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Tera-put™m (4—12 I11) — DIaBHBIA PUTM TUIIIIOKAMIIa, B OTJIMYKE OT APYTMX PUTMOB OH MMEET
CBOI meiicMeKkep (MeauaabHYIO CENTAIbHYIO 00JIACTh) U (PU3HOJIOTUYECKIE MEXaHU3MBbI PETyJIs-
nun. CocTosTHUE TeHepallui TeTa-puTMa KPUTUUECKA HEOOXOAUMO IIJist 00paboTKM HOBOI MH-
¢dopMalim, IIocTyIallleil B rurmnokamMil. B 3Tom 0630pe MBI ITocTapaimch ONKUCATh COBPEMEH-
HBbIE MPEACTABICHUS O TOM, KAK UMEHHO CUHXPOHU3AIIUSI HEMPOHHOI CeTH TUIIOoKaMITa Ha TeTa-

YaCTOTEC Yy4aCTBYECT B KOTHUTHBHBIX ITpOLI€CCaXx.

Knrouesste crosa: MmeauanbHas centajibHas ooaacts (MCO), mone CAl, mone CA3, sHTOpUHAIIb-
Has Kopa, nepdopupyroninii myth, Komnarepann Hladdepa
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lvinnoxamil BoBjieueH BO MHOXECTBO KOTHU -
TUBHBIX (PYHKLUI, TAKMX KaK JeTCKIMS HOBU3-
HblI, BHUMaHUe, AcKIapaTuBHas (B TOM 4HCIe
BIIM30IMYeCKasi) U MPOCTPAHCTBEHHAS IIaMSITh
[Buzsaki, Moser, 2013; Vinogradova, 1995; Vino-
gradova, 2001]. Teta-puT™ sIBNsIETCSI HEU3MEH-
HBIM CITyTHUKOM IIPOLIECCOB BHUMAHUS U ITaMsI-
TH, CBSI3aHHBIX ¢ TUITITIoKaMIToM [Buzsaki, 2002;
Buzsaki, Moser, 2013; Vinogradova, 1995; Vino-
gradova, 2001].

Tera-puTM Kak KoJiebaHUS JOKJIbHOIO I10-
JIEBOT'O MOTEHLIMajia B TUIIIIOKAMIIe ObLJ BIIep-
BBI€ OITMCAH B 3KCIIEPUMEHTAX Ha KPOJIMKAaX elle
B 1938 r. [Jung, Kornmiiller, 1938]. OnHako cu-
CTeMaTU4YeCKMe HCCIIeNOBAaHUSI TeTa-puTMa Ha-
yaJIMCh JIUIIb B 50-€ TO/bl, M yKe MepBble pabOThI
MoKa3ajil KOppEeJsilMi0 BO3HUKHOBEHMS TeTa-
pUTMa M UCCISHOBATEIbCKON aKTUBHOCTU XKU-
BotHoro [Grastyan et al., 1959; Green, Arduini,
1954]. Ha cerogHsiliHUiT MOMEHT KOppeJsiius
BO3BHUKHOBEHMSI TeTa-puTMa M MPOILECCOB
0o0y4yeHUsI TOKa3aHa HE TOJbKO Y TPbI3YHOB,
MBIIIECH 1 KPBIC, HO M Y MHOXKECTBA APYTUX MJIC-
KOMNUTAIOIINX, B YAaCTHOCTU JICTYYMX MbIIICH
[Ulanovsky, Moss, 2007], komek [Gotebiewski
et al., 2006], cobak [Preobrazhenskaya, 1991] u
yenoBeka [Burgess, Gruzelier, 1997; Doppelmayr
et al., 1998; Grunwald et al., 2001; Klimesch et al.,
2001; Sarnthein et al., 1998; Tesche, Karhu,
2000]. ITpu aTOM MapaMeTphbl TE€Ta-puTMa y 4e-

JIOBEKA U Y TPLI3YHOB B 3HAUUTEIBbHOI CTEIEHU
COBMAIAIOT, HAIIpUMEP B3aUMOCBSI3b T€Ta-PUT-
Ma ¢ Opyrumu putmamu runmnoxkamiia [Chaieb
et al., 2015] nam cooTHOIIEHWE TeTa-puTMa B
pa3HBIX YacTIx Turmmokamiia [Zhang, Jacobs,
2015]. D10 1T03BOJIIET TOBOPUTH O CXOXKECTU Me-
XaHU3MOB I'eHepalluy TeTa-pUTMa y XKMBOTHBIX 1
YyeJI0BeKa.

B 60-¢ roabl cTajio IIOHSATHO, YTO TETa-PUTM B
TUMIoKaMIie He OOHapyXHUBaeTCsl MPpU Hapyllie-
HUM CBSI3U OT MEIMAJIbHOM CenTaabHOI 00JIacTU
(MCO) — HebonbII0rO sIApa nepenHeda3aaibHO-
ro Mosra. Xupypruiyeckoe ynajaeHue wind ¢ap-
MaKoJIormyeckasi MHaKTUBallMsl aKTUBHOCTU B
MCO HapyuiaeT ruInoKaMIIajJbHbIi TeTa-pUTM
[Green, Arduini, 1954; Mitchell et al., 1982; Mi-
zumori et al., 1990; Petsche, Stumpf, 1962; Wang
et al., 2015], B To BpeMsI KakK 2jJeKTpudyeckas,
(bapmakosiormyeckass WM OITOreHeTUYecKas
crumyssiuuss MCO BBI3BIBAIOT U YCUIUBAIOT €0
[Lee et al., 2017; Robinson et al., 2016; Sweet et
al., 2014; Zutshi et al., 2018]. danpHeiiimmne MHO-
TOYMCJIEHHbIE MCCIIeIOBAaHUSI OOHAPYXUJIU, YTO
TeTa-puUTMUYECKasi aKTMBHOCTb BO3HMKAaeT B
MCO, a 3ateM niepenaercs B runmokammn [ Brazh-
nik, 2004; Vinogradova, 1995]. OnHako TeTa-
PUTM KakK KoJyiebaHUsI TI0JIEBOTO MOTEHIMaia
BO3HMKAEeT UMEHHO B TUIIMOKAMIIE, TTOCKOJIbKY
OH MMeeT YIOPSAOYEHHYIO CTPYKTYPY alTuKalb-
HBIX IEHIPUTOB MUpPaMUIHBIX KieTok [Buzsaki
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et. al., 2012; Chizhov et al., 2015]. cxons 13 BbI-
IIEM3JI0KEHHOTO B JIMTepaType 4acTo BCTpeda-
eTcs pasgesieHue onpeaencHuit, MCO Ha3bIBa-
IOT TIeliCMEKEpOM TeTa-puTMa, a TUMITOKaAMIT —
reHeparopoM. Jlajee B 3TOi cTaTbe MbI COCPEIO-
TOYMMCS Ha TIpolieccax, MPOUCXOISIINX B THTI-
IMoKaMIlie M (DYHKIIMSIX TeTa-pUTMa.

IMonaBnstiomiee OOJNBIIMHCTBO TeOpeTUYE-
CKMX KOHIIENIi 00 y4acTUM TeTa-puTMa B 00-
paboTke MH(OpMALUM OCHOBBIBAIOTCSI Ha ABYX
BKCIIEpMMEHTAJIbHBIX (pakTax. Bo-TiepBhIX, BCe
00J1aCTY TUITITIOKAMIAJIbHO# (popMaliny (BKITIO-
Yyask caM TUIINOKaMII, CyOMKYJISIPHBIM KOMILIEKC
U SHTOPUHAIBHYIO KOpYy) TE€HEepUpYIOT TeTa-
PUTM, TIPA 3TOM HaOII0JaeTCs BBICOKASI KOTe-
PEHTHOCTb MEXIy BCEMU TOYKAMHU PETUCTPALIU
[Kocsis et al., 1999; Mizuseki et al., 2009]. Bo-
BTOPBIX, BCE€ HEHPOHHBIEC IOITYISILIUNA THUIIIIO-
KaMIIaJbHOM (hopMallMy B OOJBIICH VI MEHb-
LIeil CTEIEHU TPOSIBJISIOT IIPUBSI3KY CBOEil aK-
TUBHOCTH K (pa3e TeTa-puT™Ma, MHBIMU CJI0BaMMU,
OHU TEHEePUPYIOT ITOTeHIIMAIbl OEHUCTBUS IIpe-
UMYIIECTBEHHO B oOINpelelieHHo ¢a3e Tera-
LIMKJIa, HampuMep, mupamuaHbie 1 OLM Heii-
POHBI UMEIOT IMK Pa3psioB HA MUHUMYME TeTa-
LIMKJIa, a TapBaJIbOyMHWH-COIepXalllue WHTEP-
HEWPOHBI MPEMMYILIECTBEHHO AAlOT pa3psiabl Ha
Hucxongmeil gasze tera-putMma [Klausberger et
al., 2003; Mizuseki et al., 2009; Somogyi et al.,
2014].

