa B YCIOBUSIX JIEVICTBUS a/IbTEPU-
pyouux $pakTopoB, HalpUMep, IpM YTOM/IAILel aKTUBHOCTH. Tak, aktuBanysa Na, K-AT®a3zm
KaTeXO/IaMIHaMU, VHCY/IMHOM ¥ HEKOTOPBIMU APYTMMU FOPMOHAMU ABJAETCSA pelrarommM (ak-
TOPOM BOCCTAHOB/IEHVsI paboTOCIIOCOOHOCTM MBIIIL, Mapanu30BaHHbIX u3bbiTkoM K (cMm. 06-
3opsL: Sejersted, Sjogaard, 2000; Clausen, 2003).

®paknua a2 usodopmbl Na, K-AT®aspl B CKeleTHBIX MBIIIEYHBIX BOJIOKHAX Pa3HOTO THIIA
U B 3aBYICUMOCTH OT YCJIOBUII BappupyeT oT 35 o 65 % (Haber, Loeb, 1988; Lavoie et al., 1997;
Thompson et al., 1999), a mo HekoTOpBIM HaHHBIM HocTuraet 6omee 80 % (He et al., 2001). IIpen-
HojIaraeTcs, 4To u3odgopma ol paBHOMEPHO pacIpefie/ieHa B IIOBEPXHOCTHON IUIa3MaTIYeCcKOl
MeMObpaHe, TOrfa Kak n30popma a2 IPUCYTCTBYET U B IIOBEPXHOCTHOI MeMOpaHe, HO IIPeUMylie-
CTBEeHHO B T-cycTeMe CKee THBIX MbILIeYHBIX BOIOKOH BO/3y Tpuap (Cougnon et al., 2002).

Jo HemaHero BpeMeHM porb al 1 a2 n30pOpM B IOAAEPKAHNN SIEKTPOreHe3a I COKPaTUTe/Ib-
HBIX CBOJICTB CKE/ICTHBIX MBIIIEYHBIX BOJIOKOH B OCHOBHOM JCC/IEOBA/INCD JIMIIb B OIBITAX Ha
mbrax amMbpuonos (Radzyukevich et al., 2004) n myTanTHbIX )xuBoTHbIX (He et al., 2001). Oxa-
3aJI0Cb, YTO CKeJIeTHbIE MBIIIIBI MyTaHTHBIX MBIIIEl! C IIOAaB/IeHHOI SKCIpeccrell a2 130(opMbl
(He et al,, 2001), a Tak)xe 5MOpHOHAIbHBIE CKeTIETHBIE MBIIIIIBI MbIIIEN BOOOIe 63 JAHHOM U30-
¢dopmsl (Radzyukevich et al., 2004) feMoHCTpUpOBaIN HOPMaIbHbIE COKPATUTEIbHbIE XapaKTepy-
CTHKM 1 PabOTOCIIOCOOHOCTB.
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JIub HegaBHO B OIBITAX Ha 3Pe/IbIX CKeJIETHBIX MBIIIIAX HOPMa/IbHBIX (He MyTaHTHBIX) KPBIC
OBI/IO ITOKA3aHO, YTO OCHOBHYIO PO/Ib B IOJAEP)KAHNN 9eKTPOreHe3a fuadparMaabHON MBIIIIIbI
urpaer al nzodopma (97M€KTPOreHHDIT BKIaL OKONO 15 MB); BK/Iaj B MeMOpaHHbIN MOTEHIMAT
HOKoA a2 130(OpMbI OTHOCUTE/IBHO HeBeluK (~4-5 MB) (puc. 9). 9Tu faHHbBIE COOTBETCTBYIOT
APYTUM CBe[IeHNAM, COIVIACHO KOTOPBLIM B IIOKOe 1130(hopMa a2 Ma/IOaKTMBHA B MIOT€HHbIX KJIET-
kax C2C12 (Higham et al.,, 1993), a Tax’xe B acCTpOLNTAX, Ifje €€ BK/IAJl CTAHOBUTCS 3aMETHBIM
TONMBbKO TIpy akTyBanmu rayTamaToM (Pellerin, Magistretti, 1997). Boio ycTaHOB/IEHO TaKXe, 4TO
flaKe MOJHOe HOfaBiIeHne a2 n3ogopMbl yabarHOM XOTS U BBI3BIBAET PsA HAPYLIEHMII B IIPO-
Ijecce TeHepaluy MbIIIEYHBIX ITOTEHINAJIOB JIeVICTBNA, He IPUBOAUT K HAPYIIEHMAM COKpaTH-
TeIbHOY (PYHKI[VY MBIIII] IIPY OAMHOYHON, TeTAaHNYIeCKOIT 1 yToMraomeit cruMyanuu (Kpusoit
u 1p., 2006 a).

MHoroe ocTaeTcs HEACHBIM B OTHOLIEHVM MeXaHM3MOB peryanym usodopm Na, K-ATDasb
B CKeJIeTHOII Mpime. [IokasaHo, YTO TMpeOUIHbIe TOPMOHBI, MHCYINH, ITIOKOKOPTUKOU/IDI, TU-
HOKajIeMusi 00/IafaloT CEIEKTUBHBIM PEryIMpPYIOLUM BIMSHIEM HA MHAYKINIO WIN aKTHBHOCTD
uMeHHO nsodopmsr a2 (cM. 0630psr: [Ipabkuna, Kpusoit, 2004; McDonough et al., 2002).
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Pruc. 9. A — 3aBUCHMOCTb MeMOpPaHHOTO IOTeHInaa okos1 (MIIIT) MblIIeYHBIX BOTOKOH AuadparMbl
KPBICBHI OT KOHIIeHTpaluu yabanHa. CBeT/ble KPYXKKI — depe3 1 qac meiicTBIsA yabauHa; TeMHbIe
KpYyXK1 — depes 15 mut nocie fob6asnenns AX (100 HM). BepTukanbHbIMI CTPeTKaMIL TOKa3aHbI
paccunTaHHble BenanHbI BK1azfoB B MIIIT al u a2 nzodopm Na, K-ATDassl.

B — 3aBUCHMOCTI OT KOHILIeHTpa1yy yabanta Bkaafos B MIIIT al u a2 usodopM, paccunTaHHbIe
Ha OCHOBe MOfjenpoBans. CIUIONIHBIe TMHNUN — Iepel fobasneneM AX; IyHKTUPHbIE TMHUN —
B ipucyTcTBun AX (100 EM). JlaHHBIe aBTOPOB.

XO/MMHOMIMETHKY TaKXKe CEeMeKTUBHO BIMsOT Ha a2 n3opopmy Na, K-ATDassl B cKemeTHOI!
Mplme. XOpouio n3BeCTHO, YTo0 AX B HAHOMOJLAPHON KOHILIEHTPAIVM BbI3bIBAeT He JeNOo/Apu3a-
I[MI0, & TUTIEPIOJIAPU3AINIO CKeJIeTHBIX MBIIIEYHBIX BOJIOKOH 3a cueT akTuBanym Na, K-AT®aser
(Vyskocil et al., 1983; Nikolsky et al., 1994). Brito mokasaHo, 4TO TUIIEPIIOJIPU3YOMuiL ¢ deKT
100 HM AX u HukoTMHA B iuadparMe KpbIChl peam3yeTcsA 3a CYeT YBeMYEeHNS 9IeKTPOreHHOIO
BkIaga nMeHHO a2 n3odopmbl Na, K-AT®asbr 6e3 nsmeHenus: Bkinaga nzopopmer al (puc. 9),
a B ocHOBe 3¢ dekTa meXUT PyHKIMOHAIBHOE B3anMoperictBre Mexxny HXP u Na, K-AT®aszoix
(Kpasuosa u zp., 2008; Kpusoit u fp., 2006 a; Krivoi et al., 2006). ITpi XpoHIIeCKOM [eiiCTBUN



Herugponumayemblit aHaor AX Kap6axoanH n3bupaTeIbHO CTUMYINPYET MHAYKINIO N30(OPMBI
a2 B Ky/IbType CKeJIeTHBIX MbIlIedHbIX KineToK C2C12 (Kragenbrink et al., 1996), Bbi3biBast ux ru-
NepronApu3annio. VIHTepeCHO OTMETUTD, YTO B MO3Te KPBICHI IPYTOJl XpOHMYECKY JeJiCTBY O
aroHcT HXP — HUKOTHUH, TaK)Ke CeIeKTUBHO BJIAET Ha SKCIIPECCHI0 130(GOPMBI a2, HO IPOTUBO-
HO/IOXKHBIM 06pasom (Wang et al., 1994).

B menom, MMeroniyecs faHHbIE JIET/IV B OCHOBY IIPeICTAaBICHNII O MOZY/LALMN 9/l1eKTporeHesa
CKeJIETHOJ MBIIIIBI XO/MMHEPIUYeCKMH JIMTAaH/IaMMU, eVICTBYIOIIVIMU B HAaHOMOJIAPHON KOHIICH-
TpaIuy, 3a CYeT CeJIeKTUBHOI akTnBanuu a2 nzopopmsr Na, K-ATDaswr (Kpusoii u ap., 2006 a,6;
Kpasuosa u ap., 2008; Krivoi et al., 2006).

MHOro4ncIeHHble JaHHbBIE IIOKA3bIBAIOT, YTO B YCIOBMSX PasHBIX (JOPM HAPYILIEHNS [ABNIIa-
TENbHOM AKTMBHOCTY CKEJIETHBIX MBI HaOmomaeTcs: CHiDKeHne askcrpeccun Na, K-AT®assr
(Clausen, 2003; 2008), ofHaKO HESCHO, YTO IIPOMCXOIMT B STUX YCIOBMAX C (YHKIMOHUPOBA-
HIeM ee MHAMBUAYAIbHBIX 130popM. [To mocmefHnM JaHHBIM MbILIEYHAs COKPATUTEIbHAS aK-
TUBHOCTD ABJIATCA BXHBIM (PAKTOPOM peryranmm Kommdectsa a2 mnzopopmsl Na, K-ATdaspr
B capkonemMe (Kristensen et al., 2008). YcTaHOB/IEHO TaK)Xe, YTO CHIDKEHME IIOTEHIMANa TTOKOs
" BO30YAMMOCTH KaMOaTOBUHOI MBIIII[BI KPBICHI B YCIOBVSX MOJEIMPOBAHIISI TPABUTALVIOHHO
pasTpysKy 0OYCIOBIIEHO CHIDKEHMeM 3ieKTporeHHoro Bkiaaga Na, K-AT®aspl, mpuyeM mpenmy-
ecTBeHHO ee a2 n3odopmsl (Kpusoii u gp., 2008).

HepaBHue nccmenoBanmst mokasanm, 9to crenngundeckre narnbntopst Na, K-AT®assr yabanu
(cuHTeTHYECKNMIT IpenapaT) u MapuHOOydareHnH (M30/IMPOBaH 13 MAPOTUAHBIX JKejle3 Xabbl Bufo
marinus) 3a c4eT fieiicTByA Ha a2 n3opopmy Na, K-ATDass1 yBemmanBaT CUTy COKPAIEHWI /IVi-
adparmbl KpbICHI (IIOJIOKUTENbHBI MHOTPOIHbI addekt) Ha ~15% ¢ 9K50 = 1.2 HM n 0,3 HM
coorBeTcTBeHHO (puc. 10) (Kpusoii u np., 2006 a, B). DT KOHIIEHTpallM/l COOTBETCTBYIOT YPOBHIO
LUPKY/IMPYOLIVX SHAOTeHHBIX JUTUTAINCONOR0OHbIX NHIMONUTOpoB Na, K-AT®a3sbl, cpepn koto-
PbIX 0OHApy>KeHbI yabanH- U MapuHOOydareHnH-0F00HbIe BewecTBa (cM. mogpobuee 3.5).

Taxkum o6pasom, maxke monHas 6mokazga a2 n3odopmsl Na, K-ATDaser, a TakKe CHIDKEHME 9KC-
npeccny, 1160 IMONTHOE OTCYTCTBUE 9TOM N30(OPMBIL, He IPUBOAAT K KPUTUIECKUM HAPYIICHVSIM
BO30OYAMMOCTHY U COKPATUTENbHOM (PYHKIIUN CKEETHBIX MBIIIL, B TOM YIUC/Ie TPV yTOM/LIIOIINX
Harpyskax. VI3 aToro cegyer, YTO OCHOBHYIO POJIb B IOffJepPXKAHNI 3JIEKTPOreHesa u paboroco-
COOHOCTH CKeJIETHOI MbIIIIBL UrpaeT al nzodopma, TOrga Kak poib n30PpopMbl a2 3aKIH0IAETCS
B KaKoI1-TO 60Jiee TOHKOI pery/sinuu. IonydeHHble JaHHbIE TIO3BO/ISIOT IPEAIOIOKUTD, YTO ITO
MOXKET OBITh PEry/Lilsi 9/IEKTPOreHe3a M COKPATUTENbHONM (DYHKIMM MBIIIIBI 9HJOT€HHBIMU
U 9K30T€HHBIMI XO/IMHEPTMYeCKVIMIL INTAHAAMI M AUTUTA/IMCOIOLO00HBIMI MHTUOMTOPAMIL, LIUp-
KY/IMPYOLVIMA B HAHOMO/IAPHOM JMaIla30He.

B perymsinun 3¢ ¢eKTMBHOCTY HEpPBHO-MBILIEYHON IIepefad, IO-BUAUMOMY, YIacTBYeT
U IpecHHanTHYecKas maopopma a3, OHAKO O BO3MOXKHOM MeXaHU3Me 3TOM PeryIAlMu U3-
BECTHO O4eHb Maso. II0KasaHo /NI, 9TO yabanH-9yBCTBUTEIbHAS N30(hopMa A-CYOBeMHMIIbI
Na, K-AT®a3p1 MoXXeT urparb posib B YJaCTOTHO-3aBUCHMOI MORY/ALUYI KBAaHTOBOTO 0cBObOOXK]E-
HUs MefjuaTopa 13 HepBHbIX oKoH4aHuii (Maeno et al., 1995).

3.4. Na, K-AT®a3a u cepeyHblie ITUKO3U/bI

Perymmpytomiee feiicTBye Ha akTUBHOCTD Na, K-AT®as3bl 0Ka3bIBaIOT cepheyHble ITIMKO3VIbI, M-

POKO IIpUMeHsIeMble B HACTOsII[ee BPeMsI B K/IMHIIKE CePAeIHO-COCYAUCTBIX 3a00IeBaHNUIL.
OdunmanpHas MCTOPUS NMPUMEHEHNUsS CEPEeYHBIX IVIMKO3W/IOB B JIEY€HNM XPOHMUYECKOI cep-

IEeYHOI HeJOCTAaTOYHOCTY HauMHaeTcs ¢ 1785 1., korma 6pi1a 0HY6HI/IKOBaHa paboTa aHITINIICKOTO
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Puc. 10. 3aBUCHMOCTD yBeIMYEHNA CUIbI OFTHOYHDIX COKpPAIeHNIT AyadparMpl KpbICH (B % K KOHTPOJIIO)
OT KOHIIeHTpalyy yabanHa (TeMHbIe KPY)XXKIT) WM MapuHOOyQareHnHa 13 MapOTUHBIX XKeJle3
Bufo marinus (cBeT/Ible Kpy»K1) 4epes 1 yac geiicTBMA 9TUX BellecTs. [IpAMas CTUMY/IANNA MBIIIIL.
CIUIOLIHBIE JIMHUY PACCUUTAHBI 110 YpaBHEeHMI0 Xuia. [JaHHbIe aBTOPOB.

60TaHNKa, IPAKTUKYIOLIero Bpada B. YaiitepuHra, rge peKOMeHIOBaJIOCh Ha3HAYaThb KCTPAKT
HAIlepCTAHKM IIPY JICYEHUY OTEKOB, J OBUIO OXapaKTepM30BaHO HEVICTBYE MCTbEB ITOTO pac-
TeHVs Ha CephevyHyio MbImny. OfHaKO B HAPOJHON MeAVIMHE SKCTPAKThl HEKOTOPBIX PACTEHNUI
IPUMEHSIN I JIe9eHNA Pa3INIHbIX 3a00/IeBaHMIl, CBA3aHHBIX C HAPYIIEHUAMI BOJHO-COJIEBOTO
6asaHca M CepHedHO-COCYAUCTON CUCTEMBI, y)Ke HaunHag ¢ 15 Beka o Hamrel apel. Hampumep,
Ipenaparsl 13 9KCTPAKTa MOpPCKoro nyka (Scilla maritima) ncronp3oBanucy B KadeCTBE JIeKap-
CTBEHHBIX CPEJCTB [JPEBHUMN €TUNTAHAMU, TPEKaMU ¥ PUM/ISHAMU. DKCTPAKThl MOPCKOTO JTyKa
YIIOMUHAIOTCS B IPEBHUX KHUTAX U peKOMEHJ[yeTCs B COOpaHUAX courHeHnit [unmnokpara (0komo
400 neT Ko HamIell 3pbl) B KaueCTBe JICKAPCTBEHHOTO CPECTBA IIPOTUB AUype3a.

B Hacrosiijee BpeMst B KaueCTBe AEICTBYIOI[Er0 Hadala B 9KCTpakTe HamepcTsHku (Digitalis)
U pAja PYIMX pacTeHMil UeHTU(GUIVPOBAHbI TaK Ha3bIBaeMble CepfieYHble I/IMKO3UADI (yabauH,
CTpoaHTNH, JUTOKCUH, IUTUTOKCUH U fIp.). VIHTepecHO OTMeTHTD, YTO B BoCTOYHOI HapOmHOII
MeJVILIHE B T€X K€ LeJISIX M3IaBHA MPYMEHSIN SKCTPAKTBL U3 KOXI HEKOTOPBIX ab popa Bufo
(Blaustein, 1993; Mijatovic et al., 2007).

HecmoTps Ha TO, 9TO y>Ke U3BECTHO 60omee 400 cepmevHBIX TIMKO3UIOB, BCE OHM MMEIOT CXOJ-
HO€ XVMMHIYECKOe CTpOeHMe. ITO CTIOKHbIe OpPraHNYecKue COeIVHEHN:, MOJEKy/la KOTOPbIX CO-
CTOUT U3 HecaxapucToil 4acTu (AIIMKOH WJIM IeHWH) M caxapoB (rmmkoH). OCHOBON arinKoHa
SABJISIETCST CTEPOUHASL CTPYKTYPA, CBsI3aHHAs y OOJIBIINHCTBA [IMKO3W/0B C HEHACBII[EHHBIM JIAK-
TOHHBIM KO7bLIOM. HocurenneM XapaKTepHOro KapiMOTOHMYECKOTO JENCTBIA CEePAEYHBIX ITIOKO-
3MJOB CIIYKUT CTEPONU/IHBII CKEIeT aITIMKOHA, IPIYeM JTAKTOHHOE KO/IbLIO MCIIOTHAET POJb IpO-
CTeTIYeCKOlI IpyInbl (HeOelIKoBasA YacTh CII0XKHBIX O€/TKOBBIX MOJIEKYII).

DmkoH MoOXeT ObITh IPEACTAaBIeH pasHBIMU Caxapamu: D-JUIMTOKC030i1, D-IIi0K0301t,
D-numaposoit, L-pamuo301i 1 ap. Yncno caxapoB B MONEKY/Ie MOXKET BapbUPOBATLCA OT OJHOTO
IO YeThIpeX. PacTBOPMMOCTD cepAeyHbIX ITTMKO3M/OB, NX IIPOHNIIAEMOCTDb Yepe3 KIeTOUHYI0 MeM-



6paHy, CpOACTBO K 6e/IKaM IIa3Mbl U TKAHEIl, @ TAKXKE CTEIIeHb aKTUBHOCTH VI TOKCUYHOCTY 3aBHU-
CUT OT CaXapyUCTOro ocTraTka (IJIMKOHA).

B 3aBUCUMOCTHU OT CTPOGHI/IH HEHACbhIINI€HHOI'O JIAKTOHHOI'O KOJIbIia BCE CepnequIe TJTIMKO3M I bL
OenATCA Ha IBE I‘pyHHbII KapHeHOHI/IHI)I, B COCTaB KOTOprX BXOIOUT IMATUNYICHHOE KOJ/JIbILIO (ya6aI/IH,
[IMKO3U/BI HAMIEPCTSIHKM, CTPoanTa u fp.), U OydaaeHONMugsl ¢ MeCTUYIEHHBIM TaKTOHHBIM

R-O OH HO

Puc. 11. CrpykrypHble popMyss yabanHa, rie R- pamuosa (A) u mapuao6ydarennsa (B).

KOJIBLIOM (HaIpuMep, MapuHOOy(hareHH 13 MapOTUAHBIX XKejie3 Kabvl Bufo marinus) (puc. 11).

CepnequIe IJINKO3M OBl BBICOKO TOKCUYIHBI B BBICOKMX KOHIEHTpalMAX, HO B HU3KUX [0O33aX
OKa3bIBAIOT IIOJIOXKUTEIbBHOE NMHOTPOITHOE HeﬁCTBMe I IINPOKO NPUMEHAIOTCA B KIIMHNKE CEped-
HbIX 3a60meBaHmiT. PU3NOTOrNYECKOe IEIICTBIE CEPAEYHbIX I/IMKO3UA0B 00YCIIOBIEHO UX CIIOCO0-
HOCTBIO CBA3bIBaThCs ¢ Na, K-AT®azoit n mHrnbmposare ee B GONMBIINHCTBE TKAHEI C OY€Hb BBI-
coxoit appunHOCTBIO. Kak yrxe ckazaHo Bbiute (cM. prc. 8), MECTOM CBA3BIBAHUS (PELIEITOPOM)
CEPAECIYHDIX ITTMKO3NJOB ABIAETCA Hapy)KHbIﬁI Y49acTOK AMITHOKICIIOTHOM enmn Ct-Cy6'be,HI/IHI/[HI)I
depmenra.

HIII/[Te}II)Hoe Bpe€Ms CYNTAIOCH, YTO MEXAHM3M IIO/IOKUTETHPHOTO NMHOTPOIIHOTO Heﬁ[CTBI/IH cep-
IeYHBIX [TIMKO3U/IOB, IPOABIIAIONIETOCS B YCUICHNN COKPAIleHW T CepALia, 3aK/II0YaeTCsA B YacTUd-
HoM uHrn6mpoBauun Na, K-AT®assl, YTO IPUBOAUT K TOBBIIEHNIO KOHI[EHTPAL[UN Na'* B njuro-
3071 KJIeTKI. DTO BefleT K MOJaB/ICHNIO SKCKpeIun Ca®>" us xietku 4yepe3 GpepMEHTHYIO CUCTEMY
Na*,Ca’*-06MeHa, B pesy/nbTaTe 4ero MOBBINIAETCA BHYTPUMKIeTOuHOe comepxkanme Ca’'. Jro,
B CBOIO O4Y€p€b, BbI3bIBACT YBEINMIECHNE KOHIEHTPpALIN Ca2+ B CapKOIUIa3MaTNI€CKOM PETUKY-
JIyMe, YTO IPUBOAUT K IOBBIIIEHHOMY Bb16pocy Ca®" B orBer Ha NPUXOAAIINIL IOTEHIMATT JIeN-
CTBUSI U, KaK CJIEfICTBIE, K YCUIEHIIO COKpareHuit cepaua (cm. 063op: Clausen, 1998).

B coorBercTBMNM ¢ mocnegauMn gaHHbiME, Na, K-AT®a3a BoBredeHa B ropasmo 6omee Crmox-
HYI0 CHUCTEMY DPETY/IALNN BHYTPUKIETOIHOTO Ca2+—cmrHana " OPYIMX KJIE€TOYHBIX IIPOLIECCOB
B KapamomMmonurax. HOKa3aHO, 9TO CEpHOEYHbIE ITITMKO3VIIbI BbI3BIBAIOT MEIIEHHDbIE KojeOaHms
yposusi Ca®’, HO He BO BCeM IMTO307e, a TONMBKO B ydacTKax kactepusarym Na, K-AT®dasbt
¢ Na*,Ca**- (Na*,H"-) o6mennnkamu, pasmmaapivy Ca’'-KaHamaMy 1 pelienTopamMy B MecTax
TECHOTO IIPVJIETaHVsI IIA3MATIIeCKOIl MeMOPAHBL K CapKO(9H[0)IUIA3MATUIECKOMY PETUKYIYMY
M MUTOXOHZPUAM. IJTO Tak HasbpiBaeMas Mopenb «Plasmerosome» (Blaustein, Golovina, 2001;
Scheiner-Bobis, Schoner, 2001; Schoner, Scheiner-Bobis, 2007). B cooTBeTCTBUM € 3TOI MOJENBIO
npu gactnaHoM nHrubmposannu Na, K-AT®aser (mpexje Bcero, perymsaropHsix usopopm a2/
a3) B 3TUX Y3KUX IpUMeMOPaHHBIX MPOCTPAHCTBAX C OrpaHMYeHHON An¢ysuert IPONCXOFUT
nakorienve Na' 1, kak crencTeue, — Hakomnenne Ca*' B pesynbraTe yMeHbIIEHUS SKCTPY3UM
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Kanvuuesvle a2/a3 Na*, Ca?*
b
KaHanol Na, K-AT®asa O6MEHHMK
Ca*™ Ca*

SERCA SERCA

o RYR CapKo-aHOONNAZMANULECKULL PEMUKYTYM

Puc. 12. Tunorernyeckas cxema yuactus Na, K-AT®aspl 1 cepieuHbIX ITIMKO3UAOB (KapAMOTOHNYECKIX
crepouyios, KTC) B perynaiym m0KaabHOM KOHLEHTpalnu Ca’* B xappuomuonnte. SERCA —
Ca’"-AT®asa capko(3HJ10)I/Ia3MaTUYeCKOTO peTHKymyMa; IPsR — peterrrop unosurontpupocdara;
RYR — puanoanHoBbI1 penentop. [lonpo6HOCTH B TeKCTe.

nocrennero Na*, Ca’*-06MenHMKOM. 3Ha4MTeTbHOE YBeMMYeH e TOKaMbHOI KoHtenTpanmu Ca’*
JIOCTUTAeTCA TaKKe 3a CYeT ero BXOf[a yepes IOTEeHIMANo3aBUCHMble U eno-3aBucumbre Ca?t-
KaHa/IbI [/IA3MATN9eCKOI MeMOpaHBL. B CIOKHOIT CrcTeMe peryisium I0KaIbHOI KOHIIEHTPALUI
Ca®', BnusmOmIell Ha CUTy COKpAIeHuii CepAevHOl U TIAJKUX MBI, y9acTByoT Takxe Ca’'-
AT®asa capko(9H[0)IIa3MaTUIeCKOr0 peTUKY/IyMa, [P3- 1 praHOOVHOBBI pelenTops! (puc. 12).

B 1107163y TOTO, YTO HOJIO>KUTE/IBHBII MHOTPOIHBIT 3 HEKT OCYIeCTB/IAETCSI MIMEHHO 3a CYeT
a2 usodopmer Na, K-AT®a3bl, cBUIETeNbCTBYIOT MCCIENOBAHMA Ha TeHETNYeCKN mopuduin-
POBaHHBIX MBIIIAX. Y MBIIIEH, 9KCIPECCUPYOMNX a2 U30POPMY, Pe3UCTEHTHYIO K CepfieuHbIM
IIMKO3UAAM, ya6aI/IH He BbI3bIBAJI IIOJIOKUTE/IbHBINI MHOTPOIIHBIN 3(1)(beKT B CEepHEeYHOI U I/Iaf-
kot mbrmax (Dostanic et al., 2003; 2005). OT™MeTnM, YTO HOIOXKUTETbHBI MHOTPOIHBI 3 deKT



CepIeYHBIX TIMKO3MIOB ObUI TaK)Ke TIOKa3aH M B CKeJleTHBIX Mblmiax (Yamamoto et al., 1981; He
et al., 2001). MexaHn3M, Yepe3 KOTOPBIII OCYIECTBI/IETCS JAHHBIL 3 PEKT, 0CTAeTCsl He N3BECT-
HBIM, OJHAKO, II0 HEKOTOPBIM JJaHHBIM, OH TAaKXKe peaN3yeTcA C BOBIeYeHMeM o2 130(OpPMBI
Na, K-AT®as3s1 (Kpusoit u mp., 2006 a,B).

BaxHo, uTo Memrennbie Ca’* OCHWITANMY BIMSIOT He TOMHKO HA CHJTY MBIIIEYHBIX COKpa-
I[eHNIT, HO 11 Yepe3 Takue (pakTopsl, Kak AP-1 u NF-kB, Taxke Ha TeHOM 1 9KCIIPECCHUIO GEIKOB.
Vmenno mopo6ubiMu Ca’' octmisimsaMu 06bSCHAIOT BIMSHIE CePIeTHbIX TTTMKO3UIIOB HA MPO-
mm¢epanyio u guddepeHINPOBKY KIETOK, a TAKXe Ha sKcrpeccno n303uMoB Na, K-AT®a3er

Heo6xoimM0 OTMETHUTD, UTO CepAeYHble IMMKO3WUIbI B HM3KMX KOHIEHTPALMAX MOTYT aKTHU-
Buposarb pabory Na, K-AT®asel. B MHOrO4MCIeHHBIX MCCIETOBAHMAX ObIIO YCTAHOB/IEHO aKTH-
BUpYIOLIee JIeJICTBE IIMKO3MIO0B B HAHOMOJLAPHBIX KoHIeHTpamAx (Gao et al., 2002; Balzan et
al., 2007). OgHako MexaHM3M, Yepe3 KOTOPBIil ocylecTsAeTcsa akTuBanys Na, K-AT®aspr, moka
0CTaeTCcs He M3BECTHBIM.

B mocegnee BpeMs IIOTy4eHbI MHOIOYVC/ICHHbIE JaHHBIE O JJOIOIHUTEIbHOI (He HacOCHOIL)
¢bysxuum Na, K-AT®asp! Kak cMTHaTbHON MOTEKY/bL. OTa QYHKIUA peanns3yeTcs 3a c4eT QyHK-
IIVIOHA/IBHOTO 1 MIPSIMOTO MOJIEKY/ISIPHOTO B3aMMOJEICTBIS C PA3HOOOPAasHBIMU COCefHNMU Oer-
kamu. IIpepmonaraeTcsi, 4TO 3a CYeT ITOV CUTHAIBHON (YHKIUM CepAedHble IIMKO3UABI U UX
9HJIOT€HHBIE AHAJIOTY PETYINPYIOT CaMble Pa3HOOOpasHble KIeTouHble (GpyHKuMM (CuHTe3 OeKa,
npomudeparyio, fuddepeHIupoBKy U r1beb KIeTOK, COKPATUTENbHbIE CBOVICTBA I JP.), OKA3bI-
BaIOT IpoTMBOpaKoBoe AeiictBue (Kpbutos u ap., 1999; Xie, Askari, 2002; Aperia, 2007; Kotova et
al., 2006; Kulikov et al., 2007; Mijatovic et al., 2007; Schoner, Scheiner-Bobis, 2007).

B coorBercTBun ¢ opHoit n3 runotes (Xie, Askari, 2002), mpepmnonaraetcs CyIecTBOBaHIE [BYX
nonyanuit Na, K-AT®asbl: ogHa GyHKIMOHMPYeT KaK MOHHBIN HACOC, IpyTrasd 3a CYeT COIpsKe-
HUsI C COCETHUMNI MeMOpPaHHBIMI OeIKaMM y4acTByeT B MeMOPAHHOI U BHYTPUK/IETOYHON CIT-
Ha/IbHOV TpaHCcAyKIym. Kak MoKasaHo /1 KapAMOMMOLNMTOB, 3TOT CUTHA/IbHbIN KacKaj, HadlMHa-
eTcst ¢ B3anMopericTBus yabanna ¢ Na, K-AT®aszoit, nanee Baodaer B cebst pochopnmmposanme
pelieniTopa sMyAepManbHOro GakTopa pocTa 4epes Src-KuHa3y, aktuBanuio Ras 1 MAP-kuHasbl,
a TaK)Xe yCIIeHMe IMPORYKUMY CBOOOSHBIX PAfMKA/IOB KUCIOPOAA B MUTOXOHAPUsX. Pesyrbra-
TOM fB/IAeTCA akTMBanyA docdonumnassl C, TpaHCKpUIIMOHHBIX dakTopoB AP-1 n NF-«B, pe-
TyIALUA 9KCIIPecCUy TeHOB U CUHTe3a OenkoB. HambGonee BepOATHBIMM (DM3MOIOTMYECKUMU
CTUMYy/IaMU 3aITyCKa TAKOTO KAaCKaja SIBJIIOTCS 9HAOT€HHBIE AUTUTANINCONOfOOHBIE NHITOUTOPBI
Na, K-AT®asb1 (cM. nogpobHee 3.5) 1 n3MeHEHNs1 BHEK/IETOUHOI KOHI[eHTpaunu K*.

CormacHo paspabaTbiBaeMoll B IIOC/IefHee BpeMsi T.H. Mmomemu «Signalosome» (Schoner,
Scheiner-Bobis, 2007), Bce n30pOpMBI KaTaIUTUIECKOI O-CYOBENUHNIBI MOTYT SIB/LSITHCS KOM-
IIOHEHTAMU CUTHAJIbHOTO KOMIIIEKca, cocrosmero n3 Na, K-AT®aspl, penenrtopa smupepMab-
Horo Qakropa pocTa M Src-KuHa3bl. B cocTaB 3TMX KOMIUIEKCOB TaK)Ke BXOJAT HelpOHa/IbHAasd
NO-cunrasa, Na*,Ca®"-o6mennnk, Ca/Mg-AT®asa u Ca®" xananst L-tuma (Daniel et al., 2006).
B 10713y 3TOJI rUIIOTE3bl TOBOPAT 0OHAPyXKeHHble Ha a-cyObemuunie Na, K-AT®a3pl caiiTbl cBA-
3bIBAHMS J/Is1 KaBeOo/InHa, aukupuHa, pochonnosntus-3-kunassl (Yudowski et al., 2000; Xie, Cai,
2003).

[Ipenmonaraercs, 4To cBA3bIBaHMe ¢ Mojekynoir Na, K-AT®a3smr ee ciennguaeckoro nuranga
(MOJIEKYIIBI CEpAEYHOrO IIMKO3M/A) IPUBOAUT K M3MEHEHUI0 KoH(opManun ¢pepMeHTa, KOTOpoe
nepepaeTcst Oe/IKaM OKPYXKeHMsI I 3aITyCKAeT CUTHAJIbHBIN KOMIUIEKC. DTOT KOMIUIEKC CIIOCOOeH
3aITyCKaTb flajiee Le/Iblil pAN, CUTHATbHBIX KACKa/IOB, YIaCTBOBATb B PETY/LALMM KCIIPECCHI TeHOB
U C1HTe3a GE/IKOB Yepe3 aKTUBALIMIO TPAHCKpUMIMoHHOro paxkropa NF-kB, a Takxe y4acTBoBath
B PeLMK/INPOBAHNN I/IA3MATNIECKOI MeMOPaHBL. 3a CUeT TaKOll OPraHM3aII Iepefadl CUrHAIA
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[la)Ke CBEPXHU3KIMeE KOHIEHTPALMN CEPAEYHBIX [IMKO3UIOB, He BBI3bIBAsI OOIIEr0 M3MEHEHNS aK-
tuBHOCTH Na, K-AT®a3p1, crtocoOHBI BBI3BIBATb CaMble PasHOOOpasHble (U3MOIOTMYECKUe pe-
axumu. V B 9TOM CiIydae IPeRNOIaraeTcs, 9To (puamoIOrnIecKuMI CTUMY/IAMI 3aITyCKa TaKOTO
CUTHA/IbHOTO KOMJIEKCA SABJIAITCA CepAeYHbIe ITIMKO3MABI 9K30TeHHOI VIV 9H/IOTEeHHO IIPUPOABI
(Schoner, Scheiner-Bobis, 2007).

B cootBercTBUM € runoTe30lt «Signalosome», cepiedHble ITIMKO3U/BI IPUBONAT K M3MEHEHIIO
BHYTPUK/IeTOUHOI KoHmenTparyu Ca’* 3a cuer koHbopMarmonHbx nsmenennit Na, K-AT®Daspr.
Tak, yCTaHOB/IEHO, YTO HAHOMOJISIPHBIE KOHIIEHTpaIy yabanHa Bhi3biBatoT Boibpoc Ca’’ us merno
B pesyibrate KOH(GOPMALMOHHBIX M3MeHeHMiT N-KoHua a-cyobemuuuninl Na, K-AT®assl, He-
MOCPEICTBEHHO B3aMMOJENCTBYomero ¢ IP; permenTopoM capKOIIa3MaTM4ecKOro peTMKyayMa
(Miyakawa-Naito et al., 2003; Zhang et al., 2006). B cocras xommexca Na, K-AT®asbr u IP; pe-
menTopa MoxkeT Bxoguth 1 (ocdonumasa C. AkTuBupoBaHHas Src- KuHasoit ¢pocdonmmasa C
MOXeT paciersitb MeMbpanubiit Gochomumun bocharnpnnnuosnron-4,5-ondocdar Ha nBa
COeAVHEHN, CTy>Kallyie BHYTPUKIETOYHBIMM MecceHmpkepamu: IP; n mmanmnrmmuepus. Inppo-
dumpnbrit 1P; audbdyHIUpYeT B NUTOIA3MY U BbI3biBaeT ocBoboxmenme Ca®’ us BHyTpuKIe-
TOYHBIX JeNo (CapKOIUIa3MaTUYeCKMI PeTUKY/IyM, MATOXOH[PUN), YTO IPUBOSUT K YCUICHUIO
COKpallleHMil B OTBeT Ha Npuxopsaumii noreHiuan peiictsus (Yuan et al., 2005). OcraBrunmiics
B MeMOpaHe IMAlVJIIIMLEPUH aKTUBUPYeT IpoTeMHKMHa3y C, KOTopasd TakKe y4acTBYeT B pe-
TYIAUMY BHYTPUKIETOUHOI KoHIenTparmu Ca®’ 3a cuer perynsamuu aktusHOCTH Ca’'-KaHanos
L-tuma u cuctemsl Na*,Ca®'-o6Mena. [Tosbrmennsiit Bei6poc Ca?* us yemo MoxxeT 6BITH U pe-
3y/1braTtoM 3amycka MAP- KMHA3HOTO KacKaja IIpy aKTMBALMyU yabanmHOM KOMIUIEKCA B COCTaBe
Na, K-AT®asp1, Src KmMHaspl ¥ pelentopa sujepMaabHoro ¢pakropa pocra. AKTUBUPOBaHHAs
B pesynprare ERK1/2 kunasa moxer docdopumposars Ca**-xanamst u Nat,Ca®’-o6mennux,
yBe/IM4IMBAasI, TAKUM 00pasoM, OIOXKNUTENIbHYI0 MHOTponuio cepana (Mohammadi et al., 2003).

ITpepnonaraeTcs, 4To curHanbHyto Gynkunio Na, K-AT®a3za ocymecTsisger B Tak Ha3bIBaeMBbIX
kaBeonax (Schoner, Scheiner-Bobis, 2007), mpepcraBisommx co60it MHBarMHALMN [UIa3MaTIde-
CKOIl MeMOpaHbI, XapaKTepuaymomiuecs crenudndeckoi mmmuaHoit kommosumyeir (Kpyrerkas
" 1p., 2003; Parton, Simons, 2007). B ckeeTHOI 1 cep/ieuHOI MBIIIIIle MaPKEPOM KaBeoJI SIB/LAETCs
6emok kxaBeonyH-3. [lo-Buanmomy, B KaBeoyax cocpeforodena He Bcs Na, K-AT®a3a. Tak, Hanpu-
Mep, B CepiedHOI Mblie b 0kono 20-30% al n a2 nzodopm Na, K-ATDass! pacrionaraorcs
B KaBeoJIax, Ifle OHM KO-JIOKA/IM30BaHbI C KaBeonmmHoM-3 (cM. Kristensen et al., 2008).

V3BecTHO, 4TO CHIDKeHUe aKTMBHOCTU Na, K-AT®aspr compoBoXxfjaeT pasHOrO poja IaTo-
JIOTMYeCKIe COCTOSHMA MO3Ta U PAacCMAaTPUBACTCA KaK OfUH U3 MEXAaHM3MOB HEKPOTUYECKON
U amoNTOTMYECKOi HelipomereHepanyy. OFHAKO yMepeHHOe nurubuposanue Na, K-AT®aswr
crieruduaecknM 610KaTOpPOM yabarHOM OKa3bIBaeT HEllPOIPOTEKTOPHOE [EICTBYE B HEKOTOPBIX
Mogpensx Heiipoperenepanun (Isaev et al., 2000). HakoHell, ecTh JaHHBIE O HEMPOIPOTEKTOPHOI
pomu cBepxHu3Kux KoHueHtpaumii (0.01 HM) yabanHa, He BBI3BIBAIOLINX CHIVDKEHISI aKTMBHO-
ctn Na, K-AT®asp1. IIpenonoXuTenbHo, 3TO [eiiCTBUE PeaTn3yeTcsl MMEHHO 3a CYeT CUTHANIb-
Holt pynkumny Na, K-AT®asbl npy y4acTuy sHIOT€HHOIO aHTHAINIONTOTMYECKOro mentuma Bcl2
(Golden, Martin, 2006). V1 3nech cHOBa 00cy»X/aeTcs BO3MOXKHAsA PO/Ib SHIOI€HHBIX IUTUTAJIICO-
nopo6HbIX nHIM6KTOPOB Na, K- AT®dass! Kak (H1310I0rn4eCcKOro MOLY/ISTOPA 9TOTO CUTHA/IBHOTO
OyTH.




3.5. DH[IOTeHHbIE AHAIOTY CEPEYHBIX ITMKO3U/OB (IHJOT€HHbIE
muruTannconoxoOHpre mHrHOUTOpsI Na, K-AT®a3sr1)

To, uto a-cy6benuuuna Na, K-AT®asbl cry>xut cnenudnyecKuM peLelTOpOM I CepHedHbIX
IJINKO3MJO0B PAaCTUTEIBHOIO IIPOMCXOX/ICHNA, NpuBeIo (II0 aHAJOTMM C OTKPBITHMEM SHAOPQI-
HOB U 9HKe(a/IMHOB) K IIOSIBJICHUIO TUIIOTe3bl O CYLIeCTBOBAHUY SH/JOTCHHBIX IMTaHJO0B K 9TOMY
peLenTopy, ABAIINXCA PU3NOTOrNdecKuMm Mopyraropamu akTuBHOCcTY Na, K-AT®aspr. Ha-
KOIUIEH 3HAYMTENbHBIN KIMHUYECKUI ¥ OSKCIEPUMMEHTA/NbHBI MaTepuasl, IOJTBEPKIaroIii
CYLIeCTBOBAHME B PA3NIHBIX TKAHAX 1M OMOIOTMYIECKNX KUAKOCTIX YeI0OBEKA U APYIUX MIIEKO-
IUTAIOMNX SH/IOTeHHBIX JUTUTAINCONON0OHbIX dakTopos (DIIID), 4To OTKpBIBaeT HOBBIE IIEP-
CIIEKTHUBBI B JIEYEHNN CePHeYHON HeJOCTATOYHOCTH, a TAaKXKe apTepUaabHON IMIIePTEH3NI.

B macTosImee BpeMs U3 pasHbIX TKaHel )KMBOTHBIX U YeTOBEKa BBIfI/ICHBI TaK/e KapAUOTOHN-
YecKme CTepONfbl KaK yabauH, AUTOKCUH, MapuHOOydareHuH, tenonnuobydareHH, BpIpabaThl-
BaeMble Hagmoyeynnkamy v LTHC (Hamlyn et al., 1991; Blaustein, 1993; Tamura et al., 1998; Doris,
Bagrov, 1998; Lichtstein, Rosen, 2001; Schoner, 2002; Schoner, Scheiner-Bobis, 2007).

Anoozennvtii yabaun. Crepeousomep yabamHa PacTUTEIbHON HPUPOABI — IEPBbIT BbIJE/ICH-
HBII U UAeHTUOUIVPOBAHHDII SHOTEHHBII IUTUTAIMCONOROOHDIT (aKTOp U3 IIasMbl KPOBU
(Hamlyn et al., 1991). Pemraromum [OKa3aTeIbCTBOM 9HAOTEHHON NPUPOAbI CTEPOMAa ObUIO
obHapy)XeHNe IyTell ero CMHTe3a B OPraHU3Me. B 9KCIepUMEHTax in Vilro Ha KI€TOYHON KY/Ib-
Type HAAIIOYE€YHNKOB OBIKA KOPTUKA/IbHbIE KJIETKV BbIPAOATHIBAIN SHIOTEHHBI yabanH B KO-
JINMYeCTBaxX, KOTOPbIE B [IECSATKM pas IIPEBBIIIAIOT COAep)KaHme yabanHa B 9TUX KIeTKax. Takum
06pas3oM, 6BUTO MTPOIEMOHCTPUPOBAHHO, YTO KOpa HAAIMOYeyHNKOB (zona fasciculata) siBnsercs
MECTOM CHUHTe3a W/WIV XpaHeHUs] SHAOTreHHOro yabamHa. Kopa HajIIOYevHVNKOB He SIB/ISETCS
eIVMHCTBEHHbIM MECTOM INPOAYKLUMM SH[OTEHHOro yabamHa. DHIOTeHHbIN yabamH Takxe ObLI
obHapyxeH B rumnorazamyce u rumo¢use (Blaustein, 1993; Hamlyn, 1998; Schoner, 2002). Ypo-
BeHb LMPKY/INPYIOI[Ero yabanHa B KpOBHU B (PM3MONTOTNIECKIX YCIOBUSIX COCTAB/IsIeT MeHee 1 HM
(cm. 0630p: Dobretsov, Stimers, 2005).

ITo monmy4eHHBIM HElaBHO JaHHBIM HUKOTUH 1 AX, a TaK)Ke aHTUXOIMHICTEPA3HBI areHT 33€-
PVH BOBJIEYEHBI B IIPOLIECC CTUMY/LILMN CEeKpeLuy 9HAOT€HHOrO yabanHa B aIpeHOKOPTUKAIb-
HBIX K/IeTKax Kpbichl (Gooz et al., 2004).

ITpu runokcum (CHUDKEHME MapIMaIbHOTO IaBJIeHUA KIC/IOPOfia B OpraHNu3Me), IIpU yBelude-
HIV KOHIL|EHTpayy MoHOB Na* B mrasme KpoBM, a TakxKe Ipy (HU3NIECKOIT HATPY3Ke OTMEYEHO
CylLIeCTBEHHOE MOBBIIIEHIe KOHIIEHTPALNI SHIOTeHHOro yabanta B KpoBu. Takue 3aboeBanus,
KaK XpOHMYeCKasA I0YeYHas He[OCTaTOYHOCTD, TMIIEPTOHNA, OCTPasi CepfieuHas HeOCTaTOYHOCTD,
IIPesKIAMIICUA TaKXKe COIPOBOXKHAIOTCA IOBBIIICHNEM KOHI[EHTPALUM SHIOT€HHOrOo yabalHa.
B03MOXXHO, TaKye M3MEeHEHVsI YPOBHsI KAPAMOTOHIIECKOTO CTEPON/A, IIPUBOASIINE K OBICTPOMY
YBeTMYeHN0 BHYTPUKIETOUHON KoHIenTpanun Ca’’ B KapIMOMMOINTAX, MOTYT PacCMaTpu-
BaTbCsl B KadecTBe 3AlINTHOIO MeXaHM3Ma CepAna oT meperpysok (Schoner, Scheiner-Bobis,
2007).

Huzoxcun. Tlommnmo yabarHa, u3 OpraHusMa M/IEKOMUTAIONX ObUT BBIE/IEH 1 APYTOIt (hakTop
KapIeHOMMTHO IPUPOIbl — AUrOKcuH. V3 100 TOHH MOuM YenmoBeKa ObITO BBIIENIEHO 7,9 MUKPO-
rpamum fanHoro BemjectBa (Tamura et al., 1998; Schoner, 2002). [To3nHee 13 HaAIIOYEIHNKOB OBIKA
6bUIO BBIIETIEHO COEAVHEHIE, II0X0XKee Ha IUTOKCUH. BBIIO YCTaHOBIEHO, YTO KOHI[EHTPALIVS 9H-
TOTEHHOTO AMIOKCVMHA MOBBIIIAETCS IPY IIOYEYHOI HeJOCTAaTOYHOCTH, A TaK)XXe IIPY JINTENbHOM
¢dusnueckoit Harpyske. KoHIleHTpanys JUTOKCMHA B IUIa3Me KPOBU Y JIOfe, MepeXXMBIINX MH-
¢dapkT MUOKapia, HOBbILIEHA B 2,5 pasa 110 CPAaBHEHNUIO CO 3J0POBbIMIU jofgbMu (0630p: Schoner,
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2002). VInTepecHO 4TO, AUTOKCYH IIOJAB/IAET pasBUTHE TUIIEPTEH3UN, KOTOPYIO BbI3bIBaeT yabanH.
B HacrosmIee BpeMA He M3BECTHO, IOYEMY STU JABa CHELUPIISCKUX nuruburopa Na, K-AT®Daszwr
(yabamH m AMTOKCVH) BBISBIBAIOT pasnndHble (usnonorndeckne sddexrsr. Jlonroe BpeMs myTn
OMOCHHTe3a 9H[JOTEHHOIO JAVTOKCMHA OCTABaINCh MAajIOM3Y4CHHBIMY, YTO He MCKIIIOYAI0 BO3-
MOXKHOCTb €r0 IIOCTYIUIEHWsI C mmiiert. TOIbKO B IIOCTEFHME TOABI OBUIM OXapaKTePU3OBaHbI
nyTy 61OCHHTe3a, JOKA3bIBAIOIIE SHAOTEHHYIO IIPUPOY AUTOKCUHA. Bt naeHTudumpoBans
IpeflecTBeHHMKN aToro creponpa: (1,2-14C) anerat u (4-14C) xonecrepun (Qazzaz et al., 2004).

Mapunobypazernun. VI3 MOUNM 1 TUTA3MBbI KPOBM Y€/IOBEKA U HEKOTOPBIX MJIEKOITUTAIOIINX OBIT
Boiienten  MHrU6uTop Na, K-AT®assr GydommenonngHoit mpupoasl, Mogo6Hbl MaprHOOyda-
TeHUHY 13 MAPOTUAHBIX Xejie3 xabvl Bufo marinus (Fedorova, Bagrov, 1997; Bagrov et al., 1998;
Doris, Bagrov, 1998; Schoner, 2002). OCHOBHBIM OpraHOM, IPOAYLUPYIOLUIMM 3TO BELIECTBO Y
a6, SIBJISIIOTCSI KOXKHBIE 1, 0COOEHHO, TAPOTHIHBIE JKeyle3bl. VIMEeI0TCst JaHHbIe, CBUAETE/IbCTBYIO-
I[}e O TOM, YTO Y M/IEKONUTAIOINX MapuHOOy(hareHnH, KaK U JUTOKCUH, CUHTE3UPYETCs B KOpe
HAJIIOYeYHMKOB 13 IIpefuIecTBeHHIKa xonecteprHa (Doris, Bagrov, 1998; Dmitrieva et al., 2000;
Schoner, 2002). YpoBeub mapnHOoOydarennta B IIasMe KpoBU >kabbl Bufo marinus HaxogmTcst
B MUKPOMOJLAPHBIX KOHIIEHTPALIUAX, YTO Ha IOPAIKY IPeBbIIIAeT O3B, IeTa/IbHbIe I YeJIoBeKa
U APYIMX M/IEKONUTAILUX. YPOBEHD LVPKYINPYIOIIEro MapuHOOydareHnHa B KPOBU Y KPBICHI
B (PM3MOIOIMYecKIX YCIOBUAX cocTapeT ot 0,2 1o 0,5 HM (cm. 0630p: Dobretsov, Stimers, 2005).

B ormmune ot yabamna, MapuHOOydareHuH, mo psgy HAaHHBIX, obnazaer 6o/ee BBICOKOIM ad-
¢uHHOCTBIO K yabanH-pesnucrenTHOI ol n3opopme Na,K-ATDassr y kpeic. [TokasaHo, 4TO B KOH-
LeHTPALsX, HAOMIOaeMBIX i Vivo, MapuHOOydareHnH o61agaeT BHIPAKEHHON Ba3OKOHCTPUK-
TOPHOII aKTVBHOCTBIO M BBICOKOI addmHHOCTBIO K al msodopme Na, K-ATPaspl, ocHOBHOII
usoopmser B moukax (Fedorova et al., 2000), 4T0 MOXKeT ObIT BaXXHBIM B YCTIOBISIX CEPHEIHOI
Hegocrarounoctu (Fridman et al., 2002). B To ke BpeMst B MCC/TETOBAHMSAX, TPOBENEHHBIX HA CKe-
JIETHOJ MBINIIE, Ifie SKcIpeccupyerca al m o2 m30dopMbl, IOKAa3aHO MHIMOMpYIoliee BO3Jeli-
cTBUe MapnHOOydarennHa Ha a2 nzopopmy Na, K-ATDaser (Kpusoit u gp., 2006 B).

IToMMMO IepeuyiC/IeHHBIX BbIIIe, U3 TKAHel >KMBOTHBIX U 4eJIOBeKa OBUI BLIIENICH PAJ, IPYIUX
¢daxTopoB KapaeHOMMAHOM, Oydommenonupuoit u menrugHoit npupopst (Doris, Bagrov, 1998;
Reinés et al., 2000; Schoner, 2002; Mijatovic et al., 2007), a Tax>ke Ioka He NAeHTUPULNPOBaHHbIC
SI1® (Mandel et al., 2003).

3pecs HeobxoaMMO OTMeTHTh, 4TO DJIID MOryT IO CBOMM CBOJCTBAM CYIECTBEHHO OTIIN-
YaTbCA OT CBOVIX aHAJIOTOB PACTUTEIBHOIO IIPOMCXOX/ICHNA, KaK 9TO II0KAa3aHO, HaIpUMep, Jid
SHJIOTeHHOrO yabayHa, KOTOPbIi1 yrHeTaeT nodevnyio al msodopmy Na, K-ATPaspr kpsic B 1000
pas apdexTuBHee cunrerndeckoro yadbanna (Ferrandi et al., 1992).

IToMuMO PacCCMOTPEHHBIX BBIIIE MEXAHI3MOB JEMCTBIS CEPAEYHbIX I/IMKO3UAO0B, 00CYK/aeTCst
U pyroit MexaHusM gericTust DJTID, KOTOPbIT BaXKeH [/l HEPBHOII CHCTEMBI 1 00YCIOBIIEH CIIO-
COOHOCTBIO ITUX BEILIECTB BBI3BIBATD EMO/ISPU3ALINIO KJIETKI 33 CIE€T YACTUIHOTO YTHETEHNS aK-
tuBHOCTU Na, K-AT®asp1. IIpenmonaraercs, 4To, BAMAA Ha 37eKTporeHes kiaeTok, IIIIP moryt
yIacTBOBATh B PETY/LIUNU MX BO3OYAMMOCTI U YPOBHsI CeKperyu Meamnaropos. Ilogo6Hoe meit-
crBue SIID, mOMUMO IIPOUETO, MOXKET OBITH BAKHBIM 1 B MEXaHM3Me PasIMIHOro pona abdex-
TUBHBIX PACCTPOIICTB HEPBHOIT cucTeMsl (cM. 0630p: Lichtstein, Rosen, 2001).

B nenom, DIII® MoXHO paccmarpuBarh B KadecTBe (aKTOPOB, MOAJEP>KMBAIOIINX KIIETOY-
HBIII roMeocTasyc. B To >ke BpeMsA upesMepHble KOJeOaHV YPOBHA 9HIOTEHHBIX MHIMOUTOPOB
Na, K-AT®a3p1 B KpOBM MOTYT IIPOBOLMIPOBATb Pa3BUTHE HEKOTOPBIX NMATOIOTMYECKMX COCTOS-
HIIT, B TOM 9YIC/Ie TUIIEPTOHMYECKYI0 (oje3Hb, nHpapkT Mmokappa 1 ap. (cm. o63opsr: Doris,
Bagrov, 1998; Schoner, 2002).




BaxHO, YTO HO/NyYeHHBIE K HACTOAIEMY BpPEMEHM Pe3y/lbTaThl IO3BOJIAIT PacCMAaTpMUBATh
nsodopmsr a-cyobeayunipl Na, K-AT®aspl Kak HOATUIIBI PELENTOPOB, CIelUpUIHbIX /I Pas-
ymmyabix DI, To ecTb, yunrThiBas TKaHecIeUn(pUIHOCTb 9TUX U30dopmM, pasmunble DD
MOTYT SIBJIATBCA CENeKTUBHBbIMU peryraropamu n3opopM Na, K-AT®Paspl B pasHbIX TKaHAX. Ilo
PS4y BAHHBIX SHJOTEHHbIE yabarH 1 MapuHOOy(areHNH MOXKHO paclleHNBAaTh KaK M30Mparenb-
Hble JINTaH/bl COOTBETCTBEHHO K n3odopmam a3 1 al Na, K-AT®aswr cocynos xpoich (Fedorova
et al,, 2000). V3 chIBOPOTKI KPOBM YeIOBeKa IOTydeH yabanH-1mofo6HsIl akTop ¢ bonbieit ad-
¢unrHOCTBIO K M30¢opMe al Na, K-AT®Da3bl movek cobaky 1o cpaBHeHMIO ¢ n30hpopMoit a3 us3
mosra ceuHbH (Butt et al., 2000). VI3 neputoHeanbHOTro mmanusara GONMbHBIX HEKOTOPHIMU (GOp-
MaM¥ HO4YevHOI HefocTaToqHoCTy BhigeneH DI, apduunbii k nsopopmMaM a2 B CKelTeTHOI
mbie 1 a3 B Mo3ry Kpsicsl (Tao et al., 1997). BoLsiBiieHne ceeKTUBHBIX MHIMOUTOPOB 130(opM
a-cyowpeguunisl Na, K-AT®aser (B TOM 41C/Ie 9HLOTEHHOI IIPYPO/bI) BaXKHO HE TOIBKO IS II0-
HYMaHV MEXaHM3MOB Pery/IAlMU 3TUX M30(POPM B pasHBIX TKAHAX, HO ¥ [yIA pelleHMd psAfa
K/IMHUYECKIX TPOOIeM.

3aknrouyenne

[IpuBeneHHbIe TaHHbIE IOKA3bIBAIOT, YTO HA COBPEMEHHOM JTalle MCCIeJOBaHNII O/IUTOMEPHBIX
6€e/IKOB 3HAHNS O CTPOEHUN MX MOJIEKYJI, @ TAK)Ke 00 0COOEHHOCTSIX 9KCIPeCcCuyl KOFUPYIOLNX X
FeHOB BO MHOTOM OIIEPEXXAIOT 3HAHNS O (PYHKIVSIX, KOTOPbIE BBIIIOIHAIOT PA3/IMIHbIE MOJIEKY/ISIP-
Hble popmbl 9THX OenkoB. Ha nmpumepe paccMOTpeHHBIX B 0630pe IpefcTaBuTeIell pasHbIX Kyac-
COB 0€/IKOB, 0OCTY)XKMBAOIINX, Ka3a/0Ch Obl, BECbMa PA3/INYHble KIETOYHBIE IIPOLIECCHI, MOXKHO
BIJIeTb MHOTVIe O0LIye IPUHIVIIBI OPTaHU3ALUY MO/IEKY/LAPHBIX MeXaHN3MOB (DV3MOIOTMYeCKIX
¢byuxuuit. GakTl, FEMOHCTPUPYIOLIIE, YTO TOT WINM NHOI G€/I0K, M3BECTHBI KaK PeLelTop M
(depMeHT, y4acTByeT ellle B KaKUX-TO IIPOLeccax, MOTyT MHOTO€ aTb /LA MIOHMMAHVA YIOMAHY-
TBIX MEXAHU3MOB, €C/II YIeCTb, YTO MpPeACTaB/IeHNs] 00 «OCHOBHBIX» (PyHKUMsAX OGemka — He 60-
Jlee 4eM OTpaKeHue OTPaHMYeHHOCTY HAIVX 3HAHWIT O CJIOXKHeIIeM KOMIUIEKCe MOJIEKY/LIPHBIX
B3aMMOJEICTBUIL B K/IETKe U OpraHM3Me.

B KakoM MUKPOOKpyXXeHMH paboTaeT TOT MIN MHOI OeIOK B OIpefe/leHHON (U31oIornde-
CKOW CUTYal[uy /WM Ha OIpefie/IeHHON cTagyy pa3BuTuA? Kakme cUTHasbI U TOf, BIVAHMEM Ka-
KMX (PU3MOIOIMYeCKNX MOTPeOHOCTell KOHTPOIUPYIOT 9KCIIPECCUIO0 [€HOB, KONUPYIOMINX pasHbIe
130pOpMBI CYO'bedVHNL, YIaCTBYIOWNX B (POPMUPOBAHUM OIUTOMEPHOro Kominrekca? Kaxie
CUTHAJIBI YIIPAB/IAIOT JOCTABKOI TOI VJIM MHON MOJIEKY/LIPHON (OpPMBI Ge/lKa B HYXXHOE BpeMsI
B Hy)HOe MecTo? Kakne «IomonHuTe/IbHbIe» QYHKIMY (KaXXYI[uecss HeCBOICTBEHHBIMI C TOYKY
3pEHIIsI IPUBBIYHBIX [IOfIXOf0B) MOXKET OCYIIECTBILIT O€/IOK WM €r0 OT/e/IbHbIE CYyObeaNHIIBI?
OTBeTHl Ha 3TU BOIIPOCH! HAXOIATCA B PAMY KIIOYEBBIX /I NOHMMaHMA (YHKIVMOHA/IBHOTO 3HA-
YeHNsI Pa3HOOOPa3Nsi MOJIEKY/ISIPHBIX (POPM CAMBIX PA3HBIX O/IKOB.

Paboma nodoepucana epanmamu POV 04-04-49535a u 07-04-01027a.
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CrpykTypa 1 GYHKIUS peleITOPOB ITyTaMaTa B HOpMe
Y YCTOBUAX €r0 HEMPOTOKCUIECKOTO JeiCTBUA

B nacrosmee BpeMa cpoOpMUPOBAINCH IpefCTaBIeHNA O ToM, 4To rryramar (Glu) — aHmoH
DIy TAMJHOBOJ KVC/IOTBI, ABJISAETCA OCHOBHBIM BO30Y)XJAaIOIIVIM MEJVAaTOPOM B CHHAICAX LieH-
tpanbHoit HepBHOIT crctembl (LTHC) mmexkommrarommx (Curtis, Johnston, 1974; Watkins, Evans,
1981), a Tax >xe B HEPBHO-MBIIIEYHBIX CMHAIICAX YIEHMCTOHOIMX (Marasanuk u op., 1984; AnTo-
HOB, 1989). Bonpexu HopManbHOM QyHKIMY Hepefady BO3OY>KIeHNA C OGHOIO HellpoHa Ha Jpy-
TOil, B YC/IIOBUAX JUIMTENIBHOrO AeiicTBuA Glu U 4pesMepHON aKTMBALMU €T0 PeLenTOPOB MOTYT
PasBUBATHCS IATONIOTMYECKUE COCTOSHVIS, CBsI3aHHBIe C rnbenpio HelipoHoB. Kak HOpManpHast
MefiuaTopHasA (YHKLMA, TaK M 3aIIyCK LIEIHO peaKINy HelpofiereHepaTHBHbIX IPOLIECCOB OCY-
I[eCTBIIACTCA Yepe3 aKTUBALMIO ONHUX M TeX >Ke PeLelITOPOB IIyTaMaTa. 3HaHMe 9THUX Ipolec-
COB IIPe[ICTAB/IACTCA BaXHBIM KaK C TOYKM 3PEHV TEOPeTIYeCKOl HayKM, TaK U IIPaKTUYeCKOi
MeIVIVHBL YCTaHOBJICHO, YTO IMIIePAKTUBALA [y TAMAaTHBIX PELeTOPOB, CIeACTBIEM KOTOPOI
SIBJISIETCS HeJIpoJiereHepanyisi, MPOsIB/sIETCS B TAKUX OCTPBIX MATOJIOTMYECKUX COCTOSIHMSIX MO3Ta,
KaK MHCY/IbT U CBsI3aHHAS C HUM HIIEMIsI, aHOMa/IbHAsI aKTUBHOCTb BO30Y)KAAIOI[UX CBsi3eil (Cy-
JOPOXHBIe COCTOAHMA U 60me3Hb [TapKIHCOHA), TPy HAPYIIEHUY L[eJIOCTHOCTHU KJIETOK (deperHo-
MO3roBasi TPaBMa), a TAKXKe IIPU XPOHMIECKNX HePOereHepaTnBHBIX 3a60/IeBaHNAX, HATIPUMED,
6onesnp AnprreiiMepa (Meldrum, 1993; Lipton, 1999).

HeitpopereHeparus AB/IAeTCA 3aKTIOYUTE/IbHBIM 3TAllOM KOMIUIEKCHON AMCOYHKINN HEPBHOI
TKaHI. B Xofe e€ pasBUTIA IPOUCXOAAT 3HAYNTEIbHbIE HAPYLICHNA B CHCTeMe OMOCHHTe3a Heli-
POMeMaTOpOB, MX aKKYMY/IIIMM B CUHANITYECKUX IY3bIPbKAaX, 3aXBaTe B HEPBHbIE TePMIUHAIIN
U IIMajibHble KJIeTKU. DTV IPOLeCcChl MMEIOT IPeCHHANTIYEeCKYI0 JIOKa/IN3alMIo, TaK KaK IIPOVIC-
XOIAT B IIPECHHANTNYECKNX He[POHAX VI I/IMAIbHBIX K/IeTKAX, ABJIAIOIINXCA MCTOYHIKOM ITyTa-
mara B IJHC. VIx HapyIIeHMs BbI3BIBAIOT CYIIECTBEHHOE IOBBILIEHNE CBOGOHOT KOHIIEHTPAL[NI
DIyTaMaTa B MEXKJIeTOYHOM IpocTpaHcTBe. K mocrcuuanTideckuM ¢akTopaM HeilpofiereHepa-
IV OTHOCATCA: aKTMBALWA Pas3/IMYHBIX TUIIOB PELEITOPOB IIyTaMaTa M HeHo/ApM3als Heil-
POHOB, HapyIlleHNe MeMOPAHHBIX MOHHBIX TPAJIMEHTOB U BXOJ| 3HAYNTENbHOTO KommdecTsa Ca’t
B KJIETKV, KOTOPBIl 3allyCKaeT JieTa/IbHble IIPOLIeCCh BHYTPUKIETOYHOM CUTHAIN3ALNM, IPUBO-
AAIMe K aKTUBU3ALUM ALIONTOTIIeCKUX myTert rubenu HeripoHos (Choi, 1992; Khodorov, 2004).

Y4uurbiBas 9TH 00CTOATENbCTBA HIDKE pedb HOIJIET O CTPYKTYpe LeHTPaIbHbIX ITTyTaMaTepry-
YeCKIX CYHAIICOB, PeLIeIITOPOB IIyTaMaTa, O MeXaHNM3MaX MORY/IALMA X aKTUBHOCTH, QPYHKIMO-
HYPOBAaHUY B HOPMe ¥ YC/IIOBMAX JINTE/IBHOIO BO3JEIICTBMA ITIyTaMaTa, a Takke O MeXaHM3Max
HellpofiereHepanny, APYIUMI CIOBaMi — TOe/In HeIPOHOB.

CrpoeHne 1 GyHKIMIOHMPOBaHIE ITyTAMaTePIrT4eCKIX CHHAICOB

ITepBble coobiieHus 0 crocobe B3aMMOJEICTBIUS HEPBHBIX K/IETOK depe3 crenmuieckiie KOH-
TaKTbl VI CHHAIICHI NMOSABWINCH B 1893 romy. OTKpbITNE CHMHAIICOB CBA3BIBAIOT C MIMEHEM NC-
MTAHCKOTO y4eHoro Pamona-m-Kaxama, KOTOpPBIN, MCIIONMb3ysl METOAVKY MMIIPETHALIMN HEPOHOB
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cepeOpOM, IPENTONKEHHYI0 WUTA/IbSHCKUM Y4YeHbIM LO/BbIKY, OOHAPYXWWI, YTO IOAABIIAIOLIEe
6O/IBIINHCTBO HEIIPOHOB NMEKT fiBa (QYHKIMOHAIBHO PA3HBIX OTPOCTKA: HEHAPUT U aKCOH (um-
tupoBanue o Ramon y Cajal, 1952). Vim Buepsele 6pima 060cHOBaHa MOPGOIOrMIecKast caMo-
CTOATENbHOCTb HEMIPOHOB U ITIMAIbHBIX KIETOK, a TaK JKe II0KA3aHO, YTO B HEPBHOI CUCTEME OT-
CYTCTBYIOT cuMHIUTHanbHble oTHomreHmsa (Kyddnep, Huxonc, 1979). Ilpomrmo monsexa mocie
oTKpbITHil Pamona-u-Kaxama, mpexpae 4eM GU3MOIOTY YTBEPAWINCh B HOHMMAaHMU TOTO, 4TO
B OCHOBe ITOJLAPU3ALNI JIOKNT Iepefada MHPOpMaLny yepe3 XUMIYeCKIe CHHAIICH], 8 K/II0YeBbIM
KOMIIOHEHTOM TAKOJI [Iepefadn sIB/IeTCs CYI[eCTBOBaHNE B MeMOpaHe HellpOHA CHHAITUIECKIX
PpenenTopos.

[Tpy n3ydeHNn BAMAHUA Pa3NNYHBIX BEIECTB HA 3/IEKTPUIECKYIO AKTMBHOCTb HEIIPOHOB 130-
JIMPOBAaHHOIO CHMHHOrO Mosra Kypruc u BaTkmHc chopMmpoBamu TUIIOTe3y O MeAVaTOPHON
pomu pukap6oHoBsix amnHokuciaor (Curtis, Johnston, 1974). Haubonee cunbHbIl 3 dexT B nx
9KCIIEpMMEHTaX OKasblBamy L-acrmaparmnosas, L-rmyTammHoBas m L-nmcTenMHOBasg aMMHOKNC-
70TBL. B pesysnbprare manpHENIINX SKCIIEPMMEHTOB ObUIO YCTAHOBJIEHO, YTO OCHOBHBIM BO30YXX-
marouyM MenyatopoM B cuHancax ITHC 1mo3BOHOUHBIX ABAETCA IMyTaMaT, U J/I HETO BBIIOJI-
HSIIOTCSI BCe OCHOBHbIE TPeOOBaHIsI, HeOOXOAMMBIe A/IsI IPUSHAHIIS BEIIeCTBA HEIPOMEIIATOPOM.
OmnpepenaomyM GeHOMEHOTOIMYECKNM TIPU3HAKOM MeJVIATOPHOI PO/ IIyTaMaTa IOCTY>KIIO
OTKPBITHE JI1 HETO CHeLU(PIIeCKIX PeLleIITOPOB.

[ty ramMaTepruvecKuii CUHAIC, KaK U APyryie XMMIYeCKye CUHAIICHI, IIPEACTABILIET COOO0IT CIIOX-
HOe CTPYKTypHOe 006pasoBaHume, COCTOsIIee U3 IPeCHHANTHIECKON MeMOpaHbl (Jalie BCEro 9TO
KOHIIEBOE Pa3BeTBJIEHNE AKCOHA), TOCTCHHANITIIECKOI MeMOpaHbI (dalie BCEro 9TO yIaCTOK MeM-
6paHBbI Tea WM EHAPUTA [PYTOro HEIIPOHA), a TaK XKe CUMHANTHYecKolt mem (puc. 1). Baxusim
9/IeMEHTOM CHMHAIICA SABJIAIOTCS ITIMA/IbHble KIETKM, KOTOPbIe OCYIIEeCTBIAIT TOKA/IbHBI TOMEO-
CTa3MC B CUHANTUYECKON 1IN, /LA BBIIIOJHEHMA [JIABHOM QYHKIMM Iepefauyl CUHANTIYeCKOTO
CHUTHAJIA.

Eue 0 TOro, KaK OGbUIM BHISICHEHBI MHOTHE CYI[eCTBEHHBIE 0COOEHHOCTH MPOLiecca BHICBOOOXK-
[IeHUsT MeAMaTopa, ObIIO YCTAaHOBJIEHO, YTO IIPECHHAIITIYECKIE OKOHYAHNS MOTYT IPOSB/IATH CO-
CTOSIHVISI CIIOHTAQHHOI CEKPETOPHOI aKTMBHOCTH. II0CTOSHHO BbIfe/sieMble HeGOIblIe TOPIINI
MeJJaTopa BBI3bIBAIOT B IIOCTCUHANITNYECKON K/IeTKe TaK Ha3blBaeMble CTIOHTAHHBIE, MIHUATIOP-
Hble ITOCTCUHANTUYECKEe IOTeHIMaNbL. V3ydas paboTy HepBHO-MBILIEYHOTO CHHAICA JLTYIIKIL,
anrmmiickie ydenole @ert 1 Karn B 1950 ropy o6Hapysxmin, 4To 63 BCAKOTO eVICTBMA HA HEPB
B MBIIIIle B 00/IaCTM MOCTCUHANTIYECKON MeMOpaHbl caMi 1o cebe depes CaydailHble IIpOMe-
JKYTKM BpPeMeHN BO3HUKAIOT HebGosble KomebaHus MOTeHIMAIa, aMIUINTYAOI IpuMepHO B 0,5
MmB (Fatt, Katz, 1950). OTKpbITue He CBSI3aHHOIO C IIPMXOIOM HEPBHOTO JIMIIY/IbCA, BBIIE/ICHVIA
MefaTopa IIOMOIVIO YCTAHOBUTH KBAHTOBBIN XaPaKTEP €ro BBICBOOOX/EHUs, TO €CTb IIOTydN-
JI0Ch, YTO B XVMMIIECKOM CHHAIICE MEAVATOP BBIAE/SIETCS U B IIOKOE, HO M3pPeAKa U HeOOMbIIIMY
nopuysIMU. [JMCKpeTHOCTb BBIPaXKaeTCsl B TOM, YTO MEAMATOP BBIXOAMUT U3 OKOHYAHMs He Jud-
(y3HO, He B BUJE OT/IENIBHBIX MOJIEKYJI, @ B pOpMe MHOTOMOJIEKY/LIPHBIX IOPLUII (VI KBaHTOB),
B K)X/[OI1 13 KOTOPBIX COZIEPKUTCS HECKOIBKO THICSAY MOJIEKYIL.

[MpuHIMI paboOThl XMMMIECKOTO CHHAIICA COCTOUT B TOM, 4TO moTeHIuan geitcteus (I1]1) BbI-
3BIBA€T HEMPOCEKPETOPHBIN IPOLECC, KOTOPbIM 3aKIOYaeTCA B CUHXPOHHOM BbIJIEIEHNE Me-
fuaropa u3 60/mbIIoro Yncia Be3ukyr. CHUHXPOHM3AINs JOCTUTAETCS JeIo/IIpU3aliell HepBHO
TePMUHATM ¥ OTKPBIBAHMEM 37eKTpoBo36ymumbix Ca®’ kananmos, yepes kotopbie Ca’* Bxomsar
B IIPECHHANTHYECKOe OKOHYAHNE VI IPUBOLUT K CIVMSHUIO IIY3bIPHKOB C MECTAMI OCBOOOXK/EHIISI
B IpeCHHANTHYeCKOil MeMOpaHe. B pesynbprare 3TOro, MeamaTtop CEKpeTMPYeTCsl M3 CHUHAIITH-
YeCKUX ITy3bIPbKOB B CHHANTIYECKYIO 1jeib He B BUJie OT/EIbHBIX MOJIEKYN, a B pOpMe MHOIO-
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Pruc. 1. Cxematuyeckoe 1306paskeHne CTPYKTYPbI U GYHKIMOHATIbHBIX 0COOEHHOCTeIl
[Ty TaMaTepriu4ecKux CHHAIICOB.

MOJIEKY/LAPHBIX HOpLMI (MM KBAaHTOB), B KaXKHOJ M3 KOTOPBIX COHEPXKUTCHA HECKONIBKO THICAY
MOJIEKYL.

CuHanTr4ecKas 1jeb B XMMIYECKUX CHHAIICAX COCTaB/IAeT B cpenHeM 20 HM. 37ieCh MeinaTop
CBA3BIBAETCA C Oe/IKaMU — pelLlelITOpaMy, KOTOPble BCTPOEHBI B OCTCMHAITIYECKYI0 MeMOpPaHY.
ITocne B3amMOpENCTBUA C MONIEKY/TaMU MEAMATOPA PELENTOPbl aKTUBUPYIOTCA M MX KaHAJIbI OT-
KPBIBAHIOTCS, YTO COIPOBOXKAAETCS BO3HUKHOBEHNEM MOHHOIO TOKA U M3MEHEeHUeM MeMOpaH-
HOTO IOTEHIJa/Ia IIOCTCHHANITNYECKOro HellpoHa. B pesynbrare ecimm MeMOpaHHBI HOTEHIAT
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COBUIACTCA B CTOPOHY Iopora reHepanuu I1]] (mporcxopuT genonAapusanns), TO TOBOPAT O BO3-
6yxpamomeM feiicTBuM Mepuartopa. VI Hao60poT, ecnm MeMOpaHHbIN MTOTEHLNAT CTAHOBUTCS
60/ee OTPULIATEIBHBIM — IPOUCXOAUT TUIIEPIIOJISIPU3ALNS, TOBOPAT O TOPMO3HOM HEMCTBUM
MefiuaTopa.

Dryramar — 3aMeHMMast aMIHOKIIC/IOTA, He IIPOHMKAET Yepes reMarosHiedannaeckuit 6apbep,
T.e. He IIOCTYIAaeT B MO3I 4epe3 KpoBb. MoJIeKy/a ITTyTAMIHOBON KVIC/IOTBL MMeeT JOCTaTOYHO
npocryio cTpykrypy HOOC-CH,-CH,-CH(NH,)-COOH. E€ cunres ocymecTBisgeTca B MO3re,
[JIABHBIM 00pa3oM BHYTPUHEPOHHO, XOTsI Masast ot obugero myma Glu Haxomurcst u B acTpo-
nurax. Glu Moxer ObITh CHHTE3MPOBAH U3 ajb(da-KeTormyTapara IMyTeM IIPSMOrO BOCCTAHOBM-
TE/JIPHOTO aMMHUPOBAHNS VM TPAHCAMUHVPOBAHUS U3 ITIyTaMuHa (epMEHTOM IIyTaMUHA30IL,
a TaKXe 13 OPHUTMHA (EePMEHTOM OPHUTMHAMMHOTpPAHCPepasoit. ABTopapnorpaduieckue uc-
C/IeOBAHVsI [IOKA3BIBAIOT IIMPOKOE PACIPOCTPAHEHME IIYTAMATEPIUUeCKUX CUHAICOB B 6OJIb-
muHCcTBe otAenoB ITHC, u B 4acTHOCTH, B KOpe OO/BIINX HOMYLIAPNUIL, OOOHITEIbHBIX TYKOBMU-
IjaX, TUIIIOKaMIle, YepHOI CyOCcTaHIMN, MO3KeuKe, CTPMATYMe, CPeJHeM MO3Te, TMIOoTaaMyce
U CIIIHHOM MO3Te.

ITepenocunxu Glu, KOTOpbIe SB/IAIOTCS MHTETPAIBHBIMY Oe/IKaMII II/Ia3MATNIeCKOIT MeMOpaHbl,
OCYIIeCTB/IAIOT TPAHCIIOPT — 3axBaT Glu M3 cMHAITUYECKO e/, T. €. eT0 IepPeHOC BHYTPb I/IU-
QJIbHBIX KJIE€TOK U HEJPOHOB, IOANEPXKMBas TeM CaMbIM HU3KYI0 KOHI[EHTPALVIO 3TOTO Melua-
TOpa B cmantudeckoil mem (AHToHOB, 2001; Hospgpaues, u gp., 2001). 3axBar Glu nporus xu-
MUYECKOTO IpafiueHTa (B IMTO30JIe IIMAJbHBIX KJIETOK M HEellpOHOB e€ro KOHLIEHTPALUA MOXKeT
pocturate 10 MM) mpoucxoput 61arogapsi SHEpruu TPAHCMEMOPAHHBIX VOHHBIX TPAaJMEHTOB.
ITocko/mbKy caMmblil GOMBIION TEKTPOXUMUYECKNIT IPAAMEHT MEXY BHEKJIETOYHON 1M BHYTPHU-
KJIeTOYHOIT cpenoit nonmepskuBaercs mia Na* u K (mpumepro 140 MM Na* Bo BHeKIeTOYHOII
cpene 1 okosto 10 MM BHYTpy Kitetok; 1 Hao6opor 130 MM K* BHyTpy kietok u nopsiaka 3 MM
cHapy»xu) Monekynsl Glu KOTpaHCIOPTUPYIOTCS B K/IETKY € MOoHaMy Na®, 4TO CONpPOBOXKHAETCSI
BbIxofoM noHoB K*. Oto mokassiBaercst TeMm, 4To 3ameHa MoHOB Na' Ha mons! Li* B HapyxHOI
cpene 6mokupyer Tpancnopt Glu (Antonos, 1989). ITomas B 1uTo301b HeilpoHoB, Glu 3akaun-
BaeTCA B CHHAITUYECKIE BE3VKY/IbI C IIOMOIIbIO IIPOTOH3aBUCUMBbIX Be3MKY/LIPHBIX TPAHCIOPTe-
pos (puc. 1). Iyt Glu 13 acTpounTOB B HEPOHBI COIPOBOX/AETCS METAOONMMIECKIMH IIPEeBpa-
meHnAMu. B acTporuTax ¢epMeHT rmyTaMuHcHHTa3a npespamaet Glu B rryramun. BaxkHo, 4To
6umunugHble MeMOpaHBI IIPOHNIIAEMBL [Is1 IYTAMIHA, I TO, YTO OH He CIIOCOO€H aKTMBUPOBATD
petenrropbl Glu (GluR). IimyramMmH, momas BO BHEKJIETOYHOE IIPOCTPAHCTBO, 3aXBaTbIBACTCA Heli-
poHamu. PepMeHT ITTyTaMUHa3a, HAXOMALINIICA B MUTOXOH/IPVAX HEJPOHOB, IIpeBpallaeT ITyTa-
MuH B Glu, 1 0H cHOBa MO>KeT 3aKauMBaTLCA B Be3MKYJTy, BO3BpallasAch B MegyaTopHblii myi (Ile-
TPOB U fip., 1997).

Knaccudukanus u crpykrypHo-dyHKImoHanbHasa opranmsanna GluR

Imyramareprimieckye MeXaHU3Mbl IIPefICTABIeHbI IPUMEPHO B 40% HEPBHBIX KIETOK, 3 OCTABIIIA-
ACA YacThb BBHINAJIaeT Ha JOJIIO0 BCeX APYTUX HeMPpOMeANaTopoB (CepOTOHMHA, alleTUIXO/NMHA, JO-
naMuHa 1 fp.). Ilockonbky ux 3HaveHue pia GyHkumonuposanusa [JHC m03BOHOYHBIX CTIOKHO
[ePEOLIeHNTD, 371eCh OYIeT pacCMOTPEHa TOIIOJIOTNS, MOJIEKY/ISIPHBIE CBOJCTBA, MEXaHM3MBbI aK-
TUBALMM U MORy/siumu peuerntopos rayramara (GluR), a taxke 0cOOeHHOCTY (YHKIIMOHUPO-
BaHMs offHOro u3 ux noprunoB — NMDA-penentopos (NMDAR). IlocnenHue BoBe4eHBI BO
MHorue (pU3noIornyeckye IpoLecchl, Kak B OHTOI€HEeTIYeCKOM Pa3BUTUM MO3Ta, TaK U Y B3poc-
JIBIX )KMBOTHBIX, BK/II04ast GOPMIPOBaHIe HEIIPOHHBIX CBsi3eil, 00ydeHe u mamste. Kpome Toro,



NMDAR y4acTBYIOT B IIaTOreHe3e MHOTMX 3a00/eBaHMIl, COMPSDKEHHDIX C MIIeMIell, BbI3bIBAIO-
el rubenb HEPOHOB, U APYTMMI HeEpOJereHepaTUBHBIMU paccTporicTBamy. MHOroo6pasue
¢ynxumit GluR HampsaMyIo onpefensgeTcsa UX MOJIEKY/IIPHO OpraHu3aIel.

B HacTosmee BpeMsA YCTAaHOBJICHO CYILECTBOBaHME 4 TUIIOB PEIENTOPOB ITTyTaMara, Cpefn
KOTOPBIX 3 TUIA SAB/SIOTCA MOHOTPOIHBIMU ¥ 1-MeTaGOTPOIHBIM. VIOHOTPOIIHBIE PerjelTOPDI
IPeACTAB/IAT CO00IT yIpaB/sieMble TUTAHOM HOHHBIe KaHaybl. COBpeMeHHast KIacCuduKamms
MOHOTPOIIHBIX PEeNITOPOB OCHOBAHA HA MX Pa3HOI YyBCTBUTENTbHOCTH K [ENICTBUIO arOHMCTOB
rryramata: N-Metwn-D-acmaprary (NMDA), 2-ammHo-3(3-TugpOKCU-5-MeTHIN30KCa30/1-4-111)
npormoHary (AMPA) n xannaty (KA). OgHako B )KMBBIX OpraHM3MaX BCE 9TY TUIIBI PELieITOPOB
aKTUBUPYIOTCA ITTyTaMaTOM I, BO3MOXKHO, acIIapTaTOM, KOTOpPbIe SBJIAIOTCA 9HIOTEHHBIMU BO3-
Oy KAl MMM HeIpOMeMaTOpaMu.

VOHOTpOIIHBIE PeLenTOPBI I/TyTaMaTa OYeHb Pa3HOOOPA3HBI, KAK [0 COCTABY BXOSAIUX B HUX
CyOBeqMHNIL, TaK M IO CBOICTBaM (pOPMMPYEMBIX MMM MOHHBIX KaHaI0B. CyObeaMHIIHBII CO-
CTaB peLEeNTOpOB oImpernenseT GapMaKoOIOrndeckne 1 (GU3MOMOTMIECKe CBOMCTBA MOHHBIX
KaHaJIOB.

KroHupoBaHme M03BONIIO OIPee/IUTh AMUHOKUCIOTHBIE TIOC/IE[OBATE/TbHOCTY PEIeIITOPHBIX
cy6beguHuL, GOPMUPYIOMNX MOHHBIN KaHAI 11 UX Tomoaormio B Membpane. Kanan Bcex GluR
¢dopmupyercst wersipomst cybbegmunnamn. AMPA perenropsr (AMPAR) moryt 6b1Tb chopmn-
POBAHBI Pa3HBIMI COYETAHMSMI YETBHIPEX BUAOB CyObennumIy, kanHatHsle perentopsl (KAR) —
nAThio, a NMDAR — mecTpio. Becero Konm4yecTBO KIOHMPOBAaHHBIX Ha HACTOSILIUIT MOMEHT
cybopeguuun — 17. st 601bIIMHCTBA CYOBEAMHNUL] BOSMOXKEH a/IbTEPHATUBHBIN CIUIAVICUHI, pe-
IAKTMPOBaHNe, IPUBOJAIIee K M3MEHEHNIO aMITHOKICTIOTHOI TIOCIefloBaTeIbHOCTI. Bee aTo yBe-
JIMYUBAET YUCIO BO3MOXHBIX TOATUIOB GluR 1 TeM cambiM pacumpsieT HaGop QyHKIIMOHATBHBIX
OT/INYMIL, KOTOPBIMU OHU MOTYT 06nagarh (McBain, Mayer, 1994; Dingledine et al., 1999).

NMDAR mnpepcrasisiet co60it LiebHbII PEeLjeITOPHO-MOHO(POPHDIN KOMIIIEKC, BKIIOYAOLINIT
HECKOJIbKO CAlITOB PETy/LLMI: MeCTO CIeln(uIeckoro cBsi3piBaHms Mepmaropa (L-rayramara,
Glu), mecTo crenuduyeckoro cBA3bIBaHMA KoaroHucra (rmuyHa, Gly) u ammocrepudeckne Mo-
LYIATOPHbIE CaliThl, PACIIONIOKEHHbIe KaK BO BHEK/IETOYHON 06acTi pelentopa (IIOMMaMIHO-
Bouit, HY, Zn*" u Mg2+), TaK U B MOHHOM KaHaJie (CaiiThl CBA3bIBAHMs IIPOXOIAIIMX MOHOB Na*,
K" u Ca’*; monmuamMmHoB, Mg2+ u Zn**, a Taxke MHOTOYMCITEHHBIX CUHTETHYECKMX 6IOKAaTOPOB
KaHajI0B; puc. 2). ITokasano, uro NMDA penenTop AB/IAeTcA reTepOMEPHON CTPYKTYpOIL U CO-
crout u3 Tpex TuMnoB cyopvenmuun (NMDAR1, NMDAR2A, -2B, -2C, -2D u NMDAR3). Ponb
NMDAR3-cy6beanHIIBI He COBCEM sICHA. B OCHOBHOM OfjHa PELeNTOPHAst MOJIEKY/Ia COEPIKIUT
nBe NMDARI u nse NMDAR2. Cy6penuunia NMDARI siBisiercss 06s13aTenpHOI Ajst GopMu-
POBAHUS PELENTOPa, TAK KaK B €€ OTCYTCTBUE, PELeNITOp HeCIocobeH aKTMBIPOBaThcs. letepo-
rerHOCTb NMDAR B pasjm4HBIX HelIpOHAX onpefe/seTcs (PyHKIVOHATbHBIMYU U CTPYKTYPHBIMU
pasmm4amAMn cy61>em/mmu NMDAR?2. Cy61>e11Mquan71 coctaB NMDAR Mo)XeT M3MeHATbCS
B 3aBJMICYIMOCTY OT MO3TOBOII 00/IaCTH, Tala PAa3BUTVA HEIIPBHON CUCTEMBI M CTEIIeHU aKTMBHO-
CTU CUHANITUYECKNX CBS3eIL.

It moboro tuma cy6sepuuun GluR tomonorns pacmonoxenns B MeMOpaHe OfnHaKoBa. Pu-
cyHOK 2 memoHctpupyer crpoerne NMDAR. Kaxpgas cybbeqnunna nmeer Tpyu TpaHcMeMOpaH-
HbIX ioMeHa (M1, M3 u M4) u opuH BHyTpuMeMOpaHHbII foMeH M2. N KoHel| pacIosoXeH
BHEKJIETOYHO, a C KOHell — BHYTPUK/IETOYHO. B 06pa3oBaHuM KaHajaa y4acTBYIOT M2 JOMeHbI
4yeTbIp€x cyObepuHun. Caitt cBaspiBaHuA Glu Haxonnrbea Ha AByX (S1 m S2) goMeHax pacrHoso-
>KeHHbIX Ha N KoHIe nepen M1 nomenoM u Ha M3-M4 nerse, COOTBETCTBEHHO, IIpUYEM 3TU [0-
mensl npuHamnexxat NMDAR?2 cy6pennuniam. Te sxe camble MecTa Ha cybpeanuniax NMDARI
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NR1 NH, NH, NR2

COOH COOH

Puc. 2. Monexynsapsas ctpykrypa NMDAR. Tononorus cy6bvepuuns, (NR1 u NR2) penentopa B nnasmaTi-
yeckoit Membpane. NH, — N-xonen cy6begnunn. COOH — C-xoner cyObepnuni,. M-meMOpaHHbIe
CEIrMEHTbhI MO]ICKYHI)I. Glu n Gly — MeCTa CBA3bIBAHUA I‘HYTaMaTa " IINHa. OBaamu ITOKa3aHbl
006/1aCcTV KOOPAMHALMY ITPOXOSIINX VIOHOB 1 Mg2+ B MeCTaX CBA3bIBAaHNUA BHYTPU MOHHOI IIOPBI.

CIy>Kar MecToM cBsasbiBaHus rmnnuua (Gly). B 3aBHCHMOCTI OT KOHKPETHOTO CYOBESUHNIHOTO
cocraBa NMDAR mnpro6pertaroT pasnimaHble CBOMCTBA. Pasmuums 3aTparmBaT KaK IIPOBOMM-
MOCTb ¥ CENTEeKTMBHOCTb MOHHBIX KAaHAJIOB, TaK M MX KMHETUKY aKTUBALMU W JeCEHCUTH3ALIN.
Hamnpumep, pererrropst copepxanite NMDAR2A cyObennHNIbI feCEHCUTUSUPYIOTCS OBICTpEe,
yem NMDAR2D.

