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3y6uaras n3BuianHa (3M), Bxoasiias B COCTaB TMIIIIOKAaMITOBOI (hopMaliiy, SIBJISIETCS OCHOBHOM
MUILIEHBIO MOJIYYaeMbIX THITITOKAMIIOM HEOKOPTUKAIBHBIX U CYOKOPTUKAIBHBIX addepeHTOB,
YTO COCTaBJIIET aHATOMUYECKYIO OCHOBY €ro yJ4acTHsI B KOTHUTMBHBIX IIpolieccax, TaKUX KakK
BHUMaHMe U naMaTh. 31 ydyacTByeT B opraHu3aliiyi MHOTMX KOTHUTUBHBIX (DYHKIIMWI THUIIIIO-
KaMIla 1 MO3Ta B LIeJIOM, BKJIIoYas IeTEKILI0 HOBU3HEI, pa3ie/icHUe U 3aBepllIcHME IaTTePHOB
(pattern separation and pattern completion), TPOCTPAHCTBEHHYIO Pab0OUYyIO NaMSITh, KOAUPOBaHUE
nHOpMalY U KoHconnaanuo maMsati. UmenHo B 3U BrepBbie ObIa OGHApYKeHA JOJITOBpe-
MEHHasI MOTeHLMALUS — TUIAaCTUYEeCKHUE M3MEHEHUSI B CMHAIICAX, CXOXHUE C TEMU, KOTOPHIE MPO-
MCXOIST MpU 3alToMUHaHUM nHGopmauuu. 3U nipeacrapisieT co00M YHUKAJIbHYIO 0071aCTh MO3-
ra, OmHy M3 HEMHOTIHMX, TAe OOHapyKUBAaeTCSI HEMpPOreHe3 Y B3POCIIbIX MIESKOIIUTAIOIINX, BKIIO-
yas yenoBeka. JIpyroit ocooeHHOCThIO 3W, oTinyalolieii ee OT TMIIIOKaMIIa, SIBJISIETCS HaJIudue
B Heil IByX TUITOB ITyTaMaTepPIUYECKUX HEMPOHOB — I'PaHyJISIPHBIX U MIIKUCTHIX KJIETOK. [paHy-
JIIpHBIE KJIETKW, B HOpMe 06J1aast HU3KOM aKTUBHOCTBIO, OTPaHUYUBAIOT BO30YAMMOCTh ITUpa-
MUIHBIX HEIIPOHOB I'MIIIOKAMIIA B HEOJAaTONMPUSITHBIX YCI0BUSIX. DYHKIIMY MITUCTHIX HEAPOHOB
3UW HamMeHee SICHBI;, 3TU KJIISTKW, MHHEPBUPYS KaK IiyraMmateprudeckue, Tak 1 TAMKepruue-
CKHe€ HEMPOHBI, BEpOSITHO, YYACTBYIOT B OpraHMU3allM CJIOXKHOM CeTeBOIl aKTMBHOCTH KaK B ca-
moii 3U, tak u B runmokamiie. HecMoTpst Ha MHTeHCHMBHOE McciaenoBanue 3U, ee posb B nesi-
TeJIbHOCTHU TUIIIOKaMIIa ellle BO MHOTOM HesicHa. B mpemiaraeMoM 0630pe paccMaTpUBAIOTCS
aHATOMUYECKHUE, TUCTOXUMMYECKIE U (DYHKLIMOHAIbHBIE 0COOeHHOCTU 3, aKTUBHOCTD OTHEb-
HBIX KJIETOUHBIX DJIEMEHTOB, a TaKXe €€ POJib B TMIITOKAMMAIbHBIX (PYHKIIUSIX HOPMAJIBHOTO
MO3ra.

Karouesbie crosa: 3ybuatasi U3BUIMHA, TPAHY/ISIPHbIE HEMPOHBI, MIIUCTHIE KJIETKHU, TUTAHTCKUE
CUHAIICHI, HeporeHes, JJIUTelIbHAsI MOTCHUIMALIUS, UKW, TATTePH pa3fcjcHUs, IaTTepH 3a-
BepILLIEeHMS, 3allUTHAsT (DYHKIIMS
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1.1. AHATOMMWYECKHNE
N TUCTOXUMHNYECKHME OCOBEHHOCTH
3YBYATOU MU3BUJIMHDbI

Co BpemeH uccienoBanuii Pamon-u-Kaxana
(Ramon y Cajal, 1893) u Jlopente ne Ho (Lo-
rente de No, 1934), onmucaBiInx TUIIBI, XapaKTe-
PUCTUKU U CBSI3U HEMPOHOB I'MMIIOKaMIIa (cornu
ammonis), ero MPUHITO MOApa3AeiasaTh HA TPU

obsactu codctBeHHo runnokamna (CAI1, CA2 u
CA3) (Lorente de No, 1934) u 3y6uartyio U3BUJIM-
ny (3N) (dentate gyrus, DG). [logo6HO rumnmo-
kamiy, 31 coaep>XuT OCHOBHbIE IIyTaMaTepru-
yeckue HellpoHbl U TAMKepruyeckue MHTEp-
HelipoHbl. OgHAaKO, B OTJIMYME OT TUIIOKaMIIa,
3U conepXuT 1Ba TUIA OCHOBHBIX KJIETOK: Irpa-
HYJSIpHbIE HEWPOHBbI M MIIUCTbIE KJIETKU
(Scharfman, 1995; Freund, Buzsaki, 1996).

AnHatomuueckass opranuzauus 31 cxomHa y

Cokpamenus: JAII — gaurenpHas noteHumauus; I —

mmrenbHast nernpeccust; JITIII — mokanbHBIE ITOJIEBBIE
noreHnuaiabl, MC-JIBb — MenuanbHOE cenTallbHOE SIIPO
W SApo auaroHajabHoro nmydka bpoka; HT® — Heiipo-
Tpoduyeckuii pakrop ronosHoro mosra; I — nepdo-
PaHTHBIN ITyThb.