TeopeTtnueckue KOHLENIIMN, OCHOBaHHbIE Ha
3TUX (pakTax, MOXHO YCJIOBHO pa3AeiUTh Ha ABE
oosbiine rpynnel. IlepBble mpenronaaraloT, YTO
TeTa-pUTM KaKMM-TO O0Opa3oM OpraHu3yeT pa-
00Ty rummnokaMmnajabHOI HEUPOHHOI ceTu,
KOT€PEHTHOCTh MEXIY OTAeJaMMu TUIMNOKaM-
najbHOMI (hopMalliy paccMaTpUBaeTCs Kak Moji-
TBEepXKAEeHUE TOro (pakTa, YTO MEXIY HUMU MPO-
ucxonut nepenadya nHgopmauuu [Fries, 2005].
Hpyras rpymnra TeopeTUYeCKUX WA paccMmar-
pUBaET NMPUBSI3KY aKTUBHOCTU HEHPOHOB K (haze
TeTa-puTMa KaK OTpPaXeHUWE CUHXPOHU3ALUU
HEUpPOHOB, HEOOXOAMMYIO IJIsi TPOLIECCOB CHU-
HanTUYeCKOM TJIACTUYHOCTH, JIeXKAIIMX B OCHO-
Be npoieccoB nmamatu [Bi, Poo, 1999; Feldman,
2012]. danee mMbl OoJsiee MOAPOOHO pacCMOTPUM
3TU TEOPETUYECKHUE UJEH.

TETA-PUTM U ®OPMHWPOBAHUWE
HEMPOHHBLIX AHCAMBJIEN

CoBpeMeHHbIE TEOPUH O MEXaHM3Max Mamsi-
T, (hopMUpYIOLIEHCS ¢ ydacTUEM TUIIIOKaMIIa,
O0epyT cBoe Havyayio B 70-x romax XX Beka, Korma
OBLIM OTKPBITHI TaK Ha3bIBaeMble “KJIETKU Me-
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cTa” — HEWPOHBI, TCHEPUPYIOIINE TOTEHIIUAIIBI
NeHACTBUS, KOTAA XXMBOTHOE HAXOAMJIOCh B OMpe-
nejaeHHoM MecTe rpocTpaHcTBa [O’Keefe, 1976].
Db deKT KIIETOK MecTa OBICTPO MPUBJICK BHUMA-
HHUE MHOIMX ydeHbIX. BbLIO IMokazaHoO, 4TO OT
30% no 50% nupamuaHbix KieTok B 1ojie CAl
SIBJISIIOTCSl KJIETKaMU MecTa CO CreluduyecKu-
MU noyisMu Mecta [Mizuseki et al., 2012]. B moie
CA3 (1 maxxe B DPHTOPMHAJIBHOM KOpE) KIIETKU
MeCTa TaKXKe MPUCYTCTBYIOT, XOTS U B MEHbIIIEM
koymmmaecTBe, yeM B CAl. I1pu moMemeHUM Xu-
BOTHOIO B HOBYIO OOCTAaHOBKY KJIETKU MecTa
OBICTPO (B TeUeHME HECKOJBKMX MUHYT) IIepe-
CTpaMBAalOTCSI Ha HOBBIC IOJISI MECTa, KOTOPbIe
3aTeM OCTAlOTCSI YCTOMYMBLIMU B 3aJaHHOI 00-
cranHoBke [Jeffery, 2011]. IIpn He3HAaUMTETBPHOM
W3MEHEHUHN OKpYXKalollleli 00CTaHOBKU KJIETKU
MeCTa COXPaHSIIOT CBOM I10JISI MECTa, XOTS MOTYT
JI0 HEKOTOPOIi CTereHU U3MEHSITh CBOIO aKTUB-
HoCTh [Moser et al., 2015].

Tonorpagpuyeckue cBoiicTBa MPOCTPaHCTBA
HE OTpaxaloTcsl B (POPMUPYEMBIX TIOJISIX MecCTa,
T.. KJIETKM MecTa ¢ OJIM3KMMM IOJIIMU MecTa
MOTYT pacriojlaraTbCsl B JaJeKUX IpPYyT OT Apyra
yyacTkax runmnokamna. Kaxmnoe Mecto Koaupy-
eTCsl MOMYJIsIlMeil KJIETOK, KOTOpbIe aKTUBUPY-
IOTCSI OMHOBPEMEHHO IIPU TOTalaHuU KPBICHI B
naHHoe mecto [O’Keefe, 1976].

Hpyroii BaxkHeiileit Bexoii B UCCeI0BaHNUU
MaMSTH CTaJI0 OTKPBITUE CUHANTUYECKON Iia-
CTUYHOCTU B (popMe TOJTrOBPEMEHHOI MOTEH-
LHUalM U JTOJITOBPEMEHHOM AENpPecCuM B TMII-
oKaMIIe, KOIJa IIpU BEICOKOYACTOTHOM TeTaHM-
3auuun kojutatepaneit Iladdepa mpoucxomut
yCUJICHUE OTBETOB Ha IOCJIenyIole OIUHOY-
HBIE€ CTUMYJIbI, a TP HU3KOYACTOTHOM CTUMYJISI-
uu (oT 1 7o 15 uMnyJIbCcoB B C.), 10 HA0OOPOT,
IIPOUCXOAUT yrallleHUE IMOJIEBbIX OTBETOB Ha M0~
caenytomue crumynsuuu [Alger, Teyler, 1976].
Ha cerogHsiiHuii neHb CHMHAIITUYECKYIO ILIa-
CTUYHOCTh PAaCCMaTPUBAIOT KaK MOJICKYJISIpHbBII
MexaHU3M NaMsaTu. JdanbHeiiime ncciaeqoBaHus
MoKa3aJjiu, 4YTO JJisl BOSHUKHOBEHMS IJIACTUYHO-
CTM HEOOXOAMMO OTHOCHUTEJIbHOE COBMaleHUE
BO BpE€MEHM BO3HUKHOBEHMS IOTEHIMAJIA Jeii-
CTBUSI Ha Mpe- U MOCTCUMHATUYECKOM HelipoHax,
onucaHHOE B juTepaTrype Kak ¢pyHkuus STDP
(spike-timing dependent plasticity, nmacTu4-
HOCTb, 3aBMCUMasl OT BpEMEHU MEXKIY UMITYJIb-
camun) [Bi, Poo, 1998; Feldman, 2012; Markram
et al., 1997]. nsa runnokamiia 1 HEOKOpTeKca
0Ka3aJioCh, YTO YCJIOBUEM MOTEHLIMALIMU SIBJISI-
I0TCSI TIOC/IeIOBaTeIbHbIE pa3psiibl Ha TIPECU-
HaIITUYECKOM, a 3aTeM, ¢ 3adepxkkoit 1o 30 Mc,
Ha IMMOCTCUHANTUYECKOM HEMPOHE.
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IMoce OTKPBHITHST KIETOK MecTa, CUHAIITUYe-
CKOM IUIACTUYHOCTU U T€Ta-pUTMA CTaJIO MMOHST-
HO, UTO BCE 3TU SIBJICHUS TECHO B3aMMOCBSI3aHbI.
OnuH 13 HeOXKNTAHHBIX 1 MTHTEPECHBIX (hbeHOME-
HOB ObLJI OOHAPYKEH NP UCCICIOBAHNM aKTUB-
HOCTH KJIeTOK MecTa B 90-e roabl XX Beka. DTOT
¢eHoMeH HasbIBaeTcsl (pa3oBoil mpeneccueit
[O’Keefe, Recce, 1993; Skaggs et al., 1996]. Pe-
LIETITUBHBIC TIOJIsSI pa3JIMYHBIX KJIETOK MecTa B
CA1 u CA3 moryT B OOJIBIIIEN MW MEHBIIIEH CTe-
TeHU Tiepecekarbcsa. OKa3aaoch, YTO B MOMEHT
reHepanuy KJISTKOM MecTa UMITYJIbCa OH TTPUBSI -
3aH 10 BpeMeHH K (pa3e TeTa-puTMa 1 3aBUCUT OT
MTOJIOXKEHUSI XXUBOTHOTO OTHOCHUTEIILHO IIEHTpa
rmosist Mecta. [1pu mepemMelnieHn JKMWBOTHOTO OT
OIHOTIO Kpas MoJIsI MeCcTa K APpYyroMy Kparo KJIeT-
Ka 3TOT0 MecTa pas3psikaeTcs Ha pa3HbIX (a3zax
TeTa-puTMa B MOCJEIOBATEIbHOCTA TeTa-IIMK-
JIOB, HEMHOTO oTiepexkasi Teta-puTM. [1penmomna-
raeTcs, YTO Takasi BpeMEeHHAsI OpraHu3alus aK-
TUBHOCTH KJICTOK MeCTa HeoOXoamuma JJIsl Co3/1a-
HUST WIN YCUJICHUWs] HYXHBIX CBSI3eil MEXIy
KJIeTKaMM MeCTa B TIpoliecce OOyYeHUsS OpUCH-
TallMU B TIpOCTpaHCTBe. biaromapst cuHantrye-
CKOM TUIACTUYHOCTH, CBSI3M MEXAYy KIJIETKaMu
MmecTa B CA3 m CAl, KoTopbIe pa3psKaroTcs IT0-
cJIeI0BaTeJIbHO C KOPOTKOM BpeMEHHOI 3a1epXK-
KO, YCHJIMBAIOTCSI. DTO IaeT BO3MOXHOCTh
KMBOTHOMY 3alIOMMHATh ¥ BCIIOMUHATh TTOCIIE-
IOBaTeJIbHOCTh TepememnieHuii. Kpome Toro,
CMHXpOHHOE cpabaTbIlBaHME KJIIETOK MecTa B
CA3 u CAl, uMelux oquHAKOBbIE PeleIITUB-
HBIE TI0JISI I CBA3aHHBIX Koyutatepansimu [lladg-
(depa, MOJDKHO MPUBOIUTH K YCUJICHUIO CBSI3U
MEXIy 3TUMHM HepoHaMM U KOOPAMHAILIUM MX
aKTMBHOCTU. Bce 3T0 co3maeT ycioBust it KO-
IUPOBAHUS TPACKTOPUIL IBIKEHUS M (hOPMHUPO-
BaHUS MTpocTpaHcTBeHHOM rmamMsaTh | Foster, Wil-
son, 2007].

