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IIpoBeneH cpaBHUTENBHBIN aHAIM3 0COOEHHOCTE (hopMUPOBaHUST HEHPOHHBIX OTOOpakeHUit accolra-
LI 0OBEKT—MECTO B TUITITIOKAMIIE B COCTOSIHUSIX O0IPCTBOBAHMUSI M ITapajoKcaabHOro cHa. Ha akTMBHOCTH
TUMIIOKAMIIATbHBIX HEMPOHOB BIMSIOT CyNIpaMaMUIISIPHOE, MApaBEHTPUKYJISIPHOE M CYIPAONTUYECKOe
siIpa TUIotayiamyca. B coctosstHuu 601pcTBOBaHUS TIPU TIPOXOXKICHUN CUTHAJIOB U3 3y0UYaTO M3BUJIUHBI
yepe3 mmosie CA3 B mojie CAl Ha HelipoHax 3TUX o0JiacTeit GOpPMHUPYIOTCS ITOCISAO0BATEIFHO YCIOXKHSIOII -
ecsl oToOpaxkeHUs1 accollralii 00beKT—MecTo. BXombl M3 cynmpaMaMULISIDHOTO sipa B 3y0UaTyo U3BUJIM -
Hy u tonie CA2, a Takxke Bxoabl B mosie CA2 13 mapaBeHTPUKYJISIPHOTO U CYTIPAOTITUYECKOTO siIep TUIoTa-
JlaMmyca, HeIipOHBI KOTOPBIX BBIIEJISIOT Ba30MPECCUH Y OKCUTOLIMH, 00JIeryaloT repeaayy CUrHajaoB B IoJjie
CAl 3a cyeT MHAYKINHY IIMTeIbHOM moTeHIanmu 3¢ dexrtuBHoctH cBsa3eit CA3—CA2, CA2—CAl u cym-
Mauuu Bo30yxxaeHust, mocrynatomiero us noyeit CA3 u CA2 Ha te HelipoHbl mosst CAl, cBsI3aHHBIE C Ipe-
dpoHTaNBHOM Kopoit. UHpopMamus o 3anaxax, rmocrynaomas B 1moxe CA2 3 000HSITEIbHON JTyKOBUIIEI
yepes3 NMapaBeHTPUKYJISIDHOE U CYIIPAONITUYECKOE SiIpa, BCTPAaUBaeTCsl B OTOOPaXKEHMST aCCOLMALIN 00b-
exT-MecTo. [Ipu mapamokcajllbHOM CHe, KOraa rnepegaya CUTHajioB Mo liemnu 3youarast usBmimHa—CA3—
CA1 3arpynHeHa, BXOJIbl M3 TUIIOTaJaMUYECKUX SIIep CIIOCOOCTBYIOT O0JIEr4YeHUIO JUTMTEIbHOM IMTOTeHIIAa-
LIMU B KaXJ0M U3 3BeHbeB 1ieru 3youaras ussmwinHa—CA2—CAl. BeaeacTsue 3Toro npu rnapanokcaibHOM
CHE YJIy4IlIaloTCsl YCIOBUS 111 (DOPMUPOBAHUSI HOBBIX OTOOpAaXKEHMIA accoliMaiuii 00beKT—MeCTO Ha TMH-
paMunoHEIX HelipoHax moyst CA2 n nx KieTKax-MutieHsXx B rmojie CAl, cBsI3aHHBIX ¢ MUHAaInHOI. W3 mmpo-
BEIEHHOI'O aHaiM3a CJIeIyeT, YTO MpHY IMapaJoKCaIbHOM CHE Ha HeilpoHaxX rummnokamma (hopMUPYIOTCS
OTOOpaXkeHUs accolalnii 00beKT—MECTO, OTJIUYHBIE OT Te€X, KOTOpble 00pa3yloTcsl B COCTOSIHUM OOAp-
CTBOBaHMSI.
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BBEAEHUE

K HacTosiiemy BpeMeHU HaKOTUJIEH Pl TaHHBIX,
CBUIIETEJILCTBYIOIIMX O BAXKHOI POJIM MapaOKCATbHOTO
cHa (ITC) mns1 3amomuHanust nHgopmarmu [1]. Henas-
HO C TMOMOIIIBIO 3JIEKTPO(PU3UOIIOTMYECKO perucTpa-
LIMM 1 ONITOTEHETUYECKOU TEXHUKU BIIEPBbIE MOKa3a-

Ipunsareie cokpamenus: AI1 — mautenbHass NOTeHIUS -
(EKTUBHOCTH BO30YIUTEIHLHOTO CHHANTUYecKoro Bxona; A1 —
JUTUTeNIbHasT aenpeccusi 3(PHOEKTUBHOCTU BO30YAUTEIBHOTO
cuHanTudeckoro Bxona; 31 — 3youaras n3BmwinHa; [1BA — ma-
PaBEeHTPUKYJSIpHOE siapo rumnoTaitamyca; [TH — nmupamMumaHbiit
HelipoH; I[1C — mapanokcanbHbIil coH; [IpK — npedpporTanbHast
Kopa; PE — peyHuMeHC (TalaMuyeckoe SIIpO CpeaHeil JTUHUM);
CM4I — cynpamamMmmisipHoe siapo rurotanamyca; COS — cympa-
OMNTUYECKOE siIpo rurnoraiamyca; DK — sHTopuHaIbHast Kopa

* Anpecar st koppecnioHmeHimu: 117865 Poccusi, Mockaa,
yia. bytnepoBa, na. 5a; Ten.: 495-789-38-52, e-mail: isa-
silkis@mail.ru.

HO, YTO MJISi KOHCOJMAALIMU MPOCTPAHCTBEHHON U
KOHTEKCTYaAILHOI ITaMsITH HeoOxXxoanuMa HeMpOHHas
aKTUBHOCTb, TeHepupyemasi Bo Bpems 11C [2]. Inu-
TeJIbHasl JenpuBalysl CHa MPUBOAWIIA K HAPYLIEHUIO
VHOYKOUST quTeabHoin noreHumanuu (AI1) B rur-
MOoKaMIIe W TTPOCTPaHCTBEHHOI maMsTH [3].

B Hamux nipeaiiecTByoiux padborax ObLI0 yKa3a-
HO Ha TO, YTO Ipoliecc (popMHUPOBaHUS OTOOpaKe-
HUI1 accoMaluii 00beKT—MeCTO B aKTUBHOCTU Heli-
POHOB TUIIIIOKAMITaJbHO# (POpMalliM B COCTOSTHUSIX
oonpcrBoBanusa u I1C poimkeH pasnuyarbes [4, 5].
Paznuuusi oOycioBJIeHBI TeM, 4TO (hopMHUpOBaHUE
accoumanuii 6a3upyeTcs Ha IJIMTEIbHBIX U3MEHEH -
X 3(pPEKTUBHOCTH CMHATITUYECKOM TTepeIadyn MeK-
Iy HelipoHaMU TUIIIIOKaMIIa, 3aBUCSIIINX OT KOHIIEH-
Tpalrii HEUPOMOIYJISITOPOB, KOTOPEIE B COCTOSTHUSIX
o6onpcrBoBanud U I1C pasznuunsel [6, 7]. C yyeToMm
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Puc. 1. BrusiHue cynpamMaMWIISIPHOTO SIipa Ha MPOXOXIEHUE CUTHAIOB Yepe3 TUIIToKaMITaJIbHYI0 (hopManuio 1 ¢hopMupoBa-
HHE OTOOpaKeHU accolmanuii 00beKT—MECTO Ha HeiipoHax rurmmokamMna. DK — sHTopuHanbHas kopa; 3W — 3ybuarast us-
BuymHa; CAl, CA2, CA3 — nojs rummokamiia; CA2—CA2 u CA3—CA3 — ¢BsI31 MexXIy NpaMUAHBIMU HelipoHamu nosisi; CM S —
cynpaMaMILIsipHOe siipo runotanamyca; [1dpK — npedpontanshast kopa; PE — tamamudeckoe simpo peynueHc; ITIT5 — me-
JYHKYJIOTIOHTUIHOE s11p0; AX — alleTUIXOJUH. JIMHUM C OTKPBITHIMU CTPEJIKAMU — HEHPOMOIYISITOPHBIE BXOJIbI; YTOJIILIEH-
HbI€ U MYHKTUPHbBIE JIMHUU CO CTPEIKAMU — COOTBETCTBEHHO IMOTEHIIMUPOBAHHBIE U JETTPECCUPOBAHHBIE BXOIbI B COCTOSTHUM
napanokcaibHoro cHa. C 1eJIblo yIpoIleHusT He mpeacTaBieHbl Bxoabl U3 mojieit CAl, CA2 u CA3 obpatHo B DK, a TakKe BX0O-
IIbI U3 SIIpa LIBa U TOJIyO0ro MATHA, MTOCKOJIbKY CEPOTOHUH U HOPaApEeHAJIMH MPY MapajoKCaTbHOM CHE HE BBIIEISIOTCS.