IrpBI3yHOB 1 IpuMaToB. OCHOBHasl CTPYKTypa
3 nonpoO6HO omnucaHa B padbore (Amaral et al.,
2007) u cymmupoBaHa Ha puc. 1. 3/, HaunHas
OT BHEIIHEHd NOBEPXHOCTH, IEJUTCI Ha TpU
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Puc. 1. Opranuszanus 3youatoit U3BWJIMHBI Y TPHI3YHOB M MPUMATOB. (a) YmpolleHHas cxema opraHusanuu 3U.
Ilokazansl rpanynsapHbie Kietku (I'K), moxymynusie rpanynasapabie KieTku (I1nK), mimmmcreie kitetku (MK), na-
tepHeiiponsl (MHT), I1B — nmapBanbOyMuH-conepKaliyie MHTEpHEHPOHBbI, TMpaMuaHbie HelipoHbl nonst CA3
runnokammna (I1K), a Takke ¢BsI31 MexXIy HUMU: BO30yXaaolre (depHble JUHIUHN) 1 TOPMO3HBIE (Cephle JIMHUN).
IML, BryTpeHHUii MojeKyaspHblii cioit; GCL, rpanynspHbiii Kiietounsblii ciaoii; HIL, xumyc 3U; CA3, mone CA3
runrokammna. (6) OcHoBHast opraHu3aius 3youyaToid u3BuIMHbL (31) B KOpOHApHOM U TOPU30HTAIbHOM TLIaHAX
B MO3Te IpbI3yHOB U npuMaTtoB. O0JacTh, BblIeJIeHHas YHKTUPHON JTUHUEN, TIpeacTaBIeHa IpU OOJIbIIEM YBe-
JIMYeHUHU Ha BCTaBKe, IIe IMoKa3aHa JJaMuHapHas opranuzanust 3W, Bkimodaronieil MoiaeKysipHbii cioit (MOL),
rpanyasipHblii cioii (GCL) u xunyc (HIL). CxemaTtudeckoe nzobpaxkeHue cTpykTypbl 31 y IpuMaToB oKa3biBa-
€T CXOJCTBO C TAKOBOI Y TPhIZYHOB, HO (hopMa ee OoJiee n3BuaucTas; Kpome Toro, CA3c y mpuMaToB UMeeT OO0Jb-
ILIIYIO TIPOTSKEHHOCTh, Ye€M Y TPBhI3YHOB, 1 BKItodaeT u3ru6. (B) [lokazansl ciiou 3U, Kyna nnpuxonsat addepeHT-
Hble BoJIOKHA. MICTOYHMKY T1aBHBIX ap(PepeHTHBIX BXOJ0B 0003HAUYEHHBI CIIpaBa (caMblii IIpaBblii KBaIpaT O3Ha-
yaer [AMKepruueckuii Bxon, MHHEPBUPYIOIINiII BCE CJIOM, APYrvMe KBaapaThl O3HAYAIOT BOJIOKHA M3 JAPYTUX
HelporpaHcMUTTEpHBIX cucTeM). JlarepanbHast (LEC) u MmenuanbsHast sHTOpuHanbHas Kopa (MEC) unnepBupy-
IOT BHELIHUI MosIeKyIsapHbIi cioii (OML) u cpenuHHbIi cnoit (MML) coorBercTBeHHO. CynpamMaMUJUISIPHBI
Bxon (Mamm), XOMTMHepruyecKuii BXOMI, BXOM OT MILMCTBIX KJIETOK U OT MUPAMUAHBIX HEHPOHOB BEHTPAJILHOTO
CA3 (vCA3) nuHHepBUPYIOT BHYTPEHHM MOJIeKYIsIpHBIi cioii (IML). OML n MML Takxke 10JIy4aroT BXOAbI OT
CTBOJIa Mo3ra (BKJItouast HopaapeHepruueckuii (NA), ceporonnHeprudeckuii (5-HT) u xonuHeprudeckuii (Ach)
OT nepenHe-6a3aabHOro Mo3ra. XWwiyc MoJjiydaeT pa3HOOOpa3HbIe BXObI, BKITIOUAsI aKCOHBI TPAHYJISIPHBIX KJIETOK,
T'AMKepruueckux HeiipoHoB 3M, MIIMCTHIX KJIETOK, IIMpaMUIHbIX HelipoHOB CA3, HelipOMOYyJISITOPHBIE BXOIbI
oT cTBOJIa Mo3ra (Takue kak NA u 5-HT, a Takke noamuneprudeckuii (DA)), 1 XoTUHEpruuecKuii ot repeaHe-
6azasibHOTrO Mo3ra. dddepeHThl oT 3V B 0CHOBHOM UAYT OT TPaHYJISIPHBIX HEiipOHOB, TIpoenupytomuxcst K HIL
n CA3. AKCOHBI TpaHYJISIPHBIX KJIETOK OOpa3yloT, BO-IIEPBBIX, TMTAaHTCKME OYTOHBI, MTHHEPBHUPYS “KOJIOUYNE
muikun” (thorny excrescences) MIIUCTBHIX KJIETOK U MUpaMuaHbie HeiipoHbl CA3, BO-BTOPBIX, Majible OyTOHBI Ha
KoJutaTepassix, Maylnux U3 Xuiyca, 1, B-TpeTbuX, pacimmpeHus (filamentous extensions) TMraHTCKUx OyTOHOB.
Marnbie 6yTOHBI B OCHOBHOM KOHTaKTUPYIOT C MHTEPHEHPOHAMU, HO TaKXe C JUCTAIbHBIMU IEHAPUTAMU MILIU-
cThiX KJIeTOK. [Togpo6Hbie mosicHeHus B TekcTe. ACh, anerunxonuH; F, duccypa; SGZ, cyorpaHyiisipHast 30Ha.
(6) u (B) Adanmuposano u3z Scharfiman, 2016 (paspeuwter noanwiit docmyn k cmamoe yepez Uncmumym meopemuueckoi
u akcnepumenmanvroil ouogusuku PAH).

Fig. 1. The organization of the dentate gyrus of rodents and primates. (a) Simplified scheme for organizing the DG.
Granular cells (I'K), semilunar granular cells (ITnK), mossy cells (MK), interneurons (MHT), parvalbumin-con-
taining interneurons (I1B), pyramidal neurons of the CA3 field of the hippocampus (I1K), as well as connections
between them are shown: excitatory (black lines) and inhibitory (gray lines). IML, inner molecular layer; GCL,
granular cell layer; HIL, hilus of the DG; CA3, field CA3 of the hippocampus. (6) The general organization of the
(DG) in the coronal and horizontal planes in the rodent and primate brain. The area surrounded by the dashed box
is expanded in the inset figure to show the laminar organization of the dentate gyrus, which is composed of a mo-
lecular layer (MOL), granule cell layer (GCL) and hilus (HIL). A schematic of the primate dentate gyrus shows that
it is similar to that of the rodents; in addition, CA3c is larger in primates than in rodents and includes a reflected
blade. (B) The DG layers are shown, where the afferent fibers come. The sources of major afferent inputs are shown
on the right (most right box indicates the GABAergic input and other boxes indicate inputs from other neurotrans-
mitters system). GABAergic interneurons innervate all layers. The lateral entorhinal cortex (LEC) and the medial
entorhinal cortex (MEC) innervate the outer molecular layer (OML) and the middle molecular layer (MML), re-
spectively. Supramammillary (Mamm), cholinergic, mossy cell and ventral CA3 (vCA3) pyramidal cell axons inner-
vate the inner molecular layer (IML). The OML and MML also receive inputs from the brainstem (including nor-
adrenergic and 5-hydroxytryptamine (5-HT; also known as serotonin) inputs) and from basal forebrain cholinergic
neurons. The HIL receives diverse inputs, including the axons of granule cells, dentate gyrus GABAergic neurons,
mossy cells, CA3 pyramidal cells, neuromodulatory inputs from the brainstem (such as noradrenaline (NA), 5-HT
and dopamine (DA)) and basal forebrain cholinergic neurons. The efferents from the dentate gyrus to other areas
arise mainly from granule cells that project to the HIL and CA3. The granule cell axon, called a mossy fibre, is com-
plex. It makes giant boutons that innervate thorny excrescences of mossy cells and pyramidal cells, and small boutons
that arise from hilar collaterals and filamentous extensions from the giant boutons. The small boutons primarily con-
tact interneurons but also form contacts on distal dendrites of mossy cells. Detailed explanations in the text. ACh,
acetylcholine; F, fissure; SGZ, subgranular zone. (6) and (B) Adapted from Scharfiman, 2016 (full access to the article
is allowed through the Institute of Theoretical and Experimental Biophysics of the Russian Academy of Sciences).

CJIOSI: MOJICKYJISIpDHBIMA, TPAHYJISIPHBIA W TI0JIM-
MoOp@HBINA (Xuayc). OCHOBHBIMU KJIECTOUYHBIMU
anieMeHTaMu 3 gBASIIOTCS TpaHyJISIpHbIE HeEli-
POHBI; OONBIIMHCTBO MX PACIIONIOXEHO B I'paHy-
JIIPHOM CJIO€, HO HEOOJbIIOE MUX KOJUYSCTBO
(moTyIyHHBIE TPpaHYASIpHBIC KJISTKM, CM. HITXKE)
Haxoautcs psiaoM ¢ 3TuM ciaoem (Williams et al.,
2007; Larimer, Strowbridge, 2010) u B xuiyce

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU

(PKTOTIMUECKHE TpaHyIsIpHble KiaeTkn) (Scharf-
man et al., 2007); xuIyc TpaHAYUT C APYIrOii CTO-
POHBEI ¢ IeHAPUTHEIM citoeM 1oJist CA3c. ennpu-
Thl TPAHYJISIPHBIX KJIETOK HAXOMSTCS B MOJIEKY-
JsipHOM cioe 3, KOTOpHhIil JIMIIEH KJIETOUYHBIX
3JIEMEHTOB U NEJIUTCI Ha BHEUIHUI, CPEOHUN U
BHYTPEHHMI MOACIOU. 32 UCKIIIOUEHUEM CaMbIX
MPOKCUMAaJIbHBIX Y4aCTKOB, BCE JCHAPUTHI I'yCTO
Ne 3
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MOKPBHITH MNUKaMu. C MPOTUBOIIOJOXKHON
CTOPOHBI OT TPAHYJISIPHBIX HEHPOHOB OTXOAST
toHkue (0.1 MKM) HEMUETMHU3MPOBAHHbIE aK-
COHBbI, TaK Ha3bIBAE€MbI€ MIIMUCTbIE BOJOKHA.
[71aBHBIE aKCOHBI I'paHYJISIPHBIX HEUPOHOB MpPO-
XOISAT PSIAOM CO CJIOEM NMUPAMMUAHBIX KJIETOK B
nosne CA3, rae oHM oOpa3yloT MO XOIy aKCoHa
(en passant) ype3BbIlYaiiHO OoJiblIMe (“TUTaHT-
ckue”, 10 4—6 MKM B IonepeyHrKe) OYTOHBI —
XapakTepHble OKOHYaHUS Ha IIUITUKAX MPOKCU-
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MaJIbHBIX JICHIPUTOB MUPaMUIHBIX HEHPOHOB,
nMmerole cioxHoe crpoenue (Hamlyn, 1962;
Blackstad, 1963; Freund, Buzséki, 1996). 3nauu-
TeJIbHO peXXe MIIKMCThIE BOJIOKHA 3aKaHUYMBAIOT-
cd Ha Ipyrux rpaHyiasapHbix kietkax (Fricke,
Prince, 1984) (puc. 1 (a), puc. 1 (B)).