B nauane XX Beka B rumnmnokamriie ObUIA OT-
KpbITbl KJIeTKu BpeMeHu [Eichenbaum, 2014],
HEHPOHbBI, KOTOPBIE pa3psiKaroTCsl B OTIPEIe/ICH-
HbIe (ha3bl 1eiiCTBUS XKUBOTHOTO, HATTPUMeEP, OT-
MeJaloT Havyajlo, CepeanHy 1 KOHell KaKOTO-JI1-
0o noseaeHyeckoro akTa. [Tpu aTom ObLIO TTOKa-
3aHO, YTO OIHMU U T€ K€ HEHPOHBI MOTYT OBITh
KaK KJIETKaMU MeCTa, TaK U KJIeTKaMU BpEeMEHU
[Eichenbaum, 2014; Wang et al., 2015]. C yueTom
XapakTepa CHMHaNTUYEeCKOM MJaCTUYHOCTU B
rurmnoxkamiie u (GpakToB O KJIeTKax MecTa 1 Bpe-
MEHU B JIMTEpaType CJIOXWIOCh MHEHUE, 4YTO
m1aBHas PYHKIIMS TUIIOKAMIIa — 2TO 3allOMU-
HaHue TociiegoBaTenbHOCcTel [Mehta, 2015].

Nnesa o 3aioMUHaHWU TOCJIEN0BATEIBHOCTEN
nojiyyujaa pa3BUTHE B aTTPaKTOPHOM TEOpUM,
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KOTOpasi Ha CETOIHSIIHMWI I€Hb SBISIETCSI TOMMU-
HUPYIOIIEN IS OIMCaHUsI KOTHUTUBHBIX ITPO-
LECCOB, MPOUCXOASIIUX B runmnokammne. Cyiie-
CTByeT OoJibllIoe pa3HOOOpa3ue aTTPaKTOPHBIX
MOJeNeN, MPEeaI0XXEHHBIX Pa3InYHBIMU aBTOpa-
mu [Jeffery, 2011]. OcHOBOIT aTTPaKTOPHBIX MO-
JeJIE CIY>KMT TIPEAIioioXXeHUEe O CyllecTBOBa-
HMU HENpepbIBHBIX aTTpakTopoB. Iloa aTrTpak-
TOpaMH MOHMMAIOTCSI YCTOWUYMBBIE COCTOSIHMS
HEHPOHHOM CETH, NPYTMMH CIOBAMH, COCTOSI-
HMSI, B KOTOPBIX IPU OTCYTCTBMM BHEIIHUX CTH-
MYJIOB B TEUYEHUE AJUTEIBHOTO BPEMEHU aKTUB-
HBIMM OCTaIOTCSI OOHU U T€ ke HelipoHbl. Herpe-
PBIBHOCTh aTTPAaKTOPOB MoOApa3yMeBaeT, 4TO
MEXIy OIM3KMMU aTTpaKTOpaMy BO3MOXHEI I1e-
pexoabl, KOTOpPble MOTYT MPOUCXOIUTh JUOO C
TeYEHWEM BpeMeHu, Jaubo mod JelicTBUEM
BHEILIHUX CTUMYJIOB. B cBOlO ouepenpb 6J1130CTh
aTTPaKTOPHBIX COCTOSIHUIA MoOApasyMeBaeT To,
YTO OHU KOAUPYIOT OJM3KHE OOBEeKThI, HAlpU-
Mep, cocemHue MecTa B jadbupuHTe. MHBIMU
CJIOBaMM, aKTUBHOCTHb aTTPakTOpa, KOIUPYIO-
IIEr0 KJIETKA MECTa, MOXET MepEeXoauTh Ha aT-
TPaKTOPbI, KOAUPYIOIIUE COCEIHUE MECTA, HO HE
Iajgekue Jiokauuy B nadbupuHTe. Kak mpasuiio,
OpearojaracTcsa, 4YTo MNUpaMUIHbIE HEHpPOHBI
BHYTPM OOHOTO aTTpaKTOpa CBSI3aHbl CUJIBHBIMUA
CBS3SIMU, IIPU 3TOM CUJIa CBSI3€H C HEUpOHAMU
U3 APYIMX aTTPaKTOPOB MaJaeT B 3aBUCUMOCTU
OT CTEINEeHU YIAJIEeHHOCTU aTTpakKTopoB (puc. 1).
Takke yacTo mpenrojaraercs, YTo MHTepHeii-
POHBI IIPMHUMAIOT ydyacTue B (popMUpOBaHUU
aTTPAKTOPHBIX COCTOSIHUI, a MMEHHO MHTEp-
HEUPOHbI MMEIOT IIPOTHUBOIIOJIOXHYIO CXEMY
CBSI3€H, T.€. CWJIBHO TOPMO3SIT NHUpaMUIHBIE
HEHPOHHBI JAJIEKMX aTTPAKTOPOB U CJIabo0 OImM3-
KMX. DTO OPUBOAUT K BBIAEJIIEHUIO aKTUBHOCTU
TOJIBKO OMHOTO aTTpaKTopa W IMOHABJICHUIO aK-
TUBHOCTU JIPYTUX NUPAMUIHBIX HEMPOHOB, HE
KOIUMPYIOIIMX JaHHOEe MecTo. B Maremaruue-
CKHX MOJEJSIX MOKa3aHo, YTo “arTpakTopHas’
CXeMa CBSI3€il BOBHUKAET B X0I€ OOyYeHUS CeTU
o mpaBuy STDP B pe3yibpTaTe HECKOIBKNX ITO-
BTOPEHMI OOHOM U TOM K€ IMOCJIEA0BATEILHOCTA
BxogoB [D’Albis et al., 2015; Yoshida, Hayashi,
2007].

ATtTpakTOpHass Teopust OOBscHsIET 3¢deKT
KJIETOK MecTa CeAyloluM oopa3zom. B Kaxabiit
MOMEHT BPEMEHMU B aTTPAKTOPHOM CETH €CTh aK-
TUBHBIC HEHAPOHEKI, KOTOPbIE KOAUPYIOT TEKYIIIee
noaoxeHue. IlepeMellieHe aKTUBHOCTHU B APY-
roii aTTpaKTOp KOAUPYET MepeMelleHIE KMBOT-
HOro B mpocTpaHcTBe. ITOCKOJIbKY >KMBOTHOE
nepeMelaeTcss Mexny OJMU3KMMU MecTaMu, TO
Ne 3
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BueurHnii Bxon

[MupamMuIHbIE HEMPOHBI

Puc. 1. TunmyHast cxema cBsI3eil HEHHPOHOB B aT-
TPAKTOPHBIX MOJAEJISIX TUIIIOKAMIIa U SHTOPUHAJb-
HOI1 Kopbl. binskue B GyHKIIMOHAIBHOM CMBICIIE
MUpaMUIHbIE HEUPOHBI CBSI3aHbl CUJIBHBIMU CBSI351-
MM MeXIy COOOM M ¢ TOPMO3HBIMU HelpOHaMU.
WHTepHEelipoHbI, HA060POT, CUIILHO TOPMO3AT Ja-
Jiekure nmupaMuabl. Ha ceromHsImHuii AeHb peaio-
SKEHO OTPOMHOE KOJMYECTBO aTTPAKTOPHBIX MOJIE-
Jeii. HekoTopble aBTOPHI MCIIONB3YIO TPUBEICH-
Hylo cxemy cBs3seii, Hanpumep [Fuhs, Touretzky,
2006]. B Momessix aTTaKTOPHBIX COCTOSTHUI B TUTI-
ITOKaMITe aBTOPBI YaCTO MCITOJB3YIOT TOJIBKO BO3-
OyXIeHue OJIM3KUX HEMPOHOB, cxeMa TOPMO3HBIX
CBSI3€l IIPU 3TOM He YITOPSIIOYeHA IO COCTOSTHUSIM
[Ponulak, Hopfield, 2013; Solovyeva et al., 2015;
Wang et al., 2015]. MHorna, Hao060poOT, mMpearoa-
raeTcsl TOJIbKO YITOPSITIOYEHHAsi cXeMa TOPMO3HbBIX
CBSI3€li, OMHAKO ATO JeJIaeTCs B OCHOBHOM B MOJIe-
JISIX DHTOpUHaNbHOU Kopbl [Burak, Fiete, 2009;
Couey et al., 2013].