chopMyIMpoBaHHBIX HAMU TIPaBUJI MOLYJISIIUU (-
(EeKTUBHOCTU CUHANTHUYECKOl Tepenauyu (B Aajb-
HelleM TMpaBUI MOIYJSILIMKU), ObLIO CIEJaHO 3a-
KJIIoueHue, yto Bo BpeMs I1C BbicoKasi KOHIIEHTpa-
1S alleTUIXOJMHA, a TAKXKE OTCYTCTBME CEPOTOHUHA
U HOpaJpeHaJIrMHa, MOTYT CIOCOOCTBOBaTb MHAYK-
uuu autenabHoit nenpeccun () acbdekTuBHOCTH
nepeaayy B KaXKIIOM U3 3BEHbEB KJIACCUUECKOTO TPU-
CUHAIITUYECKOIo IIyTH 4epe3 rurnmnokamir [4, 8—10].
OTOT MyThb HAYMHAETCS B JSHTOPUHAIBHOU KoOpe
(9K), u3 KoTOopoii curHaibl 110 nepdoOpaHTHBIM BO-
JIOKHaM ITOCTyIIaloT B 3y04aryto u3BwinHy (31), 3a-
TeM CUTHaJIbl OT TPaHYJSIPHBIX KJIeToK 3U mo Miu-
CTBIM BOJIOKHaM mnoctyrmatoT B noyie CA3, a u3 Hero
no kojutatepansim Illacddepa B mone CAl. U3 monsa
CA1 akKTUBHOCTH TIepenaeTcs B IPyTrue CTPYKTYPHI, a
Takke BosBpaimaercsa B DK (puc. 1). B mocnenHee
BpeMsl 3HAYWUTEJIbHOE BHMMAaHUE YAEISIeTCS POJIU
runnokammaiabHoro nosst CA2 B npolieccax namsTu
u ooyueHwus [11—14]. Ha akTMBHOCTh HEIIpOHOB 3TO-
TO MOJIsl CyIIECTBEHHO BJIMSIOT HEHPOMNENTU b, BbI-
nejisieMble HelipoHaMy TUMOTAIaMUYECKUX SIAEP CY-
npamamuuisipHoro (CM$), mapaBeHTPUKYJISIPHOTO
(ITBA) u cympaontuueckoro (COS). Ananus Bo3-
MOXHBIX MEXaHU3MOB Yy4aCTUSI 3TUX HEHPONENTUI0B
B (hOpMUPOBAHUM HEUPOHHBIX OTOOpPaKEHUI acco-
Ualuuii 00bEKT—MECTO B PA3HBIX MOJSIX TUIIIOKAM-

ra B COCTOSSHUU OONPCTBOBAaHUS MPOBENEH B Mpel-
mecTBytonieit pabote [15]. Pan maHHBIX yKa3bIBaeT
Ha TO, 4TO B coctosiHusX [1C 1 6oapcTBOBaHUS HEM-
ponsl TIBA u COSl BeIIEASIOT pa3HOE KOJIUYECTBO
BaszompeccrHa M OKcUTolnHa [16—18]. AKTUBHOCTB
HeiipoHoB CMSI B ykazaHHBIX (DYHKIIMOHAJIBHBIX CO-
CTOSTHUSIX TakxKe oTiimyaetcs [19—21].

Pe3ynbTaThl COBpeMEeHHBIX MCCIEAOBAaHUIA CBUIE-
TEJILCTBYIOT O TOM, UTO IJIsI OOYYEHMS W ITaMsITH HE00-
xommMo B3ammopeiictBre rurmrokamma ¢ [1pK. Xorsa
BEHTpaJIbHBIN TMNIOKaMI (Yepe3 CyOUKYJIIOM) Tpo-
erpyeTcss HENOoCpeACTBeHHO B MemuaibHylo 1K
[22], oOpaTHBIE TTPOEKIIMU U3 3TOI 00JIaCTH KOPHI B
TUIIoKaMn oTcyTcTByioT [23]. BaammopeiicTBue
OCYIIECTBJISIETCS Yepe3 TaJlaMUiIeCcKOoe SIAPO CpeaHe
mmanu peyaueHc (PE) mo menm rummmokamii-menn-
anbHas [1pK-PE-runmnokamn [24]. DddekTUBHOCTH
Bo30ymuTesbHOro Bxoga PE-CA1 MoXeT NOTeHIINN -
poBaThcs [25], YTO HOJDKHO YCWIIMTL B3amMomeii-
CTBME TOTO SI1pa C TUITITOKAMIIOM.

Ilenblo HacTosIIIEe PAaOOTHI SIBJISIICS CPABHUTEb-
HBIII aHaJM3 OCOOCHHOCTE (POPMUPOBAHUS HEM-
POHHBIX OTOOpaxKeHUI accoIMalnii 00beKT—MECTO
B pa3HbBIX ITOJISIX TUITIIOKaMIla B COCTOSTHUSIX OOIp-
crBoBaHuss U [1C. OcHOBHOe BHMMaHUE YIEJEHO
BiaustHUIO saep runotanamyca (CMA, TIBA u COS)
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Puc. 2. Bnusinue simep runoTajiaMyca Ha (hOpMUPOBaHUE OTOOPaKEHUIT acCOLMALINii 00bEeKT—MECTO Ha HEMpOHaX TMITIIoKaM-
na. [1B u COS — napaBeHTpUKYJISIPHOE U CYIIPAOIITUYECKOE siApa TUIIoTaJaMyca COOTBeTCTBeHHO; DKM 1 DK — meauansb-
Hasl U JlaTepajibHasi YaCTU SHTOPUHAJIBHOUN KOPBI COOTBETCTBEHHO. OcTaibHble 0003HaueHus1 kak Ha puc. 1. [Tone CA3 He

NpeACTaBJI€HO C LEJIbIO YIIPOILICHUSA.

Ha mpoiecchl (POpMUPOBAHUSI OTOOPAKEHUI acco-
LMaLUA.