Ipanyaspuole Heliponst OOBIYHO CUUTAIOTCS
OJTHOPOAHOM MOMYyISILMEA OTHOCUTEIBHO CBS-
3eil 1 PyHKuui. OpHako ocobasi CyonoIysiius
rpaHyJISIPHBIX KJICTOK B BUE TTOIYJIYHHBIX (semi-
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Puc. 2. Tumsl K1eTOK U CBsA3eil B 3yOouaToii n3BwianHe. (a) [nmyramarepruyeckue HeiipOHBI 3y04aTOM M3BUJIMHEL
BKJTIIOYAIOT TPAHYJISIPHBIE U MIIMCThIE KJIETKU. [paHyIsipHbIe KJIETKU PACTIONIOXEHBI HE TOJIBKO B TPAHYISIPHOM
cioe (GCL); ecTb HeboblIME TPYIINBI BO BHYTpeHHEM MoJieKyJsipHoM cioe (IML) u xunyce (HIL), a nmpenie-
CTBEHHUKM TpaHYJISIPHBIX HEPOHOB PacIiojioKeHbI B cyorpanysisipHoit 3oHe (SGZ). MiuucTbie KIETKU UMEIOT
IUTUMHHBIE NIEHIPUTBI, HEKOTOPbIE U3 HUX TTPOCTUPAIOTCS B MOJIEKYJIsIpHbIit ciioit (MOL; cocrosiiuii u3 BHyTpeH-
HEro, CpeaHEro 1 BHEITHETO MOJIEKYJISIpHOTo ciioeB (cooTBeTcTBeHHO IML, MML 1 OML)). (6) TAMKepruue-
CKHe HeMpOHBI 3y0UaToii MU3BUJIMHBI HEOTHOPOIHBI. X HOMEHKIIaTypa OCHOBaHa Ha PaCIOJIOKEHUH Tesla KIETKHU
U TepMUHAJIBHOTO 110JI1s1 akcoHa. Hampumep, ki1etku MOPP umetor teno kietku B MOL u TepMuHaiIM aKCOHOB B
OML u MML, rne pacniojioxxeHsl TepMuHaiu nepgopantHoro nytu. Kimerku HICAP (uHTepHeipoHbI ¢ COMOIi B
Xuiyce) uHHepBupytotr IML, rae HaxonsiTcsi KOMUCCYpallbHbIE/aCCOLIMATUBHBIE MMPOEKIIMU OT MITUCTBIX KJIETOK.
HeiipoHbl, KOTOpble ”THHEPBUPYIOT COMBI IPaHYJISIPHBIX KJIETOK WJIM HayaJIbHbIe CETMEHThI aKCOHOB (TIepricoMa-
TUYECKU MpOoeLMpyIoIIecs HelipOHbI), BKIIOYaOT Kop3nH4YaThie KieTKu (Basket cells), KoTopble 4acTO MMEIOT
coMy nupamMunaibHou (popmbl 1 pacrnosioxxeHbl Ha rpanuiie GCL u HIL, u akco-akcoHanbHbie (AA) KeTKU. AA-
KJIETKM 4acTo NpucyTcTBYIOT psinoM ¢ GCL uiau B HEM caMOM Y MHHEPBUPYIOT HaYaIbHbIE CETMEHThI aKCOHOB
rpaHyasipHbIX kKieTok. Heckonbko noatunoB TAMKepruueckux HeiipOHOB MHHEPBUPYIOT AEHAPUTHI TpaHyJIsIp-
HbIX KJ1eToK. Hanbonee pacnpocrpaHeHHBIMU U3 HUX SIBIsIIOTCS KieTky B HIL, kotopsle mHHepBupytor OML n
MML (xnetku HIPP, xutycHble KJI€TKH, KOTOPBIE MTPOESLMPYIOTCSI B TEpPMUHATIbHYIO 30HY TTep(OPaHTHOTO ITyTH).
[Moxazan npumep HelipormmadopMHoit KiieTk (NG), KoTopast ”HHEpBUPYET MOJICKYJISIPHEINA c1oii. ECTh Heko-
Topbie TUITEI [AMKepruueckux HeiipOHOB, Y KOTOPBIX €CTh aKCOH, MTHHEPBUPYIOLINM 00jiee OMHOTO ¢Jios (060-
3HaueH Kak “other”), a HEKOTOpble MHTEPHEMPOHBI MHHEPBUPYIOT APYT Apyra, HallpuMep, XUIyCHbIEe KIIETKU,
aKkcnpeccupymolinue KaabpeTuHuH (CR). (B) Opranu3zaiiysi akCOHOB MIIKUCTHIX KJIeToK. CxemaTtuueckoe u3zobpa-
JKeHUE aKCOHA OTHOM MIITMCTOM KJIETKW BEHTPAJIILHOTO rumIoKamMmna. PsimoM ¢ coMoit TokajibHbIe UIcHIaTepaib-
HbIe BETBM aKCOHA MIIMCTBIX KJIETOK 00pa3ytoT cuHarchl B xwiyce (HIL) 1 Bo BHyTpeHHEM MOJIEKYJISIPHOM CJIOE
(IML). Bmanu ot coMbl oTmajieHHBIE UIICHJIaTepaIbHbIe WM JaJdbHUE KOHTpajaTepaJibHbIe BETBU aKCOHA IIPO-
enupyroTcs B ocHoBHOM B IML. (1) JanpHss (ciaeBa) u JIoKajdbHas (CIipaBa) UIICHIaTepaibHEIE TTpoeKinu. Ha
yIaJeHHBIX UTICWJIATepAIbHBIX YYacTKaX aKCOH B OCHOBHOM 00pa3yeT CUHAIIChI Ha IIMITMKAaX; MTOCKOJIbKY Ha UH-
TepHelipoHax 3y0uaToif U3BMJIMHBI MaJIO IIMITMKOB, BIIOJIHE BEPOSITHO, YTO aKCOH MIIUCTHIX KJ1eToK B IML uH-
HEpBUPYET rpaHyJIsIpHbIe KJIeTKU. KpoMe TOoro, akCoH MIIMCTOM KJIETKU MPOCTUPAET KoJulaTepaau BO BHYTPEH-
HU, BHEITHWI U cpeHUi yacTu MoJiekyJisipHoro ciiost (IML, OML u MML cootBetrcTBeHHO). HesicHo, co3naroT
JIU CUHAIChl TEPMUHAJIM MIITUCTHIX BOJOKOH KjieToK B OML u MML, win Ha Kakue TUIIbl HEHPOHOB B XUJIyCe
MIPOSIIMPYIOTCS MITUCTBIC KJIETKU (0603HAYEHO BOIIPOCUTEILHBIMU 3HaKaMM). B uncumnarepanbHoit 3 akcoHBI
MIIMCTBIX KJIETOK 00pa3yioT JioKajabHble KoyutaTepanu B HIL (ocobenHo BOMM3M combl). TaM OHU, BEPOSITHO,
KOHTaKTHUPYIOT C UHTEPHEpOHAMU, T.K. TaM HaXOIsTCSI MHOTOUMCIIEHHbIE JEHAPUTHI MHTEPHEUPOHOB 3TOM 00-
JIACTU Y OTCYTCTBYIOT IE€HAPUTHI IPaHYJISIPHBIX KJIETOK. MIIIMCThIE KJIETKU TaKKe 00pa3yloT JIOKAJIbHbBIC TTPOeK-
uu K IML, Ho ux He Tak MHOTO, KaK Ha oTnasieHHbIX yuyacTkax. GCL, rpanynsipHbiii cnoit; SGZ, cyorpanysip-
Has 30Ha. [TonpoOHbIe TTosicHEHUS B TeKCTe. Adanmuposaro u3 Scharfman, 2016 (pazpeuien noauwiii docmyn Kk cma-
moe uepez Hncmumym meopemuyeckoil u sxcnepumenmanvroil ouogusuxku PAH).