Fig. 1. A typical pattern of neuronal connections in
attractor models of the hippocampus and entorhinal
cortex. Close functional pyramidal neurons are con-
nected by strong synapses among themselves and
with inhibitory neurons. Interneurons strongly in-
hibit neurons, on the contrary, the distant pyramids.
To date, a huge number of attractor models have
been proposed. Some authors use the given scheme
of relations, for example [Fuchs, Touretzky, 2006].
In models of attractor states in the hippocampus, the
authors often use only the excitation of close neu-
rons, the scheme of inhibitory connections is not or-
dered by states [Ponulak, Hopfield, 2013; Solovyeva
et al., 2015; Wang et al., 2015]. Sometimes, on the
contrary, only an ordered scheme of inhibitory con-
nections is assumed, but this is done mainly in mod-
els of the entorhinal cortex [Burak, Fiete, 2009;
Couey et al., 2013].

HﬁﬁDOHHaH AKTHMBHOCTD II€PEMCIIACTCA MECXKIAY
COCCAHMUMM aTTpaKTOpaMU.

MHorue wucciaenoBaHUSI  JEMOHCTPUPYIOT
BaxkHYIO pOJIb T€Ta-pUTMa B (GOPMUPOBAHUU aT-
TPAKTOPHBIX COCTOSIHUI 1 3aTIOMMHAHWUU MOCJIe-
noBatenbHOcTelt. Hanmpumep, dapmakoioruue-
ckasi OJioKkajga TeTa-puTMa IIyTeM BBEICHMUS
T'AMKepruyeckoro aroHucra MycuUuMosa B
MCO HapyuiaetT popMUpOBaHUE KIIETOK MECTa,
Jenasi HeyCTOMYMBBIMM WX MOJis Mecta [Wang
et al., 2015]. KpomMme 3TOr0, B MHOTOUYMCJIEHHBIX
9KCHEePUMEHTAX in Vivo U in vitro ObLJIO TTOKa3aHo,
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YTO CTUMYJISIIMS Pa3IUYHBIX CTPYKTYpP THIIIIO-
KaMIia Ha TeTa-4aCTOTe MOXKET BbI3bIBATb IOJITO-
BpeMEHHYIO noTeHuualum (0630p [Wojtowicz,
Mozrzymas, 2015]).

[7maBHBIM MeXaHU3MOM y4acTusl TeTa-pUTMa
B YCWJIEHMU CHUHANTUYECKON IJIACTUYHOCTHU
paccMarpuBaeTcsl CUHXPOHU3AlUsI HEeWpPOHOB
[Wéjtowicz, Mozrzymas, 2015]. Ucxons u3 teo-
pUU O POJIM TUIACTUYHOCTH, 3aBUCSIIIEI OT Bpe-
MeHU Mexay umiyiabcamu (STDP), nist o6ecne-
YeHUsI TUIAaCTUYHOCTU HEOOXOIMMO OIHOBpE-
MEHHO€ cpabaTbhiBaHUE TIPECUHANTUYECKOTO U
MMOCTCUHANTUYECKOTO0 HeMpoHa B WHTEpBaJe
okoJio 30 mc. Ilpu OTCYTCTBUM BHEIIHEN CHUH-
XpPOHU3AlLIMU BEPOSITHOCTh CJy4aifHOro COBIMa-
JIEHUS 9TUX COOBITUI Ype3BbIYAHO MaJia.

B sHTOpMHaILHOI KOpe Takke OOHapy>KeHbI
MPOCTPAHCTBEHHO 3aBUCUMbIE HEMPOHBI — 3TO
KJIETKU PEIIEeTKU, KJIETKU T'PAaHUIL U KJIETKU MO-
BopoTta royioBbl [Hartley et al., 2014]. 3nauu-
TeJIbHasl 4acTh MCCIEOOBAaHUWI cocpelroToYeHa
Ha KJjeTKax pelmeTku. KileTKu penreTku ObLIN
BriepBbie ooHapyxeHbl Bo II u III ciosix Mmenu-
aJlbHOU 3HTOpUHANIbHOU KOpbl Kpbic [Hafting et
al., 2005]. AKTUBHOCTb 3TUX HEUPOHOB 0OYCJIOB-
JIEHa MPOCTPAHCTBEHHBIM TTOJIOKEHUEM XUBOT-
HOTO0, a UMEHHO, 3T HEUPOHBI TEHEPUPYIOT UM-
MyJbChl, KOIIAa >KUBOTHOE HaXOOUTCS B y3Jax
reKcaroHaJIbHOM pelieTku. KieTku pelieTku,
KaK U KJIETKM MecTa, MPOSIBJISIOT CBOWCTBO (pa-
30BOI TIpElIeCCUU OTHOCUTEIBHO TeTa-pUTMa
[Jeewajee et al., 2014]. OgHUM U3 TeopeTUUE-
CKMX HarlpaBJe€HUH, OOBICHSIOIMX 3PdEKT
KJIETOK pEIIeTKH, TaKXKe SBJISIIOTCS aTTPaKTOp-
Hble Moaenu. Mneu, 3a10KeHHbIE B 3TH MOJIEIH,
OYEHb ITOXOXM Ha T€, UTO Mbl OIMCHIBAJIN PaHb-
1€ AJ1s1 KJIETOK MecTa, ¢ TOi pa3HULIeid, YTO IS
KJIETOK MecTa (PYHKLMEeN OJIM30CTU MEXIy art-
TPAKTOPHBIMU COCTOSIHUSIMU OBLIO PacCTOSTHUE
MEXIy MeCTaMM, a Il KJIETOK pelIeTKU (PYyHK-
el OJIM30CTU SIBJISIETCS PACHOJOXEHUE XKU-
BOTHOTO OTHOCMUTEJILHO 1IeHTpa ssueiiku [Burak,
2014; Hasselmo, Brandon, 2012; Si et al., 2014].
Ilpenmnosaraercs, 4To poJjib TeTa-puTMa TakKXke
3aK/JI04aeTcs B CTaOWIM3alUM aTTPAKTOPHBIX
cocTtossHUiA. JIpyrasi rurnore3a COCTOUT B TOM,
YTO TPU NepeMellleHUU XKMBOTHOTO B IIPOCTPaH-
CTBE TETa-pUTM HEOOXOIMM IS TOTO, UYTOOBI
“ToracuTh” MpeabIaAyIINA aTTpakTop. ITocKob-
Ky MUpaMuaHble HEHPOHbBI TUIIITIOKAMITA MOLYJIN -
pYIOTCSI TETa-PUTMOM, a UX aKTUBHOCTh MEHSIETCSI
C MEPUOJIOM TeTa-puUTMa, TO TIEPUOINYECKOE 3a-
TyXaHUe UX aKTMBHOCTU MOXET ObITh HEOOXOIU-
MO JJ11 BO3MOXXHOCTH aKTUBAIlUU COCEIHETO aT-
TpakTopHOro coctosinus [Stella, Treves, 2011].
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[Tpu 3TOM 3aBUCMMOCTH YaCTOTHI TETa-pUTMA OT
CKOpPOCTHU ABUKEHUST JKMBOTHOTO paccMaTpuUBa-
eTCsl KaK J0Ka3aTeJIbCTBO ATOI TUITOTE3bl, TaK
KaK 4eM ObICTpee IBMXKETCS >XKMBOTHOE, TEeM
OpIcTpee HeOOXOOAMMO “TacuTh’ IIPEIbIIYIINIA
aTTpaKkTop.