OCOBEHHOCTHU ®OPMHUPOBAHUS
OTOBPAXEHWI1 ACCOUUMALMUN OBbEKT—
MECTO HA HEMPOHAX TMIIITOKAMIIA
B COCTOSIHUU BOJAPCTBOBAHUA

B mpemmecTByommx paboTrax HaMHM IPOBEAEH
aHaJIM3 BO3MOXHBIX MEXaHM3MOB (HOPMUPOBAHUS
oToOpakeHU accouaii oObeKT—MEeCTO MO Mepe
npoaBikeHns: curHajaoB u3 3U gepes monst CA3 u
CA2 B mone CAl [9, 10, 15] (puc. 1). Beuio ykazaHo
Ha TO, YTO MPY 3TOM Ha rpaHyJsSIpHBIX KieTkax 31, a
Takske Ha mupaMunHbIX HeitpoHax (ITH) moneit CA3,
CA2 nu CAl popMHUpyrOTCS YCIOXHSIOMNECS OTO0-
paxeHusl accolMaluii 6ojiee BBICOKMX MOPSIIKOB.
@dopMHUpPOBaHUIO OTOOpaXXeHUiT accoumanuii 00b-
eKT—MecTo Ha HerpoHax nojieii CA2 nm CAl crmoco6-
ctByeT Bxod 13 CMSI B nojie CA2, NOCKOJIBKY OH 00-
nerdaet uHaykuuio JI1 apdexTuBHOCTH Iepenayu B
nytn CA2-CAl u cyMManuio BO30YKICHUS, TTOCTY-
napouiero u3 nojueid CA3 u CA2 na ITH nona CAl
[15] (puc. 1). O BoBiieueHHOCT CMSI B pabouyio ma-
MSTh U OOy4YeHHUE, CBUIECTEIBCTBYIOT JaHHBIE O TOM,
4yTO BpeMeHHas nHakTuBauust CMS HapyiiaeT cno-
COOHOCTB KPBIC pelllaTh 3aJa4u, TPEeOYIOIINe YIaCTUSI
paboueii namatu [26]. B mone CA2 13 060HATEIbHOM
JIYKOBUIIBI yepe3 sapa rumnoraiamyca [IBA u COA
noctynaeT nHgopmalus o 3amnaxax (puc. 2). Heiipo-
Hel saep 1B n COS cuHTE3MpyroT Ba3ornpeccuH u
OKCUTOLIMH, KOTOpbIE OKAa3bIBAalOT CYIIECTBEHHOE
BAMSTHME Ha (PYHKIIMOHMPOBAHME TUIIIIOKaMIIa, CO-
IMAJBHOE TTOBEICHNWE M COLMAaIbHYIO MaMITh [27,
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28]. O1o BAUsIHUE peanu3yeTcs Oiaarogapsi odjerya-
IOIIEMY OEMCTBHUIO Ba30IIPECCMHA M OKCUTOLIMHA Ha
nHaykuuio I 3ddekTHBHOCTH CHHANITUYECKUX
Bxon0B K ITH monst CA2 [29, 30]. Ha ungykuuio IIT
B mosie CAl 3T HEMPOMOOYJISITOPhI HE BIUSIOT, I10-
BUIMMOMY, TTOTOMY, YTO IUIOTHOCTb UYBCTBUTEJIb-
HBIX K Ba30MNpPeCCMHY U OKCUTOLMHY pPELENTOPOB
OoJb11as ToNbKO B mojie CA2 1 BepXHeil 4aCTH II0JIS
CA3 (CA3a) [27, 31]. bmarogapst oGaer4yeHUI0 WH-
nykiuu HI1, yaydiraroTcst yeaoBust hopMUPOBaHUS
B aKTUBHOCTU HelipoHOB Ionsi CA2 oToOpaxkeHUiA
accouuanuii oorekT—mecTto. Ilo-BuamMomy, Bas3o-
MPECCUH CMOCOOCTBYET BCTpauBaHUIO WH(MOPMAITUU
0 3arraxax B OTOOpaXkeHMsI acCoualuii 00beKT—Me-
cto Ha HeilipoHax moJyist CA2 [15] n Ha UX KJIeTKax-
muieHsix B rojie CAl (puc. 1). ABTopsl paboThi [14]
M0JIaraioT, YTO Ba3OIIPECCUH CIIOCOOCTBYET (popMU-
POBaHMIO acCOUALII MEXITy OOOHSITEIbHBIMU CUT-
HajaMyd M COLIMAJIbHBIMM KOHTaKTaMu, Oyarojgapsi
0OJIBIIIOMY KOJINYECTBY YyBCTBUTEIIBHBIX K HEMY pe-
uerrropos Ha ITH monsa CA2.

M3BecTHBIE M3 JAUTEpaTypbl 3KCIIEPUMEHTAJIb-
Hble JaHHBIE YKa3bIBAlOT Ha cHelUaIn3aliiio Mpo-
exuuit CA2-CAl. Tak, BXox U3 nepeaHeit 4acT mo-
151 CA2/CA3 B 3amHio10 yacTh nmojist CAl urpaet Bax-
HYIO POJIb B 33J1aUe Ha TMCKPUMUHALIMIO COIIUATbHBIX
CTHUMYJIOB M COLIMAJIbHOE Y3HABaHME, TOIIa KAaK BXOI
u3 nepenHeit yactu noiass CA2/CA3 B mepenHIo
yacTh nojst CAl ydyacTByeT B TUCKPUMUHAILIUU CTU-
MYJIOB He CBSI3aHHBIX C COLIMAJILHBIMU COOBITHUSIMU
[11]. B rmy6okoM citoe mop3anpHoit yacTtu moyst CAl
(cnoe CAlc), pacnojioxkeHHOM OJirke K nmojio CA2,
KOIUpPYETCS IPOCTPpaHCTBEHHAasd MHMOpMaILUs, a Ha
HelipoHax BbeIIIenexamero ciaosgs CAla, pacmoso-
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KEHHOTO OJIM:Ke K CyOUKYJTIOMY, KOMUPYETCS HEIPO-
cTpaHCTBeHHas1 uHdopmanus [12]. BTy dyHKIIMO-
HaJIbHYIO CIICLIAIN3alIMIO CBSI3LIBAIOT C Pa3InIHOM
opranm3anueii BxomoB K ITH pasHBIX cnoeB 1ot
CAl [12]. Tak, akconn! ITH mmonsg CA3 okaHYMBaIOT-
Cs Ha alUKaJIbHBIX OeHapuTax Toro psna ITH mois
CA1l, KOTOpHIN pacItoioXeH OmmKe K CI0I0 paaua-
TyM, TOrAa Kak akcoHHblie BeTBlieHUs [TH momst CA2
OKaHYMBAaIOTCS Ha 0azalibHbIX aeHapuTax ITH momns
CAl, pacrionoXeHHBIX OJmKe K CJIof0 opueHC [32—
35]. BecnencTBue 3Ttoro, mHGopMaius oT oToopaxke-
HUIT accolaluii 00beKT—MeCTO, C(DOPMUPOBAHHBIX
Ha ITH moneit CA2 u CA3, mocTyIraeT Ha HEMPOHBI
pas3Hbix ciaoeB nojist CAl. Ha 6a3zanpHBIX JeHApUTaX
tex ITH nonst CAl, KkoTopble pacIofioXeHbl OIrxkKe K
CJIOIO OPMEHC 1 IIPOELIMPYIOTCS B MUHIAIMHY, aKCOH-
Hble okoHuaHus I[TH mmonst CA2 cocTasisito IpruMepHO
20% Bcex KOHTAKTOB. biaromapst 3TUM KOHTaKTaM,
TUIITOKAMIT Yepe3 MUHIAJINHY MOXKET BIMSATh HAa 00-
paboTKy MHGpOpPMAaIINU, CBI3aHHOM C SMOLIMSIMHU U C
colMaJbHBIM TToBemeHUeM [36, 37]. Bazomarepainb-
HOE SIIpO MUHIAJIWHBI, B CBOIO OYepenb, BIUSIET HA
akKTUBHOCTb HelipoHoB moJyist CA2 [28]. Ilomararor,
YTO B aKTMBHOCTHU HelipoHoB mojss CA2 yxe cyie-
CTBYIOILIEE OTOOpakeHME IIPOCTPAHCTBA MOIY/IMPYET-
CsI C YUYETOM COLIMaIBHBIX cTUMYIOB [38]. BBeneHue
aHtaroHnucta 'AMKa peuentopoB NHMKpPOTOKCUHA B
0a3oJlaTepaIbHYI0 MUHIAJIMHY IIPUBOINIIO K YBEIU-
yeHuto akTuBHOCTU ITH most CA2 [39]. Cynst o atum
JaHHBIM, TIPpU HOPMAJbHOM YpPOBHE TOPMOXKCHUS
BXOA M3 MUWHOAJIWHBI IIPEISITCTBYeT Ype3MEepPHOMY
yBenmueHuto aktuBHoctu [TH monst CA2. Criienyert ot-
METUTh, YTO B CTPYKTYpaX, BIMSIONIUX HA (PYHKIIUO-
HUPOBaHME TMIIIOKAMIIA, TAKMX KaK CyONKYIIIOM, SIIPO
PE, neperoponka, a takcxke CMS u I1B4, o6putn 006-
HapyXeHBbI KJIETKHU, DJIEKTPpUUIECKAsT CTUMYJISILIAS KO-
TOPBIX MOTIJIAa BBI3BIBATH SMOLIMOHAIILHBIC PEaKIInU
[40].

ITokazaHo, 4TO pa3psAbl HEHPOHOB NOP3aJIbHOMI
vactu ntojist CAl, sapa PE nu menuansnaoit [1pK cuu-
XPOHU3UPYIOTCS B T€Ta-pUTME, IIPUUEM 3Ta CUHXPO-
HU3a1Ms 3aBUCUT OT aKTUBHOCTU HelipoHOB simpa PE
[41]. MuakTuBaumss HMJIA peuentopoB B simpe PE
(4TO MOJKHO OBLIO YMEHBIIIUTHh aKTUBHOCTh HEMPOHOB
B 9TOM SIIpe) Hapylllajla KOTepeHTHOCTh B T€Ta-pPUTME
mexay I[1pK u runmoxkamriom [41]. B pesyibrare nHak-
tuBaumu sgapa PE cymecTBeHHO yMeHBIIAIOCh YMCIIO
HelipoHoB MenuaibHOU [1hK, uybsi akTHBHOCTH ObLTa
MpuBsI3aHa N0 ¢a3e K TUIIOKaMITaJIbHOMY TeTa-pUTMY
[42]. TToCcKOJNILKY CMHXPOHM3ALSI aKTUBHOCTH TIpe-
U TIOCTCUHAIITUYECKOUN KJIETOK OOEeCHeuyMBaeT BbI-
MHOJIHEHHUE TpaBuia Xeb0a, OHa MOXET CIOCOOCTBO-
Batb nHAYKOUK JI1. IToaTOMy MOXHO OXUIATh, 4YTO
MpU HaJUYUU TeTa-puTMa OyaeT o0JierdyatbCcs CBSI3b
TUMIoKaMna c APYIMMHM CTPyKTypamu. JleiicTBu-
TEJIbHO, CTUMYJISILIMS B T€Ta-pUTME BXOJla MEIUAJIb-
Hast OK-CAl crmoco6cTBOBaia MHAYKLIMU IeTEPOCU -
Hantudeckoii JII1 Ha Bxome sinpo PE-CAL [43]. I1o-
BUIUMOMY, 3TOMY 3P(PEKTy CITOCOOCTBYET KOHBEP-