Fig. 2. The cell types and connections of the dentate gyrus (a) Glutamatergic cells of the dentate gyrus include gran-
ule cells and mossy cells. Granule cells are not only located in the granule cell layer (GCL); there are small subsets
in the inner molecular layer (IML) and hilus (HIL), and precursors to granule cells are located in the subgranular
zone (SGZ). Mossy cells have long dendrites, some of which extend into the molecular layer (MOL; comprised of
the IML, middle molecular layer (MML) and outer molecular layer (OML)). (6) GABAergic neurons of the dentate
gyrus are heterogeneous. Their nomenclature is based on the location of the cell body and the axon terminal field.
For example, MOPP cells have a cell body in the MOL and terminals in the OML and MML, where the terminals
of the perforant path are located. HICAP cells (interneurons with a hilar cell body) innervate the IML, where the
commissural/associational projection from mossy cells is located. The neurons that innervate the granule cell soma-
ta or the axon initial segments are called perisomatic-targeting cells. Two of the most common cell types in this group
are basket cells, which make basket-like endings around the granule cells and often have a pyramidal-shaped soma
that is located at the border of the GCL and HIL, and axo-axonic (AA) cells. AA cells are often present near or in
the GCL, and innervate granule cell axon initial segments. Several GABAergic neuron subtypes innervate granule
cell dendrites. The most common of these are cells in the HIL that innervate the OML and MML (HIPP cells, hilar
cells that project to the terminal zone of the perforant path). An example of a neurogliaform cell (NG) that inner-
vates the molecular layer is shown. There are some types of GABAergic neurons that have an axon that innervates
more than one layer (here labelled ‘other’), and some interneurons innervate each other, such as calretinin-express-
ing hilar cells (CR). (B) Organization of the mossy cell axon. The axon of a single ventral mossy cell is illustrated
schematically. Near the soma, the local ipsilateral branches of the mossy cell axon make synapses in the hilus (HIL)
and the inner molecular layer (IML). Far from the soma, the distant ipsilateral or distant contralateral branches of
the axon project primarily to the IML. () Distant (left) and local (right) ipsilateral circuitry. At distant ipsilateral
locations, the axon primarily makes synapses on spines; because there are few spines on dentate gyrus interneurons,
it is likely that the mossy cell axon in the IML innervates granule cells. In addition, the mossy cell axon extends hilar,
outer molecular layer (OML) and middle molecular layer (MML) collaterals. It is not clear whether mossy cell ter-
minals in the OML and MML make synapses, or what cell types mossy cells target in the HIL (indicated by question
marks). At local ipsilateral locations, the mossy cell axons collateralize in the HIL, especially near the soma. There,
they are likely to contact interneurons because of the numerous interneuron dendrites present in this region and the
absence of granule cell dendrites. Mossy cells also make local projections to the IML, but these are not as numerous
as those to distant sites. GCL, granule cell layer; SGZ, subgranular zone. Adapted from Scharfman, 2016.
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(a) Imyramarepruueckuie HEMPOHDI
F -

OML
TTonynyHHbie
MML TPaHyJIsIpHbIE
KJIETKH
3penbie
IML TpaHyJIsIpHbIE
GCL
ODKTOMUYECKUE,
SGL- rpanynspube @—
| KireTku POXIEHHbIE Y B3POCIBIX
HIL -
MuucThbie KIeTKU

(B) (r)
AKCOH MIINCTOI KJIETKN
BEHTPAJIbHOTO TMITOKaMIa

OrtnajneHblil UTICUITaTePAIbHBINA

OML
MML

Ipassrii

@‘ IML
# - OtnaneHblii
ggffﬂ b@- Ko:'rpana'repanmmﬁ GCL : )
JlaTepabHbI W
- SGL
Jlop3abHbIit
MiucTbie KIeTku
PocTpasibHblit KaynanbHblii HIL

BeHTpanbHbIiI

lunar) tpanynsgpHbeix kiaetok (Williams et al.,
2007; Larimer, Strowbridge, 2010) (puc. 1 (a),
puc. 2 (a)), oOHapyxXuBaeT 0CoObIe CBOMCTBA U
CBSI3U. DTU HEMPOHBI UMEIOT MHYIO MOpP(OIIO-
110, YeM KJIaCCUUYEeCKUE IPaHyJIbl: B OTJIMYUE OT
MOHOMOJISIPHBIX KJIETOK, OHU MYJbTUIIOJSIPHBI,
U UX IeHAPUTHAsI BETBb 0oJiee IIMPOKO pacIipo-
CTpaHsieTcss B MoJieKyJsipHoMm cioe. IlomyinyH-
Hble HEWPOHbI PACIOJAraloTCs IpeuMylle-
CTBEHHO OKOJIO CyIparpaHyJsipHOTO CJIOSI WU
myOxXe, BO BHYTPEHHEM MOJIEKYJISIPHOM CJIOE.
Y 3Tux HeiipOHOB €CTh 0c00ast CBSA3b C MILIKUCThI-
MU KJIETKaMU XuJtyca, 6;1aromapsi KOTOpOii 1oJty-
JIYHHBIE HEMPOHBI MOT'YT aKTMBUPOBATh MIIU-
CTbIe HEMPOHBI, BBOAS UX B 0CO00OE COCTOSTHUE —
XuJlycHoe Bo3OyxaeHue (hilar up-states) (Wil-
liams et al., 2007; Larimer and Strowbridge,
2010). Takoe cocTosSIHME NONICPKMBAETCS 3a
CUeT 0cOOOro xapakTepa pa3psaoB ITOJIYTYHHBIX
KJIETOK (CM. HU3KE€) U HaJIMYMsI BO3BPATHBIX CBSI-
3eil MeXXIy TUMU HelfipoHaMu. B otymmaune ot -
MUYHBIX TpaHyJl, Y HOJYJYHHBIX HEMPOHOB aK-
COH MOXET OTIaBaTh KoJlaTepalu B Ipeaeaax
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(6) TAMKepruueckue HeiipOHBI
TMOPP nm NG KIeTku

JlokanbHbIi

AM deprivecke
MHTEPHEeNPOHBI

I'panynsipHbie
== KJICTKHU

rpanyJsipHoro cios (Williams et al., 2007). Otu
MopdOI0rndecKe XapaKTEpUCTUKI ITO3BOJISIOT
peanoaraTb, 4YTo 3Ta NONYJISLMUS TpaHYJISIp-
HBIX KJIETOK, XOTSI U MEHEEe MHOTO4YMCIIeHHas,
HaXOOUTCS B “BBITOTHOM” IIOJIOKEHWU KaK MC-
TOYHUK IIEPUCOMATUYECKUX OYTOHOB Ha
apBaJIbOYMUH-COIepXKaIIX UHTEPpHEIpOHaX.

Kpome oOpa3zoBaHusI TUTAHTCKUX CUHAIICOB,
elle OQHUM XapaKTePHBIM CBOMCTBOM MILIMCTBIX
BOJIOKOH SIBJISIETCSI BBICOKOE COAEpKaHUEe B HUX
Be3ukyasipHoro uHka (Cole et al., 1999). “Co-
OGOmHBII” LIMHK (Zn’") BMECTe C IJIyTaMaTOM CO-
NEeP>KUTCS JINIIb B OIpENeJIeHHO CyOITOITyisi-
uuu Be3uky’n (Haug, 1967; Kay, 2003; Vogt et al.,
2000; Qian and Noebels, 2005; Lavoie et al.,
2011); mo mpuymMHe TaKoil IBOMCTBEHHOMN HEM-
POXUMMYECKON MPUPOIBI TIPU OMUCAHUU ITHUX
CHHAIICOB IPUMEHSIETCSI TEPMUH “IIIIOLIMHEePTH -
yeckue” (“gluzinergic”) (Frederickson, 1989;
Frederickson, Bush, 2001). IlokazaHo, 4TO IMHK
MOYJIMPYET OOIIYI0O BO30YAUMOCTh CETH TUIIO-
KaMIla, BJIMSIS Ha BBIOCJICHUE IIyTaMaTa; B OT-
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CYTCTBUE BE3UKYJISIPHOTO IIMHKA 3K301IUTO3 ITy-
3pIpbKOB 3amemisiercsa (Lavoie et al., 2011).
[Mpenmomnaraercsi, 4To, MOCKOJBKY BE3UKYJISIP-
HbIM LIMHK UrpaeT BaxKHYIO POJib B JMHAMUKE
BBIZICJICHUS TIepeaaTYnKa, OH MOXET BIUSATh Ha
KoavpoBaHMe MHGOPMAIIMY B CETU TUIIIIOKaMIIa
(Lavoie et al., 2011).