B 3akiioueHue njaHHOTO pasaesia CTOUT 3aMe-
TUTB, YTO NpsiMas peructpauund adpdexkra STDP
MIPOBOAUJIACH TOJBKO IIPpU BHYTPUKICTOYHOI
perucTpaluuu OByX HEHPOHOB Ha cpe3ax WiIHu
KyJIbTypax HeiipoHOB. Mcxonst U3 3TOro MHOrue
aBTOPBI BLICKA3bIBAIOT KPUTUKY camMoro 3¢ dek-
ta STDP. EcTh MHOXXECTBO TaHHBIX, YKa3bIBaIO-
IIMX BAMsSHUE nodaMuHa U aleTuixoauHa. B
YaCTHOCTU MOKa3aHO, YTO BhIOpOC modamMuHa B
rUImnoxKamiie HeoOXxoaum Ay (puUKcaluu Ijia-
CTUYHOCTHU, 0€3 aKTUBauuu AodpaMUHEepruye-
CKMX PELECITOPOB IUIACTUYECKME U3MEHEHMUS CO
BpeMeHeM yracaioT [Lisman et al., 2011]). bosnee
TOTO, IPU aKTUBALUU O aMUHEPIrUUECKUX pPe-
LIEOTOPOB CTAHOBUTCS HEBaXKHA I1OCIEA0BaATEIb-
HOCTb, B KaKOil aKTMBHUPOBAJIMCHh HEUPOHBbI, B
JII000M ciydyae HabmrogaeTcs nmoreHumanums [Lis-
man et al., 2011]. JampHeiiimmne mcciieqoBaHUsS
oKa3aju, 4YTO MpU aKTUBALIMM MYCKapUHOBBIX
pELIEOTOPOB U OTCYTCTBUM aKTUBALIMU OJO(MaMU-
HEPTUYECKUX PELENTOPOB IIPOUCXOAUT OOpaT-
HBII 3 deKT, Bcerna HaOIIOIAeTCsT CUHAIITHYE -
ckas genipeccusd [Brzosko et al., 2017]. B mocnen-
Hee BpeMsI IIOSIBUJINCh JaHHBIE IO perucTpaluumn
BHYTPUKJICTOYHOUN aKTUBHOCTHU, IIOJyYEHHbIC in
vivo. OTU JaHHbIC OKAa3bIBAIOT, YTO CUHXPOHMU-
3UPOBAHHOCTb HelipOHHOI1 akTUBHOCTU B CA3
n CAl MOXeT COCTaBJISTh JO 3 CeK, YTOOBI Ha-
omomanachk TulacTMYHOCTD [Bittner et al., 2017].
Tem He MeHee, HECMOTpS Ha pa3HOOOpa3ue Ba-
PUAHTOB IUIACTUYHOCTH, OOJBIIMHCTBO AAHHBIX
YKa3bIBalOT Ha HEOOXOIMMOCTb COBHAACHMS MO-
MEHTOB BO3HMKHOBEHHUSI IIOTEHLMAJIOB Jeii-
CTBUSI Ha MPECUHANTUYECKOM M MOCTCUHANTHYC-
CKOM HeIpOHe, 4TO MOXKET 00eCIieUrMBaThCsl TeTa-
PUTMOM.

TETA-PUTM U YIIOPAJOYEHHA .
AKTUBHOCTb HEMPOHHBIX AHCAMBJIEN

B aTOM paspesne Mbl pacCMOTPUM TeOpeTUYe-
CKMe UIeU, pacCMaTpUBAOIINE TETa-pUTM KakK
MpoLIeCC, YIOPSIOUYMBAIOIINKN HEHPOHHYIO aK-
THUBHOCTb, KOTOpasi B CBOIO ouepeab HeoOXoamma
U1 00padOTKM MHPOpMALIUU. DTa ITpynna uiei
O4YCHb pa3HOpoOdHA, Jajiee Mbl OIMIIEeM He-
CKOJIBKO HanboJiee LIUTUPYEMBIX.

MHTepecHO npeamnoioxkeHue, YTO Ha pa3HbIX
¢dazax TeTa-puTMa BbITIOJHSIOTCS pa3Hble PYHK-
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oy B mmone CAl [Cutsuridis et al., 2010; Cutsu-
ridis, Poirazi, 2015; Hasselmo et al., 2002; Manns
et al., 2007]. DTa rmnore3a OCHOBBLIBAETCS Ha
TOoM, 4TO Tojie CAl mosyyaeTt nBa mHGOpMaI-
oHHBIX IToToKa: oT CA3 1o kojutatepansam Ilad-
depa 1 U3 SHTOPUHAIBHOM KOPHI 1O nepdopu-
pytouieMy Imytu. CUrHaj 1o 3TUM JABYM BXoJaM
MPUXOOUT B pa3Hble pa3bl TeTa-putMa [ Mizuseki
et al., 2009; Montgomery et al., 2009]. ABTOpHI
MpeanoaaraioT, YT0 Ha MUHUMYME TeTa-BOJIHBI
HauOOJIbIINKI BXOM IMPUXOAUT OT DHTOPUHAIb-
HOI KopbI, n HelipoHHas ceTb CAl paboraeT B
pexume “3anmcu’” (puc. 2). Ha nmke Teta-Boi-
HBI HAMOOJBIINI BXOI MPpUXOTUT OT 1o CA3,
npu 3ToM nojie CA1 BoCIpOM3BOOUT 3aITOMHEH -
Hyilo wmHopMmanuio. CriemyeT 3aMETHUTbh, YTO
NPUHLMONUAbHBIE HEMPOHBI TPETHETO CJIOS DH-
TOPMHAIbHOI KOPHI pa3ps>KaroTcs Ha TIMKE TeTa-
putMa B mupaMuimHoM ciioe nonst CAl, omHako
CUTHaJI TiepenaeTcsd ¢ OOJIBIION 3amepKKOM B
70—80 Mc M TIPUXOIUT OKOJIO MUHMMyMa TeTa-
putma B CAl [Mizuseki et al., 2009].

Kpome aTTpakTOpHBIX TEOpMii, CYLIECTBYET
JIpyroe IIOIyJsSpHOE HarpaBlcHUE, OObSICHSIO-
1€ BO3BHUKHOBEHME KJICTOK PELISTKU, KOTOPOe
Ha3bIBAETCs1 OCLMLUIITOPHO-UHTESPPEPEHILIMOH-
Hble moaenu [Burgess, Burgess, 2014; Burgess,
2008; Burgess et al., 2007; Bush, Burgess, 2014;
Jeewajee et al., 2008; Jeewajee et al., 2014]. DTu
MOZEIN OCHOBAHBI Ha MPEATIOJOXKEHUU O CyIle-
CTBOBAHUM KOHTPOJHUPYEMbIX CKOPOCTbIO OC-
musitopoB (KCO) (velocity-controlled oscilla-
tors, VCO B tepmuHojiorun aBTopoB). KCO —
3TO KJIETOUHBIE MOIYJISILIMU, KOTOPBIE TTPOIYLIM -
PYIOT pUTMUUYECKUI CHUTHAJ, 4acTOTa KOTOPOTO
MPOIOPLIMOHAIbHA MTPOEKIIMU CKOPOCTHU IBUXKE-
HUS KMBOTHOTO Ha MPeINoYTUTEIbHOE HaIlpaB-
JeHue ocuusuistopa (puc. 3). B momenu 3t
HarnpaBJIeHUsI UMEIOT TUCKPETHBbIE 3HAYEHUSI C
maroM 60°. KieTku peleTky IoJydarT BO3-
oyxnarouiuit Bxon ot KCO, a Takxke Bo30yXaa-
IOLIUI PUTMUYECKUIT BXOI CO CTaOMJIbHOI 4a-
CTOTOM B AuanaszoHe TeTa-putMa. CHUTHaIbl O
CKOpPOCTH KMBOTHOTO B pa3JIMYHbIX HallpaBJie-
HUSIX UHTepEepupyloT Ha KJeTKax pemerkd. K
JNOCTOMHCTBAM JaHHOI MOJEIU MOXHO OTHECTH
TOT (PakT, 4TO (Ppa3oBasl IpeLeCcCUsi BOSHUKAET B
Moneau 0e3 Kakux-JMO0O JOMOJHUTEIbHBIX
ycioBuit. Takum o6pa3oMm, B JaHHBIX MOOEJISIX
aBTOPbI pacCMaTPUBAIOT TE€Ta-PUTM KaK CBO€00-
pPa3HbIlA CTAaHOAPTHBIA CUTHAJ, OTHOCUTEJIbHO
KOTOPOTO BBIYMCIISIETCS MOJOXEHNE KUBOTHOTO
BHYTPM I'PaHMI TYECUKU CETKU C IOMOIIBLIO MH-
(opmaiy o CKOpOCTH M HampaBIeHUN IBUXE-
HUS XKUBOTHOTO.
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DHTOpUHAIBHASI KOpa

CA3 > CAl

DHTOpUHAIBHAs Kopa

t

CA3

A
>

CAl

e

Hucxonsimas ¢asa Teta-puT™Ma B IMpaMUIHOM
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Puc. 2. [unoretuyeckasi cxema MOTOKOB MHGOpMaLIMKU Ha HUCXOISIIEH U Bocxoasiei dase tera-putma [Cutsu-
ridis et al., 2010; Cutsuridis, Poirazi, 2015; Hasselmo et al., 2002; Manns et al., 2007].
Fig. 2. Hypothetical scheme of information flows in the descending and ascending phases of theta rhythm [Cutsu-
ridis et al., 2010; Cutsuridis, Poirazi, 2015; Hasselmo et al., 2002; Manns et al., 2007].