TeHIIMS aKCOHHBIX OKOHYAHMI HelpoHOB siapa PE u
DK Ha OJHMX U TeX 3Ke yJacTKaxX JeHIPUTHOTO JiepeBa
ITH nionst CA1 [24]. IToBpexaeHue sinpa PE yxynima-
o ycaosusg g mHaykoun JIT B mone CAl. Ilpu
aToM Ha aeHapurtax ITH mons CAl He oOpa3oBbIBa-
JIMCh HOBBIC TPMO000Opa3HbIC IIUIUKH, a TAKXKE CHU-
Xaack aKcrpeccus c-Fos B aToM moie [44].

O smsHnu siapa PE Ha dopmupoBanue accorma-
LM OOBEKT—MECTO CBUAETEILCTBYIOT JAaHHbBIE O TOM,
YyTO BpeMeHHasl uHakTvBanus siapa PE npu BbiTionHe-
HUU 3a/1ay Ha 3allOMUHAaHWE acCOLMAlUi OObeKT—Me-
CTO, KaK U TIpepbIBaHME B3aUMOACUCTBUS TUIIIIOKAMIIA
¢ MenuanbHOU TIPK, mpensaTcTBOBaIM Kak KOIUPO-
BaHUIO, TaK U U3BJIEUCHUIO U3 MaMSTU accolualuii
00BeKT—MecCTO [45, 46]. I1pn noBpexnenuu sapa PE
HapyllIajJoch OTOOpaXkeHWe OKpYyKalolllell cpenbl Ha
HelipoHax moiyst CAl runmokamma [47]. Kpome Toro,
3HAYMTEJIBHO YyXyAIalach JOJTOBPEMEHHYIO MMaMSITh,
HeoOxoauMasi IJ1s1 pacrio3HaBaHMSI MPeIMeTa B OIpee-
JICHHOM JIOKYyce IpocTtpaHcTBa [43]. [1Ipu 3TOoM mamsTh
Ha pacro3HaBaHUE TOJIBKO TPEIMETa WU TOJIbKO JIO-
Kyca coxpaHsijack. [IprmeuartesibHO, UTO MOBPEXIS-
Hue sapa PE cneuunduyecku Hapyano oTcTaBlieH-
HYIO IPOCTPAHCTBEHHYIO MaMsITh, TOTJa KaK OHO He
BJIMSIET Ha MPUOOPETEHUE WIN U3BJIEUEHUE U3 MTaMsi-
T HEZABHO 3allOMHEeHHOM umHdopMmauuu [25]. Dtu
JTaHHBIE YKa3bIBAIOT Ha BaxKHBIN BKJIaf siapa PE u ta-
JIJaMO-KOPKOBOIl CHMHXPOHM3alliM B BCTpauBaHUeE
nH(pOpMaNU B TOJTOBPEMEHHYIO NaMsITh [25].

IMIpuBs3ky K Teta-purmy B 1tojie CAl Habmonamm
B aKTMBHOCTU HelpoHOB He TOJIbKO siapa PE, Ho u
CMZ [48]. TIpumeyaTenbHO, YTO OINTOT€HETUYECKOe
otkmodeHre CMS ymMeHBIIaT0 KOOPIMHUPOBAHHYIO
aKTUBHOCTH B TeTa-put™me B 1ienu IIpK-PE-CALl [48].
OTu JaHHBIE yKa3biBaloT Ha Bkiag CMS B cuHxpo-
HU3UPOBAHHYIO aKTUBHOCTD, CBSI3bIBAIOIITYIO TUITIIO-
Kkamrl ¢ ssapom PE u HoBo# Kopoii. Kpome Toro, rmocie
nHakTuBanu CMS Hapyliajioch 0ToOpakeHue Mpo-
cTpaHcTBeHHOI TpaekTopuu B mosie CAl u B simpe PE,
Torga kak B MeauanbHou IIdpK Takoro adpdekra He
Habmonanock [48]. DT naHHBIE CBUIETEILCTBYIOT B
nonn3y BausiHUsT CMS Ha oTroOpaxkeHue IIpoCTpaH-
CTBEHHOI MH(MOPMAIIUY B TUIIIOKAMIIE.

OCOBEHHOCTHU ®OPMHWPOBAHMAA
OTOBPAXKEHNN ACCOLUMALIMN OBBbEKT—
MECTO HA HEMPOHAX T'MITTIOKAMIIA
ITPU ITAPAJOKCAJIBHOM CHE

Binsinme spep rumoramamMyca Ha ()opMHpOBAHHE
acconuammii oobekT—Mecto npu IIC. Mmeercst psin
JIaHHBIX, YKa3bIBAIOIIUX HA TO, YTO MEPEXO/ OT Me/l-
JIeHHOBOJTHOBOTO cHa K [1C gBisiercs ciaencTBueM us-
MEHEHUII  aKTMBHOCTU  TJIyTaMaTepruyeckux U
IF'AMKepruuyecknx HeiipoOHOB B 3agHEM TUIIOTajla-
myce [49]. I1pu IIC omHa yacTh HEHPOHOB 3aITHETO
JlaTepaJIbHOTO TUroTajgaMyca MpakKTUYeCK TepecTaeT
pas3pskaThCsl, HO aKTUBHOCTD JPYTroi IpymIibl HEUPO-
HOB MHOT/Ia 1aXe€ BBIIIE, YeM B COCTOSTHUU OOIPCTBO-
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BaHud [50]. ITockombKy HEMPOHBI 3aTHETO TUITOTAJIA-
Myca IIpOSLMPYIOTCS B CTPYKTYPhI, HAIIPSIMYIO MHHEP-
BUpYIOIIYE TUIIIIOKAaMII, a UMeHHO, B CM, sinpo PE,
MEeperopoKy M NepUpUHAIILHY Kopy [51], akTwB-
HOCTb KaX/I0#t M3 yKa3aHHBIX CTPYKTYP TaKKe TOJDKHA
n3MeHuThbes, Ilokazano, uyro npu I1C cribHO akTH-
BUpOBaHBI HelipoHsl 3, a TakKe TMMOMYEeCKIX 001a-
CTEil KOpbl — MepeaHeil HUHTYJISIPHOMN, PETPOCIIJIEHU -
aJIbHOI, MeIMaIbHOM SHTOPHUHANIBHOM [52]. ITocKoJIbKY
yKazaHHbIE JIMMOWYECKHE CTPYKTYPhl YYacTBYIOT B
MPOCTPAaHCTBEHHOM maMsITh, UX aktuauus npu [1C
MOXKET OBITh KpUTUIHOM IJIs1 €€ KOHCcoIuaauu [52].