K MCTMHHBIM arOHMCTaM ¥ KOHKYPEeHTHBIM aHTaronncraMm NMDA penenTopoB OTHOCATCA coe-
[UHEHNS, CIOCOOHDIE M361IPaTe/IbHO B3aNMOIEIICTBOBATh HeoCpecTBeHHO ¢ Glu-cBs3bIBAOIIM
MECTOM pelENTOpa — Y4YaCTKOM y3HaBaHUA Mefyaropa. B oTimyme OT HMX, HEKOHKYPEHTHBIE
aHTaroHuCTs! 61okypyoT KaHa1 NMDAR, CBSI3BIBasiCh C €r0 KaHaTO(QOPMUPYOLMINMI CTPYKTY-
pamu. K aronncram NMDAR nomumo L-rnyramara oTHocATcsa cama NMDA, nboreHosas Kuc-
nota, (RS)-(TeTpason-5-wi), acnaprat u fpyrue. K aHTaroHncTaM KOHKYpEHTHOTO TUIIA HeVICTBYA
ornocarcsa DL-AP5, DL-AP7, CPP, NPC17742 u npyrue. OHM B3aMOJEICTBYIOT C MECTAMU y3Ha-
Banus Glu, npegorBpainas ero cBsaspiBaHue U akTuBanuio penenropa (Ilerpos u fip., 1997).

ImuuuH ABnsgeTcs KoaronucroMm mckmountenbHo mang NMDAR (Johnson, Ascher, 1987). Ero
addexT mposasnderca npu Husknx KoHueHtpamyax (Ellsy cocrasmger 10-30 pM). CasbiBaHue
Gly NMDARI cy6beayHuieil IPUBOAUT K CYLIECTBEHHOMY IIOBBIIIEHUIO BEPOSITHOCTH AKTVBA-
UM KaHajta. JacTMYHO 3TOT IPOLecC MOXKET OOBACHATHCA YMEHbIICHNMEM CKOPOCTU JIeCeHCH-
tusanym NMDA penenropa. Gly B koHnenTpanym 1-10 pM yBenmn4mBaeT aMIUINTYZY OTBETOB
kreTok Ha NMDA. TIpu HOTHOM OTCYTCTBUM IJIMIIMHA PELENTOP He aKTUBUPYETCS WIM C1abo



A b

400 ‘

A by Wi W i
U W e

—~— N
50 50 v 100 ‘:Mgz

200

Puc. 3. Brokaja kanama NMDAR napyxusim Mg?*. A) BONbT-aMIiepHast XapaKTepUCTUKA UHTETPaTbHOTO
Toka yepe3 NMDAR. BXopsiiiiiit TOK [OYTY IIOTTHOCTBIO 6/10KMpoBaH. B) mopenp 6mokazsl. Vion Mgz*,
B3aMMOZIENICTBYA C KaHAJIOM, IPEJOTBPAIaeT IPOXOXK/eHe IOHOB.

axTyBupyercsa L-rmytamarom. AronncroMm Gly Ha NMDAR aBnserca D-cepun, KOTOpPBIT Tak xe,
KaK ¥ ITIMLMH, MOXXeT MeTb SHAOTeHHYI0 pupoxay. OfHIM U3 SHIOTEHHBIX AHTaTOHVMCTOB MOXKET
CITy)KUTb €CTeCTBEHHBIII MeTab0/MT TpunTopana — KUHypeHOBast KncinoTa. OHa CHHTe3UPYeTCst
B IVIMAJIBHBIX KJIETKAX Y COZIep>KUTCA B OO/IBIIOM KO/IMYeCTBE B HepBHOI TKaHM. biokaga KuHype-
HOBOII Kucnotoit NMDA-MHAyIMpOBaHHBIX OTBETOB MOXXET CHMMATbHCA no6aBIeHEeM [INIVIHA
mm D-cepuHa.

CywectBeHHOe BuAHMe Ha GyHKIMIO GluR okaspIBaloT MOCTTPaHC/IANVIOHHbBIE MOIVI(UKAIVI,
Ba)KHEIIIIell U3 KOTOPBIX SIB/sIeTCsl pochOopmInpoBaHie PerenTopHbIX CyObenuunn. B Hopme
B Mo3ry ot 10 go 70% NMDARI1 u NMDAR?2 cy6pepuunn; NMDA perernropos ¢pocdopumupo-
BaHBI 110 HECKOJIbKMM caiiTaM. VI3aMeHeHue cooTHomeHus GpochopmwmpoBanbix 1 He dpochopu-
NMMPOBAHBIX PENENTOPOB B 3HAYMTENBHON Mepe ONpeieNiAeT BO3MOXXHOCTU TOHKOM PeTyIALMI
[Ty TaMaTePru4ecKoil CMHANITUYIECKOI Iepeflayun.

ITytu perymsanun axtuHoct NMDA penenropos 8 IJHC mHOroo6pasusl. OfHIM U3 Bax-
HEJIINX SH/IOTeHHBIX MOJIY/IATOPOB sAB/sieTcss Mg®!, KOTOpbIft MOXKET TPOSB/IATh HECKOMBKO TH-
noB JeficTBusA. B wacTHOCTH, HapyxkHbli Mg>* cnoco6en moTeHImpoBath akTMBHOCTH NMDA
PELENTOPOB, NOBbIIIAsA CPOACTBO INIMIMHA K PELENTOpPY, ¥ MOCPENCTBOM ITMIIMH — HE3aBMCU-
MOTO MEXaHM3Ma. B oIpeJie/IeHHbIX yCIOBUAX Mg2+ TaKKe NMPOHMKaeT yepe3 kaHaasl NMDA pe-
nenTopoB. Hanbornee BaXXHBIM IPeCTAB/ISAETCS MOTEHINAMIO3ABICUMBII 60K BXO[SIINX TOKOB
NMDAR napyxubiM Mg?!, mpuBOAATINiL K TOMY, 4TO JI/ISI MHTETPATbHBIX TOKOB CTAHOBUTCS Xa-
paKTepHBIM BbIXOfiALIee BhIIpsAMIeHNe (puc. 3 A). KpoMe TOro, KUCTOTHOCTD Cpefibl (CofiepsKaHye
B Heit H), wonnt Zn** u monuamusb! (CIepMUH 1 CTIEPMUJINH) CIIOCOOHDI B3aMMOJIEiCTBOBAT
¢ NMDAR, usmenstst a¢dexruBHOCTD Ux $yuxyuonnposanus (McBain, Mayer, 1994; Dingledine
etal., 1999).
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MexanusM 6OKMpymoNIero feiicteus Mg?' 3aKTio4aeTcs B TOM, YTO 3TOT MOH BXOUT B OT-
KPBITBIII KaHAJ M B3aMOJENCTBYeT C AMUCKPeTHBIM MeCTOM cBasbiBaHma (Mayer et al., 1984;
Nowak et al., 1984), TeM caMbIiM IPENATCTBYA MIPOXOXKJEHII0 MOHOBA/IEHTHBIX KaTMOHOB Na*, K*
u Ca®" — OCHOBHBIX HOCUTEIEN TOKa (pnc. 3 B). B panbHeiiieM 6IOKMPYIOLMINIL IOH B GO/BIINH-
CTBe C/Iy4aeB AUCCOLUMPYET 0OpaTHO BO BHEKIETOYHBIN PacTBOP, XOTS IIPM CYLIeCTBEHHOI IN-
HepIoIApU3any MeMOPaHbI YaCTh IOHOB MOXKET IIPOHMKATH Yepe3 KaHa/I BHYTPb KIeTKI. MecTo
CBA3bIBAHUSA HAPY>KHOTO Mg>" pacronoxeHo HOCTaTOYHO TTY60KO B 06/1acTy TpaHCMeMOpPaHHOI
HOPBI PELENTOPa, Ha KOTOPOIN IIPOMCXOAUT HOJIHOE IajieHne MeMOpaHHOro HmoTeHnuana. B pe-
3y/IbTaTe 3TOTO CPOICTBO HAPYXKHOTO Mg”' K ero MecTy CBA3bIBAHUS B KaHA/E 3aBUCUT OT TPAHC-
MeMOpPaHHOI PAa3HOCTH IOTEHIMA/IOB: YeM MeMOpaHHbIIT MOTEHINA OTPULIATe/IbHEE, TEM BBILIE
cponcteo Mg”* u addexrusrocTs 6m0ka NMDA kananos (puc. 3 A).

It MHTMOMPOBAHMS MHTEIPATIbHBIX TOKOB OIOKATOpPaMM KAHAIOB CYIECTBEHHBIM SIBIsI-
eTCsI B3aMMOJEICTBIE OIOKMPYIOLIell MOIEKY/Ibl WIM MOHA C BOPOTHBIM MEXAaHM3MOM KaHajIa.
Hampumep, «mocnenoBarenpubie» 6Omokaropel NMDA kaHamoB, K KOTOPBIM MOXXHO OTHECTH
9-ammHoakpuayH, IEM-1857 1 TeTpaneHTUIaMMOHNYM, CBA3BIBASACH C KAHAJIOM C OTHOCUTENBHO
HU3KOJ1 paBHOBeCHOI KoHcTaHToi aucconmanyn (Kp), u3sMepeHHOI B 9KCIIEpMMEHTaX Ha TOKax
OJIMHOYHBIX KAQHAJ/IOB, AB/ISIOTCS MCK/IIOYUTEIBHO CITAaObIMU MHTMOMTOPAMI HHTETPA/IbHBIX TOKOB
13-3a TOTO, YTO, HAXOMACh B KaHaJle, OHM IIPEILATCTBYIOT €ro 3aKpbIBaHMIO. [Ipyroe meno 61okama
[0 MEXaHNU3MY «IOBYIIKN». B 9TOM cydae, 3aKpbIBasich, KaHaI (PUKCHUPYeT OIOKMPYIOLIYIO MO-
JIEKYIly VIJIM VIOH BHYTpU. B HacrosIlee BpeMs MMEIOTCA BECKME JJOKa3aTeNbCTBA TOTO, YTO, HAXO-
nsich B Kanae NMDA pernentopos, 6mokupyrormuit non Mg”' He TIpensTcTByeT ero 3aKpbIBaHNIO
M aKTUBAL[MY, T.e. 3axBaTbiBaeTcsl KaHanmoM. Kak ciencrBue EJlls) mHrmOupoBaHms Mg2+ VIHTe-
rpanbHbIX TOKOB NMDA pelienTopos paBHAeTCA KaKyleiicss Kp, onpeenieHHoN B 3KCIIepIMeH-
TaX Ha OlHOYHBIX KaHa/IaX. ITO 0OCTOATENIbCTBO ABJIACTCA CYLeCTBEHHBIM JI1 MOJE/IUPOBAHUA
6mokanpl Mg?" MHTErpabHBIX TOKOB B PAa3/IMIHBIX 9KCTIEPMMEHTATbHBIX ycnosusx (Sobolevsky,
2003).

O6Hapy»eHO HEeCKOTbKO MOJIEKY/IAPHBIX CTPYKTYp Kanama NMDA perentopoB, OKa3biBaio-
X BAMsAHME Ha 670K HapyxubiM Mg*'. KmoueBbiMu s kooppmHanuyn nona Mg?* B xamare
B mporecce OII0Kafbl SIB/SIIOTCS N—CailT, TOKaIM30BAHHBI HA BepiunHe M2 obmactu, 1 pacio-
JIOXXEHHBII IO COCEACTBY OCTATOK acmaparrHa NR2 cybbenmunist (puc. 2). OgHako 6110 06Ha-
PY>KEHO HECKOIbKO APYTUX OO/IacTell perenTopa, TakKe CYIeCTBEHHO BIVSIONIMX Ha O/IIOK Ha-
pyxHbIM Mg?*. DTu 067aCTU BBICTM/IAIOT HAPYXKHBI U BHYTPEHHMIT BeCTUOIOMA TOPbI 1 BPSAT
JIM MOTYT y4acTBOBaTh B GOpPMUPOBaHUM MecTa cBssbiBanus Mg”'. uddysnoe pactpenenenue
CTPYKTYPHBIX 37IEMEHTOB, OTBETCTBEHHBIX 32 Mg>" 670K, KaXKeTCs HECOBMECTUMBIM C TIPEJICTaB-
JIeHMSIMI O CYTeCTBOBAHMY JIMCKPETHOTO MeCTa CBA3bIBAHMA i Mg®' B kanaze. DT pacxoxie-
HUA B JIOTIONHEHNE K HEOOBIYAITHO BHICOKOI TIOTEHI[MAN03aBUCUMOCTH Mgt 6710Ka 3HAYNTENbHO
OCTIOXKHAIOT €r0 MHTEPIPETALMIO.

O6bsicHeHMe 9TUM 3arafjouHbIM (PaKTaM ObUIN BBIIBMHYTHI HA OCHOBE 9KCIEPUMEHTOB IO pe-
IUCTPALMy TOKOB OIMHOYHBIX KaHanoB (Antonov et al., 1998). C momoupio opraHndeckux 67o-
KaToOpoB ObUIO OOHAPY’KEHO CYI[ECTBOBAHIE ABYX MECT CBSI3BIBAHVIS [/ISI IPOHUKAIOLINX MOHOB
B HAPY>XHOM I OJHOTO MEeCTA UX CBS3bIBAHISI BO BHYTPEHHEM BeCTMUOO/IAX MOHHOI Topsl NMDA
peneniropoB (prc. 2). Takke 6bUIO MOKAa3aHO, YTO MPOHMKAIOIINE MOHBI MMEIT OYEeHb CHJIb-
HOe B/IMsIHIE HA KMHETUKY KaHA/JIbHOTO O/I0Ka U [e6IOKMPOBAHNS Mg2+ B NMDAR (Antonov,
Johnson, 1999). V13 atux ncciegoBanmit CTajao sICHO, YTO HOTEHI[MAT03aBUCUMOE IIPOHUKHOBEHE
BHYTPUK/IETOYHBIX HOHOB I MX B3aNMOJEIICTBYE C MECTAMIL CBSI3BIBAHIS B HAPY)XHOM BeCTI6107Ie
NMDA penentopoB TIpUBOAUT K 3aBBIIIEHHOI OI[eHKe MOTEeHIMaT03aBucuMoctn Mg 67oxa.




BaxHBIM CrIefiCTBMEM KOHKYPEHIMM JIOHOB B IIOpe KaHaja SBJIAETCA BO3MOXXHOCTD PEry/IAINN
a¢pdexTuBHOCTU Mg2+ 6710Ka KOHIIEHTPAIMOHHBIMI IPAVIEHTaMI TTPOXO/AIINX IOHOB B Pas3ind-
HBIX (PM3MOTOIMYECKNX YC/IOBUAX.

B cuny Bbiute n3noxerHoro NMDAR ¢roco6HBI IIPOITyCKaTh TOK TONBKO B PE3y/IbTAaTe [EIOo-
JIApU3alVU HOCTCYHANTIYIECKON MeMOpaHbI, KOTOpasA B (PM3MOTIOIMYECKYX YC/IOBUAX KBAHTOBOM
cexpennu crenyet 3a aktuBanueit AMPAR n mpuBoput K pas6nokupoBannio kananos NMDAR.
9Ta yHUKaIbHASA 0COOEHHOCTD U BBICOKAA IIPOHNI[AEMOCTD I Ca** (Burnashev et al., 1995), mo-
3omsier NMDAR wurpats Baxuywo ponb B ITHC, yyactBysa B Takmx (yHKLMOHAIbHBIX HPOLIeC-
caX, KaK CHMHANTW4ecKasd IUIACTUYHOCTb, oOydeHue, GpopMupoBaHue IAMATH, Pa3BUTHE MO3ra
npu smbpuorenese. Ananormuno Mg®' Takme HekoHKypeHTHble anTarommctel NMDAR, kak
KeTaMIH, JeKcTpoMeropdaH, MeMaHTuH, GeHuMknuanH u (+)-5-metmn-10,11-gurugpo-5H-
nubensonuktorentet-5,10-nmuH Mernear [(+)MK-801] 6noxnpyror kananet NMDAR B oTKpbITOM
COCTOSIHIY, XOTSI KMHETHKA OJIOKA/BI ¥ 3aBUCUMOCTD OT MEMOPAHHOTO MTOTEHIMAaa X 9P HeKTOB
3HAUNTETbHO BapPbUPYIOT.

[omumo monos Mg®* B perymaumn bynkimonnposarns NMDAR y4acTBYIOT TakKe MOHBI
nuaka (Christine, Choi, 1990). B cucreme 1eHTpanpHBIX HEPOHOB HOOGAB/IEHNE MOHOB Zn**
yMeHblIaeT BbI3BaHHbIe aroHmcramyn NMDAR pemonsipusanyio MeMOpaHBI HEPBHBIX KJIETOK
U HelpoToKcudyeckre m3MeHeHNA. COITTaCHO HMPOBENEHHBIM MCC/IEOBAHNAM, MEXaHU3MBI Heil-
cteus Mg®" u Zn** pasmuuarorcs, Tak Kak MecTo ieiicTBua Zn>' HaxomuTca BOMM3M OT ydacTKa
CBA3BIBAHMA Mefuaropa. VI3BecTHO TaxKe, YTO B INyTaMaTeprnyecKMX HEPBHBIX OKOHYAHIIAX
CYIeCTBYeT CBA3AHHBIN Iy Zn** B cMHANTHYECKUX Be3UKYy/IaX, KOTOPBII OCBOOOXKHAETCA B CH-
HaNITMYECKYIO Ie/Ib BO BPeMs CUHANITNYEeCKOI aKTUBHOCTH BMecTe ¢ MeayuaTopoM. [lo-Bugumomy,
nonbt Mg?*, Ca®* u Zn** AB/ISI0TCS 3HAYMMBIMI SHIOTeHHbIMY perynaTopbl NMDAR.

AMPAR n KAR ob6magator ropasmo 6ormee OBICTPOIT KMHETHMKON AKTUBALUM VM BOBJIEYEHBI
B Ilepefavyy OBICTPBIX Bos6yx<11a101umx nocTcuHanTmdeckux morenimanos. Kak m NMDAR onn
SABJISAIOTCSI T€TEPOMEPHBIMI CTPYKTYPaMU M COCTOSIT 13 4 CyObeayHuL, KaXpias U3 KOTOPBIX
B ommmune or NMDAR crniocobna cBsispiBarh 1 aktuBapoBaTbesi Glu. Immuumb He siBisieTcst Koa-
TOHMCTOM 3TUX penentopos. Kanam AMPAR MoXeT cOCTOATb M3 YeThIPEX Pas3IMYHBIX TUIIOB
cyopeguuun (GluR1-GluR4), B To Bpemst kak KAR — u3 1T pasindHbIX TUIOB CYOBEMHNL
(GluR5-GluR7 unn KA1 n KA2). AMPAR, umeromne B cBoeM cocraBe GluR2, HempoHnijaeMsl
mis Ca?* m cmabo 67OKMPYIOTCS OPTaHMYeCKMMH KaHAMOG/IOKATOPAMI M BHYTPUKIETOYHBIM
criepmunoM. Hanporns, orcyrcrsue B AMPAR GluR2-cy6bennunis IpMBOAUT K TOMY, 4TO Ka-
Hay obmayaeT mposoaMMocThio A Ca’' i MMeeT BXOJIAIee BHIMPAMIEHNA U3-32 GTOKA/[bl BbI-
XOJAILIVX TOKOB BHYTPUK/IETOUHBIM criepMuHOoM. Ha ocHoBe 3amennt AMPAR opHoro cocrasa Ha
APYTOi MOXKET IPOMCXOAUTD PETy/ALNA CMHANTIYECKMX OTBETOB B YC/IOBUAX TETAHMYECKON CTHU-
my/minnu (cM. taxke o63op V. 10. TTasnosa B ganHOM moco6un). VI3 Hanbonee n3BeCTHBIX KOH-
KypPeHTHBIX aHTAarOHUCTOB MOXXHO BBIIENUTH 6-L[MaHO-7-HUTPOXMHOKCAIMH-2,3-11oH (CNQX)
u 6,7-puHUTpOXMHOKCaMMH-2,3-11oH (DNQX). OpHako 3T aHTAarOHMCTBI MOTYT CEJIEKTHMBHO
6nmoxknpoBatb AMPAR n KAR Tonbko B IPUCYTCTBUU B Cpefie IIMIMHA. DTO IPOUCXOINT 13-32
uX OOJIBIIETO CPOAICTBA K IIMIVH-CBA3bIBaKoleMy caiity B NMDAR.

Hecencnrusanya GluR sABgeTca 0CHOBHBIM MOJIEKY/IIPHBIM MEXaHI3MOM, OTPaHMYMBAIOLINM
JUIUTE/IBHOCTD HOCTCHMHaNTHYecKoro curtaa. GluR pasnmyarorcs 1mo KuHeTMYeCKMM apaMeTpam
mecercutusanyy. NMDAR nepexopaT B leCeHCUTH3MPOBAHHOE COCTOSHNE MenjieHHo. Onncano
HEeCKO/TbKO MeXaHU3MoB 1x geceHcntudanum. AMPAR 1 KAR mepexomaT B meceHCUTU3MPOBAH-
HO€ COCTOsIHME OBICTPO, IpIUUYeM, KaK IIPABUJIO, JUINTETBHOCTD JIeCEHCUTU3ALNN 9TUX PELeITOPOB
6osnplire. B 3aBMCMMOCTY OT CKOPOCTENl OTKPBIBAHNUS M 3aKPbIBaHMsI KAHAJIOB, HEeCEHCUTU3ALS
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MOXKET Y[UIMHATD W/IM YKOPA4MBATh IJIMTEIbHOCTb CMHANTUYECKNX TOKOB. B HOPMa/bHBIX yC/IO-
BUAX CHMHAITUYecKoro curHanaa, korma AMPAR, KAR u NMDAR komokanan3oBaHbl B IIOCTCU-
HAIITIIeCKOI MeMOpaHe, BBICBOOOKIaeMblil 13 mpecnHamnca Glu akTuBupyer B [epByIo Odepesb
AMPAR u KAR, BbI3bIBasA MECTHYIO [IeIIO/IIPU3ALNIO MOCTCHHANTIYIECKON MeMOpPaHbl, YTO IIpK-
BOAUT K CHATUIO Mg2+ 6110ka ka"HaioB NMDAR. CyMMapHbI Bos6y>1<11a101um71 NOCTCUHANTIYe-
cxnii Tok (BIICT) npuo6peraer 60/ee MeIeHHYIO KMHETUKY W/IM CTAHOBUTCS ABYX(DASHBIM 1 CO-
IIPOBOXKIAETCA BXOJOM KaJbIMA B KIETKY. YBeIMUEHMEe YaCTOThl Pa3pANOB IPECUHANTNIECKOTO
HellpOHa MOXKeT IPUBECTY K TOMY, YTO KOHLIEHTPALUA 0CTaToYHOro Glu B cMHAaITIYecKol ie/n
BO3pacTET, TaK KaK CHCTEMBI 3aXBaTa He OyIeT yCIeBaTb €ro OTKauuBarhb. [Ipy aTOM MOXeT Ipo-
VCXO/IUTD 3HAYNTENbHOE YBETMIeHne KoHIeHTpanuu cobomgnoro Ca’t B murosome. Ecm cru-
My/sinys OyeT YpesMepHO [INTEIbHOM, TO B KJIeTKe MOTYT BK/IIOYATbCsI MEXaHM3MBI AIlONTO3a,
B pesynbrare aktusanuu Ca’* NO-cuHTa3bl 1 TIpoI[eccoB 06pa3oBaHMs aKTUBHBIX GOPM KUCTO-
pona. Bkpariie, TakuM myteM HopManbHas QyHKIus mepefadn Bo3byxmenns Glu MoxeT TpaHc-
($bopMMPOBATbCS B HEIPOTOKCIYECKOE JIVICTBIE 3a CUeT «9KCATOTOKCMYHOCTI» (excitotoxisity).

HeilipoTrokcmieckoe eiicTBue rimyramMmara

Wrtak, rIyTamar, SIB/SLICH KIIIOUEBBIM BO30OYKHAIOLIMM MELUATOPOM (DMSMOTIOINIECKONl KOMMY-
HYKallMY MeXIy HepBHBIMIU KJIETKaMU, IPU OIpefle/leHHbIX ycroBuAx akTnBanyy GluR npuso-
ANUT K InOemy HeIpOHOB — TepMMH, ITOTYYVBIINIT Ha3BaHUE «9KCANTOTOKCUYHOCTb» (OT aHITL.
«excitotoxicity» — TOKCMYHOCTD, pasBuBaromascsa npu Bo3Oyxgenny; Choi, 1992). Ilpenro-
JIaraeTcsA, YTO 9KCANTOTOKCUYHOCTD IPOSBIAETCSA IPY MHOTMX TUIIAX OCTPBIX ¥ XPOHMYECKNX
HeftpofiereHepaTuBHbIX paccTpoiicts ITHC u cBsisana ¢ akkymymmposanueM cBo6onnoro Ca’*
B LIMTO30JIe HelipoHOB. Hapylenns riyTaMaTHOro o6MeHa, BepOATHO, UIPAIOT PEIlaoNlyio POJIb
B HEJPOIIATOIOTUY, MHAYLNPOBAHHOI ApyruMM (GakTopamu, Hampumep, obpasoBanmneM cBobozx-
HbBIX PajMKaJoB, YTO CIIOCOOCTBYET YCM/ICHMIO HEIPOTOKCMYECKOro HOTEeHIMasa SHZOTeHHOIro
rayramara (Parsons et al., 1998).

Heitpoperenepanys, T.e. rbenb HEVIPOHOB, IIPOMCXOAUT, KaK IIPY HOPMaIbHOM (PYHKIIMOHM-
posanuu ITHC, B 4acTHOCTH, B SMOPMOHATBHOM Pa3BUTHN, TaK U B YCIOBUSX IATOJIOTMH, BBI-
3BAHHOI pPa3IMYHBIMK (PAaKTOpaMu. B yclIoBumsX HOPManbHOrO (yHKIMOHMPOBAHMS TubeENDb
HEIPOHOB B OCHOBHOM OCYIIECTB/IACTCA 110 MeXaHM3MY amonrosa. JIpyroit MexaHusm rubem —
HEKpO3 XapaKTepmsyeTcsa HabyXaHMeM K/IeTKM ¥ HapyUIeHMeM ILeTOCTHOCTY TIa3MaTHdIecKoi
MeMm6bpanbl. Kak ofgyH MexaHU3M, TaK 1 APYTOI MOTYT OLOCPENOBATHCS HEKVMMI JeCTPYKTUBHBIMIU
(dakTOpaMy, KOTOpble BBLI3BIBAIOT HapylleHUA B (QYHKIVOHMpOBaHMM KileToK. loBopsa o ITHC,
K TakyM (aKTopaM MOXKHO OTHECT) SHepreTMYecKyl [elpUBAINIo, HeJOCTATOK KIUCIOPOHa
(nmemus), mepesos6ysxaenue u n.p. (Choi, 1992; Lipton, 1999).

B 3HaunTenbHOI Mepe HapyuieHNst (yHKIVOHMPOBAHMS IPECHHANTUYECKIX /IEMEHTOB OIpe-
IeNAeTCs CYIeCTBEHHBIM M3MEeHEHNEeM KOHLIEHTPAIIOHHBIX MIOHHBIX TPAJYIEeHTOB BO BHEK/IETOY-
HOM pacTBOpe ¥ IMTO30jIe HEIPOHOB ¥ I/IMA/IbHBIX K/IETOK: IPOMCXOAUT HAKOIUIEHNE HATpuA
U CYIIeCTBEHHOE CHIDKEHMEe KOHILIEHTpAlM KaiusA BHYTpU KiIeTOK. IIoCKOo/bKy HaIllpaB/IeHHOCTD
TPAHCIIOPTA TPAHCMEeMOPAHHBIMM IIOMIIAMY JI HEeJPOME[UAaTOPHBIMY TPAHCIIOPTEPaMU 3aBUCUT
ot copepxannst Na* u K cHapyxu u BHyTpu, BMECTO 3aXBaTa HEilPOMENMATOPOB U3 HAPYXKHOTO
pacTBOpa IPOMCXOAMNT X OCBOOOXKIEHME 3a CYeT peBepCUM TPAHCIOPTa IOCPeACTBOM HEKBaH-
ToBol cekpeunu (Antonov, Magazanik, 1988; Szatkowski et al., 1990). ITokasano, 4T0 0CBO6OX-
merne Glu mocpefcTBOM 9TOTO MeXaHWM3Ma 3HAUMTENbHO YCHIMBAETCA B YC/IOBWAX SHEpreTmde-
ckoit penpuBanym (Rossi et al., 2000). Taxme HapyLIeHV BBI3BIBAIOT CYIIECTBEHHOE HOBBIIICHNE



CBOOOJHOI KOHIIEHTPALMN [TlyTaMaTa B MEXK/IETOYHOM HpOCTpaHCTBe. K mocTcnHanTmdecknm
¢daxTopaMm HellpojiereHepanyy OTHOCATCS: aKTuBauusl pasaudHbeix tinos GluR n gemomsipusa-
VISl HEJIpOHOB, HapylleHue MeMOPaHHbBIX MOHHBIX I'PaJiIeHTOB, ¥ BXOJ 3HaYMTEeIbHOIO KOJIMYe-
ctBa Ca?" B K/IETKM, KOTOPBIII 3aITyCKaeT BHYTPUK/IETOYHbIE KACKATIBI, TPUBOJISIIIE K X TH6ETIL.
B pajpHeliieM 3T IPOLECChl MOTYT IPUBECTH K HellpOereHepanny, a rubenp HelipOHOB MOXKeT
IPOMCXOAUTH KaK 110 MEXaHM3MY alloINITO3a, TaK ¥ IT0 MEXaHM3MY HEKPO3a.

Upesmepnas aktuBanys GluR moxkeT nmerts karacTpodudeckue nocnenctsusi. OrpoMHoe Ko-
JIMYeCTBO 3a00JIEBAHNUIL SIB/IAETCS CIEHCTBMEM LMTOTOKCHYHOCTH, OHMOCPENYeMOll depes IIyTa-
marssle perentopsl. Croa otHOCsTCs 6oe3nn [lapkuHcona, AnmbureiiMepa, musogpeHns, Cyxo-
POXHBIJI CUHAPOM, BK/I0Yasd SNWIENICUIO, TUIIOKCUY PA3INYHOTO IPOUCXOXAEeHMA. MacCuBHbIN
BBIOpOC ITTyTaMara 3a C4eT peBepCUy TPAHCIIOPTA IIPY TUIIOKCUY UTPaeT KII0YeBYI0 PO/Ib B IIOBbI-
HIEHUV €TO BHEK/IETOYHONM KOHIIEHTpaluy, ¥ KaK C/IefCTBME, B T€Hepalui aHOKCUYECKOI JIeno-
NAPU3ANUU C MOCTIENYIOLIEN nMC(I)yHKumeﬁ[ HellpoHOB. bosbllioe BHUMaHME B HACTOALLEE BPeMs
yzensercs pom NMDAR B passutun mmsodpenvn. [Ipennonaraercs, 4To IpoTeKaHme 9TOro 3a-
60JIeBaHNA YaCTUYHO CBA3AHO CO CHIDKeHMeM 3G (GeKTUBHOCTH ITyTaMaTeprimyecKoll Iepefadn.
Tak, 6rmokasla NMDAR HeKOHKYPEHTHBIM aHTaroHMCTOM (PeHIMKIMIAMHOM IPUBOANIA K BO3HUK-
HOBEHUIO CUMIITOMOB 3TOro 3aboneBanus. Hapyuienns ¢yuxunu NMDAR koppennpyior ¢ MeH-
TQJIBHBIMJ PACCTPONCTBAMM 1 M3MEHEHWSIMU COLMAIBHOTO TIOBEfeHNsI, HaOMofaeMbIMu Y 6OIb-
HbIX mmm3o¢penneit (Meldrum, 1992; Parsons et al., 1998).

B nacrosmiee BpeMsa JaHHbBIE MHOTMX aBTOPOB YKa3bIBalOT Ha TO, YTO IIPY Pa3BUTHUM TOKCUYe-
ckoro perictBus Glu, MexaHM3MbI, OLIpefie/IAIOLIVe MIOHHBII TOMeOCTas, C OHOI CTOPOHBI, 11 9HEP-
TeTUKY KJIE€TKM, C JJPYTOii, TECHO CONPsDKEHBI. BpIZIO MOKa3aHO, YTO 4epes aKTMBMPOBAHHbIE Ka-
Hanbl GluR B Heltpon nocrymnawT nossl Na® u Ca”* 11 BBIXOJIAT B MEXKK/IETOYHOE TIPOCTPAHCTBO
uonsl K'. Jlemonsapusanys MeMOpaHbl, 0OYC/IOB/IEHHas B OCHOBHOM BXOJOM B HelpoHbl Na',
TpUBOAMT K ToMy, uTo Ca’’ HauMHaeT MOCTYMaTh B KIETKM U Yepe3 ToTeHIuansapucumbie Ca'-
kaHasbl (Choi, 1995). VimeeTcs ele ABa MOTEHI[MAIbHBIX UCTOYHMKA IIOCTYIUICHUA Ca*" B yuro-
wiasmy npu aktuBauyy GluR. OTto sHEoIIasMaTmyeckmii peTUKYIyM ¥ MUTOXOHApUM. Beixon
Ca®" 3 9HJIOTIA3MATNYECKOTO PETUKYTYMa, B YaCTHOCTH, BBI3bIBAETCS MHO3UTONTPpUbOChATOM,
KOTOPBIIT 06pasyercs: B pesy/bTaTe akTuBaLmu GpochonHO3UTIFHOTO 0OMeHa [Of] BAMSHUEM B3a-
MMOJEICTBIUA [IyTaMaTa ¢ MeTabOTPOIIHBIM peLienTopoM IAToro tuma (mGlu5).

Panee Obuta OOHApy>KeHa KOPPE/LILM MEX[AY TOKCHMUYECKNMM JeiICTBHEM BO30yXX/aomux
AMITHOKIC/IOT U HAKOTUIeHMeM BHYTpukietounoro Ca®’ mpu rumepaktusanmn NMDAR. Ecnu
B HOpMe KOHI[eHTpaLA CBOOOHOrO KablyA B [UTOIIIa3Me Hike 0,1 MKM, TO IOC/Ie aKTUBaLuu
GluR HelipoHOB KOHIIEHTpALMsI 9TOTO MOHA MOXKET COCTAB/ATh 8-16 MKM, a Tak)Ke BBIABJISAETCS
nakarmBanue Ca®’ B MUTOXOHIPUSX. DTU OpraHe/UIbl B IPUCYTCTBUM U36bITKA Bocdara MOTYT
akkymymposath 200 HM Ca**/mr cobcTsennoro 6enka (Brustovetsky, Dubinsky, 2000). Hakore-
e Ca?" MUTOXOHJIPUAMM 3aBUCUT OT MEMOPAHHOTO TIOTEHIINATIA STUX OPTAHEJI, YTO YKA3bIBAET
Ha 57eKTPOTeHHbIIT XapakTep TpaHcmopTa Ca’" B MuTOXOHApPUAX. MeMOpPaHHbIi MOTEHIMAT M-
TOXOHJIPUII MOXET PacCMaTpUBATbCS KaK (aKTOp, B KOHEYHOM CYeTe BHOCAINUIL BKIAJ, B Pery/ii-
nuio KoHmentpayu Ca’’ B UTOIUIa3Me HePOHA, YTO JIOMKHO HAGMIONATHCS U B YCIOBUSX aK-
tuanuyu GluR (Khodorov, 2004). VIMeoTcs Taxoke IpeAINoNoXeHNe, YTO pa3BUTIE TIyTaMaTHON
TOKCUYHOCTH HETIOCPEICTBEHHO CBA3aHO CO CMOCOGHOCTBIO MUTOXOHJpUIt AermoHupoBath Ca’t,
0cobeHHO yuuTpIBasi TOT (aKT, 4TO HA HUTOIIasMaTndecKoi ctopoHe NMDAR cymecTBytor
yuactku st cesispiBanust Ca®’. Ipu momaganyu Ca®* Ha 5TM y4aCTKM MPOUCXOMINT MHAKTUBAIIS
NMDA-kaHa0B. MUTOXOH/pUY, HAXOMSACh BOMM3M 3TUX Ca“-cmsmmxomnx LIEHTPOB, MOI'YT aK-
TMBHO II€PEXBATBIBATh TOT MOH, IOHIDKAS €r0 JIOKA/IbHYI0 KOHIIEHTPALNIO BOIN3M MECT CBSI3bI-
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BaHNA U IIPefOTBpaIas MHAKTUBANuIo u geceHcutusanuio NMDAR. ITpn atom 3axBat Ca** mu-
TOXOH/IPUAMIU He TIpeNoTBpaIaeT Hakomienne Ca’t B IPyTuX yuacTKax Te/a HeifpOHa B YCTOBUAX
akTuBanyy NMDAR, 4To BefleT K Ka/lbLMeBOJ «II€pPerpysKe» CHadajla IUTOIUIa3MBbl, a BIIOC/IEN-
CTBUM ¥ MUTOXOHApUiL. OHAKO B HOPMATbHBIX (PU3MOTOTIIECKIX ycnoBusx 3axsar Ca’* muro-
XOHIPYAMM MOXeT OBITh HeOOXOVIMBIM /LA IIPEeRYIIPEXXJeHNA IPeXXjeBPeMeHHON NHAKTUBAINN
NMDAR u ocnabnenus cunantudeckoit nepegaun (Budd, Nicholls, 1996).

Bbicokast KOHIIEHTpaiusi BHyTpukieTouHoro Ca’’ ABnseTcst 0613aTe/IbHBIM YCTIOBUEM Heli-
poHHOII rmbeny, BbI3BaHHON rumnepcTumysinueii NMDAR, mpy Hamuauy 51eKTPOreHHOTO
tpancriopra Ca®’ B Mutoxonmpusix (Stout et al, 1998). DTo ykasbiBaeT Ha OIpEENTIONIYIO POTh
MUTOXOHJPUIT B VHUIVALMY HEHPOHHON TrmOeny Ipy IIyTaMaTHOM TOKCMYHOCTHU. Bupmmo,
VIMEHHO BbI3BAHHAsI Ka/IbI[VIEBOII «IIePErpysKol» AECTPYKI[MsI MUTOXOHAPUIL, Tpebyromas QpyHK-
LVIOHMPOBAHY JIBIXaTe/IbHOM LIEIM JM OKUCIUTENIbHOTO (ochOpmInpoBaHiis, ABIAETCA KIode-
BBIM MOMEHTOM VHMIALUY IO/ HeIIPOHOB. DTO IpPeAIIoNIoKeHNe IIOATBEePXKAeTCA TeM, 9TO
OJIHOBPeMeHHOe MHTMOMPOBAHNE [BIXATeIbHOI LIV MUTOXOHAPUIT poTeHOHOM 1 AT®-cuHTass
O/IMTOMMI[THOM He TOJIbKO B 3HAUUTE/IbHOI Mepe 3allNIaeT HeIIPOHbI OT I1Mbesy, BbI3BAHHO T11-
nepcrumysanyerr GluR, Ho 1 npegoTBpamaer cHKenue yposHsa AT® u BeieT kK HOpManu3aum
YPOBHA CBOOOIZHOTO IUTOIIIA3MaTNYECKOTO Ca** (Khodorov, 2004).

AnonTo3 1 HeKpo3 — IBa BapMaHTa KIETOYHOI M6 e

B Hacrosiijee BpeMst sIB/ISIETCS OOIIEITPUSHAHHBIM TO, YTO K/II0YeBbIM (pAKTOPOM IaToreHesa MHO-
rux 3a00/IeBaHNIT HEPBHOI CUCTEMBI SIB/SIETCSI T11O€/Ib HEIPOHa, KOTOPasi MOXKET ObITh ABYX BH-
IOB: IpOrpaMMUpPOBaHHasA KJIETOYHasA CMepThb (AIOITO3) M IAaTO/NIOrMYecKas KJIeTOYHASA CMepTb
(mexpos). IIpu aTOM IpeKpallieHne XIU3HeeATeIbHOCTY KJIETKI B IIPOLecce aIloITo3a I HeKpo3a
uMeeT deTKue Mopgonorndeckue u 6uoxmmmdeckue pasmans (Cafforio et al.,, 1996; Philpott et
al,, 1996).

ArmonTos, KaK siB/ieHne, Biepsble 61 onncan Mopgomoramu. OH XapakTepu3yeTcsi ePeXofoM
docharnamicepnna 13 BHyTPEHHET0 MOHOC/IOS IIA3MATIIeCKOI MEMOPAHbI B HAPYXKHBIIT MOHO-
cnoit. Ero oTmm4nTebHOI 4epToli ABJIATCA KOUIAIC sAxpa (puc. 4). XpoMaTuH, KOTOPLIl B HOpMe
IIpefiCTaB/IeH OTKPBITBIMU ¥ KOHIEHCHPOBAHHBIMU OO/MacTAMM (TeTepo- U 9yXpOMATHH), CTaHO-
BUTCA CYHEePKOHIEHCUPOBAHHBIM B (hopMe IonmyMecsAna 1o neprudepun Axpa. B aTor MoMeHT Ha-
yyHaerca ¢parmentanys JHK. Ha panHux crapuax amonrosa, B OTINM4YMe OT HEKPO3a, KJIETKa
cMopIIVBaeTcs, Tepsd o 1/3 cBoero o6beMa 3a HECKOIBKO MUHYT. MeXaHNM3M 3TOTrO ABJICHUA JI0
CHX TIOp He M3y4eH, HO, HECOMHEHHO, B 3TOT IIPOLIECC [JO/DKHBI BOB/IEKATbCS TPAHCIIOPT MIOHOB
U BOABL. BaXKHOI 0COGEHHOCTBIO 3TOrO MpOLecca SIB/ISIETCS TO, YTO He IIPONMCXOMUT HOBPEX[e-
HUst MeMOpaH KIeTKN. YMeHbIIeHIe Pa3MepPOB XOPOLIO BBIPAKEHO KaK B Ky/IbType K/IETOK Heil-
POHOB, TaK I B TKAaHEBBIX Cpe3aX, IJie AlONTOTHYeCKas KJIeTKa OTHEeNAeTCS OT cocemHux. Jlanee
aIloNTOTIYeCKas KIeTKa IIpeBpalljaeTcA B COBOKYITHOCTb OKPYXKeHHBIX MeMOPaHOI! alloNTO3HBIX
TeJtel] Pas/IMIHbIX TI0 CBOEMY COCTABY, KOTOpbIe (ParouuTUPYITCs MaKpodaraMmu Wi COCETHIUMNI
Kinetkamu. KireTka Ha JaHHOM aTalle elle >knBas (BK/IOYeHNe MeMOPaHHOHEIIPOHMKAIOIIETO Kpa-
CUTEIA TPUITAHOBOTO CVMHETO He IIPOVICXOIMNT).

B ormmume or amomrosa, mpy HEKpo3e KIETKM HAOYXAIOT, MX MUTOXOH[PUM M APYyIVe Opra-
HEJUIbl PACIIMPAIOTCA, YTO NPUBOANUT K HECTPYKLMM M Pas3pbiBy BHYTPUKIETOUHBIX M IITa3Ma-
THdecKkoil MeMOpaH (puc. 4). B pesynbrare 3TOro aKTMBUPYIOTCS IM30COMa/bHbIE (DepMEHTHI,
a BHYTPUK/IETOYHOE COIEPKUMOE, TI0Maasl BO BHEK/IETOUHYIO CPEJTY, BBI3bIBAeT BOCHAINTE/IbHbIE
npouecchl. Kmaccudeckne npudmHbl, IpUBOAAIINE K HEKPO3y KJIETKM — TUIIePTepMus, MHITMON-
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Puc. 4. OcHOBHbIE OT/TNYUTETbHbBIE YE€PThbI HEKPO3a 1 aIloIITO3a.

poBaHue OKUCIUTENbHOro (ochopnmuposanms, rnkonusa win ukaa Kpebca, rumokcns, feit-
CTBME PA3IMYHBIX TOKCUHOB.

Mopdonorudeckne n3MeHeHNs, XapaKTepHble Il MPOLeCcCOB rubenmn GONBIINHCTBA K/IETOK,
II0 MEXaHM3MY aIoITO3a JUIM HeKpo3a, MMEKIT CXOncTBO. OIHAKO, BaXXHOI MOPQOIOrnIecKon
0COGEHHOCTBIO CBSI3AHHON C TMOe/IbI0 HEPBHOI KJIETKM, SIB/LSIETCS IOSIBJIEHNE BAPUKO3HBIX Jie-
dbopmanuit orpoctkos (JlaBpeHbTbeB, 1939; puc. 5). JaHHBII IIpOLecC, 3aK/TOYAIOLINIICA B pe-
aKTVMBHOI MOpPQOIOINYIecKoll IepecTpoiike HellpOHa IpU HeTreHepauyy, ObUI BIEpBbIe ONMMCAH
Beitcmanom (Weismann, 1860).

Victopus nsydeHnii peaKTMBHbBIX MSMEHEHMII CBUJIETEIbCTBYET O TOM, YTO HAKOIJIEHNE OIINCa-
TeJIbHON MOpPoJIorueil JaHHBIX O CTAaTMKe HEIPOHA 3aKOHOMEPHO IpefIecTBOBANIO (pOpMUpPO-
BAHMIO IPEICTAB/ICHNIT O BO3MOXKHOIL IIEPECTPOIIKe ero CTPYKTYP 1 06 UX FUHAMUKE M3MEHEeHUIL.
JIureparypa o Hertpomop¢onoruy 6orara nmpumepamu, KOraa ¢asbl AUHAMIIECKOI IIEPeCTPOIIKI
397IEMEHTOB HelpOHa BHaYajIe IPYHUMA/IVCh UCC/IeHOBATE/AMY 3 CTaTUYeCKye CTPYKTYPBI (Bapu-
aHTBI, TUIBI CTPOeHNs). Pe3ynbraTel pabOT MHOTIMX MCC/IEOBATEIel IO3BOIAIOT C/e/IATh BHIBOBI
0 TOM, YTO BapMKO3HOCTY He SABJIAIOTCSA CHeV(pUIecKoll IPUHAIIeKHOCTDIO KaKIX-TNO0 oIpese-
JIeHHBIX BOTIOKOH. OHM HAOIIONAIOTCS Ha BCEX YPOBHAX UM aKCOHOB, I JJEHPUTOB BO BCEX OT/e-
JIaX HEPBHOII CHCTEMbI BCEX BU/OB XXMBOTHBIX. Uale BCero OHM OOHAPY>XMBAIOTCS B KOHIIEBBIX
Pa3BeTB/IEHNAX AKCOHOB U JEHJPUTOB, TO €CTh B YYaCTKaX C BBIPAKEHHON CTPYKTYPHOI ITOJBIIXK-
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Puc. 5. [lnHamMmKa BapuKO3HbIX AedopMaluil B IepBUIHOI KY/IbTYPe TKaHU HEIPOHOB KOPBI TOIOBHOTO
MO3ra KpbIC IIpu HelipoTokcudeckoM perictsun 30 tM NMDA. A-B) Kaaps! cepuitHoit MUKpPO-
CBEMKU IIpK KOH(OKanbHOI MuKpockonuu. Ipmwknsnennas okpacka ANEPPS. Crpenkamn moxa-
3aHO MeCTO 06pa3oBaHNMs BapUKO3HBIX lepopMariuil HepBHOTO BOMOKHA. A) mocie 30 MuH. BO3/eli-
ctBust NMDA (30 uM); B) 60 mus.; B) 90 muH.

HocTho (Kympusnos, 1962; Maitopos, 1969; CotHukos, 1976). CinenyeT oTMeTUTb Hecrenydud-
HOCTb JAHHOTO IIPOLIeCCa, IIOCKOIbKY PSifi MCCIe0oBaTe el HabMoas ero Ipy BO3AECTBIAX Pas-
JIMYHOTO poxa. ITpyu maToIornyecKux N3MeHeHNAX B pe3y/IbTaTe TOKCUYECKOTO NeJICTBIA areHTOB
U TIPM MIIEMMYECKOM IIOpakeHun HalOmofaercss HabyxaHye BapMKO3HOCTeil HepBa. B mampHeit-
IIeM IPOUCXOAVT MCTOHYCHNE U pa3pblB aKCMA/JIBHOTO TsDKa I HACTYIAeT HO/MHasg pparMeHTals
HEePBHOT'O BOJIOKHA. DTH IIPOLIeCChI TAK)Ke HAOMIONAIOTCA IIPY HelipoiereHepalyyl HeIipOHOB KOPBI
B IIEPBUYHOI KyIbType TKaHM (puc. 5). Mop¢onornyeckol rpaHniieil Mexxjy 06paTUMbIMU Y He-
00paTHMBIMI MI3BMEHEHVSIMU SIB/ISIETCSI MOMEHT PasphbliBa aKCHATbHOTO TSDKA.

ATII0NTO3 UrpaeT KM3HEHHO BaXKHYIO POJIb B IIPOLIecce SMOPMOHAILHOTO U OHTOI€HETIYEeCKOTO
passutuA. OH HaOMIOJaeTCsA NpU Pas3IMYHBIX MOP(OreHeTHYECKUX Ipoleccax. XOpouo Mccie-
[IOBaHA ANONTOTHYECKAsl TMOeIb KIeTOK IpU SMOPUOHATBPHOM Pa3BUTUM GECIIO3BOHOYHBIX KI-
BOTHBIX, HanpuMmep HeMaTonbl (Chaenorhabditis elegans). Jisyuena Taxoke samporpaMMmpoBaH-
Hasl KIeTO4YHas rbeb B Mpoljecce IMOpIOreHesa BBICIINX [TO3BOHOYHBIX NPV PAa3BUTUY I71a3a
MJICKOIINTAIOIVX, CepALIA, HEPBHOI CUCTeMBbl. Bo B3pOCIOM OpraHm3Me aronTo3 paclpoCcTpaHeH
B Pa3/MYHbIX TUIIAX TKaHEN U BCTPeYaeTcs KaK B Me[JICHHO Ipommgepyupyoliel HOmy/LALIN Kile-
TOK (TeraTonnThl, KIETKY SIMITE/Ns KOPBI HAAIOYEYHINKOB), TaK I B OBICTPO Mpondeprnpyommx
KJIeTOYHBIX IONY/IALNVAX. B IIepBOM cirydae OH BBINOTHAET (YHKIMIO TOMEOCTATUYECKON pery-
JIALMN ONTHMAIBHOrO 00beMa TKaHU. Bo BTOpoM ciydae pojb aloITo3a, B OCHOBHOM, CBSI3aHA
¢ muddepeHIPOBKOIL KIETOK.

Bce 6oree o4eBUIHON CTAHOBUTCSA POJIb AIOITO3a KaK IPU OCTPBIX 3a00/IeBaHUAX U IIOBPEXK-
[eHVSIX HEPBHOI CUCTeMbl (MIIeMIsi, TPAaBMa), TaK ¥ IPY HePOfiereHepaTuBHbIX 6ore3Hsx (60-



ne3Hb AnbureitMepa, 60KoBoiT amMmoTpoduueckuii ckiepos, 6onesup IlapkuHcona). Bpobasok,
MHOTM€ MCCTIEf{OBATEN BbICKA3bIBAIOT MHEHE O BOBIE€YEHHOCTV HEPOTOKCHMYECKOTO MIeVICTBUA
Glu B marorenes BMpYCHBIX U IPUOHOBBIX 9HIIedamnToB (Arends, Wyllie, 1991).

ArmonTo3 SIB/ISIETCS LIMPOKO PAaCIpOCTPAHEHHBIM OOMIeOMOIOIMIeCKNM MeXaHI3MOM, OTBET-
CTBEHHBIM 32 IOJeP)KaHIe IOCTOSIHCTBA YNMC/IEHHOCTI KIETOK, (POpMOOOpasoBaHe HOBBIX Kile-
TOK M BBIOPAKOBKY He(eKTHbIX KIeTOK. Ero mHpykTopamm MoryT ObiTh Hecmenuduieckue Qak-
TOPBI, TaKe KaK TeMIIePATypa, TOKCUIECKIe areHThbl, OKCUAHTBI, CBOOOJHBIE PafMKaIIbl, TaMMa
u YO-usnydenne, 6akrepranbHble TOKCUHBL 1 p. Bo Bcex 9Tnx CIyvasx IPOUCXOFUT MHAYKIINS
aTloNTo33, HO IIPYM YBENMYEHUN [[03BI COOTBETCTBYIOIIETO areHTa MOXKeT Pa3BMBATHCA HEKPO3
KJIETKIL.

Perymanusa anonTosa B HEPBHOI CHCTEME OCYILECTB/IAETCA MHOTOUMCIIEHHBIMYU CUTHATbHBIMM
Kackagamu. [IpudeM myTy peanmsanuy 3TOrO MPOI[eCcca MOTYT OBITh PA3IMIHBIMU: MOJY/ISALINS
aKTUBHOCTY (pepMEHTOB, MOAy/sanus (akTopoB Tpauckpumnuuu (p53, AP-1, NF -kB), npsamas
aKTHBALs TEHOB PaHHErO HeMeJjIeHHOro orsera (c-jun , c-fos) (3aBammumms, 3axaposa, 1996).
Ha ceropHsuHmii ieHb BBISIBIIEH PSifi BElLECTB, CIIOCOOHBIX KAK aKTUBMPOBATH, TAK U 3aMEAJISATh
pasButne amonTosa. K MHrMOMUTOpaM amorro3a OTHOCUTCS ceMeitcTBO 6enkoB IAP (amontos uH-
rubupymoumx 6enkos). Bce AP — nporenust Ha N-koHIe cofepxar ot 1 1o 3 crenududaeckux
HOBTOPOB (IpyMepHO IO 70 aMMHOKUCTIOTHBIX OCTAaTKOB B Ka)KJOM), KOTOPbIe OTBETCTBEHHBI 32
uarnéupymomyno ¢yakunio (Deveraux, Reed, 1999). B Hacrosimee Bpemst y dyenoBexa uaeHTudpu-
nupoBaHo 6 Buyos 6enkoB IAP — cemerictBa: NAIP, cIAP-1, cIAP-2, XIAP, Survivin u BRUCE.
Benku cIAP-1, cIAP-2 u XIAP umHru6upyior KmodeBble Kacrasbl 3, 7 M 9 IyTeM CBA3BIBAHNA
C y4aCTKaMu, C KOTOPbIMU B3aMMOJIE/ICTBYIOT akTuBatopel ¢gepmenra. benrox NAIP unrubupyer
Kacnasel 1, 3, 6,7 n 8.

VIHAYKIVA aronTo3a MOXKeT OCYIIeCTB/IAThCA IPY BO3/IeVICTBIY KaK BHEIIHNX, TaK U BHYTPeH-
HUX GAKTOPOB, MPUBONAMNX K BO3pacTanmio Bxofa Ca®’ BHYTPb K/IETKH, a TAK)Ke K TIOBBIIIEHNIO
9KCIIPECCUM VI PAa3BUTUI0 MyTAallMy FeHOB-aKTUBATOPOB aronTo3a. Hambomee 4acTo BHEUIHS
aKTUBAIV AllONTO3a B HE[POHAX OCYIIECTB/IAETCA B pe3y/IbTaTe TOKCUMYECKOTO HeMCTBUA ITyTa-
mara. OcHOBOIT 3TOro deHoMeHa AB/AeTcs akTuBanyA GluR, BbI3bIBaloOIIaA HapylleHNe IpajieH-
toB K*, Na*, CI' u Ca®" Mexy BHe- M BHYTPUK/IETOYHBIM MPOCTPAHCTBaMI. PesynmbraTom akTu-
Bal[UJl MOHOTPOITHBIX perentopoB (Hambonmee vacto — NMDAR) siB/sieTcs IOBBIIIEHHBIN BXOJ
Ca®" B KIeTKy ¢ TOC/eNyiomeli CTUMYTIAIMElt TTPOTeas U paspylieHneM KIeTOYHBIX CTPYKTYP.
STOT IPOIeCC COMPOBOXKAAETCA TAKXKe BO3pACTAHNMEM IEePEeKVCHOTO OKMC/IeHMs TUINIOB U IO-
CIeYIOMIMM Pa3BUTHEM OKICIUTeIbHOrO cTpecca (Carpenter, 2002).

MoneKkynapHble MeXaHU3MbI alIONTO3a

ITpyMeHNTENBHO K KJIETKAM >XMBOTHBIX M YeJIOBEKA AIOITO3 B OOJIBIIMHCTBE CIydaeB CBSI3aH
C IIPOTEO/IMTUYECKOI aKTUBaLMell KacKa/ja Kaclas — CeMeliCTBa 9BOJIIOLMOHHO KOHCEPBATMBHBIX
LVICTEMHOBBIX IIPOTEa3, KOTOpPbIE CIenu(UIecKy paclIeIvIioT GeNKy Moce OCTATKOB acrapa-
ruHoBoit kucnotel (Cohen, 1997). Bce npencraBuTenn ceMeicTBa Kacmas (J/1s1 MIEKOIMTAIOINX
U3BeCTHO 14 BMIOB) XapaKTepU3YIOTCS CXOACTBOM B aMMHOKIUCIOTHBIX IIOC/TIENOBAaTeIbHOCTIX,
CTPYKTYpe U PyHKLIMOHAIBbHOI 3HAYMMOCTI. Kacmaspl IpucyTCTBYIOT B HUTOIUIa3Me B BUfie IIPO-
9H3MIMOB J aKTUBUPYIOTCA JIO IIOJTHOCTDIO (PYHKI[MOHAIBHBIX IIPOTea3 IyTeM paclieIlIeHNs Ipo-
9H3MMa Ha OOJIBIIYIO U MATYI0 CYyOBEUHMLIBI I TA/IbHEIIIEr0 OTIIEIIEHNsI OT HUX N-KOHIIEBBIX
JIOMEHOB. 3areM CyOBeNUHNUIBI COOMPAIOTCS B AKTUBHBIE O/IMrOMepbl. Paciiernienne mpokacas
MOTYT OCYILIeCTBJIATb Pas3jMYHble IIPOTEa3bl, B TOM 4MC/Ie M ApYyrMe Kacrmaspl. OfHaKo, alonTos
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BO3MOXXEH 1 0e3 yJacTusi Kaclas, IIOCKOIbKY CBEPXCHHTe3 0elKOB-IPOMOTOPOB aIloITo3a Bax
u Bak nHgynmpyer nporpaMMmupOBaHHYI KJIETOYHYIO CMEPTh B IIPUCYTCTBUU MHIMOUTOPOB Ka-
cra3 (Xiang et al, 1996).

B xackayie peakijuii akTMBaIL[UV Kaclla3 BBIICJIAIOT ABe PYHKIMOHA/IbHbIE TPYIIIBI IPOTea3HbIX
MosteKyt: nHuIaTopsl un addexropsr. IlepsoiM (kacmasa 2, 8, 9, 10) npuHAAIEKUT POIb AKTH-
BUPOBAHMsI HOBBIX BUAIOB mpotenHas. dddexTopst ke (kacmasa 3, 6, 7) BHISBIBAIOT AECTPYKIUIO
crieruuIHBIX CyOCTPATOB, HAPYLIAsl MHTEIPALMIO K/IETOYHBIX mogcucteM. Obe TPyIIIIbl XapaKre-
PU3YIOTCA CYLIeCTBEHHBIMU Pa3/IMUVAMN B CTPYKTYpe TePMIHA/IBHOTO JOMEHa.

Kacmassl IOCTOSIHHO TIIPUCYTCTBYIOT B KIETKAX, [JaXKe B HEIPOHAX, KOTOPbIE He OOHOBIISIOTCS
Ha IPOTsDKeHUM Bcell XU3HM. CylecTBYIOT TPU OCHOBHBIX ITyTH PasBUTUA KacKajja aKTMBALUN
kacmas. OfyH U3 myTell CBsA3aH C B3aMMOJEICTBIEM MHAYKTOPA allONTO3a CO CIennpIIecKuMIm
peLieniropamy (HampyMep, aKTUBAIVA Kaclasbl 8 mpyu B3auMogelictsuu Fas muranpga c Fas penern-
tTopoM). JIpyroit myTh — aKTMBAaLWsI KACIas3bl 9-3aK/II04aeTCs B 00pasOBaHMY F€TEPOANMEPOB U3
cemericta BCI-2. 11, HakoHew, TpeTuit Iy Th aKTUBALMM Kaclla3 — IIPY IOMOIIY CePMHOBOI IIPO-
TeMHasbl — IpaH3uMa B. DTOT Iy Thb 3amyckaeTcs Iy MHAYKILUY AlOIITO3a KJIeTKU IMTOTOKCIYe-
cxnmu T-mmmonuramn n NK-kretkamu, cexpernpyrormumu 3tu ¢pepmenTsl. Heobxoammo Takxe
IPUCYTCTBIE IOPOOpasyomyx 6eNKoB meppOPUHOB, IPOAYLNPYEMBIX LIUTOTOKCUIECKUMI KIIeT-
Kamu. B KkauecTBe MmmieHeit rpan3uMoB B BrICTymaoT Kacmassl 3, 7 u 10.

Hanb6oree BcTpedaromyecst My Ty peaIn3aliiil alonTo3a IPK aKTUBALUY KACIa3 3aK/II0YAI0TCs
B CTIE/IYIOIIEM.

1. JIuraHp peLenTOpHbIM IyTh MHULMUPYETCS IIOCPEACTBOM CBSISBIBAHNS CIIELIU(PIIECKUX
kmtepHbIX jmranfoB (Fas-murang, TNF — ¢akTop Hexposa OIyXou ¥ fip.) CO CBOMIMM peLiell-
TOpaMI, YTO BBI3BIBAET PEKPYTUPOBAHNE K HUM A/JAIITEPHBIX O€IKOB I IIPOKACIA3, B YaCTHOCTHU
npokacrasbl 8 (Nagata, 1997). Arperanys MOJIeKy/I IIpoKacnasbl 8 JOCTaTOYHA, YTOOBI HUIVIN-
poBaTh MX paclienenne u o6pasoBaHme aKTUBHBIX (OpM Kacmassl 8, KOTOpasi, B CBOI Odepenb,
MHAYLUPYET KO aKTUBHBIX GOpM 3 QeKTopHble Kacussl 3, 6, 7. J]Jo MOMeHTa aKTMBALIMY KacIIa-
3011 8 Kacmasbl 3 aloNITO3 ABJIATCA 00paTMMbIM IporeccoM. CyllecTBYIOT peryIaTopbl, KOTO-
pble OIOKMPYIOT MM, HAIPOTHUB, YCUIMBAIOT Pa3pYLINTENIbHOE AECTBME KACIa3 Ha 3TON CTa-
muu. K Hum otnocsitest 6enku BCL-2 (murnburopst anonrosa: Al, BCl-2, BCI-W, BCI-XL, Brag-1,
MCI-1 n NR13) n Bax (mpomoroper amonrrosa: Bad, Bak, Bax, BCI-XS, Bid, Bik, Bim, Hrk, Mtd).
I1n 6GenKy 3BOMIOLVOHHO KOHCepBaTuBHBL: romonor BCl-2 ob6mapyxen gaxe y rybok Geodia
cydomium u Suberites domuncula, y xoTopsix anonrtos Heobxopum s Mop¢orernesa (Adams,
Cory, 1998).

2. Ilpu gpyroM myTH MHAYKLMY AllONTO3a KIOYEBYIO POJIb UIPAIOT MUTOXOHIPUM, IIO3TOMY
ero Ha3bIBAlOT MUTOXOHJpUAIbHBIM IIyTeM. Bo Bpemsa sddexTopHOil (a3l MUTOXOHApHAIIb-
HOTO ITyTH aTONITO32, KK TIPABIJIO, TPOUCXO/INT yBemrdeHne KoutenTparuu Ca** B iutormasme.
OCHOBHBIMI MCTOYHVMKAMY YBemdeHns noHos Ca** B KjieTke CITyXaT MeXXKTeTOUHbIe TTPOCTPAH-
CTBa, MaTPUMKC MMTOXOHZPUII ¥ 3HIOIUIA3MAaTMYECKUII PETUKYITIOM. YBEIMYEHMEe COfep KaHuA
Ca’* B [UTO307Ie BelleT K AKTUBAI[MY SHIOHYK/Tea3, TKAHEBOIl TPAHCITTYyTAMMHA3HI U KIETOUHBIX
IIpOTeas, YYacTBYIOLIVX B JlerpajjallioHHOI (ase. YBelueHre BHY TPUKIETOYHON KOHI[EHTPALUN
Ka/IbIIVsl BEfleT K HAPYLICHNIO IPOHMI[AEMOCTI MUTOXOH[PUAIbHO MeMOpaHBI, B pesysibrare
4ero IMPpoNcxoputT ceobopuas guddysnus pasmnausix noHoB. [lagenne MeMOpPaHHOrO MOTEHIMAIA
00YC/I0B/IEHO YBeMMYeHIEM IPOHNUIIAEMOCTH BHY TPEHHE MeMOpaHbl MUTOXOHApuII (permeability
transition) BcienctBme o6pasoBanus rurantckux nop (Kroemer et al, 1997).

PazHoo6pasHbl (HaKTOPBI, BBI3BIBAOLIVE PACKPBITHE IMOP. K HUM OTHOCSTCS MCTOLIEHNUE Kile-
TOK BOCCTaHOB/IeHHbIM DryTarioHoM, NAD(P)H, AT® u AII®, o6pasoBaHme aKTUBHBIX (OpM




KIC/IOPOJa, pasoblleHne OKICIUTENbHOrO (HOChOpenpoBaHus IPOTOHOPOPHBIMU COELUHEHN-
smu, yBemmdenue cofiepskanust Ca®t B uuromnmasme. O6pasoBaHie MOp B MUTOXOHIPUSX MOYKHO
BpI3BaTh LepamugoM, NO, kacrmasamy, aMQUIATHIECKUMY HEITUAAMY, XUPHBIMI KVICIOTAMIL
IToper uMeroT gyaMeTp 2,9 HM, IIO3BOJIAIOIINIL IlepeceKaTb MeMOpaHy BelleCTBaM C MOJICKYILAp-
Holt Maccoit 1,5 k[la n Hipke. CrieiCTBIEM PACKPBITHS IIOPBI SIB/IAETCS HaOyXaHye MUTOXOH[PU-
QJIBHOTO MATPUKCA, PaspbIB HAPY)KHOI MeMOpPaHbI MUTOXOHAPMIL 1 BBICBOOOXK/IEHVE PACTBOPM-
MBIX GeIKOB MeXMeMOpaHHOTO o6bema. Cpenyt 9TUX OETKOB — S AIIONTOTEHHBIX (HAKTOPOB:
nuroxpom C, mpokacmassl 2, 3 n 9, 6emok AIF (apoptosis inducing factor), mpencrasstommuit co-
601t QpraBompoTenH ¢ MoeKysIpHOI Maccoit 57 k/la. IIpokacmnasa 3 0OHApy>KMBaeTCs KAaK B MEX-
MeMOpaHHOM 06'beMe MUTOXOH/IPHIT, TaK U B [juToIIasmMe. [loce BoicBoOOXKAeHMs riuToxpoma C
B LIMTOIUIa3My OH CBsi3biBaeTcs ¢ 6emkom APAF-1 u ctumynmpyer o6pasoBaHue ero OMMroMepos.
9T0, B CBOIO OYepenb BhI3bIBAET PEKPYTUPOBAHIE Ha 0OPA30BABIINIICS KOMIUIEKC MOJIEKY/I IPO-
KacIasbl 9, UX arperamyio, ayTolpoleccupoBanye 1 GopMIpOBaHMe aKTUBHOTO KOMIUIEKCa Ka-
crasnl 9. Ha cremyromeM arame IpoMCXOAUT peKpPyTHPOBAaHME HA 3TOT KOMIITIEKC MOJIEKY/I IIPOKa-
CIIashl 3 U UX IIPOLECCUPOBAHIE [0 AKTUBHBIX (OPM, KOTOPBIE PACLIEIVISIOT KII0YeBble MUIIEHN
U BBI3BIBAIOT anonTo3. CrefyeT 3aMeTUTb, YTO HOBPEXIEHNE 1 CTPECChl IPUBOJAT K BBIXOAY U3
MUTOXOHZPHI He TO/NbKO IUTOXpoMa C, HO U pAfa APYIMX MOJEKY/, B YJaCTHOCTH nporeasnl AIF
[Tpn 3TOM CyIIeCTByeT B3aMMOPETY/IANNA CUTHAJIbHBIX IyTeil, aKTUBUPYEMBIX peljelToOpaMMm
CMepTI M MOBPEXJAIIMMM Bo3felicTByAMU (puc. 6). Tak, akTuBanys kacnassl 8, BbI3BaHHas
aKTMBaLell PeleITOPOB CMEPTH, He TOIbKO HAIPAMYIO aKTUBMPYeT 3P peKTOpHbIe Kaclassl, HO
U MHIYLMpPYeT YBelIndeHe IIPOHUIIAeMOCTY MUTOXOH/pUaIbHOM MeMOpaHbl 1 aKTUBALUIO pery-
nATOpHOI Kacmasel 9. C [pyroit CTOPOHBI, IIPU HOBPEXAEHISIX I CTPECCaX MOXKET HAOIIONAThCs
HOBBIIIeHNe SKCIIpeccuu perentopoB cMeptu — Fas u Killer/DRS5.

Takum 06pa3oM, IPOAIONTOTIYECKE CUTHAIBL AMITINUIIUPYIOTCS, YTO [T03BOJISIET HaJeKHee
mocturath Heobxomumoro addekra. O6pasoBaHIe TUTAHTCKIX [IOP HE AB/ISAETCS €VHCTBEHHBIM
MEXaHIM3MOM BBIXOfjd MEXMeMOPaHHbBIX G€IKOB MUTOXOHApUIT B umromrasmy. IIpenmomaraercs,
YTO paspblB HAPYXXHOI MeMOpaHBI MUTOXOHAPUIT MOXKeT ObITh BBI3BAH TIMIIEPIIO/IsSpU3ALVIeit
BHYTpeHHell MeMOpaHbI (Cp. C TUIIONO/IpU3ALVeil IPY PACKPBITUY IUTAHTCKUX 1I0P). BosMoxeH
U /IbTEPHATUBHBII MeXaHN3M, 6e3 paspbiBa MeMOpaHbI, — PACKpPBITIIE TUTAHTCKOTO GENTKOBOro
KaHa/Ia B CaMOIl HaPy>XHOIT MeMbpaHe, crtocobHoro mpomyckars unroxpom C u apyrue 6enkn 13
MexxMeM6OpaHHoro npocrpancrsa (Green, Reed, 1998).

3. CymiecTByeT MeXaHM3M aKTHBALMI AllOITO3a He3aBUCKMMO OT Kacmas (Leist, Jaattela, 2001).
Hanmpumep, perentops! ¢ foMeHaMM CMEPTH BBI3BIBAIOT CMEPTb KIETOK ITyTeM aIloITO3a, KOrza
KacKajl Kaclla3 MHIMOMpPOBaH, a P53 BbI3bIBaeT rubenb KIETOK y Mbllieil HakayToB 110 reny APAF1
(apoptotic protease- activating factorl). B poly(ADP-ribose) Polymerase-1 (PARP-1) omocpegno-
BaHHOII KJIeTOYHOI rnbenu runepaktusanua PARP-1 TokcudecknM moBpesXieHreM UHAYLUPYeT
simepHble curHansl rubem kinetku (ymenbiraer NAD*, ATP) n BoisbiBaer Tpancinokaumio AIF
u3 MuToxouapuit B axppo (Cregan et al., 2002). 3aBucumoctd Tpancmokanym AIF oT akTuBanm
PARP-1 nokasbIBaeT, 4TO cUTHa/IbHaA cucteMa PARP Mo)keT ObITh BOB/IeY€HA B BBICBOOOXKICHIIE
AIF n3 muroxonpapumit (puc. 6). AxtusHble popmbl kucntopopa (ADK) u gpyrue JHK nospesxgato-
M€ areHTbl MOTYT aKTMBMPOBATb IPOHNUIIAEMOCTb MUTOXOH/IPMIT, KOTOpas NMPUBOAUT K BBICBO-
6oxmennio AIF. IIpoHnIfaeMoCTs MUTOXOHZIPUIT BBI3BIBAET elrfe Gorblinee BoicBoOoKeHe ADK
U3 MUTOXOHJPUIL II0 MEXaHU3MY OOpaTHOM CBA3N.

Hemnssectro nepemeraercst mn endonuclease G (EndoG) B PARP omocpenoBaHHOI K/IETOIHOI
rubenn, Ho, Bo3MOXHO, 4to AIF 1 EndoG peitcTByIoT BMecTe, BbI3bIBasA Kacla3o-He3aBUCHMYIO
KreTounyio rubens (Wang et al., 2002). Poly (ADP-ribose) glycohydrolase (PARG) pacenisier
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Puc. 6. Kacrias-3aBUCUMBIIT 11 Kaclla3-He3aBUCUMBbII MeXaHM3MBbI ruber HeilpoHoB. I1pu 3arycke anonTosa
(4epHbIe CTPeIKM) B UTOIUIA3Me IIOBBIIIAETCA YPOBEHD Oenka P53. DToT 6ok mepeMelaeTcs
B A/IPO HEVIPOHa, T/ie yBeIM4MBaeT CuHTe3 6eka Bax. BHOBb cuHTe3MpoBaHHbIN Oenok Bax BcTpan-
BaeTCA B MeMOpaHy MUTOXOH/IpUIL. B MUTOXOH/IpuabHOI MeMOpaHe 3TOT 6eI0OK B3aVIMOJIeiICTBYeT
C KaHa/IaMI ¥ CIIOCOOCTBYeT X OTKPBITHIO. IT0C/Ie OTKPBITIA KaHA/IOB 3 MUTOXOH/ P HadHAET
BBIXOIUTD €€ cofiepykuMoe. B ciydae kacmas-He3aBUCUMOTO (CMHME CTPEINK) MYTH B LIUTOIVIA3MY
BBIXOAUT Oenok AIF, KOTOPBIiI HaIlpaB/IAeTCA B APO U BbI3biBaeT paspyuenue [THK neiipona. B ciy-
Yae Kacla3-3aBJMCYMMOTO Iy TH (KpacHbIE CTPEIKY) 13 MUTOXOH/IPUY BBIXOAUT LUTOXPOM 1], KOTOpBIi
aKTMBUPYeT KacKaJ| Kacmas. B 1Tore MOJIeKy/Ibl IIPOKACIa3bl 3 PaCIeIIATCA, 10 AKTUBHOI (OPMBIL.
AxTuBHas GopMa Kacnasbl 3 IPOHMKAET B AZIPO HEMIPOHOB U 3amycKaeT paspyienue JJHK.

poly (ADP-ribose) (PAR) momumepst ¢ o6pazosannemM PAR mommepa u ADP-pu6oser. Craboe
nospexxgenne JHK samyckaer ee pemapamyio. OfHaKO TSKENbIN MHCY/BT, IOBPEXIEHNE, KOTO-
poe BBI3bIBaeT cunbHOe noBpexerue [JHK, npuBoaut x runepakrnsanum PARP-1 u x1etouno
rubesm.

®raBomporenH AIF, 6ygyan fo6aBIeHHBIM K H30/IMPOBAHHBIM sifjpaM 13 KieTok Hela, BbI3bI-
BaeT KOHJIeHcalMio xpomaTtyHa n ¢parmentanuio [JHK, a npu go6aBreHnn K M30/1MpOBAHHBIM
MUTOXOHJPYSIM IeIeHN KPbIC — BbhICBOOOKAeHMe ruToxpoMa C n Kacmassl-9. MUKpOMHBEKIVsT
ATF B nHTaKTHBIE PrrOPOOIACTBI KPBIC IPUBOLUT K KOHAEHCALMI XPOMATIHA 110 reprdepnn sapa,
paspsiBy JHK na kpymubie ¢pparMenTs AnmHoI 50 T. H. I 11 6o7biie, guccumnarnyy Dy B MUTOXOH-
Apusix U mepexofy docdaruanaceputa u3 BHyTPEHHErO CI0sI UNUTOIIIA3MATIIeCKO MeMOpaHbI
B Hapyxublil. Hu ogus us atux apdexros AIF He mpegoTBparaeTcs: HEITULHBIM NHIUOUTOPOM
kacmas — N-6ensomnoxcuxapbouni-Val-Ala-Asp tpudropmermikeronom (Z-VAD.fmk), koro-
PBIIl IpefOTBpALIAET AMIONTO3, MHAYLMPOBAHHBIN MUKPOMHDbEMPOBAaHHBIM LnToxpoMoM C. OTn
[aHHBIE TIOKA3bIBAKOT, 4T0 AIF sB/IsieTcs MUTOXOHZPUAIbHBIM 3¢ (EKTOPOM aIoNnTo3a y XKIUBOT-
HBIX, JIe/ICTBYIOIIMM HE3aBMCUMO OT KacIlas.



Bce aTu myTH amnonrosa MOTYT Peann30BbIBATHCA B YCIOBMAX 9KCATOTOKCMYHOCTH. VIMeroTcA
[aHHbIE, YTO HEMPOTOKCUYECKOe JIeliCTBUE, BbI3BaHHOe u3buparenpHoi aktusauyein NMDAR
n AMPAR/KAR, compoBoXfaeTcsi 3aIlyCKOM Pas3/IMYHBIX ANONTOTMYECKMX myTeil. Hampumep,
npu rumnepaktTuBanuyu NMDAR passutue amonrtosa HDPOMCXOAUT IO KacIas-HE3aBMCUMOMY
MeXaHN3MY C y4dacTieM IpsaMoro ocsoboxpenns AIF n3 mutoxomppuir (Wang et al.,, 2004; Es-
cTpaToBa u jp., 2008). HanpoTus, anonTos Bbi3BaHHbI akTuBanyeit AMPAR/KAR passuBaercs
¢ yyactueM Kacmas (EBcrpatoBa m gmp., 2008). OTO ykasblBaeT Ha CYIIeCTBOBaHME peLeITOp-
CeJIeKTUBHBIX 3TAIIOB Pa3BUTIA Y MEXaHNM3MOB HEIPOTOKCIYeCKOro feiicTeuA Glu.

B arToi1 T/1aBe paccMOTpeH IMPOKNUII KPYT BOIPOCOB, HauMHasA OT CTPYKTYpPhI IJTyTaMaTeprude-
CKMX CYHAIICOB, CTPYKTYPHO-(YHKIMOHAILHOTO CTpOeHNA NoHOTponHbIX GluR, ux ¢pyHkumonu-
POBaHNUA B HOpMe U MATOJIOTUY, U, 3aKaHYMBAsA, MEXaHM3MaMI1 9KCaiiTOTOKCMYIHOCTH, T. €. Hellpo-
TOKCMYECKOTO JeMiCTBUA ITyTaMara.

Paboma nodoepiucana eparmom PODI npoexm Ne 08-04-00423-a.
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MexaHU3MbI CMHAIITUYECKON ITACTUYHOCTU B TUIINIOKaMIIE

KittoueBbIM cOOBITMEM B PACIIPOCTPAHEHN CUTHAJIA OT HeJPOHA K HeJIPOHY ABJIACTCSA CHHAIITIYe-
cKafd nepefava (WM TpaHCMUCCKA). BO3HUKHOBeHMe IOTeHIMAIA ISV ICTBYA B IIPeCHHAIITIYeCKOM
HeIpOHe IPMBOANT K BRIOPOCY HEPOMEANATOpa 113 €0 AKCOHHBIX OKOHYAHUI B CUHANITIYECKYIO
niennb. B pesynbraTe B CMHANITUYECKON LIENN MPOMCXOAUT PE3KOE KPaTKOBPEMEHHOE BO3pacTaHMe
KOHILIEHTPAI[MM HEePOMEeMaTopa, PEeLeNTOPbl, PACHONOKeHHbIe B ITOCTCHHANTUYECKON YacTH
KOHTAKTa aKTUBUPYIOTCS, BOSHUKAET TOK MIOHOB Yepe3 MeMOpaHy IIOCTCHHAICA, YTO B KOHEYHOM
UTOTe IPUBOANT K N3MEHEHNIO TOTEHIINA/Ia Ha MeMOpaHe MOCTCUHAIITIYECKOro HeitpoHa. OgHaKo
CIJIa CHHAIITNYeCKOro orBeTa (Wi 9P QPeKTUBHOCTD CMHAITNYECKOII Ilepefiaun), u3MepsaeMas Be-
JIMYIMHOI BO3HUKAIOIETO B OTBET Ha BHIOPOC HellpoMenmaropa moctcuHanTnaeckoro toka (IICT)
win nocrcuHanTideckoro notennnana (IICIT), MmoxxeT BapbupoBaTh B 3aBUCMMOCTHU OT YPOBHSA
IpefbIAyIIell aKTMBHOCTY CMHAIICA. DTO SAB/IEHME, U3BECTHOE KaK CHHANTIYECKas IVIACTUIHOCTD,
UrpaeT BaXKHYIO POJIb B 0OeCliedeHNM CIIOCOOHOCTY HEPBHOI CHUCTEMBI pearnpoBaTh Ha M3MeHe-
HUS YCOIOBMIL cpenbl. B cirydae, Korma mpoyucxopuT ycuaeHue 3G¢GeKTUBHOCTY CHHANTIYECKON
TpaHcMuccuy (yBelIudeHye BeIMYMHBI IOCTCHHAITUYECKOIO OTBETa), TOBOPAT O IOTEHIMAINIL,
a B crydae oc/mabeHnst — O [erpeccun. B 3aBUCHMOCTI OT [INTENILHOCTH MIEPUOA, B T€UECHIE
KOTOPOTO COXPAaHAKITCA M3MeHeHMA 5(PQeKTUBHOCTU CMHAITUYECKON Iepefadl, pasIndaioT
KpPaTKOBPEMEHHYIO ¥ JOJITOBPEeMEHHYI0 IDIACTUYHOCTb. Jonrospemennas nortenumanys ([IBIL;
long-term potentiation, LTP) 6s11a Briepssie onucana Tumom Bruccom un Tepbe JIomo B 1973 rogy
B CUHAIICaX T'PaHY/IAPHBIX KIeToK 3ybuaToii dactmu (dentate gyrus granule cells) B orBer Ha BbI-
COKOYACTOTHYIO cTMMY/sinuio nepdopanrtaoro mytu (perforant pathway) (Bliss & Lomo, 1973).
Brocnencreun dernomen [IBIT 6601 ommcas Bo Bcex BO36yXAAIOMINX My TSX CUIIITOKAMIIA, BO3OYXX-
JAOMIMX CMHAICAX LIEIOTO pAfa APYTUX CTPYKTYP TOJIOBHOTO MO3Ta, a TaKXXe B TOPMO3HBIX CH-
Harcax (Racine et al., 1995; Roman et al., 1999). Takum o6pasom, cioco6HOCTD nposBsTh [IBII
ABJIsIeTCS PYHAAMEHTA/IBHBIM CBOMICTBOM OOJIBIIMHCTBA CHHAIITHYECKIX KOHTAKTOB.

MexaHU3MBI VMHAYKIUN Y IKCIIpEeCCN JIOJII‘OBPCMCHHOI‘/'I NOTCHI AN

MornekynsapHbple MeXaHU3Mbl MHAYKUuM u skcrnpeccun JIBIT 3sHaumMTenbHO pasnmyaroTcsa B 3a-
BJMCMMOCTY OT TWIIa CMHAIICOB U TUIA HEIIPOHOB, YYAaCTBYIOIIUX B CO3/IaHMM KOHTAaKTa. Tak, i
psiga Bo3bykparowmx crHancos nHayKuys [IBIT tpebyer axruBaunun HMJJA (NMDA) peuemnro-
POB, B TO BpeMsi KaK A/IsI APYIUX CHHAIICOB 9TO He SIB/IAETCS HeoOXoauMbIM ycroBueM. Hanboree
usydensoit ¢popmoit [IBII apnserca HMJJA-3aBucnmas ¢popma NOTEeHIMALNY CHHAIICOB Ha IIMpa-
muabIx Kaetkax B mose CAl rumnmokaMma (MMEHHO O Hell ITTaBHBIM 0OpasoM 1 OymeT upaTu peds
B atoM 0630pe). ITporecc [BII mpuHATO paspensiTh Ha HECKOMBKO (pa3: MOCTTETAHMYECKYIO IIO-
TeHIManuIo (post-tetanic potentiation; mepsble HECKOIBKO MMHYT IIOC/IE TeTAHINYECKO CTUMYJLA-
uuu), panHad [IBII (mo ~60 MyuHYT mocte nHAykuun) u nospHaa [IBII (moTeHumanys, pAmasncs
IOJIbIIIE Yaca).

Haub6omnee 4acto mra vHpykuyy JIBIT mcnonbsyeTca BBICOKOYACTOTHAA 9MEKTpUYecKas CTU-
My/IALUA, HaIpUMep, TaK Ha3blBaeMasd TeTaHM4YecKasd CTUMYAnMA (tetanic stimulation). Kak
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Puc. 1. Cxema 9KCIepuMeHTa perncTpanyy JonroBpeMerHoit morenuyanyy ([IBIT) B mupaMugHbIX KIeTKax
runmnokamma. A) IToreBoit Bo36y»xjatommit mocrcuHantndeckuit notenyan (nBIICII), pernctpupy-
eMBbIi1 IIpY TIOMOILYI BHEK/IETOYHOTO OTBefieHNsA B stratum radiatum mons CAl runmokaMia (BHNU3Y)
B OTBET Ha cTUMYy/IsALMIo Kojutatepaneit [lladdepa opnHounbiMy nMIybcamu (BBepxy). Benu-

YJ{Ha OTBETA Ha CTUMY/I OFHON M TOJ YK€ MHTEHCUBHOCTHU YBEIMYMBAETCA MOC/IE BHICOKOYACTOTHO
crumynanun. B) Oto yBenndeHe, (Bbpakaolieecs B MI3MEHEHVM aMIUIUTY/AbI OTBETa Y KPY TU3HBI
napactanus BIICII), coxpaHsaeTcsa Ha HPOTSHKEHUN JJIMTEIBHOTO IIPOMEXYTKa BpeMeH IIOCTIe TIpe-
KpalleHNs BhICOKOYaCTOTHOM CTUMY/IALMN.

IIPaBUJIO, 3TO CTUMY/bHBIN pa3pAJ IPOJO/DKUTENBHOCTDIO B 1 ceKyHAy, cocToamuii us 100 um-
IY/IbCOB, ITofaBaeMbIx ¢ yactoroyt 100 It (puc. 1). MonexynapHble Tpurepsl mEAYKvy [IBIT Bo3-
Oy>KaroIux c1HarcoB B noje CAl XOpowLIo M3y4eHbl ¥ OCHOBAHBI Ha IIOTEHIIMA/I-3aBYICUMOCTH
axtyBanuy HMJIA penentopos (cM. 0630p C. M. AHTOHOBA B JaHHOM COOpHUKe). bO/IbIIMHCTBO
(YHKI[MOHAIBPHO 3pe/IbIX BO3OY)KAAIOMINX CUHAIICOB B TUIIIIOKAMIIE COZIEPXKAT {BA PA3HBIX TUIA
penenrtopos rryramata — HMIA n AMITA (AMPA) penenrtopbl. Bo Bpemsa HU3KO4aCTOTHOIA,
wn «6azoBoit» (basal), TecToBOIT cTMMY/SIINMY DIyTaMar, BBICBOOOXKAAEMBIIT 113 CHHAIITUIECKIX
BE3MKYJI, IPMBOINT K aKTyBaumm KaHanmos AMIIA penentopos u reHepanumn B036y>1<nalomer0
IICII (BIICII; excitatory post-synaptic potential, EPSP). Monnble xanasl, popmupyembie HMJIA
perierrTopamit, Ipy MOTEHIMAIaX MeMOpaHsl, O/M3KMX K IIOTEHIMANy MOKOs, OIOKMPYIOTCS BHe-



MexaHN3MbI CMHATITUYECKOV IITACTUYHOCTH

K/IETOYHBIMY MOHAMU MarHus. VI3-3a Hammums TaKoro MarHueBoro 6moka Bkmag HMJIA penen-
TOpOB B ‘6a30ByI0’ HENIPOTPAHCMUCCHI0 MUHVMaTeH. OfHAKO BO BpeMsi BBICOKOYACTOTHOI CTU-
MYJIAIMY TPEeCHHANTUYECKMX BOJOKOH, MOBTOpHasA akTmBanusa AMIIA penentopos npuBoanUT
k cymmanuy BIICII 1 mocTeneHHoOM genonApyu3anuy NOCTCUHAITIYECKO MeMOpaHbL. B pe3yiib-
Tare IMPOMCXOAUT CHsITHe MarHneBoro 6moka ¢ HMJITA perierrTtopoB, 11 OHM CTAHOBSITCS IPOHNUIIAE-
MBIMI [/I51 MOHOB. XapaKTePHOI 0COOEHHOCTHIO STUX KAHAJIOB SIBJISIETCS TO, YTO HOMIMO JMIOHOB
Ka/IMs1 ¥ HaTPUsA OHU TAKKe IIPOITYyCKAaIOT MOHBI Kanbius. Ilocnennne, nomnagas B KIeTKY, aKTUBU-
PYIOT sl CUTHA/IBHBIX IYTEl, HEOOXOAMMBIX IJIsI YBEIMYEHNUS CU/IbI CHHANITIIECKON Iepefadn
(puc. 2).

MonekynapHble MeXaHU3MBI, obecrmeunBartomue [IBII, OCHOBaHBI Ha aKTMBHOCTHU psfia IIpO-
TeMHKMHAa3. BaxupiM ¢axtopom crabuamsany [IBII Ha paHHMX CTafusX SBIAETCS aKTMBHOCTD
CaMKII (Ca®* /xanbmomymuH-saBucumoit mpotenHkunasbl 1I; Ca**/calmodulin-dependent
protein kinase IT). KpatkoBpemeHHOe n0kaibHOe TioBbinTeHne KoutenTparmu Ca®t (B pesynbrare
oTKpbITHA KananoB HMJJA perenTopoB) sAB/1AeTCA JOCTaTOYHBIM, YTOObI akTuBUpoBaTth CaMKIL
B manpHereM aKTMBHOCTD 3TON MIPOTEMHKIHA3bI IO P>KIBAETCS HE3aBUCHMO OT COflepyKaHMA
Ca®" Bcnencteue mporecca asrodocdopemmposanus (Soderling & Derkach, 2000). Brokuposa-
Hue aktuBHOCTH CaMKII npuBogut K HeBo3MoxHOCTM mHAyHMposarh JIBII. ITommnmo CaMKII
st pasnuaHbix popm [IBIT BasKHa aKTMBHOCTD Psifia [PYTUX HOCTCUHANTHYECKUX IPOTENHKIHA3
(nampumep, PKC, PKA, MAPK, fyn, src). [Ipryem BKaj TOV MMM VIHOM NMPOTEHKMHA3Bl MOXKET
BapbMPOBATDh B 3aBUCYMOCTH OT 3KCIEPMMEHTAIbHBIX YCIOBUI, TUIIA CTUMY/IALIMN, BO3PACTa JKI-
portHoro (Yasuda et al., 2003).

Morexy/sipHO-K/IeTOYHbIe MEXaHM3bI, CIIOCOOHBIe 0beceunTs nopmepxanue [IBII, MoryT pea-
JIM30BBIBATHCA KaK Ha 6ase mpe-, Tak 1 MOCTCHHAITUYECKOI YacTy KOHTaKTa. Ha ypoBHe mocrcn-
HAIICa IPOJO/DKIUTENbHAS IOTEHIMAIVS MOYXKET JOCTUTATHCS 3a CUeT M3MEHEeHMIT 6110(pU3nIeCcKIX
CBOJICTB penenTopos rmyTramara (Benke et al., 1998), a Takxe IOCPeCTBOM pery/IALNN UX INCTIA.
Hamnpumep, aktuBuposaunas popma CaMKII BezeiBaer dochopennposanne AMIIA peuernro-
POB M yBeTYeHNe IPOBOAMMOCTI MHANBUAYaIbHBIX kaHanoB (Derkach et al., 1999). Kpome Toro,
Le/IBII Psifi paboT ybequTeNbHO MPOAEMOHCTPUPOBA YBEINYEHIE IVC/IA PELIEITOPOB B CHHAIICAX
in vitro B OTBET Ha CTUMYIALMIO, UCIIONb3yeMyto A mHpykuym JIBII, a Taxoke in vivo Bcmep-
CTBUe OOYC/IOB/IEHBIX OIBITOM IUIACTUYECKUX M3MeHeHuit (experience-dependent plasticity). Kax
u vapyKuust [IBIT, Bxmogenne HoBbix AMITA perenrTopoB B ITa3MaTHIeCKy0 MeMOpPaHy THIIIO-
KaMITa/IbHBIX HeilpoHOB TpebyeT akTuBanyyt HMJIA penentopos.

COOTBETCTBEHHO MX OIOKMPOBaHNE IPEISITCTBYeT yBenmmueHnwo uncaa AMITA penentopos
B cunancax (Pickard et al., 2001). IIpumeuarenbHo, uTo fonrospeMenHas penpeccus ([IB]I; long-
term depression, LTD), HanpoTus, IpuBOANT K yMeHblIeHNI0 yncina AMIIA penentopoB B IOCT-
cunance (Hayashi et al.,, 2000). Takum o6pasom, yBemndenne 3¢¢GeKTUBHOCTI CHHAITIIIECKON
Hepefadyl MOXeT JOCTUIATBCA 33 CYeT TPAaHCHOpTa B 0OIACTb MOCTCUHAITNYECKOTO YIUIOTHEHNA
TOTIOMHUTENbHBIX MoneKyT AMIIA pelienTopos. YBemndeHne 4nciaa perenTopoB B IOCTCUHATIICE
IPOMCXOANT Oarofapsi BCTPAMBAHUIO B MeMOpaHy perenTopos, cogepxamux GluR1 cybbenn-
Huiy. To ecTb 9TOT TMpoLece crenuduueH B OTHOMEHNN CYOBEANHIIHOTO COCTABA PELEITOPOB
U OCYIIeCTB/ISIETCSI HE3aBUCUMO OT ITOCTOSIHHO MAYIIEro mpoljecca B3anmoobmena AMIIA peren-
TOpOB B nocTcuHarce (constitutive receptor turnover) (Malinow & Malenka, 2002).