OnHako ciaeayeT 3aMeTUTh, YTO TIPEInoIoxKe-
HUE O TeTa-pUTME KaK CUTHaje C IIOCTOSIHHOI
YacTOTOM He SBAsIETCS MCTUHHLIM. IlokaszaHo,
YTO YaCTOTA Y MOIIHOCTh TeTa-pUTMa KOPPEIU-
PYIOT CO CKOPOCTBIO HOBWKCHHUSI XKHMBOTHOTIO
[Chen et al., 2011; Ledberg, Robbe, 2011; Long
et al., 2014]. OcHoBBIBasICh Ha 3TUX pe3yJIbTaTax,
HEKOTOphI¢ aBTOPHI BbIABUTAJIM MHEHUE, YTO Te-
Ta-pUTM KOHTPOJIMPYET IBUTraTeIbHOE IOBEJe-
Hue [Kelemen et al., 2005; Robinson, Whishaw,
1974; Sinnamon, 2005a; Sinnamon, 2005b; Van-
derwolf, 1975]. IloguepKkuBanoch, 4TO TETa-OCLIWI-
JISILMY BO3HUKAIOT JIMIb IIPpU lieJIeHAIpaBlICH-
HBIX, “TIPOM3BOJILHBIX” IBMKCHMSIX, B TIPOTHUBO-
MOJIOXXHOCTh CTEPEOTUITHOM, “HEIPOMU3BOJILHON”
aktuBHoctu [Vanderwolf, 1969; Wyble et al.,
2004]. HecMoTps1 Ha TO UTO JaHHOE MHEHUE HE
MOMICP>KUBAETCS B COBPEMEHHOM JIMTEepaTrype,
MOCJAeNHUE UCCIIENOBAHMSI MO3BOJISIIOT pacCyX-
JaTh O MEXaHM3MaXx 3TOTO sIBJIeHUs. BbL1o moka-
3aHO, 4TO DiyTaMarepruieckue Heiiponsl MCO
3a CYET BXOJa OT INTyOOKMX CJIO€B DHTOPUHAJIb-
HOM KOpPBI MOAYJUPYIOTCS CKOPOCTBLIO JIBUKE-
Hug XxuBoTHOTro [Justus et al., 2017]. B opyrom
WUCCIIEAOBAHUU in Vivo ObLIO ITOKAa3aHO, YTO Ya-
CTOTa TUMNMNOKAMIIAAbHOIO TeTa-pUTMa CUJIBLHO
3aBUCUT OT YACTOThI ONTOTCHETUYECKOM CTUMY-
JISIUMU CeNTaJIbHBIX [NIyTaMaTeprudecKux Hewi-
poHoB [Robinson et al., 2016]. Takxe npone-
MOHCTPHPOBAHO, YTO MHBEKILIMS TJIyTaMaTepru-
yeckux aronucroB B MCO yBeanmymBaeT
MOILIHOCTb TMITIIOKaMMOaJIbHOIO puTMa [Astashe-
va et al., 2015]. Takum oOpa3zom, MexaHU3M KOp-
penasuuM TeTa-pyuTMa U CKOPOCTU IBVIKCHUS
XKHUBOTHOIO MOXHO OOBSICHUTL aKTUBaLlUC
CeITaJlbHbIX IJIyTaMaTeprudeCcKux HEUPOHOB.
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B camoii pabote, rae oOHapyKUJIu 3aBUCUMOCTh
pa3psigoB  CENTaJbHBLIX DIIyTaMaTepPTUYCCKUX
HEWUPOHOB OT CKOPOCTU IBUKCHUSI, aBTOPHI IO~
Kazajii, 4TO MPOEKLWMN CENTAJIbHBIX IJTyTaMa-
TepPruuyecKux HeipOHOB B MEINAJIbLHYIO DHTOPU-
HaJIbLHYIO KOPY UTpaloT BaXKHYIO POJib B MUHTErpa-
LU IIyTU KUBOTHBIM [Justus et al., 2017].

Ewme ogHa nomnynsipHasi rurore3a o pojiu Te-
Ta-puTMa B KOTHUTUBHBIX Mpolieccax 3aKitoya-
€TCSl B TOM, YTO TeTa-OCHULISILIUU UCITOJIb3YIOT-
Ccd IJIs CpaBHEHUS IOCTYIAIOIIEH CEHCOPHOM
WH(OpMAaLIMK C TAKOBOM, YK€ XpaHSIIencs B rma-
msatu [Hasselmo, 1999; Lisman, Otmakhova,
2001; Lorincz, Buzsaki, 2000; Pickenhain, Kling-
berg, 1967; Sokolov, 1963; Vertes et al., 2004].
Haub6onbinyio pazpaboTKy 3Ta uaes rnojayduia B
pabotax O.C. Bunorpanosoii [Vinogradova, 1995;
Vinogradova, 2001; Bunorpamosa, 1975; BuHo-
rpagoBa, Hynaesa, 1972]. Ha ocHoBaHUU CcO0-
CTBEHHBIX MHOTOJIETHUX MccienoBaHuil BuHo-
rpaaoBoii ObLIa BbIABUHYTA TEOPUsI O TUIIITOKAM-
e Kak Kkomnaparope (aeTekrope HoBU3HbI). I1o
MHeHU10 BuHorpamoBoit, GyHKIUSI CpaBHEHUS
nHOpMalLIMM, TIPUXOASIIEei 1O CEHCOPHBIM
BXOJIaM C UMEIOIIIEICSI B MaMsITH, BBIMIOJTHSIETCS
B noie CA3 runnokammna. OTo moJjie IojaydaeT
MHGOpMaLIMIO 13 3y0uaToii pacuuu 1 Meauaib-
HOM cenTayibHOI 06JyiacTu. 3ybuaTas dacius no-
JIydaeT CUTHaJI OT SHTOPUHAJIbHOI KOPBbI T10 TIep-
¢bopupyoliieMy IyTH, HTOpUHAJIbHAsE Kopa B
CBOIO O4Yepeb UMEET CBSI3U C IPYTUMU OTIAEIaMU
HeoKopTeKkca. BuHorpamoBa cuuTana, 4to B 3y0-
yaryro ¢Gacuuio OpUXOIUT UHGOpMaIUs, yXke
XpaHsiasics B mamsiTu. B 3youartoii pacuuu oHa
yIIpoILlIaeTcss M yXe B MnpemodbpaboTaHOM BUIE
nepenaercd B nojie CA3. MHdopmanus o Texy-
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IIEM CEHCOPHOM BXOJI€ UIET Yyepe3 CTBOJIOBBIE
CTPYKTYpPbI MO3ra, MpexKae BCEro Yepes sgapa pe-
TUKyJIsipHOU popmamu B MCO u pajee B moJe
CA3. B MCO nndopmaliys TakKe yIIpouiaeTcst
U TIOJITOTaBIMBAETCS K cpaBHEeHMIO. Jlajiee B mo-
e CA3 nmpoucxoauT MpoBepKa Ha COIIacOBaH-
HOCTb MH(POPpMALIMU, TIPUXOASIIIEH OT KOPHI U OT
cTBOJIa Mo3ra. B ciyyae pacxoxaeHus 1o Kojia-
tepansm [ladpdepa B mone CAl u majgee obpar-
HO B KOpPY HepeaaeTcss CUTHaI O HOBU3HE U O HE-
obxommMocTH (puKcalm HoBOI MHGOpMAaIIIN B
namsatu. B treopum BunorpamoBoit MCO pac-
cMaTpUBaEeTCs KaK CUHXPOHM3AaTOP MPU KOMIIa-
paTOpHOM YCTPOMCTBE, a TeTa-pUTM — KaK Bpe-
MeHHOI uiabrp (“OKHO”), obecneunBarOIINA
MPOMYCK Ha BBIXOH TMIIMOKAMIIAJbHBIX HEUPO-
HOB TOJIBKO T€X CUTHAJIOB, KOTOPbIC MPUXOIST B
onpeneaeHHOM (a30BOM OTHOIIEHUMM K TeTa-
BoJHe. BuHorpamoBsa npenmnosarajia, 4To Takoe
KBAaHTOBAaHME CHUTHAJIOB B BUAEC TeTa-LMKIOB
JIOJDKHO YBEINYMBATh HAAEKHOCTh PA0OTHI KOM-
apaTOpPHOTO YCTPOMCTBA, MOCKOJIBKY 3TO I103-
BOJISIET CpaBHUBATh CUTHAJIbI, MIPUXOASIIINE MO
pa3HbIM BXOJIaM, KOTOPbIE OTHOCSTCSI K OTHOMY
cooriThio [Vinogradova, 2001]. O.C. Bunorpa-
JIIoBa TaKKe yaessiia 0oJbllIoe BHUMaHUE SIBJIE-
HMIO cOpoca (reset) HEMPOHHOM aKTUBHOCTH.
DTO sIBJIEHUE 3aKJII0YaeTCS B IIEPUOAEC TOPMOKE-
HHUS TUNIOKaMITaJdbHBIX HelipoHoB (oT 50 mo
150 Mc) mocne Tmpuxoma HOBOIO CTUMYJIA, TIPHU
9TOM IIpU IIPUXOAE AHAJOTUYHBIX ITOBTOPHBIX
CTUMYJIOB TOpMOKeH1e He HaOmomaercs. [Tocie
cOpoca HaUYMHAETCSI CUHXPOHHAs pUTMUYECKast
aKTMBHOCTh. BUHOTpamoBa moJjiarajia, 4To cOpoc
HEMPOHHOM aKTUBHOCTHU CIY>KWAT TOYKOM OTCYE-
Ta OT MOMEHTA TMOSBJICHUS HOBOIO CTUMYJIa U
CUHXPOHM3AILIMM HEMPOHOB IJIST €ro 00paboTKN
[Vinogradova, 2001].