Muwucmuie knemxu (“mossy cells”) 31 Haxo-
JSITCSl TOBKO B xuityce 3U, v UMciio UX HEBEIU-
KO: Y KpbICBI MX HacuuThiBaeTrcs okoJjio 10000
(Amaral, 1978; Amaral et al., 1990, 2007; Scharf-
man, Myers, 2012). B oTinuure oT rpaHyJISIpHBIX
U JApPYrUX OCHOBHBIX HEMPOHOB TUITIOKaMIIA,
OHU He 00pa3yIoT KJIETOYHOTO CJIosl, a pa3dopoca-
Hbl B XWJyCe, YTO 3aTpydHSIeT HCCedoBaHUe
3TUX KJIETOK in vivo. UX XapakTepHbIM MpU3HA-
KOM SIBJISIETCS HAJIMYKME HECKOJIbKMX IIUIOBUI-
HBIX BBIDOCTOB (thorny excrescenses) Ha Tejax
HEMPOHOB M Ha MPOKCUMAJIbHBIX AEHAPUTHBIX
yuyactkax (Amaral, 1978; Ribak et al., 1985;
Frotscheret al., 1991) (puc. 2 (a)), 61arogaps Ko-
TOPbIM WX Ha3bIBAIOT “KOJIOYUMHU~ KJIETKaMU
(TepMUH “MINUCTBIN”, UCTTONB3YEMBII KakK IS
MILIUCTBIX KJIETOK, TaK 1 JUISI MIIUCTBIX BOJJOKOH
IrpaHyJSIpPHBIX KJIETOK, MOXET BbI3bIBaThb MyTa-
HUIly; TeM HE MeHee OH yMEeCTEH, Y4YUTbIBas
“MIIUCTBINA” BUI OOOUX).

ITo nanubiM (Amaral, 1978) neHOPUTHI MILIN-
CTBIX KJIETOK OTPaHWYEHBI XWJIYCOM; OIHAKO
BITOCJICACTBUM OBLIIO OOHAPYKEHO, YTO HEKOTO-
pbIe U3 MIITUCTHIX KJIETOK UMEIOT €MIMHCTBEHHYIO
IEeHIPUTHYIO BETBb, IPOHU3BIBAIOIIYIO MOJIEKY-
JsipHbIi cnoit 3U (Soltesz, Mody, 1994; Scharf-
man, 1995b). OCHOBHBIMU ITOCTCUHAIITUYECKI-
MU MUIIIEHSIMU aKCOHOB MIIIMCTBIX KJIETOK SIBJISI-
foTcst aeHapuThl rpany’ (Blasco-Ibafez, Freund,
1997). OkoHYaHUSI MIIMCTHIX KJIETOK y MBIl
MOTYT OBITh BU3yaJIU3UPOBAHBI MO COACPKAHUIO
B Hux KainbpetnHmHa (Rovira-Esteban et al.,
2020); y KpbIC MIIIMCTBIE KJIETKN OOHAPYKMBAIOT
kanbuuToHUH (Freund et al., 1997).

OcHoOBHasl opraHu3alus IIUIOBUIHBIX BbI-
POCTOB MILIMCTBIX KJIETOK M aKCOHAJIbHBIX OYTO-
HOB I'paHyJ cxoxa B xuiyce u rmoje CA3: ruranr-
CKre OYTOHBI HAXOASTCS B OIMITO3UIIUU K IIUIIO-
BUJIHBIM BbIPOCTaM Ha MIIUCTBIX KJI€TKaX WJIU
NUpaMUOHbIX HeWpoHax, a MeHbIlre OYTOHBI
KOHTAKTUPYIOT C UHTepHeipoHamu (puc. 1 (a),
puc. 1 (B)). Manbie OyTOHBI aKCOHOB I'paHyJ Ha-
XOMISITCS Ha KoJulaTepasisiX MIIUCTBIX BOJOKOH B
XWJIyce, TOe OHM KOHTaKTUPYIOT C UHTEpPHENpO-
HaMM Xujayca W JUCTAIbHBIMM AEHIAPUTAMU
MILMCTBIX KJIeTOK. Majible OYTOHBI Takxke Hali-
JIEHbl Ha pacllUpeHUsX (QUIaMEHTOB, UCXOMds -
IIUX U3 TUTAHTCKUX OYyTOHOB.
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HumepHneiiponwvt 3y6uamoii uzeuauHv pa3Ho00-
Pa3HbI; X OOBIYHO KJIACCUPULIUPYIOT IO MECTO-
MMOJIOXKEHUIO COM U MPOeKInii akcoHOB. OCHOB-
Hasl TIOIJISIIMST WHTePHEHPOHOB XUJyca, TaK
Ha3bsIBaeMble H/PP-KneTku, — 3TO KJIEeTKH, ITPO-
elupylolecss K TepMUHAJIbHOM 30He mepdo-
pantHoro nytu (Halasy, Somogyi, 1993; Han
et al., 1993; Freund, Buzsaki, 1996) (puc. 2 (6)).
HMHTepHEpoHbl ¢ TeJlaMU Ha TpaHWUIIe XUIyca
WIN B TIOTMMOP(MHOM CJIO€ UMEIOT BOCXOISIIINE
IEeHOPUTHI M aKCOH; oHM HasbiBatoTcst HICAP-
KJIeTKaM¥, MTHHEPBUPYIOIIMMU BHYTPEHHUI MO-
snekynsapHblii cioii 3U (Han et al., 1993; Freund,
Buzsaki, 1996). UHTepHEIIpOHBI C COMOI1 B Cpel-
HEM MOJIEKYJISIPHOM CJI0€ U C IeHAPUTAMU U aK-
COHOM BO BHEIITHUX JIBYX TPETSIX MOJCKYJISIPHOTO
ciosi (B TepMMHAJIbHOM 30HE IIepdOpPaHTHOTO
nyt) HaspBaoTcss MOPP-xnerkamu (Han
et al., 1993). Murepueiiponsl 3W ObL1M K1accu-
(bnMpoBaHbBI TAKXKE B COOTBETCTBUU C IKCIIPEC-
CcHe UMM KaJTblINii-CBA3bIBAIOIINX OCJIKOB (TaKMX
KaK TIapBaJILOYMWH WIM KanpOMHAuH (Sloviter,
1989)) wnu HelporenTUaOB (BKJII0Yasi COMAaTOCTa-
TWH, Heliportenty, Y 1 xonenuctoknmHuH (Houser,
2007)). Cpenn WHTESPHEMPOHOB NapBaIbOyYMWH
(I1B)-conepxaliye KIeTKA OpUHALIEXKAT K IBYM
HOITyIsIIMsIM ObIcTpopaspsikarommxcss TAMKep-
T'MYECKUX KJIETOK: KOp3nuHYaThle (basket) mHTEP-
HEUPOHBI, KOTOPbIE 00pa3yroT aKCO-COMaTU4IEe-
CKMe KOHTaKThI, M aKCO-aKCOHaIbHBIE (AA) MH-
TepHEepOHBI, OOpa3ylollne CHUHAMNChl Ha
aKkcoHax TpaHyiIspHbIX KieTtok (Halasy, Somo-
gyi, 1993; Han et al., 1993; Freund, Buzsiki,
1996) (cm. puc. 2 (0)). borbmmnacTBO [1B-MH-
TepHEHPOHOB MMEIOT NMMpaMUAaIbHYyIO (opmy.
XoTs1 0oBIIMHCTBO MHTEpHelpoHoB 33U mipo-
SLUPYIOTCS JTOKAJIbHO, HEKOTOPBIE U3 HUX, DKC-
npeccupylomue 1B nian Heitponientun Y, mpo-
eLPYIOTCS B 00JIee OTHaJeHHbIe 00JIaCTH, TAK1E
Kak koHTpanarepanbHast 31 (Goodman, Slovit-
er, 1992; Deller et al., 1995).