ObecneueHne MOAEPXKAHNS CHHANTUYECKON IIepefadll B IOTEHIMMPOBAHHOM COCTOSHII
MOXKET TaK)Ke OCYIIECTB/IATbCA UM IPECHHANTNYECKMMIU MeXaHM3MaMiu. B KadecTBe OIHOTO M3
BO3MOXXHBIX BAPMAHTOB OBUIO IIPEIOKEHO M3MEHEHNUe [VHAMUKY BBICBOOOX/EHMs HelipoMe-
AiMaTopa M3 aKCOHHOTO OKOHYAaHUs B pesynbTaTe MHAYKIMu [IBII. DTOT MeXaHM3M OCHOBaH Ha
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Prc. 2. CxeMa, IeMOHCTpUpYIOLIas paboTy MeXaHM3MOB MHAYKIMN U akcpeccun IBII B mome CAl rummo-
kamma. A-B) Viapykius [IBIT Mo>keT OBITb OCYIIeCTB/IEHA IIPY IOMOLIM MCIIO/Ib30BAHMS BBICOKO-
JaCTOTHOI CTUMYJLLINY, KOTOPas IPUBOAUT K JETO/IIPHU3ALINM TOCTCUHANITIIECKOI T MeMOPaHbI
U CHATUIO MarHueBoro 6710ka ¢ kananos HMJJA perjerrtopoB. YianeHue MaraueBoro 6/10ka mosso-
nAgeT rIyTamary akTusuposath HMJIA perienTopsl, 1 uX OTKPBITHE IPUBOANT K IIPUTOKY KaTMOHOB
Ka/IbIMA BHYTPb KJIeTKU. [ToBbIlIeHNe BHY TPUKICTOYHOTO Ka/IbIVA AB/IAETCA K/II0YeBBIM MOMEHTOM,
ocymecTsAommM 3anyck JIBII. B) Oxcnpeccus, wm nopaep>xanne, JIBII MmoxxeT ocymiecTBIATbCA
IIPY HOMOIIM Y4aCTHA HECKOTbKMX KaK Ipe-, TaK ¥ IIOCTCMHANTUYECKIX MEXaHI3MOB, He MICKITIO-
JaIOLIVX APYT Apyra. YBemndenne 9 GeKTUBHOCTI CMHAITHYECKOI Iepefadn MOXKeT JOCTUTAThCS:
yBenuueHreM npoBogyumocty AMITA KaHa/IoB, CBA3aHHOI ¢ GpochopuanpoBaHmueM MOIEKYI pe-
LIeNITOpa; BCTPaMBaHMeM JOMOTHUTENbHBIX MOJIEKY/I PELIeNITOPa B IIOCTCHMHAITIHYECKOE YIIOTHEHME;
yBelnueHreM BbICBOOOKIEHISI HeJIPOMe1aToOpa I3 IPeCUHAITIYEeCKOTO OKOHYaHsA. CTPYKTypHBbIe
U3MeHeHns, conpopokparouye JIBII, Takxe IpeAnonaraoT yqacTue B 9TOM IIPOIecce MOMEKYIT
nuTockeneTa. KoopanHarys usMeHeHuUII B IIpe- 1 IIOCTCHHAITUYECKO YaCTU KOHTAKTa MOXeT
TOCTUIATbCA B pe3y/ibTarTe JefICTBIA PeTPOrpaIHbIX MECCEH)KEPOB U MOJIEKYI, OCYIIECTBILAIOIINX
b13MUeCKyIO CBA3h MEX/Y IIpe- 1 MOCTCHHANITIIECKO MeMOpaHot (HaIIpyMep, MOZIEKY/T KJIETOUHOI

ajresun).

0COGEHHOCTSX KMHETHUKI CBA3BIBAHMs ITyTamara ¢ perenropamu AMITA-Tuma. Beicrpoe yBerm-
YeHJe KOHIIEHTPaLuy HelIpollepelaTylKa B CMHAIITIYEeCKOI LIe/IN BO BpeMs TPaHCMUCCUM Hojiee
3G GeKTNBHO aKTUBMPYET PeLeTOPbl, YeM MeJJIeHHble M3MEeHEeHNUA KOHI[EHTpaluy Heliporepe-
maTuyka. I1oaToMy MORY/IALNA CKOPOCTI 9K30LMTO3a CUHANTIYECKUX BE3UKY/I CIOCOOHA OKa3bl-
BaTb B/IMAHIE Ha Be/MYMHY CMHAITIYecKkoro oTBera (Renger et al.,, 2001). Mingyxumsa JIBIT moxet
TAaK)Ke IPUBOAUTD K M3MEHEHUI0 BEPOSITHOCTHU BBICBOOOXKIEHNMSI HEPOMEAMATOPA N3 aKCOHHBIX
tepmuHareii (release probability). Hekoropsie ¢popmst [IBII, Hanpumep, B CHHAIICAX MIIUCTHIX BO-
nokoH (mossy fiber synapses) Ha nmupamMugHbIX KaeTKax B mone CA3 IUIIOKaMIIa, IPAKTUIECKN
IOJTHOCTBIO PeanM3yIoTCsl 3a CYeT M3MEHEHUs BepOsTHOCTH penmsa. Ita ¢opma JIBII, oxgmaxko,
MMeeT OT/IMYHBII OT BBIIIEONVCAHHOTO MEXaHM3M MHAYKIUY 11 He 3aBUCUT OT aktuBanyy HMIJA
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penenrropoB. Kpome Toro, 65110 BRICKa3aHO MpeAnonoxenne, 4to nuaykuus JIBIT moxer mpuso-
AUTH K M3MEHEHNsIM pasMepa HOPBI CIMSHMSA IpeCcHHANTIIecKnx Be3ukyn (fusion pore) c meMm-
6paHoiT BO BpeMs BbIOpOCa HEITPOMEMaToOpa 1 TAKMM 06Pa3oM MEHSITb KOMMIECTBO BBHICBOGOXK-
JaeMOro IJIyTaMaTa M COOTBETCTBEHHO BBI3BIBATh M3MEHEHUA BEINYMHBI MOCTCHHANTUYIECKOTO
orBera (Krupa & Liu, 2004).

Opnnaxo, ecnu nugykuyst JIBIT mponcxoanT B MOCTCMHAIICE, BO3HMKAET BOIIPOC, KaKMM obpa-
30M IIPeCHMHAIITIYeCKOe OKOHYaHMe IONTy4YaeT MH(OpMALMIO O HEOOXOZMMOCTM (PYHKIMOHA/Ib-
HBIX IIepecTpoeK? B 9Toll CBA3M BaXKHO MMETDb B BUJY, YTO CMHANTUYECKIII KOHTAKT He ABJIACTCA
«JJOPOTOJl C OJHOCTOPOHHUM [BYDKEHMEM», 110 KOTOPOIl MHQpOpMaLus IepeaeTcs NUIIb OfHO-
HaIlpaBJIecHHO OT aKCOHHOTO OKOHYAHNUA K IIOCTCHMHAIICY. DOJbIIOe 4MCI0 MCCIefoBaHMil IIpo-
[eMOHCTPMPOBA/IO HA/IM4Me MEXaHM3MOB OOPATHOTO pacIpoCTpaHeHmsi CurHanos (retrograde
signaling) oT MOCTCMHANITIIYECKOTO HellpOHA K IIPECHHANTNYECKOMY, IPUBOAAIINX K N3MEHEHUIO
[IapaMeTpOB BblJie/IeHNs HellpoMenyaTopa (HarnpyuMep, BepOSITHOCTU pen3a M KBaHTOBOTO pas-
Mmepa [quantal size]).

TaxasA curHaMM3aIMA OCYLIECTBIIACTCA IOCPEICTBOM PeTpOrpajHbIX MecCeH>KepoB (retrograde
messengers), cioco6usix udyHAMpOBaTh Yepe3 BHEKIETOYHOE IPOCTPAHCTBO. B KavecTse cur-
HaJIbHBIX (PaKTOPOB MOTYT BBICTYIATb OKcyp o3ora (NO), cymepoxcuy aHMOH (0?"), monOKCHUT,
yrrepopa (CO), apaxugonosast kucnora (arachidonic acid, AA), a Taxxke HelpoTpoduueckme
daxropsr, Takne, kak BDNF (brain-derived neurotrophic factor) (Medina & Izquierdo, 1995). ITo-
MUMO 3TOT0, peTporpajHas CUTHAIM3ALNA MOXeT OCYLIeCTB/IAThCA IOCPEACTBOM KOHpOpMAI-
OHHBIX VI3MEHEHUIT KOMIIIEKCOB KPYIIHBIX G€IKOBBIX MOJIEKYJI, KOTOpPbIe (PU3MYeCKN CBS3BIBAIOT
IIpe- ¥ MOCTCUHANTIYECKYI0 MeMOpaHbl. CylecTBOBaHIE HOZOOHBIX KOMIIIEKCOB OBIIO II0OKAa3aHO
I MOJIEKY/I KJIETOYHOI anre3un (HalpyMep, MHTEIPMHOB ¥ KAIT€PUHOB), IPMHUMAIOMINX y4a-
crue B Moyt IBIT (Tang et al., 1998; Chan et al., 2003).

DyHKIMOHA/IbHBIE M3MEHEHNUA CUHANTUYECKON Ilepefiadyt HepaspbhlBHO CBA3aHBI C Y/IbTpa-
CTPYKTYPHBIMIU IIepecTpoiikamMu. MHOro4dncieHubie paboTsl y6eqiTeNbHO MIPOAEeMOHCTPUPOBAIH,
uro naaykuus JIBII npuBoant x nsmeHennssM Mopgomorun crHarca (Yuste & Bonhoefter, 2001).
[Ipu 5TOM BHMMAaHVeE MCCIENOBATENeN ¢ CAMOTO Hadajia MPUBJEK TOT (aKT, ITO M3MEHEHMs Ipe-
U IIOCTCUHAINTUYECKOI YacTell KOHTAKTa IIPOMCXOAAT C BBICOKOII CTelleHblo0 KoopanHauym. Ilpen-
HIOJIOXKUTEIBHO, CYLIeCTBEHHYI0 POJIb B 9TOM MIPAOT MOJIEKY/Ibl KJIeTOYHON ajiresyi, KOTOpble
C BHYTPUK/ICTOYHOJ CTOPOHBI CBSI3aHBI C 9/leMEHTaMI LIMTOCKe/IeTa KIeTKU U, C/IefOBaTe/NIbHO,
MOTYT 3aITyCKaTh JIOKaJIbHble MOP(OIOrnYecKye IepecTPOIKI B OTBET Ha M3MeHeHnA Mop¢orIo-
TUY OKPYXKAIOIUX KJIETOK. DTO U I03BOJIAET KOHTAKTUPYIOUIMM HellpOHAM CHXPOHM3MPOBATDH
PeCTPYKTypU3aLMIO IOCTCHHAIICA I aKCOHHOTO OKOHYaHVA Bo BpeMs JIBIT (Wheal et al., 1998).

OpHako, HECMOTPS JlaKe Ha 3HAYMTE/IbHDIC YCIeXU B PasBUTUU METOMIOB BM3Ya/IM3al[uyl CU-
HAIICOB, BOIIPOC O TOM, K KaK/MM MMEHHO CTPYKTYPHBIM M3MEHEHVAM CHUHAITIYEeCKUX KOHTaK-
ToB npuBoanT JBII, BO MHOTOM OCTaeTCs OTKPBITBIM. ITO CBA3aHO B IEPBYI0 OYepelb C TeM, UYTO
O[IHO3HAYHO OIpee/nTh, Iponusouia au IBII B faHHOM KOHKPETHOM CHHAIICe, OY€HDb C/I0XHO,
BeJIb 3aIMCh 3/IEKTPOPU3NONTOTNYECKIX OTBETOB IIPOMU3BOJIUTCS CO BCETO HEMPOHA, a He C OT/eNb-
HOTO cuHarica. PaboThl, B KOTOPBIX OBUIN HMPEIIPUHSITEL IIOMBITKN «IIOMETUTh» IOTEHIMNPOBAH-
Hble CUHAIICBI, B YaCTHOCTY C MCIIO/Ib30BAHMEM LNTOXMMUYECKNX CII0C000B obHapyxenns Ca2+
B IIMIMKAX IIOC/Ie BBICOKOYACTOTHON CTUMY/IALNY, IPU BCeX HOCTOMHCTBAX OCHOBAHBI Ha pAfe
IOIYIIIeHIT, He MIMEIOLINX 9KCIIePUMEeHTA/IbHBIX JoKasaTenbcTs (Buchs & Muller, 1996).

Eme B panHux uccnegosanusix [IBIT 65010 BBICKAa3aHO MPENIONOXKEHNE, YTO OHA IIPUBOSUT
He TOJIbKO K M3MEHEHNI0 MOpPGOIOINy CHHAIICOB, HO U B UTOTe K YBEIMYCHNIO UX 4MCIa. TakuM
06pasom, moffep)KaHye TOTEHIMALNN OCYIIeCTB/ISIETCS 3a CUET TOTO, YTO B CYMMApHOM OTBETE




He[pOHA Ha CTUMY/ILUI0 IPMHUMAET ydacTue Oojbliee YMC/IO CUHAIICOB. BbIIO mocTymmpo-
BAaHHO, 4YTO yBeIH/I‘IeHI/Ie B Heﬁpom/me qucja CMHAIICOB C HBYMH n 6onee IIOCTCMHAIITUYECKMMN
YIIOTHeHUAMM Tocie uHaykuum JIBII aBnsgeTca oTpakeHMeM IIpoljecca pacHlenIeHns Cylle-
CTBYIOH.H/[X }leH,HpI/ITI/[LIeCKI/IX IINIINKOB "N Q)OPMMPOBaHI/IH HOBBIX CMHAIITNYECKNX KOHTAKTOB. OH-
HAKO TaKOU CIleHapMil Pa3BUTHSI COOBITIMII OBUT IIOCTABIIEH TI0, COMHEHIIE PSIIOM MCCIeToBaTenel
(Hering & Sheng, 2001; Fiala et al., 2002; Ostroff et al., 2002). Kpome Toro, cam ¢akr yBemaenns
YJIC/Ia CMHAIICOB B 0TBeT Ha JIBII 1o cux mop ABnAeTca npefMeTOM IUCKYCCHIA.

Mop(bonormquKme M3MEHEHUA (bOpMI)I ¥ BE/IMYVMHDBI CMHAIITNYECKOIO KOHTAaKTa HE BO3MO>KHbBI
6e3 BOBJIeUEHNs TTpOIlecca CUHTe3a Oenka 1 sKcrpeccuyt reHoB. OTHAKO 9TM MEXaHM3MBI BKTIOYA-
OTCA TOJIBKO CHYCTH HeKOTOpOG BpeMﬂ (,HeCHTKI/I MI/IHYT n qacm) I BHOCAT BKJIa[, I/TAaBHBIM o6pa-
30M B mofiep>kanue mo3ganx ¢as [IBIT (Kandel, 2001).

Kak y>xe 6bUI0 OTMe4eHO, OMHAMMKA M3MEHEHVI KOHIIeHTpalyy HelfpoMeiaTopa B CHHAIITHU-
YeCKOII IIIe/IV MOXKET SIB/IATHCS OHNM 13 CII0c060B perymsiiun 3¢ (eKTNBHOCTH CHHANITIYECKO
nepemadyt. [IoMIMO KMHETHKM BBICBOOOXKEHNSI HEMPOMERMATOPA, OHA TAK)KE OIPefe/IsieTCsl pa-
60TOlT MexaHM3Ma 0OPATHOrO 3aXBaTa, POjIb KOTOPOro B mopmep>kanuu [BII HemaBHO oIy 4n/Ia
aKcIeprMeHTanIbHOe monTBepkaenne (Levenson et al., 2002). Ycunenue mpoiecca o6patHOro 3a-
XBaTa MOXKET OBbITb HEOOXOmMMO IS NpefoTBpallleHNs JTeCEHCUTU3ALNI PEeLeNITOPOB B IOTEH-
LUVPOBAHHBIX CHHarcaX. Kpome Toro, paboTa IIyTaMaTHBIX TPAHCIIOPTEPOB OTPAHNYMBAET «BBI-
wreckuBanme» (spillover) Heitpomenmaropa 3a mpemenbl CMHANTHYECKOI 1NN, TPeSoTBpaliast
AKTMBAVIK COCEOHUX CHMHAIICOB, 1, BO3MOXXHO, BHOCUT BKJ/IaJ B Holmepxaﬁme CI/IHaHTI/I‘IeCKOI/uI
crretuduunocty [IBIT (Tsvetkov et al., 2004).

Ponb TOpMOKEeHNA B CMHANITYECKOM INIACTUIHOCTI

T'AMK (y-ammHoMaciAHHas Kucnora; GABA) ABfAeTcs OCHOBHBIM TOPMO3HBIM HelpoMenna-
TOPOM IIEHTpPabHON HepBHOI cucteMbl. CooTBeTcTBeHHO, TAMKepruueckas Heifpomnepenada
UTpaeT BOXHYIO POJIb B OCYILIECTBEHNN KOHTPO/LI BO36ykjenust u B runmokamie. Cetn TAMK-
epPrUIecKnX NHTEPHEIPOHOB KOHTPOINPYIOT KJIETOUHYI0 BO3OYANMOCTD U KOOPAMHUPYIOT CBOI-
CTBa IIPOCTPAHCTBEHHO-BPEMEHHOI MHTErpaluy MpaMUIHBIX HellpoHOB. HecMoTps Ha To, 4TO
MHTEPHEIPOHBl COCTAB/IIIOT OTHOCUTEIBHO HEOOJIBIIYI0 IIOMY/LINNI0 HEPOHOB THUIITOKAMIIA,
3HAYMTEIbHASI ApOOPU3ALNIS NX AKCOHOB IO3BOJISIET KAXKJOMY TOPMO3HOMY HEIIPOHY yCTaHABIN-
BaTb CMHAIITHMYECKIE CBA3M CO MHOIVIMU IIMPAMUHBIMI KIeTKaMu, GOpMUPYS MHOTOYMCTICHHbIE
KOHTAKTbl C K&KIBIM M3 ITOCTCUHANITHYeCKNX HelipoHoB (Buhl et al., 1994a; Buhl et al., 1994b).
ITpu 9TOM HeKOTOpPbIe MHTEPHEPOHBI IIOCBUTAIOT CBOV aKCOHHBIE OKOHYAHUA IIPEMMYIIeCTBEHHO
K II€PUCOMATIIECKOIl 00/IaCTI K/IETOK, B TO BPeMsi KaK Apyrue GOPMUPYIOT CHHAIICHI B OCHOB-
HOM Ha JIeHIPUTHOM JiepeBe HeiipoHoB (Miles et al., 1996). Kpome Toro, mHTEepHEIPOHbI NUMEIOT
pa3BeTBJIEHHBIE CBSI3Y BHYTPU COOCTBEHHOTO IIy/a, GOPMUPYs TAKMM 00pPasoM TOPMOSHYIO CETh
C BBICOKOIT CTEIIeHbI0 B3aNMHBIX coefuHenuit (Acsady et al., 1996; Gulyas et al., 1996).

B ormuye oT mMpaMuHBIX HElIPOHOB, MHTEPHEPOHBI IIPECTaB/LAIT COO0I OYeHb IreTepOreH-
HYIO ITOIy/IALUIO KIeToK. Tonbko B mome CAl runmokaMIina HaCYMTBIBAeTCA 10 MEeHbIIelt Mepe 16
TUIIOB MHTEPHEPOHOB, PA3ININAIOIINXCS 10 MOP(OIOrNIeCcKIM, OMOXMMITIECKUM 1 37eKTPOd-
3MoIorn4ecknM cpoiictBaM (Somogyi & Klausberger, 2005). OgHako OTCYTCTBUE YeTKUX KOPPEi-
LVIT MEeX/Y 9TYIMU IIapaMeTpaMy B 3HAYNMTE/IbHON CTEIIeHN 3aTPYAHACT KIacCUPUKALIIO TOPMO3-
HBIX HeilpoHOB. [I0aTOMY onpepeneHne poyy TOro VIV MHOTO TUIIA HTEPHEIPOHOB B MOJY/LALIIN
CHHANTNYECKOI ITACTUYHOCTH ellfe TOJIbKO HpefcTonT. TeM He MeHee HEeKOTOpble OOIIie IpuH-
LVIIIBI YYaCTVA TOPMO>KEHNA B CMHAINITOIVIACTIYECKIX MI3MEHEeHNAX XOPOLIO 0XapaKTepl30BaHbL.
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Crumymsanus xovratepaneit [laddepa (Schaffer collaterals), mcnonssyemast mist nHAYKUMN
JBII, mpuBOAUT K aKTUBALMY HE TOIBKO BO3OY>KHAMOLINX, HO U TOpMO3HbIX, TAMKepruuecknx,
HellpOHOB I'MIINOKaMIIa. IToc/iefHme OCyIecTBIIAIOT 1Ba PYHKIMOHAIbHO PasHbIX THUIIA TOPMOXKe-
HUS upaMugHbIX KreTok monst CAl: npsimoe (feed-forward) Topmoskerne n o6parnoe (feed-back
or recurrent) TopMoxkeHue. B ciydae npsamoro Topmoxennsa TAMKeprirdeckuil HeifpoH, MIMeIO-
Ml OKOHYaHMA Ha NMPaMMIHBIX KieTKax moist CAl, HemocpefcTBeHHO aKTMBMPYETCA aKCo-
HaMmu BO30yxparomux Heitponos moimst CA3. IIpsiMoe TOpMOXEHIE OIOCPeAyeTCsl B OCHOBHOM
HepMCOMAaTUYeCKIM OKOHYAHMAMM Ha IMpaMUAHbIX kaeTkax (Parra et al, 1998). B cinygae 06-
PaTHOTO TOPMO>KeHMA BO30YX/jeHNe IIMPaMIUIHBIX HelpoHOB 1011 CAl B OTBeT Ha CTUMYJLALIVIO
10 KOJIaTepasiAM IIepeflaeTcsl K MHTepHeNPOHaM, KOTOpble B CBOIO OYepe/ib OCYIeCTB/IAIT TOp-
MO>KeHIe BO30YAMBIINX UX MIMPAMUAHBIX KIETOK (puc. 3).

T'AMKeprudeckas Hejfporepefiada OCYIIECTBAETCA IOCPEACTBOM aKTMBAIMM MOHOTPOIIBIX
nurang-aktusupyeMeix TAMK, peuentopos, KOTOpble (GOPMUPYIOT KaHAJIbI, IPOHUIIAEMbIE AJIsI
aHMOHOB X/IOpa, a Takke MeTaboTpomHbix TAMKj pe-
L[ETITOPOB, POHNIIAEMBIX [/Is KaTnoHOB Kanmua. [AMK,
n TAMKg penenTopbl OCYIECTBIAIOT TOPMOYKEHNE
¢ pasnuuHoil kuHeTukoit. K Tomy e I'AMKj penen-
TOpPBl TIOMMMO TIOCTCHMHAIICA MOTYT PpacIOIaraTbCA
B TIPECMHANTNYECKON YacTM KOHTAKTa, IJieé OHM BBI-
HOJIHAIOT POJIb ayTOPeLenTopoB (autoreceptors), mopa-
B/IAA BBIOpOC HelipoMenmaTopa (Davies & Collingridge,
1996).

TAMKepruyeckass cmcTeMa NpPUMHUMAET ydacTue
B MEXaHM3Max MHJyKUuu u skcrnpeccun JIBII B rumm-
mokamrte (Steele & Mauk, 1999; Feldman, 2000). Kak
npasuio, 6mokuposanne TAMK, perenntopoB B cpesax
e npsvoe (1) u obparxoe (3) TUIIIIOKaMIIa IPUBOAUT K yBemdenio JIBIT (Wigstrom
TOPMOJKeHIIe MPAMIUHOI KIeTKI & Gustafsson, 1985; Chapman et al., 1998). Ycunenne
(2) npu crumynsun xomnarepanein K¢ TAMKeprudeckoit  HeliporpaHcmuccny  mpu - 1o-

Puc. 3. VIHTepHelpoHbl, OCYIIeCTBIIAI-

[lapdepa (BbLEENIEHDI KPACHDIM). Moy arouctos TAMK penentopos, HAIPOTUB, CHU-
«+» — BO36YKIIAIONINe CUHATICHI, skaeT crenenb norennuanuu (Levkovitz et al., 1999).
«—» — TOPMO3HbIE CUHATIChL. MexaHN3MBl CHHANTUYECKOTO TOPMOXKEHMUS, aK-

TUBpUYeMble BO BpeMs BBICOKOYACTOTHON TeTaHN4e-

CKOIl CTUMYJLSILNY, OCTEIIEHHO 0C/IabeBaioT, IPUBO/S
K yBeJIMYEHNIO [eIO/sIpusyolero a¢¢exra, BBI3BAHHOIO aKTUBAI[MEN BO30YXXJAMOLINX CIHAI-
coB (McCarren & Alger, 1985). PaboTa sToro MexaHu3Ma OT4acTV MO>KeT OBITb OCHOBaHa Ha ydJa-
cruu TAMKjy, ayToperenitopos B mogasnennn BoicBoboxgennst TAMK (Davies et al., 1991; Mott &
Lewis, 1991). OpgHako cymiecTBeHHas poyb mpecruHantndeckux TAMKg penenTtopoB B MHAYKIUN
JBII 6b11a IPOIEMOHCTPMPOBAHA [IPY IOTEHIMALNY, BBI3BIBAEMOII MCIIO/Ib30BAHIEM [IPOTOKO/IA
TeTa-paspsos (theta-burst stimulation), Bo BpeMst KOTOpOit 06b14HO 10 MavyeyHbIX paspsioB, CO-
CTOAIMX U3 4 MMITYIbCOB, NOJaBaeMbIx ¢ 4actoToi 100 I, paspenensr maTepBanamu B 200 Mc
(aTo cooTBeTCTBYeT TeTa yactoTe — 5 I1r) (Staubli et al., 1999). broknposanue xe TAMKj penern-
TOPOB IIPJ VICHO/Ib30BAHUY «K/IACCHYECKON» BBICOKOYAcTOTHOM ctuMyanym (100 Iy B Tedenue
1 ceKyH[bI) He OKA3bIBAET CTO/Ib 3HAYMTEIBHOTrO BiusiHys Ha BenuduunHy JBIL. Takum obpasom,
MORY/IALNA IVIACTUYHOCTI 3aBUCUT OT ITATTepPHA Y MHTEHCUBHOCTY CTUMYILALIUY, YICHO/Ib3yeMO
wrst uapykiyy IBIT (Chapman et al., 1998; Staubli et al., 1999).



KpoMe Toro, pAx McciefoBaHuil MOKa3al, YTO IIPY BBICOKOYACTOTHON CTUMY/IALUYU BOJIOKOH
MMaddepa TAMKepriyeckye oTBeTbl BMECTO TUIICPIOAPU3ALNY IPUBOAAT K AEHOIAPM3ALINN
MOCTCUHANTUYECKOTO HEIPOHa, OKa3bIBask TAKMM 00pa3soM mapafoKcaibHOe BO30yxK/amolee fieit-
crue (Kaila et al., 1997; Taira et al., 1997), coorBeTcTBeHHO 06meryas napykuuio JIBIT (cf Autere
et al., 1999). HexoTopble aBTOPBI TaKXKe CBSI3BIBAIOT 9TOT fenosipusyommuii a¢pdext TAMK c ax-
tuBHOCTbI0O TAMK]} penrentopos (Cobb et al., 1999; Brown et al.,, 2003). CiegyeT OTMeTUTD, YTO
OKOHUaTeIbHOE MpOsiCHeHMe poru Bo30Oyxpaatorneit TAMKeprideckoit HelfpOTPAHCMICCUN B MH-
AyKOUM HBH BO B3POC/IOM COCTOAHNUN HYXXIAE€TCA B JOIIOTHUTE/IbHDBIX MICCIIEAOBaHNIAX.

ITnacTmyeckne N3MeHeHNA BO BpeMsA PaHHErO Pa3BUTHA

ITpumedvaTenien TOT (HaKT, YTO MEXAaHNU3MBI, BOB/IEIEHHBIE B OCYIIECTB/IEHIIE HEKOTOPBIX GOPM CIi-
HaNITUYECKON IVIACTUIHOCTU B 3PETIOM MOS3Te, MCIIONb3YIOTCA TAK)Ke Ha PAHHUX 3TAIlaX Pa3BUTUA
BO BpeM: CMHAIITOreHe3a. PojIb 9/IeKTpuYecKoil akKTMBHOCTHU B pOPMUPOBAHIY (QYHKIMOHATLHBIX
CBAA3EN MEXJy HelIpOHaMM M3BECTHA JaBHO. XOTA OTOKVMPOBaHME CUHANTUYECKON aKTMBHOCTH
caMo 1o cebe He mpefoTBpaiiaeT GOPMUPOBaHNE CHHAIICOB, HO/Iee TOHKAsE HACTPOIIKA B3auM-
HBIX COEIVHEHMII KJIETOYHBIX 9IEMEHTOB HEPBHOI TKAHM, U30MpaTe/bHas CTAOMIN3ANs OfHUX
U MMKBUJAIVA APYTUMX KOHTAKTOB B 3HAYMTETBHON CTEIIEHNU 3aBMCAT OT CTENEHM KOPpPeNAIyn
aKTMBHOCTY IIpe- U MOCTCUHANTUYIECKNX HEIPOHOB. DTO XapaKTePHO KakK /I IeHTPaIbHOI, TaK
u A nepedupudeckoil HepsHoI cutembl (Verhage et al., 2000; Zhang & Poo, 2001; Lauri et al.,
2003; Bouwman et al., 2004).

Opnnoit 3 Takux o6umx 4ept [IBII 1 aK TMBHOCTH-3aBUCUMBIX MEXAHN3MOB TOHKOI HACTPOMKN
BXOJI0B HeitpoHa (activity-dependent input refinement) Ha paHHMX 3TaIlaXx OHTOr€He3a SIB/ISETCS
y4dacTre B oboux mpoueccax aktupanuy HMJIA penentopos. Kak B mepsoM, Tak 1 BO BTOpOM
cnydae HMJIA pelenTopsl BHICTYIAIOT B Ka4eCTBE MOJIEKY/IAPHOTO /IeTEKTOPA BPEeMEHH Ol KOp-
permsiumu akTuBanuu npe- u nocrtcuHarnca (Hahm et al.,, 1991; Cline, 2001; Shi et al., 2001). O6a
Ipoljecca TaK)Ke 3aBUCAT OT akTuBHOCTK npoTenHkuHaszpl CaMKII (Wu et al., 1996). Kpowme Toro,
TpaHCcIopT peuentopos (receptor trafficking) m BcTpamBaHme MX B aKTMBHYIO 30HY HOC/IE UH-
pyxuyn [IBIT nMeroT ¢peHOMEHOIOIMYecKoe CXOACTBO C IPOLIECCOM CO3PEBaHNA CHHANITIYECKIX
KOHTAKTOB, BO BpeMs KOTOPOT'O IIPOMCXOAUT IIpeoOpa3oBaHue TaK Ha3blBaeMbIX «MOMYALINX CHU-
Haricos» («silent synapses») B (pyHKIIMOHATIBHO aKTUBHbIE KOHTAKTHL. Ha ocHOBaHMM 9TOr0 6bIIA
BBICKa3aHa rumoTe3a o ToM, 4to JIBII (mam mporecc momo6HbII eil) SIBIAETCS BXKHBIM MEXaHM3-
MOM co3peBaHus Bo30Oyxparomux cuHamcos (Liao et al., 1995; Durand et al., 1996). KocBenusMm
CBUETENIbCTBOM, OATBEPKAAIOLINM 3Ty BO3MOXKHOCTD, SB/IACTCA TOT (DAKT, YTO Ha/M4ue CIIOH-
TaHHOJ HEMIPOHHOJ aKTMBHOCTY Ha PAHHMX 9TallaX Pa3sBUTHA HEPBHO CUCTEMBI JOCTATOYHO JI/IA
OCYIIeCTB/ICHNA CeeKTUBHON JOCTaBKM B cuHancel AMITA penenrtopos, copepsxamux GluR4 cy-
6benuHuIbl (Zhu et al., 2000). AKTMBHOCTb-3aBUCHMBIE IIPOLECCH KaK BO BpeMsl PasBUTHS, TaK
U BO B3POCJIIOM COCTOSHUY VMMEIOT B OCHOBe O0IIVe MOJIEKY/LIpHbIe MeXaHM3MbI, a MHOTUE CIUT-
Ha/IbHbIE MOJIEKY/IbI, YYAaCTBYIOIIME B Pa3sBUTUM CUHANTUYECKNX KOHTAKTOB, TAKXKe ABIIAITCA
BXHBIMI MOJY/IATOPAMU CMHAIITMYeCKO IUTacTM4HOCTM y B3pocibix (Constantine & Cline,
1998).

CremyeT OTMETHUTD, YTO BO BpeM: HEOHATaTbHOTO IepMOJia Pa3BUTHUA JlaXKe HM3KOYACTOTHAS
crumynanyusa TAMKeprudyeckux BOTOKOH OKas3bIBaeT JENOJApM3YyIollee [ieliCTBIE Ha MeM6paHy
MIOCTCHMHANTIYECKUX HEMPOHOB. DTO CBA3aHO C TeM, YTO HA PAaHHMX dTalaX pPa3BUTNIA NOTEHIUAT
pesepcun TAMK pererrtopoB nmeeT 6ojiee OIOKUTEIbHbIE 3HAUEHSI 13-3a 60JIee BBICOKOI! (110
CPaBHEHMIO CO B3POC/IBIM COCTOSIHMEM) KOHIIEHTPAalUy BHYTPUK/IETOYHOrO XjIopa. Bricokoe co-
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Tep>KaHMe VIOHOB XJIOPAa B Pa3sBMBAIOIMXCHA HEMPOHAX ONpPENENAeTca OTCYTCTBMEM AKTMBHOTO
TPAHCIIOPTA, HAIIPABJIEHHOTO Ha BBIKAYMBaHME UX BO BHEK/IETOYHOE IPOCTPAHCTBO. Y KPBIC IO-
CTENEHHBIl Iepexofi OT MAEeNOIAPU3YIONIero K rumepnonAapusyomemMy pericteuio IAMK mpo-
VCXOJUT B T€YEHME BTOPON HENENM IMOCIE POXJIEHMA, KOIZla HEMIPOHbI HAYMHAKT 9KCIPECCUPO-
Batb HelponHblil K'-Cl™ korpancrioprep KCC2 (Rivera et al., 1999; Lamsa et al., 2000). Pa6ora
oMl KCC2 npuBoanT K BbIKAYMBAHMIO XI0pa U3 KIeTKM. [109TOMy IOTeHI[Man peBepcun ToKa,
omnocpenyemoro TAMK perenrropamu, MsHadaabHO O0jlee MO3UTUBHBIN, YeM IIOTEHIMAT OKOS
HellpoHa, CTAaHOBUTCA Oojlee HeraTMBHBIM. B pesynbrare axtmBanusa AMK peunentopos npuso-
JUT K TOMY, 9TO XJIOP M3 BHEKJIETOYHOIO IPOCTPAHCTBA YCTPEMIIAETCA Yepes KaHasl pelenTtopa
BHYTpb KJIETKU 1 MeMOpaHa mpuobperaer 60iee OTpUIATEIbHBIN 3apsi (TUIIEPIOJISIPUSYETCH).
Jenorspusanus, KoTopyro obecrednsaer akruBanusi TAMK penentopos Ha paHHeM Jrare pas-
BUTHS, OKa3bIBAETCS HOCTATOYHOI JIsl CHATHUSA MarHueBoro 6oka ¢ HMJJA penenrtopos. Takum
obpasom, TAMKeprideckasi cucrema sIBIsIETCSI IIPUBJIEKATETbHBIM KAHAMAATOM Ha POIb MOAY-
JIATOpa CHHANTHYECKOI IUTACTUYHOCTI BO BpeMsi pasButusi ronosHoro mosra (Leinekugel et al.,
1995; Ben-Ari, 2002). JeticTBuTENbHO, OBIIO IOKa3aHO, 4TO poinb AMKeprudeckoit HeitpoTpaHc-
MUCCHM B VHIYKLMM JONrOBpeMeHHoi fenpeccun ([IB]I) B rummokamiie pasjanyHa y HOBOPOX-
[IeHHBIX KPbIC 1 60JIee 3pebIxX >KMBOTHBIX. Ha paHHMX Tamax pasBUTHsI AEIOAPU3AL 3a CIET
aktuBanuu [AMK, pernentopoB obmerdaer akruBaunmio HMJIA penenTopos, MOHIDKAsS IIOPOT
mapykuuy [IBJI. Hanpotus, y 6o/ee 3pebIx >KUBOTHBIX cuHeprusM B gerictsuu TAMK, n HMJIA
PeLeITOPOB OTCYTCTBYET, 1 IPOTOKOIbI MHAYKIVM IB]I, 3 dekTuBHBIE Y HOBOPO>KICHHBIX KPBIC,
yxe He percTBytoT (Pavlov et al., 2004). Taxxe 6b110 ITOKa3aHO, 9TO 3PPEKTUBHOCTD MHAYKIINI
JIBII nsmeHseTcA B mpolecce pasBuTyusA opranmsma, u IAMKeprudyeckoe TopMO>KeHVE€ BHOCUT
BKJIaJ] B MeXaHu3M oTux usmeHenuit (Meredith et al., 2003).

B3aI/IMO]IeI‘/'ICTBI/I}I MEXAY KI€TKAaMI 11 BHEKTIETOYHBIM MAaTPUKCOM
B MO YIAINN CUHANITUYECKOM MIACTUIHOCTH

BHeK/IeTOYHBIII MaTPUKC COCTAaB/IACT 3HAYMTEIbHYIO YacTh 00'beMa HepBHOJ TKaHu. ITo HeKoTo-
PbIM OLIEHKaM OH 3aHMMaeT 0K0/10 20% ro/I0BHOTO MO3ra BO B3POC/IOM COCTOSHUMU U IOYTH B /1B
pasa 6onbie y HoBopoxKeHHbIX XMBOTHBIX (Nicholson & Sykova, 1998). Bonee Bexa Tomy Ha-
3an Kamuyo Tonbxu onycan peTuKynispHYI0 CTPYKTYPY, OKPY>KAIOLIYIO Te/la HelIpOHOB, — IIe-
puHelipoHabHYyI0 ceTb. OHa IpefcTaB/AeT COO0I KOMIIIEKC MOJIEKY/I BHEK/IETOYHOTO MaTpPUKCa,
KOTOpble HapsAAy C INUalbHBIMM OTPOCTKaMy (GOpPMUPYIOT 000NIOYKY BOKPYT HEPBHBIX KJIETOK.
MornekynsApHbIi COCTaB IEPUHENPOHANBHBIX CEeTeN, OKPY>KAIOIUX pas3IMYHble IONYIALNNM Heli-
POHOB, YHMKAJIEH U U3MEHAETCA B IIPOILIeCCE OHTOTEHESA, YTO MO3BO/IAET IPEANIONOXKUTD HaIMI1e
CUCTEMbI IMHAMMIYECKON PEry/IALUI COCTaBa 9/IEMEHTOB 3TUX CETeIt.

OCHOBHBIMM COCTaB/IAIOLUIMMYU BHEK/IETOYHOro MaTpukca B [IIHC ABAIOTCA TIMKOIPOTEUHBI:
TTAMUHVHBI, BUTPOHEKTVH, TPOMOOCIIOHAVMHEI, TEHACI[MHEI, @ TaK)Ke PasMMIHble TPOTEOTTTMKAHDI,
B KOTOPBIX LICHTPAJIbHBIN 0€IOK KOBaJICHTHO CBA3aH C IMkosaMmHormukaHamy (FAT-amm; cM.
tabmmny 1). Xougpoutnu cynbdar mporeornukansl (CSPGs; HampuMep, arrpexa, OpeBHKaH,
HeppoxaH u pocdakan), a TakxKe remapas cynabpar mporeornvkansl (HSPGs; Hanpumep, arpus,
IJINTIMKAH, [epeOpOornmKaH, NepineKaH U CHH/EKAHbI) ABJIAIOTCA BYMA OCHOBHBIMU TPYIIIaMM
IIPOTEOI/INKAHOB BHEK/JIeTOYHOro Marpukca (Bandtlow & Zimmermann, 2000; Hartmann &
Maurer, 2001). OcHOBHas1 4aCTh (PYHKIWIT IIPOTEOIIMKAHOB OCYIIECTB/ISIETCSI MX OOKOBBIMIU Iie-
HOYKaMM [JIMKO3aMUHOITTMKAHOB, KOTOPbIE CIIOCOOHDI CBA3BIBATHCSA C PA3/IMYHBIMU CUTHATbHBIMM
daxTopamy BHEKTIETOYHOTO MaTPUKCa U MOJIEKY/IaMM, PACcTIONaTalomMMICs Ha TOBEPXHOCTH Kle-



Tabmuua 1. OCHOBHbIE KOMIIOHEHTBI BHEK/IETOYHOr0 MaTpukca B [THC

KommnoneHTBI IIpumepnr
BHEK/IETOYHOTO MaTpPHMKCa

ImuxonporenHbl JTamuuunHbL, PruOpOHEKTHH, Te-
HACIVH, TPOMOOCIOH/VHBI

ITpoTeormKaHbl CuHjleKaH, [IUIVKAH, arpyH,
arrpekas, Bepcukas, pocaxan

[JI1K03aMUHOITNKAHbI — XOH/JJpOUTHUH/JlepMaTaH
cynbgar
— remapas cynb¢ar/TenapuH
— KepaTaH cy/bgar
— TUaTypOHAH

CexpeTupyemMble CUTHa/TbHbIE bFGE, HB-GAM
MOJIEKYIBI

ToK. Kpome Toro, moMnmo uHTEerpanbHbIX KOMIIOHEHTOB BO BHEK/IETOYHOM IIPOCTPAHCTBE COep-
JKUTCS PAJ| CUTHAJIBHBIX MOJIEKYJI, TaKUX, KaK (akTopsl pocTa 1 auddepeHnupoBKY, HaIpuMep,
FGFs (fibroblastic growth factors), HB-GAM (heparin-binding growth-associated molecule). Mo-
RyIAnnA OMOMIOIMYeCKOil aKTUBHOCTI 9TUX (DAaKTOPOB OCYLIECTB/IAETCA IIyTeM UX B3aMOfeil-
CTBUA C APYTMMM KOMIIOHEHTaMM Marpukca. OTHUM M3 IPUMEPOB MOXET CIY>KUTb PeryiALus
axrusHocty FGF remapan cynpdarom (Raman et al., 2003).

DyHKIUYM MOJIEKY/ BHEKIETOYHOIO MATpMKCa MHOrooOpasHsl. OHV He TO/IBKO BBIITOTHSIOT
«IIACCUBHYIO» POJIb, 00eCIednBasi MEXaHIIECKYIO MOfIEPXKKY K/IETOK B TKAHU, HO TAKXKE UTPAIOT
«QKTMBHYIO» POJIb, OCYIIECTB/ISIsI CUTHA/IbHBIE (DYHKIMV MEX/y MaTPUKCOM U KJIETOYHBIMI 9JIe-
MEHTaMI HEpPBHOI TKaHU. MOJIeKy/Ibl BHEK/JIETOYHOTO MATPUKCA CBA3BIBAIOTCA C MOJIEKY/IaMU
KIeTOYHON ajre3my (HaIpuMmep, MHTETPUHAMU), PACIONIOKEHHBIMU Ha IOBEPXHOCTU KIIETOK.
KpoMme ToOro, BHEK/IETOUHBIII MaTPMUKC y4acTBYeT B peryrAnuy (GopMbl KJIETOK U UX IOJIBIDKHO-
ctu, GOpPMUPYs AfiTe3UBHBII CYyOCTPAT, HEOOXOAUMBII AJIsI OCYIeCTBIEHNSI MUTPALIUI HEIIPOHOB
U X MOpQoreHesa BO BpeMs pPa3BUTHA, BHOCA BK/IAJ, B IPOLECCHl POCTA HEIIPUTOB, HAIIPaBJIeH-
HOTO [IBIDKEHVsI KOHyCa POCTa, (pOPMMPOBAHUS UM CTAOWIN3ALNY CUHANTUYECKNX KOHTAKTOB
(Ruegg, 2001). Bo B3poc/IoM COCTOAHMY BHEK/IETOYHBINI MAaTPUKC IPUHMMAeT y4acTye BO MHO-
rux narouanonorndecknx mnpoueccax. Tak, akcoroMus nepudepudeckix HepBOB CTUMY/IMPYET
Beipabotky @-cronanna [F (floor plate)-spondin] (Burstyn et al., 1998). Psig koMIIOHEHTOB BHe-
KJI€TOYHOTO MaTpmKca, Hanpumep, HB-GAM, arpus, IIMNuKaH U CUHAEKAHBI, aKKyMYIUpPyeTCs
B aMIWIOMHBIX Orsimikax npu 6onesnu Anpireiimepa (Wisniewski et al., 1996; Verbeek et al., 1999;
vanHorssen et al., 2002). ITpu popmMypoBaHuM IIHATBHBIX PYOIIOB B MECTAX IIOBPEX/EHIIS HEPB-
HOII TKaHU YBEIMYMBAETCS COAEP)KaHMe KepaTaH-Cyab(ar MPOTEOINNKAHOB, OrPAaHNYNBAs TeM
CaMBIM pereHepalio akcoHoB (Zuo et al., 1998; Morgenstern et al., 2002; Properzi et al., 2003).

CTpyKTypa M MOJIEKY/LAPHBINl COCTaB BHEKJIETOYHOIO MATPUKCA Ba)KHBI TalOKe JJIA 3JIeKTPHU-
YecKoll Iepefladll CUTHAJIOB B MO3Te, MOAY/IALMY CHHANTUYECKON TPAHCMUCCUU M PeTyLALN
CUHANTUYECKON IUITACTUYHOCTY. Heo6XOAMMO OTMETHTD, YTO 9KCIPeccusi psiffa KOMIIOHEHTOB
BHEKJICTOYHOIO MaTPMKCa M MOJIEKY/, CBSI3aHHBIX C IIOBEPXHOCTBIO KJIETOK, 3aBUCUT OT Xa-
paKTepa SIEeKTPUYECKON aKTMBHOCTM HEWPOHOB. IIpuMepoM MOXeT CHy>XKUTb aKTMBHOCTD-
3aBUCMMas 9KCIPECCYs arpyHa B TUIIIIOKAMIIe, IIPMYeM BJIVIAHUE HEeIIPOHHOI aKTMBHOCTU 3aBU-
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CUT OT CTEIIeHM 3PeNocT CHMHANTMIecknx KoHTakToB (Cohen et al.,, 1997; Lesuisse et al., 2000).
ArpuH B CBOIO OYepenb CocobeH aKTUBUPOBATh TeH HEMEJIEHHOTO OTBeTa C-f0s, a 3HAYUT cam
MOXKET OCYIeCTB/IATb MORY/IALMIO HelipoHHoi aktuBHOcTy (Hilgenberg et al., 2002). Taxxe
AKTUBHOCTb-3aBUCUMbIe MeXaHM3MbI aKcrpeccun nmeor HB-GAM (Lauri et al., 1996), tenac-
uuHbl (tenascins) (Nakic et al., 1998), neitponanpusiit kagrepus (N-cadherin), NCAM (neural cell
adhesion molecule) u L1 (Itoh et al., 1997). Bce 9T MOJIEKY/IBI IPUHNMMAIOT yYaCTUE B PETY/LILNI
cunanTnaeckon wractuaacTu (Dityatev & Schachner, 2003). OfHako KOHKpeTHbIE MOIEKY/ISIPHO-
KJI€ETOYHbIC ME€XaHII3MBbI 3TOTO y‘{aCTI/IH MOFYT CyIHeCTBeHHO Ppa3nnIaTbCA.

TeHaCIH/IH'C n TeHaCLU/IH-R CHOCO6HI)I CBA3BIBATHCA C IIOTEHIMANT-3aBVICIMbIMI HAaTPUEBBIMUI
KaHajaMI ", BEPOATHO, UTPAlOT POIb B MO,T_[YII}IIH/H/I X AKTVMBHOCTU U JIOKa/IM3al I B Heﬁ[pOHaX
(Srinivasan et al., 1998; Xiao et al., 1999). Kpome Toro, 6pu10 mokaszaHo, 4to TeHacumuH-C BOBIIe-
4eH B Ilepeflady CUIHaIa IOTEHIMA/I-3aBUCUMbBIMI Ka/IbLiMeBbIMU KaHamamu L-tuma (Evers et al.,
2002), a teHacumH-R crrocobeH OKasbIBaTh MOAYIMpYIOLIee AEICTBYE Ha TOPMO3HBIE II€PUCOMA-
THYEeCKUe CHHAIChI Ha MMPaMUAHBIX HelpoHax ot CAl rumnokamma (Saghatelyan et al., 2001;
Saghatelyan et al., 2003). P curnanbHbIX 0€/IKOB BHEKIETOYHOTO MaTPMKCa OCYILIECTB/IAET CBOU
(byHKIH/H/I TIOCPENCTBOM CBA3BIBAHNA C PELENITOPHBIMI MOIIeKyIIaMI/I Ha IIOBEPXHOCTN Heﬁ[pOHOB.
Tak, nHrubMpyomee meitcTBue Ha skcmpeccuio [IBII, omocpenoBaHHOe BHEKIETOYHBIM OENKOM
HB-GAM, mo Bceit BUAVMOCTHM, OCYLIECTB/SIETCS IMOCPEACTBOM CBSISBIBAHUS C TpaHCMeMOpaH-
HBIM IIPOTEOINTMKAHOM CHHJIEKaH-3, KOTOPBII B CBOIO OYepefb liepefjaeT CUTHAJI 13 BHEK/IETOYHOI
cpenst BHYTpb Kitetkn (Lauri et al., 1998; Kaksonen et al., 2002; Pavlov et al., 2002).

AKTVBHOCTb-3aBUCHMbIe M3MEHEHV MOJIEKY/IIPHOTO COCTaBa BHEK/IETOYHOTO MAaTPMKCa MO-
TyT OCYIIECTBIATbCA U IIyTeM PEry/IALUY aKTUBHOCTU BHEKIETOYHBIX Iporea3 (Jourquin et al.,
2003). Matpuxc-MeTa/ulonpoTerHaspl (matrix metalloproteinases, MMPs) mpencrapisior co-
6011 rpymry ¢pepMeHTOB, CIIOCOOHBIX PACIIEIULITh MOJIEKY/IbI BHEKIETOYHOrO Marpukca. Jucba-
JIAHC MeX/[y MaTPMKC-MeTa/UIONPOTeNHasaMu 1 ux uHrnburopamu (tissue inhibitors of matrix
metalloproteinases, TIMPs) 651 TpOJEMOHCTPUPOBAH TIPK LEIOM psifie matomormii (cm. 0630p
Skiles et al., 2001). V3aMeHeHNA >ke aKTMBHOCTY MeTa/IIONIPOTENHA3 B (PU3MOTOIMYCKIUX IIpefieax
MOJKET OKa3bIBaTb BJIVIAHNE Ha CI/IHaHI/I‘IeCKYIO IVTACTMYHOCTD M ITPOLIECChI O6Y‘~ICHI/IH U IIaMATUN
(Wright et al., 2002).

VI3sMeHeHNSA MOJIEKY/LIPHOTO COCTaBa BHEKIETOYHOTO MAaTPMKCA MMEIOT Ba)KHble (YHKINMO-
HAJIbHbIE TIOCTENCTBUS, TAK KAK BHEK/IIETOYHOE MPOCTPAHCTBO IPENCTABISAET COOOI MPOBOS-
L[YI0 Cpely, B KOTOPOJl PaCIpOCTPAHSIIOTCS TPAHCMeMOpPAHHBIE TOKH, BOSHUKAIOILIVE B Pe3yib-
TaTe 9MEKTPUYECKOI aKTUBHOCTY HelipOHOB. KOMIIO3MIMs1 BHEK/IETOYHOTO MaTpUKCa OIpefiesisieT
u 11 ysuo NOHOB, HEIPOMERMATOPOB 1 [PYTUX HEPOAKTUBHBIX CyOCTAHINII BO BHEK/IETOU-
HoM npocrpancTBe (Nicholson & Sykova, 1998). 910, B mepByio Odepenb, SIB/ISETCS Ba>KHBIM
(baKTOpOM, OIPENENAIOMYIM aKTUBANIO BHECMHAIITNYECKNX PELENITOPOB, a TaKXXE€ IIpeCMHAIITI-
YECKIX ayTO- ¥ T€TEPOPELENTOPOB, KOTOPbIe PETYINPYIOT BEPOATHOCTD BHICBOOOXKIEHNS HEIPO-
MeMaTopa 1, TAKUM 06Pa3oM, OIpPEeNsoT IVHAMUKY CMHAIITUYECKON Helfponepenadn. AKTUBA-
LU IEPUCHUHANTHIECKNX Y BHECMHAITHIECKNX PELENTOPOB, d TAKXKE PEIENTOPOB Ha COCEMHUX
CUHAIICAX MOXKET OCYIIECTB/ISITHCS OIarofjapsi «BBIIUIECKVMBAHIIO» HEMPOMEANATOPA 3a MIPEefesIbl
CUHAIITIYECKOI Ie/nt. DTOT MPOLIECC PETYINPYyeTCst He TONMbKO MeXaHU3MaMu 0OpaTHOro 3axBaTa
HeﬂPOMenmaTopa (KaK Y)Ke yHOMHHaHOCb BI)IHIe), HO M M3BMINMCTOCTBPIO BHEK/IIETOYHOI'O IIPO-
CTPAHCTBA U €ro Bs3KOCTbI0. COOTBETCTBEHHO M3MEHEHMs B COCTaBe BHEKIETOYHOIO MaTpUKCa
MOTYT CYIIECTBEHHO BIUATH Ha 9P (PEeKTUBHOCTb CMHANTIYECKOI Iepefadl, Bos6y11MMOCTb He-
POHOB, CHHAIITIYECKYIO CIeLN(IIHOCTD 1 00beMHyI0 epegady (Min et al., 1998; Kullmann et al.,
1999).




YdacTue MOJIEKYZ BHEK/JIETOYHOTO MAaTpMUKCa M KIETOYHON aire3uy B IPOLeCCaX CHMHAIITHYE-
CKOII ITACTUYHOCTHU MOYKET TAK)Ke CIIY>KUTD CBSISYIOLIVMM 3BEHOM MeX/y (YHKI[VIOHA/TBHBIMI 13-
MeHEeHUAMY B 3G GeKTUBHOCTI CUHAIITIYEeCKOII IIepefadit ¥ MOp(OIOrMYecKIMI ITepecTporiKaMu
ynbrpacTpykryst cunancos mpu JIBIT n [IB]T (Yuste & Bonhoeffer, 2001; Harris et al., 2003).

Asmop svipasxcaem bnazodaprocmv E. B. Kyuinepeno 3a kpumuueckoe dmerue 0aHH020 0030pa.
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MaremaTiyeckue MO MIOHHBIX KAaHA/I0B, HEIPOHOB
Y HEVIPOHHDIX IO Y/ IAL NI

B macrosmen rmaBe Mbl paCCMOTPVM OCHOBBI MaT€MAaTUYECKMX MOJI€/IEN, ONMChIBAIOIINX JaHHbIE
9NMeKTPODU3NOTIOTNYECKIX SKCIIEPUMEHTOB. [Ipy onycanuyu Mogeneit OTAe/NbHbIX HEIPOHOB B Ka-
4YeCTBe IpYMepa 9KCIEPUMEHTA/IBHON 3aICH BO3bMEM OTBET HEMIPOHA 3PUTENbHONM KOPBI KPBICHI
Ha MHXKEKIMIO TOKA Yepes3 perucTpupymommit snexrpoy (puc. 1). CpaBHeHMe ¢ 9TUM PUCYHKOM
BBIABUT T€ eTaay aKTMBHOCTH HEMPOHA, KOTOPbIE ONMCHIBAIOTCA VIV HE ONMCBHIBAIOTCA TOV MU
MHOI MOfenbio. [I/is1 MogpoOHOIT MOffenu HelpOHa HaM IOTPeOYIOTCS allIPOKCUMALINY OTHe/Ib-
HBIX MOHHBIX KaHaIOB. II0ce TOro, KaK feTajbHas MOJe/Ib HepoHa OymeT ommcaHa, Mbl 06Cy-
JVIM IIapaMeTPbl, KOTOPBIMM 3TOT HEMPOH YIPAB/IAETCA, PACCMOTPUM IMPOCThIE AIIIPOKCHMALIVIN
CUHANITUYECKMUX CBSA3€ll HEPOHOB, a 3aTEM IIE€PEeJieM K PaCCMOTPEHMIO aKTMBHOCTY HEPOHHbIX
TIOTTY/LALIMAIA.

1. HeiipoH — nmOpOroBbIil MHTETPATOP

Han6ornee mpocToil MOIENbI0 HEIIPOHA MOXXHO CYMTATh MOJE/Ib IOPOroBoro murerparopa. Ona
IpUOIDKEHHO OMMCHIBAET M3MEHEHVEe MeMOPAHHOrO MOTEHI[MA/IA TOCPEACTBOM CYMMUPOBAHMS
BXOJHBIX CUTHAJIOB, IIPEXM€ BCETO CHMHANTIYECKMX TOKOB, COITACHO 3aKoHy OMa, 1 oIpefenier
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Puic. 1. MeM6paHHBIIT OTEHIVA/ HellPOHA IePBIYHOI 3PUTEIBHOI KOPBI KPBIChI B OTBET Ha MHIKEKI[UIO TOKA
4epes peructpupytomuii anekrpoy (Graham, L. J., unpublished data).



MOMEHT TeHepaluy Chaiika (IOTeHIala IeiCTBUA) KaK MOMEHT BpeMeHN, KOTfia MeMOPaHHBIN
IIOTEeHIVa/I IIPEBbIIIAET IOPOrOBOE 3HAYECHNE.

v
CZ:—gL(V—VL)+Ia, (1.1)
ecnt V> V5,10V > Vi
8HYymMpuU Vix) 3pecp V — meMmObpaHHbIT OTeHIMAT; I, — BXOTHON (CMHAII-
Ij——T— TI4eCcKnii) TOK, C — 3/IeKTPOEMKOCTb MeMOPAHBbL; g — IIPOBO-

IEMMOCTb MeMOpaHbl; V., — MOTEHIMAaN MOKOs; Vi — HOpOro-
BBIIT IIOTEHINATT; V., — MOTEHIAT OOHOBIEHMISL.
B sapybexHoIl muTeparype Takas MOJEIb HA3BIBAETCS One-
8L compartmental linear leaky integrate-and-fire neuron. Takas
MoOZie/Ib He paccMaTpyUBaeT HM HPOCTPAHCTBEHHYIO CTPYKTYpPY
HelIpOHA, HU CBOJCTBA AaKTMBHBIX MOHHBIX KaHajoB. [ me-
MOHCTpalM/l BO3MOKHOCTEI STOMl MOZENM IpUBENEM IKCIIe-
0 puMeHTanbHy0 (puc. 1) m paccuérnyro (puc. 3) 3ammcu Io-
Puc. 2. DnexTpudeckas cxema C/Ie[IOBAaTe/IbHOCTY CIIAliKOB HeilpoHa (spike train) B oTBeT Ha
MOJje/IIt HelIpoHa- CTUMYJIANNIO CTYTIEHBKOJ TOKQ, IOJaBaeMOT0 Yepe3 91eKTPO.
TIOPOTrOBOTO MHTETPaTopa. W3 cpaBHeHuA pUCYHKOB 1 M 3 BMIHO, YTO NIPU yAAYHOM
nop6ope mapaMeTpoB MOJe/Ib MOXKET OTPaXkaTb CIAMKOBYIO aK-
TUBHOCTDb B CMBIC/IE COIIACOBAHMSA CTAIMIOHAPHO YaCTOTHI CIIAMKOB C 9KCHEPUMEHTAIbHOM, HO
MOfie/ib He CIIoCOOHA BOCIIPOM3BECTH CIEAYIOLINe CyIeCTBeHHbIe feTan: (OpPMy CIAMKOB, IPO-
GWIb M3MeHeHNA IOTEHIMAIA MeX Y CIaiiKaMI, alallTAllVI0 CIIaiiKOB B BIJje OTHOCUTEIbHO Mel-
JIEHHOTO yBe/TMYeHNs MeXCIIAaIKOBbIX MHTEPBAJIOB; IPOsB/IEHNE CIIOHTAHHON aKTMBHOCTHU B BUJIE
Hepery/IAPHOCTY CIIAIKOB U (IIyKTyaLuil HOTeHIMaIa U T. .
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Puc. 3. OTBeT HellpOHa-IIOPOrOBOr0 IHTErpaTOpa Ha CTUMYJIALIMIO CTYIIEHbKON TOKA.



_ MaremaTnyeckne MoOean Heﬁ[pOHOB

Yacrota criaitkos (1/7, rie T — MeXXCIailKOBBI MHTEPBaI) COI/IacHO Mopier (1) BIumcisieTcst

AHAIUTUYECKU:
8L
v(Il,) =
( a) VL+Iu/gL_Vreset (12)
Cln
Vi+1,/gL - Vr

3aBucnMoCTb V(I;) MOXKeT pacCMaTpMBATbCA KaK caMoe IIPOCTOe OIMCaHMe OCHOBHON Xapak-
TepUCTMKM HeIpOHa — CIIAfKOBOJ AKTMBHOCTU. 3aMETVM, YTO OHO CIIPaBeIIMBO TONBKO M/
ClTy4asi CTallMOHAPHOJ CIAalKOBOV aKTUBHOCTM, T. €. IIPU IOCTOAHHOM CTUMY/IALMM, KOTJa ycTa-
HaB/IMBAETCs PEXUM TeHepallM CIHAMKOB C IIOCTOSHHBIMM MEXCIAMKOBBIMU MHTEpBaIaMim. 3a-
BUCUMOCTD V(I;) MOXeT BBIYMCIIATBCA He TOJIBKO 110 MOV HellpOHA-IIOPOrOBOTO MHTErpaTopa,
HO 11 IO TI00011 APYTOlt MOJE/IN eAVHITYHOTO HEellPOHa, 1160 MOXKeT OBbITh M3MepeHa IKCIIePUMEH-
TaJIbHO IIPY TIOfla4e B HEMIPOH IOCTOAHHOTO CTUMYIMPYIOLIETO TOKA.

2. CuHanTnyeckKme TOKnu

OCHOBHBIMU COCTABJIAIOIMMI TOKa I, B mpaBoil 9acTu yp. (1.1) 0OBIYHO ABAIOTCA TOKM ig OT
BCeX NPUCYTCTBYIOUIMX Ha HEMpPOHE CHMHANTMYECKMUX IONYIALNIA, a TaKKe, BO3MOXHO, TOK I,
IIPOITyCKaeMblii Yepe3 perucTpUPYIOLIUIL STIeKTPOL:

L(t) =Y is(t) + I (1) (2.1)

ByneM paCCManI/IBaTb TOJNBKO XMIMINY€CKN praBHﬂeMbIe CUHAIICHhI, HPOBOHI/IMOCTI) KOTOPI)IX HE
3aBMCHUT OT noTeHnana. CormacHo 3akoHy OMa

is(t) = gs(t)(V(t) = Vs) (2.2)

Torma
I(t) = Zsjgs(t)(V(t)— Vs) + L (1) (2.3)

Ife gg — CUHANTHYECKAasA IPOBOAUMOCTD; Vg — IOTEHLMAN PEBEPCUM CHHANTUYECKOTO TOKa
S-TUIA. 3aBYCHMOCTD OT BPEMEHV CHAITUYECKO IIPOBOANUMOCTH gg(?) OIpefenaeTcs IpecuHal-
TUYECKON CIIAaJIKOBOJ aKTMBHOCTBIO M KMHETMKON CHHAIITUMYECKMX KAaHA/JIOB JaHHOIO TUIMA. AII-
IPOKCHMAIVsT KUHETVKY CUHAITIYECKOI! IIPOBOAUMOCTY OyfieT IpuBefjeHa HIDKe, II0CIe 00CyX-
IeHMSI OCHOBHBIX CBOJVICTB HEIpOHa.

3. Heﬁpon C aKTBHBIMM HAaTPUEBBIMU I KA/IMEBBIMU KaHA/TAMU

HatpueBble u KaeBble KaHa/Ibl 00€CIEYNBAIOT YIEKTPUIECKYI0 BO3OYMMOCTh MEMOpAHBI Hell-
pOHa. YpaBHEeHNe I MeMOPaHHOTO MOTEHIMA/IA 3AMIMChIBAETCS B BUJIE:
Y (Vo)) — Te(V, ) = g (V) - Vi) -

dt (3.1)

_ZS:(t)(V(t)_VS)_Iel(t)

I[Tpu aTOM IepBBIiT YWIeH OIpefenieT EMKOCTHON TOK; CYMMa TOKOB VIOHHBIX KaHaJIOB (4eTbIpe
HepPBBIX WIEHA B IPABOII YACTH) ONpefe/sieT CyMMAapPHBIil TPAHCMeMOPaHHBIIT TOK.



[Tpenmomnaras Takyio MOJe/Nb HePOHA, MOXKHO M3y4YaThb €ro CBOMCTBA. TUIIMYHBIMU peXXUMaMM
whole-cell patch-clamp perucrparuu sIBISOTCS peXXUMbI PUKCAI[NY TOTEHI[MAIA WK GUKCAINN
TOKa.

Pexcum duxcauuu moxa. Ecin Tox 4depes anektpop, I, GuKcupoBaH, TO perucTpupyercs Io-
teHnyan V(). PaccMoTpyM yacTHBIE C/Tyday TaKUX M3MepeHUiT. B IpedronoskeHnu oTCyTCTBUA
CUMHANITUYECKMX TOKOB U 3aJJaHMA IIOCTOAHHOI'O TOKa Iel MOXXHO OXMJATb HI/I6O YCTAaHOBJ/IEHNA 110~
CTOAHHOI'O YPOBHA NOTEHIMAIA V, 71]/[60 YCTaHOBJIEHNA pEXXMMa reHepannmn CITAJIKOB C MOCTOSTH-
HOJI 9aCTOTOJA:

— B cryuae ycraHOB/ICeHNA TOCTOAHHOTO YPOBHA IOTeHIMana V ypaBHeHne (3.1) ypomraeTcs:

_INa(V>t)_IK(V’t)_gL(V_VL)+Iel:O (3.2)

3amaBast pas/MdHble 3HAYEHMST PUKCUPYEMOro TOKa I,; MOXKHO IIOCTPOUTb BOJIBT-AMIEPHYIO Xa-

PaKTepUCTUKY HeifpoHa. Hak/oH 3TOl XapaKTepUCTUKM OIpefe/sAeT BXOHOE COIPOTMBJIEHNE

HetipoHa: . OOBIYHO TP MAJIBIX TOKaX I, HaTpUeBbIe U Ka/lneBble TOKI He aKTVBUPOBAHbI U N3Me-

psieMoe BXOfIHO€ COIIPOTUBIIEHNE OIPefie/seT IPOBOANMOCTD yTeUKM: g = 1/R;,.

— B cnydae ycraHOB/IEHMA peXMMa IeHepaluy CIAKOB C IMOCTOSHHON YacTOTOM V MOXKHO IIO-
CTPOUTD YaCTOTHO-TOKOBYIO XapakKTepuctuky v = v(I,). OgHako, clegyeT MMeTb B BUJY, YTO
€CTeCTBEHHbIE CUHANTUYECKNEe TOKM BCEITa COIPOBOXKAAIOTCA M3MEHEHMEM IIPOBOAMMOCTH
HeJIpOHa, 11 B 3TOM CMBIC/Ie PeXUM (PUKCAIVM TOKA, a 3HAYNT ¥ XapakTepuctuka v = v(I,), AB-
JIIIOTCA I7151 HeTIPOHA MICKYCCTBEHHBIMM.

Hao60poT, B IIpefnonIoKeHN CYIeCTBEHHOTO CHHAIITUYeCKOIO OTBeTa IPU OTCYTCTBMU aK-
TUBHBIX TOKOB Iy, ¥ Iy, M3MepsAeTcsa MoCTCMHANTHYeCKuii norennuan. Ilpm stom Tok I, 3agmaér
YPOBEHb [IeNO/IAPU3aLyy MeMOPaHBI IO IPUXOJa CUHAITIYECKOTO CUTHAJIA:

Viest = Vi + 1y/g1, @ M3MepsAeMblil IIOCTCHHANITHYeCKMII ToTeHuuan Vpgp(t) = V(t) — V., onpepe-
JIgeTCA ypaBHeHMeM, cefyomyM u3 (3.1):

av;
C% =—g1 Vpsp(t) = . gs(£)(Vosp(t) + Viest = Vs) (3.3)
S

Pexcum duxcayuu nomenyuana. B sToM cirydae Tok I, (t), IpoIyckaeMblil depe3 9/IeKTPOX,
yIIpaB/sieT MeMOPAaHHBIM IIOTEHIMAIOM, (PUKCUPYS €ro COITIACHO 3a[JaHHOI (YHKIMN BpPeMeH!
V(t) = V(1) (V}, — norenyuan ¢ukcanumn, hold potential). Tox () muHaMMYECKM KOMIEHCH-
pyeT M3MeHeHMsl HMOTeHI[Mana. DTOT TOK OIpeHe/sieTcss COITacHO yp. (3.1) mpy mopcTaHOBKe
V(1) = Vi(t), T.e.

Li(t) = chst(t) + Ina(Vi(£), £) + T (Vi (£), £) +
g (Va0 = Vi) + 3 gs (D) (Va(6) - Vi) (G4

Ecnu nmoreHnuan puKCUMpoBaH Ha IOCTOSIHHOM YpoBHe V = V), To n3MeHeHue ToKa L,(t) ompe-
IeAeTCs U3MEHEHNeM CMHAITUYeCKUX IIPOBOAMMOCTENL, TOCKO/IbKY IPOBOAYMOCTY IOTEHIVAI-
3aBUCUMBIX KaHAJIOB B 9TOM C/Iy4ae IOCTOSHHBL:

Li(t) =Y gs(£)(Vi = V) + 1, (3.5)

rae Iy = Ing(Vy) + I(Vy) + g(V), = V).
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HyxHo, ofHako, MMeTb B BUAY, YTO pPeaJbHbIl HEPOH IIpeACTaBIAT COOOI CIOXKHYIO
MPOCTPAHCTBEHHO-PACHIPENENEHHYIO CTPYKTYPY M MMOTEHI[MA/T BA/N OT 3/IEKTPOJIa MOYKET CUIIBHO
OT/IMYATBCS OT PUKCUPYEMOT0 3HAYCHNUA.

«puKCauus nposooUMocmu» —
dynamic clamp,
«puKcayus moxa» «puKcayus nomerHyuana» usmepsemcs: V(t), nodaemcs
usmepsiemcs V(t) usmepsiemcsi 1,1 (t) Li(V (1)) = gpc(t)(V(t) = Vpe)

I;=0 Li(t) =1, L (V (1))
Cff I I

Puc. 4. PexxuMbl GpuKkcarym ToKa, GpuKcaumy noTeHyuana u dynamic clamp
pu uaMepenusax patch-anexkrponom B pexxume whole-cell.

Pexcum dynamic clamp. B pexxume «dynamic clamp» Tok 4epes 9/1eKTpOJi MOXKeT IMHAMUYECKN
KOHTPOIMPOBATHCS KOMITBIOTEPOM U TAKMM 06pa3oM 3aBMCETh OT U3MEPSEMOTO MOTeHIMana. 1o
II03BOJIACT, HAIIpUMep, UCKYCCTBEHHO BBOJUTD ITOIIOJTHUTENIbHYIO IPOBOAVMOCTD gpc(t). B aToM
CIIydae TOK 4epes 97IeKTPOR 3a4aéTcst o popMyrie

I = goc(t)(V(t) - Vpe) (3.6)

B KOTOpOil Vpc — HOTEHIMAT peBepcuy MCKYCCTBEHHOro KaHama. QyHKIVA M3MeHEeHNS BO
BpeMeHU IIPOBOAVUMOCTY gpc(t) 3aaéT KMHETUKY MCKYCCTBEHHOIO KaHama. B ciydae BBefeHNA
MICKYCCTBEHHOT'O ITaCCMBHOIO KaHajIla yTeuKU gpc(f) = const, B c/ryd4ae CMHAITUYECKOIO KaHasIa
gpc(t) 3aBUCUT TOIBKO OT BPEMEHU, B CIydYae VICKYCCTBEHHOTO IOTEHI[VAjI-3aBJMCYMOrO KaHala
9Ta PYHKLNMA 3aBUCUT OT HOoTeHIMana gnp(t) = gpc(V(1), t).

Kax MbI yBUUM B II. 6, HEJIPOH YIIpaB/LAeTCSA ABYMS CUTHAJIaMM, TOKOM U IIPOBOAVIMOCTBIO.
Kak crepcTBue, cO3aTh MCKYCCTBEHHBI CHHANITIYECKIIT CTUMY/I MOXXHO TOJIBKO, €C/IU MIMeeTCs
BO3MO>KHOCTD 3a/JaBaThb BXOJHON TOK M JOIIOJIHUTEIBbHYIO IIPOBOAVMOCTD, @ IJI 3TOIO PEXUM
dynamic clamp sB/1sieTCst HEOOXOAMMBIM NHCTPYMEHTOM.

4. AnpoKcUManuy HaTpUeBbIX M Ka/IMeBbIX TOKOB
Tima XomKKITHA- XaKCIn

CBOJICTBa KOJUIEKTMBHOI aKTMBHOCTY HAaTPUEBBIX M KaJIMEeBBIX KAHAJIOB UCCIENYIOT B peXMMe
¢dukcanyy MeMOpaHHOIO IOTeHIVaTa. MeMOpaHHBII HOTEHIMANT M3MEHAIT BO BpeMeHM CO-
IJIACHO CTYIIEHYaTOl, KyCOYHO-IIOCTOAHHON (PYHKI[MY, IIO3TOMY Ha y4acTKaX IIOCTOAHHOTO IIO-
TeHIMana V) eMKOCTHOH TOK paBeH Hymo. CHMHaITUYeCKMMM TOKaMu IpeHebperaioT. OTciona,
COITIACHO YP. (3.4), TOK 4epes 9/IeKTPOJI paBeH:

Li(t) = Ina (Vi t) + Ik (Vis £) + g.(Vi = V1) (4.1)



ITapameTpst g; 1 V MOTYT OBITH OLIEHEHBI B YCTIOBISIX, KOI/Ja HATPUEBDIIT 1 KA/IMEBBIIT TOKY He
AKTUBMPOBAHBI, HALIPUMep, IIPU 3HAYEHMsAX V), OMUSKUX IIOTEHIMANy MOKOsl Vi, . B crydasx pe-
MOAPUSYIOIINX 3HAYEHMIA V), HAaTPUEBBI 1 Ka/IMEBBIN TOKM aKTUBUPYIOTCA U JJAIOT CBOM BKJIa/iblI
B perMCTpUpyeMblil TOK. OT/e/IbHBII HATPUEBBII TOK BBIICTIAIOT € IIOMOLIBIO (hapMaKOIOTYeCKON
6/10KaIbl Ka/MeBbIX KaHa/I0B TeTpasTiiaMMoHueM (TOA); OTHebHBIN Ka/IneBblii TOK — C IIOMO-
IIbI0 O/IOKAIbI HATPMEBBIX KaHA/IOB TeTpofoToKcnHOM (TTX); Tok yreuku Borantaercsa. CooTBeT-
CTBYIOLIME IPOBOAUMOCTY BBIYMC/IAIOTCA COIZIACHO 3aKOHY OMa:

gr(t) = Ix()/ (Vi = V) (4.2)

IToTeHuMaIbI peBepcHyt HATPUEBBIX U Ka/MEBBIX TOKOB Vi, U Vi BBIYMCIIAIOTCA COIIACHO Gop-
myse HepHcra, paccMaTpuBaroleit paBHOBECHE STeKTPUIECKNX U AU PY3MOHHDIX CIUJI /51 IOHOB
B KaHA/IaxX:

RT  [X],
Vx=—In .
X=F [X], (4.3)
rie R — yHuBepcanbHas rasoBas IIOCTOAHHAA, T — TeMIlepaTypa, Z — BaJIeHTHOCTD, F — KOH-
cranta Qapages, [X],, [X]; — KOHLeHTpaLuy MOHOB CHapy>XU U BHYTpM KJIeTKW. [Ij11 MOHOB
HaTpus (440]
440
Ve =58 mV log=—— = +55 mV;
Na g [50]
IJISL IOHOB Ka/Ins
[20]
Vk =58 mV log =-75mV.
[400]

[TpuMep sKCIEepPUMEHTAIbHBIX JaHHBIX, KOTOpble HECYT BCI0 HEOOXOAUMYIO M JJOCTaTOYHYIO
MHPOPMAINIO O KUHETUKY HATPUEBDIX M Ka/MEBBIX KAHAIOB, IPECTAB/IEHBI HA PIC. 5.

XomxxnH u Xaxcm B pabore (Hodgkin & Huxley, 1952) mpemmoxnin anmpoKCUMaIuy Ha-
TPUEBBIX U KaMEBBIX KAHAMTOB. AMMPOKCHMMAIMS HATPMEBOTO TOKA BKIIIOYAET B ceOs IBa OODBIK-
HOBEHHBIX A1 epeHIaNpHbIX YpaBHEHIS IEPBOTO IMOPsiKa yisi Ge3pasMepHbIX ITepeMEeHHbIX
m(t,V) — akruauyu u h(t,V) — MHaKTUBALIAIL:

INu(t> V) :gNu(t’ V)<V(t)_VNa), (4'4)
gna(t, V) =g m’ (6 V)R(E, V)

dm

;=am(V)-(am(V)+/3m(V))m (4.5),
= (V) = (e (V) + B (V) (46)

Anmpoxkcumupyomye GyHKINN UMEIOT BU:

_ al(llz - V) _ —blV
) ep - Va1 P V) (&7
W (V)= — (V)= il (48)

exp(=V/e3)’ exp((dy = V)/ds) +1
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Puc. 5. IIpOBOAMMOCTY HATPMEBBIX U KATMEBbIX KAHA/IOB B OTBET Ha M3MeHeHNme QUKCHPYeMOro MeMbpaH-
HOTO NOTeHIMana. Ipaukit Moy deHs ¢ IIOMOIbI0 ypaBHeHNIT XOMKKNHA- XaKC/IM U TTOf00HBI
9KCIIepUMEeHTaNIbHBIM (cM., Hanpumep, Kandel et al., 2000). Takoit Habop HaHHBIX OTpaXkaeT Bce
OCHOBHbIE CBOJICTBA AKTVMBAL[UN ¥ HAKTHBAIIMY KAHAJIOB.

Anmpokcumanus KanmeBoro TOKa BKIKOYaeT B ceOs1 OTHO 0OBIKHOBEHHOE uddepeHIinaabHoe
ypaBHeHIe [epBOro HOPsifiKa s Ge3pasMepHoIl mepeMenHoi n(t,V):

Ig(t, V) = ge(£, V)(V(£) = Vi), g (t, V) =ggn' (£, V) (4.9)
%:%(V)—(ocn(V)+ﬁn(V))n (4.10)

o _ a(ay-V) _ -bv
(V) exp((ay—V)/as) -1 (V) exp(=V/b3) (4.11)

Koadduunmentst aj, a,, as, by, bs, ¢y, ¢3, dy, dy, ds, €y, €5, €3, f1, fo, f3 MOTYT OBITH HalifjeHBI C IOMO-
H[pI0 YMCIEHHOTO MeTOfAa. [jist 9TOr0 Hy>KHO MMHMMUSMPOBATH OUIMOKM BOCIPOU3BENEHNS IKC-
TepMMeHTATbHbIX JAHHBIX, TIOAOOHBIX JAHHBIM PUC. 5, ¢ moMoIbI0 Moperneit (4.4-4.8) n (4.9-4.11):

fend exp.,i mod.,i .
> e () - gt (0)de = min (412)

(over all curves)

fena exp.,i mod..i .
> /0 [gi 7' (1) — g (1))dt = min (4.13)

(over all curves)
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Puc. 6. Yucnennoe peumenne ypaBHeHmit XopKKHa-XaKC/IM IIPYU 3aJaHuy CTUMY/IUPYIOLErO TOKa
I;= 11 pA/cm? B epuog; ¢ 100 o 600 ms.

ITo pannbiM XomxkknHa u Xakcmm (Hodgkin & Huxley, 1952) atu xoadduuueHTH MMEIOT
cregyomye sHadeHus:: a; = 0,1, a, = 25, a3 = 10, by = 4, by = 18, ¢; = 0,07, ¢; = 20, d; = 1,
d, = 30, d; = 10, e; = 0,01, e, = 10, e3 = 10, f; = 0,125, f, = 0, f; = 80. [Ipyrue cnenudnieckue
napameTpsl A Heftpona Xomkkuna u Xakcm: Vy, = 50 mV, Vi = =77 mV, gy, = 120 mS/cm?,
gk = 36 mS/cm?, g; = 0,3 mS/cm?, V; = 50 mV. [Ipumep UMCTEHHOTO pellleHNs ypaBHe s

Y (Vo) = IV, 1) - o (V1) = Vi) + T (1) (4.14)

dt
¢ anmpokcumanusamu (4.4-4.11) u crumympyromum Tokom I; = 11 pA/cm? B mepuog ¢ 100 mo
600 ms moxasaH Ha puc. 6. [Ipy Takoi CTUMYIANMM HEPOH BXOAUT B PEXMM yCTAaHOBUBILENCS
reHepaluI CIAKOB ¢ 4acToToit v = 60 Hz. Bcro 06macts BO36y>X/jeHNs HEIPOHA MBI IIPOAHAIN-
3MPYyeM B II. 6.

5. Mogenb KOPKOBOTO alaiTUBHOTO HeIIPOHA C IIyMOM

B cpaBHeHMN C 9KCIIepMMEHTAIbHBIM HeJIpOHOM (puc. 1), IOBeleHMe MOJe/IbHOIO HelIpOHa, I10-
KasaHHOE Ha PUC. 6, M3/IUIIHE PETY/SIPHO, He OOMajjaeT afanTanyell ¥ CIOHTAHHON aKTMBHO-
cTpio. KpoMe TOro, KaueCTBEHHO OT/IMYAETCA XOf] MOTEHIIMAIa Ha MEXCIIAIKOBBIX IIPOMEXYTKaX.
B 607b1110iT Mepe 9TV HEZOCTATKY YCTPAHSIOTCS /IS MOZIe/ KOPKOBOTO IVMPAMIIHOTO HEfPOHa,
paccmarpuBaromiell 6ojee IOMHbBIL HAOOP TUIOB MOHHBIX KaHAJIOB:

av
C— =-Ina—Ipr —Ia—In = I — Inpp — Is(t) + I (1) (5.1)

dt
rrie Ipg, Iy — ObICTpBIE KanueBble TOKM, [, — Me/IeHHBII Ka/IMEBBIl TOK CIIAMKOBOI aJalTaI[ui,
I yp — MenneHHBIN KanMeBBIN KaJIbI[Mii-3aBUCHMBIN TOK CIIAIIKOBOM afjalTanyy. ATIPOKCHMa-
it poiA Iy, Ipp, Iy, Iy 3aumcTBOBaHbl U3 (Borg-Graham, 1999); I yp — u3 (Kopell et al., 2000).
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,HHH JIMUTaOUN CHOHTaHHOﬁ AKTUBHOCTU BBeHéM B paCCMOTpeHI/Ie MOLe/NIb LBETHOTO IHyMa
(Ornstein-Uhlenbeck process) st cunantndeckoro toka Ig:

T% = —Is +\V210&(1) (5.2)

rie &(t) — rayccoB 6Genblil 1IyM, XapakTepu3yeMblil cpesHUM 3HadeHneM < &(t) > 0 u aBTOKOppe-
msanueit < &(t) E(f) < 10(1—F); T — BpeMeHHas MOCTOSIHHASL KOPPEIALMH IIyMa; 0 — aMIUIMTYHR
mryma. Takast MOfe/Ib MMPAMIIHOTO HEIPOHA JEMOHCTPUPYeT II0BEfeHIIe, BeCbMa II0X0Xee Ha I10-
BeJleHIIe 9KCIIEPYMEHTA/IBHOIO HEIPOHA, KaK BUHO 13 CPABHEHNSI PUCYHKOB 7 1 1.

6. JIBa ynpaBIA0IIX IapaMeTpa HelipoOHa

BepHremcs k yp. (3.1). Bce wieHbl aTOro ypaBHeHMA 3a UCKIIOYEHMEM IIOCTHNX IBYX CIaraeMBbIX
B IIPaBOIl YaCTV YpaBHEHMA OILpeJe/IAI0T COOCTBEHHbIe CBOJICTBA HEMlPOHA, B TO BpeMdA KakK II0-
ClIeiHye IBa C/IaTaeMbIX — BHEIIHME TOKY, 3aBUCAIIME OT CMHAIITUYECKON aKTUBHOCTY U OT TOKa,
IIPOITYCKAaeMOTr0 Yepes3 3NIEKTPOJ, B aKcrepuMenTe. [leperpynnupyeM ot iBa CllaraeMbIX B BUJIE:

C‘Z—‘: =—Ing(V,t) = Ix(V,t) =g (V(t) - V1) - 6.1)
=s()(V (1) = Vo) +u(t)
roe
s(t):%:Gs(t),u(t):zsj(t)(vs—vo)uel(t) (6.2)
20 1
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Pyuc. 7. YucneHHoOe pellleHne ypaBHEHWIT TpaMuiHOTO HeitpoHa (Graham, 1999) mpu 3afgaunu cTumyu-
pytomero Toka I,; = 300 pA B mepmog ¢ 100 mo 600 ms.



— YTpaBIAIMe ITapaMeTphl HefpOHa; V,-IpOM3BONIbHAA MOCTOSAHHAsA. JIe/ICTBUTENIbHO, B NpeJ-
MIOTIO>KEHMM O He3aBMCUMOCTY CMHANTHYECKNX ITPOBOAVIMOCTEN OT ITOTEHIIMAIA IIapaMeTphl S 1 U
He 3aBICST OT aKTUBHOCTI CAMOTO HEMPOHa, T.e. oT V(f), 1 06pasyior B yp. (6.1) wieH, IMHEIHO
3aBUCSIINIT OT IIOTEHI[MAIA, ¥ CBOOOTHBI WieH. Takum 06pa3oM, CKOMbKO Obl HU OBIIO CMHAIITH-
YeCKMX KaHaJIOB, YIPaBJIeHNE COCTOAHMEM HEIPOHA OCYIECTB/IAETCA Yepe3 Ba 3TUX KOMIIIEKCa
(ITokposckuit, 1987). Kak crmencTBue, mo6as XapaKTepUCTIKa aKTUBHOCTY HEMPOHA U, B YaCTHO-
CTH, YaCTOTA CTALMIOHAPHON VIMITY/IbCAllVIM, IO/DKHBI PacCMaTpUBATbCA KaK (PYHKIUM STUX IBYX
mapaMeTpoB v = v(u, s) (puc. 8). 3HaUeHUs s U U MOTYT OBITh MHTEPIIPETVPOBAHBI KAaK CyMMapHasi
CMHAIITHYeCKasl IPOBOAMUMOCTD (IIPOBOAMMOCTD OTKPBITHIX CMHAIITUYECKNX KaHA/IOB) U1 BHEIIHMIA
(cyHANTMYeCKMiT) TOK, M3MEpEHHBII Ha ypOBHe moTeHIuana V. YacTo usmepsemMas B dKCIepH-
MEHTe 3aBMCYMOCTb JaCTOTBI CIIAJIKOB OT II0JaBaeMOro 4epes 9/IeKTPox, ToKa V(1)) Ha puc. 8 mpen-
CTaBJIeHa CeYeHNeM ABYMEPHOro rpadmka rOpu3oHTAIbHON OChIO, T. €. ¥(I,;) = v(u, s = 0). BugHo,
YTO HAYMHAs C HEKOTOPOTO TIOPOTOBOTO 3HAYEHNs TOKa 0Konmo 10 WA/cm? wacToTa Craiikos yBe-
IMYMBAETCA, @ TP TOKAX GOMbIIMX TpubnuauTenbho 140 pA/cm? reHepanus CHAifkoB CpbiBa-
€TCA 13-32 HeJOCTATOYHOMN Je-MHAKTMBAIMM HAaTPMEBBIX KAHAIOB 32 MEXCIAJMKOBBI MHTEPBAJL.
@opma 3aBUCHMOCTH IIPY HEHY/IEBBIX 3HAYEHNAX S ITOKA3bIBAET, YTO HIYHTUPYIOIIEe BANAHNE CH-
HAIITNYECKOI IPOBOAMMOCTY IIPUBOANT K C/IBUTY IIOPOTOBBIX TOKOB BO30OY>K/IeHNsI, 11, 60rtee TOro,
[PV 3HAYEHVSIX CUHAITHYECKOI IIPOBOANMOCTI § > 1.3 BO36YK/jeHIe HeBO3MOXXHO. BaykHO MMeTh
B BUAY, 4TO 3aBUCUMOCTD V(I,)) IpencTaBisieT cobOlt NMUIIb CedeHNe ABYMEPHOro rpaduka, T. e. He-
TOCTATOYHO MOTHO XapaKTePU3yeT CTAIMIOHAPHYIO CIAIKOBYIO aKTMBHOCTD.

VICKMIOUNTEIbHBIM C/Ty4aeM HACTOAIIEI0 PacCMOTPEHMSA ABIAETCA aKTMBHOCTb HOTEHIIMAsI-
3aBMCUMBIX cuHarcos tnma NMDA; B aTOoM cry4ae, eCy 3aBMCUMOCTb CMHAIITUYECKON IIPOBOAN-
MOCTH IPeACTaBMMA KaK JMHeMHass QYHKIWsI, TO B ypaBHeHnn (6.1) MOSAB/IAETCS TPeTuii ypas-
NAIMI ITapaMeTP, CTOAIMI IIPY KBaJPaTUIHOM 4ieHe V).

1’5 Puc. 8. 3aBuUCHMOCTD YaCTOTHI cranmo-

HaPHOJI MMITY/IbCal[il HEMIPOHA
XomxkkuHa-Xakenn [yp. (4.14)
c armnpokcnmanysiMu (4.4-4.11)]
OT YIpaBJIAIINX IIapaMeTPOB
§ — «CMHAIITMYeCKOil IIPOBOJVIMO-
CTU» ¥ — «CUHAITUYECKOTO TOKa»,
U3MePEHHOTo Ipy (uKcaryn
MOTeHIMana Ha yposHe V= Vi.
[Tpumep craiikoBoIt aKTUBHOCTI
0,5 - aEw = Hz HelIpoHa, IOKa3aHHbII Ha plC. 6,
I7 7 150 COOTBETCTBYET TOYKM IJIOCKOCTI
il 100 € KoopauHaTamu u =11 uA/cm?,
s=0.

M.
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7. KuHe TMKA CMHAITTYEeCKNX KaHA/IOB

CurHAIITU4YeCKIe TOKIM CBsI3aHbI C CMHAITYECKIMI IIPOBOAVIMOCTAMN " MeM6paHHI)IM IIOTECHIIMA-
JIOM COITacHO 3aKoHy OMa, yp. (2.2):

is(t) = gs(t)(V(t) = Vs) (7.1)

Ife g — CMHANTUYeCKasd IPOBOAUMOCTD; Vg — MOTEHIMaN PeBEePCUM CHHANTUYECKOTO TOKa
S-TUIIA.

3aBUCMMOCTD OT BpEeMeH! CHHAIITIYeCKOI IPOBOMMOCTH gg(t) OoIpefensgeTcsa MpecHHAITIYe-
CKOJI CTaIKOBOJM aKTMBHOCTBIO ¥ KMHETMKOI CHMHANITUYECKMX KaHA/IOB JaHHOro tumma. ITpocreii-
IIeit AIIIPOKCUMAIIVE KNHETVKI CHHAIITHYECKOI IIPOBOANMOCTI SIB/ISETCSI OOBIKHOBEHHOE A1()-
bepeHnManTbHOE YpaBHEHNE TIEPBOTO TTOPA/Ka:

dgs ;
— spike
Ts*ZTSgS(S(t—t‘D ) (72)
dt
Ifie Tg — IIOCTOSIHHAsI BPeMeHNU YOBIBAHVsI CHHAIITHYECKOI IIPOBOJUMOCTI ITOC/Ie OTKPBITHUS CH-
HATITMYECKUX KAHAIOB; g5 — MaKCHMa/TbHasA MPOBOIMMOCTD; £PK¢ — MOMeHT BpeMeH, KOTia Ha
[PeCHHANTUYECKYI0 TEPMIHA/Ib IPUXOANT CIaiiK; §(f) — penbra-QyHKIus.