Bo MHoOrux mcciaemoBaHUSIX MOKa3aHO, 4TO
IpU NOCTYIJICHUM HOBOI MH(MOPMALMU YCUI-
BA€TCSI KOTEPEHTHOCTh MEXIY THMIIIIOKAMIIOM U
OTII€JIJaMH1 KOPbI, OTBETCTBEHHBIMHU 3a SITA300U -
YEeCKYyl0 NaMsiaTh M IUIAHWPOBAHWE NICHCTBUIA,
OpeXae BCEro AOp30JaTepalbHON W MeOUaJIb-
HoIT mpedpoHTaIbHOM Kopoit [Numan, 2015].

TETA-PUTM U COH

CyliectByeT O0JbIIOE KOJWYECTBO padoT,
MOKa3bIBAIOIIMX U3MEHEHUS JIEKTPO(DU3UOIIO-
TMYeCKUX TapaMeTpoB T'MIMIIOKaMIla B pa3iny-
HbIX (pa3zax cHa (003opnl [Diekelmann, Born,
2010; Freund, Buzsdaki, 1996]). JloctaTouHo naB-
HO OBLJIO YCTAaHOBJICHO, YTO TeTa-pUTM Haubdojee
CUJIBHO BbIpaXkeH B (aze ObicTporo cHa [Jouvet,
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Puc. 3. OcuuisitopHo-uHTEpDEepeHIIMOHHAs. MO-
Iesib KJieTok perieTok. (a) Cxema (hopMuUpoBaHUS
KJIETOK pelIeTOK B JIMHEHOM JlabupuHTte. Kinetku
pelIeTKr cyMMUpYIoT TeTa-curHai u3 MCO u cur-
HaJl, 4acToTa KOTOPOTo MPOIOPIMOHAIbHA CKOPO-
ctu. (6) CxeMma popMHpOBaHMS KIJIETOK PEIIETOK B
OTKpBITOM TMoJie. Ha BepxHux rpadukax rnokazaHa
aKTUBHOCTb KOHTPOJUPYEMBIX CKOPOCTBHIO OCILIWJI-
JISTOPOB, YAaCTOTa KaXXIOTO OCLIMJUISTOPA MPOTOp-
IIMOHAJIbHA TMPOEKIIMM CKOPOCTU XMBOTHOTO Ha
ocb JaHHOrOo ocuuiuisitopa [ Burgess, Burgess, 2014;
Burgess, 2008; Burgess, Barry, O’Keefe, 2007; Bush,
Burgess, 2014; Jeewajee et al., 2008; Jeewajee et al.,
2014].

Fig. 3. Oscillatory-interference model of grid cells.
(a) Scheme of formation of grid cells in a linear
maze. The grid cells summarize the theta signal from
the medial septum and the signal whose frequency is
proportional to the velocity. (6) Scheme of forma-
tion of grid cells in an open field. The upper plots
show the activity of velocity-controlled oscillators,
the frequency of each oscillator is proportional to the
projection of the animal’s speed on the axis of the os-
cillator [ Burgess, Burgess, 2014; Burgess, 2008; Bur-
gess et al., 2007; Bush, Burgess, 2014; Jeewajee et al.,
2008; Jeewajee et al., 2014].

1969], u HaoOOpOT, B (pa3e MeIJICHHOTO CHA Te-
Ta-puUTM B TUITIIOKaMIIe BEIpaXKeH KpaitHe cJ1abo.
B daze MemneHHoro cHa HaOmMoOgaeTcss acUH-
XpOHHAsI aKTUBHOCTh, KOTOpasi IIpepbIBACTCS
MePUOINISCKN BOZHUKAIOIIVMMU PUTITLI OCIIVII-
msauuaMu [Buzsaki, 1989; Buzsédki et al., 1992;
Carr et al., 2011; Csicsvari et al., 1999; Sullivan
et al., 2011]. CymecTByeT 0OJBIIOE KOJINYECTBO
MAaHHBIX, YKa3bIBAIOIINX HA aHTaTOHUCTUYECKUIt
XapakTep 3TUX BUAOB 3JEKTPUISCKOIT aKTUBHO-
ctu [Buzsaki, 2002; Buzsaki, 2015]. Takoit ¢pu-
3MOJIOTUYECKUI aHTarOHU3M TIPOSIBIISIETCSI U BO
CHE.

Tera-puT™M BO BpeMsl OBICTPOTO CHa IO BCEM
napaMeTpaM OYeHb ITOXOX Ha TeTa-pUTM, Ha-
Ne 3
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OJII0Ia€MBIN B COCTOSTHUM aKTUBHOTO OOIPCTBO-
BaHUsA. B yacTHOCTH, HAOIIOOAIOTCS IIPUMEPHO
T€ JKe TapaMeTphl IPUBSI3KY aKTUBHOCTH HEMPO-
HaJbHBIX TIOMyJSAIM K a3amM TeTa-puTMa
[Buzsaki, 2002], cunpHast CBI3aHHOCTb TeTa- U
ramMma-putmoB [Belluscio et al., 2012], a Takxke
pacrnpocTpaHeHHe TeTa-pUTMa IO CETTO-TeMIIO-
paibpHOM ocu B Buae “Oeryiueii” BonaHBI [Patel
et al., 2012]. Bce 3T0 yKa3pIBaeT Ha CXOXKECThb Me-
XaHM3MOB Te€HEpalluy TeTa-puTMa B COCTOSTHUU
AKTMBHOTO MCCIIEIOBATEILCKOTO IIOBEICHUS U
osicTporo cHa. KpoMme Toro, B HECKOJILKMX pado-
Tax OBLJIO TTOKa3aHO, YTO KJIETKM MeCTa B OBICT-
POM CHE aKTUBHUPYIOTCS B TOM 3Ke TTOPSIAKE, YTO
U TIPY HaXOXICHNUM OOIPCTBYIOIIETO XXUBOTHOTO
B nabupuHTe [Louie, Wilson, 2001; Nadasdy et al.,
1999; Skaggs, McNaughton, 1996].

Bce aTu paHHBIE HAaBOAST HA MBIC]b, YTO U
WH(pOpPMaLIMOHHbIE TTPOLIECCHl B COCTOSIHUM aK-
TUBHOTO OOAPCTBOBAHUS U OBICTPOTO CHA OYEHb
MOXO0XH, ¥ YTO B COCTOSIHUM OBICTPOIO CHa IMPO-
NCXOOUT o0OpaboTka umHMopManuu. BriepBble
naest o6 obpadboTke MHPOpMALIUU B OBICTPOM
cHe Obuia BbLABUHYTAa Mappom [Marr, 1970].
B Treopuu Mappa runnokamil BBIITIOJHSET POJib
BPEMEHHOTO XpaHWJIMIIA HOBO MH(MOpPMaLNU,
KOTOpasi He ycIiena o0pabdoTaThCs B TEUCHUE Me-
puoga 60ApCcTBOBaHUSI B HEOKOpTeKce. B Teue-
HUE CHa 3Ta MH{OpMaLIMS ITOBTOPHO BOCIIPOM3-
BOOUTCSI U CHOBA IIE€peIaeTCsl B HEOKOPTEKC, TAe
YK€ OCYILECTBIISIIOTCSI €€ IoJHas o0paboTKa U
3armoMuHaHue. JlanbHeime nccaeaoBaHus Mo-
Ka3aJii BaXXHYIO POJIb HE TOJbKO OBICTPOIO, HO 1
MEIJICHHOIO CHAa B KOHcoauaauuu namMatu. Og-
HaKO Ha CeTOOHSIIHUI AeHb uaeu Mappa mupo-
KO TiommepxuBaiorcsg B Jmrepatype [Diekel-
mann, Born, 2010].