Kopaunuarteie I1B-Heliponsl 31 cuuTatoTcs
KJTIOYEBbIMM 3JIEMEHTaMU, Y4YacTBYIOIIUMU B
ocylIecTBIeHUN (YyHKIUI TUMIOKaMIla KakK B
HopMe, TaK u B nmatojioruu (Sloviter et al., 2003).
DTU KJIETKU MepUCOMaTUYECKU MHHEPBUPYIOTCS
akKcoHaMM, 00pa3yloIIUMMU BO30YKIAIOIIUE CU-
HAIIChl; HA UX COMY U alMKaJbHbII JEHIPUT I10-
CTYIIAIOT TaKxKe TopMo3siiue Bo3aeictus (Rib-
ak, Seress, 1983). B pa6ore (Rovira-Esteban
et al., 2020) mpousBeneH TIIATEAbHBLIN aHaIU3
MPOUCXOXACHUST BO30YKIAIOIINX U TOPMO3HBIX
curHajioB Ha [IB-uHTepHelipoHax B rpaHyJIsIp-
HOM CJIO€ Y MBIIIIM, HA OCHOBE KOTOPOTO CAEaH
BBIBO/I, UTO MeprcoMaTHUecKasl BO30yKaatoiiast
Ne 3
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nHHepBanus [IB-HelipoHOB B TpaHyJISIpHOM
cjloe CWIbHEee I0 CPaBHEHMIO C TOPMO3HOUM U
MMPOUCXOAUT TIPEUMYIIECTBEHHO OT IIOJIyJIyH-
HBIX TPaHYJISIPHBIX KJIETOK.

1.2. CBA3U 3YBYATOU U3BUJIUHLI
1.2.1. Ajpghepenmnuie césa3u

3U sBiasieTcsl OCHOBHOI THUITIOKAMIIAJIbHOM
MUIIIEHBIO IS IyTei, HeCYIINX CEHCOPHYIO UH-
(opmanmio MHOXKeECTBa MOJAJIBHOCTEM O BHEIII-
HEM MHpE; OHA CUMTACTCS MEPBLIM ITepEeKITIoYe-
HUEeM BHYTPUTHUNIIOKAMITAJILHONM TPUCUHAIITH-
yeckoil netiu: 3U—CA3—CAl. VcTouHuKU U
HEUpOXMMUYECKUil XapakTep ad@depeHTHBIX
CHUTHAJIOB K 3TOM CTPYKTypE MPEACTaBIICH B CyM-
MapHoM Buae Ha puc. 1 (B). KopTukamabHBI
BxoAd B 31 — nepdopantHsblil myTh (I1I1) — naer
u3 cios 11 sHToprUHAILHOIT KOpBI, KOTOpast (hop-
MUpPYET OOJILITMHCTBO IIyTaMaTepru4ecKux ad-
(bepeHTHBIX BXOIOB BO BHEIIHEM U CPESAUHHOM
MOJIEKYJISIpHOM ci1osix 3M; OH HeceT mMpoCTpaH-
CTBEHHYIO, a TaKXXe MHYIO CEHCOPHYIO MH(POP-
Mall1Io B 3T pa3Hble ciion 31 cOOTBETCTBEHHO
(Amaral, 1978; Steward, Scoville, 1976; Amaral,
1978; Amaral et al., 2007; Witter, 2007; Hunsaker
et al., 2007).

Btopoii rnaBHblii BHelIHUit ad@depeHTHBIN
nyte K 3M obpa3oBaH CyOKOpPTUKaJIbHBIMU
CTPYKTYpaMu. DTU IyTU CHOPMUPOBAHBI BOJTOK-
HaMU HEWPOHOB, HAXOMIIIUXCI B MeIUaIbHOMU
cenranbHoOli o6nactu (MC-/1b) (xonuHepruue-
ckux, TI'AMKepruuyeckux u IIyraMaTepruye-
CKMX), CylipaMaMUJUISIPHOM sape (rmyTamaTepru-
yeckux U1 TAMKepruueckux), MeIMaHHOM SIIpe
mBa (CEpOTOHMHEPTMYECKUX), TOJyOOM MSITHE
(HopanpeHepruyeckux) U BEHTPaJIbHOI TerMeH-
TaJIbHOUW obJylacTh (1opaMUHEPIMYECKUX); €ellle
OIIVH ITyTh 00pa30BaH KOMUCCYPATbHOM MPOEKIIM-
OoHHOI cucteMoii (Amaral, Campbell, 1986;
Swanson et al., 1987; Leranth, Frotscher, 1987;
Nyakas et al., 1987; Gaykema et al., 1990; Ler-
anth, Brown et al., 2005; Colom et al., 2005; Et-
ter, Krezel, 2014; Hashimotodani et al., 2018;
Salib et al., 2019). ITytu or MC-JIb unyt Heonu-
HaKoOBO K pa3HbIM o6nacTsaM 3U: K nop3anbHO
YacTU BOJIOKHA WUIYT MOYTU UCKIIOYUTEIBHO OT
b, B To BpeMsl KaK K BeHTpajibHO — oT MC u
b (Nyakas et al., 1987). Kietku cynmpaMamMui-
JISIDHOTO sapa u30upaTebHO WHHEPBUPYIOT
pa3Hble HelipoHbl 3M: oHU 00pa3yroT MOHOCHU-
HanTUYeCKME CBS3U C TPaHYJISIPHbIMU KJIETKaMU
u T”AMKepruueckumMu MHTepHEpOHaMU, HO HE
C MIIMCTBIMU KJleTKaMu. [Tpu aTOM B crHarmcax
OAHOBPEMEHHO Bblaesg0TCd yraMaTr u TAMK
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(Hashimotodani et al., 2018). Takum oOpa3zom,
3 U nonydaeT BXoabl KaK OT HEOKOPTEKCa, TaK U OT
CYOKOPTHUKAIBHBIX CTPYKTYp. BEBISICHEeHME TOrO,
Kak 3 mHTErprpyeT 3TU BXOIbI, BAXKHO IJIsI TTO-
HUMaHUs TH(GOPMAILIMOHHBIX ITpolieccoB B 3.

1.2.2. Boixoouvie nymu 3y64amoil U36UAUHbL

3U yHuKajlbHA B TOM OTHOIUEHWM, YTO OHAa
SABJISIETCI MCKJIIOUMTEILHO BHYTPEHHUM peJie
TMIIIIOKAMITa: aKCOHBI KJIeTOK 33U yxomaTr He
Jajblile, YeM K KOHTpaaTepajabHOI ero 001acTi
(Raisman et al., 1965; Blackstad, et al., 1970;
Amaral, 1978; Ribak et al., 1985).

I'panynspaeie Heliponsl 3 mocpencTBoM
MIIKCTHIX BOJIOKOH 00pa3yloT CHMHAIICHI KaK Ha
nupaMUIHBIX HelpoHax 1onas CA3, Tak M Ha
MIIUCTBIX KJIETKax Xuiryca, a Takke Ha TAM-
Keprmuecknx wunrtepHeiiponax (Ribak et al.,
1985; Frotscher et al., 1991; Soltesz et al., 1993;
Wenzel et al., 1997; Buckmaster et al., 1996;
Acsady et al., 1998) (puc. 1 (a), puc. 1 (8), copa-
Ba)). KommuecTBo WHHEPBUPYEMBIX OTHUM
MIIKUCTBIM BOJIOKHOM TTMPaMMIHBIX KJIETOK I0-
cturaet 15—20 (Amaral et al., 2007). I'panynsr
TaKKe KOHTAKTHPYIOT ITIOCPEACTBOM aKCOHHBIX
KoJuiaTepasieil ¢ TaKnM ke KosmmdyecTBoM (15—20)
MIIDUCTBIX KieToK 1 ¢ ~100—150 TAMKepruue-
CKMX WHTepHelpoHOB B xmiayce u moyie CA3
(Acsady et al., 1998). UutepecHO, YTO TMTaHT-
CKHe OyTOHBI MOTYT 00pa30BBIBATh (PMIIOTIOIM -
ajlbHble pacuupeHus: (filamentous extentions),
Onaromapsi KOTOPBIM MIIMCTBIE BOJIOKHA (hop-
MHUPYIOT B CJIO€ JIIOLIMAYM MOHOCUHANTUYCCKUI
BO30YXIaloNInii BXoO K MHTEPHEMPOHAM, HAX0-
agmmMcss B 3ToM ciioe (Acsady et al. 1998)
(puc. 1 (B)). Tor pakT, 4TO YMCIO CHUHAIICOB
MIIDUCTBIX BOTOKOH Ha TAMKepruueckmnx Heit-
pOHaxX Ha MOPSIIOK MPEBHILIACT KOJIUIECTBO CH-
HAIICOB Ha mupaMuaHBIX KieTkax CA3, mo3Bo-
JISIeT MPEAIIOJIOXNUTh, YTO 3TOT IIyTh OKa3bIBaeT
CWJIbHBIE MHTUOMpYIoIIe 3P PEKTHI.