200 1 AMPA-PSC 0 -
(with PTX, APV) GABA-PSC
150 (with CNQX, D-AP5)
80 mV 50
T 100 o experiment T
J 5 —— model S
% 50 2
Vi, =—-40 mV A~
0 —100 1
h= -20mV
-50 . . . , i . . . X
20 30 40 50 0 10 20 30 40 50
MC MC

Puc. 9. KuneTrka cMHanTI4YeCKIX TOKOB, BBI3BAHHBIX KOPOTKOJ BHEKIETOYHOI CTUMYJIALVEN IIPecuHaI-

TUYECK/X aKCOHOB B 9KCIIepuMeHTe (KBaZpaTuKy) 1 B MOfie/y (CIUIOIIHBIE INHIN), OCHOBAHHOI
AMPA _ _ AMPA

Ha yp. (7.1, 7.2). BpeMeHHbIe KOHCTAHTBI /11 AMPA-IIpOBOAMMOCTH: T} =T; = 5,4 ms,
wia GABA-tposogumocti: 70ABA = 0,2 ms, 70484 = 8,3 ms; morenumans pesepcnn Vyypy = 0,

ViGapa = =70 mV. DKcriepuMeHTa/IbHO TOKM PETMCTPUPOBAINCH HA COMAX MMPAaMUIHBIX K/IETOK 00-
nactu CA1 runmnoxamma (Karnup & Stelzer, 1999).

Anmpokcumanusa TOKOB Ha ocHoBe yp. (7.1, 7.2) mpuemiieMa I TOKOB, U3MepseMbIX Ha OT-
menbHBIX cyHarcax. OfHAKO TOKM, M3MepsieMble Ha COMe HelpoHa, KpoMe 3¢pexToB OTKpBITIS
CUHAIITNYECKUX KAHAJIOB HA OTHEIbHBIX CHHAICAX OTPAKAIT TakKe 9((eKTh 3TeKTPOTOHMYE-
CKOTO IIPOBEJEHIsI CUHANTNYECKOTO BO30YX/eHNsI IO AeHApuUTaM A0 coMbl. Kpome Toro, wacto
[peCHHANTHYECKOe BO30yX/[jeHIe 3aTPAarnBaeT MHOXKECTBO CHHAIICOB, M IIOCTCHHANTHYECKIE
TOKM, M3MepsEeMblE Ha COME, OTPaKalT CYMMApHbI/l IO 9TOMY MHOXXECTBY CMHAIICOB CHUTHAJL.



B sTOM CiIyyae CMHAIITMYeCKye TOKM M COOTBETCTBYMoIIVe 3Q¢eKTUBHbIE CHHANTIYIECKIE IPO-
BOJVIMOCTY OKa3blBalOTCS CITIA)KEHHBIMI BO BPEMEHM. YIAYHOI allllpOKCUMAaL el /Il TaKO Cu-
HANTUYECKON IIPOBONVMOCTY SIB/ISIETCS AlIIPOKCUMAIVISI OOBIKHOBEHHBIM ArddepeHnnanbHbIM
YPaBHEHMEM BTOPOTO MOPAJKa:

dzgs

dr?

dgs _ ;
TIT, +(m + 12)—d‘i +gs=T1g0(t - tS”’ke) (7.3)
rge TI, TZ_HOCTOHHHI)IC BpeMeHI/I HapaCTaHI/IH n Y6I)IB8.HI/IH CI/[HaHTI/I‘{eCKOf/’[ HpOBOHI/IMOCTI/I; T —
MacmTabupyomas KOHCTaHTa BpeMeHy, T = 1 ms.

8. IlonATHe MONMYNALIN HEIIPOHOB

Bo MHOrux o6/1acTsax MO3ra HeIpOHBI OPraHM30BaHbI B Hmomy/Anyy. CBOJICTBA M BXOHBIE CUI-
HaJIbl HEIPOHOB TaKOM MONYyIANMM CXOXU. IIOCKONMbKY aKTMBHOCTH HEIPOHOB BHYTPM IIOIYJIA-
nuy 6ojiee WM MeHee CHHXPOHM3MPOBAHA, TO MX IMPECHHANTUYECKOE BO3JEIICTBIE HA Apyrue
HelIpOHbI WM HellpOHBI CBOEJT IOIY/IALNY OKa3blBaeTcA 0ojee CUIBHBIM, YeM aKTMBHOCTb OM-
HOYHBIX HEMIPOHOB, TO €CTb OJJMH HEMPOH 4aCTO HE MOXKET OKa3aTh PEIIAOIETO IMpeCHHaNTIIe-
CKOTO BO3JIEVICTBMA Ha JPYTOIl HEMPOH, JOCTAaTOYHOTO JI/I TeHePAaLMM MM IIOTeHIIMAasa JeiCTBIA.
ITo aToit mpyyMHe B GONBIIMHCTBE CTyYaeB QYHKIMOHATIbHO aKTMBHOCTI MO3Ia 3HAYMMOI OKa-
3bIBAETCS] IMEHHO aKTMBHOCTD IOMY/IALMIL, B TO BPeMA KaK OMHOYHbIE HEJPOHBI VI OTpaHIYeH-
Hble HEIPOHHBIE ceTH paboTaoT Ha (OHEe HMOMY/IALMOHHON aKTUBHOCTU. ClelyeT OTMeTUTb, YTO
MHO>X€CTBO HEPOHOB, KOTOPOE MOXKHO pacCMaTpMBATh KaK MOMYIALMIO, PAa3ANYHO JII PasHbIX
CIy4aeB aKTMBHOCTM MO3Ta. Tak, B KaKMX-TO C/Iy4yasX IOf OTHEIbHON MOMy/IALVell MOKHO ITIOHM-
MarTb, HallpuMep, MMpaMIJHbIe HEIIPOHBI OTAENbHOI KOTTOHKY KOPbI TOJIOBHOTO MO3Ta, 3 B IPYTOM
CIydae, HAIpUMep IIPU OFHOPOFHONM CTUMY/IILNY OOIIMPHOI 06/TACT KOPBI, 9TO MOXKET OBITH
MHO>KeCTBO IMPAaMUJHBIX HEIIPOHOB KOJIOHOK Bceil 3Toi oOmactu. Korma 4mcio HelpoHOB IIO-
Iy/IALNN BEIMKO, TO PAa3yMHO MaTeMaTHM4eCKy ONMCBHIBATh OCPENHEHHYIO II0 MHOXKECTBY Helpo-
HOB aKTVBHOCTD HOIY/IALNM, a He CIAMKOBYIO aKTMBHOCTD MHMBUYaIbHbBIX HeIpoHOB. Kak mpn
Iepexofie OT OINMCAHNS OTAEIbHBIX YaCTHUI] K MAKPOOIIMCAHNIO aHCAMOJIell B CTATUCTINIECKOI (u-
3VIKV, YPaBHEHM TIOIY/IALVI BBIBOJATCSA U3 YPABHEHNI eIVHIYHBIX HEIIPOHOB, HO CYIL[eCTBEHHO
oTnn4aTcA. VITak, Iid MaTeMaT4eCKOTo ONVICaHNA IOMY/ALUN BBEIEM OIIpe/ie/IeHIE.

Ionynsyus — 910 HA6OP MOFOOHBIX HEIIPOHOB, IIOTYYAIOLINX TIOZOOHBII BXOJXHOI CUTHAIL.

C 1e/1bI0 YIIPOIIEHN MOJE/IbHOIO PACCMOTPEHNA BBOJAT HOIOMHUTE/NIbHBIE TONYyIieHns. Pas-
MYV XapaKTePUCTHK HellpOHOB (HaIllpuMep, IIOPOroB) U BXOZHBIX CUTHAJIOB (HaIIpyMep, IIyMa),
KOTOpBIe IIPUBOAAT K Pa3bpoCy aKTMBHOCTM HEMPOHOB, MOTYT OBITH OTPa)KEHbI B AUCIEPCUN
BXOfJHBIX CUTHAJIOB B IIPENIOIOKEHNN ORMHAKOBOCTV COOCTBEHHBIX CBOJICTB HEPOHOB. Pas-
JIM4ye BO BXOHBIX CUTHA/IAX MOXKET OBITb IIPEACTAaBIeHO B MOAEIM KaK IIyM Ha ()OHe OffTHAKO-
BBIX J/II BCEX HEIPOHOB OCPEIHEHHbIX CUTHA/IOB. KommyecTBO HEMIPOHOB MOMY/IANVN CIMTACTCA
6eCKOHEYHBIM.

BbIXOIHBIM CHTHAJIOM IIOMY/IALUY ABAETCA MOMYIALMOHHASA CIIAKOBasA aKTUBHOCTD, VI IIO-
ny/sinuonHast yacrora (population firing rate). Ona ompepersiercss popmyoit:

1 ; A
V(t) = lim lim 7M

(8.1)
At—0 N—oo At N

e n,.(t; t + At) — KOMMYecTBO CIaiikoB N HElIpOHOB IIONY/IALMY, IPOM3OIIEAIINX B IIPOMEXY-
TOK BpeMeHU (1; ¢ + At).
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Ha puc. 10 npepcraBieH IpyMep BbIYMCIEHNUA MOIMYIALMOHHOM YaCTOTHI II0 OTBETAM HeEWpo-
HOB TIONY/IALMYM IPU BHYTPUKIETOYHON CTUMY/LALMM TTOCTOSHHBIM TOKOM. CIIaiiKyl HeCKOJIb-
KMX IIPENCTaBIEHHbIX HEIPOHOB PacIpefie/ieHbl BO BPEMEHM HEpaBHOMEPHO. Bbrumcienue dncia
CIIAJIKOB B KXK/YIO eAVHUIY BpeMeHM /LA GOJIbIIOrO YMC/Ia HeIIPOHOB IIPUBOIMT K IIOIY/IALIMOH-
HOJI 4acTOTe, IIOKa3aHHOI Ha HUYKHEM PUCYHKe. IlepBble ¢ MOMeHTa CTUMYNALMY CHAK/ HEpOo-
HOB 00pasyIOT IepPBbIit TOp6 MOIY/IALMOHHOI YaCTOThI, BTOPble — BTOPOIL, fajiee CIAKI PasHbIX
HEePOHOB BCE Ooriee IepeMeNnBaloTCA.

9. YacrotHas mogens nonynsuuu (firing rate model)

IIpocreiimmM KmaccoM MoJeneil MOMyAALNN HEIPOHOB ABJIAETCA K/IACC 9aCTOTHBIX (ﬁring rate)
mopeneit. Kak 6510 3aMedeHO B 1. 1, IPOCTENIINM OIMMCAHNEM CIAKOBOM aKTMBHOCTY OHOTO
HelIpOHa ABJIAETCS 3aBUCUMOCTD

v=v(l,) (9.1)

Puc. 10. Ha BepxHeM puCyHKe NpeJCTaBIeHbI
MeMOpaHHbBIe TIOTEHIIMAIbI CEMI
HEIIPOHOB IO /LALLM B OTBET Ha
BHYTPUK/IETOYHYIO CTUMYJIALMIO 110~
CTOSHHBIM TOKOM (BEPXHUII PUCYHOK).
CHM3Y — MONY/IALMOHHASA aKTVBHOCTD,
BeruycieHHast 1o ¢. (8.1) ms 4000
HeIpOHOB (TOHKasA QIyKTyUpyroLas
KpuBasi) u /s 6€CKOHEYHOTO KO-

4eCTBa HEVPOHOB (TOCTAsI CIIONIHAS 60 & 1 e ~ individual neurons
JIVHVSA), TOCYNTAHHAA C TIOMOIIBIO I ——— population model
TIOAPOOHO IOMY/IAIIVIOHHON MOJIeN 40 g __nommmE firing rate model

(conductance-based Refractory Density

Approach). [Ina cpaBHeHMs, TYHKTUP- ér
HOJI TMHNMEN IPUBENIEH PE3YIbTaT -~ 20
TIPUMEHEHMA IPOCTEIeN YaCTOTHO
(firing rate) mopenu nomymnsauuu (9.2,
9.3). 0 !
0 50 100 150 200
MC

Takas >ke 3aBMCHMOCTb MOXKET OTPakaThb AaKTMBHOCTb IIONMY/ALMM TAaKMX HepoHOB. He-
CKOJIBKO 607Iee CIOXXHOI MOJE/IbIO SIB/ISIETCS 3aBUCHMOCTD YACTOTHI CIAKOB OT 6e3CIIaiikoBOro
MeMOpaHHOro moTeHIyana U, momydaeMoro cormacHo 3akoHy Oma (1.1), MHTerpupyromemMy BXoi-
HOJ TOK I

du

i - g (U-V)+1,
it gl 1) +1 (9.2)

v=v(U) (9.3)



IloBemeHne Takoy Mopmenu IpefcTaBiaeHo Ha puc. 10. Takas Mopenb XOpoIIo OTpakaeT CTa-
LMIOHAPHDI PEXKUM, T. €. PEXJM YCTaHOBMBUIENCSA CITAJIKOBOJ aKTMBHOCTY HEMIPOHOB MOITY ALV
IpY MIOCTOAHHOM CTuMYyJe. B cirydae, korga HaOmogaeTcss CMEXPOHNU3aNMs, HAIpUMep IIpY BHe-
3aITHO HavaBUIEMCA CTMMYJ/le KaK Ha HadaJbHOM 3Tare puc. 10, MOfenb He MOXKET afleKBaTHO BOC-
IPOM3BECTH OMY/IALMOHHYIO YaCTOTY. 3aBUCUMOCTb (9.3) I HOIY/IALNI HelipOHOB-IIOPOrOBBIX
MHTETPATOPOB € pasbpOoCOM MOTEHI[MAIA, XaPAKTEPU3YEMbIM AVCIIEPCHUEN Oy, MOXKET OBITh BBIUNC-
NeHa cormacHo pabore (Johannesma, 1968):

-1

(Vi=U)/ovV2
V= AU) = |t/ f e“2(1+ erf(u))du 5 T =ClgL (9.4)
(Vr(as‘et_U)/UV\/E

Boree TouHasi MOJE/Ib BOCIPOM3BOANT KAK PEXMUM CTAIVOHAPHOI TeHEepaIuy CHAKOB, TaK
U PEeXXUM BO3HUKHOBEHNs reHepauny npu ysemndennn norennnaaa U (Chizhov et al., 2007):

v(t) = A(U) + B(U,dU/dt) (9.5)

I7le 4acTOTa CTALMOHAPHOJ TeHepaluy 3ajiaHa GopMysoit (9.4), a 4acToTa HeCTAI[IOHAPHOII Te-
Heparuu onpefensieTcst GOpPMyIOit, BEIBEAEHHOI B IIPEIIIONIOKEHNI O TayCCOBOM PACIIpe/e/IeHIN
MeMOpPaHHOrO MOTEHIIMA/Ia B HeJPOHAX IIOMY/LILNN C AVCIIEPCUENl Oy OKO/IO CPEIHEr0 3HAYEHIsI
U:

)= L[] (0

\V2noy ﬁ - 20‘2/ (9.6)

Takum 06pasoM, B Ka4eCTBe HOCTATOYHO IIPOCTON MOME/N HOIIYISALVIN, IIPUOTIDKEHHO OIVCHI-
BalOLEll PEXXMMbI CTALlIOHAPHOI 1 HECTALMOHAPHOI aKTMBHOCTY, MOYKHO IIOPEKOMEH/IOBATb MO-
Jienb, cocrosyto u3 ypasHeHust (9.2) u popmyrn (9.4-9.6). Kax cinenyer ns puc. 11, Takast Mofenp
MO3BOJIAET BOCIPOU3BECTH IEPBBI IOMYTANVOHHbIN MK, BOSHUKAIOWINI 13-3a CMHXPOHHOI re-
Hepaluy NEPBIX CITAJIKOB HEMPOHOB B OTBET Ha HAYaBIIMIICA CTUMYJI, @ TAK)K€ YCTaHOBMBINIICA
YPOBEHD YacCTOTHI.

10. ITonynsanuoHHbIE CMHANITIYECKNE TOKH

CuHanTU4ecKle TOKM B HeMPOHAX HOIY/IALMM YIPABIAKTCA IOMY/IAIMOHHON 4acTOTON Craii-
KOB, IPUXOJAILINX IO AKCOHAM HEMPOHOB IPECUHANITUYECKON MOMyIALMY. ATIIIPOKCUMAIMIOHHOE
yPaBHeHMe /I TIPOBOAMMOCTY MONyJaeTcss ycpegHenneM yp. (7.3) o HelfpoHaM ITpecHHaITHye-
CKOJI IOy IALMN:

ng

dr?

T, +(T1+T2)% +gg = 1g V(1) (10.1)
Ifie Ty, T, — IIOCTOSHHbIE BpeMeH) HapacTaHUA U yObIBaHNA CHHAIITUYECKOI IIPOBOIMMOCTI; T —
MacuITabupyiomas KOHCTaHTa BpeMeHN, T = 1 ms; Vp,,(f) — 4acToTa MpecMHaNnTUYecKoil Craiiko-
BOIT aKTUBHOCTI. [10CTOsIHHBIE T/, T, OBUIN HAlEHDI B II. 7.

Ecnu mpene6peds akCOHHOII 3a/iep>KKOIt 1 appexTamMm IPOCTPAHCTBEHHOTO PACIPOCTPAHEHNS
IO AKCOHAM, TO MOYXHO CYMTATh, YTO YaCTOTA CHAMIKOBOJ MMITYy/IbCAllM} Ha OKOHYaHMAX aKCOHOB
IpeCUHANITIYeCKON MOImyAnyy vpre(t) paBHA 4acTOTe CIIAIKOBON MMITY/IbCAllUy Ha COMaX Heil-
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poHOB sToit nony/sanyy. Hanpumep, B yp. (10.1) pia curancos AMPA-TiIIa MOXXHO HOfCTaBUTD
Vpre(t) = Ve(t), e vg(f) — TmOmynALMOHHAsA YacTOTa CIAKOB OT BO30Y>KIAMOIIX HePOHOB. Ta-
KuM 00pa3oM, HabOp ypaBHEHUIT AJIsI K&KOro TUIA CMHAICOB Tnma yp. (10.1) Bmecte ¢ popmy-
JlaMu Jyist MeMOPaHHOTO MOTEHIIMAIa U MOMY/ISIMOHHO 4acToThI (9.2, 9.4-9.6) MO3BOJISIIOT CTPO-
UTb MOJE/IN CBA3aHHBIX ITOIY/IALINIL.

11. Ilpumep MOpeTMpPOBAHNA C HOMOINBIO YACTOTHON MOJEIV IO Y/IALIN
HEPOHOB

Paccmorpum nomymsanumio FS (fast spiking) HeitpoHOB, BO36y>XmaeMbIX aKCOHAMM KJIETOK TajIa-
Myca, KOTOpble UCIIBIThIBAIOT Bo3paelicTBue cTumyna (Cruikshank et al., 2007). OTBeT enyMHUYHON
ES xeTku ompepensieTcsi MOHOCHHANTUYIECKNM BO36YXX/ICHIEM ¥ TOPMOXKEHIEM MOCPEACTBOM
PEeKYPPEHTHBIX CBA3ell BHYTpM nomysauyu FS nHeitponos (puc. 12). Kak ciefcTBie, BbI3BaHHbIE
BHEIIIHUM CTYMY/IOM HOCTCHHAITUYECK)e OTBEThl eMHNYHOro FS HeilpoHa 3aBUCAT OT aMILIN-
TyZbI cTUMYTa. OnuieM MOJIeIb TAKOT'O IIPOCTOrO B3aMMOJEIICTBIA BHYTPY OJHOI IOMYILALVI.

Kpatkmit uMITy/Ibc aKTUBHOCTY aKCOHOB TJIAMIYECKVX HEIPOHOB BBI3BIBaeT BO30YXK/arolye
HOCTCHHANTHYecKie Toki B FS HelpoHax (puc. 13), KOTOpble MOXXHO BBIYMC/IATD COITIACHO YP.
(7.1, 10.1):

ig(t) = ge(t)(V(t) - V&) (11.1)

d*g d
E_E% &E E  _E\48E — ext
T + (1 +17, ) —— + 9 =T1g. v (t 11.2
1270 (7y Z)dt g v (1) (11.2)
e 70 = 0,1 ms, 7= 3,3 ms, 7= 1 ms, gz = 70 nS, Vp = 5 mV, v*(£) — umMmy/bc mrenpHOCTbIO
1 ms.

Bo36y>xparommit MOCTCHHANTUYECKIUIT TOK ip(f) BBI3BIBAIOT Aemossipusannio Membpansr FS
HelIpOHOB, COIVIACHO 3aKoHy OMa:

C%:—gL(U—VL)+iE(t)+iI(t) (113)

rme R;, = 1/g; = 81 MQ, 7,,, = C/g; = 9 ms, V; = =78 mV. IIpu gocraTouno cuabHOM cTMyne FS
HeJMPOHBI TeHePUPYIOT CHAMKIY, 1 B pe3y/bTaTe cBsasell FS HellpOHOB BHYTpM MOIY/IALNN HOSBIA-
eTCsl TOPMOSSIIUIT IIOCTCHHANITHIEeCKMIT TOK if(t). Bosbyxaenne FS HeltpoHOB XxapaKkTupusyercst
HONY/LAVIOHHON YaCTOTOI CIailKoB (), KOTOpas BhIaucIsgeTcsa no popmynam (9.4-9.6):



v(t) =A(U) + B(U)

(Ve-U) /o3
A(U) =t/ f e”2(1+erf(u))du
(Viesat=U) [ov V2
1 du (Vr - U)?
B(U)=—|— —_—— 11.4
(U) V2may [ dt ]+exp( 207, (11.4)

rge Vreset = VL’ VT_ VL =14 m\], oy = 2 mV.
AHanornyHo B036y>1<]1a}0meMy TOKY, TOPMOSHIHI/II‘;I CUHANTUYECKNI TOK AIIIIPOKCMUPYETCA

ypaBHeHI/IﬂMI/I
in(1) = @i (D) (V () - V) (11.5)
2

T Nk 0 (11.6)
dr? dt
e 7l = 0,5 ms, 7 = 5 ms, gr=60nS, V;=-88 mV.
Ha puc. 13 u 14 npuseneHo cpaBHEHNE SKCIIEPVMEHTANIbHBIX permcrpanuii u mopenyu. Odve-
BIJIHO KaK KaueCTBEHHOE, TaK M HEIIOXOe KOIMYeCTBEHHOEe COIIACOBaHNe IPa(uKOB, YTO IIOKa-
3BIBAET aZleKBAaTHOCTD IIOCTPOEHHOV OIHO-TIONYIALIOHHON MOJIETI.

12. ITonynsauuoHHbIe Moaenyu Ha ocHoBe Probability Density Approach

Kak oTMewanoch B II. 9, 9aCTOTHBIE MOJE/IN MOMY/ISILNY JINIIb IPUOTVDKEHHO OICHIBAIOT AVHA-
MUKY aKTUBHOCTM HONY/IANVIL. B ofmem crydae okasbiBaeTcsA BaKHBIM TO, KaK PacIpefie/IeHbl
HelIpoHBI 110 (ha3aM CBOEI CIIAJIKOBOII aKTMBHOCTI. BpeMeHHas CMHXpOHM3aLUA 1 TeCHHXPOHMU-
3a11A HEIPOHOB MOYKET CYIIIeCTBEHHO M3MEHNTD 3BOJIIOLIO MTOMY/IANOHHON YacTOTHI aykKe MK
OTHOCHUTE/IBHO ITIOCTOSAHHOI YacToTe paspAnos. Hanpumep, B abCTpaKTHOM CiTydae IOCTOSHHOTO
BXOJ]a Ha BCe HEPOHBI MOMY/LALNM, ITOKA3aHHOM Ha puc. 11, 9aCTOTHI CHAIKOB OT OTHENbHBIX
HEIIPOHOB MPUOIN3UTENIPHO OAMHAKOBBL M IOCTOSIHHBL, B TO BPeMsI KaK Ha rpadyKe MOMY/IALN-
OHHOII YaCTOTBI BU/IHBI pe3Kle MUK AaKTMBHOCTY, BBI3BaHHBIE CHXPOHM3AI[VIell MOMEHTOB I'eHe-
panuu CIaiiKoB ¥ IEePUOJIOB MOTYaHNA HEMPOHOB. BocponsBecTy TaKylo aKTMBHOCTD IIOMOTA€eT
Probability Density Approach, paccMaTpuBarouil 9BOMIOLNIO IVIOTHOCTI PacIIpefie/IeHIsl Helipo-
HOB II0 OHOMY M/IV HECKOTIbKMM IapaMeTpaM COCTOSHIA HeJIpOHa.

Puc. 12. Cxema aktuBHOoCcTH nonyysiunu FS (fast spiking) HeitpoHOB, BO3- yext 8E
6y K/[aeMbIX BHEITHUM CTUMY/IOM v*/(t), IPUXONAIMM U3 Ta/a- —_—
myca. O6o3HaueHN: V(f) — MONYIALMOHHAA YaCTOTA CIIAIKOB
v § 41

FS HeitpoHOB, gg(t), g1(t) — MpoBOAMMOCTY BO3OY>KHAIOLINX 1
TOPMOSSILIUX CYHAIICOB.

ITOT MOAXOJ B IPUMEHEHUN K YIPOLIEHHBIM MOJE/ISIM OT/E/IbHBIX HEIIPOHOB OIMCAH B pabo-
tax (Knight, 1972; Omurtag et al., 2000; Eggert & van Hemmen, 2001; Nykamp & Tranchina, 2000)
u noapobuo ocseuten B Kuure (Gerstner & Kistler, 2002). OcxoBHast mpo6eMa Teopuy IOIyJis-
LOVIOHHOTO MOJENNpPOBaHMA COCTOUT B TOM, YTOOBI YMEHbIINTD Pa3MEPHOCTb OCHOBHBIX YpaBHE-
Huit. ITocKo/IbKy B 0OleM Cydae COCTOSHME HelpOHA OIMCHIBAETCHA He OffHOI, a HECKOIbKVMMM
IepeMEHHBIMY, TO PACCMOTPEHMe pacipefie/ieHNs 6OoMbLUIOoro miy GeCKOHeYHOro 4YicIa Heipo-
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Puc. 13. ITocTcuHanTinyeckuii (MOHOCMHANTIYECKNIT) TOK B FS-HelipoHe mpu cmaboit TaraMidecKoit
cTuMysLmy TokoM 30 pA u otennuae ¢pukcanuyu 88 mV B akcriepumenrte (ciesa) (adapted by
permission from Macmillan Publishers Ltd: (Cruikshank et al., 2007), copyright 2007) u B Mozmenu
(cripaBa).

HOB I10 3TUM [apaMeTpaM IPUBOANT K MHOTOMEPHBIM ArdepeHIaNbHbIM WM NHTETPATbHbIM
YPaBHEHMAM B YaCTHBIX IIPOM3BOMHBIX. Pellenne Takux ypaBHEHNI CTOMD K€ CTTOXKHO IIO/TY4INTD,
Kak M pelleHye OOJIbIIOro Wi O@CKOHEYHOrO YNC/IA CUCTEM YPAaBHEHWIT OTHAEIbHBIX HEIPOHOB,
COCTAB/ISIONINX HOMy/IALyio. [109TOMy pasindHble NOMy/LILMOHHbIE MOfeN Kimacca Probability
Density Approach mpepiaraioT pasHble BapMaHTBI YIIPOIIEHMII, IPUBONAIINX K OJHOMEPHBIM
ypaBHeHuAM (Ymwko & Typ6mn, 2006). CrouT BbImeMUTb [Ba BapuaHTa BbHIOOpA €NVHCTBEH-
HOTO IIapaMeTpa COCTOsIHMs HeifpoHa. [IepBbIil — 3TO MeMOpaHHBIIT IOTEHI AL B aTOM Cydae
ypaBHeHMe I/I1 IDIOTHOCTY PacIpefie/ieHNsI HEeIPOHOB 110 MeMOPAaHHOMY IIOTEHIVATy CTPOUTCA
Ha ocHOBe ypaBHeHMs Kommoroposa-@Poxkepa-Ilnanka. OgHako ecnu i Mofenell Tuia Iopo-
FOBOTO MHTErpaTopa MeMOPAHHBIN MOTEHIMAT ¥ TAK SIB/ISIETCS eAMHCTBEHHBIM IIAPAMETPOM CO-
CTOSIHVISL, TO [/Is1 6OJIee CTIOXKHBIX HEIPOHOB 3TOT MAPAMETP HEOFHO3HAUHO OIPEHe/sieT COCTOsI-
HIe MeXJly cnaikamu. BTopoit BapuaHT — BpeMs, OTCUMThIBAEMO€e OT MOMEHTA CITaliKa HelipOoHa.
Mopenu ¢ Takoii mapamMeTpusanueit I HeIPOHOB TUIIAa IOPOTOBBIX MHTErPaTOPOB MM HEKOTO-
PBIX IPYTUX YIPOLIEHHBIX MOJie/Iell HeIIPOHOB pa3pabOTaHbl B YIIOMSHYTHIX Bblile paborax. s
HOAPOOHBIX HEIIPOHOB, PACCMATPMBAIOIINX GOraThlil HAGOP MOHHBIX KAHAIOB B AIIIIPOKCUMALVI
Tymna XOKKIHA-XaKCIM, B TOM YMC/Ie MEJJIEHHBIX KaHaJIOB CIAIKOBOV aflalTalyiy, Oy IALMOH-
Hasl MOJIEZIb CO BpeMeHeM OT CIaiika mpemiokena B paborax (Chizhov & Graham, 2007; Chizhov
& Graham, 2008). PaccMoTpeHMe yIIOMAHYTBIX MOZE/IEN a TakoKe IPUMePOB OAPOOHOI0 MO/
POBaHMA aKTMBHOCTY B3aMIMOCBA3aHHBIX HOMYIALMI BBIXOANUT 3a PAMKJ HACTOSAIIETO BBOJHOTO
MaTepuaa.

3aknrouyeHne

Taknum 06pa3oM, B HACTOSIIEN [IaB€ MBI OIMCATN MIEPAPXIMIO MOJIETIEN €IUHIIHOTO HEMPOHa pas-
HOJ1 CJIO)KHOCTH, allIPOKCUMALMIO CMHAIITMYECKMX TOKOB 1 IIPOCTEIINe MOfIe/NM HeIPOHHBIX IIO-
nynaguit. [IpuBeeHHble MaTeMaTHYeCKE MOJE/IN TIO3BOJIAIOT B TOM M/IM MHOM Mepe BOCIPOM3-
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Puc. 14. OrBeTn! FS-HeilpoHOB Ha TaTaMMYeCKYI0 CTYMYILALNIO TOKOM 120 PA B 9KcriepuMeHTe (c1eBa)
(adapted by permission from Macmillan Publishers Ltd: (Cruikshank et al., 2007), © 2007) u B Mo-
memu (crpaBa). A, B) moctcrHanTHuecKme TOKY Ipy moteHuane guxcannn —88, —62, nu —35 mV;
C, D) cunantnyeckue nposoaumocty; E, F) moctcnuantuaeckne notenuyanst U U MOfebHast
TIOY/IALMOHHAA YacTOTa V.

BOJUTD OTBETHI HEJIPOHOB, PEIMCTPUPYEMble STeKTPODI3IOIOTYeCKIMIL MeTOLAMMY, I SABIIAIOTCS
OCHOBOII /IS TOCTPOeHUsI 607tee TOAPOOHBIX MOTIETIENT.

B kadecTBe MOIOMHNTENIBHOI YIeOHOI IUTEPATYPBL IO MOJE/IAM HEPOHOB U MOJE/ISIM Hell-
POHHBIX IOIY/IALUII HAa PYCCKOM f3bIKe MOXKHO IIOpeKOMeHfoBaTb ImaBy 3 m3 (IToxpoBckuii,
1987); Ha aHITIMIICKOM A3bIKe B MHTepHeTe focTynHa KHura (Gerstner & Kistler, 2002).

Paboma nodoepicana epanmamu POOH-HIJHIN 07-04-92167a, POPI 09-01-00473a.
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KOTHUTHBHBIE HEMIPOHAYKU



KorautuBHoOe pa3Burne pe6eHKa B IePBbIil TOfI )KU3HMU:
IToBemeHYecKme M INMEKTPO- PU3NOIOTNIECKIIE METONBI
JICCIelOBAaHN A

TpannunoHHO NOBeNeHNe HOBOPOXK/IEHHBIX M/IafIeHIIEB B IIepBbIe HEfIENN 1 HaXKe MeCALbI KU3HU
paccMaTpyUBaIoCch KaK MCKIIOUUTETbHO 00YC/IOBIeHHOe pedriekcaMu. B HOpMe KOrHUTHBHOE pas-
BUTVE OLIEHMBAETCs IICUXOJIOTAMI U BpadaMy O/IVbKe K KOHI[y BTOPOTO TOfa XXM3HMU. B mocmen-
HII€ TObI, ONHAKO, BCe GOJIblilee KOMMYECTBO UCCTIENOBAHNUIT JEMOHCTPUPYET, YTO JETU YKe TP
pOKIeHnY 06/1afa0T YHUKAIBHBIMI CIOCOOHOCTSIMI BOCIIPUHIMATD 1 OCBANBATh MH(OPMALIIIO.
VccnenoBaHne pasBuTusi peOeHKa B IIEPBBI TOf] SKU3HI MOXKET HOMOYb OLEHUTH PUCK pasBU-
TVsI HEKOTOPBIX T€HeTNIeCK! O0YC/IOB/IEHHBIX 3a00/IEBAHNIL, TAKNMX KAK ayTU3M VI AVUCTIEKCHSL.
B paHHOI I1aBe GyfyT pacCMOTPEHBI METOAbI MCC/IEJOBAHMSI HEKOTOPBIX ACIIEKTOB PAHHErO KOT-
HUTUBHOTO Pa3BUTHUA JeTel B IEPBDIN IOf] )KU3HU.

ITapapgurma raburyamumn/gucraburyanmum
(habituation/dishabituation paradigm)

OpueHTUpPOBOYHAA peaKuys (VI OpMEeHTUPOBOYHBIA pedrekc, OP) Ha HOBU3HY U ee yracaHue
(mpuBBIKaHMe WM TabUTyauusi) B OTBET Ha IIOBTOPSIOMIMIICSA CTHMY/I MOTYT OBITH 3aperucTpu-
POBaHbI Y HOBOPOXKJCHHBIX B IlepBble THY >k13HU. OOHapy)KeHNe HOBOIO B OKPYXKAIOIIell cpefie
He TOJIBKO HeOOXOAMMO JyIsi BBDKMBAHMSI OPraHM3Ma, HO U SIB/LSIETCS OJHUM 13 OCHOBHBIX MeXa-
HI3MOB Hay4deHus. [aburyarys npepcrasisier co60il afalTUBBII IIPOLIECC — OPTraHM3M IIPeKpa-
IlaeT pearnpoBaTh Ha He3HAYVMDII, He HecyIiuii HoBoil MHbopManuy ctumyn. OP BKIIo9aeT pAx
peakiuil OpraHu3Ma: IOBOPOT I'OJIOBBL, ABJDKEHNE I71a3, I3MEHEeHMe CepHIeYHOr0 PUTMa Y KOKHO-
ra/JIbBaHIYECKON peaKlyu, a TAKKe TeCUHXPOHU3AIVI0 31eKTposHIedamiorpammer (931) u yse-
JIMTYeHe aMIUIUTYAbl HeKOTOPBIX BBI3BaHHBIX IIOTeHIa0B Mo3ra (BII). Vi3meHeHus ceppedHOro
purMa Kak mokaszarenb OP MOryT GbITh 3aperucTpUpOBAHbI OHTOTEHETIIECKN OYeHb PaHO (CM.
0630p B Gomes et al. 2000): Ha IOC/IEHEM TPUMECTPe OEPEMEHHOCTH IUIOf, pearupyeT 3aMefiie-
HIIeM CepieYHOro PUTMa B OTBeT Ha HOBBIN cTuMy (Lecanuet et al. 2000).

Croco6HOCTD HOBOPOXK/IEHHBIX OTBEYaTh Ha CTUMYII (responsiveness) CUIbHO BapbypyeT B 3a-
BUCUMOCTI OT IIAPAaMeTPOB CTUMYJ/IILNY 11 OT YPOBHsI 60ApCTBOBaHMsL. BCKope mocrie poxeH st
HOBOPOX/ICHHBIE PearrpyioT IpefIOYTUTeIbHO Ha (PM3IMIecKIe XapaKTepUCTUKY CTUMY/IA, TaKIe
KaK VHTEHCUBHOCTD U CIIEKTPA/IbHBII COCTAB, 3MEHEHNUe KOTOPBIX BefleT K M3MEeHEeHUI0 o01elt
sHepruu curama. Jleskosun n TypkeBnu (Lewkowicz and Turkewitz 1980) B cBoeM mccienoBa-
HUJ IIPOAEMOHCTPUPOBAIN TIOOOMIBITHBIN (PAKT: HOBOPOXK/JEHHbIE MOITIV «COIOCTABILSITH» 3PU-
Te/IbHbIE ¥ 3BYKOBbIE CTHMY/IBI IO VX MHTEHCUBHOCTH, Pearupys Ha M3MeHeHMst o0Ieit sHeprun
CTUMYJI4, @ He €T0 MOJAIbHOCTY — 3afiada HeIIOCU/IbHAA JI/IA B3POCTIBIX.

B TeueHMe mepBbIX MeCALeB XXM3HY peOEHOK pearnpyeT Ha CTUMYIIBL Bce 6ojiee n3buparensHo,
U Bce OOJIbllle OMMPasiCh Ha COOCTBEHHBIIT OIBIT. B TO BpeMs: Kak HOBM3HA CTAHOBUTCS OojIee 3Ha-
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YJMOJ, MTHTEHCUBHOCTI ¥ CIIEKTPa/IbHON HACBIIEHHOCT CTUMYJIA YAe/IAeTCS MeHbIlle BHYMAHIA.
STO BaXKHBIIT 9TAIl B PA3BUTUNU CEMEKTUBHOTO BHUMAHUS — CIIOCOOHOCTH y/iepXKUBATh BHUMAHIE
Ha BaKHOM, He OTBJICKasACh Ha IIOCTOPOHHNE, He OTHOCAIIECH K TeKYILeil aKTUBHOCTHU CTUMYIIBL.

DeHoMeH rabuTyanuy B OTBET Ha IIOBTOPSAIOMINIICA PasapaXKnTeIb U MOCTeNyIolell J1cradu-
Tyall¥il B OTBET Ha M3MeHeHNe CTUMY/Ia (VIM Ha HOBBIV CTUMYJI) LIMPOKO UCIIONb3yeTCs B MCCIIe-
JOBAaHNY KOTHUTVBHBIX (PYHKIWUII leTell B BO3pacTe 0 IOIYTOpa JIeT.

IToBeneHYecKMe TeCTbl, MCIONb3YIOLIMe IapagurMy rabuTyauuu/aucrabuTyanyun MpyuMeHs-
I0TCsA, HAIIPUMep, [T N3YYeHNA CTOCOOHOCTH M/IafIeHIeB PasINyaTh CTYMYIIBI U3 Pa3HBIX KaTero-
puit. CTuMy/IBI 13 IEPBOIT KaTerOpuy HPENbAB/IAIOTCA 1O TeX II0P, II0Ka peOeHOK aKTMBHO COCeT
COCKY-JATYVK I M3MEPEHM 9aCTOTBI COCaHNUA (TeCT M3BECTHBIN B aHITIOA3BIYHOI IUTepaType
KaK BBICOKOAMIUIUTYHOe cocanue, high-amplitude sucking, HAS) mun BHUMAaTe/IbHO CMOTPUT Ha
3pUTENBHBIIT CTUMYI (perucrpanys BpeMeHn ¢uxcanuu B3rsiaa, looking time). Ilogo6roe mo-
BeJleHNEe CBYJIETeIbCTBYET O IIOBBILIIEHHOM BHUMAHIY, MHTEpece K CTUMYITY, X B JAHHOM CJIydae
CTUMYJI caM 10 cebe CIIy>KUT moakpervieHneM (conjugate reinforcer). Korga pe6enok repser uH-
Tepec K MOBTOPSIONIEMYCS CTUMY/TY U COOTBETCTBEHHO YaCcTOTA COCAHNA VM BPeMs 3pUTETbHON
¢dukcanyy ymeHblnaeTca (HaCTYIIaeT IPUBBIKAHNE), IPEIbABIACTCA CTUMYI U3 IPYroil KaTero-
pun. CumraeTcs, 4TO peGeHOK pas/nyaeT jBa CTUMYJ/Ia, €/ B OTBET Ha CTUMYJI 13 BTOPOIT Kare-
TOPMIM YacTOTa COCAHMA WU BpeMs (pUKCcaLy CHOBA BO3pacTaeT (response recovery).

IMapapurma npegnourenns: (preference paradigm)

Kak BapmaHT mapagurMbsl rabuTyaunmy MKCIOMb3YeTCsl Mapajgurma mpeprnodreHus (preference
paradigm), B KOTOpOI1 pe6eHKy IpebABIAIOTCA OFHOBPEMEHHO /IBa CTYMYJIA, HAIlpUMep, CIIpaBa
U C/IeBa Ha MOHUTOPE, U PEIUCTPUPYeTCcs BpeMA QUKCAIVM Ha KaXKIOM cTuMy/Ie. Yamie Bcero sTa
HMapafiurmMa AeMOHCTPUPYeT HpeAnoYTeHre HoBu3HbI (novelty preference), To ects pebeHok mpo-
BOAUT OOJIbILE BpeMsi, N3ydasi HOBBIIL CTUMYJI, €M TOT, KOTOPBII y>Ke BUAEI U JOCTATOYHO M3Y-
411, B HEKOTOPBIX CTyYasix, OAHAKO, BO3MOXKHO IIpefodTenne suakomoro (familiarity preference),
KOrfja pebGeHOK IPefIIOYNTaeT M3BECTHDIN eMy CTUMYJI, OCOOEHHO 3TO KacaeTcsi OMOIOrmYecKn
3HAYMMBIX CTVMMYJIOB Ha PaHHMX 3TAIlaX pasBUTVA. Tak, HOBOPO>XKJEHHbIE IIPeIOYNTA/IN IIPOBO-
IUTH BpeMs, HOBEPHYBIIICh K MICTOYHUKY 3aIlaXa, KOTOPBIVl OHY «BBIYYM/IN» B IIEPBBIIT 9ac IIOCTIe
poxpenus (Varendi, Porter and Winberg 2002), a 2-Mecsi9HbBIe IeTV IPEIIOYUTAIOT CMOTPETh Ha
pedeByI0 MUMUKY, KOTOpas COBIIAIaeT CO 3BYYalllIM T€KCTOM, YeM Ha apTUKY/LALVIO, He COOTBeT-
craylomyio emy (Weikum et al. 2007).

VIHCTpyMeHTaNbHBII YCTOBHBIN pedIeKc

VI3MeHeHMe YaCTOTHI COCAaHUS B OTBET Ha CTI/IMYII y HOBOPOJXAEHHBIX VICIIONTB30BA/IOCH TAKXKE IIPN
BBIPaOOTKe MHCTPYMEHTAIBHOTO YCIOBHOTO pediiekca (instrumental conditioning (0630p B Moon
and Fifer 2000). eKacmep n Qaitpep (DeCasper and Fifer 1980) paspaboramu MeTOf, KOTOPBIiT
IIO3BOJINII IIOKA3aTh, YTO B IIEPBBIE JHY JKM3HY HOBOPOXXAEHHDIE M/TaJ€HIIBI IIPEAIIOYNTAIOT T'O/I0C
Marepun ronocy HE3HaKOMOI JKE€HIIVHBI. V3menssa ‘-IaCTOTy COCaHMA COCKM-IATUYMKa, MJIaJCeHIIbI
MOI/IM VHUINVPOBATh BOCIIPOM3BEMEHIE IUIEHKY C 3aMIChI0 TOIOCA MATePU VU [PYTOil JKeH-
I[VHBL, TIPMYeM OfHA TPYIIIIA MaJIbIIIeil JO/DKHA OblIa cOCaTh COCKY € 60Jee BBICOKOI 4acTOTOIL,
94TOGBI C/IBIIIATH TOIOC MATepH, a Apyras rpymma — c 6omee Huskoi. Obe rpymiisl feTeit mpoge-
MOHCTPUPOBA/IN HE TOJIBKO ITPEAIIOYTEHNE T'0I0Ca MAaTEPU B II€PBbIC OHN JKM3HU, HO N CHOCO6-
HOCTb KOHTPO/IMPOBATh YACTOTY COCAHMS AJIs JOCTVDKEHNS XKelaeMoro pesynbrata. K Bodpacty
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8-10 Hemmernb eV OBICTPO HAy4aloTC IBUIATh HOXKKOIL, YTOOBI 3aITyCKaTh ABVDKEHE ITOABIDKHON
urpymkn («Mo6MIb»), IPUKPEIUICHHO K IeTcKoil KpoBaTke (Rovee and Rovee 1969). B aToM nc-
CJIeOBAHMM TACTUYHAS Pe3MHKA KpelIach OfHUM KOHIIOM K MIPYIIKe, IPYTMM KOHIIOM K KO-
neHKe pebeHka. Kaxjoe OBIU>KeHNe HOTY BBI3BIBA/IO OBJDKEHUE HOJBIDKHOI UTPYIIKK. B Teyenne
HEeCKO/IDKIX MUHYT TV Hay4a/IMCh OIIepPUpPOBATh UTPYLIKON, YBEINYMBAsA PUTM IBVDKEHNIT HOTHL.
YacroTa ABVIKEHNIT HE YBEINYMBAIACh Y KOHTPOIbHO TPYIIIBI JIETEN, Y KOTOPBIX UIPyLIKa [IBU-
rajlacb HE3aBMCUMO OT MX JBVDKEHMIL. VI3 9TOro cnemyer, 4TO yBEIMYMHME JBUTATEIbHON aKTUB-
HOCTH HeJIb3s1 OODBACHUTD OOLIMM BO3OYXK/IeHIEM AeTell IpK Bufe «MOOWIs». DTOT METOR VC-
HO/Ib3yeTCS B HACTOsAIIee BpeMsA IJIA M3Y4eHUA NOITOCTPOYHOI IAMATHU Y AeTell IepBOro ropa
sxkusHU (Rovee-Collier 1997): meTeli TeCTUPYIOT IIOBTOPHO C OTCPOYKOIL B HECKOIBKO MECAILIEB.

OmycaHHbIe BbIIIE METOMBI MCCIENOBAHMS TETCKOTO PA3BUTIS MOKHO OOBEINHNUTD TIO]] HAa3Ba-
HIEM «IOBefjeHYecKre MeTofbl». [loBefieHueCKIte METOAbI He BCera yAOOHbI 1 afleKBaTHbI B VC-
C/IeOBAHVISIX KOTHUTUBHBIX (DYHKI[MIT HOBOPOXKIEHHBIX [€Tell, IIOCKO/IbKY CIIOCOOHOCTI MIIAf€H-
11eB K KOOPAVHIPOBAHHOMY MOTOPHOMY aKTY 1 K yIep>KaHUIO OIIpee/IeHHOTO YPOBHA BHUMaHMA
OrpaHNYEHbl B IIepBble HeHeMN >Ku3HM. HalryMesiiee MCCTeZOBaHIe O CIIOCOOHOCTH HOBOPOX-
[eHHBIX UMUTHPOBATD jmieBy0 MumMuky (Meltzoft and Moore 1977) He mony4nio gocraTo4HOe
KOJIYeCTBO JIOCTOBEPHBIX HOATBEPXKACHMII B IIOCTEAYIOMINX MCCIEHOBAHUAX. ABTOPBI IIPEAIO-
JIOXWIN, YTO CIOCOOHOCTD K MMUTALNM, OOHAPYXKEHHAsI CPas3y IOC/Ie POXKIEHNS, yracaeT Ha He-
KOTOpOe BpeMsi 1 BO30OHOBIIsIETCS Yepes HecKombko Mecsies (Meltzoff and Moore 1989). ITosxe
6bUIO IIOKA3aHO, YTO MMUTALVSI TAKON JIMLIEBOI MUMYKI, KaK OTKPBITHII POT U BHICYHYTBIII SA3bIK,
MOI/Ia METD aJIbTEPHATUBHOE OObICHEHNE — HOBOPOXK/EHHbIE BBICOBBIBAIOT SI3BIK B OTBET Ha
3aMHTEPECOBABIINII UX CTUMYIL, TaK KaK POT M A3BIK MaJIblIIeil ABJIAIOTCA [ HUX B IIepBble He-
Jle/Vt KM3HM OFHUM 13 Harbosee BaKHbIX MHCTPYMEHTOB ncciefoBanms (Jones 1996, Jones 2006).

Jlpyras cJI0>KHOCTb B MCCIEJOBaHNMM KOTHUTMBHOIO Pa3BUTHA OYeHb MaJICHbKUX JieTell — 3TO
CI/IPHAST 3aBMCMMOCTD [TOBEIEHYIECKOI peakiun pebeHKa OT ypOBHs OOLPCTBOBAHMs (AKTUBHO-
ctu). Bonb¢ Beie/mT 6 ypoBHel aKTUBHOCTIE HOBOPOX/JEHHBIX (aKTUBHOE GOLPCTBOBAHNE, IIIAY,
CIIOKOITHOe GOfpCTBOBaHNe, HOMYCOH, ITyboKuit con (quiet sleep), moBepxHOCTHBI coH (active
sleep)) m IPOXEMOHCTPUPOBA, UTO B COCTOSHUM CIIOKOITHOTO GOAPCTBOBAHMSI M/IAIEHIIbI peari-
POBa/IM Ha CTUMY/IALMIO IIOBBILIeHVeM O0Iell aKTVBHOCTY, B TO BpeMA KaK Te, KOTOpble HaXOIM-
JINCB B aKTMBHOM OOZPCTBOBAHMY WM KpU4as, Ha060poT, ycrokansanucs (Wolft 1966).

B nocrenHue roppr Bce GOMBIIYIO MOMY/LIPHOCTD IIPHOOPETAIOT 9IEKTPOPIBNOTOTNIECKIEe Me-
TOMIBI MCC/IENOBAHNA, ITO3BOJLAONYEe HONTYyYnTh MHGOpManuo o GYHKIMOHNPOBAHUN MO3ra He-
3aBIUCHMO OT YPOBHsI GOLPCTBOBAHMS U CIOCOOHOCTN pebeHKa IIPOZEeMOHCTPUPOBATD OXIfIae-
MBIIT [IOBEIeHYIeCKNIT OTBeT. BoisBannsle noteniuanst (BII), cs3anHble ¢ 06pabOTKOI CTYXOBOI
MHpOpMaLVM, BO3MOXXHO 3aperUCTPMPOBATh, HAIIPUMEp, Y HOBOPOXK/ICHHBIX JaXKe B COCTOSHUM
IIy6OKOTO CHa.

Mertogn BII nmosBossier uccmenoBars 06paboTKy CUTHAIa C TOYHBIM BPeMEHHBIM Pa3peleHIeM,
XOTsI He SIBJISIETCSl OYeHb TOYHBIM B OTHOLIEHUY IPOCTPAHCTBEHHOTO paspelleHiys, Ije Ha I0-
MOIIb HPUXOJAT VUMUKMHTOBbIE METOJIbI, TaK/e KaK MarHUTHO-PE30HAHCHAs ¥ ONTUYECKasl TO-
Morpadus, KOTOpble TaKKe HaYMHAIOT aKTVBHO IPUMEHATHCA K U3YYeHNMI0 KOTHUTUBHBIX (QYHK-
LW IeTeN 10 Toja.

MarunTHO-pe3onancHast Tomorpadus (MPT) He caMblil yOOHBIT METOR B MCCIELOBAHNUN Ae-
Tell, TaK KaK OOLPCTBYIOLINE IeTH He MOTYT HAXOAUTHCS Oe3 ABIDKEHMS [JaXKe B TeUeHNE OYeHb
KOPOTKOro BpeMeHu. Ha HacTOAIIMIT MOMEHT M3BECTHO TONBKO OJIHO MCCTIEIOBaHNe, IPOBeIeH-
HOe ¢ OOpCTBYIOIVMY 3-MeCAYHBIMYU MaJIbIIIAMY C YICHO/Ib30BAHUEM (l)yHKuMOHaanoﬂ MPT
(Dehaene-Lambertz et al. 2006). OnTndeckas ToMorpadus, UCIONb3YIOLas U3TydeHNe OKOIO-
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nH(ppakpacHoro pnamnasoHa (near-infrared spectroscopy, NIRS), 1103BosteT 10Kann30BaTh UCTOU-
HUK aKTMBALMI B MO3T€ C IPOCTPAHCTBEHHBIM pa3pelleHneM, conoctasuMbiM ¢ MPT, n ABnsaeTca
ropasgo 6osee ygoOHOI METOAVKON /IS IPUMEHEHNs B HETCKUX VCCIEHOBAHISIX: OTCYTCTBYET
oryMm CKaHHEpPA, MarHMTHOE I10/I€ VI OTPAaHNYE€HNA IPOCTPAHCTBA U ITIOABVI)KHOCTM. Ha HaCTOHH.H/H/uI
MOMEHT, HEKOTOpble PAabOThI IOKA3aay aKTUBALMIO COOTBETCTBYIOMIMX OOacTeil MO3ra AeTell
o Tmonyrofa B oTBeT Ha pedeBble (Watanabe et al. 2008, Homae et al. 2007, Homae et al. 2006,
Minagawa-Kawai et al. 2007b, Minagawa-Kawai et al. 2007a, Pena et al. 2003) 1 3puTenbHble cTI-
mysl (Watanabe et al. 2008) (cm. Takxxe 0630p A. H. IllecTakoBoit 1 COaBT. B JAHHOM COOPHIUKE).

IneKTpoPU3NOIOrNIecKIe METOAbI MCCIeTOBAHMS
PaHHEro IeTCKOro pa3BUTUA

BII, win cBsisanHble ¢ cobprtieM notennuansl (CCII), npencTasisaior coboil yCpenHEHHYIO 9JIeK-
TPUYECKYIO0 AKTMBHOCTD MO3Ta B OTBET HA TO MU MHOe COObITIe. TaK KaK aM/INTy/a CIIOHTAHHOI
93T mHuoro 6onblue, veM ammTysa BII, Heo6xoaMMo 60/IbIIOE KOMMYIECTBO YCPeRHEHNIT (1t
BOJIH MeEHbIIIell aMIUIUTYAbl HEOOXORuMMO Oojibllee KOMMYeCTBO ycpemHeHwit). Tax, Hampumep,
4TOOBI BBIABUTH HU3KOAMIUIUTY/HbIE CTBO/MOBbIe cayxoBble BII (brain stem auditory potentials,
BAEP), Heo6xopmmo okomo 1000 ycpemHeHmii, B TO BpeMs KaK BBICOKOaMIUIMTYAHbIe BII meteir
B OTBET Ha 3pUTE/IbHbIE CTUMY/IbI MOTY T ObITH BBIAB/IEHDI yxe npu 15-20 ycpenHeHusx.

BrI3BaHHBIC NOTEHIVIAJIBI, II0 BCeJl BEPOATHOCTM, I€HEPUPYIOTCA B pe3y/bTaTe HECKOIbKIX
nporeccoB. OpHOl 13 Hanbojee MMPOKO MCIIONB3YIOMUXCs runortes reHepaunu BIT sisiercs
MeXaHV3M JOIIOJIHNTEeNIbHOr0 KoMIioHeHTa (Dawson, 1950, additive activity). Ero ocHoBHas npes
COCTOUT B TOM, YTO CHOHTaHHaA DO aKTMBHOCTb paccMaTpUBAETCA KaK IIYM, K KOTOPOMY JHO-
6aB/IgeTCA [OIONMHNMTEIbHBI KOMIIOHEHT IPY IpPefbABICHNY TOTO JWIM WMHOTO cTuMyna. Ilo-
C/le yCpeHEeHMA HEeCKONbKUX peann3alyuii CIIOHTaHHAasA aKTMBHOCTH B3aMMOMCK/IIo4Yaercs, a BII
OCTaeTC.

[IpenmnosnaraeTcs, YT0 OCHOBHBIM MICTOYHMKOM Takoro poaa BII siBisiorcs 6onblive mupamug-
Hble KJIeTKU. Bo3byxpatomue nocrcuHantudeckue norennyansl (BIICII) B 9TUX KIeTKaX BO3HHU-
KaIOT IVIABHBIM 06pa3oM B paiiOHe allMKaTbHBIX JEHAPNUTOB, YTO MPUBOJAUT K MOSBIEHNIO TaM OT-
PUILIATENBHOTO MEXK/IETOYHOTO 3apsija (B pajioHe CMHANTMYECKOTO KOHTAKTa) ¥ OJHOBPEMEHHO
IIOJIOKUTEIBHOTO 3apsifia B parioHe coMbl. TakuMm 00pa3oM, BO3HMKaeT uionb. Ha nmoBepxHoCTH
KOpbI (CKaslbIIa) TakKas aKTUBALVsI OYZET COOTBETCTBOBATDH IOSIBJICHMIO HETATMBHOCTU. B 3aBu-
CMMOCTM OT PacCIIONIO>KEHMsI CMHAICOB (Ha alMKa/lbHBIX, JUCTAIbHBIX IEHAPUTAX VI COME) U OT
TOTO, SIB/ISIETCS /1M AAQHHBI CUHAIIC BO3OY)KAAIOMMM VI TOPMOSHBIM, BO3MOXHBI Pas/IMIHbIe
KOHOUI'Ypaly HeTaTUBHBIX ¥ HO3UTUTUBHBIX KOMIUIEKCOB IIpM peructpanuy BII.

Jpyrum BO3MOXXHBIM MexaHn3MoM reHeparyu BIT sBisteTcst MexaHusM ¢pasoBoit IepecTpoiiKu
(phase reset, Sayers et al., 1974). Cornacuo atoii runorese ajst reHepanuy BIT Heo6xoammo TombKo
Ha/IM4ye CHOHTAHHBIX ocowurAnuil. Korma momaercss cTuMys, TO TaKue OCUVULALMN MEHSIOT
cBoio (hasy Ha ompefgenreHHOe (PUKCHPOBAHHOE 3HAYEHNME BHE 3aBMCUMOCTH OT TOTO, Kakas asa
curHazma ObUTa IO IIperbsABIeHMA CTuUMYIa. Ilocme ycpemHeHMsa BcCe HeCMHXPOHU3MPOBAaHHbBIE
OCUM/UIALIVY YMEHBINAIOTCA, HO ocTaeTcsA BII, KOTOPBIN OTpaXkaeT KpaTKOBPEMEHHYIO CUHXPOHM-
3QIMI0 CITOHTAHHBIX OCI[V/UIAINIL.

HemaBHo 6511 mpemoXkeH Takxke Tpetnii Mexanusm rereparnun (Nikulin et al., 2007). On co-
CTOUT B TOM, YTO €C/IU CpejiHee 3HaYeHe CIIOHTAaHHBIX PUTMOB He PaBHO HYJIIO, TO /II00ast aMILIN-
Ty[Has MORLY/IALUA TaKMX PUTMOB JJO/DKHA IIPMBOUTDH K reHepaumu BII. lannas mopens mpep-
HOJ/IaTaeT, YTO, KpOMe HeNOCPeNCTBEHHO OCLVUIMPYIOLIEil YacTii, HellpOHAIbHbIe PUTMbI TakoKe
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copepikar MMOCTOSIHHBIN KOMIIOHEHT, KOTOPI)HZ MU3MEHAETCA NPOIIOPUNMOHATIBPHO M3MEHEHNIO aM-
TIJINTYAbL purMma.

HManusiit addexr Obu1 mOKazaH, HampuMep, AL anbga-purMa. II0CKONIbKY aMIUIMTY[HAS MO-
AYTAONA 9TOro puUT™Ma 4acTo COOTBeTCTByeT B IIPOCTPAHCTBEHHO-BPEMEHHOM KOHTI/IHyyMe TeHE-
panun BH, IIpEeACTaBIAETCA BIIOJIHE BO3MOXXHDBIM, YTO VIMEHHO OVIHAMIKa a}Ib(l)a-pI/ITMa MOXET
6BITh TIPUYMHON BO3HMKHOBEHNUS KOMIIOHEHOB BII, CBSI3aHHDBIX ¢ KOTHUTUBHOI HESTETBHOCTHIO
(manpumep, P300, CNV, readiness potential, N400).

B Hacrosiiiee BpeMsi CyIecTByeT HECKO/IBKO cucTeM st perucrpanmu I3, Hambonee mo-
IY/SIPHBIMU B IETCKUX MCcmenoBanmsx ssystioTcst NeuroScan n EGI (Geodesic Sensor Net). Cu-
creMa NeuroScan II03BOJI€T MUCIONb30BAaTh KAaK ONVMHOYHBIC NIEKTPOABI, TaK M MEKTPORHYIO
manoyka (cap). OMHOYHbIE OfHOPA30BbIE 3TIEKTPOLABI OYeHb YAOOHBI Hjist pabOTHI C HOBOPOXK-
OCHHBIMI MJIaAJCHIIAMI — OHMU a6C0}IIOTHO IIOCKME, JIETKO HAKJIAAbIBAKTCA M CHMMAIOTCA, HE
TPeOYIOT 9IeKTPOFHOI IIACTBI U MMEIOT OYeHb HM3KOe IepexofHoe comporusienne (5 kOm). Oxn-
HAKO JCIIO/Ib30BaHNe 60j1ee 15-20 0HOPA30BBIX MEKTPOLOB HPEACTAB/IAETCS 3aTPYAHUTEbHBIM,
TaK KaK IIPOLecC NO3UIVIOHMPOBAHMSA 3/IeKTPOLOB
Tpebyer Bpemenn. JnmexrpopHas cerka (Geodesic
Sensor Net, EGI) nosBonser Hajmoxutb 128 (256)
97IEKTPOJIOB 32 HECKOJIDKO MMHYT, YTO JIeJlaeT BO3-
MOJXHBIM IIPOBEIEHVIE I/ICCHeHOBaHI/Iﬁ[ Ha IIOOBVIX-
HBIX U OOApPCTBYIOIUX [eTsX, ¥ [eNaTh 3aIluch
¢ 0O0IbLIOrO KOMMYECTBAa 9MeKTponoB. OTMeTUM,
YTO IIePeXOIHOe COIPOTUBJICHNUE MIEKTPONOB B Iie-
JIOM BBIIIE, YEM IIPU VCIIOTb30BAHUN OTHOPA30BbIX
97IEKTPOOB. JJIEKTPOAHAsE CeTKa OOBIYHO XOPOILIO
IIEPEHOCUTCA OETBMU M HE IPUYINHAET UM HIKAaKOTO
6ecrokoricTsa (puc. 1).

[Ipn cpaBHeHUM HaHHBIX U3 pasHBIX aabopa-
TOpI/H?I cnenyeT O4Y€Hb BHUMATEIIbHO OTHOCUTBHCA
K YCIIOBI/I}IM peructpanny, a MUMEHHO: OTHOCUTEIbHO
KaKoro pedepeHTHOro 3/1eKTpoyia (371eKTpoIoB) oLje-
HUBAKXTCA aMHIII/ITYHbI U TAaTEHTHOCTU. HCO6XOIU/IMO
yunteiBaTh, 4To BII, 3apermcTpmpoBaHHbBI Ha aK-
TUBHOM 3JIEKTPOJie, AB/IACTCA Pa3HOCTDIO MOTEHIINA-
JIOB MEX/y aKTUBHBIM U pepepeHTHBIM a/1eKTpoaMit. B ujeane pedepeHTHBIN 9/1eKTPOL JOIDKEH
OBITH PACIIONIOKEH HA 9MEKTPUYECKN HEMTPAIbHOI IO3UINI, HO TPO6IeMa B COCTOUT TOM, ITO Ha
TO/IOBE HET JIEKTPUIECKU HeiITpaHbeIX MECT. 3Ha‘~II/IT, IIOTCHIIMAII, 3apeI‘I/ICTpI/IpOBaHHbII‘/JI Me>1<11y
AKTUBHBIM 3JIEKTPOOM U pehepeHTHBIM 3/IeKTPOLOM, OYIeT OTpaXkaTh MEKTPUIECKYI0 AKTVB-
HOCTb Ha 000MX 37eKTpogax. I109ToMy 4acTo M3MepAI0T pasHOCTb IIOTEHIMA/IOB MEKIY LaHHBIM
97IEKTPOJIOM U YCPEJHEHHBIM 3HAdeHMeM IIOTEeHIMaIa Ha BCeX 9/IeKTpomax (average reference).
OpHako IIpM HEJOCTATOYHOM KOJIMYEeCTBe 3JIEKTPOJOB (3/IEKTPOAbI He IIOKPBLIBAIOT BCIO T'OJIOBY)
9TO TOXXE€ MOXXET IPUBECTN K MCKAKXEHINIO CUTHasIA. OnruManbHbIM pe(bepeHTHbIM 9NIEKTPOAOM
1A He6OIIbIIIOI‘O KO/MNYIECTBA aKTUBHBIX 9/IEKTPOAOB IIPMHATO CUNTATDH anre6pa1/mec1<y10 CyMMy
JIEBOTO U IIPABOTO MACTOVITHBIX IJIEKTPOAOB. Hp]/[ 9TOM HY)KHO y‘H/ITI)IBaTb, 4YTO IIOTE€HIIMAJ, 3a-
peI‘I/ICTpI/IpOBaHHinI Ha MaCTOMIOHBIX INEKTPOIAX, 6YIICT CyMMI/IpOBaTbCH C IOTECHIIMAJIOM HaA aK-
TVBHBIX JJIEKTPOJAAX M MOXKET IIPNBOAUTDH K I/ICKYCCTBQHHOMY yBeIII/I‘leHI/IIO nm YMeHbIHeHI/IIO aM-
nuTypel BIL.

Puc. 1. Cucrema Geodesic Sensor Net (EGI)
13 128 371eKTpofoB.
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Jpyroit Ba>XHbI/I MOMEHT PETMCTPALIMM — 3TO IOJI0CA IPOIYCKaHUA YacToT. Vicnonb3oBanue
HEKOTOPBIX (QMIBTPOB HE TONBKO CIOCOOHO MCKA3UTh AMIUIUTYAY U JTATEHTHOCTb KOMIIOHEHTOB,
HO U MOXKeT 706aBNUTh apTu(UIaTbHble KOMIOHEHTBI, KOTOPBIX He ObIIO B M3HAYA/IbHON 3aIINCH
(pyc. 2). ITo BO3MOXXHOCTI PEKOMEH/YeTCs MCIIONb30BATh (PMIBTPBI KAK MOYKHO MEHbIIe I y4N-
TBIBATb, KAKOJ PE3y/IbTAT MOXKET MMETb HAJIOXKEHIE OIpefie/IeHHOI moockl mporryckanms (Luck
2005).

-5uV infant ERP filtered 1-30 Hz

infant ERP filtered 0,5-30 Hz

Cz

Puc. 2. Vickaxxenue ¢popmpr BIT
+5uV HOBOPOJK/IEHHOTO B OTBET
Ha 3BYKOBOJI CTMMYJI I
T10J10CE ITPOITYCKAHM A
1-30 Ix (depHast HUSA).

Hapﬂ;uy C BBI3BAHHBIMMU IIOTCHLIMA/IaMII, B OE€TCKUX MCCIEOOBAHMAX BCE 4Yallle aHaHI/I3I/IpYIOT
taoke Bbpi3BaHHble (evoked, phase-locked) mmumupynuposannse (induced, not phase-locked)
ocitsanuu (cM., Hanpumep, 0630p Csibra, Kushnerenko and Grossman 2008). Han6ombumit
MHTepecC MPeACTaBIA0T raMMa-ocuyusinmm (20-80 I, ware Bcero 40 Iy, puc. 3). 910 ee opHa
[pWYMHA BHUMATENBHO OTHOCUTBCS K IIO/IOCE IIPOITYCKAHNS YaCTOT, 0COOEHHO IIPYU PETNCTPALIIIL.

=200 -100 0 100 200 300 400 500

Puc. 3. TaMmMa-octmIALMY B OTBET Ha HEKOHTPYSHTHBIN ay/10-BU3yaIbHbII peueBoil CTUMYIL: apTUKYIUPY-
emoe «6a» 1 ponsHoCUMoe «ra» (ceBa). Pactipenenenne ycpegaenHot (20-40 I, 150-250 mc mocre
Hayasia ayJyo CTUMY/Ia) OCIWJUIATOPHOI akTiBHOCTH (cipasa). V13 Kushnerenko et al, PNAS, 2008 ©
(2008) National Academy of Sciences, U.S. A.
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Cnyxosbie BII B nccnegoBannym KOTHUTUBHOTO Pa3sBUTHA

B mccnenoBanmaAx paHHero ieTckoro passurtusA Metop BII monbsyerca 0c06011 IIOIY/IAPHOCTDIO,
TaK KaK IT03BOJIAET IPOCIEAUTD CBA3b MEXAY HellpOaHaTOMUYECKVMU VM3MEHEHNUAMU B IIepBbIe
IBa rofja >KM3HU U CTAHOBJICHVMEM BaXKHENIINX IICYXOJIOrMYecKux QyHKIVIT — pasBUTHEM pedl,
abCTPaKTHOTO MBILIUIEHNSI, TIPUYMHHO-CTIEICTBEHHO CBS3M.

Hanb6ornee mmpoko ucnonndyemsiit BII meron, Tak HazeiBaemas oddball mapapurma u ee Bapu-
anyu, ImpefcTaB/IAeT cob0Il IOC/IeN0BaTeTbHOCTD OAVHAKOBBIX IIOBTOPAIOMINXCSA CTUMY/IOB (CTaH-
HapToB), 13 KOTOpbIX 10-20% ciry4aiiHbIM 00pa3oM 3aMeHEHbI Ha OTIMYAIoIuiica cTUMYy (ze-
BMAHT). DIeKTPOPU3NOTIOIMIeCKIIT OTBET Ha 9TO OT/IMYNe, M3BeCTHDIT Kak Mismatch negativity,
MMN (B pyccKOsI3BIYHOIL TuTEpaType 0003HadeHHbIl Kak HerarmBHocTs Paccormacosanust, HP),
MO>XHO YBUJIETh Ha Pa3HOCTHOJ KpMBOJ BYX 0TBeTOB — BII B 0TBeT Ha fieBMaHT 3a BbhryeToM BIIT
B OTBeT Ha cTaHAApT. BosHukHoBeHne HP cBA3aHO ¢ popMupoBaHueM B CIyXOBOI KOpe pelpe-
3€HTAllNN CTUMYJIa B HEIlpOHHOI ceTn (neural representation, memory trace) B pe3y/ibTare ero
IIOBTOPHOTO IIPebABICHNA U IIOCTEYIOMer0 PacCOMIACOBAHN 9TOM pellpe3eHTaluyl ¢ HOBBIM
ctumynoM. Teopuss HP Bo MHOTOM mepeK/InKaeTcs ¢ KOHILIEIIVell HePBHO MOZIe/N CTUMYIIA, Pas-
paborannoit E.H. CokonossiM (Coxonos, 1958). ITo teopun CokonoBa, HepBas MOJIe/Ib CTUMYJIa
(sHrpamMMma) XpaHUT MH(POPMALIMIO O ero XapaKTepUCTUKaX. [JeiicTBMe HOBOIO CTYMYJIA BbI3bIBAeT
paccoriacoBaHne ¢ CyLeCTBYIOLIell HepBHOI MOJIEIbIO CTVMMYIIA, IIPUBOAA K OPUEHTMPOBOYHON
peakiuu. HP cama 1o cebe He sAB/IsIeTCA 371€KTPODUINOTOTMIECKIM KOPPEISITOM OPUEHTUPOBOY-
HOVI peakuyy (IIPeAIoaraeTcs, YT0 TAKOBBIM KOPPENATOM siBisieTcsi KoMmitoHeHT P3a (Friedman,
Cycowicz and Gaeta 2001), Tak kak He6o/IbIINe ¥ He3HAYMMble MI3MEHEHNA B OKPY Kalollieil cpefie
He TpeOYIOT OpPYEeHTNPOBOYHOI peaKIyu I IIpYBJIeYeH) s BHUMaHYA. TeM He MeHee Ka[oe, Taxe
He6Oo/IbIIOe, AKYCTUYECKOe M3MEHEHIe aBTOMATIYECKN PErUCTpUpyercs mMo3roM, u HP moxer
6bITh 3amMCcaHa JaKe y CILIIINX MIAJEHIEB, YTO [eAeT 9TOT METOJ OY€Hb yHOOHBIM IS MCCIIe-
TOBAHNA TOYHOCTH C/IYXOBOT'O PA3jIMYeHVs Y HOBOPOXKIeHHBIX. OIHAKO Y HOBOPO>KIEHHBIX KOM-
noHeHT BII B orBeT Ha paccornacoanue oramvaercsa or HP, onmcanHoOl B uccneqoBaHuAX Ha
B3pOC/IbIX. IIO/APHOCTD M TaTEHTHOCTD OTBeTa Ha PAacCcOITIACOBAHMUE Y HeTell 10 Tofja 3aBUCUT OT
[IapaMeTpPOB CTUMY/LILNI, BO3PACTA, & TAKXKE OT METOJOIOINIECKIX OCOOEHHOCTEl PerncTparumn
U aHa/IM3a [OTy4YeHHbIX JJAHHBIX (pedepeHTHDIN 9IeKTPOX, 0/I0Ca IIPOITYCKAHNA YacTOT, COIIPO-
TUBJIEHIE 3IEKTPOJIOB).

Brepsele HP y HOBOopokeHHBIX 6blTa 3apeructpuposara Kummo Amxo n xomreramn (Alho
et al. 1990a). Ilocnenyromue PaboTsl IPOXEMOHCTPUBAIN HAMNYME MOJOOHOTO OTBETA y HeTeit,
pOoXzieHHBbIX IpexaespemMeHHo (30-35 nHemenb (Cheour-Luhtanen et al. 1996). OngHako, B oTBeT
Ha Te >Ke CTUMY/BI B BO3pacTe 4 MecAleB ObUI 3aperMCTPUPOBAH He HeTaTHBHBIN, a IO3UTHB-
Hbiil KomrnoHeHT (Alho et al. 1990b). Takme sxe usmeHenust nonspHoctu BII B paHHeM HeoHa-
TQ/IbHOM IIepHOfe OBUIN ONMUCAHBI B IIPEAbIAYILINX UCCIEHOBAHNSIX B OTBET HA PedYeBble CTUMYIIBI
(Kurtzberg et al. 1984) u mos»e 6bUIM OTHECEHBI Ha CUET PA3HOI CKOPOCTU CO3PEBAHUS PA3/INd-
HBIX c710eB cryxoBoii kopsl (Trainor et al. 2003). Takum 06pa3oM, B HACTOSIIINIT MOMEHT IIPMHSITO
CYMTaTh, YTO HOJIee 3pe/BIM OTBETOM HAa PACCOITIACOBAHNE y MJIAfIEHIEB O 4-X Mecsues Oyzer
KOMIIOHEHT 1o3utuBHOI nojsipHoctn (Leppanen et al. 2004). Ciefyet 0OTMETUTD, YTO B Psifie UC-
C/IeJlOBAHMIA, MICIOIb3YIOIINX OYEHD 60/IbIION AKyCTUYECKNIT KOHTPACT [60onpmIe 50% — TOHBI
1000 1 2000 Ity (Morr et al. 2002) mu ToH u mupokomnonocHsii uryM (Kushnerenko et al. 2007)],
6bUIM 3aperMCTPUPOBAHBI KAaK MUHMMYM [Ba KOMIIOHEHTA PACCOMIACOBAHMS — PAHHUII Hera-
TUBHBI/I KOMIIOHEHT U I[eHTPa/IbHBII [TO3UTVBHBI/ KOMIIOHEHT, 32 KOTOPBIM B HEKOTOPBIX JKC-
HepYMEHTA/IbHBIX CUTYALUAX CIeflOBA/ TAKXKe IO3THUII HETaTUBHBINI KOMIIOHEHT (BO3MOXKHO
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Nc). TpynHO ¢ yBepeHHOCTBIO CKa3aTb, YTO SB/IACTCA aHAIOIAMM 9TUX KOMIOHEHTOB Y B3POCIIBIX,
HO IIPEeAIONOXUTE/IbHO, PAaHHUII HETaTUMBHbBI KOMIIOHEHT He sABjAeTcsa aHajtorom HP, Tak kak
He JIeMOHCTUPYeT OffMTHAKOBOI 3aBUCHMOCTI OT YC/IOBUII 9KCIIEPMMEHTA Y JeTeil U Y B3POCIIbIX
(Kushnerenko et al. 2007), u perucrpupyercst TOIbKO IIpy GOJIBIIOM CIHEKTPAJBHOM KOHTpACTe.
[Tpenmono>XnTeNbHO, pAaHHMII HeTaTUBHbII KOMIIOHEHT Y HOBOPOX/ICHHBIX OTpakaeT BOB/ICUCHIe
B OTBET JOIOHNUTENbHBIX apPepeHTOB B OTBET Ha H0Iee MIMPOKOIIONIOCHBIE CTUMYJIbL. BeposiTHO
TaKOKe, YTO B AU depeHIalI0 JIETKNX M TPYAHBIX aKyCTUYeCKMX KOHTPACTOB BOBJICYEHBI pas-
uele npoueccel (He, Hotson and Trainor 2007). eiicTBUTEeNbHO, TO3UTUBHBI KOMIIOHEHT pac-
COIVIaCOBaHMs B OCHOBHOM HAOJIONAJICSA IPY CTIOKHOM pasnundeHun [poHeTnueckme KOHTPACThI
(Dehaene-Lambertz and Gliga 2004), Ber4eHeHMe 3aKOHOMEPHOCTIL 3BYKOBOII II0C/IE[I0BATEIBHO-
cru (Ruusuvirta et al. 2004, Ruusuvirta et al. 2003)], B To BpeMsi Kak paHHMUII HETATUBHBIIT KOMIIO-
HEHT — TOJIbKO IIpY OO/BIINX CIIEKTPaIbHbIX KOHTpACTaX.

C 4eTBepTOro Mecsilia >KM3HM PAaHHMII HETaTVBHbI/ KOMIIOHEHT MOYKeT OBbITh 3aperncTpUpOBaH
B OTBeT Ha Hebonpume aKycrtudeckre KoHTpacTsl (He, Hotson and Trainor 2008), HO ero cBoii-
cTBa Bce emfe ormmyaorcss or HP B3pocmsix. Hamboree wacto y fmereit O rofa ONMCHIBAIOT I1O-
3UTVBHBII KOMIIOHEHT PACCOITIACOBAHUS, [0 XapaKTepUCTrKaM Oosblre HamoMmmHaromuii HP
B3pocnbix (Dehaene-Lambertz and Gliga 2004). I[To3suTHBHBIII KOMIIOHEHT PacCOIIACOBAHNS YACTO
HepeKpbIBaeTCA BO BpPeMeHM ¢ HEeraTUBHBIM, IIpMYeM ONVH 13 HUX MOXKeT MAacKUPOBATb [PYyToil
B 3aBMCUMOCTH OT VIX aMIUIMTYABL 1 ateHTHOCTH (Morr et al. 2002, Kushnerenko et al. 2002b).
Mapa Mopp ¥ KOJUIeT UCCIeOBaIN HeCKOIbKO TPYIII feTell OT ABYX MeCHIEB 0 YeThIpeX JieT
U TI0Ka3aJIy, KaK IOJISIPHOCTh OTBETA MEHSIETCsI C BO3PACTOM B 3aBUCUMOCTY OT TOTO, KAKOI KOM-
HOHeHT Ipeobmazaer. Mexxay 18 u 30 MecsiaMu KM3HM TO3UTUBHBII KOMIIOHEHT OBUI IIPUMEPHO
paBeH HeTaTMBHOMY II0 JIATEHTHOCTY VI AMIUINTY/E U, TAKUM 00pasoM, pasHOCTHAs KpUBasi Obia
paBHA HYIIIO.

Ba)kHO TOGYEpPKHYTb, YTO TONBKO IIPY VICIONb30BAHUM TAKUX CIIEKTPAJIbHO HACBIIICHHBIX
CTUMYJIOB, KaK HIMPOKOIIOTIOCHBIE IIYMbI, MBI IIONTy4nin ctabuipayio popmy BII orBera cpenu
HoBopox/ieHHbIX (Kushnerenko et al, 2007). Hamre mpeppipymiee ucciefoBaHme ¢ YCIO/Nb30Ba-
HI€M TapMOHMYECKMX TOHOB B Ka4eCTBe CTMMYJIOB IT0Ka3asno, 4ro BII feTeit mo roga odeHn Ba-
puabenbHbl, YTO SB/ISETCS IPEISTCTBMEM ISl MX MCIIONb30BaHMs B KauyecTBE JMAarHOCTUYe-
cxoro meroma (Kushnerenko et al. 2002b). Onnaxo, BII B oTBeT Ha IIMPOKOMOIOCHBIE CTUMYIIBI
HOTEHI[MAIBHO MOTYT OBbITh MCIIONIb30BAHBI [/Is1 AMATHOCTNYECKUX 1iefiell. B aTom nccnegoBanmm
MBI IIOKa3a/Ii Takoke, YTO 0Co0as YyBCTBUTENBHOCTD K CIIEKTPa/IbHOM HACBHIL[EHHOCTI CTUMY/IA
XapaKTepHa TOJIbKO JyIsi HOBOPOXK/IEHHbIX — pasHuna aMminTyasl BII B orBer Ha Gesblil 1rym
Y TAPMOHMYECKIIT TOH ObUTIa 3HAYUTENBHO GOIbIIIE [/IS IEeTEll, YeM J/Isl B3POC/IBIX B OJHOIL U TOI
JKe 9KCIIepUMeHTAIbHOI cutyanun (puc. 4). B to xe Bpems HP na ¢oue mosTopsiromerocst 6e1oro
mryma (CTaHZAPTHBI CTUMYIT) ObIIa 0OHAPY>KEeHa TOIBKO y B3POC/IBIX, HOBOPOXKAEHHBIE HE MOIJII
3aperucTUpPOBATh «HOBM3HY» OTIMYAIOMIMXCA OT CTaHAAPTa IIMPOKOIONOCHBIX LIYMOB. VIHTe-
PECHO OTMETHTD, YTO HAIIY 37eKTPOU3NOIOTNYeCcKye JTaHHbIe XOPOIIO COITACYIOTCA C Teopell
0 Crienyanusanyy MepLenTUBHBIX CUCTeM pebeHKa B TeUeHMe mepBOro rofja >kmsHu (perceptual
narrowing) (Scott, Pascalis and Nelson 2007). Kak 06cy>kganocs Belilie, OpUEHTHPOBOYHAS PeaK-
151 HOBOPOXX/IEHHOTO B IIEPBYIO OYepefb BbI3BAHA VM3MEHEHIeM OOIell SHepInu CTUMYIIA, B TO
BpeMsI KaK B IIpoljecce pa3BUTIsI G0/Iblile BHIMAHUS YAe/IsAeTCsl HOBU3HE CTUMYIIA.

Opna u3 BakHbIX ocobeHHOCTelr HP cocTont B TOM, 4TO OHa perucTpupyercsa He TOIBKO B OT-
BeT Ha VM3MeHeHMe PM3MUeCKUX XapaKTepUCTUK CTUMY/IA, HO U B OTBET Ha M3MEHEHUe OIpefie-
JICHHOJI 3aKOHOMEPHOCTH, IIPaBIIa, KOTOPOMY IIOJYMHAETCA 3BYKOBas MOC/IEHOBATEeIbHOCTD. Ba-
Hecca Kappan u xomtern (Carral et al. 2005) nmpopieMOHCTpMpOBaI, YTO HOBOPOXK/IEHHBIE TaKKe
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Puc. 4. Bei3BaHHBIE TIOTEHIIMAIBI HOBOPOXX/IEHHBIX (C/IeBa) 1 B3POC/IBIX (CIIpaBa) B OTBET HA TOHOBBIII
cTUMY (CIUIONLIHASA cepast TMHMA), OeIblil yM (IIpepbIBUCTASA IMHNA) M HOBBI CTUMYJI (CIIOIIHAS
yepHas mHuA). O6paTUTh BHUMaHME Ha 3HAYNTENTbHYIO Pa3HUIY B aMIUIUTY/ie OTBETOB Ha OesIblit
LIYM Y fieTeil ¥ B3POCIIBIX (aMIIMTY/a OTBETA Ha TOHA/IbHBII CTUMYJI COIIOCTaBMMA 10 BeTNYUHE).
V3 Kushnerenko et al., Eur ] Neurosci © (2007), Wiley-Blackwell Publishing Ltd.

CIIOCOOHBI OIIPeie/ATh 3aKOHOMEPHOCTD B 3BYKOBOJL [IOC/IEZOBATE/IbHOCTI. B aHHOM mccenoBa-
HIV TOHA/IBHBIE CTUMYJIBI IPEIbsIB/IS/INCD IIAPAaMH, C BepOsSTHOCTbIO 80% mapa 6blIa cocTaBIeHa
TaKuM 06pasoM, ITO YaCTOTA MEPBOTO TOHA ObITa HIDKE, YeM YaCTOTa BTOPOTO (CTaHJApPTHBII
CTUMYJI), B OCTaJbHBIX CIy4asX YacTOTa BTOPOTO 6bl1a HIOKe (IeBMaHTHBII ctumyn). B orser
Ha HeBVIaHTHbe;[ CTI/IMY}I Y HOBOPO)KHCHHI)IX 6I)UI SapeI‘I/ICTpI/IPOBaH HOSUTUBHBINI KOMIIOHEHT
paccoracoBaHuA.

Kak 6ymer mOKasaHO HIDKe, 9Ta CIIOCOOHOCTD K TaK HA3bIBAEMOMY «CTATUCTUYECKOMY 00yde-
HuIo» (statistic learning) eXXuUT B OCHOBe OBJIafieHNs peublo. [MIOTe3a CTaTUCTIYeCKOro obyde-
HUA noupasyMeBaeT, YTO MO3TI aBTOMAaTUYE€CKN aHanmsmpyeT BepO}ITHOCTI/I aKyCTM‘IeCKI/[X CO6I)I-
THIT, IPOUCXOJSAIINX B OKPY>KAIOIIEN CPefie, BRI/ COOBITIS C HAaNOOBIIEl BEPOATHOCTHIO KaK
3HaYMMBbIC OJ/IA ynepxaHMH B IMaMATU. B 3TOI cBA3U HpeHCTaBHHeT I/[HTepeC TAKKe UCCIegoBaHNe
Tumo Pyycysuprst u komter (Ruusuvirta et al. 2004, Ruusuvirta et al. 2003), mpofeMOHCTpUpPOBaB-
IIee, YTO MO3I' HOBOPOXK/ICHHOTO 332 HECKO/IIDKO MVHYT IIOBTOPHOTO IpefbsABIeHNA GopMupyer
MOZIe/Ib 3BYKOBOTO CTMMYJIA U3 TPeX IMapaMeTpPOB — YacTOTa, IJIMTEIbHOCTb ¥ MHTEHCUBHOCTD.
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Ecnu B xavecTBe [ieBUAHTA IPENABSIB/ISIC CTUMYJL, OTINYHBII XOTs OBI 10 OZHOMY M3 9THX I1apa-
MeTpoB, Ha BII oTMeuasics NO3UTUBHBII KOMIIOHEHT PAcCOI/IaCOBaHNUs.

B mocnenHee BpeMst TIOSIB/ISIETCS BCe GOTIbIIIE MCCIEMOBAHNUIT Ha HOBOPOXKIEHHBIX C MCITONb30-
BaHyeM Maramrosnedamorpapuu (MIT), rme permcrpupyercss MarHuTHasi cocrasisiomas BII
[(Sambeth et al. 2006, Huotilainen et al. 2003). Boree mogpo6H0 0 M3I" nccmenoBanmsax cMm. B 06-
3ope A. H. [llecrakoBoit 1 coasT.].

3purenpublie BII B ccreqoBanuy BOCHpUATIA TNIY

Octpora 3peHnst HOBOPOXKIEHHBIX MMO3BOMAET UM Pas3indath 0OBEKTHI U JIUIA HA PACCTOSHNUN
npuMepHo opHoro MeTpa (Atkinson 2000), HO KapTHHA, KOTOPYIO OHM BUJAT, OT/INYAETCH OT TOTO,
4TO BUAMM MBI (puc. 5). B mocnennie rogst 0co6eHHO aKTUBHO MCCIEROBANIOCH BOCIIPUATHE HOBO-
POXKIEeHHBIMN YeoBedecKux . Vccnenosanue, ony6mkoBanHoe B 1991 1., IOATBEpANIO paH-
HIe HaO/MIOIeHNs], COIVIACHO KOTOPBIM HOBOPOXKJEHHBIE C GOJIBIINM HIPEAIOYTEHIIEM PEarnpyI0T
Ha cxeMaTn4ecKie nuie-nogobunie marrepusl (Johnson et al. 1991). ITaTTepH, comep Kammnit BbICO-
KOKOHTPACTHBIE IIATHA, COOTBETCTBYIOMLIVE IIPYMEPHOMY PACIIONIOKEHNIO I71a3 U PTa, JOCTATOYeH
IUIsI TOTO, YTOOBI IPUB/IEYb BHUMAHME HOBOPOXKIEHHOTO (puc. 6; cM. Takke 0630psr Kushnerenko
and Johnson in press; Johnson 2005).

Pyc. 5. JInieBble CTUMYIIBI C IPSIMBIM 3PUTEbHBIM KOHTAKTOM U OTBEIEHHBIM B3ITIALOM (CTIeBa) 1 9T XKe
CTUMYJIBL, UMUTHUPYIOLINE YACTOTHOE PaspelleHyie 3pUTEIbHOI CICTeMbl HOBOPOXKJEHHOTO pebeHKa.
V3 Farroni et al, PNAS, 2002 © (2002) National Academy of Sciences, U.S. A.

9TO CBUAETENBCTBYET B MONB3Y TOTO, YTO HOBOPOXK/IEHHbIE TIPEIPACHIONIOKEHBI YHEIATh 0CO-
60e BHIMaHMe CTYMY/IaM, HAIIOMIHAOWUM /inia. OHAKO CYLIeCTBYIOT 1 albTepHATNBHbIE THIIO-
te3pl. OpHa n3 Hux («sensory hypothesis») saxrogaercst B TOM, 4TO BCe 3pUTE/IbHBIE [IPEAIIOUTE-
HJIS1 HOBOPOXK/ICHHBIX OCHOBAHbI HA OTHOCUTE/IBLHON BUAVMMOCTHU CTMMYJIA. 3pUTeIbHaA CUCTeMa
HOBOPOX/ICHHBIX OIPaHIYEeHA [MAIla30HOM HU3KUX IPOCTPAHCTBEHHBIX YaCTOT, ¥ OBUIO IIpeAIo-
JI0)KEHO, YTO HOBOPOXX/ICHHbIE MTPEATIOYNTAIOT CMOTPETh Ha JINIIA VCKIIOUUTEbHO TIOTOMY, UTO
aMIVIMTY/iA PA3TMIHBIX YACTOT STUX CTYMY/IOB COBIIAZIaeT C AMAIIA30HOM BOCIPUMMYMBOCTH 3PH-
TETbHOI CYICTeMBI HOBOPOKIEHHOTO.

Jlpyras rumoTesa IpeANoaraeT, YTO B OCHOBE MPEATIOUTEHNA NTUIIEBBIX CTUMYIOB JIEKUT He-
CKOJIBKO IIPOLIECCOB: IPEANOYTeHIe aCUMMETPUYHBIX IIaTTEPHOB C GOJIBIINM KOIMIECTBOM fieTa-
neit B Bepxueit yacTu (Turati et al. 2002) 1 YyBCTBUTENbHOCTD K (a30BOMY KOHTPACTy — JIMIA
B «HeTaTMBe» He IpuBjeKann BHUMaHus Manbiuteit (Farroni et al. 2005). Hanbonee BaxxHbIM, 07I-
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Puc. 6. [nnoreTnyeckue OnTUManbHble CTUMYJIbI
15 MICCTIENOBAHMA MPENNOYTEHVS INL[EBBIX
CTUMY/IOB HOBOPOXK/IeHHBIMIL. DTH TUIIOTe-
TIYEeCKIE CTUMY/IBI OCHOBAHBI HA Pe3yJib-
TaTax HECKOMBKMX 9KCIIEPUMEHTOB, IEMOH-
CTHUPYIOLINX BaXXHOCTb 6a30BOII JINLIEBOIT
KOH(QUIypaLuy, KOMMYeCTBa 9/IEMEHTOB
B BepXHeil 4aCTy CTUMYJIA, U JINLEN0f006-
HbIT $asoBbIit KOHTpACT. VI3 Johnson, 2005,
Macmillan Publishers Ltd: [Nature Reviews
Neuroscience], © (2005).