IMonararot, yto Bo Bpems I1C K yay4diIeHUIO yCI10-
BUI1 IJIsI TIepexoja OT KPaTKOBPEeMEHHOIT ITOTeHIIA-
vy K JAIT MoxXeT MpuBOINTE YBEIMUYCHUE CEKPEIINH
HelpoIlenTuaoB B sapax rumnoraidamyca [53]. OHo
JIOCTUTAeT CYTOYHOI0 MaKCMyMa BO BTOPOIi MOJIO-
BUHE cHa, Korma npeobianaroTt ¢asel I1C [54]. On-
HUM 13 Takux saep sasiasercd CMS. [TokazaHo, 4yTo
npu IIC 1 B cocTostTHUM OGOOPCTBOBAHUSI AKTUBUBI
pa3HbIe TpymITel HelipoHoB CM S, maHepBUpyIoIIne
pa3HbIe TPYIINbl KJIETOK B TUIIMOKaMITaIbHOU (op-
Maumu [21, 55, 56]. B cocTrostHuu 60apCTBOBaHUS aK-
TUBHBI HEWpPOHBI 3aJHEM M MeAualbHOI YacTei
CMS, U3 aKCOHHBIX TePMUHAJIEN KOTOPBIX BBIACIISI-
eTcsl TOJIbKO riayraMaT. OHM MHHEPBUPYIOT MCKITIO-
YUTEJIbHO BHYTPEHHUI MOJIEKYJISIPHBINA CJIOM BeH-
tpanbHoU yactu 3U u cioii ITH B mosisix CA2 u CA3a
[21]. MHakTHBanus atux HeiiponoB CM S npuBogut
K COHuIMBOCTU [56]. HelipoHBI JlaTepaIbHOM 4acTu
CMs, xotopsie Bo Bpems I1C BbiaesiioT rryraMat 1
IF'AMK (ux uncio cocrasisieT 15% oT 06111ero Kouau-
yecTBa KieToKk CMS [56]), y9acTBYIOT B TOHUYECKOIA
aKTMBAlLlMM HEMPOHOB JIMMOMUYECKUX obJiacTeit [52].
B yacTHOCTM, OHM MHHEPBUPYIOT HEMPOHEI TOP3ab-
Hoit vacti 3U, Kyma ImocTymnaeT TakKe BO30y:KIeH1e
n3 MeauanbHoit DK [55]. TTockosbky Bo Bpems T1C
aKTUBHOCTb HEMPOHOB B JarepajbHOIl yactu CMS
BIBOE OOJIbIlIe, YeM B MeAWaIbHOM, IOJararT, YTO
yBeandeHue aktTuBHocTy HevipoHoB 3U nipu I1C cBsiza-
HO co BxonoM B 3U u3 narepanbHoii vactu CMA [57].
ITpn I1C smmstae CM A Ha akTUBHOCTB HelipoHoB 3
0COO0EeHHO cuJIbHOE [58]. AKTUBHOCTh HEMPOHOB Me-
muanbHoit DK Bo Bpems I1C Takke Gojblie, 4eM B
COCTOSIHUM OOIPCTBOBAHMSI, UYTO CIIOCOOCTBYET WMH-
nykuuu IIT B cunancax OK-3U [57].

M3 nipoBeneHHOTO paHee aHaIMU3a CIEAYeT, YTO B
COCTOSSHUM OOAPCTBOBaHUSI TJIyTamMaTeprudyecKue
Bxonbl 3 CMS B moite CA2 u B 3U cnocoGCTBYIOT
YBEJIMYCHUIO aKTUBHOCTH HEHPOHOB 3THUX OOJIacTeit
u nHaykiuu HIT addekTnBHOCTH CHMHANTUYECKOMN
repenadyyr B KaXXI0M M3 3BEHbEB KJIACCUYECKOTO TPU-
CUHANTUYECKOrO ITyTH Yepe3 Tuiokamii [59]. OnHa-
ko nipu I1C, xorna nepegaya curHagoB u3 31 B nose
CA3 unwusnonsa CA3 Bmione CAl 3aTrpynHeHa, BXOI U3
CM4 cnocobceTByeT yaydieHUo 3((MeKTUBHOCTHA
CUHAIITUYECKOM TIepeJadyu B KaxkKJIOM U3 3BEHbEB 11e-
mu DK—-3U—-CA2—CAl B o6xom monst CA3 [59]
(puc. 1). Y3 BBIIEU3IOXEHHOTO CIEAYeT, YTO BCIEI-

HEMPOXUMUS Ne 2

TOM 38 2021

CTBME pa3IndMs IpoeKLnii 13 pa3Hbix yacteii CM S
B TUITITOKAMII, a TAKKe pa3HOM aKTUBHOCTHU KJIETOK B
aTux 4yacTsax CMS B cocTosiHUsSIX O0IPCTBOBAHUS U
I1C, »T0 simpo rumoTagamMyca mo-pa3HoMy BIMUSET Ha
(GYHKIIMOHMPOBAHME TUIIOKAMIIa B YKa3aHHBIX CO-
crostnusx. ITockonbky nipu I1C aktuBHocth ITH mo-
s CA2 Beicoka 1 3(pdekTuBHOCTD ¢BsI3M CA2—CALl
MMOTEHIIUMPOBAHA, 3TO MOXET CIIOCOOCTBOBATH YIy4d-
IIEHWIO YCJIOBUM (hopMUpOBaHUST OTOOpaxKeHUIA ac-
coumanuii oobekT—Mecto Ha ITH monsas CA2 u mx
KJIeTKax-MulineHsax B mojie CAl.

DD DOEKTUBHOCTD BIMSIHUS Ba30IIPeCCUHA Y OKCHU-
TOLIMHA HAa aKTUBHOCTh HeiipoHOB moJjist CA2 ompe-
JeNIsIeTCsl UX KOHIIEHTpalueil, KoTopasi 3aBUCUT OT
aktuBHOCTU HelipoHoB 1B u COS. OmHako maH-
HbI€ O KOHIIEHTPALIMW Ba30IPEeCCUHA U OKCUTOLIMHA
B cocTtosiHUSX I1C 1 60mpcTBOBAaHMS TPOTUBOPEUMBEIL.
C oIHOM CTOPOHBI, UMEIOTCS KIIMHUYECKNE TaHHBIE O
TOM, 4TO BazonpeccuH noaasiset I1C [60]. CornacHo
JIPYTYMM TaHHBIM, Ba30IIPECCUH CYIIECTBEHHO YBEJIU -
YyuBaeT IIUTeIbHOCTD I1C, XOTS 1 He BIMsET Ha Bpe-
MsI OSIBJICHUST ero nepBoro anuzona [18]. BeeneHue
Ba30IIpeCCUHA YBEJIMUYMBAJIO KaK BpeMsI CHa B LIEJIOM,
Tak 1 BpeMs nepuoaoB I1C Bo BTOpoii IT0JIOBUHE HO-
gy [61]. ¥V mbIireit ¢ gepuuutomM Baszomnpeccuna I[1C
ObUI BEIpaXKEH XyXe, 4eM B KoHTpoie [62]. [Tockomb-
Ky OpeKCHH A (KOHILIEHTpaus KOTOPOIO yBeJIndeHa
B COCTOSIHUU GOApCTBOBaHUS [63]), MHTMOUPYET aK-
TUBHOCTh HelipoHoB IIBSl, Bblaensiolminmx OKCUTO-
LUH [16], MOXHO MoJaratb, 4YTO B 3TOM COCTOSIHUU
KOHIIEHTpALMS Ba30IIPecCHa U OKCUTOLIMHA MEHb-
e, yem 1npu IIC. KocBeHHBIM CBUIETEJIHLCTBOM B
MOJIb3Y YBEJIMYCHUS BbIACICHUS Ba30IIPECCUHA U OK-
cutounHa 1pu I1C MoryT CiayXuTh JaHHBIE O TOM,
4YTO TpU noBpexaeHnun 45—86% ueitponon I1BS ru-
rnmorajaMmyca KpbIiC 3HAaYMTEILHO YMEHBIIIAIOCh YMC-
J10 armm3o10B [1C, Torma Kak puT™M MeIJIEHHO-BOJIHO-
Boro cHa He MeHsuics [17]. Kak yka3bpIiBajioch BHIIIIE,
Ba30MNpPECCUH M OKCUTOLIMH OO0JIEer4yaroT MHIYKIIAIO
JIT u 6iaromapst 3ToOMy MOTYT CIIOCOOCTBOBATH (pop-
MUpOBaHUIO Ha HelipoHax moiass CA2 oToOpakeHUM
accouuanuii 00beKT—MECTO, BKIIIOUAIOIINX MHGOP-
Maluio o 3amaxax. Eciin KOHILIeHTpalus yKa3aHHBIX
HeiiponentuaoB npu I1C BreIllle, 4eM B COCTOSIHUU
OOIpCTBOBAHUSI, TO OOJIbIIE OyAET BBIPAXKEHHOCTH
JIT adpdexTnBHOCTH BO30YIMTEIbHBIX BXoOoB K ITH
nosisi CA2 v Bblllle UX aKTUBHOCTb. B pe3ynbTaTe 3¢-
dexktuBHOCTh cB3eil CA2—CA2 Takke MOXKET BO3-
pacTu 1 n3MeHsITCd yciaoBus popmupoBanusa Ha [TH
3TOro MoJjisi 00O0OIIEHHBIX OTOOpaXkeHMUiT accolua-
LU 00BEKT—MECTO, TaK UTO OHU OYAyT OTIMYATHCS
OT TeX, KOTOpbie (POPMUPYIOTCSI B COCTOSTHUM OOIIp-
crBoBaHus. Ilockonbky npu I1C mHpoOpMaLus 1m0-
crynaer B nojie CAl mpeuMylIeCTBEHHO U3 IIO0JIS
CA2, a He u3 nonsg CA3, oToOpakeHUsT accolaii
00beKT—MecTo, cdopmupoBaHHble Ha ITH o
CAl, takke OymyT oTiM4aThCs OT T€X, KOTOpbIe 00-
Pa3yloTCcs B COCTOSIHMU OOIPCTBOBAHUS.
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B none CA2 moctymmaeT mHHepBalusl M3 MUHOA-
JuHbl [64]. TloaTOoMy OTOOpaXXeHUs accolMaLuii
00BEKT—MeCcTO, CGOPMHUPOBAHHBIE Ha HeMpoHax
storo 1o npu I1C 6ynyT sMOIIMOHAIILHO OKpalie-
HBI. BeIsIBIIeH ycnnnBaromnii 3¢ ekT mo3nHei pas3nl
I1C Ha paHee 3aKOOMPOBAaHHYIO SMOLIMOHAJIBHO 3HA-
yumMmyro uHdopMauuio [65]. TlokazaHo Takxke, 4TO
I1C crocobcTByeT KOHCOMUTALIMM 3MOIMOHAITBHOM
mamsiti [66]. B gactHOCTH, Tipu [1C yiydiranach KOH-
coMaalvs HETaTMBHO OKpAIlleHHON 3MOIMOHAJIb-
HOI ITaMsITU, IIPUYEM 3TO YIyUIlIeHUE KOPPEIUPOBAIO
C MOIIHOCTBIO TE€Ta-puUTMa B MpedpPOHTAIBHBIX 00JIa-
CTSIX U ¢ BpeMeHeM HaxoxaeHus B coctosgauu I[1C [67].