BxonoMm K rpaHyiasspHbIM HEelipoHaM BO BHYT-
PEHHEM MOJIEKYJISIPHOM CJIO€ SIBJISIIOTCSI aKCOHBI
mircThix KieTok (Ribak et al., 1985; Buckmaster
et al., 1996; Scharfman, Myers, 2012) (puc. 2 (1));
MPU 3TOM TpaHyJISIpHbIE HEMPOHBI M MILMCTHIE
KJIETK! CBSI3aHBI ABYCTOPOHHUMU CBSA3sIMU (Ri-
bak et al., 1985; Frotscher et al., 1991; Wenzel
etal., 1997). I'paHyabl MoaydalOT TakXke BO3-
BpaTHBIE KoJUlaTepaly OT MUPAMUIHBIX KJIETOK
noasg CA3 (Zimmer, 1971; Lynch et al., 1973).

MiurcThie KJIETKH 00pa3yloT CI0XKHbIE BHYT-
peHHue npoekuuu (puc. 2 (B), puc. 2 (r)). boab-
111e MpoeKUMU (M3BECTHBIE KaK “HajibHUe” WJIN
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“UHTpanaMesUIIpHbIe”) 3aKaHYMBAIOTCS JAJIEKO
OT TeJia KJIETKU KaK B UTICHJIaTepaJIbHOI, TaK U B
KoHTpanarepaibHoit 3U (Zimmer, 1971; Berger
et al., 1981; Ribak et al., 1985; Frotscher et al.,
1991; Buckmaster et al., 1996; Scharfman, Myers,
2012). TepMmuHaauM 3TOM OTHAJIEHHOM MPOSKIINN
00pa3yloT CUHAIICHI BO BHYTPEHHEM MOJICKYJISIP-
HOM CJI0€; DJIEKTPOHHAsi MUKPOCKOMHS TTOKa3bI-
BaeT, UTO OHU B MEPBYIO 0Yepeab MHHEPBUPYIOT
OEeHIPUTHBIC IMWITMKW TPaHYJISIPHBIX KIJIETOK
(Buckmaster et al., 1996). AKCOHBI MIIHUCTBIX
KJIETOK TaKXKe OTHAIOT KoJIjlaTepajyd B XWIyce U
pacripoctpansioTcs Bo Bce cinou 3U (Scharfman,
Schwartzkroin, 1988; Buckmaster et al., 1996;
Scharfman, Myers, 2012). Takum o6pa3om, MIIIN-
CThIC KJICTKA THHEPBUPYIOT BCE CJIOM 3y0UaToil N3-
BWIMHBI, KaK JIOKaJbHbIC, TaK W OTIAJICHHBIC e
YacTH.

HenaBHo 0bL10 1TOKAa3aHO, YTO MPOSKIIMU aK-
COHOB MIIUCTBIX KJICTOK B AOP3JIbHOM U BEH-
TpajJbHOM TUIINOKAMIIE 3HAYUTENbHO pas3jinya-
I0TCsl. MIIIMCThIE KASTKM B JOP3aJdbHOI U BEH-
TpaJbHOM 4YacTIx cejekKTuBHO Metuau Cre-
3aBUCMMBIMM MapKepaMy HpU UCIIOJIb30BAHUU
IBYX JUHUMI TpaHCTeHHbIX MblLIei. [Tociie omHO-
CTOPOHHEl MapKHUPOBKM MILIMCTBIX KJIETOK B
BeHTpasbHOI 3 110THAas 110JI0Cca BOJIOKOH ObI-
Jla BUJHA BO BHYTPEHHEN YeTBEPTU MOJIEKYJISIP-
HOTO CJIOSI M IPOCTUpAach C ABYX CTOPOH IO
Bceli poCTpo-KaydaabHOI IpoTsizkeHHocTU 3U.
HamnpotuB, nocie MapKUpOBKU MILIMCTHIX Kje-
TOK B Jop3ajibHOI 3 mpoeKuun ObLIM pacope-
neneHbl 6oJiee nud@y3HO: Ha ypOBHE MapKH-
POBKHM BOJOKHA IPUCYTCTBOBAJIM BO BHYTPEH-
HEM MOJEKYJISPHOM CJIO€, HO OHU MOCTEIEHHO
PaCIIUPSJINCh B CPEOHUIA MOJIEKYJISIPHBIN CIION
U, Hanbojee BEHTPaIbHO, 00pa30BbIBAIM OTYET-
JIMBYIO T10oy10cy B aToM cioe (Houser et al., 2021).

Heo6xonuMo OTMETUTH TakXKe, 4TO, IO He-
JABHUM JaHHBIM, TpaHyJSIpHblE HEWPOHHI,
MILIMCThIE KJIETKU U JIOKAJbHbIE MHTEPHEMPOHBI
B npeneiax 3W oGHapyKMBAIOT CIOXHBINA IaT-
TEpH BO3BPATHBIX CBA3€i, CHUJIa KOTOPBIX U3MeE-
HsieTcsl B oHToreHese (Shi et al., 2019).

1.3. PU3UOJIOTMUECKUE CBOMCTBA
HEMPOHOB 3YBYATOU U3BUJIUHBI

1.3. 1. Xapaxmepucmuku axmugHocmu
Ppaznu4HsIx Heliponoe 3H

B panHux padoTax cBeieHuUs O XapakTepe aK-
TUBHOCTU HelpoHoB 3M ObLIM KpaliHe IpOTH-
BOPEYMBBIMM, YTO JUIIb YACTUYHO 3aBHUCEJIO OT
TOYHOCTHU pa3MeILEHUST PETUCTPUPYIOLINUX DK~
TPOAOB; B OCHOBHOM 3TO OOBSICHSJIOCH TEM, UTO
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MIIIKUCTBIC KJIETKU U OOJIbIIIe MWHTEPHEHUPOHHI,
HaxosIIMecs: B CyOTpaHyISIpHOM CJI0€, TeHepU -
PYIOT BBICOKOAMIUIUTYIHBIC CHAKM, KOTOPbIE
13-3a 00BEMHOTO PACIIPOCTPAHEHUSI MOTYT pe-
TUCTPUPOBATHCS B TPAHYJISIPHOM CJIoe. DTO MpU-
BOJMJIO K OIIMOOYHOMY OOBETMHEHUIO Pa3Inyd-
HBIX TI0 TIPUPOJE KJIETOK B OOHY TpymIy (CM.
Henze, Buzsdaki, 2007). ITo3nHee B padbore (Sen-
zai, Buzsdki, 2017), mpoBeneHHOII Ha MBbIIIax B
CBOOOTHOM TTOBEIEHUM, aBTOPHI, OCHOBBLIBAsICh
Ha TIpeaplnynx uccaegoBanusx (Bragin et al.,
1995; Penttonen et al., 1997), pa3zpaboTranu Heli-
podU3MONOTNIECKMIT MeTon KiracCupUKaIluu
HEWPOHOB, KOTOPHI OBUI ITOATBEPKIACH WMU
MPU MCIIOJb30BAHUU TPAHCTCHHBIX MBI U
OITOTeHEeTUYEeCKOro Metona. OHM CMOIJIM CHa-
yajia OTACIUTh OCHOBHBIC TTyTaMaTepruiecKue
HelipoHbl 3U OT MHTEpHEMPOHOB, MEIOIIINX Xa-
paKTEepHYIO MAaYeYHYI0 aKTUBHOCTb. 3aTeM, IJIs
pasmelieHus TPaHYJISIPHBIX U MIIMCTBHIX KJIETOK,
VYUTBHIBAJIM TPU OCHOBHBIC XapaKTePUCTUKM:
(1) pacronoxeHue (ITyOMHA) PETUCTPUPYESMBIX
KJIETOK, OTIpeie/IsieMOe 0 PeBEPCUHU JIOKAIHLHO-
ro IoJIeBOro moreHuuanaa; (2) OTHOCHTEIbHAas
YacTOTa CITAaiiKOB B COCTOSTHUSIX MEIJICHHOTO CHa
n O6ompcTBoBaHusA;, M (3) ¢dopma moreHIMAIA
nericTBus. I'panynsgpHbIe KIeTKM (MX Tejia) pac-
MoJIaTaJICh MO TIIyOMHE BOJM3M PEBEPCUU T10-
TeHIIMaja, UMEeJIM BO3PaCTaOIIyI0 YacTOTy pa3-
PSIIOB B COCTOSTHUY MEIJICHHOTO CHA TT0 CpaBHE-
HUIO C OOAPCTBOBAaHUEM M HECHUMMETPUYHYIO
ocTpylo (hopmy ToTeHIIMana neiicteusa. B otnm-
YKe OT HUX, MIIUCTHIC KJIETK HAXOIWJIUCh 3HA-
YUTEIBHO HUKE TJTyOMHBI peBEpCUM TTOTCHIIMA-
JIa, UMeJIN OJIM3KYIO 9YaCTOTY pa3psiaoB B COCTO-
STHUSIX MEIJICHHOTO CHa M OOIpPCTBOBAHUS W
Oomee cUMMMeTpUYHYIO GOpMy IIOTEHIIMAa
neiictBusi. [paHylIsIpHbIE HEMPOHBI BO Bpems
0OOpCTBOBAaHWS B OCHOBHOM HMENIM HU3KYIO
aKTUBHOCTh (peaKue paspsiibl); HAIIPOTUB, I
MIIIMCTHIX KJIETOK CBOMCTBEHHA 00Jiee BBICOKOYA-
cTroTHas1 akTuBHOCTbL (Bragin et al., 1995; Penttonen
etal., 1997; GoodSmith et al., 2017; Senzai, Buz-
saki 2017; Meier et al., 2020).