HAKO, B BOCHPUATUN NI Ma/IbIIIAMU ABIAETCA HA/INYNE OTKPDITBIX I71a3 U IIPAMOI'O 3pUTETBHOIO
koHTtakra. VccnenoBanue Tepesst @apponu un komrer (Farroni et al. 2002) mokasano, 4To HOBO-
POXJIeHHbIE B BO3pacTe 2-5 NHEeN NPEeANOYNTAIOT CMOTPETh Ha JIMIO C NPSAMBIM 3PUTETHLHBIM
KOHTaKTOM (puc. 5), a He Ha JIMIO C OTBEJEHHBIM B3IVIALNOM. JNIeKTpOPU3NONIOrNuecKoe NCCe-
TOBaHUe IIOKA3a/I0, YTO IPAMOI B3I/IAL yCWIMBaeT KOMIOHEHT N170 (puc. 7), M3BeCTHBII Kak
mure-crenydndecknii kommoneHT BIT y B3pocnpix. AMmmtyzsa N170 y B3pocnbix u sereit (N290
anayor N170) 3HaYMTE/TbHO BBIIIE B OTBET HA 3PUTENbHOE IPEIbsIBIEHNE JINI], YeM TF0OBIX OPyrux
crumynos (Halit et al. 2004).

—
o

Puc. 7. Bei3BaHHBIE TOTEHINATBI B OTBET HA JIN-
L[eBble CTUMYJIBI C IPSAMBIM 3PUTEIbHBIM

aver
KOHTaKTOM (TOJICTas IMHMA) U OTBENEHHBIM verted

B3I/IAOM (TOHKas nuHuA). OO6paTnTh BHUMA-
HI€ Ha YBe/IMYeHNe aMIUIUTY/bl 3pUTENLHOTO
xoMmoHeHTa N290 (ananora N170 y B3poc-
JIBIX) B OTBET Ha IPSAMOII 3pUTEIbHBII KOH-
TakT. VI3 Farroni et al, PNAS, 2002. © (2002)
National Academy of Sciences, U.S. A.
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B TeueHue mepBoOro roga >KM3HU JTaTeHTHOCTh N170 yMmeHbIraeTcs npumMepHo ¢ 350 mc (3 Me-
csma) mo 290 mc (12 mecsines) (Halit, de Haan and Johnson 2003). MaTepecHO OTMETHTD, 9TO K 12
MecAlaM aMIUIMTyzAa geTckoro N290, takke, Kak 1 N170 B3pOC/IbIX, YBETNIMBAETCA, €C/IU TUIL0
nepesepHyTo. IIpudem, aToT addexT crenndnaen TOMBKO I 4eTOBEUECKUX JINL, AMIUIUTYHA
9TOrO0 KOMIIOHEHTA He M3MEHseTCs Py MAaHMIy/siuusix ¢ amniamu o6espsn (Halit et al. 2003, de
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Haan, Pascalis and Johnson 2002). ¥ 3-x u 6-MeCsYHBIX fieTeil MHBEPTUPOBAHME INIIEBOTO CTHU-
My/Ia TOXKe He BIMAIO Ha aMmnuTyay BIL.

KPOCCMOHa}IbHa}I MHTErpanyAa B paHHEM OHTOI€HE3 €

Kak y>xe ymoMmHanochb, HOBOPOX/ICHHbIE M/IAJICHIbI CIIOCOOHBI MHTETPUPOBATh ayfuO M BU3Y-
aIbHYI0 MHPOPMALMIO BeCbMa HEOOBIYHBIM 00OPa3OM — COIOCTAB/ISIsI CTUMYJIBL 110 MHTEHCUB-
Hoctu (Lewkowicz and Turkewitz 1980). Takum 06pasom, BOCHPUSTHE YKe C POXK/EHIS MIMEET
3a4aTKM KPOCC-MOJA/IbHON MHTerpanuy. Ha JaHHBII MOMEHT HeTCKUX MCCIeLOBAHUI C VCIIO/Ib-
3BaHIEM MY/IbTUMOJa/IbHBIX CTUMY/IOB JOBO/ILHO MaJIo. JIeBKOBUY 11 KOJIETM, UCIIOIb3YA IOBENeH-
YecKue MEeTORMKI, ITOKA3a/Ii, YTO [IeTH CIIOCOOHBI K ayfuO-BNU3ya/lbHOI MHTErpalny Ha OCHOBE
BpeMeHHOII cuHxpoHm3anyu (temporal synchrony), T.e. ect coOBITHUSI B CTyXOBOII U 3PUTENIb-
HOIT MOJQ/IPHOCTY IPOUCXOAAT OfHOBpeMeHHO (synchronous onset and offset; Lewkowicz 1996;
Lewkowicz and Ghazanfar 2006).

K 7-MecA4HOMY BO3pPAcTy [eTH VIMEIOT IIOJIHOE IIpefiCTaB/IeHNe O TOM, YTO SMOLMOHAIbHOE
BBIp@YKEHNE JIMIIA YaCTO COIPOBOXKAAETCS COOTBETCTBYIOLIEI SMOLVOHAIBHON MHTOHAIMEN. Vc-
nonb3ys Metop BII, Tobmac [poccMaHH 1 KOJIIery IIoKas3ay, YTo B OTBET Ha PafJOCTHYIO MHTOHA-
L[MIO B COUYETAHMM C CEPAUTHIM oM (1nm Hao6opor) Ha BII BosHMKaeT KOMIIOHEHT, Hanboree
4acTO aCCOLMUPYEMBI C peaklyell Ha HOBM3HY ¥ BOBJIEYEHMEM BHUMAaHUA Y JieTell — HeraTus-
HBIII HeHTpanbHbI KoMnoHeHT (Nc) (Grossmann, Striano and Friederici 2006).

Haunre anexTpodn3nonorndeckoe nccIefoBaHme oKa3ano Takke, YTo JeTU B BO3pacTe 5 Mecs-
1IeB BOCIIPMHMMAIOT pedb Kak ayauo-Bu3yanbHoe nenoe (Kushnerenko et al. 2008). OcHoBbIBasACH
Ha oTKpbITiM Maxlepka 1 Max/loHanba [(eHOMEH M3BeCTHBII B aHITIOA3BIYHON INTEpaType KaK
McGurk illusion (McGurk and MacDonald 1976)], Mbl ncrionb3oBany Takue >ke ayayo 1 BU3yajlb-
Hble CTUMYJIBI, COYeTaHVe KOTOPBIX IPUBEJIO K WITI030PHOMY BOCIPIATHUIO (POHEMBI, KOTOpasi He
ObI/Ta IIpefCcTaB/IeHa HU B 3PUTE/IbHON, HU B CIIYXOBOJ MOJa/JIbHOCTHU. Tak, VICHBITYeMbIM IIPOM-
TpBIBA/IN 3BYK «6a», B TO BpeMs KaK HA 9KpaHe OHU BUJENN APTUKY/IALUIO, COOTBETCTBYIOUIYIO
3BYKY «Ta». [Ipu 9TOM 6O/IBIIMHCTBY UCIBITYeMbIX (98% B3pocibIx 1 87% [ieTell) CIIbILIAICA 3BYK
«ma». ITpn obpatHOM codeTaHuy (BU3yanbHOE «Oa» M ayAMO «ra») TONBKO IIONIOBYMHA B3POC/IbIX
«VMHTeTPUPOBAJIa» ITO COYETAHNE B KOMOMHAINIO «6ra». BOMBIIMHCTBO OCTa/IBHBIX CIIBIIIAIO «Tay.
[Tpoananu3upoBaB BMU3ya/JbHbIE M AyANO CTMMYIIbI, MBI IIPEAIIONIOKI/IN, YTO BU3yaIbHOE «6a» He

Puc. 8. BusyanbHble CTUMYJIbI, COOTBETCTBYIOIIIE Ha4a/IbHOI apTUKY/IALMY CTIOTOB «6a» (cieBa)
u «ra» (cupasa). V13 Kushnerenko et al, PNAS, 2008. © (2008) National Academy of Sciences, U. S. A.
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MOXKET OBITH MHTETPUPOBAHO C HEKOHTPYIHTHBIM ayAMO IO MPUYNHE CBOEI «CIenUpUIHOCTI,
a MMEHHO: apTUKY/IALNS, IIPEfIIeCTBYIOMmast 3ByKy «ba» (cxarme ry6, puc. 8, ceBa) MOXKeT CO-
OTBETCTBOBATH TOJIBKO TPeM 3BYKaM («O», «I», I «M»), B TO BpeMs KaK apTUKY/IALIS, Hpefle-
CTByIOIIaA «ra» (OTKPBITUE PTa, PUC. 8, CIIpaBa) COOTBETCTBYET MHOTVM IVIACHBIM VI COIVIACHBIM.
W3 aTOro crmemyert, 4TO WIIIO30pHAA MHTETPalisA MPOVCXOANUT B TOM CIIydae, /M BU3YaTbHbIN
CTUMYJI JOBOJIBHO C/1ab0 IPefCKa3bIBaeT MOCTEA YOI pedeBOil 3BYK. II09TOMy MBI IIPEAIIONo-
KN, YTO, €C/IM JNeTH CHOCOOHDBI MHTEIPUPOBATh pedeBble CTUMYJ/IBI KPOCC-MOJAIbHO, MBI HOJTY-
YJM [Ba BO3MOXKHBIX 9/IeKTpo(duU3nonIorndecknx orsera: BII B oTBeT Ha Bu3ya/lbHOe «Ta» M ayfuo
«b6a» (MMM030pHOE «/la») HEe JO/KeH OTAMYaThca oT BII B oTBeT Ha aymmo-BM3yanbHO KOHTpY-
SHTHBIE CTUMYIIBI «6a» U «Ta», B TO BpeM: KaK HeKOHI'PYIHTHBII BU3Ya/IbHBI «6a» — ayaMo «Ta»
MOXXET BBI3BaTh paccoITIacOBaHIe ¢ oXupiaHmeM (expectation violation). ITo cyTn, ator >xe Mexa-
HU3M JIOKUT B ocHOBe HP — moBTOpsAomasncsa mocienoBaTeIbHOCTb CTUMY/IOB GOPMUPYeT «MO-
menb OyAyLIero CTUMy/Ia», B TO BpeMsi KaK JeBUAHTHBII CTIMY/I BI3BIBAET PACCOIIIACOBAHNE €r0
C OXMAaeMbIM. B HamleM McCIefoBaHMM MBI He JICIONb30BaMM TPAAUIMOHHYIO IAapaurMy pac-
COITIaCOBAaHMS, I7ie OAVH CTMMYJ IPEXbABIAETCA C BBICOKON BEPOATHOCTBIO, @ IPYTOil — C HU3-
KOJ. B maHHOM ciydae MBI TeCTMPOBaNIM He KPAaTKOBPEMEHHbIE C/IefOBble IPOLECCHl MaMATH,
copMmpoBaHHbIE HEMOCTPEACTBEHHO MIPELIECTBYIONIEN aKyCTHIeCKO NH(OPMAINel, a JOIro-
BpeMeHHbIe CJIefIbl IAMATU — Pe3y/IbTaT BCEro NIPeNbIAYILero omnbiTa pebeHka (cM. o HP B orset
Ha pedeBble CTUMYJIBI U O JOATOBPEMEHHBbIX Clefax mamsaru B 063ope Iltsrposa 10.10. U Ilyn-
¢depmiomiepa ®. B gaHHOM cOOpHUKe, a Takke B Pulvermuller and Shtyrov 2006). B zannom nc-
CJIeOBAHNIL MbI IPEFBSIB/SUIN 4 TUIIA CTUMY/IOB (2 KOHTPYSHTHBIX «0a» 11 «Ta» U 2 HEKOHTPYIHT-
HBIX) C PaBHOJI BePOATHOCTHIO, OCHOBBIBAsICh Ha IPEIIIOChUIKE, YTO TOIBKO OIVH 13 HUX JO/DKEH
BOCIIPMHMMATBCA KaK «HEHIPABMUIbHBIN» CTUMMY/ U BbI3BAThb PACCOINACOBAHME MEXY BeAyLIVM
3PUTETIBHBIM «6a» U MOCIEAYIOIVIM «T'a». KCIIepYMEHTa/IbHbIe Pe3y/IbTaThl IIOATBEPAWIN 9Ty TH-
[I0Te3y — ITO3UTUBHBIN KOMIIOHEHT PACCOITIACOBAHNA, 110 JIATEHTHOCTHU U PaCIpele/IeHNIo Hallo-
MIHAIOLIIT KOMIOHEHT aHamorndHblit HP y B3pocibIx, ObUI 3aperucTpIpOBaH TONBKO B OTBET HA
«ra», CJIefyolee 3a BU3yanbHbIM «ba» (puc. 9). B mormonHeHne, TONbKO B OTBET Ha 9TOT CTUMYII
IPOUCXOAMIO YCUIEHNE aKTUBALMM B II0JI0CE TAMMA-4aCTOT B IPe(POHTATIBHOI 06/1acTi KOPBI
(puc. 3). Takum 06pa3oM, MOXKHO IIPeIONIOKNTh, YTO He TOIbKO aKyCTUYeCKUe CTMMYIbl MO-
ryT popMMpOBaTh MOJIE/b OYAYILEro CTUMY/IA, HO M BU3yajIbHbIe. B TaHHOM Ciydae, BUSyajIbHOE
«ba», 10 BCell BUAMMOCTH, 3aIlyCKaeT mporuecc 06paboTky pedeBOro ctumyna «6a», B TO BpeMs
KaK IIpelbsB/IEHE «Ta» HAapyIIaeT TeUeHle 9TOr0 IPOLecca I Pe3y/IbTaTOM ABIAETCA KOMIIOHEHT
paccornacoBaHmsl.

JIpyroii BaXHbIJI pe3ynbTaT 3TOro mccnenobanua: BII B oTBeT Ha Jpyroil HEKOHTPYSHTHBIN
ayIyo-BU3Ya/IbHBIN CTUMYJI, BOCHPMHIMAEMBIN B3POCTBIMYU KaK W/UIIO30PHOE «/1a», HE OT/INYa-
much ot BII Ha «HOpMa/IbHbIE» KOHTPYSHTHBIE CTUMYJIbL. IIpefnonoXuTenbHo, TOT CTUMYTT BOC-
IIPUHUMAJICA JeTbMM KaK «HOPMAaJIbHBIV» PEeYeBOil 3BYK C COOTBETCTBYIOLIEN apTUKYynALuen. Pe-
3y/IBTAThl 9TOTO JMICCIENOBaHNA MOTYePKIMBAIOT BKHOCTD 3PUTENIbHON MHGOPMALUY B OCBOCHUN
peun peGeHKOM.

Passutne peun

C MOMEHTaA pO)KHeHI/IF{ MJTageHII bl HeMOHCTpI/IpYIOT npennhoeﬂme p;ma CTMMYHOB, 6I/IOIIOI‘I/I‘IQ-
CKI1 3HAUMMBIX /I HUMX: 3aIllaX M rOJIOC MaTepI/I, YeJIoBeYEeCKMEe Nna n 3ByKI/I pe‘H/I. HOBOPO)K'
JleHHbIe He TOJIbKO IIPEAIOYNTAIOT 3BYKH peun apyrum 3ByKaM (Vouloumanos and Werker 2007a),
HO ¥ AeMOHCTHPYIOT sIBHOE IpefIodTenne pogHoro ssbika (Moon, Cooper and Fifer 1993). Han-
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Pyc. 9. Bol3BaHHbIe IIOTEHLIMANBI B OTBET Ha KOHTPYSHTHBIE («6a» — CUHASA JIMHYA, «I'a» — Tronybas)
U HEKOHTPY3HTHBIE ay/I1I0-BYU3ya/IbHbIe CTUMYIIBI (BU3Ya/lbHOE «Ta» — ayayo «ba» — 3e/eHas
JIMHUA, BUSYaNIbHOE «6a» — ay/iiio «ra» — KpacHas). BblmesleHHas cepbIM I[BETOM 00/1aCTbh COOTBET-
CTBYeT BpeMEHHOMY MHTEPBaJIy, I7ie OTBET Ha BU3ya/lbHOE «6a» — ay/Mo «T'a» 3HAUMMO OT/INIasICA
OT BCEX OCTa/IbHBIX 0TBETOB (290-590 MC OT Havasa MpebABIEHNUS ayano cTumya). O6paTuthb
BHMMaHMe Ha aneKTpopnl F4 n T4, rae cpsur BII MenseT nonApHOCTD € MO3UTUBHON HA HETATUBHYIO.
V3 Kushnerenko et al, PNAS, 2008 © (2008) National Academy of Sciences, U.S. A.

6o/1ee BepOATHO, YTO Y3HABAHIME POFHOI pedn GA3MpPyeTcs Ha OIPee/IeHHbIX PUTMUYECKUX 1aT-
TepHax. BbIIO OKasaHO, HapyMMep, ITO (PPaHIY3CKIe MIA/IEHIIBI MOTYT OT/INYATh AHIIMIICKIIL
SI3BIK OT SIIIOHCKOTO, HO HE OT HEMEI[KOTO, KOTOPBIII PUTMIYECKN Oojlee IOXO0X Ha aHIIMIICKIIT
(Nazzi, Bertoncini and Mehler 1998). PurMnyeckue maTTepHsl pedn He COXPAHSIOTCS, KOIA Pedb
npourpeiBaercsi Hasap (backward speech). Vicmompsys mapagurmy raburyarun/pucraburya-
1y Pamyc u Komtery moxasanm, 4To M/Ia/ieHIIbI OT/IMYAIOT TOMIAHACKMIL A3BIK OT AIIOHCKOTO, HO
TOJIBKO €C/TN TIPEMIOKEHNs TIPOUTPHIBAIICH BIiepen, HO He Hasay (Ramus et al. 2000). OcHoBbIBa-
SICh Ha 3TUX JJAHHDIX, MO>KHO IIPE/IIIONIOKNTD, YTO M/Ia/IeHIIbl HAy4aloTCA pas3NnndaTb pUTMUYECKue
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[ATTepPHBI Y)Ke BHYTPUYTPOOHO, 11 IPEAIOYTEHIIE POJHOTO SI3bIKA TAKXKe POPMUPYETCS B Pe3yIib-
Tare BHYTPUYTPOOHOro ombiTa. J[eiICTBUTENIBHO, B TedeHME IMOCIENHET0 TpUMecTpa GepeMeH-
HOCTU pe6eHOK YK€ MOJKET C/IbIIIATb I'O/I0C MAaTE€PV, XOTA M IIPUITYIIEHHO, NPENMYIIECTBEHHO
HY3KO-4aCTOTHYIO COCTAB/LAIONIYIO. VICXO[A U3 MICCTIeOBAaHWIT Ha XVBOTHBIX, BO3MOXKHO IIPEHIIO-
JIOKUTb, YTO MEJIOAVYECKUIT KOHTYP POJHOIO A3bIKAa MOXKET [JOCTATOYHO YeTKO PACIIO3HABATbCS
BHYTpuyTpo6HO (Armitage, Baldwin and Vince 1980, Griffiths et al. 1994). Onnaxo, uaTpUryIHO-
UM SIB/ISIETCS TOT (AKT, YTO M/IA/ICHIIBI HECKOIBKIUX [JHEN OT POAY CIOCOOHBI 3aMedaTb TAK)Ke
TOHKIEe (pOHETHYECKIE PA3ININs MeX/Y IIaCHbIMK 1 cornacHbiMu (Moon, Bever and Fifer 1992,
Dehaene-Lambertz and Pena 2001a, Bertoncini et al. 1987), xoTst mogo6Hast CreKTpanbHasi MH-
¢dbopmanus He HOCTyIHA BHYTpUyTpoOHO. Bortee Toro, HefaBHO OBIIO IOKA3aHO, YTO HOBOPOXK-
[E€HHbIE MOT'YT OTINYATh P€4Yb OT HEPEIEBDBIX CTUMYJIOB TOJIbKO IIPN HaININN BBICOKOYAaCTOTHOM
cocrapiatonieit (Vouloumanos and Werker 2007b). HYacrorer Bbiute 500 Iiy mpakTudyeckn He f10-
CTYIIHBI BHYTPUYTPOOHO, TeM He MeHee, KOTAa OblI HalOXXeH COOTBETCTBYIOI[UIT GUIBTP Ha pe-
9€BbI€ CTUMYIIDI, tITO6I)I COoenaThb MX IMOXOXXMMMI Ha TO, 4YTO pe6eHOK IIPEAIIOIOKUTE/TPHO CIIBIIINT
BHyTpI/IyTpO6HO, MTag€HIIbl IEPECTA/IN OTINYIATD PE€Y€BbIE€ 3BYKM OT OT VX TOHOBDBIX aHA/IOT'OB.

Takum 06pa3oM, IPeAoUTeHNe 3BYKOB Pedn APYIUM aKyCTUYeCTUM CUTHAIaM Bpsift /it (op-
MIPYETCST UCK/TIOYNTEIBHO BHYTPUYyTPoOHO. 10 BCelt BEpOsTHOCTY, MasIbIIIN OOTAA0T YHUKAIb-
HOII CIIOCOOHOCTBIO O4YeHb OBICTPO HAydaThCsl PACIIO3HABATb pedeBble curHambl. IIpenmornmara-
€TCsl, 9YTO B OCHOBE 9TOTO JIEKNUT MEXAHU3M «CTATUCTUYECKOIO» VTN BEPOSITHOCTHOTO OOyYeHNs
(statistical learning): MO3r aBTOMATMYeCK! aHAMUSUPYET BEPOSTHOCTN AKYCTUUECKMUX COOBITHIL
" HaCTpaMBa€ETCA HA BOCIIPUATIE HaI/I6OIIee BE€POATHDIX.

[Ipenmono>xuTenpbHo, TakK JeTU HAy4aloTCH BBIIELATD OT/e/bHBbIE C/I0BA V3 CIUIOLIHOTO IIO-
toka peun. xenun Caddpan u kowrern «obydamn» 8-MeCSUHBIX fleTeil B TeYeHMe 2-X MUHYT
BBIYIEHSATh «C/IOBa» U3 CIUIOIIHOTO IIOTOKA C/IOFOB, HAIPMMEP, «OMmaKymagoTuromadyonmaxy».
ERMHCTBEHHOT MOJICKA3KOI /Il MasIbIlIell OBIIO TO, YTO BEPOSITHOCTD IIEPEX0fia OT OJHOTO CJIora
K JPyroMy B OBHUX ClTyd4asx Obura paBHa 1 (Hampumep, mocie «Oum» BCeria CIEHOBATIO «Ja»),
a B jpyrux cnydasax 0,33. Ilocnmenyromee TeCTMpOBaHMe IOKa3ajao, 4TO JE€TU BOCHPUHMMAIOT
«O1ma» Kak 3HAKOMOe COYeTaHMe («C/IOBO») Y)Ke depe3 2 MMHYTHI [IOCIE HAdama «00ydeHms»
(Saffran 2001, Saftran, Aslin and Newport 1996).

ITOT XK€ MeXaHM3M, [0 BCeVl BUAMMOCTH, JIEKUT B OCHOBE (POHETHUECKOI HACTPOIKMU Ha POJ-
HOM SI3BIK. HOHYFOHOB&HI}IG MajIbplIM MOT'YT pa3/iNn4daTb IIPAKTUIECKN BCE€ MHOCTPAHHbIE KOHTpa-
CTbI, HO TE€PAIOT 3TY CHOCO6HOCTI) K KOHLIY IIEPBOrO Iroja >KN3HU. HaTPI/ICI/IH KyH IIpEeAIIO/IOKIIIA,
YTO B OCHOBE 9TOTO ABJICHNA JISKUT «neural commitment», Ha30BeM 9TO MO-PYCCKI «HACTPOIIKOI
Mo3ra» Ha Hambojlee YacTO BCTPEYAoIIVecs B sI3BIKOBOM OKpyxkeHun ¢onemst (Kuhl 2004). Ya-
CTOTAa BCTPEYAEMOCTH PEUYEBBIX J/IEMEHTOB Hambo/ee HU3Kash HA TPAHMIIE MEXAY KaTerOPUSIMIL
Korna ogHoIt TpyIine feTell famm IPOCIyIIaTh IOCTef0BaTe/IbHOCTD C/IOTOB «Jja», IOCTEIIEHHO IIe-
PEXOIAIINIT B «Ta», ¢ MAKCUMAaJIbHOJ 4aCTOTOI BCTPEYAeMOCTI B IIeHTpe KOHTHHYyMa (371eMeHTa
CPeIHero MeXAYy «Ja» M «Ta»), MaJIBIIIN He CMOIJIM BO BpeMs IIOC/IeAYIOIEro TecTa OT/IMYUTD 3TU
«la» ¥ «Ta» IPYT OT Apyra. [Ipyroii rpymie fereii NpegbABIAIN Te K€ CIOTH, HO C IBYMA MakK-
CUMyMaMI paclpefie/ieHns Ha ABYX KOHI[AX KOHTMHyyMa (6MMOfaIbHOe pacIlpefeieHne), Ot
COOTBETCTBOBAJI C/IOTY «fa», HPYTOil — «Ta». Masblmn OBbUIN CIIOCOOHBI OTIMYUTD 3T IBA C/IOTA
ApPYT OT Jpyra yxe 4epe3 2 MUHYTbI «CTaTHCTUYecKoro obydenus» (Maye, Werker and Gerken
2002).

PaHee y>Xe YIOMMHAIOCh O TOM, YTO 3/1€TPODUSUOTIOINIECKIe UCCTIEFOBAHNS IPOJEMOHCTPI-
POBaIM, YTO MO3T [jaXKe HOBOPOXXJEHHOTO pebeHKa aBTOMATIYeCK! IIPOCYUTHIBAET 3aKOHOMEP-
HOCTHU, KOTOPBIM IIOAYNHAIOTCA 3BYKI B SBYKOBOP‘[ IIOC/IEHOBATC/IbHOCTI ((beHOMeH, HOHY‘H/IBIHI/Iﬁ
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Ha3BaHIe «IIPVMWUTUBHBIN MHTENIEKT CTyXOBOI crcTeMbl», Néddtdnen et al. 2001). TTosuTusHbI1
KOMIIOHEHT PacCcOITIAcOBaHMs ObII 3apErMCTPUPOBAH Y HOBOPOXKAEHHBIX B OTBET HA HAPYIIEHME
3aKOHOMEPHOCTH «IIePBBIIl TOH B IIape uMeeT 6olee HU3KYIO 4acTOTy, 4eM BTopoi» (Carral et al.
2005). BaxxHO TaxxKe yHOMsHYTb ucciegoBanue xucmon dexaH-Jlambep, mpogeMOHCTpUpPOBaAB-
mee, 4To MMO3UTUBHBIII KOMITOHEHT paccorimaccoBanma MOXET 6I>ITI) 3apEeTUCTPUPOBAH Yy HOBO-
POXIEHHDBIX, JaXe€ KOorjga CIormn («na» n <<Ta>>) IIPOMBHOCU/INCD HECKO/IDKMIMI PAa3HbIMI T'OTOCaMM
(Dehaene-Lambertz and Pena 2001b). 3To nccnegoBanue CBIAETENBCTBYET O TOM, YTO MJIAJ€HIIBI
CHOCO6HI)I KaTeropm3npoBaTb pe€4e€BbI€ CTUMY/Ibl OHTOT€HETNIECKM OY€Hb PaHO M 4YTO IIO3UTUB-
HBIII KOMIIOHEHT PacCOITIACOBAHMA B JAHHOM C/Iydae OTpa’kaeT He TOJIbKO pasindue B Gpusmde-
CKIX CBOJMCTBaxX AKYyCTUYIECKNMX CUTHAJIOB.

IneKTpoPU3NOIOrnIecKre KOppersaTol MOCTHATAIBHOTO Pa3BUTIS MO3Ta

ITepBsle fBa rofa >KusHM pebeHKa — eprof Hanboree NHTEHCUBHOIO pasBuTust Mosra. K koHy
IePBOro TOfja >KU3HM 06BEeM MO3ra yBeNYMBAETCS B TPU Pasa, a K KOHI[y BTOPOTO TOfja COCTaB-
nstet 80% oT o6beMa MO3ra B3POC/IOrO Ue/oBeKa. IlapaiienbHo MPOVNCXOAUT pasBUTHE HENPO-
HOB, IIPOLIECC CMHANTOTeHe3a, BETB/IEHME JIEHAPUTOB, MUEMMHM3ALMsI aKCOHOB. CHHANTIYeCKas
IUVIOTHOCTDb B KOpPe TOJIOBHOTO MO3Ta Y HOBOPOXKIEHHOT'O IIPYIMEPHO paBHA TaKOBOII y B3pOC/IOro,
HO B Te4eHMe IepBbIX MeCALeB JKM3HY 3HAYUTEIbHO BO3pPAacTaeT, JOCTUrasg MAaKCUMYMa, IIOCTIe
Yero B Te4eHJe HEeCKOJIbKUX JIeT IIOCTeIICHHO CHYDKAETCA B pe3y/braTe 9MMMMHALMN CYHAITU-
4eCcKMX KOHTaKToB (synaptic pruning) (Huttenlocher 1979, Huttenlocher 1984, Huttenlocher and
Dabholkar 1997). B 3Toit CBsI3M MHTEPECHO OTMETUTh HEKOTOpbIe Koppemsinuy Mexay BII u me-
pMoIaMII CMHAIITOTeHe3a B PasMMYHbIX 00macTax Kopel. CormacHo nccnegoBannsam Huttenlocher
U KOJUIeT, MaKCYMa/IbHas CHHAIITH4YecKas IVIOTHOCTb B CIYXOBOIL KOpPe JHOCTUTAeTCs Y HOBOPOXK-
[ICHHBIX K TPEM MeCsIaM, B 3pPUTETbHOI KOpe — K IIECTH, @ BO GPOHTATbHBIX 00ACTAX — B Ie-
puor ot Byx go mectu et (Huttenlocher 1979, Huttenlocher 1984, Huttenlocher and Dabholkar
1997). ViccnepoBanusi pa3BuTusi 3pure/bHbIX BII B IepBbIil O >KM3HM IIOKa3ajy, YTO Mak-
CMMajIbHasA aMJINTYfla BEeTCKOro aHajora P2 mocturaerca K 6 MecsAlaM >KV3HM, 3aTeM HadlHAeT
yMeHbUIaTbCs. Hanm 971eKTpodusnonorneckne MCCIef0BaHysl TOKa3aI HanOOIbIIYI0 aMILIN-
TyAy cnyxosoro P2 y tpexmecsannix meteit (Kushnerenko et al. 2002a), B coorBeTcTBMU C IIepu-
OZOM MAaKCVMMaJIbHOJ CMHAIITMYeCKOll INIOTHOCTM B CIIyXOBOIT Kope. Kyle u Kojutern oTMeTnmm
TAK)Ke KOPPEALUI0 MeX/y CHHAITUYECKON IUIOTHOCTBIO BO (PPOHTAIBHOI 0OIACTY U aMIIUTY-
[oit HeraTMBHOTO LeHTpanpHOro KommnoHeHnta (Nc) (Courchesne 1990), KOTOpBIIL, Kak CYMTACTCH,
OTpakaeT BOBJICYEHNE HEIPOM3BOIBHOIO (aBTOMAaTMYECKOrO) BHMMAHMA U OLIEHKY HOBU3HBI
CTUMYIIA.

3/ech MHTepeCHO IPOBECTH MAPA/UIENN MEXAY MUMUHALME M30BITOYHBIX CIHAIICOB B KOpe
TOJIOBHOTO MO3Ta, «HAaCTpoOrKoi Mosra» (neural commitment, Kuhl, 2004) 1 mnepuenTnBHO
crenuanusanyeit (perceptual narrowing, Scott et al. 2007). ITo Bceit BepOsITHOCTH, IIPOLIECC Clie-
IVaIM3alyy HacTpalBaeT HE[POHHBIE CeTU Ha BOCIPMATHUE OIPeNe/IeHHBIX CTUMYJIOB, U He-
BOBJ/IEYEHHbIE B 9TOT IPOLIECC CMHAICHI BIOC/IEACTBMM M34e3aloT. Kak ObIIO OTMEYeHO BbIllle,
971eKTPO(U3NONIOrMYeCK)ie OTBETbl Ha IMVPOKOIIOJIOCHBIC CTUMYJ/IBI Y HOBOPOXKIEHHBIX TaKXKe
3HAYMTEIbHO IpeBOCXopAT o aMiumTyge BII B3pocnbix (Kushnerenko et al. 2007), o Bceit Bepo-
STHOCTM, BOBJIEKAS B OTBET rOpasno GOsbliiee KOMMIECTBO HEITPOHOB, YeM HEOOXOMMO.
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3aknrouenne. KinodeBbie MOMEHTBI pasBUTHA pe6eHKa B IEPBBIil IO, )KI3HI
M a7TbTePHATVBHbIE TEOPIN

HOHBOH}I WTOI'W, HY’)KHO OTMETUTD, YTO MJIAJJ€HIbI IIEPBOT'O TOMla JXM3HU O6HaHaIOT YHUKaJIbHbIM
criocobHOCTsIMM K 00ydenuo. Kak 06cyXanoce Belllle, B Te4eHIE€ HECKOIBKIX YaCOB IOC/IE POXK-
[E€HV HOBOPOXK/EHHbIE CHOCO6HI)I OT/IM4YATh T'OI0C MaTepU OT rojoca HOCTOPOHHCI/uI JKEHIIIVHbI
(DeCasper and Fifer 1980) u ormmdaTs pogHoit sa3bIK 0T HepopHoro (Moon et al. 1993). Bynyma-
Hoc u Bepkep (Vouloumanos and Werker 2007b) mpenmonoxuay, 4to paHHee m3buparenbHOE
IIpEOIIOYTEHNIE€ K PE€YEBBIM CTUMY/IaM MOXKET ObITH BPOXXJAEHHDBIM. BosmoxHO 1 A/IbTEPHATVIBHOE
o6bsicHenne. Tak, CYLeCTBYIOT HaHHBIE, CBIAETEIbCTBYIOIINE O IIOBBIMIEHHOI CIOCOOHOCTH K 06-
YIE€HMIO M/IaJI€HIIa B IIE€PBBIE IAChI ITIOC/IE POXKAEHNA.

Bapenpu u Kosutern moxasain, 4TO B TedeHIe IEPBOTO Yaca [IOC/Ie POJOB MIA/IEHIIbI 3aIIOMI-
HAJIN 3aIax, KOTOPBIN ObUT IpenbsiBiieH uM nccrenoBarensimu (Varendi et al, 2002). Psay uccnemo-
BaHUII TaKXKe JIeMOHCTPUPYET HEOOBIYHO OBICTPYIO CIIOCOOHOCTb HOBOPOXK/IEHHOTO OT/IMYATh 3a-
[IaX MaTePUHCKOIL TPYAM OT 3amaxa qy>koit xenmunsl (Varendi, Porter and Winberg 1994, Varendi
and Porter 2001). 3To 6bIcTpOE OMB(AKTOPHOE 0OYUEHIIE MIPEAIONIOXKNTENIBHO 00YCIOBIEHO BbI-
COKIM YPOBHEM KaTeXOJIAMVHOB, B YaCTHOCTI HOPAJIpeHa/INHa, KOTOPBII XapaKTepeH [Isl afiall-
TUBHOI'O «pPOJOBOI0 CTpe€CCa HOBOPOXAEHHDIX» 1 YAEPKNBAETCA B T€IE€HME IIPMIMEPHO IBYX 9aCOB
IIOCTIe POXKICHNUA.

HekoTopsle aBTOpPBI IIONATAIOT, YTO TaKoe OBICTpOe OOydeHme HalleIeHO HA y3HABAHIE Ma-
Tepy U Ha (popMuUpoBaHue IPUBA3AHHOCTY, WM cBA3Y, (attachment, bonding) mMexpy mMaTepbio
n pe6eHKOM. Ponp KOHTaKTa C MaTe€pbl0 B T€YEHNE OSTUX MNEPBBIX ABYX YaCOB IIOC/IE POXAECHNA
6bUIa HAT/LILHO IPOEMOHCTPUPOBAHA B MCCIeRoBaHMUsAX BbeicTpoBoit u xojter (Bystrova 2008,
Bystrova et al. 2003). Pe3ynbraThl MccIegoBaHMil TOKA3a, YTO HOBOPOXKJCHHbIE, VIMEBIIE I10-
JIyTOPa4acoBOII TEJIECHBIII KOHTAKT C MaTepbio Cpasy mocie poxos (skin-to-skin contact), 6sicTpee
[IPeOfo/IeBa/l HETaTMBHBIE IIOC/IEACTBIUS «POJZOBOIO CTpecca HOBOPOXeHHbIX» (Bystrova et
al. 2003). OTi >xe geTH B rofgoBaJOM BO3pacTe IPOJEMOHCTPUPOBAIN Oojiee BHICOKIII YPOBEHb
CaMOPETy/IALUY B YCTIOBUAX CTPYKTYPUPOBAHHON UIPBl (MOJIe/Ib «JIETKOTO CTpecca») IO CpaBHe-
HMIO C AE€TbMM, Pa3Tyd€HHBIMI C X MATEPAMU IIOCIIE€ POXKIEHNA. MHTepeCHO, 49TO, €C/IN HOBO-
POKIEHHBIX Pas3Iydan C MX MaTepsiMi BCEro Ha 2 4aca, a HOTOM BOCCOEAVHSUIN JUIs Ja/IbHeil-
Iero COBMECTHOIO Hpe6bIBaHI/[$[ B OHHOI‘/JI I1ajaTe, YpOBE€HDb MX CaMODPETY/IALNN B OOVH TOJ 6bUI
TAKMM JKe, KaK y JleTeil, COREP)KABIINXCs Pasfe/IbHO C X MATePsIMU B TedeHMe BCeX JHeIT Ipe-
6I)IBaHI/IH B pOOVIJIBHOM ITOME. Shvii AaHHbIE IIO3BOJIAIOT TOBOPUTD O HA/IMYNN Y HOBOPOXKAEHHDBIX
TaK Ha3bIBae€MOTO «CEHCUTMBHOTO IIePUOMIa», 3a BPeMs KOTOPOro, B C/Iy4ae TeJIeCHOIO KOHTAaKTa
C MaTepbIo, JAOIIEr0 MAKCUMAIbHYI0 CEHCOPHYIO CTUMY/LLINIO, IIPOUCXOFUT CTAHOBJIEHIE OIITH-
MaJIbHOI IIOCTHATA/IbHOI CAaMOPery/Liiny pebeHKa, a BOSMOXHO, U [PYTuxX ero GyHKIuit. B To xe
BpeM: ClIefyeT OTMETUTD, 9TO CEHCUTUBHBIN nepuon 'y pe6eHKa HE ABIAETCA KPUTUIECKUIM. 310
O3HAYAET, YTO IIPU OTCYTCTBUM TEJIECHOTO KOHTAKTA MaTepyu C peGEHKOM B IePBbIE YaChI IIOCTIE
POKIEHNS CYIeCTBYeT BO3MOXXHOCTD HABEPCTHIBAHI YIYILEHHOTO B IIOCIEAYIOIEM C IIOMOIIbIO
HOBTOPSIIOLIENICsT CeHCOpHOIT cTumy/sinyu. OfHAKO 3TOT Impoluecc TpebyeT ropasgo Gojbliero
BpeMeHu u ycywmit (Bystrova 2008).

B teuenne IIEPBOTO Trojia JKM3HY IINPOKNE ITOTEHIVIA/IbHbIE BO3MOXXHOCTI pe6eHKa K BOCIIpUA-
TUIO MH(POPMAIMU OTPAHNYMBAIOTCA «IIePLEITUBHOM cIenyam3anueii» («perceptual narrowing»
(Pascalis, de Haan and Nelson 2002, Lewkowicz and Ghazanfar 2006, Scott et al. 2007)). Kax yxa-
3BIBA/IOCH BBILIE, CHAYa/IA PeOEHOK pearrpyer IPaKTUIECKM Ha IH000e M3MeHeHIe BO BHEIIHEN
cperie, C IproOpeTeHNeM OIIbITA €r0 PeaKI[UI CTAHOBSTCS Bee 6ortee 1 6omee n36MpaTeIbHBIMIL.
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MtafieHIIbI ZO MOMTYTOfA CIIOCOOHBI PA3NINyarh MPAKTUIECKN BCe (OHETMIECKHe KOHTPACTHL,
4aCcTO Hepas/M4MMBble [ B3POC/BIX (TaK, HAIIPUMeP, aHIJIOTOBOPSILINE B3POC/IbIe He CIIOCOOHBI
ynoBUTD pasnuune Mexnay donemamn /Ta/ u /ta/ B aspike xuamm (Werker and Tees 1984b, Werker
and Tees 1984a), a HOCKUTe/NN SIIOHCKOTO 5I3bIKA HE MIEAIOT PA3HULBI MEXAY 3ByKamu /p/ u /mn/
(Kuhl et al. 2006), B To BpeMs KaK HOTYTOFOBA/IbIe MAJIBIIIN PA3INYAIOT ITU KOHTPACTHI C JIET-
kocTbi0. OZHAKO K KOHI[Y IIEPBOTO FOJIA XKVM3HU M/IAJIEHI[BI TEPSIOT 9Ty 3aMedYaTe/IbHYI0 CIOCO0-
HOCTb: BOCIIPYATIIC POSHOTO fA3bIKA IIPOJO/DKAET COBEPIICHCTBOBATHCA, B TO BpeM: KaK (HOHeTH-
yeckad MH(OpMaNMA, He IPUCYTCTBYIONIAA B OKpYXKalollell cpefe, TepaeT cBoe 3HadeHye (Kuhl
2004). ITpuMedaTenbHO, YTO OBICTPOE yracaHye CIIOCOOHOCTHM Pas3invaTh MHOCTPAHHbIE (oHe-
TUYIECKNE KOHTPACTbl MOXHO HOBepHyTb BCIIATD, IIPOBENSA BCETO 12 ceaHcoB ¢ 9-MeCAYHBIMU
JE€TbMMU. HanI/ICI/Iﬂ KYII " KO/IUIETN IIPENOCTaBV/IN aAHITIOTOBOPAIINM [AETAM BO3MOXXHOCTD MHTE-
PAKTMBHOTO OOIIEHNUS C HOCUTEMAMI KUTAMCKOTO sA3bIKa 3 pasa B HeeNo mo 25 MUHYT B [I€HDb
B TeueHue 4 HENENb, 4YTO IIO3BONINMJIO MAJIbIIIIaAM COXPaHNTb CEHCUTUBHOCTD K (bOHeTI/I‘IeCKI/IM KOH-
TpacTaM Kutaiickoro Asbika (Kuhl, Tsao and Liu 2003). BosM0>XHO, 9T0O OTBe4aeT Ha BOIIPOC IIO-
yeMy JieTU FOPa3fio Jlerde OCBauBalOT MHOCTPAHHbIE A3BIKY, YeM B3POCIIbIE.

Takas TIEPUENTNBHAA CIIENMA/IN3alA XapaKTE€pHA TaKXKe /I BOCIPUATUA JINILIL. K OEBATU MeE-
cAlaM JKM3HN [ETN TEPAIOT CHOCO6HOCTI) BUAETD Pa3in4nAa B JINIIAX O6e3bHH, B TO BpeEMA KakK
B IIECTb MeCSIIIEB 9Ta CIIOCOOHOCTD elje He yrpaumBaercs (Pascalis et al. 2002). Takum o6pasom,
pasBuTre peOeHKa MeT IO MyTy Bce OOJIbIIeil CIeNMaNN3aluil, «HACTPOMKM Mo3ra» (neural
commitment).

OnncanHbie NCCNIeqOBaHNA YKa3bIBaIOT Ha yHI/IKaIII)HbIe IIOTE€HIMIA/TbHbIE BO3MOJXHOCTI peé-
6eHKa IIepBOro Tofia >KM3HMU, KOTOPbIe, BO3MOXKHO, He IIOJTHOCTBIO MCIIONb3YIOTCA B IIPOIIECCe ero
BOCIIUTAaHUA N O6y‘IeHI/IH. BOHPCKI/I paHee 6I)ITOBaBHIeMy MHEHUIO, HOBOPO)I(HCHHbIﬁ IIpUXOONT
B 3TOT MNP JOCTAaTOYHO IIOATOTOB/I€HHBIM K TOMY, tITO6I:vI BOCIIPMMMHATb SHa‘H/IMyIO I/IH(l)OpMa-
IUI0 I CTPEMUTEIBHO 6I)ICTp0 06Y‘{aTI)CH. HPI/IMeHeHI/Ie I pa3BUTNE HOBBIX METOLOB /1A I/I3Y‘le-
HIsI IIPOLIeCCOB BOCHPUATHSA 1 06paboTKu nH(OpPMALNN B TIEPIOJ, PAHHETrO JETCTBA U BHEPEHNE
VX B pOAVTIbHDBIE JOMA, IIOINKINHHMKN N HETCKNE EHTPBDI, MOI‘YT OKa3aTb HeOHeHI/[MyIO IIOMOIIb
B peajM3alnyy JeTCKUX OTeHIIa/IbHbIX BO3MOKHOCTEIL.

Agrop 6maropapur 3a kommenrtapun 1 yrourenus K. C. Beictposy,

B. B. Hukynuna u U. IO. IlaBnosa.
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Maruanro-sHiedanorpadus n onrmyeckas ronorpadpua —
HOBeJ1IIIIe MeTOMbI MCCTIeOBAHNA KOTHUTUBHOTO Pa3BUTHA
MIaJieHIIeB U JeTell MIafilllero BO3pacra

CHicok coxpanjeHuit

MO3T' — maruurosnnedrorpadus (magnitoencephalogaphy, MEG)

BII — Bei3Banubii norennnain (evoked potential, EP)

BIlon — BrisBannoe none (evoked field, EF)

MHP — maruautHbii skBrBanent HP (mMMN)

WJIK — nsMeHeHMe I0KalnbHOro KpoBoToka (regional changes in blood flow, RCBF)
MPT — MarHMTHO-pe3oHaHCHas ToMorpadusa (magnetic resonance imaging, MRI)
OMPT — dynxunonanbhas MPT (functional magnetic resonance imaging, fMRI)

HP — meratuBHOCTD paccormacosanus (mismatch negativity, MMN)

OK — omtnyeckoe kapruposaHnue (optical imaging, OI)

OT — ontnyeckas ronorpadus, ontndyeckas Tomorpadus (optical tomo/pography)
BUK crekTpockommss — CIeKTPOCKOus GmbKHero nHpakpacHoro auamasona (near-infrared
spectroscopy, NIRS)

[19T — no3uTpoOHHO-9MMCCUOHHAA ToMorpadus (positron emission tomography, PET)
93T — anexrposuuedanorpadus (electroencephalography, EEG)

Maraurosnuedanorpadpusa Kak MeToJ, OLEHKN CTyXOBOI (PyHKIMN
y AeTeil M M/IaJieHLIeB

Hapsiny ¢ anexrposnnedanorpadueit (33T), Bce 60IbLUIYIO MOMYISIPHOCTD B MOC/IENHEE BPEMs
nprnobperaeT MeTOX MarHuTHON sHIuedanorpadun (MOIT), obmamarommii TOMUMO BBICOKOTO
BpeMEHHOro paspelleHus, cpaBHMMOro ¢ 931, elje m BBICOKMM IPOCTPAHCTBEHHBIM paspelie-
HNEM, IIO3BO/IAKIINM JIOKA/IN30BAaTh MCTOYHMKN AKTUBHOCTU He]?[pOHOB KOpr TOJIOBHOI'O MO3ra,
CBsA3aHHbIE C BBIIIOJIHEHMEM TOJ VIM MHONM 5KCIEPMMEHTA/IbHON 3afayu. MarnurtHoe mojse, 1o-
poXXzaeMoe HepOHa/JIbHBIMM VICTOYHUKAMM Y PETMCTPMpyeMoe 3a IIpefie/laMi TOJIOBBI, MeHee
IlyBCTBI/ITeIII)HO K aHI/I3OTpOHI/H/I CBOVICTB KOCTeN ‘{epena I MATKUX MO3TOBBIX O6OHO‘{€K, qeM
INeKTpuYecKoe, naMepsieMoe DI Ha OBepxHOCTH CKajbila. Kak cnencrBue, 3afgada OCTpoOeHMs
TOCTATOYHO TOYHOI IpAMOI Mogenu B caydae MOI cymectBenHo mpouje takosoit B 931. Ilo-
cremHit GakT 0ODACHIET MOTEHI[MAIBHO 00JIee BBICOKOE MPOCTPAHCTBEHHOE paspelleHie, mpi-
cymee MII' no cpasrenmio ¢ 9II. Craboe MAarHUTHOE IIOJIE, MOPOXKAEHHOE HEPOHATbHBIMI
JICTOYHMKAaMU TOKa, MOXET 6I)ITI) 6eCKOHTaKTHO SapeI‘I/ICTpI/IpOBaHO Hp]/[ IIOMOII CBer‘{yBCTBI/I-
tenpHbIx SQUID (Superconducting Quantum Interference Device) faT4nkoB: HUYTOXHO cmaboe
MArHUTHOE II10JI€ B YCHOBI/IHX CBer HPOBOHI/IMOCTI/I I/IHHYHI/IpyeT 3HeKTpI/I‘{eCKO€ B JAaT4YMKax (CeH-
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copax), IpefCcTaB/LIIoMmMX coboi anekrpomarauTHble Karymky (Hamildinen et al, 1993). B mo-
C/IeACTBUY, MHOTOKPATHO YCUIEHHOE, 9TO [0JIe MOXKET ObITh BUSYa/IM3UPOBAHO.

B MOT opueHTaumsA HeilpOHOB II0 OTHOLIEHUMIO K CeHCOpaM umeeT 6oiblloe 3HadeHue. Tak,
TOKM, TeHepypyeMble MMPAMUHBIMU HEMPOHAMM IIEPBMYHON CTyXOBOI KOPBI, HAalpaB/I€HbI IO
KacaTe/IbHOJ K cpepe TIOBEPXHOCTY IOJIOBBI, a JIMHIY MarHUTHOTO IIOJLA BBIXOJAT 3a IIpefieIbl I0-
BEPXHOCTI TOJIOBbI, YTO [TO3BOJISIET PETUCTPUPOBATH OOMBIIYIO YACTh HENPOHAIBHON AKTUBHOCTIL.
Vcrounnkn >xe BO36y>KzieHUs (AKTUBHOCTI), PACIIOIOKEHHbIE MEPIIeHANKY/ISIPHO IOBEPXHOCTH
rO/IOBBL, OyAyT mpaxtudecky HeByuanmsl gyt SQUID.

B mccrenoBaHMAX CIyXOBOM (YHKIMM CaMbIM PacPOCTPAaHEHHBIM KOMIIOHEHTOM BBI3BaH-
HbIX noTeHnyanos (BIT) asmgerca orkmmk N1 (Nédtdnen, 1987). K npumepy, N1 xommnonenT BII
MOXKeT OBITh 3apericTpUpOBaH depes mpuMepHO 100 MC mocie Hadama IpedbsBIeHNs IT060ro
oTHenbHOrO cTUMYyTa. Bmecte ¢ N1, mmpokoe pacrnpocTpaHeHMe IIONydnMa KOMIIOHeHT Hera-
TUBHOCTb PaccormacoBanus (HP), KoTopblil B aHITIMIICKOJ IMTepaType M3BeCTeH Kak mismatch
negativity (MMN) mwm magnetic mismatch negativity (mMMN) (xorga pedp MAeT O ee MarHuT-
HOM 9KBMBaJIeHTe, Bbi3BaHHOM mojie (BIlom). HP wau MHP sBisieTcst KOppensiToM CeHCOPHOI
namaty (Néddtdnen, 1999), Tak Kak aKTMBaLVs, KOTOPYIO OH OTpPakaeT, BO3HMKAeT B OTBET Ha
IpefbsAB/IeHNE PEIKOro, TaK Ha3bIBA€MOIO NEBMAHTHOTO CTVMY/A, OTIMYAIONIErocs OT YacTo-
IPeIbsB/IAEMOr0 CTAHAAPTHOIO, (POPMUPYIOIIEr0 MOMEHTA/IbHBI CJIef MaMATH. B 6omee mosp-
HVIX UCCIIEOBAHNUAX C VICIO/Ib30BAHNEM A3BIKO-CIIeIN(IYHBIX PEYeBbIX CTUMY/IOB BBLACHUIOCD,
yto MHP sABNIsA€TCA TaK>Ke KOPPENIATOM JONTOBPEMEHHON MAMATH, C/IE[IbI KOTOPOIA y B3POC/IBIX JI0-
Ka/mM3yloTcs B ieBoM noymapuu (Nddtinen et al., 1997). Ecim y B3pocibix MHP akTuBHOCTD 06-
YC/IOB/IEHa KOPTUKO-KOPTUKA/TbHBIMU B3aMOJENCTBUAMMY, TO y ieTeit MHP oTBeThI MOTryT CKOpee
BCEro ObITh aKTYBMPOBAHHBIMM TallaMOKOpTUKaIbHbIMU NpoeKkyaMmu (Huotilainen et al., 2008).

B To Bpems Kak y B3pOC/IbIX CaMbIM PaclpOCTPaHEHHBIM KOMIIOHeHTOM Bllon Takke ABnseTca
kommoneHT N1 (N100), y fereit ata cBoeoOpas3Has OPMEHTHPOBOYHAS PEAKIVIsi HA IPebsIBIIe-
HMe cTUMY/IoB 6bicTpo 3aryxaeT (Karhu, 1997) n npu cymmanuy oTBeTOB Hambojee BUAVMbBIM
OTKJ/IMKOM 9K30TeHHbIX BII — T. €. CBA3aHHBIX C aKyCTMYECKMMM XapaKTepPUCTUKAMM CTUMYy/Ia —
cranosutcst N200 (M200). Takum o6pazom N200 siB/IsieTCsI OCHOBHBIM KOMIIOHEHTOM CITYXOBBIX
BII (BIlon) y meteit (Ceponiene et al., 2002; Kushnerenko et al., 2002, Shestakova et al., 2003). Ero
UK, B oTAn4me ot B3pocnoro N1, mpuxopurca Ha Bpemsa 200 Mc Ioc/Ie Hadajia IpelbABIeHUA
cTumyna. OyHKIMOHAIbHAS IIPUPOJA 3TOTO KOMIIOHEHTA, TeM He MeHee [0 KOHIIA He OIlpefie/ieHa
(Ceponiene et al., 2002; Kushnerenko et al., 2002, Shestakova et al., 2003). Crpykrypa MHP cxoznna
c orBeToM y B3pocnbix (Kushnerenko et al., 2002; Huotilainen et al., 2003; Sambeth et al., 2006).
Tax, B MHP uccnegosanun (Huotilainen, 2003) aBTOpBI 1OKa3a, 4To €lje /{0 CBOEro POXK/EHNMs
pe6€HOK criocobeH pasnnyaTh pasHMUIY MEX[Y 3ByKaMH IIO YacTOTe B CTENeHV, CPABHMMOIL CO
B3pOC/IBIMU VICIIBITYeMbIMH. B 6oree mospuux nccregosannax (Sambeth et al., 2006) ypanocs 3a-
perncrpuposarb MHP y HOBOpOXK/IeHHBIX fleTeil B OTBET Ha IpefbAB/ICHNE CI0KHBIX TapPMOHMYe-
CKIX TOHOB. AHAJIOTMYHBIe JAaHHBIE OBUIN IOTyYeHbl B 9KcrepumeHTax ¢ ponemamn (Pihko et al,,
2004; Kujala et al., 2004).

Ha puc. 1 npusogutca tunmyHpli npumep M200, 3aperncTpupoBaHHOTO B OTBET Ha MpPENb-
siB/IeHVe OHEM POJIHOTO sI3bIKa JIeTSIM MJIAJILIEro LIKOIbHOrO BospacTa. M200 OTK/IMK JIOKaIM-
3yeTcs B 0O/IACTU CIIyXOBOII KOPBI, KaK 3TO BUIHO U3 IIPENCTaBICHHBIX BPEMEHHBIX IIOC/IeH0Ba-
TeTTbHOCTEN M3MEeHEHNsA MArHMTHBIX Imoneil. AMmmryna MHP ompenenderca pasHumeit MeXny
OTBETaMM Ha CTAH[APTHBIN U eBUAHTHBI CTUMY/IbI (IIOZPOOHOCTH IKCIIEPUMEHTAIBHOI 3a5a4n
omucanbl Takxe B Shestakova et al., 2002 n Huotilainen et al., 2008). Jlokanmsanus MCTOYHMKA
axTuBHOCTH M200 B akcreprmenre, omcanHoM B Shestakova et al. (2002), 6b11a ocyecTBieHa
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Puc. 1. ITpumep MarHutHoro kommnonenrta HeratusHocTu Paccornacoannsa (MHP mnin magnetic mismatch
negativity) 7-71eTHOEro MCIIBITYeMOTO B OTBET Ha IPebAB/IEHNe ITTACHBIX POHEM POJJHOTO A3BIKA.
MHP akTUBHOCTD BbIpa)keHa B BIJI€ Pa3HUIbI MEXK/y CTaHIaPTHBIM U JeBMAHTBHIM OTBETaMU Ha
KpuBbix Bllor, a Takxe B BUfIe 3€/IEHBIX CTPENOY€EK, CUMBOMM3UPYIOMIMX TOKOBbIE aumomu. [Tk
ocHOBHOro KomnonenTa Bllon M200 y geTeit Maaamero IKoabHOTO Bo3pacra npuxoaurca Ha 200 ms
II0CTIe Hava/Ia MPebAB/IeHNsA CTUMY/Na. KOMIIOHEHT COBEpLIeHHO OTUYETINBO BU3Ya/TN3yeTCA B 00-
JIACTY CTyXOBOJL KOPBI B BUJIE€ KPMBbBIX BbI3BAHHBIX MaTHUTHBIX 1os1eit. I1py mokanmusanum ncroy-
HMKOB JCIIOIb30BaH CTPYKTYpHblit MPT Mosra ucnbiTyemoro. BuHo, 4TO MCTOYHMKY aKTUBHOCTH,
CBA3aHHOII C 06pPabOTKOI pe4eBOro CUrHajIa JTOKAIN3YIOTCA B U3BIIMHE XellIA.

METOZOM MOf00pa 9KBMBA/IEHTHBIX AMIIONeNl — II0 OHOMY Ha Kakgoe mosyuapye. OpueHTaiis
[UIIONA BbIOpaHa COIVIACHO MOJI/IbHBIM IPEfiCTAB/ICHNAM O TOM, 4To Ha MOT Mbl HaOmogaeM ak-
TUBALMIO NMPAMUIHBIX HEIIPOHOB, PACIO/IOKEHHBIX IEePIEeHAUKY/IAPHO IIOBEPXHOCTH CTyXOBOIi
Kopbl. [ BU3yanu3anyum pe3yibTaToB 9KCIEPUMEHTA II0 JTIOKaIU3ALUU UCTOYHUKOB aKTUBHOCTH
ucnonbsosan MPT kapTa mcmbITyeMoro (monmydeHHas METOZOM MarHMTHO-PE3OHAHCHOM TOMO-
rpa¢un). BugHo, 9TO MCTOYHUKY aKTUBHOCTH, CBA3AHHOI ¢ 0OPabOTKOI peYeBOro CUrHAsIA, JIo-
Ka/IM3YI0TCA B U3BUIMHE XeIIs.

Ha puc. 2 moxasaHa xapTa mokanusanuyu M200, TonyJeHHas B pe3ynbTaTe UAeHTUPNKAIVN Ma-
PaMeTpOB pacpefieNéHHO Mofienn. 3/1eCh B KaueCTBEe MOJIE/I HeifPOHAIbHBIX UCTOYHUKOB 3/IEK-
TPOMArHUTHOTO IIOJIA Mbl UCIOIb30BAIM MOJE/b PacIpeieleHHON aKTUBHOCTU — 0e3 orpaHimde-
HJIA KOJIMYECTBA JUIIONEN B OT/e/IbHOM IOylapuin. VneHnTndukanmus mapaMeTpoB Mofienu Oblia
OCYIIeCTBIEHA B COOTBETCTBUY C METOJIOM HayMeHbIIell HOpMBI TepBoro mopsaaka (L1-Hopmbr)
(Taxke m3BectHOro Kak Merop Minimum Current Estimate, wau MCE). 3toT anroputM MmuHuU-
MM3UpYeT CyMMy aOCOMOTHBIX 3HadeHuit ammutys Tokos (Uutela et al., 2001). Crpenkamn Ha
HIDKHETT JIMHelIKe MOfeselt Mo3ra 0603HaueHbl ICTOYHMKY aKTUBHOCTY C MAKCUMA/IbHON aMIUIN-
TYHOI1 B 00/1aCTI MHTEpeca — BUCOYHBIX O0/IACTAX MO3Ta, I7ie HAXOAUTCA CIyxoBas kopa. Meron
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Puc. 2. Busyanusanysa Toit ke akTuBHOCTM M200, 4TO U Ha IIpefbIyIeM PUCYHKe, HO Y>Ke B Bujie o0/aka B
IIPOCTPAHCTBE, @ He TOYKIL: 37IeCh UCIIONb3YeTCsA MOJie/Ib PAacIpeie/leHHO aKTUBHOCTM, 6e3 OrpaHu-
YeHMA KO/IMYeCTBa JUIIONIel! B OTAeIbHOM monyiapuy (B yactHocTy Mertop L1-HOpMBI, M3BeCTHBDII
TaKxe kak Metor Minimum Current Estimate, i MCE). Crpesnkoit Ha mpaBoit Mofenu Mo3ra 060-
3Ha4YeH MICTOYHMK C MaKCMMAaJIbHON aMIUIUTY/ION B 06/IaCTM MHTepeca — BUCOYHOI 00/1acTU MO3ra,
I7ie HAXOJAUTCSA CIyXOBas Kopa.

KBaJIpaTMYHOI HOpMBI (L2-HOpMBI) TakKe MIMPOKO MCIIONb3YeTCA M peaaN30BaH, HalpuMmep,
B mporpaMMHoM obecnedenun MNE-Suite, paspaborannom B Martionos Center, Harvard, USA,
a Tak)Ke — B IpOrpaMMHOM obecriedennu Statistical Parametric Mapping, SPM (Friston K. J. (Ed),
2006), paspaborannoM B Functional Imaging Laboratory, UCL, GB. B sTom crydae cpemy MHO-
JKeCTBa BCEX pacIpefeNeHnii aMIUINTYJ, OUIIONEN, YHOBIETBOPAIIMX M3MEPEHHBIM TAHHbIM,
HUIIETCSI TAKOE pacIpefieienne, YTo0bl CyMMa KBapPaTOB aMIUINTY/ TOKOBBIX AMIIOJEN OblIa Hanm-
MeHbIIen. VIHpIMU cioBamMm METO[ MIUHMMUM3ANUN L2 HOPMbBI ITIO3BOJIAET HOHY‘H/ITI) penienne
C MUHMMAaJ/IbHO SHEpIrUeil.

Ha HepBbIﬁI B3I/IAN MOJKET IIOKA3aTbCA, YTO MArHMUTHDBIE SKCIEPVMEHTHI MIID IIOBTOPAIOT
97IeKTpIYecKle, HO 9TO He TaK. BpeMeHHOe U IIPOCTpaHCTBEHHOE pas3pelleHyie B COBPEMEHHBIX
MBOT ycraHoBKax HeoObrdaiiHo BbicoKM. Tak, B MOI ycranoske Electa Neuromag Ltd (puc. 3) 4a-
CTOTA AMCKPeTU3aluy, K IpuMepy, focturaeT 5-8 klij Ha kaHam, konmndyectBo MII' cencopoB —
306, cymecTByeT BO3MOXHOCTD nHTerpanuy MOI' fannpix ¢ 9T (64 xaHaa), a Takoke BO3MOXKHA
onHOBpeMeHHasi ob6paborka MOT/I3I ¢ wmcnompsoBanmem crpykrypuoro MPT (Hampumep,
¢ ucnonp3opanueM SPM u #pyrux nporpaMMHBIX IPOLYKTOB). B momonHenme, omycanHas ycra-
HOBKa IIO3BOJIAET HENIPEPBIBHO OTC/IEKMBATD ITOJIOKEHNS T'OTOBBI VICHbITyeMOFO II0 OTHOIICHNIO
K SQUID mpu nmomouu crierpmansabix HPI (Head Positioning Indicator) karyimex, mo3BoJIsTIOIINX
JIOKa/IM30BaTh KOOPIMHATHI TOJIOBBI B TpexMepHOM mpocTtpaHcTBe (Imada et al., 2006). drta mpo-
Hefypa IO3BO/SIET M30€XaTh CHCTEMATHIECKON OMMOKM, 0COOEHHO B CIydae 3KCIIEPMMEHTOB
¢ gerpmu. HoBeiiie MeTOLBI IPOCTPAHCTBEHHO BPEMEHHOI 0OPAabOTKY [TO3BOJISIIOT BBIEINTD
IPOCTPAHCTBEHHO BPEMEHHOI CHUTHAJI, OOYC/IOB/IEHHBI /INIIb HEPOHATbHBIMU MCTOYHIKAMIL
HepeqmcneHHbIe TEXHONIOTMYIECKNE NJOCTIVDKEHNA U IIPOCTOTA MOJAEIN MAarHUTHBIX mnosen 3a Ipe-
fenmamMy 0O'bEMHOTO MPOBOGHMKA (TOIOBBI) MO3BOIAAIOT JOCTUYD BBICOKON 3P PEKTUBHOCTU IIpK
perrernn o6parHoit 3agaun MOT 1 T0KamM30BaTh NCTOYHNKI HEMTPOHATBHON AKTUBHOCTH C TOY-
HOCTBIO /10 HeCKOMbkuxX MywuinMeTpoB (Hdmaldinen et al., 1993).

Takum 06pa3oM, HECMOTPsI Ha CYILIECTBYIOLIE METOLOIOIMYIECKE CIOKHOCTHU IPY PerncTpa-
v MOI' MytafieHIIeB M MaJeHbKVX JIeTell, CBA3aHHbIe, B OCHOBHOM, ¢ OOJIbIIENl yIa/IeHHOCTHIO
rooBel ot ceHcopos (Pang et al.,, 2003), ux MOT' OTK/IMKM MOTYT GBITH HOCTATOYHO TOYHO JIOKA-
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Puc. 3. 6-neTHas ucnbITYeMasA, IPUHUMAIOIASA yIaCcTIe
B MOI' nccmegoBaHny pednt C VICIIONTb30BAHIEM
cucremsl Electa Neuromag Oy, YHuBepcuTeTCKmit
Tociurans 1. Xenbcuuky, OUHIAHANA.

JIM30BaHbI B CIYXOBOI KOPe, 0COOEHHO e/ MCIOIb3YeTC s BBIIIEYIIOMSHYTast CHCTeMa ITOCTOSIH-
HOTO OTC/IeKMBAHMA O3NIUY TOJIOBBI M MHTEIpalnA co CTPyKTypHbIM MPT, uto mossosser yun-
TBIBATb VIHAVBUIYATbHYIO aHATOMIIO MO3Ta Jf, TeM CaMbIM, CIIOCOOCTBYeT HOBBIIIEHNIO TOYHOCTI
JIOKa/IM3aLNY UCTOYHNMKOB aKTVBHOCTH

MarnurtosHnedanorpadua MOXKeT CIYKUTD afleKBaTHBIM, a IHOTZIA 11 Haubolee OITUMa/IbHbIM
METOIOM VCC/IeJOBAHVI BBISBAHHOI VI CIIOHTAHHOI aKTUBHOCTU He TOIbKO CJIYXOBOJ KOPBI, HO I,
HarpumMep, comarocencopsoit. Taxk Pihko u xommern (2004) (cm. taxxe O630p Pihko&Lauronen,
2004) ycnenrno npumensu Metof MOI myia BbraBieHus nndQepeHIMPOBaHHOIO BIVIAHUA CTa-
ANU CHA, B KOTOPOJ HAXO[UTCS HOBOPOXKIEHHDIE, Ha VX YyBCTBUTEIBHOCTD K TAKTVJIBHON CTUMY-
manyy. OHY 0OHAPY>KIIN, YTO B CTa[MM aKTMBHOTO VIV IIOBEPXHOCTHOTO CHA aMIUIUTYABI COMa-
TOCEHCOPHBIX Bbi3BaHHBIX 1071elt (CBITon, mo-anruiicku somatosensory evoked field, SEF) 6pi1n
MeHblIIe, YeM B COCTOSTHUM ITy6oKoro cHa. CaM (aKkT perncTparyuy COMaTOCEHCOPHBIX OTBETOB
npu oMoy MOT' y HOBOpOX/IeHHBIX BIIepBbIe B MIIPe TaKXKe 3aC/Ty)KUBaeT BHUMaHMA (puc. 4).

HeB03MO>XXHO He YIOMAHYTb O KIVMHUYECKNX IPpWIOKeHMAX MOI' u ux sHauMMoCTH 1A Ipe-
IOTIEPALMOHHOI AMAarHOCTUKM (M BO3PacTHON, B 4yacTHOCTM). MOI 103BO/IsIET /TOKaIM30BaTh
VCTOYHMKI CYJOPO>KHOI aKTMBHOCTU B HeOKOpTeKce U AuddepeHIpoBaTh (HOKATBHYIO U Te-
HepanusoBaHHylo amrencuio (Mikeld et al., 2006, 2007). Eite ogHyM sSpKuM IPYMEPOM IIPUIIO-
skeHU MOI, Kak B CBA3M C MpefoNepaliOHHON AUAaTHOCTUKON, TaK U B CBA3YU C JUATHOCTHKOI
PasIMYIHBIX 3a00/I€BAHNIT, CBSI3AHHBIX C HAPYIIEHISIMI P4 U KOTHUTUBHBIX (PYHKIINIL, SIB/ISIETCS
olLleHKa MexIonynrapHoit accuMerpyn (Mikeld et al, 2006, 2007). Tak, y mereit ¢ [arHO30M Kpa-
HIOCTEHO3 OblIa 0GHAPY>KeHa aHOMAJIbHAs JIaTepaan3anyst (BIVIOTh 4O IIOJTHOTO OTCYTCTBIS aK-
TUBALMYU B IIPaBOM IIONTyIIapyi) oTkInKa M200 B oTBeT Ha pa3HOOOpa3HbIe TUIIBI CTYXOBBIX CTHU-
MYJIOB — OT TapMOHIYeCKIX TOHOB U II[eTYKOB, o rmennA nrtuy (Hukki et al., 2003).

Beitte y>xe ynoMmnHanmoch 06 MCIOIb30BAHUM CTPYKTYPHBIX TOMOTPAMM IIPY JIOKA/IU3ALNY VIC-
TOYHMKOB MeTofoM MOI, Kak ycHemrHoM mpumepe MHTerpanyy MeTtonos. Emle ogHMM MeTomoM
KapTUPOBAaHUA MO3Td, OCHOBAHHBIM Ha (M3MYeCKOM ABJICHUN ANECPHOrO MArHUTHOIO Pe30HaHCa
sAB/IsIeTCsl (PYyHKUMOHAIbHAsT MAaTHUTHO —pe3oHaHcHass tomorpadust (MPT). MPT ssnsercs
opuuM u3 Haubonee 3pPeKTUBHBIX M PACIPOCTPAHEHHBIX METOHOB, IIO3BO/IIOMINX C BBICOKOII
TOYHOCTBIO JIOKa/IM30BaTh KOTHUTUBHbIE I Apyrue GYHKLUMN B MO3Te Yel0BeKa, KaK B KOpe, TaK
U B HOAKOPKOBBIX CTPYKTypax. Merox ¢MPT, ec/it OmMChIBAaTh €r0 B CaMbIX OOIINX Y€PTaX, fAeT
BO3MOXKHOCTb OLIEHNMTb VI3MEHEHJe aKTVMBHOCTM HEMPOHOB IO M3MEHEHNMI0 KPOBOTOKA IyTeM
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Pyc. 4. ITpumep cOMaTOCEHCOPHBIX IIOTEHIINATIOB, 3aPETMCTPUPOBAHHbIX Y HOBOPO)XXICHHbIX B YHMBEp-
CUTETCKOI KmHMKe XenbcuHKy, OUHIAHAMS MeTooM MarauTosHednorpadun. V13 Pihko et al.
Clinical Electrophysiology, 2004. C pasperuenus Elsevier.

OIIpefie/IeH s PasHUIBI B KOHIIEHTPALM OKCU- U [Ie30KCUTeMOITob1Ha ¢ ncnonbp3oBanneM Blood
Oxygen Level Dependent ( BOLD) curnama. B ocHOBe MeTORa JIEXKNT SIBTIEHNE SAEPHOTO MATrHIT-
HOTO pe30oHaHCa. [eMOITIOOMH SIB/sIeTCs AMaMarHeTVKOM, TOIfAd KaK Jie30KMIeMOrIoONH — IIa-
pamarHeTukoM. MP (MarHTVMHBIN Pe30HAHC) CUTHAJ, M3MepsieMblil IPUOOPOM, TaKUM 06pasom
3aBICHUT OT COOTHOIIEHNsI KOHIIEHTPALNMIT OKCU- U Je30KCUreMOrno01Ha B KpoBu. Berey 3a akT-
BalMell HEIPOHOB C BPEMEHHOMN 3a/IeP)KKOJ B HECKO/IBKO CEKYHJ| YCUIMBAETCA JTOKAIbHBIN KPO-
BOTOK. KOHIleHTpa1um ke OKCI- U Ie30KCU reMOrno01Ha, TeM He MeHee, OCTAeTCs IPUMEPHO TOl
e, 4TO ¥ B MOKOe. JIe/I0 B TOM, ITO CIIOCOOHOCTb TKAHEll YCBAMBaTh KUCIOPOJ, SOCTABIEHHBII
OKCHTeMOIZIOONHOM, IIPEeBpAIlliasi ero B A€30KCH-, MEHSIETCSI OTHOCUTENBHO Mato. To eCTs, B ycIo-
BMAX YCUIMBIIETOCSA KPOBOTOKA B aKTMBHOM y4YacTKe KOPbI KOHIIEHTpalisg BEHO3HOTO OKCUTE€MO-
r1o6uHa OygeT Bo3pacTarh, a PasHMUIA MEXAY OKCU- U [e30KCUIeMOITIOOMHOM, yBeIMINBAThCA.
Tak HassiBaeMas mpobiema neurovascular coupling B IeICTBUTEIPHOCTI HAMHOTO CIOXKHee. Bee
6orplie 11 6osblIe 0OHAPYKMBAETCsE (PAKTOPOB PETYLLNM MOSTOBOTO KPOBOTOKA, €0 CKOPOCTH
u 06beMa, ¥ OZHO3HAYHOTO OTBETA HA BOIPOC KAK CBsI3aHA AKTUBALMS HEIIPOHOB U M3MEHEHNE
KPOBOTOKA JI0 CUX TIOP He MomydeHo’. Tak Kak 06 M3MeHeHUM aKTUBHOCTY Mo3ra B GMPT MoxkHO
CYIUTD OIIOCPEJOBAHO 110 M3MEHEHNIO JTOKAaTbHOIO KPOBOTOKA, MIMEIOLIETO 3a7lepXKKy OT 1 1o 5 sec
II0 CPaBHEHMIO C HEPOHHBIM OTBETOM, BpeMeHHoe paspeuenne GMPT — ropasgo Hike, 4eM
99T wmm MITL.

ITpu n3ydyeHuy KOrHUTUBHBIX PyHKIWIT fetelr, GMPT mmpoko He mMcronb3yeTcs 13-3a MeTO-
JOTIOTMYECKUX CTIOKHOCTEN, @ TAK)KE M3 9TMIeCKNX coobpakenmit. C ogHoit croporsr, MPT upes-
BBIYATHO YyBCTBUTEJIEH K IBUTATeIbHBIM apTedakTaM, a ¢ gpyroii, MPT ABseTcsa MHBa3MBHBIM
METOJIOM, IOCKOJIbKY MCIIBITYEMBIII ITOJBEPraeTCcs IEICTBUIO CUIbHBIX 3/IEKTPOMArHUTHBIX ITOJIEN,
KaK CTaTMYeCKMX TaK M MIMITyTbCHBIX. KpoMe TOro, MCIbITyeMble MOTYT VMCIBITBIBATD OIpefie/ieH-
HBII JUCKOMQOPT, OKa3aBIIMCh B 3aMKHYTOM IIPOCTPAHCTBE B YCIOBMAX CHJIBHOIO IIyMa B Te-
YeHIe JUINTEIBHOrO BpeMeHn. HeKOTOPBIM MCCIefoBaTeNIbCKM Tab0paTopusiM BCe JKe yHaeTcst
IIpeOofIoIeBaTh CJIOKHOCTH, CBA3aHHbIe ¢ ycrnonb3oBanueM MPT n nposoguts MPT nccnenona-
HYIA 110 U3YYeHMI0 KOTHUTUBHBIX GyHKnwiT MiaageHnes (Dehaene et al., 2002) u geteii (Raizada et
al., 2008).

1 3a mogpobuocTsiMu o Metofe GMPT aBropsl coBeryior obpamarbcs K yueOupiM nmocobusm ‘Functional Magnetic
Resonance Imaging’ (o pen. Huettel A.S., 2005) n ‘Brain Imaging Handbook’ (mop pen. Bremmer J.D, 2004). Otu u gpy-
rie 10co6us Ha aHIIMIICKOM sI3bIKe MMEIOTCS B 610/IM0TeKe MarucTepcKolt mporpaMmbl (Www.neuroscience.spb.ru).
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[Ipu mccnemoBaHUM JeTeil GO TOHA, BEPOSATHO, OOmee afleKBaTHON OKa3bIBAETCS ONTUYECKAs
tono- u tomorpadusa (OT), B 0CHOBe KOTOPBIX JI©KUT UCIIONb30BaHME U3TYYEHNUSA BUIVMOLO
n 6mwkHero nHppaxpacHoro (VK) mmamasona. MeTopbl ONTUYECKON BU3yalIM3alVM ABJAIOTCA
OfHVMH U3 Hanbojiee IepPCIeKTHBHBIX METO/OB M3Y4eHNMsI TOJIOBHOIO MO3IA 4YelOBeKa B CIIef-
CTBUe CBOEJl HM3KOJ MHBASUBHOCTI IO cpaBHeHU0 ¢ GMPT 1 OTHOCUTENBHOI [ieIIeBU3HBI 110
cpaBHeHuo ¢ MOLL

Ontnyeckas ronorpadus

K cemeiicTBy METOJOB ONTHYECKO) BM3YaaM3alyyl OTHOCATCSA aKTMBHO Pa3BMBAOIIMECH Ceildac
METOZBI OIITMYECKON CIIEKTPOCKOINN, Tororpaduy 1 ToMorpadum. JTa rpyIia MeTOL0B MCIIO/Ib-
3yeT marydeHne Bupnmoro u 6mokuero VIK guamasoHa s Tak Ha3bIBaeMOTO [MATHOCTUYECKOTO
okHa (mmHBI BoMH 0,6—1,3 MKM), Ife 6MOTKaHM MMEIOT MUHVMA/IbHBIN YPOBEHDb HOIJIOMICHMA.
IMockonbKy paccestHue 61IOTKaHel BBICOKO, TE/IO YelOBeKa He Mpo3pavdHo. OIHAKO, TeOPeTUIEeCKN
IIOKa3aHO U 3KCIIEPMMEHTA/JIbHO IMOJTBEPXKIEHO, YTO CYIIECTBYET BO3MOXKHOCTH ITPOCBEYMBATH
OpraHbl TONIVHOM HopAnka 10—-15 cM, momydyas perucTpUpyeMblil YpOBeHb CUrHama (pacipo-
CTPAHSACD Yepe3 MOfoOHbIe 0OBEKTDI OT MCTOYHIKA K IPMEMHIKY CUTHAJI IIPETEPIIeBAET CPeHee
ocmabrenne mopsiaka ~10 10). ITporecc pacpocTpaHeHyst U3TydeHNUs: B OMOMTOTNYeCKUX 00beK-
TaX XapakTepusyerca K03 UIMeHTOM IOITomeHns, K09QUIeHToM paccesHus, a TakxKe MH-
IUKaTpucoil paccesanus. Ilormomenne Bofoi, 0CHOBHbIM KOMIIOHEHTOM MATKUX TKaHEN, KOTOpoe
3HAYUTE/IBHO BO3PACTAET C YBE/IMYEHMEM JIMHBI BOIHbI CBbIe 1300 HM, 1 O4€Hb CU/IBHOE II0I/IO0-
I[eHe TeMOTTIOOMHOM KPOBH Ha [IMHAX BOJTH, MEHBIINX, YeM 600 HM, OTPAHNYMBAIOT CIIEKTP 13-
JTydeHIs1, KOTOPO€E MO>KHO MCIIO/Ib30BATh J/IsI MICC/IE0BAHNIT KPOBEHAIOTHEHHBIX OJIOIOTMYeCKIX
00BEKTOB TOJIIINHOI B HECKO/IBKO CAHTUMETPOB, KpacHbIM u 6/moxHuM VK guanazonamu (Elwell
C., Hebden J., 1999). Bo3MOXXHOCTb KPAaCHOTO ¥ MH(PAKPACHOTO U3TyIeHNsT IPOHUKATD [TYOOKO
B TKaHb, HECMOTPSI Ha OY€Hb KOPOTKYIO IINHY CpefHero cBo6ogHoro mpobera GoTOHOB, ompefe-
JeTCsT ABYMsI (JAaKTOpPAMIU: BO-TIEPBBIX, B OMOIOIMYECKNX TKAHSIX IMOfAB/IsIONIee OOIBIINHCTBO
B3aVMOJIeVICTBIII — aKTBl paccesHN, a He nornomenns (Arridge et al., 1992); Bo-BTOpBIX, pasMep
610/10rMYeCKOll KJIETKM MHOTO OOJIbllle [/IMHBI BOJIHBI, [I09TOMY WU3IyYeHNEe Ha JIMHe CBOOOZ-
HOro 1pobera ¢pOTOHA paccenBaeTcsi Ha HeGOJBIINE YI/IBI 10 OTHOLICHNIO K IIePBOHAYAIBHOMY
HaIpaB/lIeHNI0. 3aperncTpMpOBaHHOE MPOLIefIee VM PaccesaBlIeecs M3TydeHNe VCIIO/Mb3yeTCs
B KaueCTBe AAHHBIX [/IsI HOCTEAYIOLIell KOMIBIOTEPHO 00pabOTKIL 1 TOTydeHNsT M300pakeHN!I
BHYTPEHHEN CTPYKTYpPbI 00BEKTa.

Ber6op fiuHbL BOHBEL 06YC/IaBINBAETCsI HEOOXOAMMOCTBIO OIIPEHe/SITh OTHOCUTE/IbHBIE OIITH-
YeCKMe XapaKTEePUCTUKIN PA3NMYHBIX MCCENYEMbIX TKaHE, MCIIONb3Ys IOTOCH IOITOEHNA OT-
IebHBIX XpPOMOOPOB (HAIpMUMep, TeMOTITOOMHA KPOBI), & TAK)KE BO3MOXKHOCTSMH TTOAXO/SIIIX
MCTOYHMKOB 1 YYBCTBUTENBHOCTBIO IpueMHUKA. CylleCTBEHHOe yMeHbIIeHNe paccestuusi 6aro-
IPUATCTBYET JMCIO/Ib30BAHNIO OOBIINX JJIVH BOJIH, TOIZja KaK BC/IECTBYE 3HAYNTEIBHOTO HOIIO-
LIEHIS BOABL CJIEOBAIO OBI MICIIO/Ib30BaTh JIMHBI BOIH IO 1.1 MKM.

M3 puc. 5A BupHO, uTo B AnamnazoHe oT 600 HM /10 1 MKM, T/ie BOJa UMeeT MaKCUMYM IIOI/IOIIIEe-
HUSI, MOXKHO BBIOPATH JUISL MCCIIEOBAHNUS HECKOIBKO IJIH BOJH, TJle TeMOITIOOMH B OKCH- I Jie-
30KCH- COCTOSIHMSIX MMEET CYILIECTBEHHO pasHoe IHoromeHre. TakuM 06pasoM, MeTOAbI OIITHYe-
CKOJI BM3Ya/IM3allyl IIO3BOJIAIOT BBIABUTH IIPOCTPAHCTBEHHOE paclipefieNieHVe Ko9(duieHTos
HOIVIOILEHNSI VM PACCESIHIS 1 OLEHUTD JIOKA/IbHYIO CTeIIeHb OKCUTeHAIINY TeMOITIOOMHA.

Yxe B KoHIle 70-X rOJJOB MOSIBM/INCD II€PBbIe COOOIIEHNS 0 BOSMOXKHOCTM HEMHBA3MBHOTO T10-
CJIOITHOTO OIIpefie/IeHNsI BHYTPEHHETO COCTaBa OMOIOIMIeCKUX 0OBEKTOB CIIEKTPOCKOIMIECKIMI
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Puc. 5. A) 3aBucuMocTb K09 duLMeHTa OMIOLeHNA JeoKcu-remorortobuna (Hy), okcuremorno6una
(HpO, m Boppi(H,0) B 3aBucuMocty ot aymmHel. B) IlafieHne MHTEHCMBHOCTY MOHOXPOMHOTO CBETa,
U3JTy4aeMOTO JIa3ePHbIM [JVIOIOM ¥ IIPOXOJAIIEro Yepes IOBEPXHOCTHbIE C/IOV CKajIbIla, MO3TOBBIX
0607104€eK ¥ KOPBI MO3T'a, HO He IPOHMKAIOLIETro ITy6yke HeCKOIbKIX CAaHTMMETPOB, PeTYCTPUpY-
€TCsA ¢ HauOOoIbIIell BEPOATHOCTDIO Ha IOBEPXHOCTH IOIOBBI HAa PACCTOSHUY HECKONIBKIX CM OT
VICTOYHUKA — TPAEKTOPYA PACIPOCTPAHEHNA CBEeTa OT UCTOUHNMKA JIO IeTEKTOPa TaKMM 06pasoM
umeet 6aHaHOBUAHYIO popmy. B) Pacrionoxenne NIRS ceHcOpoB-KaHaIOB, 06pa3sOBaHHBIX HapaMit
JICTOYHUKOB 1 JIeTeKTOPOB MOHOXPOMHOTO cBeTa. I') B HalteM ncceoBaHNy Ha HOBOPOXK/ICHHBIX,
MBI JICTIO/Ib30BAJIM CUCTEMY I M3MePEeHA IeMOJIHAMITIECKOTO OTBETa METOJOM ONTIYeCKOI
criekTpockonuy okono-uHppakpacuoro nsnydenus NIRS (Medical Physics Department, UCL, Be-
nko6puTanus ), ;ynHel BoaH 780 and 850 HM.

meromamu (Jobsis, 1977). Ho, HecMOTps Ha IIONBITKM YCOBEpIIEHCTBOBATh METOHVIKY IIPOCBe-
YUBaHNMA TKAHU ITyTEM MCIOJIb30BaHNMA MCTOYHMKOB 1 NIPUEMHIKOB, pa60TaIOH.H/IX B 6III/I)KHeM
VIK puamasoHe, KIMHMYECK)E OIBITHI IIOKAa3all, YTO MO/NIE3HOCTb METOAA HOBOJIBHO OIpaHNYeHa
(Profio et al., 1989). IIpiunHOIt 9TOTO SIB/SETCSI MHOTOKPATHOE paccesiHue TIPY MIPOXOXK/EHUN 13-
JIy4€HUA 4€pe3 6I/IOTKaHb, IIpUBOAALIIEE K TOMY, 9YTO Ha6mop;aeMa;I Ha IMOBEPXHOCTN CTPYKTYpa
OKa3bIBA€TCA OYEHb PACIIIBIBYATOI.

IMocne psiga pabor (Change et al., 1988, Maris et al.,1994), B KOTOPBIX ObUIN IIPEAIOXKEHBI CIIO-
COOBI YCOBEepIIEHCTBOBAHMS METOLOB CrieKTpockonun 6/moxaero VK fguamasona mocpenctBoM
BBEJICHIA METONOB M3MePEHNIT, UCIIONb3YONIX Ce/IeKI[NIO IIPOIISAIIeT0 HACKBO3b MJIM PacCesB-
merocsa Hasal M3JTy4Ye€HNs 110 BpEMEHN HaXOXXAEHUA B O6'I)€KT€, IIOABUMIIOCHh HECKO/JIBKO METOOMK
nonydenys nHGopManuy o BHYTPEHHe! CTPYKTYpe CUIbHOpaccenBaroleil cpensl (e.g., Gratton
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et al., 1993). Ilo aHajornu ¢ y’>ke MCIOIb30BABIIMMMCSA METOaMU HMATHOCTUKY IPY IOMOIIN
BOCCTAQHOBJIEHNSI [IPOCTPAHCTBEHHON CTPYKTYPBI MCCIEAYeMOro OOBeKTa, TAKUMIL, KaK PeHTre-
HOBCKasg ToMorpadusa 1 MarHMTHO-pe30HaHCHaA ToMorpadus, HOBbII METOJ IIO/IY4II Ha3BaHIe
omrtnaeckoit romorpaduu (Arridge, Hebden, 1997). Tomorpadudeckast peKOHCTPYKIVsI BHYTPEH-
Hell CTPYKTYPhI 0ObEKTa eCTh pelleHre 0OpaTHOI 3afadi HPY VCIOIb30BAHUN IIOAXOMAIIETO
crioco6a OMICAHNUs PacIpoCTpaHeHnsI n3nydenns B oobexre (Arridge et al., 1991).

[Tpo6rema ToMorpaduaeckoil peKOHCTPYKLMM BKIIOYaeT B cebst fBe 3ajadm: 1 — mpsmast 3a-
flaya — pacyeT pacIHpOCTPAHEHNUA V3Tyd4eHMs OT MCTOYHUKA K IPMEMHUKY B HEOJHOPOJLHOI
cperne, 2 — obpaTHast 3ajiava, KOTOPast U sIBJISIETCSI TOMOrpaduaecKorl peKOHCTPYKIeiT paciperie-
JIeHNST HEOTHOPOSHOCTEN BHYTPY IIPOCBEYNBAEMOro 0OBEKT. B cydae peHTreHOBCKOII TOMOTpa-
¢un mpsiMast 3afada MMeeT IEMEHTAPHOe pelleHre B IPUOIVHKeHNN [€OMETPUIECKO OITUKI,
a perreHne 0OpaTHOI 3afa4M I IPSIMOIMHETHOTO PACIPOCTPAHEHMsI M3/TY4eHNUsI IOTyIeHO
Papgonom. B onrtmyeckoit Tomorpaduim, Korga IpuoIbKeHne TeoMeTPUYecKoil OITUKA HelpyMe-
HIIMO, HeOOXO[VIMO HA4aTh C MCCIEHOBAHNS MPSIMOIL 3aadll C Le/IbI0 IPICIIOCOOTIEHNs ee pelle-
HIISI K BUJLY, IPUTOSHOMY IS pelleHusi 0OpaTHOI 3aadil.

dopmupoBaHne N300pAKEHNS, IPEFCTAB/ISIONIETO IPOCTPAHCTBEHHOE PACIIpefie/ieHIe OffHO
wn 6ojiee U3 BHYTPEHHUX OITUYECKIX XapPAKTEPUCTUK, HA OCHOBAHNIL CePUIL M3MePEHIIT Ha Tpa-
HII[e 00beKTa COOTBETCTBYET TaK HasbIBaeMoil 06parHoil 3aade. OHa BKIO4YaeT B cebst BOCCTa-
HOBJICHVIE IIapaMeTPOB ITOAXOMALIEI MO

Ontuyeckas Tonorpadus’ — 3TO Pa3HOBUAHOCTb OMTIYECKOI TOMOTPaduyt, MO3BOSIONAS
HOTy4aTh M300paXKeHNsI ABYMEPHBIX OOBEKTOB (IIOBEPXHOCTEN) B TPEXMEPHOM IIPOCTPAHCTBE,
KOT/ja Pe3y/IbTAT pelIeHysi OOPATHOI 3a/a4y UIIETCSs He [ BCETO TPEeXMEPHOro 00beKTa, a fiis
HOBEPXHOCTH, 3a/I€TAIONIEl! HA 3aJaHHOII I/TyOIHE II0J II0BEPXHOCTHIO 00bEKTa.