Poub TeTa putma u anpa PE B dynkunonnpoBanuu
runmokamna npu IIC. Ilpu I1C, kak 1 Bo BpeMs UC-
CJIEOBATEILCKOTO IIOBEICHUSI B COCTOSIHUM OOIIp-
cTBOBaHMs, pa3psabl HelipoHoB suipa PE m I[1pK
CUHXPOHU3UPOBaHKI B TeTa-put™Me (4—8 I'tr). Y uesno-
Beka 1ipu IIC reHepupyeTcs THUIIIIOKaMIIaJbHBIA
TeTa-pruTM ¢ YacToToit 4—7 I'll, HO 3TN OCUMIIISIIINHA
He HeIMpepbIBHBIC, KaK Y TPBI3YHOB, a IJISITCS 10 1 ¢
[68]. ITonaratoT, yTo Gaarogapst OCLHWLISILIUSIM B Te-
Ta-putMe, Bo BpeMs [IC ycuinmBaeTcsi KOTepeHT-
HOCTb B aKTMBHOCTU HEWPOHOB B CETH, BKIIIOYAIO-
et runnokami u [pK, u 310 criocodb¢cTBYET hop-
MHUPOBAHUIO MaMSTH, BKIIIOYas SMOLIMOHAIBHYIO
[69—71]. Takum obpazom, AI1 spdekTUBHOCTH CBSI-
3u CA2—CAl1 Bo Bpems I1C MoxeT ciocoOCTBOBAaTh
He TOJIbKO BBICOKast aktuBHOCTE ITH moirst CA2, Ho m
cuHxpoHu3zauus aktusHoctu ITH B aTtux nonsix. Io-
BUIUMOMY, TIOTEHIMUPYETCS 3(P(PEKTUBHOCTD TOJIBKO
qyacth cBsizeii CA2—CAl, Tak KaK MMEIOTCSI JaHHBIE,
yTo BO Bpems I1C HeltpoHbl pa3HbiX ciioeB moiasa CAl
pas3psiKaroTcs pa3IuYHbIM 00pazoM [12, 72, 73]. Dror
3 PEeKT MOKET OBITH CBI3aH C pa3HOI opraHmu3anein
Bxoa0B K ITH pazmuunbix cioeB moass CAl us noJeit
CA3 u CA2.

IMockonbky npu I1C pa3psabl HeiipOHOB TUIIIO-
kamma u [1dK cuHxponusuposansl [69, 70], B put-
MUYECKYI0 aKTUBHOCTb OJDKHO OBITH BOBJIEUEHO U
saapo PE, cBsg3aHHOe ¢ KaXao0il U3 3TUX CTPYKTYyp. B
COCTOSIHUM OOIPCTBOBAaHUSI TIPU HCCJIEIOBATEIIb-
CKOM TIOBEIECHMM TeTa aKTUBHOCTb CIIOCOOCTBYET
ycuseHuto ¢Bsa3u rumnmokammna ¢ [1pK mpu yyactun
sanpa PE [74]. Urto kacaercst aktnBHOcTH 1K B co-
crossiuu I1C, To 110 OMTHUM JaHHBIM, YCUJICHUE aK-
TUBHOCTH JTUMONYECKHUX CTPYKTYP B 3TOM (DYHKIINO-
HaJIbHOM COCTOSIHUM COIIPOBOKIAETCS OCIa0JIeHIEM
aktuBHocTu IIpK [75]. OmHako coriacHoO IPyruMm
IaHHBIM, nop3oJiatepanbHas [1pK aktusHa ripu I1C,
0COOEHHO B Hayajle ero BOSHUKHOBeHU [76].

Ha aktuBHOCTE HelipoHoB sgapa PE Bausgior pas-
JIMYHBIE HelipoMoaysiTopsl. B yactHoCTH, B siipo PE
MPOELIMPYIOTCSI IKCITPECCUPYIOIITME alIeTUIIXOJIUH Heli-
POHBI TIEAYHKYJOMOHTUIHHOTO M JIATEPOIOP3aTbHOTO
TETMEHTAIbHbIX sIIEP, KOTOPbIE CMJIbHO aKTUBUPYIOTCSI
npu I1C [77]. OnToreHeTYecKast CTUMYJISILIAST XOJIMH-
€pPruYeCcKUX HEMPOHOB MEAYyHKYJIOIIOHTUIHOIO sapa

IpUBOOMIIA K yBenmueHMIo yncia amm3onos I1C [78],
ALIETUJIXOJIMH YBEIUYMBAET aKTUBHOCTb TOPMO3HBIX
nHTepHeiipoHoB B none CAl u BCICACTBUE 3TOTO
YMEHbBIIAeT OTBETHI HelipoHOB 1101 CA1 Ha BO30yXK-
neHue, nocryrnatoiiee u3 nmoass CA3 u sinpa PE [79]
(puc. 1). B cBolo ouepenb, yMeHblIeHUE 3DDEKTUB-
HoctH cBsi3u PE—CA1 npu I1C nmox BmustHEM alie-
TUJIXOJIMHA JOJIKHO ocadisaTs cBs3b [1pK ¢ monem
CA1 yepes sapo PE.

Kpowme toro, B sapo PE npoeuupytorcst HelipoHBI
siJipa 11Ba, BbIAEJSIONINE CEPOTOHUH, U HEHPOHBI ro-
JIybOTO MsATHA, KOTOpbIE BBIAEISIOT HOpaApeHaTUH
[77, 80]. ITockonbKy mipu I'1C cepoTOHMH 1 HOpaapeHa-
JIVH TIPaKTUYECKU He BBIIESIETCSI, 3TO TaKXKe JOJDKHO
MPUBECTU K UBMEHEHUIO aKTUBHOCTU HEWPOHOB Siapa
PE 1o cpaBHEHUIO C €ro aKTUBHOCTBIO B COCTOSIHUM
O0oapcTBoBaHUsI. XOTS XapakTep MOIYJUPYIOIIETO
NeCTBUSI CEPOTOHUHA U HOpaJpeHalMHa Ha QYHK-
LrMoHupoBaHue siapa PE noka He n3ydyeH, MOXHO IoJjia-
raThb, YTO BCJIENCTBUE Pa3HbIX KOHILIEHTPALIUI HEPOMO-
IYJISITOPOB B cOCTOSTHUSIX OonpcrBoBanms 1 I1C, ycio-
BUS1 1)1 oOOMeHa MH(popMaliveid MexXay TUIroKaMIiom 1
I[1pK gyepes ssmpo PE OynyT paznmmaarbces.