SAKJIIOYEHHME

Hecmotpst Ha 60J1blI0€ KOJTMYECTBO UCCIEI0-
BaHUi1 BOIPOC O TOM, KaK TeTa-pPUTM y4acTBYET B
KOTHUTUBHBIX (DYHKUMSX TUIIIIOKAMIIa, OCTaeT-
csl OTKPBITBIM. OTBET Ha 3TOT BOIIPOC TpedyeT
OTBeTa Ha ApYyroul cBs3aHHbIN Bompoc. Kakyro
GYHKIMIO BBINMOMHSAET cam Tunmnokamn? He-
CMOTpsI HA OTPOMHOE KOJIMYECTBO PabOT I'MMIIO-
KaMIT OCTaeTCsl OMHOI M3 CaMbIX 3araJouHbIX
cTpyKTyp Mo3ra. C oHOI CTOPOHBI, TUTIITOKAMIT
cocraBJisieT Bcero okoJio 10% chipoii Macchbl MO3-
ray KpbiC, a KOJIMY€CTBO HEMPOHOB B I'MIITOKAM-
e He TpesbiliaeT 0.5% oT Koau4YecTBa Helpo-
HOB B HoBoii kKope [Herculano-Houzel, 2009;
West, Gundersen, 1990]; KpoMe 3TOro, OH UMeeT
OTHOCHUTEIbHO MPOCTOE aHATOMUYECKOEe U TU-
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CTOJIOTMYECKOE CTPOEHME MO CPaBHEHMIO C HO-
BOM KOPOIi, BCErO OIUH CJI0OM NPUHLUITNATbHBIX
HEepOHOB B TUIIIIOKaMIle MPOTUB ILIECTU B
HeokopTekce. C Apyroit CTOpOHbI, TUIITOKAMII UT-
paeT KpUTUYECKYIO POJIb IIOUTU BO BCEX KOTHUTHB-
HBIX TIpolieccax, TaKMX Kak JIeTeKLKsI HOBU3HBI,
BHMMAaHMeE, TIPOCTPAHCTBEHHAsI U ANM30AUYeCKast
naMsaTh U T.40. B rummokamiie MoXXHO oOHapy-
JKWUTb HEMPOHBI, pearupyloline NpakTU4ecKu Ha
BCE€ BUJIbI CECHCOPHbBIX CTUMYJIOB, TAK1E KaK 3pH1-
TeJIbHbIC, CIIyXOBbIE, OOOHSTEIbHbIE U TAKTUJIb-
Hble. Y 4YejoBeKa B TMIIIIOKaMIe oOHapyXeHbI
HEUpOHBI, pearupylolive Ha coenuduyeckue
abCTpaKTHBIE CTUMYJIbI, HAIIpUMEDP, CBI3aHHbIC
¢ 06pa3oM JIOOMMOI aKTPUCHI WU U3BECTHOTO
MOJIMTHKA, TaK Ha3bIBaeMble “HeHPOHBI 0A0yIII-
kn” [Kreiman et al., 2000; Quiroga et al., 2005].
Takoe “nmpoTmBOpeure” MeXIy ITPOCTOM CTPYK-
TYpPOI M OYEBUITHOM CIOKHON (PYHKIIMEN TpeOy-
eT o0bsicHeHMsI. MHOTHE aBTOPHI B pa3HbIX (hop-
Max BbICKA3bIBAIOT FMIIOTE3Y, KOTOPasi MOrJia Obl
CHATH 3TO “IpoTtmBOpeune”. ITmmore3a 3aKiIio-
yaeTcd B cienyiolneM. [MnmokaMIl BBIMOJHSIET
OIHY “TIpocTyio” (YHKIMIO B 00pabOTKe WH-
dopmai, Ho 3Ta GyHKIIMS OYEeHb BaXKHA 1 OHA
WCMOJb3YETCsl MPU aHAJIM3€ CUTHAJIOB BCEX MO-
manpHOcTe. Hanmpumep, . Mapp paccmaTpu-
BaJI TUIIIIOKAMII KaK BpEMEHHOE XpaHWINILE NH-
dopmanu. O.C. BuHorpagoBa paccMarpuBala
TUIINOKAMII KaK JeTeKTOp HOBOII MH(popMaluu
B IMpoOliecCe BHUMaHMUSI.

bonbiioe pasHooOpasue  TEOPEeTUUYECKUX
WUIE O TOM, KaK TeTa-pUTM y4acTBYET B ollepa-
HUsIX 0O6paboTKM MH(pOpMalIMKM Ha HEMPOHHOM
YPOBHE, CBSI3aHO B 3HAYUTEJILHOW CTENEHU C
MHOTrooOpa3uveM MpeacTaBIeHU O (QYHKIUSIX
camoro ruriokammna. C ogfHOi CTOPOHbI, OOJIb-
ILIMHCTBO UJIEW, U3JTOXKEHHBIX B JAHHOU CTaThe,
He mpoTuBOpeyaT Apyr apyry. Hamnpumep, yua-
CTUE TeTa-puTMa B CO3JaHUM YCIOBUI IJIsT 00yve-
HUs1 HelpoHHOI cetu mo mnpaBuiy STDP He
MPOTUBOPEYUT UAEE O TOM, YTO T€TA-PUTM YIO-
pSIOYMBAET MpUXoA MHMOpPMALMU OT Pa3HBIX
cTpyKTyp Mosra. C Apyroil CTOpoHbI, IIpU pac-
CMOTPEHMU BCEro MHOTO00pa3usl SKCIeprUMEeH-
TaJbHBIX TAHHBIX U TEOPETUYECKUX TIPEACTaBIIC-
HUI 0 PYHKLMSIX TeTa-pUTMa CJIOKHO OTIeJIaTh-
C OT MBICIAU, YTO CYILIECTBYeT “HpPOCTOii”
crioco0 omnucaTh 00pabOTKy WHGOpPMalUU B
HEUpPOHHOI CeTU MPU BBIMTOJIHEHUN “NPOCTOM”
(GYHKIMY TUIIIIOKaMNa TaKUM 00pa3oM, YTOObI
BBILLIEYTTIOMSIHYTbIE WJIEW ObLIM JIMOO YaCTHBIM
cliydyaeM 3TOro OnucaHusl, TMOO OTIPOBEPTaJIUCh.
MBI 1Tos1araeM, 4To NpophIB B 001aCTH (PyHKLIM
TeTa-pUTMa OydeT claedaH, Korma OyaeT XOpollo
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yCTaHOBJIEHA TakKas “mIpocTtast”, HO OYeHb HYXK-
Has GyHKIMS Bcero rurrmokamiia. OmHako 3To
OYeHb ciioxkHas 3amada. [IpakTuyecku Bce omu-
CaHHbIC TEOPETUYECKNE KOHIIETIIINY OYeHb CIIOXK-
HO Bepudupyembl. HecMOTpsT Ha BCIO MOIIb
METOIOB COBPEMEHHOW HEUPOHAYKM, OYECHDb
TPYOHO TMPEMIOXUTh 3KCIIEPUMEHT, OTHO3HAY-
HO JOKa3bIBaIOIIWii, HAampuMep, BBIMOJHEHUE
pa3HbBIX oIlepalrii Ha pa3HbIX (pa3ax TeTa-puT-
Ma, XOTSI BO3BMOXXHOCTh 3TOTO XOPOIIIO ITOKa3aHa
B BBIYMCIIUTEILHBIX MoAesaX. Ha ceromusiimamii
IIeHb B OJHOM 3KCIIEPUMEHTE BO3MOXHO PErv-
CTPUPOBAThH B JIyYIIEM CIIydae TOJIbKO HECKOJIb-
KO JICCSITKOB HEIPOHOB, B TO BpeMsI KaK B TUTITIO-
KaMIte X coTHU MyummoHoB [ Herculano-Houzel,
2009; West, Gundersen, 1990]. D10 nemaer Kpaii-
HE 3aTPYyIHUTEIbHBIM U3y4eHNE TOHKUX MH(POP-
MAalIMOHHBIX TIPOIIECCOB B BKCIIEPUMEHTE, YTO B
CBOIO ouepenb 3aTPyIHSIET TIOCTPOSHUE SIMHOMK
TEOPUM U TIPUBOIUT K MHOXECTBY pa3HOOOpa3-
HBIX TUTIOTEe3. TakM 00pa3om, HecMOTpsI Ha 00-
Jiee 4YeM MOJYBEKOBYIO ICTOPUIO UCCIICTOBAHMS,
(byHKIIMOHANMBHAST POJIb TUTIIIOKAMITIA 1 TeTa-PUT-
Ma OCTaeTCsl TMCKYCCUOHHOI 00J1aCThIO, B KOTO-
pOii CTOUT XIaTh PEBOTIOLIMOHHBIX OTKPBITHUIA.

Pa6ora momnmepxxana rpantom Poccuiickoro
Hay4yHoro ¢onma Ne 17-75-20245.
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FUNCTIONS OF HIPPOCAMPAL THETA RHYTHM

I. E. Mysin*
Institute of theoretical and experimental Biophysics of RAS, Pushchino, Russia
#e-mail: imysin@mail.ru

Theta rhythm (4—12 Hz) is the main rhythm of the hippocampus, unlike other rhythms it has its
own pacemaker (medial septum) and physiological mechanisms of regulation. The state of genera-
tion of the theta rhythm is crucial for the processing of new information coming into the hippocam-
pus. In this review, we have tried to analyze modern ideas about how synchronization of the hippo-
campal neural network at the theta frequency is involved in cognitive processes.

Keywords: medial septum (MS), field CAl, field CA3, entorhinal cortex, perforant path, Schaffer
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