Kak 6p110 3aMedeHO Bblile, i1 QYHKIMOHANBHON Helipodusnonornm ocobast LeHHOCTb Me-
TOJIOB OITIYECKON BMU3ya/M3alVyi 3aKII0YaeTCA B BO3MOXKHOCTHU OIPeNe/ATb M3MEHEeHUe KOH-
LEHTPAlVM OKCU- U JIe30KCUIeMOITIOONHA B >KMBBIX TKaHAX. IIpocBeurBasd M3nydeHmeM c pas-
JIMYHBIMY JIUHAMY BOJIH, MOXXHO OIpEJe/IATh OKCUI'€HALMIO TKaHel, 4YTO JiellaeT BO3MOXKHOI
(GYHKUMOHANPHYIO AUATHOCTHUKY, aHanmorndHo ¢(MPT. ITageHne MHTEHCUBHOCTY WU3TyYEeHUs JIa-
3€PHOT0 AMOZA, IPOXOAAIIEro Yepes3 OBEPXHOCTHBIC C/ION CKaJIbIIa, MO3TOBBIX 000JI0UEK VI KOPBI
MO3ra, HO He IIPOHMKAIOLIETO ITTy0)ke HEeCKOIbKUX CAaHTUMETPOB, PEIUCTPUPYETCSA Ha IOBEPXHO-
CTH TOJIOBBI Ha PACCTOSIHMY HECKO/IBKVX CM OT MCTOYHVKA — Hambosee BeposiTHAsE 00/IacTb pac-
IPOCTPaHeHNs CBEeTA OT MCTOYHNUKA [0 IETEKTOPa, TAKMM 06pasom, nmeeT 6aHaHOBUAHYIO popMmy
(puc. 5b). OpyH U TOT e ZeTEKTOp MOXKeT YIaBIMBATh CBET OT Pa3HBIX MCTOYHMKOB (puc. 5B).
MaHumynmpyst pacCTOsIHMEM MEX[Y MCTOYHMKOM U AETeKTOPOM, MOXHO BapbUpPOBATh ITyOMHY
007acTH, CKBO3b KOTOPYIO IPOIIET 3apernCTPUPOBAHHBIN CUTHAN, 4eM 6OJblle pPacCTOsHIE
MCTOYHMK-IETEKTOP, TeM [IybuHa Oosblie. YBeIMdeHre KOMMIECTBA Map MCTOYHNK-IIPUEMHIK
HOBBIIIAET PA3PELIAOIYI0 CIIOCOOHOCTD METO/IA BIUIOTH [0 TEOPETUYECKOro IHpefera (COrmacHo
cnencrBuio u3 reopeMpl Kotenbuukosa-Illennona; puc. 5B).

B ormrane ot pMPT, namenenns, peructpupyemsle npy nomonyt OT, He KOppeNMUpYIOT € CUCTe-
MaTWYeCKUMI IVMPKY/IATOPHBIMI VI3MEHEHVAMU B KPYIIHBIX apTepusx, Tak Kak OT oLeHuBaeT KOH-
LIEHTPALMIO TeMOIIOONHA B ME/IKIX COCYAAX: apTepIUIaX, BEHY/IAX, a TAKXKe Kamunipax. TakuM 06-

2 Onruyeckas Tonorpadus — OIMH 13 METOJIOB ONTHYECKOIT BU3yaIM3aluyt CTPYKTYPbI 1 pyHKI[UIT TOTOBHOTO MO3Ta.
B aHI/I0A3BIYHOIT TUTEpaType STOT METOJ, TakKe JacTo HaspiaeTcs «Near Infrared Spectroscopy, NIRS», uto focnosHo
HePEeBOANTCA KAK «CIIeKTPOCKONNA O/mmkHero mHdpakpacHoro amanaszona». OIHAKO UCIONb30BAHME JJAHHOTO TePMMHA
MCKa)kKaeT IPUPOJYy METOJa, TaK Kak B ocHOBe NIRS mpumeHnTeIbHO K KapTUPOBAHMIO MO3Ta JIKUT METOJ] PEKOHCTPYK-
oun 1/1306pa>1<eH1/[51, a HE CIEKTPOCKOIMM KakK TaKOBOI/uI, H03TOMY 60nee yMeCTHbIM BUIUTCA JCIIOIb30BaHME TEpMIHA
«omTuyeckas romorpadus (umy Tornorpadus)».
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Pa3oM, M3MeHeHe KOHIIEHTPALIUIL OKCH- U Ie30KCH- TeMOITI0OMHA, KOTOPOe BO3MOXKHO OIIPee/INTh
npu nomoty OT, 6osblire KOppenupyeT ¢ M3MeHEeHIeM JIOKaIbHOTO KPOBOTOKA, M3MEPSIEMOr0 Me-
TOZIOM TIO3UTPOHHO-3MuccroHHOIT ToMorpadun (I[I9T). Boree Toro, anmnTuBHAS IPUpPOIa METORA
U3MepeHV KOHIIEHTPALVN IeMOIJIOOVHA OTHOCUTEIBHO JBYX OTHE/IbHBIX JUIMH BOIH CBET4, a BC/IEH-
CTBYI€ 9TOTO JIy4lllee COOTHOLICHNYI CUTHA/I-IIYM B OT/IYNe OT VHAVBYIYa/IbHBIX KOPPE/LATOB OKCHU-
U [1e30CUreMOITIO0NHA, [elaeT 9TOT MeTOf Harbojee MPUB/IEKATe/IbHBIM A/II CPABHEHISI Pe3y/IbTa-
TOB, IIOJIYYCHHBIX PasHbIMY MeTOAMI, U3MepAIINMI U3MeHeHne kposoroka (GMPT, I19T, OK),
TaK U IPJ CPABHEHNN PAa3/INIHbIX BO3pacTHBIX rpyr (Minagawa-Kawai et al. 2006, 2007, 2008).

NIRS noppaspessieTcss Ha OMMCAHHYI0 HAMU BBIIIE TAK HA3BIBAEMYIO «MeJICHHYIO» (06/mafao-
IIy10 BpeMeHHbIM paspeuenueM 0,3-0,5 Hz) BOLD-3aBucumyo u «ObICTPYI0» (TaK Ha3bIBaMbli
fast optical imaging, wmn fast NIRS). C momompio 6bicTpoit NIRS MOXXHO 3aperncrpupoBaTsb Tak
Ha3blBAeMYI0 BBI3BAHHYIO OITHYECKyl0 akTMBHOCTb wam Event-Related Optical Signal (Gratton
et al,, 1997; Rinne et al,, 1999). B ocHoBe Mmmmicekyrgaoro NIRS nexut usmepeHue msMmeHe-
HIIsI PACCEMBAHII CBETA HAa KJIETOYHOI MeMOpane. IIpupoaa 9Tix M3MeHEHNI! ellje He M3ydIeHa [0
KOHIIQ, XOTS U BBIJBUHYTA MJesl O BKJIAJe B 3TOT MPOI[eCcC KOHPOPMALMOHHBIX N3MEHEHNUIT MeM-
OpaHHBIX 0elKOB, BEIOPOCA HENPOMENMATOPOB, PEOPraHM3AIMY KOMIIOHEHTOB LIUTOCKEIeTa, 13-
MeHeHe 00beMa KJIETOK, BbI3SBAHHBIX TPAHCMEMOPAHHBIMI MOHHBIMI TOKAMI, 2 TAKXKe 3aXBara
kanus kinetkamu mvn (Gratton&Fabiani, 2003).

Rinne n xomreram (1999) ymamoch 3aperucTpupoBaTh BbI3BAHHYIO ONTHYECKYI0 aKTMBHOCTD,
cxopHyo 1o cBoeit funamuke ¢ BII. B oddball skcepumenTe ¢ 4ncThIMU TOHAMM UM YHAIOCh 3a-
peructpuposatb ontudecknit (NIRS) anamor HP (MMN) ¢ koM oxono 150 MUIIMCeKyHE.

NIRS panHbIe, TOTy4YeHHbIe B MccTenoBanyy Pefia u xosuer (2003) — npumep memieHHoro NIRS.
ABTOpBI 3aperucTpypOBaIN AKTUBHOCTD CIyXOBOI KOPbI HOBOPOXX[CHHBIX B OTBET HA IIPeIbABIIe-
HIte a) 0ObIKHOBEHHBIX peueBbix cTrmynoB (Forward Speech), b) peun, Bociponssenentoit B o6par-
HoM mopsiake (backward speech) u ¢) TummHeL VIX mcciefoBanme SIBISETCS OGHUM U3 G1eCTAINX
IPUMEPOB M3YUYeHNsT IaTePAIN3ALNU PedeBoll (PyHKIUM Y HOBOPOXKAEHHBIX. B 1x mccregoBanum
610 OGHAPYIKEHO, YTO VIMEHHO B JIEBOM IIO/TYIIAPUN AMIUINTYAHBIE MKV KPUBBIX M3MEHEHIs 00-
I[ell KOHIIEHTPALMI FeMOITIO0VHA MIMEIOT GOJIBIIYIO BEIMUVHY IIPY [IPeAbsABIeHN PeOeHKY OOBIK-
HoBeHHOI1 peun (forward speech) mo cpaBHeHuIo ¢ oTBeTaMu Ha CTUMYJIbL, [IPEACTAB/IIONINE CO-
6011 peub, BOCIIPOU3BeleHHYI0 B o6paTHOM mnopsanke (backward speech), Torma xak cnpaBa — aTa
pasHuIa IpeHeOpeXxnTeNpHO Mana. IpyruMm Apkum npumepoM npuMeHeHusa BJVIK crekrpocko-
MY K TIOUCKY HEIPOOMOIOrNIecKyX OCHOB MEXIIO/MYIIIAPHOI ACCMETPIUN MOXKET SIBIATHCS paboTa
Minagawa-Kawai c coaBr. (2002), korna ycciefioBaTen npefbABLM (POHEMBI AIOHCKOTO A3bIKA
MJIaJIeHLIaM U JIeTsAAM pasHoro Bospacta. Ha puc. 6 BUAHO, 9TO B OTBET Ha IpelbAB/IeHNE (POHEMbI
IPYToil KaTeTOpUY B JIEBOM IIOTyLIApUI BO3HVKA/IA aKTUBaLA 60/lee BBICOKOI aMIUIUTYbI U € BO3-
pacToM aTa accuMeTpust IpeobpeTana 6ojee BEIPaKEHHBIN U (POKATBHBII XapaKTep.

Lenpio OT uccnepoanusa Minagawa-Kawai n komter (Minagawa-Kawai et al., 2007; Minaga-
Kawai et al,, in prep.), 6bUI0 M3y4YeHUe aTepanMM3alUy BOCIPUATUA HEpedeBBIX CTUMYIIOB, 00-
JTAIAIOIVX PasHBIMM BPEMEHHBIMIU M CIIeKTPa/JbHBIMU XapaKTePUCTUKAMIU, B MO3Te HOBOPOX-
meHHbIX (puc. 7), a Takke cpaBHeHue NIRS 0TBeTOB HOBOPOXK/IEHHBIX C JJAHHBIMM VM3MEHEHNs
nokanbHOro Kposoroka (MJIK), momyuennsiMm B II9T mccnemoBaHuM B3pOCIBIX B OTBET Ha
IpefbsAB/IeHNE ONHUX I TeX JKe CTUMY/IOB n3 (Zatorre and Belin, 2001). B naHHOM MCCIe0BaHNN
ucnonb3oBanach BUK cucrema, caenannas B gemapramente Mepuiuuckoit ®usuku, UCL, Benmu-
kob6puTanua (mmHbl BomH 780 and 850 M) (puc. 5I). Ilo Teopyun Zatorre n Belin, y B3pocibix
nHpopManysi 06 M3MEHEHUN CIIEKTPAIbHBIX U BPEMEHHBIX XaPAKTEPUCTUK PEYEBBIX CTUMY/IOB
06pabaTbIBaeTCs B Pa3/IIIHBIX MOMYIIAPUSIX.
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Puc. 6. ITpumep tunmynoro NIRS oTBeta — QYHKIMA M3MEHEHNsI KOHILIEHTPALMY CYMapHOTro reMOrIoOMHa
B3pocnoro (C), u ieteit B Bodpacte Tpex MeALes (A) u gyx net (B). Kanannr V13 Minagawa-Kawai
et al.(2002) ITeuaraercs ¢ pasperuenus Elsevier.
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Puc. 7. CpaBHenne II9T pesynbraToB B3pocnbix (Zatorre 1 Belin , Cerebral Cortex, 2001, ¢ paspemrenns
Oxford University Press) (IT9T panHble n306pakeHbl Ha YepHOM (oHe cripasa) 1 NIRS naHHBIX
mianeHues (cneBa) (Minagawa-Kawai et al., 2007) B uccnegosanuu guddepenimanbsHoi o6pa-
6OTKII CIIEKTPA/IbHBIX I BpEMEHHBIX XapPaKTePICTIK MeX/Y IIOMYLIAPYsIMI TOJIOBHOTO Mo3ra. CreBa
TIPUBEMIEHDl CTATMCTUYECKUe KapThl aKTUBAIWI 10 KaxaoMy 13 9 NIRS kaHamoB , 06pa3oBaHHbBIX
UCTOYHUK-IETEKTOP Napamiu (LIecTb Ha BOOOpaXKaeMOolt IMHNY, COEAMHAIONIEN UCTOUHMK U JIeTEKTOP
Ha paccToAHuM 2,5 cM (romy6pie Kpyxouku) u 3-4 cm (kentoie). Oco6oe BHUMaHMe cIeyeT 0bpa-
TUTb Ha UJEHTUYHOCTD Pe3y/IbTaTOB [ieTell U B3POC/IbIX B M3BM/IMHE XellI — MePBUYHON CIyXOBOM
obmactu u pasmane — B obmactu Superior Temporal Gyrus.
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BMmecre ¢ TeM, COIVIACHO COBPEMEHHBIM IPEACTABIEHISIM O CTPYKTYPHO-(QYHKIMOHAIBHOI
opranusarnuu cryxosoit Koper (Kaas et al., 1999), nogpasgenstomum ee Ha core, belt u parabelt
(BMecTO XOpOLIO M3BECTHBIX II€PBMYHON, BTOPMYHON, M acCOLMATUBHON), M3BIWIMHA XeIId
(Heshl Gyrus) n Superior Temporal Gyrus (STG) oka3bIBaloTcsi B pa3HBIX NOApa3[elIeHUAX —
core u belt — cooTrBercTBeHHO. ITOT (PaKT moppasyMeBaeT nAupdepeHINPOBAaHHYI0 BOB/ICYCH-
HOCTb 000UX CTPYKTYp B Iporjecc 06pabOTKM pasHbIX XapPaKTEPUCTUK CIYXOBOI MH(OPMALIN
(Rauschecker et al., 1995). HdeiictBurensuo, B [I19T mccmegoBanny O6bII0 IPOAEMOHCTPUPOBAHO,
YTO Ha YPOBHE M3BIIMHBI XeIIsi BpeMEHHbIe XapaKTepucTuku 6omnee addexTnBHO 06pabaTpiBa-
JIICh B JIEBOM HOJIYILIAPUIL, TOTAA KakK Ha ypoBHe STG akTmBars, CBsI3aHHast C 06pabOTKOI CIIeK-
TPA/IbHBIX XapaKTePUCTUK OblIa CUJIbHEE, YeM aKTUBALVS, CBA3AHHAS C 00pabOTKOI BPeMEHHBIX
mapameTpos. ITonydennass pasHuma 6bUta GOJbIIE CIIPaBa, YTO COBIAAET C TEOPETIIECKUMI
npepcraBieHnAMY aBTopoB (Zatorre&Belin, 2001). CpaBrenne VJIK pesynpraTos B3pocnbix u OT
Pe3y/IbTaToB HeTell MOKa3a/lo, YTO Ha YPOBHE IePBUYHBIX CTyXOBBIX LIEHTPOB MO3TOBbIe aKTHBA-
LUV CBUAETEIbCTBYIOT 00 MAEHTUYHOCTH IPOLeCCOB AudQepeHnpoBaHHOl 06pabOTKI CIEK-
TpPA/IbHOIL U BpeMeHHOIT MH(GOPMALNY B Pa3HBIX BO3PACTHBIX IPYIIAX, TOIAA KaK Ha ypoBHe belt
(OITOsICHIBAIOINX [IEPBUYHBIE CTyXOBbIE 30HBI) 00/IACTE Y M/IAfIeHIIeB MeXXIIOTYLUIAPHOIT aCMMe-
TpuM He HaOMIOKanoch (puc. 7).

Hamr n gpyrue sKcrepuMeHTHI TOKa3bBaloT, 470 OT MeTof MOXKeT GbITh YCIIENIHO MCIIOIb30-
BaH B MCC/IEIOBAHVAX aCUMMETPII MO3Ia U JlaTepaausalyy KOrHUTUBHBIX pyHKiuit. HecMmorps
Ha 10, 4To OT ycrynaer pMPT B IpocTpaHCTBEHHOM paspelleHny, TeM He MeHee, B BO3PacTHON
U CPaBHUTE/IbHOI IICUXO(USNOIOrNN Y IEPBOrO METO/A MMEETCSI OTPOMHBIIT TOTEHIINAIL.

Wrak, xpatkuit 0630p paboT MO MCCIELOBAHNIO AKTUBHOCTY MO3ra MIAJEHIEB I IeTell MIIaj-
IIero BO3PAacTa, BHIIIOIHEHHBIX B pasHOe BpeMs aBTOpaMI JAHHON CTaTbl, a TAKXKe Pe3y/IbTaTbl
VICCTIE[IOBAHUIL IPYTUX IPYIIII IIO3BOJIAIOT CHEMATh CIEYIOLIVie BEIBOIbBL:

— 6arogapsi pasBUTHIO HU3KOMHBA3MBHBIX METOIOB KapTUPOBaHMsI Mo3ra, ocobenrno MII' u OT,
pacIIpsAeTcs KPyTr BO3MOXKHOCTeII /I MCC/IeNOBAHNA OHTOTeHe3a KOTHUTYBHBIX (QYHKIINIL de-
JIOBEKa B paHHEM BO3PacTe;

— Omarogapst BOCTYDKEHMsIM (U3MKM, MHXKEHEPUH, MPUKIAJHON MAaTeMaTHKY, IIPOrpaMMIPOBa-
HVIsI, CTATVCTUKY U MHTETPALVH BBIIIEYIIOMSIHYTBIX 00/1acTelt ¢ OMOIOTNIT ¥ IICUXOJIOT e, MBI
MO>KeM HAOJIIOfiaTh ¢ HEOOBIYAITHO BHICOKUM IIPOCTPAHCTBEHHO-BPEMEHHBIM Pa3pelleHIeM 33,
IIPAKTUYeCK!, MTHOBEHHBIMY IIPOLIECCAMY, COLIOCTABMMBIMI 110 BPEeMEHM C HMHAMUKON IOCT-
CMHAIITMYEeCKO aKTVBHOCTY WIM Ja)Ke paspsAfaMi IONY/IALUY HElpOHOB M ORMHOYHOIO
HellpOHa, IPOUCXOJAINIMI B PacTYILEM MO3Te;

— Omarogapst CO3AAHNMIO HOBBIX IIPOrPAMMHBIX IIPOAYKTOB B 00/1acTyt 06pabOTKY CUTHAA, HOSIB-
JIAeTCA BO3MOXKHOCTD MHTETPUPOBATh MHGOPMALUIO, IOTYYeHHYIO IIPY IIOMOIIY Pas3INYHBIX
MeTofioB — K npumepy, M/33T n {/MPT, nossiuras Takum 06pasoM MHPOPMATUBHOCTD METO-
OB KapTUPOBAHNA MO3Ta.
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KorantuBHbie NCCICJ0OBaAaHNA BHUMAaHNA

ITpobnema BHMMAHMsI, TAKXKE KaK 1 IIPO6/IeMa CO3HAHISI, OTHOCUTCS K BEYHBIM IIPOO/IeMaM IICH-
XOJIOTMH, O YeM CBUJETeTbCTBYIOT IPUBE/IeHHbIE HIKe IIMTAThI.

«KaXpplii 3HaeT, 4TO Takoe BHMMaHMe. JTO, KOITA Pa3yM OXBAaTbIBAET B ACHONM M OTYET/IN-
BOJI pOpMe He4To, B YeM BUUTCSA OTHOBPEMEHHO HECKOJIbKO BO3MOXKHBIX OOBEKTOB WM/IM XOJ[OB
Mmepicu. CocpeoToueHre, KOHIIEHTPALUA CO3HAHMA — BOT €ro cyTb. OHO O3HaYaeT OTBJICUEHNE
OT OJIHVIX BelIeit pajy TOro, 4To6s1 3 PeKTBHO paboTaTs ¢ gpyrumm» (James, 1890).

«Teopyst BHUMaHMA — 3TO KM3HEHHDIV HEPB BCEJl CUCTEMbI IICMXOTOTMYECKNX ITIOHATHI, U 110
TOMY, KaK JIIOU CYHAT O HeM, UX caMuX OyAyT CYOMTb Iepefl, BepXOBHBIM CYIOM IICHXOIOTUI»
(Tutuenep, 1914).

«BHUMaHMe [O/IT0 MO3NIIIOHNPYETCsI KaK IIaBHbIIT BbI30B Hcuxoyory» (Pashler, 1998)

3a rofpl MCCIefOBaHNMs BHUMAaHMS OBUIO MPENIOKEHO O0/IbIIOe YMCI0 Pas3IMYHBIX ONVMCAHWIA
U Teopuil BHUMAHNUA. B pas3IMYHbIX KOHTEKCTaX OHO OIMCHIBATIOCHh KaK QIIBTP, Oy ThIZIOYHOE rop-
JIBIIIKO, IIPOLIECCHI BBIOOPA, MHTE/IEKTya/IbHbIE YCUINS, PETYLIMPOBaHMe 00pasa, pecypChl 1 T. [i.

B monorpaduu nox pepaxuyerr M. V.IIosuepa (Posner, 2004) mpuBOAATCA faHHbBIE O KOIMYe-
cTBe my6nuKanuii, BeIIycKaeMbix ¢ 1960 ropa mo 2003 rox B paMKax IATY KJIKOYEBBIX CJIOB: BHI-
MaHNe, IIaMsTh, MO3HaHMe (cognition), Bocmpusitre, obydenne. Kak oxasamocs, 4mcio my6m-
KaInil o BHUMaHMIO ¢ 1960 roga BBIPOCIO mouty B Tpu pasa. Ilpy atom Omokarimme 1y pst
OTHOCATCS K IaMSITH, [fie YMCI0 mybnmKanumit yBenuamiocs mouru B 1,5 pasa (Cavanagh, 2004).
9TO 06CTOSATENBCTBO A€IAeT 3a/jady IIOJIHOrO 00630pa paboT [0 BHUMAHUIO B PAaMKaX OOBIYHOIL
OyOIMKALMY efBa /M BBIIOTHNMOL. I109TOMY MbI pelmin OCTaHOBUTHCSI HA OCHOBHBIX IIpo0ie-
MaxX BHMMAaHIA.

ITporpecc 9KCIIepUMEHTA/IBHBIX UCCIELOBAHNIT U BCe GOJee MOMHBIL yIeT Heilpopu3nomor-
YeCKIX JAHHBIX ITO3BOIM/IN IIPOfIEMOHCTPMPOBATh PasHOOOpasue GpopM BHUMAHUS M CO3HAHMS
Y MHOTOYPOBHEBOCTb JIEKAIINX B ¥IX OCHOBE ITPOI[€CCOB.

O6paruMcst K pacCMOTPEHMIO MICTOPUIL BOIIPOCA. BriepBbie mpobiemMa BHIMAHMS B KOHTEKCTE
9KCIIEPUMEHTA/IbHOI IICHXOIorny OblIa M3/I0)KEeHA B KHUIe OPMTAHCKOro mcmxosora JJoHambxa
Bponbenta «Bocmpusitue n xommyHukanusi» (1958) (Broadbent, 1958), rae BHMMaHMe CpaBHM-
Ba/IOCh C GIIBTPOM, OCYIIECTB/IOIIUM 0T60p MHGOPMALNY U [IPEFOXPAHAIONINM KaHAJI IIepe-
mauy vHpOpMaLun oT meperpysku. Ha ocHOBaHMY cOOCTBEHHBIX MCCIETOBAHMIL, @ TAKXKE JAHHbIX
K.Yeppu, [I.BpoOeHT BBIABUHYII U0 PAHHET CEMEKINI 1 OO HAYa/I0 MHOXECTBY MCCIIe-
JOBAHUIL, TOCBAIIEHHBIX BOIIPOCY O TOM, Ifie PacIIoNoXKeH GpuibTp (puc. 1).

Tpy MMeHN CBA3aHBI C HAYATbHBIM 3TAIIOM MCCIEIOBAHMIA, TOCBALEHHBIX BHUMAHMIO KaK IPO-
neccy duwbrpanuiy, 3o — [I.bpopdent, K.Ueppu u H.Moppeit.

Mogens [I.bpon6enta (1958) mimocTpupyeT LeHTpalbHbIe IIOTOXEHNsT Teopun GuibTpa. Jrta
Teopus, Ha3blBaeMasA MOJe/IbIo ¢ QUIbTpalMeil, CBA3aHa C TaK Ha3bIBaeMOIl «OJHOKaHA/IbHOI Teo-
puell» M IpeAronaraeT Hammaue QuiIbTpa Ha/WIM HENOCPeNCTBEHHO Nepel CTafiueil MeplenTyB-
HOTO aHA/IN3a, I09TOMY B OSMH MOMEHT BPEMEHI MOXKET OBITh BOCIPUHSAT TOIBKO OfUH CTUMYIL
Korza iBa cTMMyna npembABAAOTCA OFHOBPEMEHHO, OiIH BOCIIPMHMMAETCS HEMEIJIEHHO, B TO
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ceneKmueHbiil KpamkospemeHHAS
CEHCOPHbLIL pezucmp punomp namsamo

8x00

KpamxospemeHHas
CeHCOprlﬁ pezucmp ammeHamop namamo

8x00

KpamkospemeHHAsL
CEHCOPHDLIL peztcmp namamo

Puc. 1. Ipaduueckoe comocraBenne Tpex reopuit BHUMaHust: bponbenta (HaBepxy), Tpericman (cepennta)
u [loitaeit (BHU3Y).

BpeMsi KaK CeHCOpHasi MHQpOpManus, COOTBETCTBYIOMIAsS BTOPOMY, KOPOTKOE BpeMs yHepXKIBa-
eTcsl B Bufie HeoOpaboTaHHOTO Cefa o6pasa. Habmromarenp MoXKeT HaIIpaBUTh BHUMAHIE Ha MO-
mobHbIe CIefbl 1 00pasbl M BOCIHPYUHATH X COfEPXKAHNE, HO TOIBKO IOC/Ie TOrO, KaK Oymer 3a-
KOHY€Ha HepLenTuBHas 06paboTka mepBoro coobigeHns. COITaCHO TON MOMIENN, BOCIPUSTIE
KOHTpPOJIMPYeTCcs BHUMaHMeM (puc. 1).

Yonmopd ¢ coast. (1993) (Waldorff et al.,1993) mokasanu, 4to BeI3BaHHbBIe moTeHI[Mab! (BIT)
Ha CIyXOBble CHUTHAJIbI, IIPUXOJSAINUE OT yXa, HA KOTOPOe HAIIPAB/IEHO BHMMAHIE, UMEIOT 6O0/b-
IO aMIUINTYAY B AyanasoHe 20-50 Mc mociie Havazia IpefbsABACHNA CTUMY/IA. AHa/lIOIMYHbIE
(baxThI TOTyYeHbl U IIPU MCCIEFOBAHNY 3PEHIs], TTe MOAYIUpYyoliee 06pabOTKy CUTHAIA BIs-
HIle NIPOCTPAaHCTBEHHOTO BHMMAaHMA HauMHAeT CKasblBaTbcA 4depes3 80-90 mc (Xwbsapp, AHo-
Benro,1998) (puc. 2). Cronp paHHMe TPOSBIEHNS BHUMAHWUS MOIIU Obl TOBOPUTH O TOM, UTO
KOpTUKa/IbHAsI 00paboTKa CeHCOPHOI MH(POPMALIMY C CAMOTO HAava/la MOZY/INPYETCSI BHIMAHUEM.
910 03Havaer, 4TO M3MeHeHus1 B BII HabIIOAAIOTCA MHOTO paHbIIle, YeM MOTYT ObITh MAEHTU(MU-
[MPOBAHBI TOTOC TOBOPSIIETO VIV 3HAYEHE COOOIEHNS.

Bpurauckuit yaensiit Konmun Yeppn, ananusupyst npo6iemMy Tak HasbIBaeMOIl «KOKTEIIb Bede-
PVHKI», HAIeN, YTO CIIOCOOHOCTD IOAAEP>KMBATh BHIMAHNE HA HEKOTOPOM BBIOPAHHOM 3BYKO-
BOM KaHaJsle OCHOBBIBAETCSI HA CIOCOOHOCTY MCIIONIb30BATh OIpefie/ieHHble QU3nIecKne XapaKre-
PUCTHKM, HAIPUMEP, [TOJI TOBOPSIIEr0, TPOMKOCTh COOOIIEHNS, TOKAMN3AINI0 NCTOYHMKA I T. [I.
(Cherry, 1953). Korga K.Ueppu mpegbsiBisi ABa cOOOLIeHNs, HepefaBaeMble OTHUM TOIOCOM
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OJIHOBPeMeHHO B 00a yXa, yCTpaHUB, TaKIM 00pasoMm,
¢usndeckne pasgudus, CIyLIATe/sIM ObIIO OYeHb
TPYRHO pas3feNuTb 3TN [iBa COOOLIEHNMA TOIBKO Ha
OCHOBaHUI UX 3HadYeHus (1953).

Uccneposanna K.Heppu (Cherry, 1953) npusenn
K paspabOoTKe SKCIEPUMEHTAIbHON IPOLENYPhl, Ha-  ERP's
3piBaeMoit 3areHeHue (shadow) (mpepmonmaraercs,

YTO ITOT TEPMUH B3ST M3 TEXHUKU >KMBOIVCH, TTie

OTTEHUTb O3HAYaeT BBIJIIUTDh YTO-TNO0 U3 OKpyXKe-

HUA). B 9T011 MeTofVKe UCIIBITYeMOMY AUXOTUYEeCKU

IpPebABLAINCh OJHOBPEMEHHO [Ba CIYXOBBIX CO-

00leHNA, OOHO U3 HUX HO/DKHO OBITH «OTTEHEHO» ' T T

(To, KOTOpOE OH MO/DKEH MOBTOPUTDH YCTHO), a IPY- 0 100 200 300

roe — npourHopuposaso. K.Ueppu o6Hapyxu, 4ro, Me

HEeCMOTPSI Ha CIIOCOOHOCTD MCIIBITyeMBIX K 3aTeHe-

HMIO COOOIIEHNIT, OHNU 3aIIOMMHA/IN JOBOIBHO MAjIo

napopmanyy. BO3MOXXHO, OCHOBHas dwacTh oOpa-

60TKM MHPOPMALNU IIPOUCXOAWIA B KPaTKOBPEMEH-

HOJl MaMATY, IO3TOMY OTCYTCTBOBAJIO IOCTOSHHOE Puc. 2. TumiyHas KapTUHa U3MeHe-

XpaHeHue M IOHUMaHue coobuieHus. CooOiieHne, HII CITYXOBBIX BBISBAaHHbIX

KOTOPOMY He YZIeNAN0Ch BHMMAHUA, 3allOMIHATIOCh norexuanos mosra (ERP) npu

HAMHOTO Xye. KOIJla B KauecTBe TaKoro coO6uIeHns KOHLCHTpaLMI BHIMAHII Ha

IpebAB/LAIACh peyb, UCIBITyeMble OTMeYasIl, 4TO FIPOCTPAHCTBEHHOM pactiono-
JKEHUM CTUMYIIA.

PAacIo3HaIoT ee Kak pedb. Ho Korya B UITHOpUpyeMoM

KaHaJle aHIJIMICKMIL A3bIK CMEHAJICSA HEMELKUM, VI

IpebAB/LAIACH IIepeBepHyTasA aHIIMIICKAsA peyub, OHM 9TOTO He 3aMevalll.

H. Mopeit (Moray, 1959) mokasasn, 4to nHpOpMALs, IOCTYNAOIIAs HA UTHOPUPYEMOe YXO,
He 3aIIOMMHA/IACh MCIBITYEMBIM, XOTS HEKOTOPbIE CTI0Ba IpeabABsnuch 35 pas. Torma H.Mopeii
CHeMal BKHBII LIAT, COCTOSIIUIL B TOM, YTO COOOIIEHII0 B NTHOPUPYEMOM KaHase IIPeIIeCTBO-
Ba/I0 COOCTBEHHOE MMsI UCIIBITYEMOTO. B 9TOM C/Iydae IPUMEPHO B TPETHU CIydaeB MCIIBITyeMble
3amedanu cobcrBenHble nmena. Haitcep (Neisser, 1969) B aHa/OrMYHOM 3KCIIEPUMEHTE CO 3pM-
TE/IbHBIMY CTUMY/IaMU HOJIY4II Pe3y/IbTaThl, CXOHHbIe ¢ pedynbraramu H.Mopes. VicibiTyemble
JIOJ/DKHBI OBUINM YUTATh BCIYX OCMBICIEHHBIN TEKCT 1 MTHOPUPOBATH C/I0BA, HAIlEYAaTAHHbIE Kpac-
HBIM IIPUQTOM IO, KaX/0M CTPOUKOI 0TOMPAEMOro TeKCTa. VIcmpiTyeMble He y3HABaIU CIOBQ,
IpefCcTaB/IeHHble Ha UTHOPUPYEMBIX CTPOKAX, JaXkKe TOIZA, KOIZja OFHO ¥ TO K€ CJIOBO IOBTOPA-
JI0OCh HECKO/IBKO pa3. OfHAKO IBe TPeTH VCIBITYEMbIX 3aMETV/IN CBOU COOCTBEHHBIE IMEHA B OT-
BepraeMbIX CTPOKaX.

IMonbITaeMcst peslOMMpPOBaTh MOfenb bpopmbenta. OH [OIYCTUII CYILIECTBOBAHME IIOCIENOBA-
TE/IBHOCTM TPeX 3JIEMEHTOB: KPATKOBPEMEHHOIO XpaHmmuia (S-CucreMsl), CEIEKTUBHOTO (UIb-
Tpa U KaHA/IA C OTPAHIYEHHON IPOMYCKHOI cocobHOCThIO (P-cuctemsr) (puc. 1). OgHOBpeMeH-
Hble CTYMYJIBI IOCTYIAIOT B S-CUCTEMY, ¥ TaM OHV aHA/IU3UPYIOTCA N0 QU3NYECKUM IIpU3HAKaM,
TaKMM, HAIpuMep Kak TeMOp romoca. Kakoro mm6o ycTaHOBIEHHOTO IIpefea IPOIMyCKHOII CIIo-
cobHOCTH S-CrcTeMbl He cyiiecTByeT. CeleKTHBHBIN CTUMYII IpomycKaer B P-cucremy te crTu-
MYJIbI, KOTOpbIE IIOCTYIAIOT 110 0603HAYEHHOMY «KaHaty». Kanan sagaercs mo60it Gpuandeckoir
XaPaKTEPUCTHUKOI, HAa KOTOPYIO (PuIbTp MOXKeT OBITh HACTPOEH. Bojlee TIjaTenbHbII MMepLenTIB-
HbIIT aHA/IN3 BBIIONHAETCS B P-cucreme. JTa cucreMa MOCIENOBATENIBHO PabOTAET C MIPUHSITHIMI

----- 8 poxyce BHUMAHUS
8He PoKyca BHUMAHUS
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CTVIMY}I&MI/I, " Bpe€Ms, 3aTpade€HHOE Ha Ka)KHbIﬁ CTI/IMyH, 3aBUCHUT OT KO/IN4YECTBA I/IH(I)OPM&LU/H/I,
KOTOpYI0 9TOT cTuMYy nepenaer. Korma P-cucrema 0cBOOOXHAeTCs, PUIBTP MO3BOJSIET MOCTY-
IINTHb HOBOMY CTI/IMyHy. Taxkum 06pa30M, Korga nBa CTI/IMyHa IIpeqbABIAIOTCA OTHOBPEMEHHO, OHI
6ymyT 06paboTaHbl [IOCTIEHOBATENIBHO, HO TOMBKO eC/l HepepaboTKa MepBOro 3aKOHYMTCS IIpe-
XKJie, 4eM CJIefl BTOPOro yracHeT B S-cucreMe. Teopust ¢puibrpa TpakTyeT cHOKYCHPOBAHHOE BHU-
MaHIe KaK HAaCTPOJIKY (UIbTpa Ha CEJIEKLMIO OIIPEee/IeHHOrO KIacca CTMMYJIOB ¥ OTBEP)KEHIE
octanbubix. (Broadbent, 1970).

Teopust ¢punsrpanyn BpogbeHTa He MOIIa OOBSICHUTD 3TH [JAHHbIE, TAK KaK IPENIONaranoch,
YTO Ce/eKI[Us BEJETCs HAa OCHOBE (PUSMYECKMX XapAKTEPUCTUK CUTHAJIA U TlePeK/II0YeHIIe BHUMA-
HIIsI He JJO/DKHO OBITB CBSI3AHO C cofiepykanmeM coobenys. Cepbe3HYI0 KPUTHUKY 9Ta TEOPUSI 10~
nyunna 6maropapst onsitaM Ipest u Begpep6epua (Gray, Weddernburn, 1960). Onu npegbsisisim
Jepes JIeBO€ 1 [IPABOE YXO CJIOTY, COCTAB/IAIOLINE BMECTE OJJHO CIOBO, U CIIydailHble I(pbI, TaK
9TO, KOIZia B OJJHOM YX€ C/IBIIIA/ICS CJIOT, B APYrOM CIbliianach nudpa. Hanpumep:

Jlesoe yxo  Ilpasoe yxo

ObDb 6
2 EK
TVB 9

Ecn Teopust ¢ gunbrpanueit BpogbenTta BepHa, TO MCHBITyeMble, KOTIA UX IIPOCUIN IIOBTO-
PUTH TO, YTO OHJ CJIBILIANN Yepe3 OfUH KaHaJI, JO/DKHBI ObUIM IIPOMSHECTY HEYTO HEBHITHOE —
HarpumMep, «06-Ba-TuB». HO BMeCTO 3TOr0 OHM TOBOPUIN CIOBO «OODBEKTUB», [JEMOHCTPUPYS
TEM CaMbIM CBOIO CIIOCOOHOCTb OBICTPO IEPEKTIOYAThCsI C OFHOrO KaHala Ha APYroil. B gpyrom
akcriepuMente Ipeit u BenepbepH MCIONb30BaMM Ty JKe CaMylo IIPOLEAYPY, HO BMECTO C/IOTOB
npenbsaBsiv ¢ppasel Tuia «Kakoro yeprar:

Jlesoe yxo IIpasoe yxo
Kakoro 3
5 yepra

Psap nccnepoBaterneit mpefcTaBUI MHTEPECHbIE TaHHbIE, IIOJTy9eHHbIe O/1arofiaps MCIIOIb30Ba-
HUIO KO>KHO-TanbBaHmdyeckort peakuym (KI'P). Tak, Hanpumep, B axcnepumenTax Koptusn u Byn
(Corteen, Wood, 1972) Bcre 3a cimoBamit, 0603HAYAOMIIMIL HA3BAHIS TOPOIOB, C/IEOBAIL yAAP
BHCKTPI/I‘{QCKI/IM TOKOM. BHOCHCHCTBI/H/I Ha3BaHUA I‘OPOHOB, KOTOpre 6I)UII/I BKJ/IIOYC€HBI B OTBep-
raemoe coobienne, yacto Bbi3biBamv KI'P, XOTs HUKOT/Ia CO3HATE/IbHO HE OTIO3HABAINCH.

Bce BI)IIIIerI/IBeIIeHHI)Ie pesyanaTbI ABUINCH CepbeSHI)IM ynap0M Jiv)oss TeOpI/H/I (bMHpraIH/H/I
bpopbenTa.

A.Tpeiicman yuenuna JI.Bbpon6enra paspaborama MoguduKanuio ero Moge/n, U3BeCTHYI0 KaK
teopust ocmabnenns (1964), koropyo Bpopbent Bnocnencrsun mpunsi (Broadbent 1964). Sta
Teopsi IPEAIOJIarana, YT0 HeKOTOpble COO0LIeHNsT OYAyT OCTAG/MAThCS, HO He NTHOPMPOBATHCS
MIOTHOCTBIO HAa OCHOBe MX Qusndeckux cBoitcTB (puc. 1). Cormacuo Tpeitcman (Treisman, 1971),
CeHCOpHoe COO6III€HI/IC aKTI/IBI/IpyeT B IIaMATU TUIIOTECTUYECKIE «CHOBaprIC €OVHNIbI». HOPOF
IJIS1 CJIOBA, KOTOPOE JiellaeT BEPOsITHBIM KOHTEKCT, ITIOHMKAETCSI BpeMeHHO. VI3-3a Takux mM3MeHe-
HUIT IOPOTOB BBICOKO3HAYMMOE VU BHICOKOBEPOSITHOE CI0OBO OY/eT BOCIPUHSIITO BOIIPEKM OC/Ia-
6rennio. BpemeHHble M3MeHEHMsI TOPOTa OODACHSIIOT JaHHBIE TpericMaH, 3aKII0YAIOIINECS B TOM,
YTO VCIIBITYeMbIe CIEAYIOT 3a COlep)KaHMEM COOOIIEHNsI, KOTOPOe HEOXKIUAAHHO IePeK/TI09aeTCsl
C O[IHOTO KaHajIa Ha JIpyToif. BOT Kak muureT 1o 3ToMy oBO#Yy cama TpeiicMan: «Bo3MOXKHO, 4TO
KaHA/IbHBII (U/IBTP TOMBKO OC/IAb/IsIeT Hepe/leBaHTHbIE COOOIIeHNs, a He OIIOKMpPYeT MX IIOTHO-
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cTpio. Ec Tak, TO ¢/10Ba, 04eHb BayKHBIE VUM CYIECTBEHHBIE /IS 4eJI0BEKa MOTYT M3B/IEKAThCA,
HeCMOTPsI Ha HI3KOE OTHOIIEHNEe CUTHAI/IIYM, eC/IU IIOPOT X OOHAPY>KeHWsI BpEMEHHO WM 110~
CTOSTHHO IIOHVDKEH BHYTPU CaMOJl CUCTeMbI OIIO3HaHMA ¢/10B. OHOI 13 BO3MOXKHBIX CHCTEM OIIO-
3HABAHMA CJIOB MOXKET OBITH MepapXus MOCIENOBATEIbHO BBIIIOTHIEMBIX TECTOB, IMEIOINX OT-
JETbHBI BBIXOJ, /1A KaXKJOr0O CJI0BA MM JPYTO TMHTBACTUYECKO eMHUIEL. [IIg HEKOTOPBIX
BBIXOJOB KPUTEPUM, ONPele/IAIoNie Pe3y/lIbTaTbl TeCTUPOBAHNA, MOTYT CHVDKATbCH, €CTIM STOMY
CIIOCOOCTBYeT KOHTEKCT, VI 9TU BBIXOABI HEJABHO YK€ MCIIONb30BA/INCD, WV OHI MMEIOT 0CO-
6yto BaxkHOCTh. CoOOIIeHNs, OCmab/sieMble TaKUM (UIBTPOM, MOTYT BBIfIEPXKATbh TECTBI TOIBKO
TOT/}a, KOIZIa KPUTEPUI CHIDKEHBI B X IOJIb3Y, A MIHAYE OHU He MOTYT IIPOIITH JajIblile [0 Mepap-
xum» (1964, c.14) (Treisman, 1964).

CoJ1co CTaBUT B CBOEI MOHOrpaduu CpaBeInBbIil BOIPOC O TOM, CIIOCOOEH /i TIPOCTOI [ie-
JINTE/Ib AHA/TMSUPOBATH CJIOXKHbIE 9/IEMEHTBI COOOIIEHIIS U TIIATE/IBHO IPOBEPSITH UX, YTOOBI YBI-
IeTb, CTOUT UX IPOIYCKaTb WIM HeT? U KaK OH yCIIeBaeT He/laTh BCe 9TO B MTHOBEHME OKa, He
OTCTaBas IIPK 9TOM OT TEKYIIell IaHOPaMbl CTyXOBbIX coObTnii? Kak pas m3-3a sTuX BOIPOCOB
BCIIBIXHYJI CIIOP O TOM, KaKlie MMEHHO CBOJCTBa TpelicMaH IpUINChIBAaeT He/UTeN0. TpelicMaH
IPOSICHNIA CBOIO IIO3MIVIO B 3aMeYaHUM, CIe/IAHHOM cIienyanbHo i Conco: «f gymaro, 4ro at-
TeHIATop 06pabaTbiBaeT BCe HEKOHTPOIMPYeMble COOOIIEHNsI OANHAKOBO U HE3aBUCUMO OT UX
copepKaHuA. BusAHNe MX BepOATHOCTH, CYLIeCTBEHHOCTY, B&XXHOCTU U T.II ONPENe/IAeTCA BHY-
TP CHUCTEMbI pacllO3HaBaHMA pedll, TOYHO TaK ke, KaK U JyI1 KOHTPOIUPYeMOro BHUMAaHUEM CO-
001IIeHNs, eC/IIt OHO TIPUXOFUT C HU3KVMM OTHOLIEHMEM CUTHAI/IIyM... EfuHcTBeHHOE pasmmdne
MEXJy KOHTPOIMPYEMBIMI U HEKOHTPO/IMPYEMBIMI COOOIIEHMIMIL COCTOUT B TOM, YTO Y HEKOH-
TPOMPYeMOro coobIieHnst obliee OTHOIIEHNE CUTHAI / LIYM YMEHBIIEHO CeJIeKTUBHBIM (UIb-
TPOM, U C/IeOBATEIBHO, HUUYTO 13 TAKOTO COOOIIEHIIST He MOXKET BO3OYAUTD IEKCITIeCKIe BXOJBL,
3 VICK/IIOUEeHIeM HECKO/IbKIX CI0B I (pas ¢ HeoObIUATHO HUSKUM IIOPOrOM OOHapyKeHs1. ATTe-
HIOATOP BBIOMPAET TONIBKO Ha OCHOBE OOIINX (HPU3MIECKMX CBOVCTB, TAKMX KaK JIOKa/IM3alisl U Ka-
yecTBO rojoca» (1986). (ut. mo Comnco, 2005).

CwibHO otcTymast oT Teopun (uabTpa, TpelicMaH AeaeT BBIBOJ, YTO BO3SMOXKHO pacIIpefe-
JIeHHOe BHUMAHIME U IapajUle/ibHasi IepepaboTKa MOIYT IPOMCXOAUTD HAPA/UIENIbHO IS JBYX
OJJTHOBPEMEHHBIX BXOJIHBIX CUTHAJ/IOB, HO TOJIbKO €C/I/ OHM He 3aTPAruBalOT OJJHVUX U TeX >Ke aHa-
nmaaropoB. OfHAKO, eC/IM OfYH U TOT XK€ aHAIM3aTOP JO/DKEH paboTarh C ABYMsI CTHMY/IAMIL, Iie-
pepaborka obs3aTenpHO 6yzeT mocmenoBarensHoir (Treisman, 1969).

AsprepHaTMBHOE Teopun GUIbTpa-aTTeHIATopa o0bscHeHre mnpemnoxmnn Hoira n [loia
(Deutch, Deutch, 1963), a mo3xe Hopmanu (1968) (Norman 1968), B cBOelt TeOpuu MO3JHETO OT-
6opa (cm. puc. 1). CornacHo 3TO¥ pajyKaIbHON MOJENN, BCe CUTHAJIBI IIPOXO/SAT MIpeNBapUTEb-
HBIII aHA/IN3 B IIEPLENTIBHON CHUCTEMe, I fajlee MpefIoYTeHe OTAACTCA OfHUM VI APYTUM CO-
O01LIEeHNSAM B 3aBUCHMOCTH OT MX CYILIECTBEHHOCTH WIM «yMECTHOCTI» [I0 OTHOIIEHNIO K TEKYIIeil
e/, CTosAelt mepen cucteMoii. OHY IPeIIIoNoKIIN, CYIIeCTBOBAaHNe LIeHTPAIbHBIX CTPYKTYP,
SKBMBA/IEHTHBIX CJIOBAPHBIM €MHMIIAM Y TpeiicMaH, HO IPEIOIOXKIIIN, YTO BHIMAHIE He BJIN-
A€T Ha Ty CTeIeHb, B KOTOPOI 9TU CTPYKTYPbl aKTMBUPYIOTCA CEHCOPHOM cTUMYALueil. OfHaKo
Ka)XJasd LeHTpaJbHAsA CTPYKTYpa MMeeT 3apaHee YCTAaHOBJICHHYIO CTEIeHb BaKHOCTH, KOTOpasd
OoTpakaeT TeKyliye HaMepeHNs (HaIpuMmep, ceiidac peleBaHTHBIMM SABJIAIOTCA Ha3BaHUA SKU-
BOTHBIX) WV YCTOIYMBBIE AUCIO3UINY (HAIPUMED, MO€ COOCTBEHHOE MMsI BCET/a PEIEBAHTHO).
Cpenyt OTHOBPEMEHHO AKTMBHBIX LIEHTPAIbHBIX CTPYKTYpP ISl yIPABICHNs OCO3HAHNMEM I OT-
BETOM BBIOMpAETCS OffHA, OOTA/faioNasi HAMBBICIIEN CTENEHbI0 BAXHOCTU. B TepMmHax Teopmu
OoOHapy>keHNUA CUTHAJIA, IIapaMeTp BaXKHOCTH €CTb CABUAT KPUTEpUA B HO/Ib3y PeIeBaHTHBIX 00D-
eKTOB. PacXox/ieHIsT MKy 9TUMU ABYMsI TEOPUsAMU Hanboee YeTKO BUFHBI B KOHTEKCTE pac-
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IIpefie/ICHHOrO BHMMaHMA. B Teopum ¢uibTpa yTBepXJaeTcsA, YTO paclpefie/ieHle BHUMaHNA
MeXTy OfHOBPEMEHHBIMM CTYMY/IAMI COBEPILIEHHO HEBO3MOXKHO, IIOCKO/IbKY BHYMAaHNE B HEKWIA
MOMEHT BpeMeHV MOXKeT OBITh HAIIPaB/IeHO TONBKO Ha ofuH KaHam. C gpyroit cropowsi, [loid
u Jloid mpeamnonaraoT, 4To 0OHAPY>KeHNe PeleBAHTHOTO CUTHAA JO/DKHO OCYILIECTBI/LITCS He-
3aBUCHMO OT TOTO, HAIIPABJICHO MM HeT BHUMaHIVe HAOJIOlaTe/Is B JAHHBII MOMEHT Ha TOT Ka-
HaJl, B KOTOPOM IIPebABIAETCS CUTHATL

Tpeitcman u Tedpden (Treisman, Geffen 1967, 1968) mombitannch MpeofoIeTb pasHOIIACKE
MeXZy OBYMS TeopusAMH. B 3afade Ha AUXOTMYECKOe NPOCTYIIMBaHME VICIBITyeMble IO/DKHBI
6bUIM OTTEHNUTH OfHO COOOIIeHNe I KPOMe 3TOTO CKa3aTh, CHIBILIA/IN /I OHM OIIPEfeIeHHOe «Ije-
JIeBOE» CII0BO, KOTOPOE MOITIO MPENbABIATHCA KaK Ha Of[HO, TaK U Ha fipyroe yxo. CormacHo Mo-
menn Joitueii-HopMana 1je1eBoe C/I0BO JO/DKHO ObITh OOHAPY)KEHO HE3aBMCHMMO OT TOTO, Ha Ka-
KO€ yXO OHO IIpefbABIAI0Ch. Kak oka3anoch, ucmbiTyeMble oOHapys>kuBanu 87% Iie/leBbIX CJIOB,
IIpeNbAB/ICHHBIX HA YXO, KOHTPOIMPYeMOe BHIMAaHMEM, HO TONbKO 8% 13 CJIOB, IPebsABIAEMBIX
Ha HEKOHTPOIMPYEMOE yXO, YTO ABJIAETCA CEPbE3HBIM BO3Pa)KEHMEM NPOTUB Mopenu [loirdyer
n Hopman.

M3 MHOXeCTBa 9KCIEPUMMEHTOB, NPOBEJEHHbIX I/ MpoBepKy Mopenu [oitdeir 1 Hopmanna,
B HEKOTOPbIX M3 HMX He IIOATBEPAVINCH OT/e/IbHbIe IIOJIOKEHWA, HMPefyCMOTPEHHbIE 3TOM
MOJIETIBIO.

MHorve 13 IIpUBeJeHHbIX BbIIIe JAHHBIX He COITIACYIOTCA HU € Teopyell GUIbTpa, HU C Teopueit
Jortueii-Hopmana. Teopust Gpuibrpa He COINacyeTcs C JAHHBIMY, YKa3bIBAIOL[MMI Ha IIapasiieb-
Hywo nepepaborky. Teopust Hoirueii-HopmaHa He BepHa, IIOCKO/IBKY He COITIACYETCSI C BIIMSHIEM
IpeAmoYTeHysi KaHaja Ha OOHapy)XeHme BbICOKO3Haummoro crumyna (Treisman A.M., Riley,
1969).

CrpeM:ACh TOYHEe ONpeNeNnnTh pasmmunsa Mexay Mopensamu Tpeiicman u Jloirdeit, JI>)KOHCTOH
C KOJUIeraMy IpPefIoKWIN Oojiee CIIOXHYI0 MOJe/lb, HMPEAIONarally, 4T0 0TOOp CIyXOBOI
nH(pOpMAIMM OCYI[eCTB/ISIETCSI HA HECKOIbKUX dTamax. BakHo, 4ro oT6op mHpOpManum mpo-
JICXOJUT HACTONBKO PaHO, HACKOJIBKO 3TO BO3MOXXHO C TOYKM 3peHusA penraemont sajgaunm. ITpm
9KCIIEPUMEHTA/IbHOI IIpoBepKe artoil rumotesnl [xoHcron n Xeinr (Johnston, Heinz, 1978)
IPebsB/IS/IN LIe/IeBble U HeljelieBble C/I0BA OJHOBPEMEHHO 1 OMHAypa/ibHO. VICIIBITYeMBIX IIPO-
CI/IU OTTEHATH ILIeJIEBbIe CTIOBA. B ofHOM Ciydae o6a Habopa C/I0B YMTa/ OFUH U TOT XK€ AUKTOP
MY>K4MHA, @ B [PyTOM — Ile/IeBble C/IOBA YNTA/I MY>KUIMHA, a Helle/ieBble YMTasla XeHHa. Bo BTo-
poM cirydae 6r1arogapsi pasandmsaM B BBICOTE TOHA MYXXCKOTO I YKEHCKOT'O TOI0COB MOXKHO ObLIO
pasnMYaTh CI0Ba IO MX CEHCOPHBIM XapaKTepuUCTHKaM. B mepBoM ke ciydae, korga o6a Habopa
YUTA/IICh MY)KCKJIM TOJIOCOM, CEHCOPHOE Pas/indueHre OKasbIBaIOCh Goee TPYAHBIM, U UCIIBITYe-
MOMY NIPUXOAMIOCh ONMPATHCA HA 3HAYEHNS MM CMBICTIOBbIE XapaKTEPUCTHUKY CTIOB. B ToM cry-
Jae, KOI/Ia IleJIeBbIe U HelleJIeBble CI0BA YUTA/INCh MYXXCKIM FOTIOCOM, OT MCIIBITYeMOro TpeboBa-
J10Ch OOJIbIIIE YCHINIL, €M KOTAA C/I0BA YMTA/IN SKEHIIVHA ¥ MY>KIMHA.

HanomunwMm, uto B Mofenu Jlorideit Bce CUTHA/IbI IPOXOAAT HEKOTOPDII IIpe/IBAPUTE/IbHbIIL aHA-
7n3, TOTA Kak B Mogeny TpeiicMaH HeCylieCTBEHHbIe COOOIIeHNUs OCIA0IAI0TCS KaHAIBHBIM Jie-
JIATEsIEM, @ He MCK/TI0YAI0TCs TIO/THOCThI0. B akcriepumente [IxoHcToHa n XeitHia (1978) 1ieneBble
C710Ba JIOJDKHBI ObUIM IPOXOANTD 60JIee CIIOKHYI0 06paboTKy, Korfa ob6a Habopa YnTan MyXX4InHa.
CoracHO MONTy4eHHOMY BBIBOAY, CTeIleHb 06pabOTKY HEOTTEHsIEMbIX CUTHAIOB MEHSIETCSI B 3aBU-
CUMOCTH OT TpeGOBaHMII pelraeMolt 3afa4n, 4To nydile oTBedaer 6ojee rubkoit Mogenn Tperic-
MaH, yeM Mopenu loitya u Hopmana.

Kaneman (Kahneman 1973) mpepiaraeT pasjensTh ABa aclieKTa BHUMAHM: MHTEHCUBHOCT-
HBII M CeNeKTUBHBIA. [s1 TOro, 4T06bI OODBACHUTD OTPAHMYEHHYI0 BO3MOXKHOCTH BBIIIOJIHE-



I. E. Kanynukos 147

HIsI Pa3HOOOPA3HBIX BUJIOB J€ATENbHOCTI OJHOBpeMeHHO, KaHeMaH B CBOeil TeOpuu pecypcos
BBOJUIT ITIO/IO’KE€HME O TOM, YTO pecypcm, KOTOpbIE MOFYT 6I)ITI) pacrpefeneHbl Ha pa3HbI€ BUbL
[EATENIbHOCTY, OTPAHMYEHDI, IIPNYEM 3TN OTPAHMYUECHNA M3MEHAIOTCA COBMECTHO C ypOBHeM aK-
TUBALUI: TPV YMEPEHHO BBICOKOM aKTUBALMM JOCTYIIHO OOJIbIIE PECypcoB, Y4eM IIPM HUSKOIL
VIHTeHCUBHOCTHBIN aCleKT BHUMAaHUS OTOXOECTBJICH C YCI/UH/IeM. KomnnuectBo BHVMMAaHUA, NIN
yCuusi, IPUIaraeMoro B 000/ MOMEHT BpPeMeHU, 3aBJCUT, IIPeXK/e BCETo, OT TpeOOoBaHMIl Te-
KYH.H/IX HeﬂTeHbHOCTeﬁI. HPI/I‘IGM, TIO/INTVIKA paCIIpeneIeHNA yCI/UII/H/“[ 3aBUICUT OT TeKyIIH/IX IOVCITO-
311N M BpeMeHHBIX HaMepeHnuit. CoracHo KaHeMaHy, IEHTPaIbHbIMMI 37IEMEHTAMI €TI0 MOJIe/N
ABJIAIOTCA «ITPUHIUIIBI pacIIpefieNIeHNA» U «OlleHKa CIpoca Ha pecypchl». «[IpuHnunel pacmpepe-
JIEHVIsT» OIPENENAITC YeThIpbMS (akTopaMi: 1) ZOIrOBPeMEHHOI TOTOBHOCTBIO, OTPAXKAKOLIEN
3aKOHbBI HEIIPOM3BO/IIBHOTO BHNMMAHUS (BbIJE/IEHIE PECYpCOB HAa 06pabOTKy MH0O0ro HOBOTO CUT-
HaJIa, Ha BCSKMUIT PasroBOp, Ifie YIOMUHAETCS MMsI COOCTBEHHOe); 2) BPeMEHHBIMI HaMepPeHSIMI
(HampuMep, CIIYLIATH TOTIOC B IPABOM HAYIIHVKE; 3) OLIEHKOI TpeGOBaHMIL, HAIIPUMep, eC/ [{Ba
JEiCTBUS TPEOYIOT YIS CBOEN peanmsanuyl GOMbIle PECYpPCOB, YeM VIMEETCs, OfHO U3 HUX IIpe-
KpalaeTcsi; 4) BAMSAHUSIMU BO30YXX/EHIsI, HalIpuMep, BO36y>/jeHIIe MOXKET MOBBIIIATHCS BCIIET-
cTBIe 6eCIIOKOIICTBa, CTpaxa, THeBa (puc. 3).
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Puc. 3. Mopenb BHMMaHMA KaK pacnpepienienne pecypcos (1o [I. Kanemany).
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Teopusa MHTerpanuy NpU3HaAKOB

Teopust nnTerpanuy npusHakoB 6bUIa Brepsele mpepaokeHa A Tpertcman (Treisman 1988, 1992).
OHa IIpennonIoXuIa, 4YTo 0N JO/DKHBI COCPeNOTOYNBATh BHUMAHUE Ha CTUMYIIE, IIPeX/ie 4eM
CMOTYT CHHTE3MPOBATh €ro 0COOeHHOCTM B marTepH. OHa MIPOBOAMIA Pas/INuiA MeXy IIpU3HA-
KaMu 00bexTa (Halpumep, LBET, pasMep, AMHUN PA3HON OPMEHTALUN) U CaMUMM OOBEKTAMIL
OHa cpieaa ciefyomye IpeIoIoKeHNA:

— B TOM CJIy4ae, KOI7Ia ICKOMBIIT 00BEKT OT/IMIAETCsI OffHIM IIPU3HAKOM, €r0 HOMCK OCYIeCTBIsA-
eTCst OBICTPO € MIOMOIIBIO APA/UIE/IBHBIX IIPOL[ECCOB, B KOTOPBIX 3PUTE/IbHbIE XapaKTePUCTUKI
06beKTOB 00pabaTEIBAIOTCS BMeCTe 6e3 yIacTsl BHUMAHIIS;

— eC/IM UCKOMBIIT 0OBEKT XapaKTePU3yeTCsl COUeTaHNeM HECKOIbKIX MIPU3HAKOB, €r0 MOMCK OCY-
IIECTB/IACTCSA C IOMOIIBIO IIOC/Ief0BaTe/IbHOIO BHIMATE/IbHOIO IPOCMOTPa 00'bEeKTOB;

— MOC/IefOBaTe/IbHbIE [IPOLIECCHl MeJICHHee, YeM IapajUle/ibHble MPOLeCCh, 0COOEHHO, KOrAa
pasMep MHOXeCTBa 6OJBIION;

— XapaKTepPUCTUKU MOTYT OOBENUHATHCS C IIOMOLIbI0 (POKYCHPOBAHHOTO BHIMAHUS C MECTOIIO-
JIOXXeHVeM OOBEeKTa, B 9TOM CIydae CPOKYCHPOBAHHOE BHUMAHIE 0bOeCIeunBaeT «Kaei» ALt
($hopMUpPOBaHIIST YHUTAPHOTO 00BEKTA 13 JOCTYIIHBIX XaPAKTEPUCTHK;

— Ha KOMOMHAIMIO XapAaKTEPUCTUK MOTYT IOB/IMATh HAKOIUICHHbIE 3HAHNS (HAIIPUMeD, U3BECTHO,
4TO HaHAHBI OOBIYHO JKE/ITHIE);

— IIpM OTCYTCTBUY CHOKYCHPOBAHHOTO BHUMAHUA MIN Pe/leBaHTHBIX HAKOIUICHHBIX 3HaHMIL, Xa-
PAaKTEPUCTUKY OT Pa3HBIX 0OBEKTOB MOI'YT KOMOVHIPOBATHCS CIYYAITHO, JaBasl «MIII030PHbIE
COCOVTHEHUA».

[TpemBapuTebHON MOAAEPKKOI 3TOM Teopuyu IOCTYXWan paHHble TpeitcMan n lemape
(Treisman, Gelade, 1980). VcnbITyeMble MCKa/I/ MUIIEHDb B 3pUTE/IBHOM Py, KOTOPBI COCTOA
u3 1 10 30 a1eMeHTOB. MUIIIEHBIO CTY>KIIT 0OBEKT, OCHOBAHHBIIT HA 00beHEHIN IPV3HAKOB (3e-
nenas 6yksa T), mu6o cocTosn n3 ofHoOI XapakTepucTuku (ronybas 6yksa wim S). Korna muiue-
HbIO ObUTa 3ermeHast O6ykBa T, Bce He MMUIIEHV PA3fe/sIVl TONBKO OFHY XapPAaKTEPUCTUKY C MMIIe-
HbI0 (OHM ObUIN OO KOprdaHeBolt OyKBoIl T, mubo 3emenoit 6yxsoit X). [Ipenckasanme coCTOSIO
B TOM, 4TO C(POKYCHPOBAHHOE BHMMAaHUe IOTPebyeTCst It TOTO, YTOOBI OOHAPY>KUTH MMUIIEHB,
KOTOpasi COefUHsIET [Ba MpU3HAKa (IOTOMY YTO MUIIEHDBIO SIB/LUIACH KOMOVHAIS XapaKTepu-
CTHK), HO He IOTpebyeTcsi, YTOOBI OOHAPYXKUTH €UHCTBEHHYI0 XapPAKTEPUCTUKY MuIleHu. JJaH-
Hble HOATBEPAWIN 3TO IpefcKasaHme. Pasmep psja okasbiBaa OOJIBIIOE BIMSHIE HA CKOPOCTh
oOHapY)KeHNsI, KOTfa MUIIEHD [IPEACTAB/IsIa KOMOMHALINIO WM COYeTaHIe XapaKTepuCcTuK (T.e.,
senenas 6yksa T). OnHaxo, pasMep psija OKasbIBa OY€Hb Ma/leHbKOE BISIHIE, KOIZIa MUIIEHD
6bUIa C eMHCTBEHHOI XapaKTepUCTUKOI (romybast 6ykBa wim S).

B mpyrom skcnieprumente Tpericman u lename (puc. 4) MCIIBITYeMBIM IIPeIarasoch CIeyolye
IBa BapuaHTta. B ogHOM ciydae Hazmo 610 Hatitu 6ykBy T cpemu 30 6yxs Y u 30 6yxs I. Taxyio
3aJiaqy MCIBITYeMblil BBITOMHI 3a 400 Mc. B gpyrom crydae Heobxogumo 610 Haitu 6yksy T
cpenu 6ykB I Z. /st BBIIOTHEHUS 3TOII 3afa4un ToTpeboBamock Ha 400 Mc 6osbire. Takum 06pa-
30M, IIPM YC/IOBUM PACIIO3HABAHNS COYETAHNS ABYX IPU3HAKOB IIOTPe6OBAIOCH OOIbIIIe BPEeMEHTI,
YeM IIPU YCIOBIH, KOTZIa HEOOXOAMMO TPe6OBaIOCh BBIAEINTD OTAE/IbHBII IPU3HAK.

Tpetticman u IImupr (Treisman, Schmidt, 1982) mposepss mocmepHmit Te31UC, CMOTPEIIN, 9TO
IPOUCXOANT C KOMOVHALMSIMI 0COOEHHOCTENL, KOIZIa CTUMYJIbI HAXOAATCS BHE (DOKYCa BHUMAHIISL
VcnpITyeMBIX IPOCUIN COOOIINTD 06 MAEHTUIHOCTH ABYX YEPHBIX LU(P, BHICBEYEHHBIX B OHOIL
YaCTH MOJISL 3peHyst. ITO ObIIO VX IIePBOHAYA/IBHON 3aadel], I MIMEHHO TaM (OKYCHPOBAIOCh X
BHUMaHMe. B Ipyroil yacTu mosst 3peHust IPeNbsAB/IINCh OYKBBI PasHOTO IBeTa. TaK, UCIBITye-
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maH u Temagom (1980). VicmiTye-
MBIM Jlerde 0OHapy>xuth T B MHO- I z 1 |
>)KecTBe A, yeM B MHO>KeCcTBe b.
b

MBIM MOIVIV IPebABIATbCA po3oBas T, skentad S u cuHAA N B UTHOPUPYEMOIT YacTI IO/ 3pe-
Hst. [Toce TOTO KaK MCIBITyeMble COOOIIaN O YMCTIAX, MX IIPOCUIN COOOIINTD O II0ObIX OYKBaX,
KOTOpBIE OHU BUJEIN, U O [jBeTe 9TuX OyKB. VICIIBITyeMble OO0 0 TOM, 4TO Habmomanu Ta-
KUe CTUMY/IBI KaK, HallpyMep, po3oBad S, (WIII030pHBIe COYeTaHMsA IIPU3HAKOB), IIOYTU TAK >Ke
9acTo, KaK 1 O TOM, YTO HAO/MIOfamy MpaBWIbHble KOMOVHaIum. T.0., IOTy9aeTcs, YTO MBI CIIO-
COOHBI KOMOMHMPOBATh MIPU3HAKM B TOYHOE BOCIPUTHE /IUIIIb, KOIA Hallle BHUMAHIE COCPENO-
TOYEHO Ha 00beKTe. B IPOTMBHOM CTydae Mbl BOCIPMHUMAEM [IPU3HAKY, HO BIIO/IHE MOYXEM KOM-
OUHMPOBATH UX B BOCHPUATIE 0OBEKTOB, KOTOPBIX TaM HIKOIZA He ObITIO.

Tpeticman u Caro (Treisman., Sato 1990), pa3BuBas MHTETPALMOHHYIO TEOPUIO, OKA3AJIN, YTO
CTelleHb MOROOMSI MEXY MULIEHBIO U AUCTPAKTOPAMU B/IMSIET Ha BPeMs 3PUTEIBHOIO IOVCKA.
Hampumep, ecm Bl uiere roay6oil Kpyr B KapTHHKe, COAep)Kallell romnybble TpeyroabHUKI,
KpacHble KPYIM M KpPAacHbIE TPEyroJbHUKIM, Bl OyfjeTe UTHOPMPOBATH KPACHbBIE TPEYTObHUKIL
Ir0 mpoTUBOpeYnT B3IIsiiaM ucciaenoBanus Tpeiicman n Tenmaze (1980), KoTOpble IoKasanu, 4To
HIL OfIH 13 CTYMYJIOB He Oy/ieT UTHOPUPOBAH.

Boinrensno)keHHble IMPOTMBOpeYMA IIOCTY>KIINM IOBOLOM JUIA BBIABIDKeHUA TpelicMaH
(Treisman 1993) 6o7ee C/IO>KHOI BEPCUY MHTETPALMIOHHON TEOPUY, B KOTOPOIT NMeNoCh 4 GopMbI
CeJIeKIMM BHYMAHIS. BO-1epBbIX, MMeeTcs1 0TOOp MOCPECTBOM BOB/IEYEHNSI OTHOCUTE/IBHO LI
POKOTO WM Y3KOTO OKHA BHMMAHVsI. BO-BTOpBIX, nMeeTcst 0TOOP [0 XapaKTepUCTUKaM. XapaKTe-
PUCTHKI pas[e/IIICh II0 IOBEPXHOCTHO OINpefie/IAeMbIM IIPM3HAKaM (HalpyuMep, LIBeT, IPKOCTD,
OTHOCUTEIBHOE JBIDKEHME) U 110 (HopMe, Olpefensiolell XapaKTepucTUKy (HapuMep, OpyeHTa-
nust, pasmep). B TpeTpux, umeercss oT60p Ha OCHOBe 0O'BEKTHO-OIIPe/ie/sieMbIX TOKALil. B der-
BepThIX, IMeEeTCsI OTOOP Ha MO3AHeN cTaguy 06paboTKM, KOTOpas [JeTePMUHMPYET 0ObEKTHBII
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(aityr, KOHTPOMUPYIOLNIT MHAVBNUAYA/IBHBI OTBET. T.0., CeIEKTVBHOCTD BHIMAHIS MOXXET YIIPaB-
ATh 06pabOTKOI MHPOPMALINIL TPV PA3/IMIHBIX YPOBHSIX, 3aBUCSIINX OT TPeOOBAHNIT 384,

VHTerpanyoHHas Teopus IOB/MMA/IA Ha TeOPeTNYeCKNe IIOAXOAbl K 3PUTEIbBHOMY IIOMCKY
B JIBYX OTHOLICHVAX. BO-IIepBbIX, MHOIVIC TEOPETUKN IPUHAIM TOT (aKT, YTO BO BHMMAHME BO-
BJIEYCHO JIBa IIOC/IfIOBATe/IbHBIX IIpolecca. Bo-BTOPBIX, Te, KTO IPUHAI IIEPBYI0 TOYKY 3pEeHN,
B 0011eM, COIIACHBI, YTO IEPBBIN mpolecc OBICTPBIN 1 3¢ (EKTUBHBIL, B TO BPeMs KaK BTOPOIL
mpouecc 6omee MemmenHslit 1 Menee addexrusuniit. Kak noguepknsaer Ksnuman B 0630pe, mo-
CBAILIIEHHOM Teopuy MHTerpanyy npusHakos (Quinlan 2003), He 6yzmeT mpeyBe/mueHNeM CKa3aTb,
YTO 9TA TEOPUs SIB/ISIETCS OHOI U3 HarbosIee BIUSTEIbHBIX I CePbe3HbIX TEOPUII IOCTIEFHel JeT-
BEPTH IBAZILIATOTrO BeKa.

Co3HaTe/TbHbIE I ABTOMATITYECKIIEe IMpouecchl

BO/BIIMHCTBO MPOL[ECCOB B MO3Te MPOTEKAI0T aBTOMATUYECKY U He TPeOYIT OT cybbexTa crenn-

Q/IbHOTO BHMMaHNA. XOPOLIO M3BECTHO, YTO MHOXKECTBO C/IOXKHBIX, HO IIPYBBIYHBIX MBIC/IUTENb-

HBIX IIPOLIECCOB MOTYT IIpoTeKaTh aBroMarndecku. [Tosnep u Craiinep (Posner, Snyder 1975) BbI-

IeNVIN TPY OCHOBHBIX KPUTEPY OT/INYN aBTOMATNYECKUX ITPOLIECCOB OT KOHTPOIMPYeMbIX:

— aBTOMATMYECKIE IIPOLIECCHI XaPAKTEPUSYIOTCSI HEIIPOU3BOIBHOCTBIO 11 IIPOTEKAIOT 6e3 yCumii
cybbeKTa, He TpeOyIoIuX 06paleHIst K pecypcaM OpraHyu3Ma, BOSMOXXHOCTY KOTOPBIX OCTa-
TOYHO OTPaHNYEHbI;

— OHM He JOCTUTAIOT YPOBH: CO3HAHNA;

— He B3aNMOJENCTBYIOT (He MHTEP(EPUPYIOT) C KaKOI-1MbO TeKyIeil MCUXNIecKoil (MHTe/IeK-
TyaJIbHOII) BeATeNIbHOCTDIO, T. €. He HapYIIaloT ee.

ITn coobpaskeHNA NO3BOJIVIIY MIPEMIOKUTD MEeTONUYECKIUII IIpJeM pa3BefleHNsA CO3HATeTbHBIX

U aBTOMATUYeCKUX IpoueccoB. OH MOTy4YlI Ha3BaHMe METOIVKI «IIPOUTPbILIA-BBIUIPhIIIay» (OHA

ke Mertonuka Ilosnepa-CHaitnepa, 1975). ITockonbKy aBroMaTndeckas o6paboTKa OCyLeCTBIsI-

eTCs IONHOCTBI0 CPOPMUPOBAHHBIMY IIOACUCTEMAMH, KOTOPble MOIYT (PyHKLIMOHMPOBATh IIa-
paIeNnbHO, TO NpegBapuTeNIbHAsA HACTPOJKA OFHOI M3 3TUX HMOACUCTEM NPUBEAET K YCKOPEHMIO

00paboTKM afieKBaTHOI /s Hee MH(pOpPMALNMM, HO He OYyIeT COMPOBOXKAATHCS 3aMefIeHneM 06-

paboTKyM, ecnmu MpPerbsBIAETCS COBCEM Apyras, HeoxmpaHHas uHpopMmanus. CrenoBaTeIbHO,

aBTOMATV3MPOBAHHbIE CHCTEMbI PAOOTAIOT 110 IIPABWIY «BBIMIPBILI, HO He mpourpsin». CosHa-

Te/lbHasI 06paboOTKa COIPOBOXK/AETCS «BBIMTPBIIIEM» IIPY MPEbIBIEHNN OKIJAEMBIX CTIMY/IOB,

HO B C/Iy4ae HeOXXHUAaHHOI MHpopManny, K 06paboTKe KOTOPOI MbI He IOATOTOBUINCD, OYAyT

BO3HMKATh 3aTPyJHEHMs. VIHBIMM CIOBaMm, AJIsI CO3HATEIBHON 0OPabOTKM XapaKTepHBI «KaK

BBIMTPBILI, TaK ¥ IIPOUTPBIII». DTOT «IIPOUIPHIII» B CUCTEMe CO3HATEIbHOTO YIIPAB/ICHUA JOIDKEH

BO3HIMKATb B Pe3y/IbTaTe BbI3BAHHOTO OXXMIAHMAMIU IIPOM3BOJIBHOTO IepepacIpeeneHNs pecyp-

coB. IIpy 3TOM He MCKIIOYAIOTCS TIOTTHOCTBIO BOSMOXKHOCTV PAaGOTHI [PYTUX IOfCUCTEM, TAKOE

nepepacpesernenye genaer 06paboTky nHpopManuy B H1X 60/1ee MeAIEHHOI U OBEPXHOCTHOIL
Yro0pl yydllle IOHATH JIOTMKY 9TUX PACCYXK[EHUIT, 0OpatuMcst K skcrmepumeHTam IlosHepa

n Cuaiiiepa (Posner, Snyder 1975). CnpaBa Wiy clieBa OT MCHBITYEMOIO IPeNbABIIANCA CHUI-

HaJI, KOTOPBIIL MOT OBITb MO0 3PUTENbHBIM, MO0 aKYCTUUECKUM. B pasHBIX CepUsIX M3MEpPSIOCh

BpeMsi peaKIuy OIpele/leHNsl MOJATbHOCTH VN IIONIOXKeHMst curHaja. [lepen Kaxpoit mpo6oir

VICIIBITYeMBIII TIOJIy4a/l IPeABAPUTEIbHYI0 NHCTPYKINIO, B KOTOPOII COOOIIAIOCh, KaKOI CUTHAI

6ymer mpenbsasien. B 80% ciydaes ata nndopmanyst 6bUIa BepHOIT, a B 20% — 10XHOIL. B KOH-

TPONbHBIX YCIOBMAX BMECTO IIPEBAPUTENIbHON MHCTPYKLUUM IPEXbABIANCA CTydallHbI Ha-

60p 6yxs. Okasamocp, 9TO B 3afjade HA IPOCTPAHCTBEHHYIO JIOKA/IM3ALMIO BePHAS MHCTPYKIV
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(80% ciry4aeB) mpMBOAW/IA K «BBIUIPBIIIY» — YCKOPEHMIO OTBETOB II0 CPAaBHEHUIO ¢ KOHTPOJIEM,
HO JIO>KHAs IpefHacTpolika (20% caydaeB) He COIPOBOXK/IA/IACH «IIPOUTIPHIIIEM»: BpeMs peaKIN
0CTaBaIOCh TAKMM JKe, KaK I B KOHTPO/IbHOM YC/IOBMM. B 3ajjaue Ha ompefiesieHne MOJATbHOCTI
(BIDKY MJIH CIIBIIIY HE3aBUCUMO OT JIOKA/IM3anum) O6bU1 0OHAPY>KEH KaK «BBIUIPBILI», TAK I «IIPO-
UTPBIII». DTO O3HAYAeT, YTO MHTEPMOAAIbHAA MPOCTPAHCTBEHHASA JIOKA/IN3alNsA — aBTOMAaTIde-
CKMII IPOLeCC, KOTOPBIII PAa3BOPAuYMBAETCSI HE3ABUCHMO OT HaMepeHuit cybbexra. OnpepneneHne
CEHCOPHOJI MOJA/IbHOCTH, KOTOPOE YaCTO CIMTAETCSA UYTh IV He IIEPBUYHBIM IICUXNIECKUM aKTOM,
HAIIPOTMB, OCYIECTB/IAETCS IIPY YIACTHUM CO3HAHMA U KOHKYPUPYET C APYTUMI IPOIeCCaMi.

B srtonn cBsa3m 6e3yCHOBHbH71 nHTepec npefcrapiader KoHuennua Ilosmepa u Ilarrepcona
(Posner, Petersen 1990), B KOTOpPOIT paccMaTpuBaeTCA Be CUCTEeMbl BHYIMAHNA B MO3TY:

1) mepepHsisi cuCTeMa, pacHoNoXKeHHas: BO (PPOHTANbHBIX 00/IaCTAX U CBsI3aHHASI C KOTHUTUB-
HBIM KOHTPOJIEM U Ce/IeKI[Mell aKTUBHOCTH;

2) 3aHsSA CUCTEMA, PACIIONIOKEHHAS B TEMEHHBIX U OKIIUIINTA/IBHBIX 00/IACTSIX, COYETAIONIASICS
C OPMEHTUPOBOYHBIM U CECHCOPHBIM BHUMAHIIEM;

[lepemusis cucTeMa BHMMAHUS OTBETCTBEHHA 3a (OPMUPOBAHME «BHUMAHUS K MIECTBUIO»
U YYaCTBYeT B CEMAHTUYIECKIX OLEPALVISIX, IPUBO/SIINX K BBIOOPY HYXKHOI peaKIniL.

B xauecTBe mpyMepa aBTOMATMYECKOTO BHUMAHUA MOXKHO Ipusectu addexr Crpyma, KOTO-
PbIiT IIOKa3bIBAET, YTO 06PabOTKA CEHCOPHOI U CEMaHTIYeCKOI MHDOPMAILINU MOXKET NPOTEKATD
IapayIeNbHO ¥ aBTOMATUYECKN. VICIBITYeMOMY NPeIbAB/IAIOTCA CI0BA — HA3BaHUA IIBETOB, Ha-
MUCaHHBIe YePHIIAMU Pa3HOro IBeTa. Ero 3ajjaya — HasbIBaTh I[BET YEPHM/I. YCTHOE BBITIOTHE-
HIE 3a[jaHNsA 3aMeJ/IAeTCs, eCM Ha3BaHMe IIBeTa U IIBeT YepHMI He COBIAJAIOT, ¥ YCKOPseTCA
OpM UX COBIafeHMM. VIHBIMHU ClIOBaMu, ceMaHTM4YecKas mHpopmanust obpabarsiBaeTcsi Hesa-
BUCHMO OT YCTaHOBKI, IIapa/UIJIbHO aHA/IN3Y CEHCOPHBIX CBONCTB CTUMYyJA. VIHTepdepeHIA
BO3HUKAET He MEXJy IporeccamMn 06pabOTKI CEHCOPHOIT U CEMAHTUYECKOM NHPOPMALNIL, a Ha
JTaIle 3aIyCKa MCIOTHUTEIbHON PeaKIMIL: MeX/y PedIeBOll peaKiueli, KOTOpyio TpedyeT 3afaHue,
U VMIIYZIbCOM, CTUMYIMPYIOUMM HEIPOM3BOJIbHOE pedeBOe BOCIIPOM3BE/IEHNE ITPOYMTAHHOTO
C7I0Ba — Ha3BaHMA LjBeTa. [Ipy HecoBIameHNN OTHOBPEMEHHO MHMIIMMPYEMBIX PeUeBbIX PeaKIuil
BO3HUKAET 33/[ePXKKa B VICIIOTHEHNIL.

Teopus llindgpuna u lllneiigepa

O}IHY 13 IIEPBBIX IIOIBITOK AJIA TEOPETUIECKOTO pa3feIeHNA MEXAY KOHTPO/INPYEMbIMI I aBTO-
marndecknmy nponeccamu npegnprasyin Mudpun u Mueiigep (Shiffrin, Schneider 1977). Co-
ITACHO 3TUM aBTOPaM:

— KOHTPO/INPYyEMbIE€ IIPOLECCHI ABIAIOTCA OrPaHNYE€HHbIMU 110 MOITHOCTMN, Tpe6y10T BHIUMAaHNA,

" MOTYT MCIIO/Ib30BATbCA I‘I/I6KO IIpU UISMEHEHUN O6CTOﬂTeHbCTB;

— aBTOMATIYECKNE IPOLeCCHl He CTPAJAIOT OT OIPAHMYEHIIT MOLIHOCTH, He TPeOYIOT BHIMAHIS

” ¢ 60IbIINM TPyAOM MOIII/I(I)I/IIH/IPYIOTCH, KOTZ1a OCYILEeCTBIISETCS 06y‘1eHI/Ie.

Tt 0603HaUEHNsT ABTOMATUYECKUX U KOHTPOIMPYEMBIX IIPOLIECCOB 0OPabOTKM 3T aBTOPBI
MCIIO/Ib3YIOT TEPMIHDI aBTOMAaTNI€CKOE O6HapY)KCHI/Ie n KOHTpOIII/IpyeMbHL/'[ IIOVICK.

Mndpun u llHelnep MCIOIb30BAIN METORUKY, 00BENUHAIIIYIO 3ajadll 3PUTEIBHOIO IIO-
JICKa ¥ TIOMCKA B MaMATH. VICIBITYyeMOMY IOC/IE0BATE/IbHO C OTHOCUTE/IBHO BBICOKON CKOPOCTBHIO
NpeabABIANNCD MAaTPHUILbI, COAEPXKAIINE OT OBYX NO YE€TBIPpEX 6yKB€HHO-LU/I(1)pOBI>IX CTUMYJIOB.
On JOJIKEH 6I)ICTPO PpemnTh, €CTb I CpeaN HINX XOTA (33§ OAVIH CMMBOJI 113 IIOKa3aHHOT'O €MY pa-
HEE U YyIEP>KMBAa€MOTI0O B ITaMATH ITIOJIOXKUTE/IbPHOI'O MHOXKECTBA. KPI/ITI/I‘IGCKI/IM pasnnanem 65B1710
JICIIO/Ib30OBaHNME€ B Ka4Ye€CTBE LE€NE€BbIX U MPPEIEBAHTHBIX CTUMYJ/IOB (HI/ICTpaKTOpOB) CIMBOJ/IOB
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U3 PasHbIX WIN JKe M3 00eMx Kareropmit. ITH [Ba yCIOBUSI HA3BIBAINCH «IIOCTOSIHHOE COOTBET-
CTBUE» U «[IlepeMEHHOEe COOTBETCTBMEY. [Ipy «ITIOCTOSIHHOM COOTBETCTBUM» Ha IPOTSDKEHUY BCEN
ceput po6, IjeeBbIMI CTUMY/IaMIL Beeraa O6bumy OyKBEL, a guctpakTopamu — mudpsr. Ipn «ie-
PEMEHHOM COOTBETCTBIMI» MCIIONb30BAIACh CMECh UMCENT U KOHCOHAHTOB, YTOOBI 06pa3oBaTh 3a-
MOMIHAEMBIIT PsIfL ¥ 06eCIeYnTDb AUCTPAKTOPBI Ha [IUCIIEE.

O6HapyXMIuch MopasuTeabHble 3¢ (HeKThl MAHNIY/IALUNA. YICIO 9/IEMEHTOB B 3aIIOMIHAEMOM
PANy M Ha QUCIUIee CHJIBHO BJIVAIO Ha CKOPOCTDb IIPUHATHA PelIeHNA TOJIbKO B YCIOBMMU «Iepe-
MeHHOro coorBeTcTBYA». CornacHo lludpun u lluerinep (1977), KOHTpOIMPYEMBbIIT IIPOLIECC II0-
VICKa JICIIO/Ib30BAJICA TOJIBKO IIPH «IIePeMEHHOM COOTBEeTCTBMI». OH BK/IIOYAJI IIOC/IN0BATEeIbHO®
CpaBHEHIE MEX/Y KaXX/IbIM 9JIEMEHTOM B 3aIIOMIHAeMOM PARY ¥ KaKIbIM 37IeMEHTOM Ha AVCITIee
JIO TeX IIOp, IOKa He OBbUIO C/eMAaHO KaXK/0e COMOCTAB/IEHNE. B IPOTMBOIONIOXHOCTD 9TOMY, BBI-
IOJIHEHNUE SKCIEPUMEHTa C «IIOCTOAHHBIM COOTBETCTBMEM» BOBJIEKaeT aBTOMATUYECKye IIPO-
11eCCBI, BBINIOTHsIeMble He3aBucuMo u napajuienbao. Cormacuo ngpun u Hlueipep (1977), atn
aBTOMATIIECKIE IIPOIIECChl PAa3BUBAIOTCS KAK PE3Y/IbTAaT TOOB MPAKTUKIL [0 PasINIeHNIo OYKB
u nudp.

IIpencraBieHne o TOM, YTO aBTOMATHYeCKNe IIPOLECChl PA3BUBAIOTCA C MOMOIIBIO IIPAKTUKIL,
uccnegosanocs lnppurom u lueiigepom. OHY KMCIIONTB30BAIN «[IOCTOSIHHOE COOTBETCTBYE» OT
B po L, popmupyrommmu opuu psag u 6yksamn ot Q mo Z, popmupyromumu apyroit psg. Kax
U IIpeXJie, SIeMEeHTHI M3 OFHOIO psfia BCeIfa JICIO/Mb30BAIICh B KOHCTPYKIMM 3aIIOMMHAEMOTO
psifa, a AMCTPAKTOPBI Ha UCIUIee BCe BBIOMPAMICh U3 Apyroro psaa. Vimenocs 6osbioe yaydiie-
HIIe BBIIIOJIHEHNsI Ha IPOTsDKeHnu 6ojee dem 2100 mpo6, KOTOPOe, IO-BUAMMOMY, OTPAXKA/IO POCT
aBTOMATIYECKIX IIPOLIECCOB.

Teopernuecknit mogxop Mudpuna n Mlueigepa okasacs oueHb BaXHbIM. OfHAKO, NMeJIO Me-
CTO 3arajilouHOe PacXOXK/IeHUe MeX[y TeOpMell M NaHHBIMU OTHOCUTEIbHO UJIeHTU(UKAIVN aB-
TOMAaTHMYHOCTU. TeopeTndeckoe IpeAIIONIOKeHMe, YTO aBTOMATHYECKUe IPOLECChl IIPOUCXONAT
[apajUIe/IbHO U He TPeOYIT pecypcoB, O3HAYAET, YTO MMEETCsl Hy/lIeBOMl HAKIOH (T.e. TOPU3OH-
Ta/IbHAsI IMHUS) B (PYHKINY, CBA3BIBAIOIIE CKOPOCTD PEIIEHsI C KOTMYECTBOM 9JIEMEHTOB B 3a-
IIOMVHAEMOM PAAY U/WIN Ha TUCIUIee, KOTIa aBTOMATIYeCKIe IIPOLIeCChl UCTIONb3YIOTCA.

Teopua Hopmanna u lllannnca

B 1980-x ropmax 6b1a peIoyKeHa MOfIeIb IIPOM3BOIBHOTO U ABTOMATMIECKOTO KOHTPOJISI, KOTO-

pyto paspaboranu Jonansg Hopmanu n Tum [lammc (Norman, Shallice 1986). Mopenb maet He-

CKOTIBbKO Goree muddepeHInpoBaHHOE ONMCAHNE IPOLECCOB KOHTPOJIS, Y€M 9TO IIPEANosIaraet

nByxypoBHeBas Mogenb ndpuna n Muaiigepa. B 970l Mofenn IpOBOAMIOCH pasindye MeXAY

MIOTHOCTBIO aBTOMATMYECKMMM IIpOLlecCaMM ¥ YacTUYHO ABTOMATMYECKMMM IIpoleccaMy. AB-

TOPBI UIeHTU(GUIVIPOBA/IN TPY YPOBHA QYHKIVOHNPOBAHNA:

— BBICIINIT YPOBEeHb 00Pa3yIOT IPOLECCHl IIPOU3BOIBHOIO (CO3HATE/IbHOTO) KOHTPOJIA, OCYIIeCT-
BJIIeMble CUCTEeMOII «BHUMATEIbHOTO PYKOBOJCTBa» (supervisory attentional system — cymep-
BU3OPHOJ CHCTeMbI BHYMAHIA);

— MOJyaBTOMAaTMYeCKIe IPOL[eCChI, BOB/IEKAIOIIIE COfePKaTe/IbHble IIPOrpaMMbl 0e3 IpegHanMe-
PEHHOTO HaIPABJIEHNU:A VIV CO3HATEIbHOTO KOHTpOsA. CofepsKaTe/bHble IIPOTPAMMBI MCIIO/b-
3YI0TCsI, YTOOBI YCTAHOBUTD IPUOPUTETDL U PaspelInTb KOH(INKTHI MEX/Y [IPOLeAypaMu Tpe-
TBErO YPOBHS;

— TpeTuil ypOBeHb IIPefCTAB/IsIET COOOII MOMTHOCTBI0 ABTOMATU3MPOBAHHBIE TIPOLECCHI, KOHTPO-
JMpyeMble cXeMoll (OpraHN30BaHHbIE [IAHbI).
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Cormacio Hopmanny u Illammicy (1986), HOMTHOCTBIO aBTOMATM3MPOBAHHBINM IIPOLECC IIPO-
NCXOAUT IIpU O4Y€HDb CIIa60M BOBJICYCHNN CO3HATECIIbHbBIX aKTI/IBaHI/Iﬁ. OIIHI/IM 3 MCTOYHMKOB
JAaHHBIX I MOAENMN CIY>KaT BCEBO3MOJKHDBIE OHII/I60‘IHI)I€ ,D,'e]?[CTBMH, JaCcTO BO3HMKAIOLINE IIPpU
BHE3AITHBIX IIPEPbIBAHUAX TeKymeﬁ OEeATE/IbHOCTN, TAKMX KaK TCIIe(I)OHHI)Ie 3BOHKI. Takue aBTO-
MaTdecKne IPOLeccs OYAyT YacTo IMpepbIBaTh MOBEEHNUE, eC/IM OCTAIOTCS LIEIUMKOM B X COO-
CTBEHHBIX yCTpOI?[CTBaX. COBCPIHCHHO O4Y€BNIHO, YTO NIPOM3BOIPHOE BHVMAaHNE IIPEACTABIAECT
co6011 aTprbyT MPOL[ECCOB KOHTPOJIS, HEOOXOAMMBIX /IS IIPEOJOIEHIsI AaBTOMATIYECKNX TeH/IeH-
IH/II7[ BBIMO/THEHVA IPUBBITHOI'O, XOPOIIO 3ayI€HHOI'O HEI‘/‘[CTBI/IH.