COIIOCTABJIEHUE ITPEOJIATAEMOI'O
MEXAHU3MA ®OPMUPOBAHUA
ACCOUMALIMN OBBEKT-MECTO

TP ITAPAJOKCAJIBHOM CHE
C COBPEMEHHBIMU ITPEACTABIIEHUAMHA
Ob YUYACTUUN TTAPANJOKCAJIBHOI'O CHA
B KOHCOJINMIALOUNUN TTAMATHA

CyIIecTBYIOT 3KCIIEpUMEHTAJIbHbIE CBUOETENIb-
CTBa B I0JIb3y aKTMBHOM, a HE TACCUBHOM POJIM CHA B
KOHcoJuaauuu namsti. OHU MoJydeHbl BOCHOBHOM
B OIIBITAaX Ha XXUBOTHLIX [1, 31, 81, 82], HO UMeroTCS 1
JTaHHBIE, TTIOJTyYeHHBIe Ha 9eioBeke [83, 84]. C momo-
IIbIO PErucTpaliy 3JIEKTPUUYSCKOW aKTUBHOCTU U
ONTOTeHETUYECKOI TEXHUKHU ITOKA3aHO, YTO IJIsI KOH-
COMUAALMU MPOCTPAHCTBEHHON M KOHTEKCTYaJlbHOM
MaMsITU TpeOyeTCsI reHepalus HEMPOHHOI aKTUBHOCTHU
Bo BpeMms [1C [2]. UMeroTcs maHHBIE, YTO B IMaTTepHAX
TUTIIOKAMIIAJIbHOM  MYJbTUHEMPOHHONM aKTUBHOCTU
cJieabl MM3040B peakTUuBUpPYIOTCcst Bo Bpemsi I1C [85].
OnHako B IpyTrux 3KCIEpUMMEHTaxX He ObUIO OOHAapy-
KeHO 3HaYNTeNIbHOI peakTuBanu Bo BpeMs [1C tex
JKe MaTTEPHOB aKTUBHOCTHU B TUIIIIOKAMIIE, UTO U MIPU
6oapctBoBanuu [86]. I1pu IN1C, kak U B COCTOSHUU
oonpcTBoBaHMs, 3(PPEKTUBHOCTD CBSI3EH B TUTIITIOKAM-
ne MeHsieTcss. 1o npossisiercs B JII1 omHux cBsaseit u
JIernoTreHIauuu apyrux [77]. Hampumep, B COCTOSTHUA
I1C sddextnBHOCTS cHanTHYecKoi cBsa3u 3N—CA3
MeHble, a apdexTuBHOCTD cBsI3eil CA3—CA3 6011b-
1€, YeM IIpu 6oapcTBoBaHuHU [78].

OnmHuM U3 cyllecTBeHHBIX BKIIanoB I1C B GpyHK-
LIMOHWPOBAHUE TUIIIIOKAMIIA SIBJISIETCS TO, UTO B 3TOM
COCTOSTHMHU TIPOUCXOIMUT Mposndepalyst rpaHyssp-
HbIX Kj1eToK 3U B3pocibix KphIc [89]. M30uparenbHas
nenpuBauysa I1C 3HaYMTENIBLHO yXydllaja 3TOT 3(dh-
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dexr [89—91]. HeiliporeHe3 rpaHylIsIpHbBIX KJIETOK B
3U yyacTByeT B JIaCTUYHOCTHU TUITIIOKaMIIa Ha MPo-
TSDKEHUM BCEM KM3HU, TIOCKOJIBKY OH PeTyIHPYETCs
aKTUBHOCTHIO 3TUX Ki1eToK [92]. [TokazaHo, 4TO Heli-
poreHes3 Bo3pacTajl, €CJIU KJIETKHU TOBOIWIN 10 CYI0-
pOoxXHBIX pa3psinoB [93]. HoBble rpaHysipHbIe KJIeT-
KM BCTPAUBAIOTCS B YK€ CYIIIECTBYIOIIE HEMPOHHEIS
CETU U UTPalOT BaXKHYIO POJib B KOTHUTUBHBIX IIPO-
Ieccax, HaKOIJICHUH B ITaMSITh, U3BJICUCHUN U3 Ma-
MSITA M KOHCOJMAALMM MaMsTH BO BpeMs cHa [94].
IMockonpky mipu I1C BamsHMe co cropoHbl CMS
IIPUBOJIUT K MOBHILIEHUIO 3(P(PEKTUBHOCTU BO30Y I~
TeapHOTO BXoma 13 DK K rpaHyisipHbIM KireTkaMm 31
U, CJIeNOBaTEJIbHO, K YBEIMYEHUIO UX aKTUBHOCTU,
M3 IIpeajIaraeMoro MexaH1u3Ma CJIeAyeT, YTO BBICOKAs
akTMBHOCTh Jacth Kietok CMA mipm T1C momkHa
CIIOCOOCTBOBATh HEHPOTEHE3Y.

IIpemnaraemplii HaM1 MeXaHU3M (PYHKIIMOHUPO-
BaHUS rurmokamiaibHoit ¢opmanuu rnpu I1C co-
IJIacyeTcsl ¢ COBPEeMEHHBIMU IMpPeACTaBICHUSIMU 00
aktnBHOM ponu I1C B KOHcoOMMIauy MaMsITH ¥ POJTA
CUHAINTUYECKOM MIACTUYHOCTU B MYTSX, CBSI3bIBAIO-
IIMX pa3Hble YAaCTH TUITOKaMIIaJAbHOI (opMaluu
MexXny coboit u ¢ apyrumu cTpyktypamu. CoriacHo
aTomMy MexaHusMmy, Tipu I1C ycunuBaercst apheKTuB-
HOCTB BXOZIOB K rpaHy/sspHbIM KieTkam 3 u [TH no-
151 CA2. DTOMY YCMJIEHUIO CITOCOOCTBYET BHICOKAS aK-
TUBHOCTb HEHPOHOB runoTajamMudeckux siaep CMA,
I1BA u CO4 B cocrosauuu [1C. BeitenctBue 6osiee BbI-
cokoit aktuBHocTu ITH monsg CA2 nipm ITIC, yem B
COCTOSTHUM OOIPCTBOBAHUS, JOJDKHBI YIYYIIUTHCS
ycnoBust misa nHaykuuun AI1 apdexTnBHOCTH CBSI-
3eii CA2—CA2 1 ¢dopMHpOBaHUS C WX YIaCTHEM
O0OOIIEHHBIX OTOOpa*KeHUI accouMaluii OOBEKT—
MecTo. [10CKOIBKY yIy4IaTcs U yCIOBUS IS yCUJIe -
ang Bxoma CA3—CA2, B 0oTOOpakeHUsT acCOIIMalIii,
copmupoBaHHbiX Ha ITH nonst CA2 npu T1C, 6yner
BKJIIOYAThCs MHGopManus o0 accoumuauusx, cgop-
mupoBaHHbBIX Ha ITH mmona CA3 mipm yyactum B3am-
MopeiictBuit CA3—CA3.

Taxk xax ripu I1C nHbOpMaIMsa mocTyIaeT B oJjie
CAl npenmyiiectBeHHO 13 mojist CA2 (a He CA3), Ha
ITH nons CAl 0yaoyT ¢hopMHUpOBaAThCS YCIOXKHEHHbBIE
accouannuy 0o0OBEKT—MECTO, K KOTOPBIM OyIeT HOo-
0aBJISITBCS TEKyllasi MH(GOpMaLUs, MpoaoKalolast
IOCTYIIaTh B ruIlnmokaMIl 3 DK 1 000HSITeIbHOIM JTy-
KoBu1IBEI Bo BpeMs [1C. B mmons3y dopMupoBaHus HO-
BBIX OTOOpaXKeHUI accolMalvii 0ObEKT—MECTO U MX
KOHCOJIMIALIMY BO BpeMSI CHA MOTYT YaCTUYHO CBUJIE-
TEJILCTBOBATh PE3YyJIbTaThl pabOTHI [94], moka3zasiue,
YTO BO BpeMsI CHa MTPOMCXOIUT CBSI3bIBAHUE COLIMANTb-
HOI MH(MOPMAILIAN C IIPOCTPAaHCTBEHHBIM KOHTEKCTOM
anm3ona. biaaromapss aToMy MOXET yaydIaTbCs CO-
LMaJibHasl TaMsITh, KOTopasi siBJisieTcsl (pyHIaMeH-
TaJIbHBIM CBOMCTBOM, IO3BOJISIONINM PaCIIO3HABATh
CBOIi BUJI B pa3IMYHbIX KOHTeKCcTax [94]. Takum obpa-
30M, U3 TIPOBEICHHOrO aHaau3a ciaeayeT, uto nipu [1C
OTOOpakKeHMsI acCoLMalliii 00BEeKT—MeCTO, Cchop-
MMpPOBaAHHBIE HA HEMipOHAaX BCEX YaCcTEM TUIIIIOKaMIa
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(3U, moneit CA3, CA2 u CAl) OynyT oTIn4aThCs OT
TeX, KOTOpble 00pa3yloTCs B COCTOSTHUMM 00IpCTBOBA-
Hus. [Ipn 3TOM He UCKIIOUYEHO, UTO YaCTh HEMPOHOB
peaKTUBUPYETCS.

SAKJTIOYEHUE

ITpoBeneHHbIIT B HacTosIIel pabOTe CPaBHUTEb-
HbII aHAJIU3 BO3MOXKHBIX MEXaHN3MOB (hOPMUPOBAHUS
OTOOpaXeHUN accouManuii 00bEKT—MECTO Ha HEl-
pOHax runroxkaMnaabHO (hopMallMi B COCTOSTHUSIX
o6onpctBoBaHus U I1C npeacrasiisieT UHTEPEC B CBSI-
31 C TE€M, YTO K HACTOSIIIEMY BPEMEHU TOJYYEHBI
SKCIIEPUMEHTAIBHBIE CBUIETENBCTBA YYACTUST TUIIIO-
kamrnajabHoro nosst CA2 B 06padboTke nHpopMaluy 1
¢dopMHpOBaHNU CJIEIOB MaMSITH, a TakKe o posu [1C B
3alOMUHaHUK UHGbOPMaALIMU. AHAIM3UPYyEeMble MeXa-
HU3MBI 0a3UPYIOTCS Ha BIUSHUM Pa3IMYHbIX HEWpO-
MOIYJISITOPOB Ha TUIaCTUYECKUE TepecTpoiku 3¢-
(eKTUBHOCTU BO30OYAUTEIbHBIX BXOAOB K HEMpOHaM
pa3HbIX 4YacTeil rurmokammaibHoi ¢dopmanmu. Ilo-
CKOJIbKY B cocTosiHusIX [1C 1 6oapcTBOBaHMSI KOHLIEH-
Tpal HEUPOMOMNYJISITOPOB OTIIMYAIOTCS, YCIIOBUS
dopMUpOBaHUSI OTOOpaKeHUI accolualuii o0b-
€KT—MECTO B 3TUX COCTOSTHUSIX TaKXKe Pa3IUYHBL.
ITpoBeneHHbI aHaIU3 MO3BOJISIET IMoJjiaraTh, YTO B
coctosiHuu I1C B ocHOBe cyllIeCTBEHHOIO BKJIaaa Imo-
Jis1 CA2 B KOHCOJIMAALIMIO MMaMSITU, CBSI3aHHOI C 3MO-
[IASIMU, BKJTIOYAs! COLIMAIIbHYIO MTAMSITh, JIEXKUT BIUSI-
HME HEUPOIENTUAOB, BbIACISIEMbIX HEMPOHAMU TU-
notanamuueckux siaep (CMA, TIBA u CO4) nHa
AKTUBHOCTb HEMPOHOB 3TOTO TIOJISI.

B cBs13u ¢ BaxkHoit posbio mmoass CA2 B @opMuUpo-
BaHMM accolMaluii OOBEKT—MECTO, MOXHO OXU-
J1aTh, YTO IPU ITOBPEXACHUN HEMPOHOB 3TOTO IO
OyayT HaOJIIOJAThCS HEBPOJIOTMUECKUE HAPYIIEHUS.
JeiicTBUTEIEHO OOHApPYKEHO, 4YTO ITpHu Oose3Hu Ilap-
KMHCOHA, B OCOOCHHOCTH Ha TTO3THUX CTaIUsIX 3a00J1e-
BaHWUs1, aTpoUpyeTcst TMMONYECKasl CUCTeMa, BKITIoYast
none CA2 runmnokammna, DK, tumOudyeckue siapa ta-
JlaMyca | siipa MUHOAIUHEL [95]. DTU CTpYyKTYypHI SIB-
JISIIOTCSL 9JIEMEHTAMM CETU, HAa HEMpOHaX KOTOPOM
GOpMUPYIOTCSI U COXPaHSIOTCSI OTOOPaKeHUSI acCo-
nuanuit oobekT—mMmecto. Ilomararor, yTo mo arpodpun
kJ1eToK B mojie CA2 MoxkHO TudepeHLIIpOoBaTh pas3-
JIMYHBIE HelipolereHepaTUBHbLIE CTaauu OOJIEe3HU
IMapxkuncona [13]. Ilo3gaue cragum 6osie3Hn Ilap-
KMHCOHA MOTYT COBITaJaTh ¢ HAYMHAaloIIelicst 60J1e3-
Hblo Asnblreiimepa [95]. [1pu 6osie3Hu Anblireiimepa
B TMIIIIOKaMIIe Takxke HaOmomaeTcst aTpodusi, 0co-
6enno B noyisix CA2 u CAl [96]. IToaararot, 4To uc-
clienoBaHue uaMeHeHuii B 1oie CA2 mpu Heiipoje-
TeHEepaTUBHBIX 3a00JICBAHUSIX SIBISIETCS OCOOEHHO
WHTEPECHBIM B CBSI3U C BaXKHOU POJIBIO 3TOTO MOJIS B
KOTHUTHUBHOMI NIESITEIBHOCTH, OCOOEHHO B COLIAAJIb-
Hoit mamaTH [13]. ITocKoabKy KIeTKaMU-MHUILIECHIMA
ITH monst CA2 sasnsitorest HelipoHsl moJist CAl, 66110
MIPEAIOI0XKEeHO, YTO HAPYIICHUSI KOHTEKCTYaJbHOM
naMsaTi nipu oone3Hsx [apkuHcoHa u AJplreiiMepa
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CBsI3aHBI C IBMEHEHUSIMU (DYHKIIMOHUPOBAHMS HEli-
poHoB nonst CAl [97]. C Touku 3peHUs1 mpeajarae-
MOTI'0 B HacToslIell paboTe MexaHnu3Ma (hopMUpOBa-
HUSI acCOLIMAIIMi O0BEKT—MECTO, OClIabIeHne KOH-
TEKCTyaJIbHOM TMaMsTHU Ha TT03THEM cTaguu OO0JIe3HU
IMTapkurHCcoHa 1 pu 601e3HU AJbLIreiiMepa B 3HAYU-
TEJIbHOM CTENEeHM MOXET OBITH CBSI3aHO C TEM, YTO
arpodus I1H B mome CA2 nipensgTcTByeT (hopMUPO-
BaHUIO aIeKBaTHBIX OTOOpaKeHU acCOLMalnii 00b-
eKT—MECTO KaK B 3TOM IToie, Tak 1 B mmojie CAl. Pe-
3yJIbTAaThl HACTOSIIIEN PabOThl MOTYT OBITH MOJIE3HBI
JUIST TTOHMMaHWSI MEXaHU3MOB, JIEXKaIllX B OCHOBE
(YHKIIMOHMPOBAHUS SMOLIMOHAJILHOM IaMsATU B
HOpMe U MpU HelipoaereHepaTUBHBIX 3a001€BaHUSIX.
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A Role of the Hypothalamus in the Formation of Neural Representations
of Object—Place Associations in the Hippocampus
during Wakefulness and Paradoxical Sleep

I. G. Silkis

Institute of Higher Nervous Activity
and Neurophysiology RAS, Moscow, Russia

A comparative analysis of the features of formation of neural representations of object—place associations in
the hippocampus in states of wakefulness and paradoxical sleep was performed. The activity of hippocampal
neurons is affected by the supramammillary, paraventricular and supraoptic nuclei of the hypothalamus. In
the wake state, when signals pass from the dentate gyrus through the CA3 field to the CAl field, sequentially
more complex representations of object—place associations are formed on neurons of these areas. Inputs from
the supramammillary nucleus to the dentate gyrus and CA2 field, as well as inputs to the CA2 field from the
paraventricular and supraoptic hypothalamic nuclei, whose neurons secrete vasopressin and oxytocin, facil-
itate signal transmission into the CAl field by promoting LTP of the efficacy of CA3—CA2 and CA2—CAl
connections and summation of excitation from the CA3 and CA2 fields on those neurons of the CA1 field
that are connected with the prefrontal cortex. Information about odors entering to the CA2 field from the ol-
factory bulb through the paraventricular and supraoptic nuclei is embedded into the representations of object-
place associations. In paradoxical sleep, when the transmission of signals along the pathway dentate gyrus-
CA3—CAl is suppressed, inputs from the hypothalamic nuclei facilitate LTP in each step of the pathway den-
tate gyrus—CA2—CAl. As a result, during paradoxical sleep, the conditions are facilitated for the formation
of new representations of object—place associations on the CA2 pyramidal neurons and their target cells in
the CALl field connected with the amygdala. It follows from performed analysis that neural representations of
object—place associations formed on the hippocampal neurons during paradoxical sleep are different from

those formed in the wake state.

Keywords: hypothalamic nuclei, hippocampus, synaptic plasticity, object—place associations, paradoxical sleep
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