CucreMa BHUMATEIBHOTO PYKOBOZICTBA, KOTOpast 06pasyeT LeHTPa/IbHbIIL 97IeMEHT JAHHOI MO-
Jie/n, MOYKeT OBITh OXapaKTEPU30BAHA C IIOMOIIBIO CTIEAYIOIIETO IePEYHs YCIOBIII AesITeIbHOCTIHL:

1) BBIIIO/THAEMOE Heﬁ[CTBMe BK/TIOYAET 3TAIIbl IPMHATNA PEIIEHNA U IVIAHNPOBAHNA;

2) B TIpoljecce pelleHNA BO3HUKAIOT HelIpeIBUICHHbIe TPYLHOCTY;

3) IIpOLECChI peHIEHNA ABIAOTCA HOBBIMU IV IIJIOXO BbIYyI€HHBIMI;

4) 3aj1aua MpeCTABIIACTCS CTIOKHOI VN JIaXKe OIIacHO;

5) peleHue IpeAIonaraeT IpeofoIeHIe OYeHb CUIBHOTO IIPUBBIYHOIO OTBETA.

Teopernuecknit nogxon Hopmanna u [lammc (1986) BxioyaeT BecbMa Ba)KHOE IOHSTHE O TOM,
9TO CYLIECTBYIOT IB€ pa3e/lbHbIX KOHTPOIMPYIOINX CUCTEMDBL: COAEPIKATE/IbHOE IIPOrpaMMIPO-
BaHNE I CYyIEPp3pUTEIbHAA CICTEMAa BHUIMAaHNA. 3t0 KOHTPAaCTUPYET C TOYKOIL 3p€HNsA O TOM, YTO
CYIIECTBYET eIMHCTBEHHasA KOHTponupywomaa cucreMa. [logxon Hopmanna n Hlammmc xaxerca
6o71ee IIPefIOYTUTEIBHBIM, IOTOMY YTO OH ObecrednBaeT 6ojee eCTECTBEHHOE OOBSICHEHIE TOMY,
YTO HEKOTOPbIE IPOLECChI, HO He BCE, ABJIAIOTCA MOMHOCTBIO aBTOMATMYECKUMI, B TO BpeMs Kak
ApyTHe YaCTMYHO aBTOMaTI4IecKue. [Ipyroe mpenMyIiecTBo 3TOr0 TEOPETHUIECKOTO MOAX0/a — 3TO
IIOIIBITKA I/IIIeHTI/I(l)I/II_H/IpOBaTb OCHOBHBIC (I)YHKLU/II/I CUCTEMDI CYNEP3PUTEIbHOIO0 BHMMAHNA (Ha-
IpUMep, KOHCTPYMPOBaHME HOBOJ CXeMbI, MOIEPHM3AIA HOBOJ CX€MbI, MOHUTOPVHT omnboK).

Kopb6erra u Mlynsman (Corbetta, Shulman 2002) napsigy ¢ ITosuepom n Ilerepcenom, yTBepxK-
[AI0T, 9TO CYIIECTBYET ABE ITTaBHDBIX CMCTEMbI BHUMAaHNA: IPON3BOTIbHOE MJIN YIIPABJISIEMOE II€TIbI0
U HEeIIPOM3BOJIbHOE, yIpasiAeMoe cTumynoM. Kopberra u lllynpMan paccMaTpuBaiT BHMMAaHME,
yIIpaB/IsieMoe Le/bI0, KaK CUCTeMY, (PYHKIIMOHUPYIOI[YIO [0 IPUHINITY CBepXy-BHU3 (top-down)
IOpU CeleKUMM CeHCOpHOI MHopManyy. BHuMaHHe, yIpaBifeMoe CTUMYIOM, WIM CUCTEMa,
(GYHKIMOHMpYIOIIAs [0 IPUHLNIY CHU3Y-Bepx (down-top), BOB/IeKaeTcss B OOHApy)KeHNe Cylie-
CTBEHHDBIX WIN 3aME€THbBIX CTMMYJ/IOB, HaXO[4ALINXCA BHE 30HbI BHMMAaHNA. CormacHo KOP6€TT3.
u llyneman (2002), mepBast cCTeMa COCTOUT 13 3afHe-(POHTAIBHO-TeMEeHHbIX o6/macTeit (puc. 5).
B mpoTMBONOIOXKHOCTD 9TOMY CHUCTEMA, 3aIlyCKaeMasl CTMMY/IaMU, UCTIONb3yeTCs, KOTa Ipelb-
SABJIAIOTCA NOTEHUMA/IPHO BaKHbIE CTVIMYJ/IbI (HaHpI/IMep, Or'OHb Yy IIOpoOra Baren KOMHaTI)I). OTta
CHCTeMa COCTOUT U3 IPaBOIONYIIAPHBIX BEHTPO-(PPOHTO-TeMeHHBIX 00/IacTeil. ITI IBe CUCTEMBI
B3aMMOJIEIICTBYIOT PYT C APYrOM, IO KpaliHell Mepe, /LA TOrO, YTOOBI IIpepBaTh [eiiCTBUE Iep-
BOJT CHICTeMBI, KOTZIa 0OHAPY>KIUBAIOTCA 3HAYMMble CTYMYIIBI (puC. 5).

Bo BTOPOIU/[ CICTEME, HECMOTPsI Ha pa3/MilMe dKCIIEPUMEHTATIbHBIX IIPpOLENYDP, MMEETCA CYyIIe-
CTBEHHOE HA/TOXKEHIIE aKTUBMPOBAHHBIX 06/1acTell.

Prc. 5 mIOKa3bIBaeT, YTO pasHble MO3TOBbIE OO/IACTI AKTUBMPYIOTCS IPU IIEPEXOfe OT OZHOTO
K IPYTOMY MCCIeOBaHMIO. DTO, BEPOATHO, OTPAXKAET TOT (aKT, YTO WCIIBITyeMble JICIIO/Ib3YIOT
pasHble IIPOLENYPBL. OHU OXKUJAIOT CTUMY/IBl B JaHHOM MeCT€ B 9KCIEPMMEHTaX Kop6eTTa
u XopduHrepa, OHM OXUJJAIOT pa3HOe HalpabjleHue ABIDKeHuUA y IllynbMaHa, M OHM OXKMAIOT
CTIO>XHDII KOMILIEKCHDII 3pUTENbHBII yKa3aTenb y KactHepa.

K KoHI[y BafIaToro Bexa Bce OOJIbliee YICIIO MCCIeA0BATe/IeN IPUIIIO K BBIBOLY O TOM, ITO
BHIMaHIe HeOOXOAMMO pacCMAaTPUBATh KaK MHOTOYPOBHEBBII mporuecc. IIpunio moHumMaume,
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Puc. 5. A) MosroBble 06/1acTy, BOB/IEYEHHbIE B CUCTEMY BHUMAHIs, yIPaB/sieMyo Lienbio. Ha pucyHke
IIpefiCTaB/IeHbI JAHHbIE MICCIEOBAHMIL, B KOTOPBIX MCIIBITYeMble OXKIfIa/IN OIPee/IeHHBLI 3pUTe/Ib-
Hblit cruMysL. B) Mo3rossie 06/1acTy, BOB/IEYeHHbIE B CYCTEMY BHUMAHIS, YIPAB/LSIEMYIO CTUMYIOM.
IIpu 9TOM UCTIBITYeMBble HeTeKTUPYIOT pefkue cTuMymbl-muinenn (Corbetta and Shulman, 2002).

YTO TPAAUIMOHHAs AMXOTOMUSI CO3HATENBHON 1M 0ecCO3HATeIbHOI 06pabOTKY, MCIIONb3yeMast
B HBYXYPOBHeBbIX MOJENAX, ABHO HEOOCTATOYHA /1A OIMCAHNMA BHUMAHMA, KaK MHOI‘OYPOBHe-
BOrO Imporecca. B aToil cBsisu 6e3yClIOBHBII MHTepeC MPECTAB/IsIET PasBUBaeMas B IIOC/IEIHIIE
rognl IlosuepoM u ero xomwreramu (Posner 2004) xoHIeNIusA, KOTOpas pacCMaTpyUBaeT TPU CH-
CTE€Mbl BHUMAHVIA B MO3I‘YI

1) Bosbysxpenus-6anrensaoctn (Alerting),

2) Opuenrtuposknu (Orienting),

3) Vicnomuurenbroro kouTpons (Executive Control).

I[TepBble ABe CHMCTEMBI peajM3yIOT IIPEMMYLIECTBEHHO aBTOMaTMdecKue omepauun. Cucrema
BO36Y)KH€HI/IH-}1]II/IT€HI)HOCTI/I OTpa’ka€T BK/IIOYECHVIE MEXAaHN3MOB aKTVBal VL. HPI/I 9TOM OpPUEH-
THUPOBKa IIOHMMAETCA HO3HCPOM KakK HpOCTpaHCTBeHHbH?I IIOMICK M CEIEeKIUA CT]/IMYIII)HI)IX 0611a-
creit gyt 6oee rybokoit 06paboTkn. Tperss cucrema paboTaeT MO MPOU3BOIBHOMY MEXaHU3MY,
ITosHep cBA3bIBaeT ee QYHKIMM C OIEPATVBHOI AMATDIO, IPEOJOIeHNeM KOHQIVIKTOB M MCIIONI-
HUTENTDbHDBIM KOHTPOJIEM.



I. E. Kanynukos 155

Cnucok nureparypsbl

Cornco P. KoruurusHas ncuxonorust. Caukt-Iletep6ypr, 2002, C.115

Turuenep O.5. Yue6uuk ncuxonoruu. 4.1 u 2. CII6. 1914.

Broadbent, D.E. Perception and communication. London: Pergamon Press. 1958.

Broadbent, D.E., (1964) Gregory Stimulus set and response set: The alternation of attention. Quartely Journal
of Experimental Psychology, 16, 309-317.

Broadbent, D.E. Stimulus set and response set: Two kinds of selective attention In D.I. Mostofsky (Ed.)
Attention: Contemporary theories and analysis. N.Y.: Appleton-Century-Crofts. 1970. P.51-60.

Cavanagh, P. Attention rutines and the Architecture of Selection. In: Posner M.I. (Ed.) Cognitive
Neuroscience of Attention. N.Y., London, The Guilford Press. 2004. P. 13-28.

Cherry, E.C. (1953) Some experiments on the recognition of speech with one and two ears. Journal of the
Acoustical Society of America, 25, 975-979.

Corbetta, M. & Shulman, G.I. (2002) Control of goal-directed and stimulus-driven attention in the brain.
Nature Reviews Neuroscience, 3, 201-215.

Corteen, R.S. & Wood, B. (1972) Autonomic responses to shock-associated words in an unattendent channel.
Journal of Experimental Psychology, 94, 308-313.

Deutsch, J. A. & Deutch, D. (1963) Attention: Some theoretical considerations. Psychological Review, 93,
283-321

Gray, J. A. & Weddernburn, A.A. (1960) Grouping strategies with simultaneous stimuli. Quartely Journal of
Experimental Psychology, 12, 180-184

Hillyard, S.A. & Anllo-Vento, L. (1998) Event-related brain potentials in the study of visual selective attention.
Proceedings of the National Academy of Sciences, 95, 781-787

James, W. Principles of psychology: Briefly course. N.Y.: Holt, 1890.

Johnston, W. A. & Heinz, S.P. (1978) Flexibility and capacity demands of attention. Journal of Experimental
Psychology: General, 107, 420-435.

Kahneman, D. Attention and effort. Englewood Cliffs, N.Y.: Prentice Hall. 1973

Moray, N. (1959) Attention in dichotic listening: Affective cues and the influence of instructions. Quartely
Journal of experimental Psychology, II, 56-60.

Neisser, U. Selective reading: A method for the study of visual attention: presented at the Nineteenth
International Congress of Psychology. London. 1969

Norman, D.A. (1968) Towards a theory of memory and attention. Psychological Review, 75, 522-536

Norman, D.A. & Shallice, T. Attention to action: Willed and automatic control of behaviour. In R.I. Davidson,
G.E. Schwartz, D. Shapiro (Eds.), 1986.

Pashler, H. Attention. Hove, U. K.: Psychology Press, 1998.

Posner, M. I. (Ed.) Cognitive Neuroscience of Attention. N.Y., London, The Guilford Press. 2004.

Posner, M.I. & Petersen, S.E. (1990) The attention system of the human brain. Annual Review of
Neuroscience,13, 25-42.

Posner, M. 1. & Snyder, C.R.R. Attention and cognitive control. In: R.L. Solso (Ed.) Information processing
and cognition. Potomac, MD: Erlbaum. 1975.

Quinlan, PT. (2003) Visual feature integration theory: Past, present, and future. Psychological Bulletin,129,
643-673.

Shiffrin, R.M. & Schneider, W. (1977) Controlled and automatic human information processing: II.
Perceptual learning, automatic attending, and a general theory. Psychological Review, 84, 127-190.

Treisman, A. M. (1964) Selective attention in man. British Medical Bulletin, 20, 12-16.

Treisman, A. M. (1969) Strategies and models of selective attention. Psychological Review, 78, 282-299.



156 KoruurusHbIe 1CC/IeOBaHNA BHUMaHWUS

Treisman, M. (1971) On the word frequency effect. Comments of the papers by J.Catlin and L. H.Nakatani.
Psychological Review, 73, 420-425.

Treisman, A. M. (1988) Features and objects: The fourteenth Barlett memorial lecture. Quarterly Journal of
Experimental Psychology, 40a, 589-593.

Treisman, A.M. (1992) Spreading suppression or feature integration? A reply to Duncan and Humpreys.
Journal of experimental Psychology: Human Perception and Performance, 18, 589-593.

Treisman, A. M. The perception of features and objects. In A.Baddeley and L.Weiskrantz (Eds.) Attention:
Selection, awareness, and control. Oxford: Clarendon Press. 1993.

Treisman, A.M. & Geffen, G. (1967, 1968) Selective attention and cerebral dominance In perceiving and
responding to speech messages. Quartely Journal of Experimental Psychology, 19-20, 1-17, 139-151.

Treisman, A.M. & Gelade, G. (1980) A feature integration theory of attention. Cognitive Psychology,
1297-1360.

Treisman, A.M. & Riley, J.G.A. (1969) Is selective attention selective perception or selective response? A
further test. Journal of Experimental Psychology, 79, 27-34.

Treisman, A. M. & Sato, S. (1990) Conjunction search revisted. Journal of Experimental Psychology: Human
Perception and Performance, 16, 459-478.

Treisman, A.M. & Schmidt, H. (1982) Illusory conjunctions in the perception of objects. Cognitive
Psychology, 14, 107-141.

Waldorff, M.G., Gallen, C.C., Hampson, S.R., Hillyard, S.A. et. al. (1993) Modulations of early sensory
processing in human auditory cortex during auditory selective attention. Proceedings of the National
Academy of Sciences of the USA, 90, 8722-8726.



Heoco3naBaemoe BOCIIpUATHE

B HacTosmee BpeMs yKe He IPUXOIMTCSA COMHEBATbCA B 3HAUMMOCTY HEOCO3HABAEMOTO BOCIIPH-
ATUA B OPTaHM3ALNN TOBefleHNA YenoBeka. IIpy sToM B KauecTBe KpUTepusA 0CO3HABAEMOCTH VH-
¢dbopmanuy npuanMaerca (CuMoHOB, 1987) BO3MOXKHOCTD ee Ilepefayl APYTUM WieHaM cooOlle-
CTBa IIOCPELICTBOM A3bIKa BOOOIIIe MM ee 03BYYEeHHOI (OPMBI — Pedl, B YJaCTHOCTIL.

B MHOTOYMC/IEHHBIX JICCTIEOBAHMAX YCTAaHOBIEHA BO3MOXKHOCTb HEOCO3HABAEMOTO BOCIIPHA-
T NocTynatomell nHGopManuy. Elle B KOHIle I03allpOIUIOro Beka ObIIM IIOTYYeHBI IepBbIe
9KCIIepMMEeHTa/IbHbIEe JaHHbIe O HaMM4YMy Heoco3HaBaemoro BocmpusTus (Sidis, 1898; uur. mo
Mericle et al., 2001). B ombITax 1eMOHCTPUPOBAIN KAPTOUKY C M3006paXkeHMsIMy OYKB v Ludp ¢
PacCTOSAHNA, IPY KOTOPOM JICIIBITyeMble He MOI/IM JaTh OTYET O XapaKTepe 3pUTENTbHOIO CTUMYJIA.
OpHako, IpK UCIOIb30BAHUN MeTOfla IPUHYAUTEIBHOTO BBIOOpa MAeHTU(UKALNA 3PUTEIbHOTO
MarepMaja OKasalach BBIIIe CIy4aiiHOro ypoBHA. B npyrom mccnegoBannu (Williams, 1938) Ha
9KpaH IpPOENMPOBAJICA KOHTYP KPyra, TPeyTONbHMKA MIN KBaZpaTa ¢ MOAIIOPOTOBBIM YPOBHEM.
VcnbiTyeMble 3HAMM O TOM, YTO IIPOELIUPYETCS OFHO 13 TPeX M300pasKeHMT, HO JaXKe B TeX CIIy-
YasAx, KOI7la OHM BOOOIIe HITYeTro He BIUIE/MN Ha 9KpaHe, ypOBeHb IIPAaBIIBHOTO BBIOOpa ObIT BbIIIE
CTy4aiiHOTO. B aHa/IOTMYHBIX MCCIEHOBAHUAX YCTAHOBIEHO, YTO TAaKMe OTHOCUTENTBHO IPOCThbIE
CTUMYJIBI KaK KPYTH, TPEYTOIbHIKM, KBaPaThl, OYKBBI 11 LB MOTYT UAEHTUPNUIMPOBATHCS HA
HEOCO3HABaeMOM YPOBHe.

Cpenu pu3MOIOrNYecKMx MCCIefOBaHNMiA B IEPBYI0 OYepelib C/IefyeT OTMETUTb Pe3y/IbTaTbl
pabot I. B. Tepurynn (1945-1950) nokasasuiero (ITeprynu, 1947) BO3MO>KHOCTb BOSHUKHOBEHNA
YC/IOBHOPe(/IeKTOPHBIX BereTaTMBHBIX ¥ OII-peakumii Ha 3BYKOBBIE CTYMYJIBI IIOJIIOPOTOBOI
uHTeHCHBHOCTI. Hanbosee sHaYMTeIbHBIMY A/Is PaspabOTKML MO3TOBBIX MEXaHI3MOB IPO6IeMbI
HEeOCO3HAaBAEMOTr0 BOCIPUATHS ABUWINCHh pabotsl P. V. Crieppu, monmyuusurero B 1981 roxy Hobe-
JIEBCKYIO IIPeMMIO «3a OTKPBITHA, Kacaolpyecs QYHKIMOHAJIBLHON Clleluanu3alyi MOTyIIapuil
FOJIOBHOTO MO3Ta». TaK, B XOfie M3y4eHns: 0COOEHHOCTEN BOCIPUATIS Y ALVMEHTOB C Ilepepe3aH-
HBIMI OCHOBHBIMU CBSI3SIMU MEXAY IOTyLIApUsMM, ObUIA IOKa3aHa HECIHOCOOHOCTD YeIOBEKa
laTh CIOBECHBI OT4eT 00 MHpOpMALNY, MOCTYIIAOLIEN 13 JIEBOI YacTM MO/ 3peHust 060ux
I71a3 U, CTIeI0OBATeIbHO, a/[peCOBAHHOI IIpaBoMy Honynrapyuio. OfHAKO, 3TV UCTIBITYeMble MOLTIN
UICIIO/Ib30BATh JAaHHYI0 MH(OPMALMIO B HEpedeBbIX TeCTaX, B YACTHOCTI, JyIA OpraHU3alMN IIpa-
BIJIbHBIX IBUTATEeNbHBIX peakumit. Hampumep, mpembABaeHne KapUKATyphl B JI€BO 9acTH IIOJA
3peHnst oboux a3 (06ycIoBIMBaOIlee MOCTYIUICHNE 3PUTENBHON MH(OPMALNH Y HAIIEHTOB
C Iepepe3aHHbIM MO3OJIVCTBIM TEIOM B IIpaBoOe IIOYIIaple) MOXKET BBI3BATb Y YeTIOBEKa CMEX.
CrieffoBarebHO, IpaBO€ MOMYIIApYE OCYILIECTBIIO AHAIN3 3PUTENBHOrO n3obpaxenus. OgHaKo
6O/IbHOII He MOXKET IIPABUIBHO OO'BSCHUTD IPUYNHY cMeXa. V, HapOTNB, IperbsBIeHIe KapuKa-
TYPBI B IIPaBOJL YacTH IO/ 3peHyA (06yc/IoB/IMBalolee IOCTYIVIEHNE 3pUTe/IbHOM NHPOpMan
y HAaLMEHTOB C IIepepe3aHHbIM MO3O/IMCTBIM TE/IOM B JIeBOe IIOJIyIIapye) He TOIbKO IPUBOANIIO K
BO3HMKHOBEHIIO CM€X4, HO I K BepOa/bHOMY OO'BbsSCHEHUIO IPUYNH €r0 BO3HMKHOBeHNs. TakuM
06pasom 6bUIa BBISIBIIEHA HE TOJIBKO BO3MOXKHOCTh HEOCO3HABAEMOTO BOCIPUSATISL, HO 1 0cob0oe
3HAYeHNe JIEBOTO U MPABOTO MOMYIIAPUII KOPbI MO3ra B Ipoleccax 06paboTky nHpopManum Ha
0CO3HaBAEMOM JI HEOCO3HABAEMOM YPOBHIX COOTBETCTBEHHO.
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OpnHaxo, Ipu KpUTMYECKOM aHA/IN3e MOXKET BOSHMKHYTDb €CTeCTBEHHBIN BOIIPOC O BO3MOXKHO-
CTHn HepeHeceHI/m IOaHHDbIX, HO}IY‘IGHHI)IX Ha IIaMIeHTaXx, HOHBCPI‘HII/IXCH onepaumm 110 HQPQPQSKC
MO3OJIMCTOTO TeMa, Ha 3[0POBBIX /Mofeli. [ToaToMy npefcTaBnAeTCa IPMHINIINATBHBIM, YTO C IO-
MOLIbIO pa3HbIX METOOMYECKUX II0JX000B B pa3HI)IX Hay‘{HbIX ueHTan HOHY‘IEHI)I 3KCH€pI/IM€H-
Ta/IbHble JOKAa3aTeJIbCTBA PeaJbHOCTU (PeHOMEeHa HeOCO3HaBaeMOIO BOCIPUATHA Y MHTAKTHBIX
300pOBbIX UcHbITyeMbIX (cM. Koctanpos, 1983, 2004; CMmupHOB 1 ap. 1996). bonee Toro, Ha 310-
pOBI)IX JTIOOAX YCTaHOBHeHa BO3MOXXHOCTb OTpa)KeHI/I}I B CyMMaprIX SIIeKTpI/I'{eCKI/IX peaKIH/[ﬂX
MO3ra aHaJM3a CMBIC/IA C/IOB, IPebAB/ICHHBIX Ha Heoco3HaBaeMoM yposHe (Kocranpos, 1983).

O cnoco6ax npexbABIeHNA CEHCOPHOIT MHGOopMAaINu JI o0ecnedyeHns: ee
BOCIPUATHU Ha HEOCO3HABaeMOM YPOBHe

K HacrosimeMy BpeMeHN CYIIeCTBYIOT PasHOOOpasHbIe CIIOCOOBI HMpPeIbsIBIEHUs] CEHCOPHOI MH-
¢dbopmannu mist obecriedeHnst ee BOCHPUATIS HAa HEOCO3HABAEMOM YPOBHE TaK )Ke, KaK U MeETO-
ANYECKNE IIPUEMDBI PETUCTPpallNN (1)I/ISI/IOIIOI‘I/I‘I€CKI/IX U IIOBEOECHYCCKUX HpOHBHeHI/HU/[ €€ 3HA4YMMO-
cru. Ilpy mccmenoBaHMM HEOCO3HABAEMOTO BOCIIPUATHUS OOBIYHO HEOCO3HABAEMOCTDH 3a/jA€TCsI
OJIHVIM M3 [IBYX CIIOCO00B. B mepBoM cirydae oHa 00YC/IOBIMBAETCS CO3AHIEM COOTBETCTBYIOINX
YCIOBMIT CTUMY/LSILMHU (TIOIOPOrOBBIl YPOBEHb CTUMYJ/IOB, IpsMas M OOparTHas MacKMpPOBKa
CTUMYJIOB, U3MEHEHNe BPeMEHHOI CTPYKTYpbl IpeIbAB/IAEMBbIX CUTHATIOB). Bo BTopoM Heoco-
3HABAEMOCTDb 3adaeTCA I/IHCTPYKHI/Ieﬁ I/ICHI)ITYGMI)IM (6] COOTBeTCTByIOHIeM pacipenenenmnm BHU-
MaHMA (HapuMep, IpU IPeLbsABICHNN 3PUTEeIbHBIX CUTHAJIOB, BO3JEICTBYIOIINX Ha mapadose-
azmpHble 06macty cerdarku). CriefyeT OTMETHUTD, YTO, HECMOTPSI Ha JUCKYCCHIO O IPENMYIIeCTBAX
I HEJOCTATKOB METOOJOB CaMOOTYETA U HpI/IHyHI/ITeIII)HOI‘O BbI60pa, B II€JIOM MMEETCA COOTBET-
CTBUE HOHy‘IeHHI)IX pesyanaTOB. Vicmonb3oBaHme MeTOoga HpI/IHY,HI/ITeHbHOFO BI)I60pa CUNTACTCA
607mee KOHCEPBATMBHBIM (HaIe)KHBIM B OTHOIIEHNUY TOKA3aTeNbCTBA), HO IO BCEIl BULUMOCTHU Me-
Hee yyBcTBUTeIbHBIM (Merikle, 2001).

BecpMa 3HaUMTEIPHOE KOMIIECTBO PAGOT OBIIO IIPOBEEHO II0 OMOCPELOBAHHOMY BBISB/ICHIIO
3HAYMMOCTY HeOoCO3HaBaeMoro BocnpuATuA. B nepsoit n3 Hux (Kunst-Wilson, Zajonc, 1980) nc-
IIBITYeMbIM NPeAbABIAMN 10 pasInIHbIX MHOTOYTOJIbHMKOB B TeueHre 1 Mc 1o 5 pas. 3areM yxe
C JUINTEIBHOI SKCIIO3UIIMEN TeMOHCTPUPOBAIN IIAPY MHOTOYTOBHIUKOB, OAVH 13 KOTOPBIX IIOfja-
BaJICA IO 3TOTO, a BTOPOJ /IO 3TOTO He MCIONb30BaicsA. VICIbITyeMble NOMKHbI ObUIN OTBETUTH
Ha JIBa BOIIPOCa: KaKas 13 (uryp y>xe BCTpedaaach O 9TOTO 1 KaKas M3 HMX OOJIbIle HPABUTCAL
OKkasasnocp, 4TO eC/IM OTBETHI Ha IEPBbII BOIPOC HOCWIN CIYy4aifHbIN XapaKTep, TO IpU OTBETe
Ha BTOPOI?[ BOIIPOC BBIABIANIOCH IPEAIIOYTEHNIE TOTO MHOI‘OYI‘OIIbHI/[Ka, KOTOprI?[ TIpeNbABIIANICA
paHee Ha HeocosHaBaeMoM ypoBHe. Haumuas ¢ 1980 roma psap my6nmkanuil pasaiyHbIX aBTO-
pos (Barchas, Perlaki, 1986; Bonano, Stillings, 1986; Bornstein et al., 1987; Mandler et al., 1987;
Seamon et al., 1983a,b; Seamon et al., 1984) noxTBepanM 3TN JAaHHbIE.

B orHOCHTeNIBHO HemaBHMX paboTax NpM MCIONB30BAHMYU HEOCO3HABAEMBIX (32 CUET MAsIoit
JUINTEIBHOCTY) 3PUTEIbHBIX CTUMY/IOB IIOKAa3aHa BO3MOYXHOCTb OIpeHe/eHNsI 3HAYEHNs CJIOB
(Cheesman, Merikle, 1986; Merikle et al., 1995) n muuesoit skcpeccun smonuit (Esteves et al.,
1994; Esteves, Ohman, 1993). C nomompbo MeTofa (PyHKIVIOHAQJIBHOIO MAarHUTHOIO pe30HaHCa
YCTAQHOBJIEHO, YTO IIPENbsIB/ICHIE Ha HEOCO3HABAEMOM YPOBHE MCIYTAHHOTO JIMIA IIPUBOANIIO
K OO0sbllell HelIpOHATIbHO aKTUBALUY B aMUIajle, YeM IIPY AeMOHCTPALM/ CYACT/IMBOTO ML
(Whalen et al., 1998). IIpu ncronbp3oBaHMM MeTOHA IIO3UTPOHHON 3MICCHOHHON TOMOrpadun
BosiBeHo (Morris et al., 1998), 4To IpenbsBIsAeMble HA HEOCO3HABAEMOM YPOBHE M300PasKeHIsI
CEPANTHIX NI, IPNUBOIAT K aKTVBAVIN HpaBOI/“[, HO He JIeBOIT aMUTIIabl. K HaCTOHH.IeMY BpEMEHNU



I A. Kynukos, H.IT. Augpeesa 159

BIMAHNE HEOCO3HABAEMbBIX 3PUTEIDbHDBIX CTI/IMY}IOB BBIABJ/IEHO U IIpU OCYHIeCTBIIeHI/H/I CTpOTOTO
00BEKTUBHOTO KOHTPOJIA VX IpefbsABICHNA Ha NOJIOporoBoM yposHe (Marcel, 1974, 1983). Jlo-
TMKa JAHHBIX IKCIIEPVIMEHTOB OCHOBAaHA HAa TOM, YTO I/ICHbITYeMI)Ie 6bICTpee pearI/IpyIOT Ha 0CO-
3HaBaeMoe CJIOBO (HAIpUMep, «JOKTOP») IIOC/Ie IMPebsBIeHNs IIEPBOrO CEMAHTUYECKN CBSI3aH-
HOTO C710Ba («caHUTapKa»). [Ipy MCIonp30BaHNN 3PUTEIBHON «MACKI», KOTOpast 00yCIOB/INBAET
HEeOCO3HABAeMOCTb IIEPBbIX C/IOB, OHIL, TEM He MeHee, IIPOJO/DKAI0T OKa3bIBATh COOTBETCTBYIOLIEE
BIMAHME. DTYU pe3y/IbTaThl ObUIM MHOTOKPAaTHO BocpousseneHnbl (Balota, 1983; Dagenbabach
et al., 1989; Fowler et al., 1981; Greenwald et al., 1996; Kemp-Wheeler, Hill, 1988). Bonee Toro,
AHAJIOTMYHBbIC peayanaTbI 6I>UII/[ HOHY‘ICHI)I B CHY‘lae IIPUHATUA PEUIEHNA O 3HAYMMOCTH C/I0Ba
(McCauley et al.,, 1980) mwm xaprunku (Bar, Biederman, 1998) (mpu npembsABIeHMN Ha HEOCO-
3HABAEMOM YPOBHE, 3a CUeT OOpATHOI 3PUTENIBHOI MACKMPOBKY, BMECTO IEPBOrO C/IOBA COOT-
BeTCTBYyIOIIeil KapTuHKI). C MOMOIIBI0 METOAA BbI3BAHHBIX HOTEHI[MATIOB ¥ (YHKIIMOHATBHOTO
MAarHUTHOTO Pe30HAaHCa OOHAPY)XEHO OTpakeHMe Heoco3HaBaeMoro Bocupustust (Dehaene et al.,
1998), He TOIBKO B CEHCOPHBIX CTPYKTYpaxX MO3Ia, HO TaKXe B TeX, KOTOpbIe IIPeIONpee/IAI0T MO-
TOPHOE IIPOrPaMMIPOBAHUE.

OIIHaKO MEETCA pAf (beHOMeHOB, CBA3aHHBIX C HEOCO3HABA€MbIM BOCHPUATIEM, KOTOPBIE HA
OCHOBE 9KCIIEPMMEHTA/IbHBIX PabOT MPeNMyIeCTBEHHO OTBepraoTcst. OgHNM 13 Takux ¢eHome-
HOB sIBJISIETCS LIVMPOKO PeKIaMypyeMasi BO3SMOXXHOCTb MCIIO/Ib30BAHNS ayAMOKacCeT Ajist n3bas-
JIEHUS1 OT JIMIIHETO Beca, n306aB/IeHNsI OT a/IKOTO/IN3MA, YCUIEHNsI CEKCYaIbHBIX (QYHKINIL, 06yde-
HVA MHOCTPAaHHDBIM A3BIKOBAM U T. 1. M T. II.

VccneoBannsa HEOCO3HABAEMOTO BOCIIPUATIIA HA OCHOBE MCIIOTb30BaHIA
0CO00eHHOCTel aKTMBHOTO BOCHPUATIA CEHCOPHOIT MHpopManuy (BHMMAaHNSA)

[Tpe>xme 4eM IlepeliTH K aHAIN3y COOTBETCTBYIOUIVX JaHHBIX O HEOCO3HABAeMOM BOCIPUATHN,
HPeACTaB/IAeTCsI HEOOXOAMMBIM OTMETHTb, YTO B HACTOsIIIee BpeMsl He HMOATBEPXKHAETCs paHee
IIMPOKO PACIHPOCTPaHEHHOEe MHeHue 06 ydacTum crenuduaeckux 06pasoBaHUIl CEHCOPHBIX CH-
CTeM B IPOLIeCCaX AKTUBHOTO BbIETIEHNsT HEOOXOAMMOI NHPOPMALI, OCHOBAHHOE HA IIPECTaB-
neHusIX 0 QyHKUny o6patHbIX (3¢ (epeHTHBIX, HeHTpuQYrajbHbIX) IIyTeil B IpefeIax COOTBET-
CTBYIOLIEII CeHCOPHON CUCTeMBbl. Tak, cpasy IIOC/Ie yCTaHOB/IeHMA (paKTa yMEHDIIEHUA 4acTOTHI
(OHOBOJT VIMITY/IbCAlIVVI HEVIPOHOB IIO Mepe IepeXofia OT HIDKETIEKAIUX YPOBHEN CEeHCOPHBIX
CHCTEM K BBILIEJIEKAIINM, €r0 CTaIM PACCMATPUBATh KAK CBUAETEIbCTBO YMEHBIIEHNsT 00BEMa
nepepabarsiBaeMoil nH(pOpMALN, eé CeIeKINN B CEHCOPHBIX myTsix. OfHAKO PV HECOMHEHHO-
CTU caMoro (eHOMeHa, II0-BUAUMOMY, 00YC/IOB/ICHHOTO MEXaHU3MOM JIaTePaIbHOTO TOPMOXKEHNA,
of00HasI eT0 TPAKTOBKA HEIPABOMEPHA, IIOCKO/IBKY KPOMe BPEMEHHOrO CIroco6a KOMpOBaHNs,
XapaKTepHOTO I NePBbIX YPOBHEN CEHCOPHBIX CUCTEM, Ha BEPXHNX YPOBHAX COXpaHAETCA TO-
HOJIOTMYECKIIT CII0CO6 KOAMPOBAHWSI, PeaNN3yIOLIICs B MHOTOMEPHOI YHOPSILOYEHHOCTI pac-
ITOJIOYKEHNA HEIPOHOB.

BecbMa 4acTO BO3MOXKHOCTD NPUCIYIIMBAHUA K MY>KCKOMY WM >KEHCKOMY TO/IOCy (Tak Ha-
3piBaeMblit apdexr cocktail-party) oObsACHAETCS HUCXOMSUIMMY TOPMO3HBIMU BO3EICTBUAMU
O/IMBO-KOX/ICAPHOTO ITy4YKa Ha BXOJ, CIYXOBON cucTeMbl. OfHaKO OTMETMM, YTO HUCXOJAIIUE
IYTY B CEHCOPHBIX CUCTEMaX, B TOM YICJIe J OJIMBO-KOX/ICAPHBIIL ITyYOK, OT/IIMYaeT MaTO4YVIC/IeH-
HOCTb aKCOHOB I VX IIMPOKOE BETB/ICHNUE B TeX 00pa30oBaHIsX, Ile OHM 3aKaH4InBawTCcs. [Togo6-
Hasi OCOOEHHOCTb HVCXOASIINX CBsI3ell IO CPAaBHEHMIO C BOCXO[SIIVIMU CBUAETEIbCTBYET O Ma-
JION BEpPOSITHOCTY JIOKQ/IBHOTO BO3[IEVICTBISI HA OIpeNe/IEHHBbIE CEHCOPHBbIE KAaHAIbl 00paboTKM
u npoBefeHust uHbopManuy. HeT u mpsMbIx (QUSMOTOIMYECKUX AOKA3aTeIbCTB IIPUIACTHOCTI
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LeHTpuyraabHBIX IIyTell K MEXaHM3MaM CeJIeKIUM CUTHAJIOB B IPefeaX CIYXOBOI CHCTEMBL
Boree TOro, Ha KMBOTHBIX U JIIOASIX IIPU YCTIOBUY KOHTPOJISI KOHCTAHTHOCTY AEMCTBYIOL[UX CEH-
COPHBIX CUTHAJ/IOB II0KA3aHO, YTO OTBJIEYEHNE W IIPMB/IeYeHIIe BHIMAHNS K CTUMY/Iy He BIIUsIeT
Ha aMIUIUTYAY CIlyXOBBIX BbI3BAHHBIX OTEHI[MA/IOB, OTPAXKAIOIINX AaKTMBHOCTD PA3HbIX YPOBHEII
cTBO/IA MO3ra. IIpy HECOMHEHHOI! YOeIUTEIbHOCTI HAHHBIX O BJIVISIHUM AKTMBALIUI VU BBIKIIIO-
YeHMsI TOTO WM MHOTO OT/e/Ia CEHCOPHOI CUCTEMbI Ha AESTEIbHOCTD HIDKEIEXKAINX YPOBHEIL,
9T Pe3y/IbTAThI YKA3bIBAIOT IMIID HA IIOTEHIMATBHYI0 BAXHOCTD HUCXOSIIVX IyTell, HO HE MO-
TyT PAacCMAaTpUBATHCS B Ka4eCTBE [JOKA3aTeNbCTBA MX YIACTNA B MIPOLIECCAX AKTUBHOIO BOCIIPUS-
tust. TakyM 06pasom, 1o KpaiiHelt Mepe, Ha HYDKHIX YPOBHSIX CEHCOPHBIX CHCTEM He TIPOMCXOUT
BbIfIeJIEHNsI 3HAYMMbIX CEHCOPHBIX CUTHA/IOB. B crennduiaecknx 06pa3oBaHNUsIX CEHCOPHBIX CH-
CTeM IPOUCXOLUT OINMCAHNME BCEX CUTHAIOB, afleKBATHBIX /I AKTVMBALNI PELenTopoB. VI3 atoro
CJIefyeT MPUHIUINA/IBHBII BBIBOJ, /II PACCMATPUBAEMBIX B JAHHOM 0630pe BOIIPOCOB, YTO MO3T
obpabarbiBaeT BCIO MH(POPMALINIO, OTPAKEHHYI0 B aKTUBHOCTV COOTBETCTBYIOIINX PELIEIITOPOB,
HO He BCS MHPOPMAIVA OCO3HAETCA.

ITpu mccmefoBaHNN HEOCO3HABAEMOrO BOCIPMATHS IMMPOKO MCIIONB3YIOT CHOCO6 HpuBIIede-
HIIsI BHUMAHVSI K OIIPele/IeHHOMY JIOKQ/IbHOMY YYaCTKY IIOJIsI 3peHMsI. 3PUTe/IbHbIE CTVMYJIbL 13
APYIUX YIaCTKOB OCO3HAHHO He BOCIPUHMMAIOTCs. CIefyeT OTMETHUTD, YTO JAHHAsI SKCIIEPUMEH-
TaJIbHAs HPOLEfypa SIB/SIETCS AaHAJIOTOM TOrO, KaK HEOCO3HABAeMble BO3JENCTBMS MOTYT HpPO-
SBJIATBCA B €CTECTBEHHBIX YCIOBUSX. VIMEOTCS CBMEETeNbCTBA, UYTO [AHHBIL CIOCO6 39MO-
IIJIOHA/IBHOTO B/IMSIHUSI Ha Y€/I0BEeKa IMpOsB/IAETCs B ImponsBefeHnsix xusonucu (Ipoccep u ap.,
1995).

B pabotax ¢ oTB/IeYeHVeM BHIUMAHIS UCIIBITYeMble JO/DKHBI (PMKCIPOBATH B30OP HA OIpeeIeH-
HOM MecCTe 9KpaHa ([OMyCTMM, [yIsi OIpeNe/leHNsl OTIMYMIl B [/IHEe TOPU3OHTA/IBHBIX 1 BEPTHU-
Ka/IbHBIX OTPE3KOB B msobpaxennu kpecra). [Ipu npegbsasrenun (Mack, Rock, 1998) kpecra
cOOKY, OJTHOBPEMEHHO IIPebsIB/IsIEMOE CJIOBO B LIEHTPE AVCIIIEst OCO3HAHHO He BOCIIPUHIMATIOCH,
60% MCIBITYyeMbIX BOOOIIIE OTPUIIAIN Ha/IM4e KaKOro-1ubo Apyroro crumyna Kpome kpecra. Tem
He MeHee y 47 % 9TVX UCIBITYeMBIX IIPU IPUHYAUTETLHOM BbIOOpPE U3 5 CJIOB, BBISIB/ICHA JOCTO-
BepHas MAEHTU(UKALMSI COOTBETCTBYIOIETO CI0BA. B ApyroM skcreprMeHTe Ipy MpebsiBIeHNN
KaKoro-To cnosa (Hampumep, flake) Ha Heoco3HaBaeMOM ypOBHe, UCIIBITyeMble JO/DKHBI ObLIN [10-
CTPOUTH C/IOBO IIPM MOC/IEAYIOLEll TeMOHCTPAIINY Ha OCO3HABAEMOM YPOBHE IIEPBBIX TPeX OYKB
(fla). ¥ 36% ncmsiTyempix Habmoganocs focrpansanne cosa flake.

[/t CpaBHUTENIBHOTO aHA/IM3a OCOOEHHOCTE OCO3HABAEMOrO U HEOCO3HABAEMOIO BOCIIPIMsI-
THUA NPEACTaB/IA0T uHTepec ganHble (Dabner, Jacoby, 1994). B yx uccinenoBaHuy UCIBITYeMOMY
IIPeNbABIANOCH Ha 3KpaHe C/oBO M, 4epe3 50 mc mmm 150 mc, «macka». ITocre mackupyroniero
BO3JENICTBISI TIPENbIB/LUIICH IepBble Tpu OYKBBI 13 paHee 9KCIOHMpOBaHHOro cimoBa (frigid).
Ot ncnpiTyeMbIX TpeOGOBANOCh JOHNOMHMUTD 9T Tpy OykBbl (fri) [0 C7I0Ba, OTIMYAIOIIETOCS OT
cnosa frigid. IIpn unrepsane B 150 MC MCIBITyeMble CIIPAB/LUIICH C JAHHOI 3aadelt (HammpuMep,
OykBbI HononHAnuch fo cnos fright, fringe, Friday), npu nnrepsane 50 Mc ucIbITyeMble, KaK IIpa-
BIUIO, HOMOMHSUIN 3TN Tpu OyKBbI O cnoBa frigid. Anamoruduble pesynbTaThl OBUIM IIOTYYEHDI
Y TPV YC/IOBUM IIPUBJIEIEHIS JJIM OTBIEYEHNST BHYMAHIS OT IPEIbsBIEHHOIO C/I0BA HA OfHOM
u3 180 gucmees (Smith, Merikle, 1999). I B atoMm ciaydae OTB/IedY€He WM [IPUBIEICHNE BHU-
MaHUSI K CJIOBY BJIMSUIO IIPOTUBOIOIOKHBIM 00pasoM. IIpu OTBIedeHNN BHUMAHVSI y UCIIBITYe-
MBIX BOSHMKA/IU 3aTPY/HEHNs B CIIEOBAHNMN MHCTPYKLNY (He MCIIONb30BATh IPENbIBIsIEMOe pa-
Hee CJI0BO, 40 KOTOPOTO TPe©OoBalIoCh JOIMCATDh TPM IEPBBIX OYKBBI). VICXOHs M3 aHATOTMYHBIX
[QHHBIX BBICKA3BIBAETCS IIPEMNIOIOKEHIE O MEHbIIeil CIIOCOOHOCTHU 4YeloBeKa KOHTPOIMPOBATh
cBon freiicTBusl (6OJIbIIelT BBIPQKEHHOCTH MX aBTOMATM3ALNM) IIPU HEOCO3HABAEMOM BOCIIPIUsI-
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tyn. [TpepmonaraeTcs, 9To0 B OOBIYHBIX YCIOBMAX HEOCO3HABAeMOE€ BOCIPUATHE CTUMY/IA MOXKET
00yC/IOBMBATD ITepeKIIoYeH e BHIMAHIS Ha HETO U TaKMM 06PasoM [epeBOAUTD BOCIIPIUSITIE HA
ocosHaBaemslit yposerb (Posner, Rothbart, 1992). I, nao6opor, kak ormedan euie [.B.Iepurynn
(1947) «... 3MeHeHUe COCTOSIHMS BHUMAHUS JIO/DKHO XapaKTepU30BaThCs ... IOSIBICHIEM Cy6-
CEHCOPHBIX peakuuii ¢ TeX apepeHTHDIX CHCTEM, YyBCTBUTEIBHOCTD KOTOPBIX IIOHVDKAETCA IIpU
IepeHeCeHNN BHUMaHNA Ha pasfipakeHN s, IaJJaloliyie Ha IPYroil OpraH 9yBCTB.

BnusaHne Heoco3HaBaeMOro BOCIIpUATHIA
Ha IIPON3BOTIBHYI0 JEATECTbHOCTD Y€IOBEKA

BorABnieHMe caMOll BO3MOXKHOCTY HEOCO3HABAaeMOIO BOCIIPMATHUA ellle He IIpefronaraeT sgdek-
TUBHOIO BIMAHMA Ha IIOBEfleHUe dYeIoBeKa TI000MI CeHCOpHON MH(OpMAaLMU ONMCAHHON aK-
TUBHOCTDBIO HEPBHBIX 9JIEMEHTOB CEHCOPHBIX cycTeM. OTCYTCTBHUE y4eTa 3TOr0 0OCTOATENbCTBA
IIpMBOANIIO U [O CUX ITIOP IIPUBOANUT K CKENITNYIECKNM BbICKA3bIBAHVAM OTHOCUTEIBHO 3(1)(1)6KTI/[B-
HOCTIU B/IMAHNA Ha IPOM3BOJIPHYIO AE€ATEIbHOCTD Y€/IOBEKA CeHCOpHOﬁI I/[H(l)OpMaIII/II/I BOCIIPUHA-
TOJ1 Ha HEOCO3HABAEMOM YPOBHE.

OpHMM 13 MHOTOKPATHO BOCIIPOM3BEEHHBIX MCCIeRoBanuit siBstetcs pabora P.A. McCormick
(1997). B Heit B Haya/le Ha OCO3HaBaeMOM WM HEOCO3HaBaeMOM YPOBHe Ha 9KpaHe CjIeBa WM
CIIpaBa OT TOYKM (MKCAlNU B30pa IPeIbABILANACh HeKas MeTKa, 3a KOTopoit yepe3 500 Mc Ipefb-
ABJIAIACh OJIHA U3 6y1<B (X wm O). Ilepen ncnbpITyeMBbIM CTaBIIACh 3afiadya KaK MOXKHO OpIcTpee
ompenennTh Kakas u3 Oyks Obuta Ha 9KkpaHe. IIpu atoMm B 15 % MeTka u OyKBa IPebsB//INCD
C OffHOI U TOM e CTOPOHBI OT TOYKM (MKcaluy B30pa, a B 85 % CIydasx — C IPOTUBOIIONIOXK-
HBIX. B COOTBETCTBUU C ZAHHOI BEPOSITHOCTBIO MCIBITYEMBIM IIPEJIArasoch MOBBICUTD 3 dek-
TUBHOCTD BBIIIOJTHEHMA 3aJlaHNA 3a CUET O6paH1€HI/IH BHMMAaHNA Ha IIPOTUBOIIOJIOJKHYIO CTOPOHY.
HPI/I OCO3HaBa€MOM YPOBHE€ IIPENbABICHNE METKN VICIIBITYEMbIE 61>1CTpee I/IHCHTI/I(bI/IIII/IpOBa}II/I
OyKBYy, KOI7la OHA IpPENbAB/IANACH C MPOTUBOIOIOXKHON CTOPOHBL. CllefoBaTe/NIbHO, HajM4ye
MeTKM (Ipy ee BOCHPUATMM Ha OCO3HaBaeMOM YPOBHe) CIIOCOOHO IIepeKIovYaTh BHUMaHME Ha
IIPOTUBOIIONIOKHYIO CTOPOHY. B TOM >ke ciydae, Korzia MeTKa IpefbAB/ANACh HA HEOCO3HABAEMOM
ypOBHe, upeHTHMKasE 6YKBBI OCYILIeCTB/ISIACH OBICTPee KOTZja MeTKa 11 OyKBa HAXOAWINCDH HA
oxHoOIt cropoHe. TakuM 06pa3oM IperbsBIeHIIe METKH B/IMSIIO Ha IIPOM3BO/IBHOE ITEPEK/IIOUeHIIe
BHUMaHusA. B gpyroit pab6ore (Dunlap, 2000) mokasaHO BIMsIHME HEOCO3HABAEMBIX 3JIEMEHTOB
3PUTENIbHOTO CTHMY/Ia Ha OCO3HAaBaeMOe ero BOCIIPHATHE B IelIOM. B OCHOBe mccenoBaHus ye-
JKaza u3BecTHast wimosns Miojtep-Jlaiiepa (M/TI031s1 CTPeIbl) O BOCIPUATUM OTpPe3Ka C Pacxo-
AAIIMMICS KOHIIAMIU C JBYX CTOPOH Kak 6oJee [UIMHHOTO, II0 CPAaBHEHNUIO C TAKMM )K€ OTPE3KOM,
HO MIMEIOLIVM Ha KOHIJaX CXOopsAmuecs muHnn. IlokasaHo, 4To npembABaeHNe HA HEOCO3HABAeMOM
YPOBHE CXOMAIINXCS WM PACXOMSIIINXCS KOHI[OB, IIPEHONPEee/siIio Cy)KaAeHne 0 GOsblIel min
MeHbIIEeN I/IHE OCO3HABAEMOTO OTPe3Ka JIMHUIL.

OCHOBHOC, OT 4Y€TrO 3aBUCUT 3(1)(1)CKTI/IBHOCTI) BAMAHNA CEHCOPHBIX CTMMY/IOB, HE OCO3HaBae-
MBIX 4€JIOBEKOM — OMOIOrMYecKasi, COLMaNbHas 3HAYMMOCTD 9TUX CTUMYIOB. [loatomy ere 0
PaccMOTpeHMsI CIIOCOOO0B TIPebsIBICHNsI CEHCOPHBIX CUTHA/IOB, HPEONpPee/SIONIX UX IPUH-
LUINATBHYI0 HEOCO3HABAEMOCTh, IIPEICTAB/IACTCS 1e/1eCO0OPa3HBIM PACCMOTPETh IIPUYNHEL
O6YCHOBIII/[BaIOHH/Ie Ha/jmnm4ye yiy BO3HMKHOBEHNE Y T€X VJIM VMHBIX CUTHAIOB COOTBCTCTBYIOIIIeﬂ
3HAYMMOCTMN.

B camom o6uieM Brjie 3HAYMMOCTb CEHCOPHBIX CTMMY/IOB MOXeT (OpMUpPOBAThCs: 1) Ha
OCHOBe O0YC/IOB/IVMBAHVA C IIOMOIIBIO TOTO VJIM MHOTO IOAKPEIVIEHM MM 2) Ha OCHOBE TaKMX
dbopm o6yqu1/m KaK MMIIPMHTVHT, UMUTALNA, IPEROIpPeNeNsolNX BOSHNKHOBEHE Ha60pa 3Ha-
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YMMBIX (IIO3UTMBHBIX ¥ HETaTUBHBIX II0 SMOLVOHA/JIPHOMY BO3JEIICTBUIO) BUIOCIELNPIYeCKIX
CHUTHAJIOB.

ITpu 06yC/IOBIMBAHNMY OCHOBHBIM (PAaKTOPOM SIB/ISIETCSI HA/M4Me MOTPeOHOCTH, OO CeromHs;
07}, TIOAKPEIUIEHNEM ITOHMMAETCS CHSITIE, YAOBIETBOPEHNEe TOM VTN MHOI IoTpeGHOCTH. DKCIIe-
PUMEHTAJIbHOE OIIpENeNeHNne HaIn4ImAa Te€X VI MHbBIX HOTPe6HOCTeI7[ MOXET OCYIIECTB/IATDCA
MCXO[sA 3 KPUTEPUA BO3MOXHOCTI q)OpMI/IpOBaHI/IH Ha X OCHOBE HOBBIX HpI/ICHOCO6I/ITeHI)HbIX
IIOBE€OCHYECCKNX AKTOB. B coorBeTcTBUU C 3TUM O4YE€BUIHDBIM IIPENCTABIAECTCA HaINYIVE€ BUTANDb-
HBIX M 300COLMA/IbHBIX HOTPe6HOCTeI7[, HaIpaB/ICHHBIX Ha BbDKNMBAHNE MHAVBUIYYMa M BUIOA
cooTBeTcTBeHHO. K 4UCTY IIEPBBIX OTHOCATCA HallpUMEPp NMNIIEBAA U IINTbEBAA HOTpe6HOCTI/I, Ha
6336 KOTOPBIX MOXKET OCYILIECTB/IATHCA Bpra60TKa INIIEBBIX U MMTHEBBIX YCTOBHBIX pe(l)IIeKCOB.
Ha ocHoBe 300commanpHbIx MOTpebHOCTEN HOPMUPYIOTCS TaKue (OPMbI MOBEAEHMsT KaK IIO/I0-
BO€, MaTepUHCKOe, TeppUTOpHaNbHOe U pAx Apyrux. Ocoboro BHUMaHUA 3aCTy>KUBaeT BbIJieNIe-
HII€ VI TaK Ha3bIBAeMbIX IIOTPEOHOCTEI CaMOpasBUTHs, Ha 6ase KOTOPBIX (POPMUPYETC UTPOBOE
n uccefoBarenbckoe nosenenue (cM. CrMoHoB, 1987). JJokasarebCTBOM Hammuus HOTpeOHO-
cren CaMOpa3BUTNA, B COOTBETCTBUM C BBIIIEN3TIO0XE€HHDBIM, ABJIAIOTCA JaHHbIE O (I)OpMI/IpOBa-
HUV HOBBIX YC}IOBHOpe(i)HCKTOprIX peaKHI/H?I, B T€X CIydYadAX KOIha IOAKPEIZIEHNMEM SABIAETCA
He HeKOe JIAKOMCTBO, @ BO3MOXXHOCTb IIPOBOAUTD MCCIEHOBATeIbCKYIO IeATeIbHOCTD. [Ipu aTOM
CYLIECTBEHHBIM IPEACTAB/IIETCS TO OOCTOSATENBCTBO, YTO ACCOLMALVISI MEXKAY HETPaTbHBIM
CTUMYJIOM U 3HAaYMMbIM MOJKET BO3HMKATh IIPM OTHOKPATHOM COYE€TaHNMN. 3to0 IIPOABJIAETCA 1PN
Haanm4anm 'y mop;eﬁ[ U JKUBOTHBIX TaK HAa3bIBA€MOTO TOMIMHAHTHOTO COCTOAHNMA, KOTga 3HAYVIMBII
CTUMYJI COOTBETCTBYET KaKOiI-/I1M60 roCIofCcTByIomelt ToTpebHoCTH. EcTeCTBEHHO, 4TO NCXOANTD
"3 OJHOBPEMEHHOI'O Ha/IM4NA Y COOTBETCTBYIOLINX I'PYIIIL IIIOHGI?I T€X VN MHBIX HOTpe6HOCTeI7[
He IpuxopuTcs. JJoCTaTOYHO yKa3aTb, YTO BO3HMKIINE COMHEHMA B 9 (eKTMBHOCTY (PeHOMeHa
25-T0 Kazipa ObUIM OOYCIOBJIEHBI OTCYTCTBMEM ydeTa (paKTopa 3HAUMMOCTHU IPEeLbABJIAEMOrO
Bo3zelicTBYA. Tak B CTydyae MCIOIb30BAHNA JAHHOTO (peHOMeHa B peKIaMe HallUTKOB 9 dexTus-
HOCTD OIIpeJieNIAeTCA HaMM4YMeM XKaXK/bl Y JIFOJeN U T. II.

CHQHYCT OTMETUTDH BO3SMOXXHOCTb (1)0pMI/IpOBaHI/IH 3HAYVMMOCTU HEOCO3HABAECMbIX BOSHCﬁCTBI/IﬁI
Ha OCHOBE IIPOLeNYpbl 00YCIOBIMBAHNA IIPY MCIOIb30BAHNY YCIIOBHOPE(IEKTOPHBIX accola-
IH/H/UI BTOPOTO IMOpAAKa. B arom C1y4ae CXOQHO OTHOCUTEIBHO HeﬁTpaHbeIe CEHCOPHDbIE CUTHAJIbI
COYETATCA CO 3HAYMMBIMU BO3H€I7[CTBI/IHMI/I, n HPI/IO6peTaIOT 3HAYMMOCTD, 4YTO B naaneﬁImeM
MOXKeT OBITh MCIIONBb30BAHO B NCCIEHOBAHISIX HEOCO3HaBaeMoro Bocmpusitus. CyliecTBEHHO,
4TO MO06HOE IOAKpeIIeHNe Ha HeOCO3HABAEMOM YpPOBHe OKasbiBaeTcst 6omee addexTnBHBIM
II0 CPAaBHEHNIO C aHAJIOTMTIHBIM BO31I€I7[CTBI/[CM Ha 0CO3HaBae€MOM YPOBHE. HOHHTHO, 49TO " CaMO
10 cebe TperbABIeHNe BUAOCIelV(PUISCKIX CUTHATIOB CIOCOOHO BIMATH HA SMOLVIOHATIBHOE CO-
CTOSIHME YeJIOBeKa.

B cooTBeTCTBMM C BBILIEU3TIOKEHHBIM [y paspaboTKu MpobieMbl HEOCO3HABAEMOTO BOC-
TIpUATNA IIPENCTABIAETCA HEO6XOHI/IMI)IM PaccMOTpETDh N3BECTHDIE (I)OPMI)I BI/IHOCHCHI/I(I)I/I‘{GCKI/IX
CUTHAJ/IOB CHOCO6I)I X NpeabABICHNA Ha HEOCO3HABA€EMOM YPOBHE. CYHICCTBGHHI)IM ABIACTCA
" BOIIPpOC 06 O6'I)€KTI/[BHI)IX CHOCO6aX BbBIABIEHVIA BIVAHNSA HEOCO3HABAEMbIX CEHCOPHBIX BOSI[eI?[-
CTBUIT Ha TIOBeJIeHNEe YeTOBEKa.

AHamM3Mpysl 3HAYMMOCTD BUAOCIENNUIECKNX BO3LEICTBII, IPHOOPETAOINX COOTBETCTBY-
IOITYI0 3HAYMMOCTD B XO[I€ MHAVIBUTYAa/IbHOTO IIp€- M ITIOCTHATA/IbHOI'O Pa3BUTNA Ha OCHOBE TaKNX
(I)OPM O6y‘{eHI/IH KaK MMIIpPUHTVHT U MMUTAUNA CI€EAYET OTMETUTD, YTO CETOMHS HET SKCIIEPUMEH -
Ta/JIbHBIX JOKAa3aTE€/IbCTB OTCYTCTBUA y pAla BI/I,I[OCHeIH/I(bI/I‘{ECKI/IX 6MOHOFI/I‘I€CKI/I 3HAYMMBIX BO3-
TEVICTBUI BPOXK/I€HHBIX, T€HETUYECKN 06ycn0B}IeHHb1X XapaKTepUCTUK. B mmaHe paccMoTpeHus
3HAYMMBbIX BI/IHOCHC]_U/I(i)I/I‘IeCKI/IX BO3H€I7[CTBI/H7[ YK€ CeTOmH:A, OCHOBBIBAsICh Ha OKCIIEPUMEHTA/Ib-
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HBIX JJAaHHBIX, ITOJTyYeHHBIX B PAa3HBIX HAyYHBIX LIEHTPAX, MOXXHO BBIIJINTD Cilefylomue: 1) Bu-
pocnenyudryecKkye XapaKTePUCTUKY JIMIIA Y TOJIOCA HOBOPOX/ICHHBIX ¥ B3POC/IBIX JIIOfEN HaXo-
IALIMXCSA B pasHBIX (PYHKIVIOHAIBHBIX COCTOSHMAX; 2) BpeMEeHHbIE XapaKTePUCTUKY CEHCOPHBIX
BO3JEMICTBUN, MICXOMA U3 9KCIIEPYMEHTAIbHO BBIAB/IEHHBIX 0coOeHHOCTEeN BO3EICTBIA IIOTELIEK
U KOJIBIOE/IbHBIX; 3) BO3JENCTBIA Ha SMOLVIOHATIBHOE COCTOSAHNE VUCIIBITYeMBIX IIPU BOCIPUATUN
[JIACHBIX UM COI/IACHBIX (CM. CrIemyromuii maparpad); 4) MaXOpHble ¥ MMIHOpPHBIE 0COOEHHOCTH
aKyCTUYECKUX BO3JENCTBUIL; 5) 3HAYMMOCTb YaCTOTHOCTU IPebSAB/ICHUA HENTPaJIbHBIX CTUMY-
JIOB Ha HEOCO3HaBaeMOM YPOBHE JI/I YBeINYEHI UX IPUB/IEKaTe/IbHOCTH.

IMocmenuuit MyHKT TpeOyeT CIenmanbHOro KoMMeHTapys. C OFHON CTOPOHBI MMEeTCS Psify
pe3y/IbTaToB, MONTy4YeHHbIX pasHbIMM aBTOpamy (cm. Epley et al., 1999), cBUAeTeIbCTBYOIIIX
B IIOJIb3Y HAHHOTO Tesuca. Tak, IepBOHAYa/IbHO MHOTOKPATHO IIpefbsAB/IAIeMble HA HEOCO3HABae-
MOM ypOBHe Bo3zielicTBIA (PpoTorpaduy mmL, cI0Ba, reoMeTpudeckyie GUIypsl I T. I1.) OKa3bIBaIl
JOCTOBEpHOE BJIMAHME HA IPeAIIoYTeHMe TeX WIM MHBIX OCO3HaBaeMBIX Bo3feiicTBmit. OpHako,
He [TOHATHBI IPUYMHBI, 00YCIOBIMBAIOLINE YBeMYeHIe CTeIIeH) IIPMBJIeKAaTe/IbHOCTY CTUMY/IOB
JINIID 33 CYET YBe/IMYECHNA YaCTOTHOCTI VX BO3JEICTBUIL.

Heoco3HaBaeMoe BIUAHIE Ha SMOIMIOHATTbHOE COCTOSHIE YeTOBeKa
u npo6reMa poHOCHMBOIN3MA

VY mopeit Ipy BOCIPUATUM TJIACHBIX M COITIACHBIX P€YM BBIAB/IEHDI YCTOMYMBBIE OLIYILIEHM He-
3BYKOBOTO CBOJICTBa — (DeHOMEH 3BYKO-, WM (POHOCUMBONU3MA. Teopus 3BYKOCHMMBOIM3MA
MMeeT [IUTEeIbHYI0 UCTOPUIO. Vgest 0 CBsI3M 3BYKa 1M CMBIC/IA BOCXOAUT K JPEBHOCTIL, M COOOpa-
JKE€HMA O COOTBETCTBMM 3BYYaHMA M 3HAUY€HNA BBICKA3bIBa/INCh €llje CO BPEMEH aHTUYHOCTH, a Ha
MHTYUTUBHOM YPOBHE JCIIONb30BaNCh B 11033un (cM. XKypasnes, 1974). ITocraHOBKY mpo6eMbl
¢$oHOCHMBO/IM3MA B HAayKe CBS3BIBAIOT C paboTamu MuHrBUCTOB 20-X rr. mportoro cronetys (O.
Vecnepcen, 3. Cernp, C. Hptomen). O6beKTUBHbIE TMHTBUCTUYECKYE U, TO3]IHEE, TICUXOMHTBI-
CTUYECKNE METOJbI IO3BOJIV/IN IIPOBECTHU SKCIEPUMEHTAIbHYIO IPOBEPKY U [JOKa3aTh CYIIECTBO-
BaHue (peHOMEHa Ha MaTepuase PasHbIX SI3BIKOB.

[MocnenoBaBime 3a 9TUM PabOThHI TOATBEPANIN IPABOMEPHOCTD TEPMUHA «CUMBOIN3M» TIPU-
MEHNTE/IbHO K IJIACHBIM U COITIACHBIM (pOHEMaM — 3BYKOOYKBaM, HO He K COOTBETCTBYIOLIVM 3BY-
kaM. Hanboree MHOrO4VIC/IEHHBIMYL SIB/ISIIOTCSL ICCTIELOBAHSI [TIACHBIX, Y KOTOPBIX, 10 MHeHMIO P.
SIxo6coHa, OH BbIpaXkeH B Hauborbiueit crerern. [Ipo6mema GoHOCHMBOMM3MA HOCUT MEXINCIU-
IUIHAPHBIIL XapaKTep. SHAYUTENbHbI 00beM [JOKa3aTe/bCcTB 6a3nupyeTcst Ha JAaHHBIX (POHOCTATH-
CTUYECKOTO aHanu3a. B paMKax OHOro A3bIKa MCCIENRYETCA CXONCTBO COCTaBa MEXY IPyIIIaMu
C710B, 0003HAYANONINX CXOHbIE OLIYIIEHNS VIN MMEINX CXOLHOe 3HaueHVe, HeOOBsSCHIMOe
C O3ULINII IPUHIUIIOB OPTORLOKCAIbHON 3TUMONOrnn. [IcCMXOMMHTBUCTIYECKUIT TOAXO], IPEAIIo-
JIaraeT JICCIeiOBaHMe CIIOCOOHOCTY ayJUTOPOB C BLICOKOI CTENEHDbIO BEPOSATHOCTY OIPENe/LATH
CMBICTT IIPETIOKEHHBIX UM «IICEeBIOC/IOB» MV CTIOB HEe3HAKOMOTO fA3BIKA. TPaAMIVIOHHBIM SBJIA-
eTCsl METOJ, CeMaHTU4eCKy IpoTuBoIonoKHbIX map (CIIII), unm mMetopn cemanTndeckoro audde-
pennuaa, npemmoxeHusr 4. Ocrygom (1952). CymHOCTD €ro 3aK/II0YaeTcss B TOM, YTO VCIIBI-
TyeMble OLIeHVMBAIOT CUTHAJI 110 N-0a/UIbHOI IIKasle 110 pARY NpKU3HAKOB. Kaxkaplil 13 IpusHaKoB
3aJjaeTcsl Mapoii aHTOHMMOB — CJIOB IIPOTMBOIIOJIOXKHOTO COfiepyKaHmsl («IJIOXOJl — XOPOIIMIi»,
«MeJIeHHbIT — OBICTpBI» 1 T. fi.). Habop mpusHakos, ucnons3yemsix B Metope CIIII, mpousso-
JIeH, OIHaKO y)Ke Ha OCHOBE IIePBBIX IIPOBEIEHHBIX UCCIEHOBAHNUIL U pe3yibTaTax 06paboTKy faH-
HBIX C IIpuMeHeHeM (akropHoro aHammsa 9. Ocrygom (1957) 6b110 BBICKAa3aHO MPEAIIONIOKEHNE,
YTO HE3aBUCUMO OT MOJQJIbHOCTY OL|€HMBAE€MbIX IIPU3HAKOB, CEMaHTUYECK! IIPOTUBOIIONIOXKHBIE
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Iapbl MOTYT OBITH Pasfie/leHbl Ha TPM IPyIIbl. [0 MHEHMIO aBTOpa, 9TO CBSI3AHO C HEKUMH 00-
VMM [IepBUYHBIMM IIPU3HAKAMU, COfiepKaluMucs B aHToHMMax. OH BbimendeT Qakrop 06-
1[eit OLeHKN («IUI0XO0i — XOPOUINIT», «KPACUBbIT — (6e300pasHbLi» U T. [1.), GaKTOp AKTUBHOCTI
(«MefyIeHHBIIT — OBICTPBII», «MOTYA/IMBBII — LIYMHBIT») 1 GAKTOP CUIBL («BBICOKWIT — HU3KMII»,
«OOJIBIIION — Ma/IeHbKUIT»). [0 HACTOAIIEr0 BpeMEHN ST IIKA/Ibl — OO1IIelt OLleHKM, aKTUBHOCTH
U CHJIBL — OCTAIOTCSI 6a30BBIMI IIPY UCCIEROBAHISX poHOCHMBOM3MA MeTogom CIIIL.

B pamkax m3ydyeHus mpoO6reMbl CUMBOIUKI 3BYKOB IIPOBOAUTCA U MCCIEHOBaHME MOLMO-
HAJIbHOTO 3HadeHns (oHeTmuecKux cTumynoB. IIpu aTtom, mofo6HO mpobreMe CTAHOBIEHMS
peun, JUCKyccuA pasfeia UCCIefoBaTesIell Ha IBa JIarepsi, B COOTBETCTBUM C UX B3I/LALAMU Ha
npobeMy <nature versus nurture> — <BpoKieHHOe — npuobperennoe>. Onuu (®. Coccrop, b.
Ckunuep, H. XoMmcknit) HacTauBamy Ha YCIOBHOCTY Y IIPOU3BOIBHOCTY SI3BIKOBBIX CMMBOJIOB, 4,
C/IeflOBATE/IbHO, HA MIPUOOPETEHHOCTII COOTBETCTBIS 3BYKa ¥ CMbIC/IA (MCK/IIOYEHNE COCTABIIAIOT
3BYKOIIOJpakaTe/IbHbIe Ha3BaHMA — oHoMaTorren). Jpyrue (O. VIecnepceH, 3. Cenup, P. SIxko6coH
U VX IOCTIefiOBATe/I) — YCMaTpUBA/IN UCTOKM (POHOCUMBO/IN3MA B SKCIIPECCUBHBIX IIPUPOHBIX
CBOJICTBAX 3BYKOB.

Bompoc o TOM, MOXKeT /1 SKCIIPeCCHBHOE 3HAYeHME B Pedl BLIPAXKaTbCA He TOIBKO IpPU IIO-
MOIIY CPefCTB pedyeBOil OMHAMUKU (yapeHud, TOHA, MIUTEIBHOCTH), HO M IIpM IIOMOLIM CO6-
CTBEHHO (POHETHYECKUX CPEACTB B OOBIYHOM IOHVMAHMM, VJIM MOTYT JIU T€ V/IM MHBIe paslIndus
IJIACHBIX ¥ COIVIACHBIX OLIYIATbCA KaK HaJie/IeHHbIe CMMBOJIMYECKUM 3HAUCHUEM BHE BCAKON
CBA3YM C TeMU KOHKPETHBIMM aCCOLMALMAMY, KOTOpPble MMEIOT 3TU ITIACHbIe U COITIACHBIE B CO-
CTaBe 3HAYMMBIX C/IOB — IIOCTABJIEH B OffHOI M3 MEPBBIX IKCIIePUMEHTANbHbIX pabor 3. Cemmpa
(1929/1993). Tam >ke aBTOp HaeT OTBET: «KaK IIPefiCTaB/IACTCA, NOMTydeHHbIe K HACTOAIEMY Bpe-
MEHM Pe3y/IbTaThl HOBOJIBHO YOEANUTEIbHO CBUAETENbCTBYIOT O PEA/IbHOCTI MOJOOHBIX OLfylIe-
HMIIL, 4eM OBl OHM HM ObUIM BbI3BaHbD» (C. 324) 1 manee — «MblI JEMICTBUTENIBHO MMEEM JEN0 C JO-
CTATOYHO He3aBUCUMBIM IICHXOIOIMYeCKUM (HPaKTOPOM, KOTOPBIL — B CUJIY OTCYTCTBIUA JIYYIIETO
TePMIHA — MOXXET OBITh HasdBaH «(OHeTHIecKnM cumBoar3Mom» (Cemup, 1929/1993, c. 330).

Hanb6onee moppo6HO mccnenoBan (pOHOCMMBONMM3M MO MiKame pasMmepa. IIpu aToM yHuBep-
Ca/IbHOCTD OLIEHOK Hanbojee Y€ TKO, KaK IICUXO/IMHIBUCTHYECKIIMIY, TaK 1 (POHOCTATUCTUIECKUMI
METOf{aMI, TIPOCTIEKMBACTCS A/IsI [TACHBIX. DTOMY COOTBETCTBYIOT JAHHbIE II0 3BYKOOYKBaM I1ac-
HBIX pycckoro ssbika (Jlepmikmii, 1973; JKypasnes, 1974, 1981). B menom mmeromuecs K HacToO-
sIlIleMy BpeMEHU JaHHBIE CBUJIETENBCTBYIOT B IIO/Ib3y YHUBEPCAIBHOCTI CUMBOJIMKI 3BYKOOYKB
IJIACHBIX I10 IIIKaJIe pa3Mepa.

VccnenoBaHust 1o mIKaje OOLIel OLeHKM TECHO CMBIKAIOTCS C MCCIENOBAHVISIMU 9MOLIIOHA/Ib-
HOTO 3BYKOCUMBO/IM3Ma. B paboTax Takoro IvlaHa UCCIERyeTCA YaCTOTHOCTb OHEM U CTPOATCA
«(poHOIMOLMOHA/IPHbIE TTPOGUIN» JTUTEPATYPHBIX MPOM3BELEHWUII PA3HbIX J>KAHPOB (033U,
IIpo3a) U pasHOll HAIpaBJIEHHOCTU (HeTCKasd JIMTepaTypa, «KEHCKIe POMAaHbI», «MY>KCKMe po-
manbl»). (OKypasnes, 1974, Whissell, 1989, 1999, 2000, 2003). [JaHHble, IIONTy<I€HHbIE HA 3HAYN-
Te/IbHOM 00beMe (POHETNIeCKOro MaTepuasia Kak B IMpefe/iaX OfHOTO s3bIKA, TAK M B KPOCC/IMHI-
BUCTUYECKMX MCCIENOBaHMAX, IO3BOJNAIOT CAENATh BBIBOX O IPUCYTCTBUY YHUBEPCATbLHOTO
KOMIIOHEHTA J 9TOTO BUJja 3BYKOBOI CUMBO/IMKIL.

B nerom nmeronecs K HaCTOSAIEMY BpeMeH! JaHHBIe OATBEPAV/IM Ha/l4dye ABYX GpaKTopoB,
00YC/IOBIMBAIOIINX CUMBOIUKY 3BYKOOYKB — SI3BIKOBOII, V/IM HAIIVOHAIBHBIN («I3BIKOBAs IPU-
BbIUKa» cornacHo V. Teimop, 1963), 1 MeXDBA3BIKOBOIL, WINM YHUBEPCAIbHBIA. VIMEHHO «A3BIKO-
BOJI IIPUBBIYKOII», B IIPOKOM CMBIC/IE CTI0BA — (POHOIOTMYECKOI CUCTEMOII KOHKPETHOTO SI3bIKA,
MOTYT OBITb OOBACHEHDI pa3/IN4uA pe3y/IbTaToB B CIydyae VICIOIb30BAHNUA IIKA/Ibl OLICHKU B pas-
HBIX fA3bIKAX, a TAKXKe IIPY OLleHKe 3BYKOB MIHOCTPAHHOTO A3bIKA, IIOCKOJIbKY 3BYKH, Hanbosee 4a-
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CTBI€ JIs1 JAHHOTO SI3BIKA, KaK IIPABIJIO, UMEIOT OOJIee BBICOKYIO OL[EHKY, YeM 3BYKU pefkue. [Ipu-
pofia YHUBepCaIbHOrO (POHOCUMBO/IN3MA OCTAeTCA HEBBIACHEHHOI, XOTA B KadecTBe (HaKTOPOB,
00YC/IOB/IMBAIOLINX €T0, IIPe/IaraeTcsl HeCKOIbKO IUIIOTe3.

OcCHOBHas IpyIa IpefIoIoKe NIl 3aK/II04aeTcsd B HONYILIeHNH, YTO B OCHOBE «IIPUPOIHBIX»
9KCIPECCUBHBIX CBOJCTB 3ByKa JIeKaT MX Qusndeckye (aKycTHMYecKue ¥ apTUKY/IALJMOHHbIE)
cBolicTBa. B aTOM pyciie paccMaTpuBaIOTCA pas/IMuuA B XapaKTepe apTUKYIALUY, B YaCTOTHBIX
XapaKTepUCTUKAX U BPOXKIEHHBIX MCTOKAX BOKA/IM3AIVIT, BO B3aMOJEICTBIY JINLIEBON 9KCIIpec-
cun u 3Bykonpoxpykuyy (Whissell, 1999, 2003). 9tu 06bsiCHeHNsT HOCAT CHEKY/IITUBHBII XapaK-
Tep U HYX/AIOTCA B 9KCIIEPUMEHTA/IbHOI IIpOBepKe. BONbIIMHCTBO MIX OTHOCUTCA K HAHHBIM II0
IIKajle pa3Mepa (CIWIbI) M OLIEHKe «IIPUATHBI — HENpUATHBII». TaK, COITTACHO «KMHeCTeTude-
cknM» 06bscHeHusM (Sapir, 1929/1993; Newman, 1933; Orr, 1944), B ocHOBe (eHOMEHa 3BYKO-
CHMBO/IM3Ma JIOKUT CIIOCOOHOCTD 4YeloBeKa COOTHOCUTD C OLIYIEHMEM BeIMYVMHBI IIOJIOXKeHNe
pedeBbIX OPraHOB, pasMepbl POTOBOJL IIOJIOCTH, MBIIIEYHOE HAIIPsIKEHNe, IOJIOKeHe A3bIKa I T.
. Hampumep, mpenmonaraior, 9410 Crocod apTUKY/LLUN MOXET ObITh CYOBEKTUBHO Ooree mm
MeHee IPUATEH, Y 9TO OTPaXKaeTcA B IMOLMOHA/IbHOM OLICHKe CTUMYJIA: ITTACHBIC BEPXHETO II0Jb-
eMa, KaK 1 [lepefiHero psijia, 6ojiee MPUTHBI, YeM HIDKHETO MofbeMa u 3ajgHero psiza (Tsur, 1992).

O6bsicHeHNsI B paMKaxX IMIIOTE3BI «4acTOTHOrO Kozga» (Ohala, 1983) ycMaTpuBatoT B3anMOCBSI3b
OLICHKJ 3BYKOB CO 3HAYeHUAMM (POPMAHT WIM MX OTHOIIEHUAMU. DTHU >Ke XapaKTepUCTUKY IIPoa-
HA/IN3MPOBAHBI I B OTHOILIEHNN PE3y/IbTATOB «IMOLIMIOHAIBHOTO» IIKA/IVPOBAHNUS B aHI/INIICKOM
sI3bIKE, OffHAKO, 3TA IMIIOTE3d, TeM He MeHee, He B COCTOSHUM OOBSICHUTD MMEIOLIVECs JaHHbIE.
B0o3MOXXHOI IPUYMHOI TAKOTO HECOOTBETCTBMA MOXKET ABMATHCA HE TONBKO pasHasA 3HAYMMOCTh
IIKaJI, HO U METOJMYeCKas OTPaHNYEHHOCTD UCCIeHOBAaHNIL. [le/I0 B TOM, YTO XOTA TeOPeTNIeCcKN
CII0CO0 MpebsIBIIEHNS CTYMY/IBHOTO MaTeplana MOXeT OBITb KaK 3BYKOBBIM, TaK I rpaiIecKnm,
IPAKTUYeCKU BCe PabOTHI IIOCTPOEHBI HAa MpefbsBIeHnu rpadudeckux nsobpaxenuit («rpado-
HaX» — B IIPUMEHEHUN K OT/eNbHBIM (oHeMaM). PaGOTEI, B KOTOPBIX CTHMYIIBI IIPEIbSIBILIOTCS
TOJIbKO aKycTudecky, egyHNYHbI (Fitch, 1986). ClTo>)XHOCTD TaKOro MOAXOfia OYeBI{HA — Ha/I4ue
He(OHeTHUYeCKNX K/Iiodell (BBICOTA TOHA, MHTOHALMS, [JINTE/IBHOCTD) OIpeNe/sieT BO3MOXKHOCTD
VX BJIVSIHISL HA OLeHKY. IIpsIMOIl IIepeHOC AAaHHBIX, IIOTyYEeHHBIX [P IPefbsBIeHNN IPadOHOB
Ha eCTeCTBEHHbIe 3BYKM, OKA3bIBAeTCSA HEIPaBOMEPHBIM, O YeM CBMAETE/IbCTBYeT HAIIU IIpeiBa-
pUTe/IbHBIE JAHHbIE: CXOLHBIE 110 (POHETUUECKOI MPUHAIEKHOCTY 1 3HAYEHNAM [BYX (POPMAHT
IJIaCHBIE MOTYT VIMeTb pa3Hble OLLeHKY 110 SMOLMOHA/IbHBIM IIKa/IaM.

B merom, BOIpoc 0 TOM, 3aBMCUT JIY SMOLVIOHA/IbHAS XapaKTePUCTUKA aCCOLMALINIL OT CBOICTB
CaMoro 3ByKa J/M/IN OT CII0CO0a 3BYKOIIPOAYKIIMY OCTAETCSI OTKPBITHIM. AHAJIOTMYHBIM 06pasom,
OCTaeTCsl He BBISICHEHHOI POJIb CIIEKTPAIbHBIX COCTAB/IAIOMINX 3BYKa B OLIEHKe ero (oHermde-
CKOTO 3Ha4YeHM, IOCKO/IbKY TUIIOTe3a «4aCTOTHOTO KOfja» IIOCTPOEHA Ha COIIOCTAB/ICHNN OLICHOK
3BYKOOYKB C JaHHBIMM O HEeKMX YCPeJHeHHbIX aKyCTIMYECKIX XapaKTepUCTUKAX 3BYKa.
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ABTOMAaTH3M I HapaIeN3M PaHHUX 3TaNOB 00paboTKu
pedeBoil MHPOPMALNMI MO3TOM: Helipo(U3NOoIornyecKe JaHHbIe
Ha OCHOBE HETaTMBHOCTY PaCcCOITTACOBAHNA

O6pabaTbIBaeT /M HAIl MO3T IMHTBUCTHYECKYI0 NH(OPMALMIO PA3IMIHBIX TUIIOB OLHOBPEMEHHO
WIN B OIpefeNeHHOM mopsifke? TpebyeTcs /mu [/I1 9TOrO Hallle BHMMaHME K pedn MIN KaKie-TO
3TaIbl ee 00pabOTKM MOTYT IIPONCXORUTD aBTOMaTHYeckn? Kak B IICMXOMMHTBUCTHUKE, TaK U B ICK-
X0 U300 HET OXHO3HAYHOTO OTBETa Ha 9T BOIPOCHL B HacTosIeM 0630pe MBI PaCCMOTPUM
PsL HeABHUX MCCIEHOBAHMIT 06pabOTKI pedn MO3rOM UelI0BeKa, B KOTOPBIX MCIIO/Ib30BA/IACh T. H.
HeraTMBHOCTb paccornacosanusA (HP). Oum mokasamy, 4o, jaxke B yCTIOBMAX OTCYTCTBMA BHUMA-
HMA, XapaKTePUCTUKY 3TOTO MO3TOBOI'O OTK/IMKA OTPaXKai0T (HU3MOTOIMYECKYI0 aKTUBAINIO CIef0-
BBIX TIPO1I€CCOB NMAMATH, CBA3aHHBIX C PA3TMYHBIMIU 9/1eMeHTaMM A3bIKa. SHAKOMbIe 3BYKI POJTHOTO
SA3bIKa BBI3BIBAIOT 00/Iee BHIPAKECHHYIO aKTUBALIMIO, YeM HEe3HAKOMBbIe; Ha Oojiee copiep)KaTeIbHOM
YPOBHe, C/IOBA IIPUBOASAT K OOJIbLIIelT aKTUBALIUN, €M 6eCCMBIC/IEHHBIE CIOBOIOJOOHbIE COYETAHILA.
Jaxke B OTCYTCTBME BHMMAHUSA K HUM, TaKie CIOBECHBIE Pa3[Pa>KUTEIM BbI3BIBAIOT YETKYIO IIO-
C/IeOBAaTENIbHOCTD aKTUBALIMM KOPbI TOJIOBHOIO MO3Ta, KOTOPAs HAYMHAETCA C BEPXHMX BUCOYHBIX
obacTeit, a 3aTeM OBICTPO PACIPOCTPAHAETCS B HIDKHIE (QPOHTA/IbHBIE OTHE/BI IEBOTO MOJyIIa-
pus. Pasnuynble IPOCTPAaHCTBEHHO-BPEMEHHbIE MATTEPHbI TAKOM KOPKOBOM aKTUBHOCTY 3aBUCAT
OT JIEKCHMYECKUX 1 CEeMAHTUIECKUX CBOMCTB PeUeBBIX CTUMYJIOB, IPENOCTAB/Iss TaKUM 00pa3oM
pasHOOOpasHble faHHBIE O KOHGUIypauuy KOAMPYOLIMX TaKyl MHPOPMALMIO O0O6DbeIMHEHUIX
HepPBHBIX KJIeTOK KOpbl. Ha ypoBHe 60jee KPYIHBIX BBICKAa3bIBaHNUIT BO3MOXHaA perucrpaunus HP,
OTpaXkalollell COOTBETCTBUE MPENbAB/IAEMbIX COYETAHNUII C/IOB IPAaMMAaTUYECKUM IIPaBUIaM U ce-
MaHTUYECKOMY KOHTEKCTY. DTOT HellpepbIBHO MOMOMHAIOMIMNIACA KOMIUIEKC JaHHBIX YKas3bIBaeT Ha
TO, YTO CaMble PaHHUE 3TAIBI (POHOTIOTUUECKON, TeKCUIECKOT, CEMAHTUYECKON ¥ CUHTAKCIUYeCKOI
06pabOoTKY pednt LeHTPaIbHOI HEPBHOI CUCTEMOI MOTYT IIPOMCXOANTD aBTOMATUIECKIIM 00pa3oM
BHe (pOKyca BHMMaHUA. AHa/IN3 TaKUX HE3aBUCHMBIX OT BHVMMAHVA OTK/IMKOB Ha A3bIKOBbIE CTHU-
MYJIBL IIOKA3bIBaeT, YTO FOCTYI K PasHOOOPA3HON IMHIBUCTUYIECKON MH(OPMALUI IIPOUCXOANUT
B MO3Ie JOCTATOYHO OBICTPO (B TedeHne ~200 MIIIHCEKYH[) ¥ HOCUT IIPAKTUIECKN OfHOBPEMeH-

HbIi1, @ BO3MOXXHO U ITapa/UIe/IbHbIII XapaKTep.

BBenenmne

TpaguioHHbIe MICUXONMHTBUCTUYECKIE MOfieNN BocpusaTus sisbika (Morton, 1969; Fromkin,
1973; Garrett, 1980; Dell, 1986; MacKay, 1987), Haxopsiue oTpakeH1e U B pa3HOOOPa3HBIX CO-
BpEeMEHHBIX IIO/IXO/IaX K IIOHMMaHuUIo 1 Ipon3BofcTBy peun (Levelt et al., 1999; Norris et al., 2000),
PasIMYaT HECKONIBKO 3a/IefiCTBOBAHHBIX B 3TOM Ipoliecce TMHOB mHpopmannu. HecMoTpsi Ha
obWIe pasiIndnii MeX/y 9TVMU TEOPUAMM, OHU B IIe/IOM COIVIAIIAIOTCA APYT C APYTOM B Cylle-
crBoBaunu: (1) ypoBHs oHOMOrMIeCKO! 06pabOTKM, HA KOTOPOM (IIOC/Ie IPUMUTUBHOIO aKy-
CTMYeCKOr0 aHa/IN3a) aHAIMSUPYIOTCA QoHeTHYecKue 1 (GOHONIOIMYECKNe XapaKTepPUCTUKHU 3BY-
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KOB peunt, (2) mekcudaeckoil 06pabOTKY, MHOTAA B BuJie KOHIEMINN TOMCKa MHPOPMAINK B T.H.
«MEHTA/IbHOM JIEKCUKOHE», T.€. CBOeOOPasHOM MBICIEHHOM C/IOBape, (3) ceMaHTMYeCKoir obpa-
60TKM, KOTOpasi MMeeT OTHOIIEHNe K BOCIPUATUI0 KOHKPETHOTO CMBIC/IA YC/IBIIIAHHOTO C/IOBA,
(4) n HaKOHel, CMHTAKCUYECKOI'O YPOBH:A, Ha KOTOPOM HJieT aHa/IM3 IpaMMaTIdecKoll MHpopMa-
1Y, obecreunBaoleil CBA3b MEX/y C/IOBaMU B IIPEJIOKEHNAX. B 3aBMCMMOCTIL OT KOHKpeTHON
TE€OpUN, 3TN «MOHYIII/I» MHOTrga O6'I)€HI/IHHTCH, OHYCKaIOTCH mim YBe}II/I‘II/IBaIOTCH B KO/INMYECTBE.
OHHaKO, I/TaBHBINI KaMeHb IIPpETKHOBEHNA B COBpeMeHHOﬁ IICUXOJIMHTBUCTUKE 3aK/ITHYaA€TCA HE
B 3TOM, a B pPa3HOI/TACUAX Me>1<ny MOJEenAMHN, MpeERonaraniIMmn HOCHCHOBaTeHbeIﬁ Xapak-
Tep 06paboTKM 3TON MHPOPMALNH, C OFHOI CTOPOHDI, ¥ MORESIMM, CUUTAIOLINMI, ITO BCE 3TU
IPOL[ECCHI IPOUCXOAAT /MO0 IMOMHOCTHIO MAPA/IIENIbHO, MO0 MPUOTUSUTENBHO OFHOBPEMEHHO,
C Opyroit. DTOT BOIPOC MOXKeT OBITH MOTEHI[MAIbHO pa3pelleH Iy MOMOIIY HeIpoQu3nonornm,
KOTOpasi, UCIIOb3Ys TaKye MHCTPYMEHTBI KaK a/eKTpoaHuedanorpadusa (939) wim MarauTosH-
nedanorpadust (MII), cocobHa HEMHBA3MBHO OTCIEKMBATH MO3TOBbIE MPOLECCHI ¢ OOIBIION
BpeMeHHOI}‘[ TOYHOCTDBIO VI PETUCTPNPOBATDH MI/UUH/ICCKYHHHI)IC pas3nmnmana Me)KHY HUMMN.

Heitpodusuonorndeckne 3KCIEPUMEHTBI, [eMICTBUTENbHO, CHITPAIN 3aMETHYI0 POIb B 3TUX
nebarax. PazHOOOpasHbIe MCCIETOBAHSI, IPOBEEHHbIE C UCIOIb30BAHNEM PA3/INYHOTO TNHIBU-
CTUYeCKOro MaTepuaa, COpMUPOBAIN Y>Ke YCTOABIIUIICA B3IVLA Ha IIOC/IeNOBaTe/IbHBII XapaK-
TEP Pa3/IMYHBIX JIMHIBUCTNYECKUX ITPOLIECCOB B MO3TE. Ilocne BpIYIEHEHUSA MO3TOM IIPYMUTUB-
HBIX aKyCTMYeCKUX XapaKTepUCTHUK 13 3BYKOBOrO curHala (yxe depes 20-50 Mcek IOC/Ie Havaa
cTuMyssALun, Haop., Krumbholz et al., 2003; Lutkenhoner et al., 2003), ponomornaeckmit xapakrep
9KCIIEPUMEHTA/IbHBIX 3a/jad, KaK OKa3a/I0Ch, CIIOCOOEH M3MEHSTh HEPBHYIO [esITeIbHOCTD TOIBKO
B nuamasoHe 100-200 mcek (Poeppel et al., 1996; Obleser et al., 2004). O6paborka nrdpopmannn
60/1ee «BBICOKOTO» YPOBHS, COIIACHO HEKOTOPBIM WCCIEZOBAHNSM, TPeOyeT OT Uel0BEUeCKOro
MO3Tra 3HAYUTEIbHO 6OIII)IHeI‘O BPEMEHN — KOMIIOHEHT BBI3BAHHBIX IIOTEHIINA/IOB 110/, Ha3BaHNEM
N400, nmerommii CBOJ MaKCMMYM B JiManasoHe oKono 400 MceK Iocye 3pUTeNbHOTO MpebsaBe-
Hust cnoBecHoro ctumyina (Kutas & Hillyard, 1980), 06b14HO cumTaeTcst MHAEKCOM CEMAHTUIECKIX
mpoteccoB. VIHOTa HOMOMHUTENBHO BbIfeNsIeTcss ero bomee panumit (350 Mcek) cy6K0MH0HeHT,
KOTOPBIII, KaK IIPeAIIoiaraeTcs, UMeeT OTHOLICHNE K JIeKcdecKoMy gocTyiy (Bentin et al., 1999;
Embick et al., 2001; Pylkkanen et al., 2002; Stockall et al., 2004), 4To, KpoMe Bcero Ipodero, CIo-
COOCTBYIOT B LIJIOM CIOPHOMY Pas/IM4YEHNIO JIEKCIIECKOrO M CEMAHTMYECKOTO ypPOBHeN obpa-
60TKM. B crydae cMHTaKCMYeCKMX IIPOLIECCOB, cUTyarys emte 6oee ycmoxusercs. C IaTeHTHO-
CTbIO OKOZI0 100 MCeK perucTpupyeTcs T.H. paHH:AA NeBasd ¢poHTanbHasd HeraTuBHOCTb (ELAN,
early left anterior negativity), KoTOpast yBenn4nBaeTcss B OTBET Ha HEKOTOPBIE IPaMMATIIeCKue
HapylIeHNU B IperbasaeMblx npepnoxernax (Neville et al., 1991; Friederici et al., 1993). Jomorn-
HITETBHO, B OTBET HA CHHTAKCUYECKIIT MaTepUajl perncTpupyorcs 6omee mosgame (>250 Mcek)
OTK/IVKHY, MMeIOlllyie HeraTUBHYIO IIO/IPHOCTh BO (pOoHTanbHbIX obmacTsax (Miinte et al., 1998;
Gunter et al., 2000). /I HakoHel, OTHUM U3 HauOOjIee 3aMETHBIX CUMHTAKCUYECKUX OTK/IMKOB SIB-
nstetcsa P600, To3gHM CABUT BRI3BAHHOTO MOTEHIIMAIA, TOCTUTAIONINIT CBOET MaKCUMAJIbHOM aM-
IINTYABI (IOJIOKUTEIbHOI IIOIIPHOCTIL) OKOIO 600 MCEK B LIeHTPa/IbHO-TEMEHHBIX 00/TacTsIX (CM.
0630p Osterhout et al., 1997; Osterhout & Hagoort, 1999).

Taxmne OaHHBbIE, YKa3bIBaIOHH/Ie Ha HOCHeHOBaTeHBHbII?[ HOCTYH K pa3/IiNMIHbIM TUIIAM I/IH(I)OpMa-
1y, 1 ¢OPMUPOBAIN JOMUHNPYIOLIYIO B HEPO(USMOIOINY S3bIKA ¥ Pedy TOUKY 3peHust (CM.
0630p Friederici, 2002). OHa, 0fHaKO, BCTYIaeT B KOH(INKT C Le/IBIM PSIIOM [TOBEIEHIECKIX IaH-
HbIX, HO}IY‘{CHHI)IX B IICUIXO/IMHTBYICTNYECKNIX SKCIIEPNMEHTAX. Peup nupetr 06 9KCIIEPMIMEHTAX, YKa'
3aBIIMX Ha IapajUIe/IbHBII XapakTep 00paboTKM MO3TOM MH(POPMAIMK O MOCTYIAIONMINX CI0BAX
U O KOHTEKCTE VX IPEIbsBICHNUs, 1 Ha OBICTPOTY 9TOI 06pabOTKY, KOTOpast MOXKET MMETh Me-
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CTO B TedyeHUe mepBbiX ~200 MceK IOCTIe TOTO, KaK MMemnleecs MHGpOpManus mo3BOSIeT PacIo-
3HaTh TO Wn nHOoe oo (Marslen-Wilson, 1973; Marslen-Wilson, 1987; Rastle et al., 2000; Mohr
& Pulvermiiller, 2002). Hampumep, UCIIbITyeMble MOTYT COBEpIIATb MOTOPHbBIE OTBETDI (HaXKaTye
KHOIIKM) Ha 3pUTEIbHO IpefbsABIIAeMbIe CJIOBA B 3aBUCUMOCTI OT CBOEV OLIEHKM UX (oHeTHde-
CKMX VM CEMAaHTIYeCKVX CBOMICTB yepe3 400-450 Mcek mocite nosasrern:a crumyina (Marslen-Wilson
& Tyler, 1975). IlockonbKy 3HauuTE/IbHOE BpeMA TpebyeTcsA Ha IIOATOTOBKY U BBIIIOJHEHNE Ca-
MOTO aKTa MOTOPHOTO OTBETa, TO Hambosee paHHNUE IICUXOMTNHIBUCTIYECKIE IPOLIECCHI, CBSI3aH-
Hble C IIpeIbABJICHHBIM CJIOBOM, HO/DKHBI IMETh MECTO HaMHOro pasblue. Eme 6oee youBuTenn-
HBIM OKa3a/I0Ch TO, YTO Ja)Xe B 9TOM paHHEM JAMaIla30He BPEMEHU JIMHIBUCTIYECKIE TIPOLeCChI
HOfIBep>KeHbl BIVMAHUIO CEMAaHTMYECKUX U CUMHTaKcudecknx dakropos (Marslen-Wilson & Tyler,
1975). Bomee TOro, MCCIefoBaHNA C JCIIOIb30BAaHMEM METOAMKU IIOBTOPEHMUA YC/IBIIIAHHOIO
(shadowing) yxasanu Ha TO, 4TO IIPOM3BOICTBO Pe4y MHULUMPYeTCA Yoxe depe3 150-200 Mcek mo-
C/le IOCTYIUIeHNs si3bIKOBOro ctumya (Marslen-Wilson, 1985). Pannne nosefenueckue s QexTsi,
OTpa)XaIoI[yle CeMAHTUYECKE MPOLECCh M KOHTEKCTHYIO MHTETPALNIO, ObUIM TAKXKe MOTyIeHBI
B OIIBITAaX C KPOCC-MOJA/IbHBIM IIPAIIMIHIOM, B KOTOPBIX OBbIIO IIOKAa3aHO, YTO JOCTYI K MH(OP-
Malliy O IPENbABIAEMOM C/IOBE MOXKET IPOMCXONUTH 3afJOI'0 IO €r0 OKOHYAHUA, B TedeHNe
200 Mcek IOoC/Ie TOr0, KaK MMeIIascsi MHPOpMaLMs ITO3BOJISIET ero UieHTUDUKALVIO, VI JjaXKe
panbie (Zwitserlood, 1989; Moss et al., 1997; Tyler et al., 2002). DxcrieprMeHTbI, MCIONB3YIOLIVE
METOAMKY OTCIeKUBAHMA IBVDKeHUIT a3 (eye-tracking) Taxoke oKasau, 4TO pAL NCUXOMNHIBY-
CTUYECKMX CBOJICTB IIPeIbAB/IAEMBIX CTVMYJIOB OKasblBaeT BVIAHME Ha JBVDKEHNA ITIa3 C TaKOil
JKe paHHell mTaTeHTHOCThIo (Sereno & Rayner, 2003). VccnenoBaHys TaKOro poya IpejIaraioT alb-
TePHATUBHYIO TOYKY 3PEHNA, COIVIACHO KOTOPOJ OHOBPEMEHHBINI HOCTYII K Pa3IMYHbIM TUIAM
JIMHTBUCTHYECKON MH(OpMaLUy MOXXeT MHUIVMPOBATbCA B MO3Te B TedeHne 200 MceK II0crIe Io-
CTYIUIEHMSI COOTBETCTBYIOIINX pasfipaXUTesell. IT0, B CBOI0 O4Yepe/b, CTABUT IO, COMHEHME II0-
CllefoBaTe/IbHbIE MOJEMN 00PabOTKI 3bIKA MO3TOM, IIPEJIO>KEHHbIE B IICUXOIMHIBICTIKE U IIOfI-
Jilep>)KaHHbIe, TI0 KpaliHeil Mepe YaCTIUYHO, PAHHVIMY HePO(IU3MOTOINYeCKIMI 9KCIIePUMEHTAMIL

JpyruM CIIOpHBIM BOIIPOCOM pe4yeBOil HayK! ABJIACTCA BOIPOC O TOM, HACKOJTIBKO 4YeloBede-
cKast CIoco6HOCTD K 006paboTKe sA3bIKa TpeOyeT pecypcoB APYIMX KOTHUTHBHBIX CUCTEM, IIpe-
JKJIe BCero BHMMAaHIA, ¥, HA000pOT, B KaKOII CTeIleHV OHa 00afiaeT aBTOMATU3MOM. Ta JIerkocTs,
C KOTOPOJ MbI MO>KEM BOCIIPMHMMATh BECh CJIOXKHDBI KOMIUIEKC ITOCTYIAIOLIEl B HAIly CIIyXOBYIO
CHCTEMY pedu, U IPOCTOTA, C KOTOPOI MBI, Ka3aJI0Ch Obl, MTHOBEHHO pacln(pOBbIBAEM 3aKIIIO-
YAIOLIYIOCS B Hell IPaMMAaTNYeCcKyl0, MOP(OIOrMYecKylo, CeMaHTHYECKYI0 U Ipodyio MHOp-
MallJIo, 3a49acTyi0 3aHUMAACh IPU STOM APYIMMU He/IaMU, IIPUBEIN K IPeIONIOKEHNAM, 9TO
JIMHTBUCTUYECKAs JeATeTIbHOCTD OCYILIeCTB/IAETCA MO3IOM B 3HAYMNTE/ILHON CTEIIeHN aBTOMATU31-
poBanubM ob6pasom (Fodor, 1983; Garrett, 1984; Garrod & Pickering, 2004; Pickering & Garrod,
2004). YTo6bI paccMOTpeTh 3TOT BOMPOC B KOHTEKCTE HACTOAIIEr0 0630pa, Mbl pazbepeM HeMpo-
¢dusnonorndeckue faHHbIE, IOJTYYCHHbIe BHe (POKyca BHUMAHVA C JCIIOJIb30BaHIEM IaCCUBHON
9KCIEePVMEHTA/IbHOM IIapafiiTMbl ¥ MO3TOBOTO OTK/IMKA M3BECTHOrO IIOf HasBaHMeM «mismatch
negativity (MMN)», deit pycckuii IepeBoyi «HeraTMBHOCTD paccornacoBanys (HP)» mbr 6ymem uc-
H0/Ib30BaTh B fayibHeiimeM. HP — 3To M03roBoit OTK/IMK (OTK/IOHEHNA BBI3BAHHOTO IOTEHIMAIA
VIV TIPOU3BEIeHHOrO VIM MarHUTHOTO II0/I7) BBI3bIBAEMBIIl peIKUMU (T.H. JeBUAHTHBIMI) aKyCTH-
YeCKMMIU ITOCBUIKAaMI, IIPeIbAB/IAEMBIMI U3pefiKa Ha pOoHe YacThIX (T.H. CTAHIAPTHBIX) CTUMY/IOB
(Alho, 1995; Naatanen, 1995). OgHoit U3 BaxKHbIX 0cobeHHOCTell HP aB/1seTcss BOSMOXKHOCTD €€
TeHepalyyi B OTCYTCTBJMe BHUMAHUA MCIBITYEeMbIX K CTyXOBbIM pasppaxurtenaM (Tiitinen et al.,
1994; Schroger, 1996). B cBA3M ¢ 9TMM cUMTaeTCA, YTO OHA OTPaXKaeT aBTOMATIYECKYIO IeTEKIIVI0
MO3rOM M3MEHEHUIT B ITOCTYHAIOLIell 3BYKOBOI MH(POPMAIVN, ABJIAACh CBOETO POJA YHUKATbHBIM
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MHAVMKAaTOPOM TOTO, KaK HAlll MO3T 0OpabarbiBaeT akycTudeckue cooprtyst (Nédtinen, 1995). B mo-
cnennee Bpemsi HP Bce 6osbite 11 607Iblite MCIIONB3yeTCsT U /IS VICC/IEOBAHMIT HEPBHBIX MEXAHI3-
MOB JIeKAI[UX B OCHOBaHMM pedeBoir pynkunn (Nddtdnen, 2001; Pulvermiiller & Shtyrov, 2006).
CHavaja maBaliTe pacCMOTPUM OCHOBHBIE IIPEAIIOCBIIKM JIA TaKoro mcrnonb3oanmnsa HP. Hamn
IpejyIaraeTcs 4eThlpe OCHOBHBIX olpegenaomyx ¢akropa: (a) HP aBngeTcs paHHMM MO3roBBIM
orkmukoy; (b) HP obmagaer aBromMarusmom; (C) OHa SIB/SIETCS OTK/IMKOM HA MHAVBIYa/IbHBII
pasapaxurens; (d) HP sBiseTcst OTK/INKOM HA HepeMeHy B cTumy/sinnu. [lepBble Ba MOMEHTA
OTHOCATCS K M3BECTHBIM CBOMCTBaM HP, CBSI3aHHBIM Te€M MM MHBIM 00pPa3oM C MEXaHU3MAMI €€
reHepaluy B MO3Te, a IOC/TeAHNe JBa IIYHKTA HPEACTAB/IAIT 13 Ce0sl BAXXHOCTb B CBSI3U C TeX-
HIYEeCKVIMM, METOOIOTNYECKIMI 0COOEHHOCTSIMI MCCIELOBAHNIT aKTUBHOCTY MO3ra B OTBET HA
SI3BIKOBBIE CTUMYIIBL.

Pannsag nareatHocts HP

Kak y’>ke TOBOPMIOCH, PN TOBEJEHYECKUX MCCIeHOBAHNUI YKa3blBaeT Ha 3aIlyCK IICHMXOIMHIBMU-
CTUYECKUX NPOLECCOB B MO3re B TedeHne 200 MceK IOoCIe NOCTYIUIEHNUA JOCTaTOYHONM /I 9TOTO
pedeBoit mHpOpManyu. Ecmu aTH mpoIlecchl HAXONSAT OTPAXKEHHe B [JUHAMUKE COOBITUITHO-
CBAA3aHHOM MO3TOBOJ aKTMBHOCTM, TO COOTBETCTBYIOLINME MO3IOBbI€ OTK/IMKMN, PETMCTPUPYEMbIe
Ha IIOBEPXHOCTH IO/IOBbI, JO/DKHBI MMETb MECTO B TOM JK€ JMalla30He BpeMEHM WIN [AaKe PaHblIIe.
9710 AB/IsAETCS 00513aTeIbHBIM (XOTS M HEOCTATOYHBIM) YC/IOBYEM /ISl YCTAHOBJIEHVSI X MIPSMOIL
CBA3Y C BbINIEYKa3aHHBIMM JIMHIBYCTUYECKMMM IIPOLECCAaMM; B IIPOTUMBHOM C/Iy4Yae, OHM MOTYT
6BITH BCETO /NUIIb OTHATEHHBIMU MOCTENCTBUSAMI 3TUX MPOLECCOB. DTO ABTOMATUYECKN MCKITIO-
YyaeT I03/HME CABUIY BbI3BaHHBIX moTeHumanos (BIT; N400, M350, P600) n3 paccMoTpeHus B Ka-
YeCTBe MOTEHIMA/IbHbIX KAHAUIATOB B MHAMKATOPbI PAHHUX A3bIKOBBIX SIBJIeHNII B Mo3re. PanHnue,
T. H. ob/raTopHsle cayxosble moteHmyanst (P1, N1) He 06HAPY>KUIN TyBCTBUTENIBHOCTI K JINHI-
BucTndecknM Qaxkropam. ELAN, paHHMIT CMHTaKCMYEeCKVIT OTK/IMK, BIIOJIHE COOTBETCTBYET Bpe-
MEHHBIM TPeOOBAHWSIM, HO He PErMCTPUPYeTCs: B OOMBIIMHCTBE TMHIBUCTUYECKUX 3aad (1 60-
JIee TOTO, MOXKET OBbITh HalifIeH JaleKO He BO BCeX CUMHTAKCMYeCKMX oIbITax). C Apyroil CTOpOHEL,
HP, Bo-mepBbIX, SIBISETCS PAaHHMM KOMIIOHEHTOM (OOBIYHAS JTATEHTHOCTH B mpegenax 100-200
MCEK), @ BO-BTOPBIX, IPOYHO CBsI3aHA C TAKMMU KOTHUTMBHBIMU SIBJIEHUSIMU KaK IaMsATh, BHU-
MaHJe U €r0 OPMeHTMPOBaHMe, IIPYMUTIBHBIA MHTEUIEKT CIyXxoBoii cucteMbl (Nadtdnen, 1995;
Nédtanen & Alho, 1995; Naitanen, 2000; Nédténen et al., 2001). M3Bectro, uto HP obnmagaer uys-
CTBUTE/ILHOCTBIO K KpaifHe aOCTPAaKTHBIM CBOJICTBAM 3BYKOBBIX CUTHAJIOB U TaKUM 00pa3oM AB-
JISIeTCS TOTEHIVa/IbHBIM KaHAMAATOM IS MAeHTU(PUKAIVN IPEJIoIaraeMoil paHHell sI3bIKOBOIA
LeATe/IbHOCTU B MO3Te.

ABtomatnsm HP

XoTA BOIIPOC O TOM, NofiBepKeHa u HP BausaHMI0 poneccoB BHUMAHNA, U €C/IN [1d, TO JO Ka-
KOJ1 CTEIeHN, HepelleH, HEOIIPOBEPXKMMO TO, 4TO HP j1erko BbI3bIBaeTCA B OTCYTCTBUE IMPAMOTO
BHUMaHMA K CTuMysanun. TakoMm obpasom, HP He TpeOyeT akTMBHOTrO y4acTHs MCIIBITYEMOTO
B OCMBIC/IEHUM TIPENDABIAEMOTO MaTepyaa; KaK IPaBUIO, MCIIBITYEMbIN 3aHAT He CBA3aHHOM CO
CIyXOBBIMIU CTUMY/IaMI 3afadeit (Hamp., mpocMoTp ¢uabMa), B To BpeMst Kak HP, Tem He MeHee,
TeHEPUPYETCA PENKUMU CIyYailHbIMM M3MEHEHMAMMU B ITOCTYIAKUMX CIYXOBBIX curHanmax. Ilo
KpaifHell Mepe B 9TOM cMbIciie HP MoXeT cuMTaTbCcsl aBTOMATIYECKIIM MO3TOBBIM OTK/IMKOM. JTO,
B CBOIO O4epelb, MMeeT BAKHOE 3HAU€HUs I €€ MCIO/Ib30BaHUsA B PEUYEBBIX UCCIENOBAHIAX.
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OOBIYHO B A3BIKOBBIX SKCIIEPUMEHTAX UCIIBITYeMBIM JIaeTCA 3a/jaHle BHIMATEeIbHO BOCIIPMHIMATD
IpexbsB/IsAeMble MM CI0Ba Wn mpepiokenus (Hamp., Neville et al., 1991; Osterhout & Swinney,
1993; Friederici et al., 2000). 3agacTyo, MHCTPYKLMsI BKIIOYAeT B cebst IIPOBeieHne KaKO-bo
OLICHKM JIMHTBUCTUYECKOrO MaTepuana (HaIp., 3HaKOMble-He3HaKOMbIe, IIpaBU/IbHbIe-HEBEPHBIE
CJI0Ba) BIUIOTD /IO C/IOXKHBIX JIMHIBMCTIYECKUX 3a/jad — TaKUX KaK OLeHKa IPaMMAaTVKV IIPeIo-
sxeHyst win siekcnaeckoe pemenre (lexical decision). TTockonbky B TakoM 9KcrepumeHte Tpeby-
eTCS aKTUMBHOE BHVIMaHIE CO CTOPOHBI MCIIBITYeMOIO, HEBO3MOXKHO YIOCTOBEPUTLCH B TOM, YTO
perucTpupyemas HelIpOHHas aKTUMBHOCTb He CBf3aHAa CKOpee C MO3TOBBIMU KOPPEIATaMU IIPO-
LIeCCOB BHJMMAHMA, YeM C SA3BIKOBBIMM IIpOIleccaMy KaK TaKoBbIMU. CBf3aHHbBIE C IIPOLeCcCaMU
BHUMAHUA fABJICHNA, KaK M3BECTHO, MOIYIUPYIOT PAN BBI3SBAHHBIX OTK/IVMKOB, B TOM YMCJIe CBA-
3aHHBIX C MO3TOBBIMY CTPYKTypaMI HaXOAILIVMMIICA BOIM3M OCHOBHBIX A3BIKOBBIX 00/IACcTell MIN
faKe mepexpeIBaroimMucs ¢ Humu (cM. Hamp. Picton & Hillyard, 1974; Alho, 1992; Woods et al.,
1993a; Woods et al., 1993b; Tiitinen et al., 1997; Escera et al., 1998; Yamasaki et al., 2002; Yantis
et al,, 2002). BrionHe BO3MOXKHO, YTO VICIIBITYeMble YIeNAIT 60/Iblle BHUMAHUA HEOObIYHBIM VTN
COIep)KAIIMM IIpefHaMepeHHbIe OLUIMOKM CTUMYIaM (B IIOZOOHBIX 9KCIIEPUMEHTAX 3a4aCTYIO VC-
HOJIB3YIOTCS IICEBIOC/IOBA, OECCMBIC/ICHHbIE IPENIOXKEHNsI M TpaMMaTHdYecKye OLIMOKM) B TO
BpeMs, KaK OHU IBITAIOTCS OCMBICIUTD X; BO3MOXKHO, YTO OHU IPUMEHSIOT Pa3IMYHYI0 CTpare-
TUI0 Ipy 06paboTKe MIPABUIBHO CHOPMIPOBAHHBIX VI HAMEPEHHO OLIMOOYHBIX CTUMY/IOB. Takue
crienuyyecKe U3MEHEHNA CTPATETUN I Bapuallliyl B yPOBHE BHUMAHNUA MOTYT, B CBOIO OYepefb,
HAaJITV OTpa’keHNe B U3MepAeMOil aKTVBHOCTY, II€PEKPbIBAACH C IIOIIMHHO A3BIKOBO JeATeNbHO-
cTbI0 Mo3ra. TakuM 06pa3oM, KpailHe Ba>KHBIM IIPe[CTaB/IACTCSA OrpaHMYeHNe BJIVIAHUA IIPOLec-
coB BHMMaHUA U 3¢EeKTOB CrenuduKy MOCTaBIeHHOI 3afadun. /st peleHns 3Toi mpo6meMsl
HP npepcrasisier co60it upeanbHblil MHCTPYMEHT, T. K. OHA PETUCTPUPYETCsI, KOI/IA MCIIBITyeMble
He KOHIICHTPUPYIOT BHUMAaHNe Ha CTUMYJIALUY M He BBIITOTHAIOT HUKAKUX CBA3AHHBIX CO CTUMY-
JIaMU 3aTaHUIA.

HP kak OTKINK Ha MHAVIBU/YaAbHbIN pasgpaKuTenb

HecmoTpst Ha TO, 4TO Ha/AM4Me PAHHUX NCUXOMMHTBUCTIYECKUX IIPOLECCOB CENyeT U3 MMeEo-
IVXCA TIOBEleHYeCKNX JAaHHBIX, HeIpOo(U3MoIoraM B OCHOBHOM He YHa/JIOCh HaiiTH MO3TOBBIX
KOPPETATOB 3TON AeATenbHOCTN. OffHa 13 BO3MOXKHBIX IIPUYMH 9TOI HEY/ladM MOXKET MMeTb Me-
TOJO/IOTMYECKYI0 IPUPOAY. B GOIBIINHCTBE SKCIIEPUMEHTOB IO (PUBMOIOTMN Pedn UCCIERYIOTCS
U CPaBHUBAIOTCS LPYT C APYroM GOJIbliVe TPYIIIBI CTYMY/IOB; YCPEHEHHbIE OTKIMKI IIPU 9TOM
UCIO/Ib3YIOTCSI ISl 00001IIeHNsT Pe3y/IbTATOB B IIPYMEHEHNN KO BCEMY MaTepyaly, OTHOCAIeMYCsI
K TOJI /I MHOY KaTeTOPUY JIMHTBUCTUYECKUX CTUMYJIOB. DTO IIPUBOJUT K IpobiieMe Gpr3ndecKon
BapMATUBHOCTHU CTMMYJ/IOB, TaK KaK PasfpaKUTeIN Pas3IMYaioTcsi 0 CBOMM (M3NIeCKUM CBOI-
CTBaM (HAIPp., IINTENbHOCTD, CIIEKTPa/IbHble XapaKTePUCTUKY, paclpefe/leHne 3ByKOBOI 9HepIun
u T.1.). Kak n3BecTHO, jayke MUHMMAaJIbHbIE PA3/IN4IA B IPOCTHIX (PM3NYECKUX CBOMICTBAX MOTYT
IPUBOANUTD K Pa3/M4MAM B PEIMCTPUPYeMOll akTMBHOCTY Mo3ra (Néadtinen & Picton, 1987; Korth
& Nguyen, 1997), KoTOpble MOTYT IIepeKpPbIBAThCA BO BpeMEHM C IMHIBUCTIYeCKMN 9 dekramu,
MAaCKMPOBATh WINX CKPBIBATh UX, IIU [jaXKe OMIMOOYHO Ka3aTbCsl TAKOBBIMIL. JIpyroit mpobiemoir
ABNIAETCA NICUXOMMHTBUCTIYECKAsA BapMATMBHOCTD, T.K. CTUMY/BI, KaK IIPaBIJIO, Pas3mMYarOTCA
II0 CBOMM /IVMHTBMCTUYECKVMM IIPU3HAKAM, TAaKMM KaK YacTOTa BCTPEYAEMOCTH B sA3BIKE WIN Bpe-
MeHHbIe IIapaMeTpbl Paclo3HaBaHusA c1oBa. Iloc/enHme Mpy 9TOM 0COOEHHO TPYAHO HOANAIOTCAH
KOHTPOJIIO, T.K. Pas/M4Hble C/I0Ba, [aXe IIPJ OAMHAKOBOM OOIIeil [INTeNIbHOCTH, IOfAI0TCA
PacIO3HAHNUIO ¥ BBIE/ICHNIO M3 KPYTa CBOUX JIeKCMYECKNX KOHKYPEHTOB B Pa3/INYHbIe MOMEHTBI
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BPEMEHM — B 3KCTPEMA/IbHBIX CyYasX BCKOPeE IIOC/Ie Hadajia C/I0BA MM TONBKO Ype3 HEKOTOPoe
BpeMA mocre ero okoHuaHusA (Marslen-Wilson, 1987). HecoMHeHHYI0 TONb3y IMPU 3TOM MOXET
HOPUHOCUTD TPAJIUIIMOHHOE BhIPABHUBAHME CPEJHMUX [TAPAMETPOB MEX/ly Pas/IMYHbIMU KaT€TOpU-
AMM CTMMYJIOB B 9KCIIEPUMEHTe, KOTOPOe, TeM He MeHee, 10 IIPeXXHEeMY He pelllaeT BCeX IpobieM.
Kak mpaBuimo, Bce M3BeCTHbIe PaHHUE KOMIIOHEHTBI COOBITHITHO-BBISBAHHBIX OTKIMKOB MMEIOT
OTHOCHUTEbHO MA/TyI0 aMIIUTY/ly M KOPOTKO€E BpeMs IPOABJIEHN; €C/IM TUIIOTeTUYEeCKIEe PaHHIE
KOPPEJIATBI A3bIKOBOI [IeATe/IbHOCTY 00/Ialal0T TeMI JKe CBOJICTBAMI, TO BAPUATUBHOCTD BHYTPI
TPYIIIbl CTUMY/IOB IPUBENET K UX Pa3MbIBY UM IIOTHOMY MCYE3HOBEHMIO B CPEJHEM OTK/IMKE O
rpymue (Pulvermiiller, 1999; Pulvermiiller & Shtyrov, 2006). C mpyroit cTopoHsl, 60ree mO3[HIE
orkmmky (Takme kKak N400, P600), MeHee ImonBepKeHbI TAKOMY HECTPYKTMBHOMY BO3JEiCTBIIO
HPOLIeAYPbl YCPEJHEHN, T. K. OHYM 00/IalaloT 3HAYUTEIbHOI aMIUIMTYHON 1 AIATCA Ha HPOTSKe-
HIMU COTeH MIUIUCEKYHA. [109TOMY, 4TOOBI OOHAPY>KUTD IIpefronaraeMble paHHIe 3G eKThI, He-
00X0AMMO MAaKCHMajIbHO YMEHBIUINTD BIMSHIE BAPUATUBHOCTU pasgpaxurereil. [Tockompky HP
ABNAETCA OTKIMKOM Ha OJMH M TOT K€ JIEBUAHTHBIN CTUMYJI, KOTOPBIil [/Isl yIy4lIeHUsA COOTHO-
IIeHNA CUTHa/A K IIYMy MHOTOKPATHO HOBTOPAETCA CTy4alfHbIM 00pa3oM, TO OHa IPefOCTaB/IAeT
HOJTHOE pellieH1te IIPO6/IeMbl BapMaTHBHOCTH, CBOJiA HMOC/IENHION K HYJIIO.

HP xak OTKIMK Ha M3MEHEHIIE

ITo cBoemy onpenenennto, HP permcrpupyerca Kkak pasHuna MeXay OTKIMKAMM Ha J€BMAHTHBIN
U CTaHAQPTHBII CTUMY/IBL, KOHTPACT MEXY KOTOPBIMM U IIPUBOAUT K €€ IOAB/IeHUI0. ITO, B CBOIO
ouepefb, JaeT YHMKA/IbHYI0 BO3MOXXHOCTb KOHTPOJIA HaJ aKyCTUYECKUMY ITapaMeTpaMy CTUMY-
JIAIIVM B A3BIKOBBIX 9KCIIepuMeHTaX. IIpenmaraemplit KOHTPOIb COCTOUT B MCIIO/Ib30BAHNM UJIEH-
TUYHBIX aKyCTUYECKUX KOHTPACTOB B PA3IMYHBIX KaTETOPUAX CTUMYJIOB, IIPM OHOBPEMEHHO
MaHMITYJIALOUY UX JIMHTBUCTUYECKUMIM CBOJICTBaMIU. PaccMOTpuM cirefyromue TUIIOTETHYECKIe
COYETAHMA PasfpakuTeneil, VCIONb3ys aHIIMACKNN A3bIK, KOTOPBI IMPUMEHANCA BO MHOTUX
HaIMX 9KcrepuMeHTax: (1) c;oBo «ray» (JIyd4, ef.4.) B KadeCcTBe CTAHIApPTHOTO CTVMMYJIA Y «rays»
(myum, MH.4.) — B KaueCTBe A€BUAHTHOIO, (2) «lay» (kmacts, Heomp.d.)- «lays» (kmager, em.a. 3 11.),
(3) «gray» (cepblit) — «graze» (IacTiCb), (4) «tay» — «taze». Bo Bcex deTbIpex codeTaHusax, HP
6yzieT BBISBIBATHCS ONHUM M T€M K€ aKYCTUYIeCKMM KOHTPACTOM, KOTOPBIL COCTOUT B HAINYNN
3ByKa [Z] B KOHIle IeBMAHTHOIO CTUMY/Ia B TOM IOJIOXKEHMI, Ifie CTaHAPTHBI pasfipakKUTeNb
yke 3aBepunwicA. Takum o6pasoM, 4icTo aKycTudeckasd HP B oTBeT Ha 3TOT KOHTPAcT JO/DKHA
OCTaThCsI HEM3MEHHOIT BO BCeX YeThIpex yCmoBusx. OfHAKO 9TM YeTbipe KOMOMHALNY, HECMOTPSI
Ha UIEHTNYHOCTD aKyCTMYECKMX KOHTPACTOB, PE3KO Pa3MYIAIOTCA 110 CBOEMY NMHIBYCTIUYECKOMY
KOHTEKCTY: B IIEPBOM 13 TMIIOTETHYECKIX SKCIIEPVYIMEHTA/IbHBIX O/IOKOB 9TOT KOHTPACT MPEeACTaB-
js1eT OO0l CKIIOHEHMe CYIeCTBUTEIbHOTO (M3MEHEHMe B 4NCIIe); BO BTOPOM O/IOKe MbI MMeeM
cripshKeHnme rmarona (B 3-e mii0). B TpeTbeM yCmoBUM TOT e CaMBIll aKyCTHMUYECKMIT KOHTPACT
NPUBOAUT K IIOJIHOM JIEKCUYECKON M CEMAHTUYECKOIl IepeMeHe — CTAaHJapTHbIe U leBMaHTHbIE
CTUMYyJIBI He CBSI3aHBI OOLIMM CMBICIOM I JjaKe OTHOCATCS K PasHBIM 4acTsAM peun. Hakower,
JyeTBepTast [apa IPefCTaB/sieT n3 cebst 6eCcCMbICTIEHHBIE IICEBIOCIOBA, aBast, TAKIM 00pa3oM, fj0-
HOJTHNTE/IBHYI0 BO3MOXXHOCTD KOHTPOJISL HAfl aKyCTUYIeCKNMN mapaMerpamu. Takum obpasom, 3a-
muceiBasg HP B oTBeT Ha Takye aKyCTHYECK! MJJeHTIYHbIe KOHTPACTBI, MOXXHO COCPEIOTOYUTHCA
Ha 9¢(eKTax pasNTNIHbIX IMHTBUCTUYECKNX KOHTEKCTOB, He MIMesl OOBIYHBIX OIPAHIYEHMNIT, CBsI-
3aHHBIX C Pa3/IM4MeM aKyCTUYeCKUX ITapaMeTpoB CTUMY/IOB. boree TOro, BO3MOXKHO IpefbABIe-
HIIe TeX XKe CaMbIX JIeBMAHTHBIX CTYIMY/IOB B Ka4eCTBE YaCThIX CTAaH/JAPTHBIX pa3pa’kuUTeeil B OT-
Ie/IbHOM 9KCIIePUMEHTaIbHOM 0JI0Ke; B TaKoM caydae, HP MoxeT ObITh paccunMTaHa KaK pasHMIA
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B OTK/IVKE Ha (M3MYECKY OfMH Y TOT XKe CTMMYJI B Ka4eCTBe JIEBUAaHTHOTO M CTAHZAPTHOTO, YTO
flaeT BO3MOXKHOCTb elje 60jiee CTPOroro KOHTPO/ISL Haf, (M3NYIeCKUMH IapaMeTpaMiu CTUMYILI-
nun. VIcnonp3oBaHue CTPOro KOHTPOIUPYEMBIX TAKMM 0OPa3oM IapaMeTpoB CTUMYJISILINN OKa-
3a710Ch KpaliHe YCIeLTHBIM B PsAfie 9KCIIepMMeHTOB. K X paccMOTpeHMIo MbI U TIepeiifieM B Cie-
IYIOIIEM pasferne.

9KCHCPI/IMCHTaJIbeIe JAaHHbIC

Ha MoMmeHT HanmcaHus 3TOro 0630pa (2008 rox), nMeroLECs SKCIIEpMMEHTA/IbHbIE JaHHbIE I10-
Kasa/y 9yBCTBUTENbHOCTD HP K A3BIKOBBIM IpoOIieccaM, OTHOCAIMMCA KO BCEM OCHOBHBIM TUIIAM
JIMHTBUCTUYECKO MHPOpMALum: GOHOIOTMIECKOMY, IEKCUIECKOMY, CEMAHTUYECKOMY V1 CHHTAK-
cngeckoMy (puc. 1, 2).

®oHoMOTrMIECKIIE npouecchbl

OrtpenbHble GOHEMBI M UX MPOCTbIE KOMOMHALUN — C/IOTM — OBUIM HEPBBIM JIMHTBUCTUYECKIIM
MaTepMaIoM, MCIBITAaHHBIM B IIapafiurMe paccormacoBaHmA. Kak mmokasamu 9TV 9KCIIepYMEHTHI,
3BYKU POJHOTO sI3bIKa, HALIPMMep, ITIACHBIE, BBI3BIBAIOT Oojee BbIpakeHHY!0 HP, yem mx aHa-
JIOI'M, He TIpeCTaBIeHHbIe B PONHOI (OHOMIOrM4Iecknx cucteMe ucnbITyeMbix (Dehaene-Lambertz,
1997; Nédtinen et al., 1997). BaxHO, 4TO 9TO HaO/MIOFAETCSI BHE 3aBUCUMOCTI OT BEIMUYMHBL AKYy-
CTUMYeCKMX PA3IMIMil MeXIY CTAHFAPTHBIMM U JeBUAHTHBIMM CTUMY/IaMu. boee Toro, Torma kak
o6br9H0 HP mmeer cuMmerprynyio Tomorpaduio, MHOIZA ¢ TeH/ICHIUEN K IIPaBOIIOYIIAPHOMY
npeumymectBy (Paavilainen et al,, 1991), ¢onerndyeckas HP mMeer mpeuMylnecTBeHHO J1eBO-
CTOpOHHee pacIpefie/ieHNe, YTO IpeAIloaraeT BOSMOXKHYIO CBA3b ee IPOUCXOKIEHMA C A3bIKO-
BBIMI 06/1aCTSIMI KOPBI, PACIIOJIOKEHHBIX B JIEBOM HOJyLIapuy ronoBHoro Mo3ra (Nédtinen et al.,
1997; Shtyrov et al., 1998; Shtyrov et al., 2000). JanbHeilie 9KCIEPUMEHTHI IOKA3A/IN, YTO U3-
MeHeHus B narrepHe HP MoryT orpakaTh pa3BuTye HOBBIX (POHOIOIMYECKNX MIPefICTaBUTE/IbCTB
IIPY OCBOCHUM A3BIKOBBIX HaBBIKOB JEeTbMI VI VI3YYCHU! HOBOTO S3bIKA B3POC/IBIMY UCIIBITYe-
mbiMi (Cheour et al,, 1998; Winkler et al., 1999). ITocienyiommue OIBITHI IIPOJEMOHCTPUPOBAIN
yyBcTBUTENbHOCTD HP k ponoTakTmueckuM dakropam (Dehaene-Lambertz et al., 2000; Bonte et
al., 2005; Bonte et al., 2007), marrepuam ymapenus: (Honbolygo et al., 2004; Weber et al., 2004),
aymuo-BusyanbHOu nHTerpanuu ¢oxerudeckoit nHpopmanun (Colin et al., 2002; Colin et al.,
2004) u psapy #pyrux (GpOHOIOrMYECKUX IIepeMeHHbIX. BpeMs mposABIeHNA sTUX (OHEeTHYeCKUX
u ¢onomornyecknx ap¢dexros B HP Bappupyercsa or mpumepHo 100 mcex (Rinne et al., 1999)
1o ~200 mcex (Shtyrov et al., 1998, 2000).

JI/is1 0O'BSICHEHVSI 3TUX Pe3y/IbTATOB OBUIO MIPEJIOKEHO, YTO, B [JOIOIHEHNE K AE€TEKLNN CIIy-
XOBBIX M3MEHEHMIT I IIPOLleCCaM KPAaTKOBpeMeHHOIT mamsty, HP o6mafaeT 4yBCTBUTENBHOCTDIO
K JOITOBPEMEHHBIM C/IeflaM INAMATH, KOTOpble CHOpMMPOBAINCh B HEPBHOI CHUCTEME MCIIBI-
TyeMBIX B IIpOIlecce VX IpefbIfyIlero B3aMOAEIICTBIA ¢ yCTHON peubo (Nditdnen et al., 1997;
Shtyrov et al., 2000; Nédtdnen, 2001). VI3 3TOro clegyIoT Ba>KHBII BBIBOJ O TOM, YTO TaKIe LOJITO-
BpeMeHHbIe CJIefbl ITIAMATI MOT'YT aKTMBJMPOBATLCS MPENbABICHIeM COOTBETCTBYIONIETO AeBIAHT-
HOTO CTYIMYJ/Ia B ITApajiurMe pacCOITIaCOBAHMA, U YTO 9Ty aKTUBALMIO MOXXHO 3aperuCTpUpOBaTh
Helpo(U3NOIOTIIecKN AaXke B OTCYTCTBME BHMMAHUS K CTUMY/IALUN M KaKOil 6B TO HU GbIIO
CBA3QHHOI CO CTMMYJIAMU 3afjaqil. ITO IIOCTYKUIO MOTMBALVIE!l K MOC/IeRYIOIVIM SKCIIepUMeH-
TaM C ucnonb3oBanyeM HP, koTopble cTaBWIM CBOEN Li€/IbI0 UCCIEJOBaHME JIMHIBUCTUYECKUX
IpoLeccoB 60sIee «BBICOKOTO» YPOBHSL.
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Puc. 1. HP xak mHieKc 06pabOTKM IMHTBUCTIYECKON MHPOopManuy Mo3rom: ycuneHue HP B oreT Ha crorn
ponHoro sA3bIKa (afanTuposaHo us Shtyrov et al., 2000), mexcudyeckoe ycmnenre HP B oTBer Ha 3Ha-
41MBble c/ioBa (afantupoBaHo us Shtyrov et al., 2005), mposiB/ieH1e cCeMaHTUYECKIX CBOJICTB CTIOB
B KoHOurypaun ucrounnka HP (agantuposano us Pulvermiiller et al., 2005).
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Puc. 2. HP B oTBeT Ha IpebsB/IeHNE TMHIBUCTNYECKON MHOPMALINHU «BBICOKOTO TIOPSI/IKa»: CUHTAK-
crveckast HP npu MCHonb30BaHMY ITpaMMaTIYeCK) BEPHBIX U OLIMO0YHBIX Gpas (afanTupoBaHO
u3 Pulvermiiller & Shtyrov, 2003, u Shtyrov et al., 2003), paHHMIT aBTOMAaTU3M U IOC/IEAYIOLIAsL
IO/iBEPXKEHHOCTD TIpoLieccaM BHUMaHMsI B cuHTakcndeckort HP (agantuposano us Pulvermiiller
& Shtyrov, 2008), HP 1 KOHTeKCTHO-CeMaHTIYeCKas uHTerpauus (agantuposato 13 Shtyrov &
Pulvermiiller, 2007).
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JIexkcuyeckue Iponecchl

Hamnopo6ue Toro, kax HP meMoHcTpupyeT oHO/IOrMYeCKOe YBe/IMYeHUE B OTBET Ha IIpefbsABIIe-
Hue OHEM I C/IOTOB POJHOTO sI3bIKa, HETaTMBHOCTb PACCOITIACOBAHMSI, BbI3BAaHHAs OT/Ie/IbHBIMMU
crnoBaMy, obnagaeT 6obleil aMIUINTYROM, Hexxemn HP B oTBeT Ha mopo6HBIe 6eCCMbIC/ICHHBIE
C10BONIOOOHBIE (T.€. MOUMHSIONIeCs] (POHOMIOTMYECKIM MPUHIUIAM sI3bIKa) CTUMYIIBI (puc. 1).
B mpoBeieHHOI HaMIt CepUI MCC/IEOBAHNIL HA Ty TeMY MBI IIPEbsIB/ISUINA MCIIBITYeMbIM HaOOPbI
aKycTiIeckn COATaHCHPOBAHHBIX CIOB U IICEBJOC/IOB M OOHAPYXKUIN yBeIMYEHVEe aMIIATY/bI
HP B Tex c/Iy4asx, KOIZia B IeBMAHTHOI IIO3UINMM HaXOAUTCA 3HaunuMoe cnoBo (Pulvermiiller et al.,
2001; Shtyrov & Pulvermiiller, 2002; Pulvermiiller et al., 2004; Shtyrov et al., 2005). 9o ycunenue
aMIUTUTYABI, OOBIYHO MMeIOIIee CBOIT MK B Auarazone 100-200 Mcek, yydiie BCero 0ObsICHAETCs
aKTMBaIVell CIef0B MaMATHU IJIA JaHHBIX CI0B, PeaM30BaHHBIX B KOpe TOJIOBHOTO MO3Ta B BUZE
CBS3aHHBIX MEXAY 000l pacrpefeneHHbIX Homy/sanuit HeiipoHoB (Pulvermiiller & Shtyrov,
2006). Jlekcnueckoe ycumenne HP 6b1o HEOZHOKPATHO IOATBEPKAEHO HAIIEll TPYIIION 1 ApPy-
TYMM VICCTIEfIOBATE/IAMM, IIPMYEM B 3TUX OIBITAX MCIONMb30BA/MNCh Pas3MYHbIe ITapaMeTphl CTU-
MYJLALUY, MeTORUKY peructpanyy oTkaukos 1 A3biku (Korpilahti et al., 2001; Kujala et al., 2002;
Sittiprapaporn et al., 2003; Endrass et al., 2004; Pettigrew et al., 2004). Kak okasanocs, /st I0sIB-
eHust 3TOro ¢ peKTa KPUTUIECKOe 3HAYEHNE MMeeT JTeKCIYeCKIIT CTAaTyC UMEHHO IeBMAHTHOTO
cTumyna. B To »xe Bpemsa MblI He Hauuiu 3¢(eKTOB TeKCUIeCKOro CTaTyca CTaHZAPTHBIX pasfpa-
sxurenert Ha ammmTyny HP (Shtyrov & Pulvermiiller, 2002), x0T B HeKOTOPBIX paboTax Ipefiia-
raeTcs, YTO BbI3BAHHBIE OTK/IMKM Ha CTaHZIAPTHBIE pedeBble MOCBUIKM TaK)XXe MOTYT pearnpoBarhb
Ha n1x mexcudecknit craryc (Diesch et al., 1998; Jacobsen et al., 2004).

ViccnenoBaHms BBI3BAHHOI CIOBECHBIMY CTVMMY/IaMM aKTHBALVY PACCOINIACOBAHNA C IIOMOIIBIO
COBpPEMEHHBIX METOJVK KapTMPOBAHMs MO3ra, TAaKMX KaK MHOTOKaHa/IbHas MarHUTO3HLedano-
rpadpmsa (MIT) B coueTaHUM ¢ MaTeMaTMIECKMMU aITOPUTMAMM OL[eHKM MCTOYHMKOB aKTMBHO-
CTM, TI03BOJIM/IN, B CBOIO OY€PE/b, N3YUNTD CBA3AHHbIE C BOCIIPHUATIIEM CIOB MO3TOBBIE ITPOIECCHI
C HE[IOCTYIIHOJ IpeXJe IMPOCTPaHCTBEHHO-BPEMEHHOI TOYHOCThIO. Vcmonbsys HP momyden-
HYIO B OTBET Ha OTHE/IbHbIE C/I0BA, Mbl CMOIIM IPOJEMOHCTPMPOBATD, YTO 3TA aKTHBAIVA CHa-
YajIa MPOABJIAETCA B BEPXHUX BUCOYHBIX 00/MACTAX KOPBL. DTO IPONCXORUT BCKope (~130 Mcek)
IIOCJIe TOTO, KaK JOCTYIHAA MHGOPMALA II03BOJIAET MAeHTUDUKALNIO CTUMYIA. 3aTeM, B CTPOTO
oIpefielieHHOM TIopsijiKe (C 3aepXKKoit 0Komo 20 MCeK), OHa pacHpOCTPaHseTCs B HIDKHUE PPOH-
TasbHbIe 00JIACTH, YTO, BO3MOXKHO, OTPaXKaeT MOTOK Iepenadn nHGOpMALUM B IIePUCUIbBUEBBIX
SI3BIKOBBIX 00/IACTSIX B Ipolecce mexcudeckoro pocryma (Pulvermiiller et al.,, 2003). Bonee Toro,
MBI OOHAPYXXIJIN KOPPEJLLINIO MEXAY IATEHTHOCThI0 HP y MHAMBU/yaIbHBIX UCIIBITYEMBIX 1 VH-
AVMBUIya/IbHBIMJ MOMEHTAMI paclio3HaBaHA coBa (word recognition points, WRP, cm. Marslen-
Wilson, 1987), OIIpeNle/IEHHBIMI TIOBENEHYECKUM IIYTEM, YTO HEMOCPENCTBEHHO YKa3bIBaeT Ha
crroco6HoCcTh HP K OTpaskeHNIO IIPOL[eCcCOB PACIO3HABAHIS C/IOB I HA CBSI3b MEX/Y 9TUMI ABYMsI
asnenusamu (Pulvermiiller et al., 2006).

B pesynbrare HelpepbIBHOTO HAKOIUIEHM: JAHHBIX TAaKOTO POJA, MATTEPH OTK/IMKOB PacCorya-
COBaHMA B OTBET HA JIEBUAHTHBIE C/IOBECHBIE PA3[Pa’KNUTE/IN CTAJ CINTATLCA CBOETO pojja MHAN-
KaTOPOM, MTOKa3bIBAIOIIVMM MHAVBUAYaIbHbIE XapAKTEPUCTHKN CIEOBBIX IIPOLIECCOB IMAMATH LA
3TUX C7I0B. JTO, B CBOIO O4Yepefb, Aa/I0 BO3MOXXHOCTD MCC/IEIOBATD CBA3AHHBIE CO CTTOBAMU MO3TO-
Bble IIPOLecChl 0e3 BIMSAHMS CO CTOPOHBI MEXaHM3MOB BHMMAaHMs M BHE 3aBMCUMOCTHU OT CBSI3aH-
HBIX CO CTUMY/LALMeEN 3afjad. [lefiCTBUTENIbHO, HOCeNYIOe MCCIefOBaHNA A3bIKOBOI (PYHKIIN
¢ momotnbio HP momorin coctaButs 60s1ee IOHYIO0 IPOCTPAHCTBEHHO-BPEMEHHYI0 KAPTUHY aKTH-
BalMM MO3Ta, TOTEHIIMATIbHO CBSI3aHHOM C 3aK/II0YEHHON B CTTOBAX CEMaHTUYECKO MHPOpMaLeil.
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CeMaHTUYeCKME nmpouecchbl

ITepBBle 9KCIEPUMEHTBI, UCIIONb30BaBIve HP [jis usydeHus: ceMaHTHIEeCKOT 06pabOTKY s3bIKaA
MO3roM, ObUIM CBSI3aHBI C MOJE/IBIO, IIPECKA3BIBAOIIE] COMATOTONNIO CBA3AHHBIX C [JBIDKEHMN-
samu coB (somatotopy of action words, Pulvermiiller, 1999; 2005). 3Ta Mofe/b SIB/SIETCSA YaCTHIO
001ero TeOpeTMYeCKOro HalpaBjIeHNs, B KOTOPOM IIPeAIo/IaraeTcsa, 4TO C/I0Ba IIpefCcTaB/IeHb
B HEPBHOII CUCTeMe B Bujie CrelnUIecKuX C/IefoB MaMATH, CYLIeCTBYIOIMX KaK pacIipefeeH-
Hble ceTy HelipoHOB. Ilocenuie GpopMupyroTcsa B pesyabraTe yCUIeHNA ABYCTOPOHHUX CBS3ell
MEX[y Pas3/IM4YHbIMY (B T.4. yIa/JICHHBIMY APYT OT ApyTra) 0O/IacTAMY MO3Ia II0 Mepe TOTo, KaK MH-
AUBUAYYM HOTYYaeT OIbIT B3AMMOAENCTBIS C JBIDKEHVSIMY, OOBEKTAMI ¥ KOHLENIVISIMU Of{HO-
BpeMeHHO ¢ omceiBaonmy ux cnosamu (Hebb, 1949; Pulvermiiller, 1999). Takas cBsi3p cnoBa
C €ro KOHKPeTHBIM 3HaueHUeM ABJIATCA HeOTbeMIeMOl dacTbio ero cemanTuku (Frege, 1980).
CBsi3aHHbIE C ABVDKEHVAMM CI0BA, HAIIpMMep, TaKyue KaK ONMCBHIBAIOLIVE JIBVDKEHVS HIDKHUX KO-
HEYHOCTelT «0eXXaTh» MWIN «IIMHATD», WV OTHOCSIIMECS] K MOTOPUKE PYK «OpaTh» MM «PICOBATHY,
MCIIO/Ib3YIOTCSI [/IsT OIIMCAHNS ABIDKeHMIT Tema. TakuM 06pa3oM, JaHHbIE MOTOPHbIE A€ICTBIS SIB-
JIAIOTCA CYHIHOCTHOJ XapaKTepPUCTUKON ONMUCHIBAIOLINX MX C/IOB (XOTA BCA CEMAaHTMKA IIOC/ITHNX,
BO3MOXKHO, 3TUM I He ucyepIbiBaeTcsl). Ec/m jekcudeckoe NMpefcTaBUTENIBCTBO TAKOTO C/IOBA
IPOSABIIACTCA B KOpe TOJIOBHOTO MO3Ta B BUJie HEMIPOHHON CeTH, TO VIMEHHO CBA3M MEXIY IpyIl-
[aMI HEIIPOHOB B 3a/I€/ICTBOBAHHBIX KOPKOBBIX 00/1acTsX (B JAHHOM C/Iydae sI3bIKOBBIX ¥ IBH-
raTe/IbHbIX) M [O/DKHBI peal30BBIBATb CeMaHTMYeCK)e B3aMOOTHOLICHVSA MeEX]y BHeIIHel
¢dbopMoit cr1oBa ¥ ONMMChIBaeMbIM MM felicTBMeM. Kak M3BeCTHO, MOTOpHasA KOpa OpraHM30BaHa
comarorormmyecku (Penfield & Rasmussen, 1950), 4T0 B CBOIO OYepesb BefeT K BBIBOAY, UTO OT-
HOCAIIVeCs K pasHbIM YacTAM Te/la CJIOBA JOJDKHBI aKTVBUPOBATh, HAPAMLY C KJIACCHYeCKUMU SA3bl-
KOBBIMI OO/IACTSMU KOPbI, COOTBETCTBYIOIIIE YACTX MOTOPHOTO HEOKOPTEKCa. DTOT BBIBOJ, MO-
JIy4VBIIMIL TIOATBEP)KEHNE B psAie 9KCIIEPMMEHTOB C KapTIpOBaHUeM Moara rnpy oMoy GMPT
u 93T (Hauk et al., 2004; Hauk & Pulvermiiller, 2004), 611 Taxoke IOABEPrHYT IIPOBEPKe C IIOMO-
mpio HP. IIpn aTom ucnonp3oBamich pasmnynble Metopuky 3anucy HP (931, M3AI') B coBokym-
HOCTH C PasHbIMIU SI3BIKAMU CTUMY/IALUM (QHITIMIICKIIT, PUHCKIIL).

B stux skcrnepumenrax (Shtyrov et al,, 2004; Pulvermiiller et al., 2005), xpome 0ObI4HO Ha-
O/101aeMbIX MCTOYHNMKOB AKTUBHOCTY B BEPXHUX BUCOYHBIX OO/MACTSX, C/IOBA, OTHOCKBIINECS
K [JBIDKEHVSM /LA M PYK, IPUBOAMIN K aKTUBALMY HIDKHMX U LEHTPA/IbHBIX obmacTet GppoH-
Ta/IbHOTO HEOKOPTEKCa, BKIII0Yasl, OUYeBI/JHO, KOPKOBOE NPEeACTaBUTEIbCTBO BEPXHEIl YacTy Tera.
boree Toro, c1oBa CBA3aHHBIE C NBJDKEHVUAMM HIDKHUX KOHEYHOCTEN IPMBOMVIIM K LOP3aIbHO-
LEHTPA/IbHOY aKTUBALUY, BO3MOYXHO CBS3aHHOI C CEHCOMOTOPHBIM IIPeICTaBUTEIbCTBOM HOT
(puc. 1). Ota cnerduueckas gop3anbHas aKTUBAIV B OTBET Ha CBSI3aHHBIE C IBVDKEHVSIMM HOT
C/I0BaMU NposiBisieTcs mospHee (~170 Mcek), yeM Oosiee y1aTepanbHO paciipefie/ieHHas aKTUBaLys
B OTBET Ha C/IOBA, CBA3AaHHbBIE C IBIDKEHMAMMU PYK U jmua. Takue MpocTpaHCTBEHHO-BpeMeHHbIe
XaPaKTEPUCTUKN YKA3bIBAIOT Ha TO, YTO MCTOYHMKM HP B mepucuibBueBbIX 00IaCTsX, BKYIIE
C IIOYTY OfHOBPEMEHHOII aKTMUBAIMell BA/IN OT CHIbBMEBOI GHOPO3/BL, MOTYT OTPAXKATh LOCTYII
K CMBICITy C7TI0OB B KOpP€ T'OJIOBHOTO MO3Ta YelloBeKa. MUHMMabHbIe 3a€PKKI MEX/y TOKycaMMm
aKTUBHOCTY, BO3MOXXHO, OOYCIIOB/IEHBI PACCTOSIHIEM ¥ CKOPOCTBIO Ilepefadl IOTEHINANIOB eli-
CTBUSI MKy 3a€/ICTBOBAHHBIMY 06/IaCTSIMIU KOPBL.

OTu maHHBIE yKa3aju Ha TO, YTO 0OpabOTKa CeMaHTMYECKOi MH(OPMALM, COLepKAIIericst
B CBA3AHHBIX C JIBVDKEHUAMH C/IOBAX, HAXOIUT cBoe oTpakeHue B HP yxxe depes 140-180 mcex
HOC/Ie TOTO, KaK aKyCTMYeCKMil CUTHAJI IIO3BOJIAET MAeHTHuKaumio cnoB. ClefoBaTelIbHO, KaK
U B PACCMOTPEHHOM BBIIIIE CTydae JeKCUIECKOro HOCTYMA 1 0TOOpa, HOCTYII K CMBICITY CKa3aH-
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HOTO OYEBUIHO ABJIAETCS PAaHHMM MO3TOBBIM IIPOLIECCOM, KOTOPBIII TAaK)Ke IMEET MeCTO B paMKax
nepsbIx 200 MceK; TaKuM o6pa30M, MOYKHO CHe/IaTh BBIBOX O TOM, 4YTO 00a 3TU Ipolecca IIpoyc-
XOJAT IPUMEPHO OJHOBPEMEHHO.

He MeHee MHTepeCHBI pe3ynbTaThl, MOAy4eHHbIe B onbiTax ¢ HP 1 KOoHTeKCTHOM cemaHTHYe-
CKOIT MHTerpauueit. B aTux skcmepnmeHTax Iefible MpeIoXKeHNs WIn KOMOMHAINI C/TOB TIPeNb-
SIBJISUIMCH VCIIBITYEMbIM B IIACCUBHOI IIAPAaJNTMe PACCOMIACOBAHNS; B TO XK€ BpeMsi X (U3MUKO-
aKyCTMYeCKMe CBOJCTBAa HaXOQWINCh IO, >KECTKMM KOHTposneM. HexkoTopble pneBMaHTHBIE
KOMOMHAIMY BKIIOYA/IM B ce6s1 CEMAHTUUECKMIT KOH(INKT MEXIY ClIoBaMu, HAaogoOue Tpamm-
LIVIOHHOJI IapaJUIMbl CEMAaHTIYeCKUX HAapYIIEHNUII, OObIYHO NMpou3BopsALIell oTkInK N400. Otu
KOHTeKCTHbIE HAPYIIEHNsI Ha YPOBHE (pas, K YAMBICHNIO CAMIX MCCIeSOBaTe/Iel, OKasasIy BIs-
Hue Ha gvHaMuKy HP Ha moBombHO paHHelt crapuu (puc. 2), HO B TO >Ke caMoe BpeMs He IIpMH-
Be/IM K OTKJIVKY, KOTOPBIIT MOXHO 6b110 6bI MHTEpHpeTrpoBarh Kak N400. B oxguoit n3 atnx pa-
6ot rakas mopyauua HP 6bu1a ob6HapysKeHa yoke depes ~115 Mcek I10C/Ie TOro, Kak CI0Ba MOKHO
6bUIO0 pa3/mIuNTh; OBIIO HANEHO, YTO 9Ta MOAY/ILUS OMOCPELOBAHA AKTMBHOCTBIO B BEPXHUX
BICOYHBIX ¥ HIDKHUX /TOOHBIX o6mactsx nmesoro monymapus (Shtyrov & Pulvermiiller, 2007).
B pgpyroit pabore (Menning et al., 2005), KOHTEKCTHO-CeMaHTHYeCK/e aHOMa/IM/ HAIUIA CBOE OT-
paxenue B HP B nuanasone 150-200 mcek. Hayo 3amMeTnTh, 4YTO 9TM IOKA3aBIlMe KOHTEKCTHO-
cemantu4deckyio HP paboTsl 6bUI0 IIPOBEIEHDl B PasHbIX TA00PATOPUSIX C MCIIONB30BAHNEM Pas-
JIMYHOTO OOOPYHOBAHMs, IIPOTOKOJIOB CTUMY/ISILIMM U 5I3bIKA CTUMY/IOB ((MHCKMIL, HEMELKIIL).
B aTux paborax BrepBble OBUIO MOKA3aHO, YTO CEMAHTMIECKIE MPOIECCH BBICUIETO HMOPSIKA —
KOHTEKCTHOJ MHTETpaliy YCTHOM pe4y — MOTYT IPOUCXOAUTH B paMKax 200 Mcek moce npeyb-
SIBTIEHVST HEOOXOMMOT MHPOPMALINTL, T. €. 3a[0JITO 10 paHee u3BecTHOro GpeHomeHa N400. Takum
06pa3oM, BMeCTe ¢ PACCMOTPEHHBIMU BBIIIE TaHHBIMY (HOHETNIEKNX, TEKCUIEKCUX U CeMaHTH-
YeKCHX paboT, OHM IPENOCTAaBIIAIOT HOIOJHUTENIbHbIE HOKAa3aTelbCTBa B IIO/Ib3y PaHHETo U Ia-
PaJUIETIBHOTO JOCTYIIA K pa3HBIM TUIAM JIMHTBUCTIYECKON MHpOpManyu. [JomoNMHNTe/IbHAA IO~
Jep)KKa 3TOro B3IVIAZa Ha pedeBble MPOLecchl Obla TaKXKe HalifieHa ¥ B OIBITAX CO 3PUTENbHO
crumynsanuert (Sereno et al., 2003; Penolazzi et al., 2007), moka3aBummx 3¢ ¢GeKTbl KOHTEKCTHO-
CEMaHTUYECKOJ MHTETPALIMM Ha 3pUTENIbHbIE OTKIMKI MO3Ta C TaTEHTHOCTBIO MeHee 200 Mcek.

CuHTaKCYecKme IMpo1ECChI

Hakoner, faBaiiTe pacCMOTPUM MOCTIEQHUII M3 OCHOBHBIX THUIIOB JIMHIBUCTUYECKNX IIPOLIEC-
COB, MEPEYNCIEHHBIX HAMI paHee — 00pabOTKY MOP(OCHHTAKCUIECKOI MHPOPMALIUI B MO3Te
4esloBeKa. HaMu mpoBefieH psifi 9KCIEPUMEHTOB II0 TOIl TeMATHKe, Pe3y/IbTaThl KOTOPBIX TAKXKe
HAIIIM CBOE MOATBEPXK/eHe 11 B paboTax Apyrux naboparopuit. [lyis obecriedenns TOYHOrO KOH-
TPOJIst Haj, (PUSMIECKVMMIM CBOVICTBAMI PasfPKUTENIEN Mbl OISATh-TAKM IIPENBSIB/LUIN UEHTIY-
Hble BepOa/ibHbIe CTUMYJIbL B PA3INIHOM KOHTEKCTE. B 9TMX 9KCIIepyMeHTaX KPUTUIECKOE CTIOBO
CIeOBA/IO 32 KOHTEKCTHBIM CJIOBOM, KOTOPOMY OHO 60 COOTBETCTBOBA/IO I'PaMMAaTIYeCKI,
7m0 HAXOZWIOCH C HMM B CHHTAKCMYECKOM KOH(QJIMKTE; 9TO CTAHJAPTHBIN MOAXOJ B Heitpodu-
suonorun cuHtakcuca (Osterhout, 1997). VicrionbsoBanucy pasmuynble Metopyku (ML, 93T)
U A3BIKY CTUMY/ISIInY ((PUHCKMIT, HEMEI[KIIL, QHIIMIICKIIT); 9TO JaeT BO3SMOXKHOCTb fje/iaTh 00miye
BBIBOJIBL, YTO 0C000 Ba)XXHO B 9KCrieprumeHTax ¢ HP, T. K. OHM 06BIYHO UCIOIB3YIOT OrPAaHIIeHHBII
Habop crumynos. IlepBas us 9Tux paboT MMeNa [e/0 C HelPO(U3NOTOrNIeCKIMI OTKINKAMI
Ha ¢uHCKue (Ppasbl, COCTOSBINNIE 3 MECTOUMEHNS 11 [JIAT0/Ia, MMEBIIETO MO0 BEPHOE B CBOEM
CIIpsDKEHNN OKOHYaHMe (HAIp., OH VMAET», «Thl UAELIb»), TNOO PacCOrTaCOBAHHOTO C MECTONMMe-
HIeM B yuile («OH MAeNb», «Tbl ufeT»). OFHM U Te 5Ke CTVUMYJIbL MCIIONb30BA/INCh B CHHTAKCHUe-
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CKJ BEPHBIX U arpaMMaTN4ecKux ¢pasax; TakuM o6pasom, BansHe Gusndecknx GpakTopos 6510
yCTpaHeHo.

Pesynbrarhl mokasamm ysenndenne aMmTyasl HP B arpaMMaTidecknx KOHTEKCTax IO CpaB-
HeHnio ¢ HP Ha Te e c/1oBa, pebsiBIsieMble B IpaMMaTiyeckyt BepHbIX ¢pasax (puc. 2). ITo-
[O6HBIE Pe3y/IbTAThl OBUIM IIOTyYEHbI B 9KCIEPUMEHTAX C MCIOIB30BAHMEM AHIJIMIICKOTO U He-
Mmerkoro s3bikoB (Pulvermiiller & Shtyrov, 2003; Pulvermiiller & Assadollahi, 2007). JlarenTHOCTS,
B KOTOPOI PETUCTPUPYIOTCS rpaMMarndeckite 3¢ QeKTsl, pasamyaercs B 9TuX paborax, HO B Iie-
JIOM OHU ObUIM HalifieHbl B mpefenax 200 Mcex MOC/Te MyHKTA MAEHTU(UKALNN CJI0Ba, 4 MHOTAA
U 3aMeTHO paublie — okomo 100 mcek (Pulvermiiller & Shtyrov, 2003; Shtyrov et al., 2003). Taxoxe
PA3HATCS M KOPKOBBIE CTPYKTYPbI, B KOTOPBIX OBUIM HAlJIEHbl MCTOYHMKU CHHTaKCudeckoir HP.
MarnutosHuedanorpadudeckite pe3ynIbTaTbl YKasbIBAIOT HA pacIpefe/ieHne OCHOBHBIX MCTOY-
HVIKOB 9TOJl aKTMBHOCT) B BepXHe-BYICOYHOI O0/IaCTV KOPBI ¥ HAa BO3MOXKHOE y4acTye HYDKHe-
¢dpoHTanbHBIX 06/IacTeil, TOrAa Kak ombITel ¢ DII' yKasamm Ha 0OpaTHOe, CUIBHYI0 aKTHUBAI[UIO
JIeBBIX HIDKHe-(POHTa/IbHBIX 00/IacTeil BKyIIe CO CIabbIM y4acTieM BMCOYHON KOPBL. OTU pas/u-
9Msl MOXKHO OTMETHUTD ) B HPEeABIAYIINX paboTax MO KapTHPOBAHMIO CHHTAKCHCA B MO3Te, B KO-
TOPBIX 9Ta (PYHKINS JTOKANTU3YeTCsI MHOLZA B IOOHBIX, @ MHOIZA B BUCOYHBIX fO/AX (Hamp., Kaan
& Swaab, 2002; Bornkessel et al., 2005; Kircher et al., 2005). Takum 06pa3oM, BO3MOXXHO, 4TO
B IPaMMAaTHKO-CUHTAKCHUYEeCKIe [IPOL[eCChl BHOCSIT CBOIL BK/IaJ Pas/IndHble 06/IaCTU MepCUIbBI-
€Ba HEOKOPTEKCA, 1 YTO MX aKTMBHOCTb HAXOAMUT pasnndHoe oTpaxkeHne B A3 n M3I, koTopele,
KaK M3BECTHO, OT/IMYAIOTCS IO CBOEI YYBCTBUTEIBHOCTI K Pa3/IMYHOMY IIOIOKEHNIO 1 HAIlpaB-
JICHIIO MICTOYHUKOB TOKa B MO3Te.

Hamm gamnble OBUIM TAak)Ke MOATBEPXKAEHBI paboTaMm APYIMX MCCIEROBATENeil, KOTOpbIe
IpY MCIIONB30BAHUM CXOXUX MeTOf0B obHapyxwmm crenndudeckyio HP ¢ mmkom B pmarma-
30He 150-200 Mcek mpy mpembsABIeHNU $pa3 COep>KAINX CMHTAKCUYeCKMil KOHGIUKT (Hamp.,
Menning et al., 2005; Hasting et al., 2007).

Pannsaa cunrtakcumdeckas HP manmommnaer kommonent ELAN (Neville et al., 1991; Friederici
et al., 1993), paHee mIpe/UIOXKEHHBII B Ka4eCTBe MHJIEKCA MTOCTPOEHMSI MO3TOM CUHTAKCUIEeCKON
cTpykTypnl ¢passl (Friederici, 2002). OTa uHTepIpeTanysa MOLEPKUBACTCA Y JAHHBIMUA O CUH-
takcudeckoii HP. He meHee Ba)KHO TO, YTO OHM TaK)Ke YKa3bIBAIOT Ha TO, YTO TaKMe PaHHME CUH-
TaKCUYeCKye IPOLIeCcChl He TPeOyoT BHIMAHNS K pedeBolt nHpopManum. B aTom mwiaHe paHHss
CHHTaKCcHYeCKast 06paboTKa MPefCTaB/IAeTC s JOCTATOYHO aBTOMATIYECKUM IIPOL[eCCOM. JTOT aB-
TOMATV3M IIPOABIIAETCA Ia’Ke B OMMCAHHOM BBIIIE CTyYae HapyIIeHUA COITIACOBAHMA MEX/Y IIOf-
JIOKAIINM U CIIPsDKEHIEM CKa3yeMOro, KOTOpoe SIBIsIeTCs: 6ojiee peCypCOeMKIUM C TOYKI 3PEHIs
BBIYVC/IEHNUA 3aBUCUMOCTEN Y TO3TOMY HECIIOCOOHBIM, KaK CYUTANIOCH TIPEXTE, K BbI30BY ELAN.
boree mo3gHMit cABUT HONOXNUTeNbHON TosapHOCcTH (P600), Kak 0Ka3anoch, IIOTHOCTBIO OTCYT-
CTByeT B IIACCMBHOII IapajguUrMe pacCOIZIACOBAHIMA, I B CBOI O4Yepefb, BUAUMO, OTpaKkaeT BTO-
pUYHbIe KOHTpOMUpPYyeMble (C y4acTyeM BHMMAaHMA) IIONBITKY MHTEpIpeTalyi II0C/IefoBaTe/Ib-
HOCTH IIOCJIe TOTO, KaK IIePBUYHBII aBTOMaTn4ecknit mapcuur He ygancs (Osterhout & Holcomb,
1992; Friederici, 2002).

OTCYTCTBI/IC BHMMAaHNA I aBTOMAaTU3M

HpeHCTaB}IHeTCH BIIOJIHE BO3MOJKHBIM, 4YTO 06bIYHOE Tpe6OBaHI/[e K MCIHBITYEMBIM COCP€NOTO-
YNTHCA Ha IIPOCMOTpPE (I)I/UII)Ma VI 9YTEHNN KHUTY BO BpEMA CIIYXOBOIZ CTUMYTIALNNIN HE TapaHTN-
PYyeT MOMHOro OTCYTCTBMA BHUMAHNA K pa3fgpa’kUTEAM. O6bruHO He}laeMbI]?I "3 TAKMX IKCIIEPU-
MEHTOB BbIBOJ 06 aBTOMaTH3ME N3y4aeMbIX IIPOLECCOB IIOAPa3yMeBAET, YTO VICIIPITyEMbIE CTPOI'O
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CIeNyT TaHHOM VIHCTPYKUUM, B Y€M TPYJHO IOTHOCTHIO y6e11MTbc;1. Taxkum 06pa30M, MpexIo-
YTUTEIbHBIM IIPENCTABIAECTCA 60}168 CTpOI‘I/If;[ KOHTPOJIb HaJ ypOBHCM BHVMAaHUA I/ICHI)ITyeMbIX
K CTUMY/IALMIN. B CBsI3U ¢ 9TIM HaMu OBUI IIPOBEMIeH 9KCIIEPUMEHT 110 Horee IOAPOOHOMY nccre-
AOBAaHNIO pOJII BHVIMAaHNA B S3BIKOBOL q)YHKHI/II/I. B HeM MBI CpaBHUIN K}I&CCI/I‘-ICCKYIO napaumrMy
HP c ee TpagVIVIOHHO yMepeHHbIM yp013HeM OTBJ/ICYCHUA I/ICHbITyeMI)IX oT CTI/IMYIIHLU/H/I IIpu 1o-
MOLIY TPOCMOTPa BupieoduibMa u 6omee TpeGOBATENIBHYIO 3a1ady AJIsI MCIIBITYEMbIX, B KOTOPOIL
OT HUX Tpe60Ba}IOCb HETIPEPHIBHOE BBIIIOTHEHNE 3aJaHNA 110 K}IaCCI/I(l)I/IKaIH/II/I AIPTEPHATUBHDBIX
CIIYXOBI)IX CTI/IMYIIOB. PeueBnie CTI/IMYIII)I IIPOUTPBIBA/INICH TO/JIDKO B IIPABO€ yXO, B TO BpEM:A KakK
HepedeBble aKyCTUYECKIE PA3APaXNTeNy, TpebOBaBIINe OIIpefe/eHNs], TOfABA/INCD B IEBOE YXO.
B OTHOM U3 3KCIIEPMMEHTAIbHbBIX 6}IOKOB I/ICHI)ITYQMI)IM 6I>UIO H€O6XOJII/IMO BHMMATEC/IbHO CIIy-
1IaThb Hepequylo CI/IMYII}ILU/IIO B JIEBOM CIIyXOBOM KaHajJie 1 HaKMMaTb KHOHKY BCSKUN Ppas, Korga
TaM IIOABJIAJICA HCBI/I&HTHI)HZ CUTHAJI; B TO JXK€ CaMO€ Bp€M, A3bIKOBasA CTI/IMyIIHIH/IH HOCTyHaIIa
B IIpaBoe yxo. B mpyrom 670Ke, VICTIBITYEMbIM 6bl1a aHa MHCTPYKUMSA CMOTPETH BreodUIbM,
KaK B 6OIII>IHI/IHCTB€ HpEHbIHyHH/IX pa60T, B TO Bpe€MsA KakK o6a BUga CTI/IMyIIOB IIpeqbABIIANNCD
KKZIBIII B CBOEM KaHase, HO 0e3 3a/jaHusl yAe/sTh UM Kakoe-mnbo BHuMaHue. [Ipu ncronsso-
BaHUNM CUMHTAKCUMYCCKUX A3BIKOBBIX CTI/IMyIIOB, MbI CHOBa HOIIY‘-II/UII/I I‘paMMaTI/I‘IeCKI/II/uI 3(1)(1)6KT,
T. e. 6ojiee cybHBLT OTKIMK HP B 0TBeT Ha rpaMMariyecky HeBepHble COYeTaHNA 10 CPABHEHNIO
¢ mpaBuwIbHBIME (pasamu. B amamasoHe BpemeHn #o 150 Mcek He 6bIIO 0GHAPY>KEHO TOCTOBEP-
HBbIX pasm/mmﬁ MC)KHY 3alagqaMy ¢ pa3/INIHbIM YpOBHeM OTBJICYCHUA BHUMAHNA (pI/IC. 2) JIvmp
nospHee, moce 150 MceK, Mbl OOHAPYXIIN CTATUCTUYECKN JOCTOBEPHOE B3aUMOJIEIICTBIE MEXAY
9KCIIEPUMEHTAIbHBIMM (paKTOpaMy, yKasaBllee Ha TO, 4TO 3Tu 6ojiee mMo3gHMe cTaanu 06paboTKu
rpaMMaTiyecKoil nHGOpMAIY MO3rOM, Haxo/slye cBoe nposisieHne B HP, mogsepyxeHs! Busi-
HIIO BHVMAaHNMA M TUIIA IKCIIEPVIMEHTA/IbHOTO 3aJaHMA. Hamra VHTEepHIpeTanysa NaHHbIX pesynb-
TaTOB 3aK/II0YAeTCA B BbIBOZIE O He3aBMCUMOCTU paHHell yacTu HP or BHMMaHMA 1 aBTOMaTH4de-
CKOM XapakTepe paHHero cuHTakcudeckoro anaausa (Pulvermuller et al., 2008).

3aknmroyeHne: BbBIBOJBI I HEPEUICHHbIE BONIPOCHI

B HacTosimeM 0630pe MBI PACCMOTPEIN MPERIIOCBUIKM K HEPOQU3NOIOrndecKOMy HCCIef0Ba-
HUIO CaMbIX PaHHUX CTaJVii BOCIPUATYA SA3bIKa MO3TOM U TO, KaK JUIA MX OOHAPY)XEHNS 1 UCCIIe-
TOBaHMsA MOXXHO JICITO/Ib30BaTh HETAaTMBHOCTD PacCOINIacoOBaHMA. BayKHBIMU IIPEANIOCHIIKAMMY /1A
TaKoro ucnonb3opanua HP HaMm npepcrapnarorca panHuil xapakrep HP, aBToMatusm ee resepa-
LMV, BO3MOXXHOCTD 3aIllMICU OTKIMKOB Ha MH[VBMJyalbHbIE A3bIKOBbIE CTMMY/bI B IapajurMe
paccormacoBaHMsA ¥ yHMKa/nbHasA Xapakrepuctuka HP kak oTkamka Ha aKyCTM4YeCKMII KOHTPACT,
YTO II03BOJIAET OCYIIECTB/IATDh LOIIOJIHUTETbHBIN KOHTPOIb Hajl GU3MYECKUMI CBOMCTBAMU 9KC-
IIePMMEHTANbHBIX pasfapaxureneir. Mb1 yBujeny, kak HP mcnonbsoBanach B mocneiHme rofibl s
MCCTIEIOBAHNUS HEPBHBIX IIPOILIECCOB, CBSI3aHHBIX ¢ 00pabOTKOIT (HOHONMOTMIECKOI, TEKCUIECKOTA,
CeMaHTUYECKOIT (BK/II0OYas CEMAHTHKY HA YPOBHE OT/EIbHBIX C/IOB U Ha 6O/lee BBICOKOM ypPOBHE
KOHTeKCTHOII MHTerpanum (pas) u cuHTakcmdeckoin nudopmanun mosrom. HP e Tonpko 06Ha-
PYXIIa 9yBCTBUTENIBHOCTD K 9TVM THUIIAM JIMHIBUCTUYECKOI MHOpManyy; 601ee TOro, OHa OKa-
3a/1aCh IIOJIE3HOI J/IS1 BBIfIE/IEHNST MOSTOBBIX KOPPE/IATOB JIMHIBUCTIYECKOIl 00paboTKu 13 00-
leil MacChl MPOLECCOB, CBA3AHHBIX TaKXKe CO BHYMAHMEM M CTPATETMel aHa/In3a pasgpa>KnTeNen.
He meHee Ba)XHBIM MPEACTAB/IAETCS TO, YTO PabOTHI ¢ MCIOIb30BaHueM HP panm BO3MOXXHOCTD
CTPOro KOHTPOJIMPOBATh CBOJICTBA PasfgpakUTesIell, MUHIMI3MPOBAB TAKMM 00pPasoM BO3MOX-
HOCTb TOTO, YTO OOHapy>XeHHble 3 QeKThI BHI3SBAHbI aKYCTUYECKY VUV IICHXOMMHIBUCTIYECKN
HecbOa/TaHCUPOBAHHBIMI HAOOPAMIL CTUMYJIOB.
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Ba)xHO TaxoKe 1 TO, YTO 9TI pabOTHI IIPOIVIN HOBBII CBET Ha BPEMEHHYIO IMHAMUKY JOCTYIIA
K JIMHTBUCTUYECKOI MHpOpManyi. B pasmnyuHBIX SKCIEepUMEHTaX pas/MYHble TUIIBI CTUMYJIOB,
BKIIOYasA QoHeTHuecKue/POHONOTMYECKe, JIeKCUYeCKIe, CeMaHTMYeCKre M CUHTAKCHYecKye
KOHTPACThI, Mopgynuposanyu HP B puanasone matentHocty 100-200 Mcex mocie TOro, Kak COOT-
BETCTBYIOIAA aKycTU4Ieckasd MH(GOpMaLusa CTaHOBWIACh JOCTYIIHA Ha BXOJIE B CIyXOBYIO CUCTEMY.
OTu HaHHBIE HEABYCMBICIEHHO TOBOPSIT B IIO/Ib3Y MAPA/UICTIBHOTO WM IPUOIN3UTEIBHO OLHO-
BPEMEHHOrO [OCTYIA K PAs[INIHbIM THUIIAM JIMHTBUCTUYECKO MH(OpMALMy, OBICTPO IPOUCXO-
JIAAIIEro BCKOpe IIOC/Ie TOTO, KaK YC/IBIIIAHHbIE CTI0BA MOXHO MAeHTNUIMpPOBaTh. Takoit JOCTyI
ObII paHee IMpPEIOKEH HEKOTOPBIMU ICUXOIMHIBUCTUYECKUMM UCCIEHOBAHUAMM, HO IIO CHUIO
IIOPY ABJAJICA NPEAMETOM OCTPBIX TEOPETUIECKUX JIUCKYCCHIA.

B cTpykTypHOM ITaHe, mony4eHHble ¢ oMol HP pesynbraThl 4eTKO yKasbIBalOT Ha Cy-
I[eCTBOBAHIE PACIIPEe/ICHHbIX HEMPOHHBIX CeTell, JIeKAINX B OCHOBAHMU 00pabOTKM IIOCTY-
nawlei pedesoit nHGopmanuu. Hamprumep, 6bU1 OKa3aH KOMIIEKCHBIN XapaKTep aKTUBAIVN
BepXHe-BUCOYHBIX ¥ HIDKHUX JIOOHBIX 06/1acTeil KOpBI B IPOLiecce BOCIPUATHUS C/IOBa. B 3aBu-
CUMOCTY OT KOHKPETHBIX CEMAHTHYECKMX CBOJICTB NPENbABIAEMbIX C/IOB, OHM NPUBOJAT K aK-
TUBALMHU LEJIOr0 Habopa obrmacteil B BMCOYHOI, HIDKHe-(QPOHTANBHOM, /aTEPaTbHO- U TOP30-
(GpoHTaNIbHOI KOpe, MHOITA pacHpocTpaHdAmomlelica u B mpasBoe mnomymapue (Pulvermiiller
et al, 2004). IIpemocraBisieMmble HP BO3SMOXHOCTM UIsI MCCHEHOBAHMS TaKUX C/IOXKHBIX
IMPOCTPAaHCTBEHHO-BPEMEHHBIX IaTTEPHOB, CBA3AHHBIX C BOCIPUATHEM M IIOHMMaHMEM A3bIKa,
OYEBUJIHO, Ja7IEKO He MCYEePIIaHbl Ha JAaHHOM 3Tarle.

[Mony4ennsie ¢ momomupio HP pesynbraTsl HI B KOEM CIydae He OTPULAIT Golee paHHME pa-
6OTBI 110 OIpefeNIeHNI0 HENPO(USMOIOINIECKNX IapAMeTPOB JIMHIBUCTUYECKUX IIPOLIECCOB.
Ckopee, OHI IIPUAIOT HOBOE M3MepeHNe Hellpo(u3noIornn A3bIKa, yKa3blBas Ha TO, 4TO Oomee
IIO3JHIE IIPOLECChl, HAaXOAALLMe CBOe OTpakKeHue, Hamp., B N400, P600 mmm cuHTaKCH4YeCKUX He-
raTuBHOCTAX (LAN), MOTYT ABIATbCSA NOMONHEHNEM U IIPOJO/DKEHIEM PaHHMX aBTOMATIYEeCKIX
3TAIOB U TAaKUM 06PasoM, MOTYT ObITh CBSI3AHBI CO BTOPUYHBIMI YMCTBEHHBIMI IIPOLIECCAMIL, 3a-
ITyCKaeMbIMM PaHHMUM JIOCTYIIOM K JIMHTBACTUYECKMM C/IeflaM IaMATY U 3aBUCUMBIMU OT BHMMa-
HIA Y VTHVBUYaJTbHbBIX CTPATET Il

MccnenoBanus A3bIKOBBIX IIpoLieccoB ¢ oMolbio HP nMelor, TeM He MeHee, U psJ, HepelleH-
HBIX BOIIPOCOB. OgHMM 13 HanbosIee 9acTo MOABEPralOIIIXCs KPUTHKE MOMEHTOB TAKOTO ITOfXO/A
ABIIAETCA KOHTPOIb HaJ BHMMaHueM B skcrepuMeHTax ¢ HP. TpapniumonHble maccuBHbIE Tapa-
purmel HP, B KOTOpBIX OCHOBHOII 3afjadell MCIBITYeMOrO sIB/ISETCSI IIPOCMOTP (IIbMa, YTEHIE
KHWUTY VI KOMIIbIOTE€PHAsA UTPa, B JIEICTBUTEIBHOCTY HE MOTYT MCKIIOYATh BO3MOXXHOCTD TOTO,
YTO VCHBITYEMBINI MOXKET BPEMSA OT BPEMEHU «IIOAC/IYLINBAaTh» IKCIEPVMEHTATbHbIE CTUMYIIBI
(Carlyon, 2004). ITosToMy OFHMM V3 HallpaBIeHWIT JabHEIIIIETO Pa3BUTIA STUX UCCIEOBAHNIA
ABNIAETCA JJa/lbHellIee YCOBEPIIEHCTBOBAHME 9KCIIEPUMMEHTATbHOIO MPOTOKO/A, KOTOPBIA JONI-
JKeH TapaHTUPOBATh 60J/lee Hale)KHOe OTBJIeYeH)e BHUMAHNUA OT cTuMyAnuu. [locnenHee MoxxeT
BKJIIOYATh B Ce0sI OTB/IEKAIOLIYIE 3aa4ll, IPEFbsIB/IsIeMbIe B TOI 5Ke CaMOil MOJA/IbHOCTIL, /st Pas-
Je/IeHNsA He3aBUCHMBIX OT BHVMMAHMA M IIOTOMY BO3MOYXXHO aBTOMATMYECKMX JIMHTBUCTUYIECKIX
IPOLIECCOB OT Te€X, KOTOPbIe TPeOYIOT aKTUBHOTO yIacTus MHANBUAYyMa. Kak y>ke yKkaspiBamocs,
MBI C YCIIEXOM MCIIO/Ib30Ba/IM TaKOJ TOAXOJ I/ MOATBEPKIEHNA HE3aBUCUMOCTY CHHTAKCUYe-
cxoit HP oT BHMMaHsI HA ee CaMbIX PAaHHUX CTaAusIX. [IpecTaBiseTcst HeOOXOAUMBIM IIePEHeCTI
3TOT IIOAXOJ, Ha YICCTIeOBAHVA PAa3/IMYHbIX TUIIOB IMHIBUCTUYIECKOI MH(OPMALIUL.

JpyruM KpuTmdecKuM MOMeHTOM mopxofa HP K sI3bIKy sB/IseTCSl HeOOIBIIOE KOMMIECTBO
CTUMYJIOB, KOTOPOE€ MOXXHO JICIO/Ib30BAaThb B KOHTEKCTE OJHOTO SKCIIEpMMEHTa (JOCTOMHCTBA
3TOr0 MOAXOAA MBI PacCMOTpPENIN BbIlIe). Majoe 4MC/IO MCIONMb3YeMbIX PasfpaknUTeNnell U CBs-
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3aHHAsI C 9TUM HEOOXOAMMOCTDb X MHOTOKPATHOTO ITOBTOPEHUS /IS 3aIMCK KadeCTBeHHOro BII,
6€e3yC/IOBHO, IIPUBOAST K TPYAHOCTSIM B 000O0IeHNN TIOOBIX ITOTyYeHHBIX PE3y/IbTaTOB HA BECh
€CTEeCTBEHHBIIT SI3BIKOBOI MaHAMADT. B JaHHOM CTyuae, HECOMHEHHO IIOTIE3HBIMI OKA3a/INCh I10-
BTOPHbIE OIIBITHI C MCTIONIb30BAHVEM PA3/INYHbIX C/IOB, A3BIKOB 11 9KCIIEPMMEHTATbHBIX YCTAaHOBOK.
Bo3MO)XHBIM OyAYIIMM HallpaB/IeHNeM IPEICTAB/IETCS YBEeINIeHIE Pa3HOOOPA3NsT CTUMYJISILINI,
menasi ee 60oree PePe3eHTATUBHOI [0 OTHOLICHNIO K €CTeCTBEHHOI! peunt. Takast cTparerus yxe
YCIIEIIHO IIPYMeHATAch K OT/eNbHBIM oHeMaM (Shestakova et al., 2004). OngHaxo, epeHoC 9TOro
noaxofa Ha 6ojiee CIOXKHBIE CTUMYIIBL, XOTsI OBl HAa YPOBEHb CJIOB, TpeOyeT CTPOroro KOHTPOJIS
Haj uX (PUSMYECKVMIU U, He MeHee Ba)XKHO, ICUXOIMHIBICTIIECKIMI IIapaMeTPaMIL, a TAKXKe Hafy
BapMaTUBHOCTHIO 3TUX Mep B IPyIIaX SKCIIEPMMEHTaNIbHbIX CTUMYNOB. HecoMHeHHO, Takas 3a-
fla4a OKaXKeTCA HeTPUBUAIBHOMN /1A MICC/IeloBaTeIel, KeMalolUX B3AThCA 3a €€ PEelIeHNe.

V1, HaKoHell, IMeeT MeCTO O4eBVHbI KOHQIUKT MEeXJy, C OHON CTOPOHBI, TPaJULYIOHHON
nHTepnperanueir HP, koTopasd cBA3bIBaeT ee ¢ MeEXaHU3MaMy ONpPe/ie/IEeHNA U3SMEHEHUN B CITyXO-
BOM CEHCOPHOM KaHaJjle ¥ IpOlLecCaMy KpPaTKOBPEMEHHON NMaMATH, U, C JPYToil CTOPOHBI, IIPK-
popoit otknnkos HP Ha peueBsie crumysel. IocegHie Tpe6GyIOT A71st CBOETO IOSIB/ICHNS HAJIYVsT
C/IEfIOB TOJITOBPEMEHHOI NAaMATH, a TAKXKe MPOAB/AIT CI0XKHbIE IPOCTPAHCTBEHHO-BPEMEHHBIE
[IATTePHBI, 3a4aCTYI0 PACIPOCTPAHSIONECS Ha 00/IACTH 3a Ipee/iaMIt CIlyXOBOII KOPBL. JTO Ipu-
BEJIO K IPEMIOIOXKEHNIO, YTO JIMHIBUCTUYECKAA aKTMBALMA B IapafiIuTMe PacCOIaCOBAHMA SB-
JII€TCA OTHENbHBIM IPOLIECCOM, KOTOPBII IPOUCXOAUT B NONOMHEHME K KIaCCUMYECKOM, CBA3AH-
HOII C [leTeKI[uell M3MeHeHiT HeraTuBHOCTI paccormacoBanust (Pulvermiiller & Shtyrov, 2006).
TeopeTnaeckn, MOXXHO IIPEIIONIOKIUTD, YTO TAKVE IPOL[ECCHI He 00513aTeIbHO TPEOYIOT 3aTPAaTHOI
B IUIaHE [IMHBI 9KCIEPUMEHTA IaPafUrMbl PaCCOMIACOBAHNS U, BO3MOXKHO, MOTYT OBITh 3apernu-
CTPUPOBAHBI I B IPYIUX IKCIEPUMEHTA/IbHBIX YCIOBISIX. TakuM 06pasom, fajbHelllee n3ydeHne
9KCIIEPUMEHTA/IbHBIX YCIOBUIL, HEOOXOAMMBIX IS HAMIEXXHON PEerncCTpaluy aKTUBALUN [OJITO-
BpeMEHHBIX C/Ie[IOB ITaMATH B MO3Te€ B OTCYTCTBYE BHMMAHNA ¥ IPU CTPOrOM KOHTPOJIE HAJ IIa-
paMeTpaMu CTUMYJIOB, MOXKET He TOJIBKO IPOJIUTD CBET Ha JIeXKalllieé B X OCHOBE ITPOLIECChI, HO
U IPMBECTY K MOABIEHUIO YTYYLUIEHHBIX SKCIIEPMMEHTAIbHBIX MapafiUIM I/I MCCIeJOBAHMA MO3-
FOBBIX OCHOB SI3BIKOBOII (DYHKIIMI YeTOBEKa.
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