1.3.2. Xapaxmep medncHelipoHHbIX 83aUmMo0eticmeuii
6 3youamoiil uzeuauHe U SUNNOKamne

Bzaumoodeiicmeue epanyaspHuix HelipoHo6 u nu-
pamudnvix Kaemox noas CA3 eunnoxamna. Ilpu
CTUMYJISILIMM TPaHYJISIPHBIX HEMPOHOB (C 4acTo-
toii oT 0.1 mo 100 I, maykaMu CTUMYJIOB IJIM-
TEJILHOCThIO 1 C) M perucrpalyu OTBETOB ONU-
HOYHBbIX HeilpoHoB B mojie CA3 rurrmokammna
OBLJIO BBISIBJIEHO, UTO Y Pa3HbIX KJIETOK OTBEThI
Ne 3
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MOIJIY CYILLIECTBEHHO pa3jinyaTbcs. Y OONbIIH-
CTBa HEMPOHOB HAOMI0JAJIUCh OTBETHI “CTUMYJI-
CITaiik” ¢ MOCTENNeHHBIM BOBJICUEHUEM B OTBET,
HO JIATEHTHbIE IIEPUOALI TAKMX OTBETOB CUJILHO
BapbupoBau, oT 4 10 35—40 Mc. XapakTepHbIM
OBLIO HAJIMYKME JOCTATOUYHO Y3KOTO U OTHOCUTEIb-
HO HU3KOro yactotHoro ornrumyma (10—30 Iix), a
IpU MOBTOPHBIX CTUMYJISIIMSIX — IJIUTEIbHOE
CcoxpaHeHUe IMOTeHIIMPOBAHHOTIO OTBeTa (B Teue-
Hue 12 4 u 6o1ee). Ilocae okoOHYUaHUS CTUMYJISI-
LAY HAOI0AAJIOCh TOPMOXXEHE HEMPOHHOI aK-
TUBHOCTH Pa3JNM4YHOMN AauTeabHOCTU, OT 300 Mc
II0 3 ¢; UHOTIA OHO MOIJIO 10CTUraTh 5—8 ¢. Y 9%
HEUPOHOB TaKUX OTBETOB He HAOJI0AATOCh, HO
pPErMCTPUPOBAJIOCH TIOJAaBJIEHUE CIIOHTAaHHOM
akTUBHOCTH 160 nuddy3Hasg aktusanus (bpa-
ruH, BuHorpanoBa, 1973; Kuuuruna, bparus,
1976). DTu pa3nuuus B XapakKTepe OTBETOB aBTO-
pbl OOBSICHSIIN MOP(POTOTUYECKUMU OCOOEHHO-
CTSIMU JAaHHOI CUCTEMBI CBSI3€ii, MOKa3aHHBIMU
B pabore (Hamlyn, 1963). BriociienctBum npu-
YMHBI TAKMX pa3in4yuii OTBETOB cTaju OoJiee IMo-
HATHBIMU. Bo-NepBBIX, B TpaHYJISIPHOM CJIO€,
KOTOPBI CTUMYJIMPOBAJICS B YIIOMSIHYTBIX pa0b0-
Tax, HaxonsTcs nHTepHeipoHskl (Freund, Buzsa-
ki, 1996), pasapaxeHue KOTOPBIX MOXET ObITh
OPUYMHON TOPMO3HBIX OTBETOB Y HEKOTOPBIX
kjeTok CA3, yTo MOATBEpAUIOCH JAHHBIMMU, 10~
ayyeHHbIMU (Acsady et al., 1998). Kpome Toro,
XOTsI MIIMCThIC BOJIOKHA, UAYIINAE OT TPaHyIsIp-
HBIX HEMPOHOB, 00pa3yloT npsiMoii yTh K CA3,
OIHAKO KoJjj1aTepalii akcoHOB KJieToK CA3 npo-
euupytorcst ooparHo K 3M (Scharfman, 2007) u
npoctupatorcs naieko B xuiyc (Ishizuka et al.,
1990; Li et al., 1994). Btu Bo3BpaTHHIC MTPOEK-
LU MOTYT BJIMSITh HAa HEMPOHHBIC LIeNU KaK B
3H, tak u B CA3 (Penttonen et al., 1997; Lisman
et al., 2005), 4TO, MO-BUAMMOMY, U SIBIISIETCS
OPUYMHON OO0NBIIOro pa3dpoca JaTEHTHBIX Me-
PUOJ0B U PA3IMYHON JJIUTEIHHOCTU TOPMO3HO-
ro mocieaeiicTBus B oTBeTax HelipoHoB CA3 ripn
CTUMYJISILMU TpaHyiasspHoro ciost. MHTepecHO,
4YTO B paboTe Ha cpe3ax TMIIoKaMIla IToKa3aHo,
YTO OCHOBHBIM 3 (PEKTOM 3a/IIIOBbIX Pa3psiAOB B
noisie CA3 asnsiercss TAMKepruueckoe mHrnom-
poBaHMEe TIpaHYJISIpHbIX KjeTokK (Scharfman,
1994). M3BecTHO, UTO MUpaMUIHbIE HEHPOHBI
CA3 MHHEpBUPYIOT MIIUCTHIE KJIETKU U UHTEP-
HEeMpOoHbI xuiyca (y 60JbIIMHCTBA UHTEPHEHPO-
HOB 3M ecTtb coma uiaM ASHAPUTHL B XUIYyCE)
(Scharfman et al., 1991, 1994; Kneisler, Dingledi-
ne, 1995). Takum ob6pazom, ripu aktuBauuu CA3
HaubOosiee BEpPOSITHO BKJIIOYEHME LIeTIM: Tupa-
MUJIHAsI KJIeTKa — MILIMCTasl KJIeTKa — MHTep-
HEWPOH — rpaHyJIsipHasi KJIeTKa; BO3MOXEH TaK-
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Ke MyTh: NUpaMUIHas KJIeTKa — IMpaMuaHast
KJIETKa — UHTePHEMPOH — rpaHy/sipHas KJjeTKa
(Scharfman, 1994). IlpumeuyaTe/lbHO, YTO MHpPU
omokupoBaHnun TAMKepruuyeckoro MHruoOMpo-
BaHUS BBISBJISICTCS HaOEKHBIM BO30YKIAIOIIUIA
MyThb MApaMUAHAasI KJIETKa — MIIKCTasl KJIeTKa —
rpaHyiasgpHas kjetka (Scharfman, 1994). Bce
9TU JaHHBIE MOTYT OOBSICHSTH KaK OOJBIION
pa3dopocC JaTeHTHBIX MEepPUOIOB, TaK U pa3auy-
HYIO IJUTEIbHOCTh TOPMO3HOIO TTOCAEASICTBUS
B oTBeTax HeMpoHOB CA3 1pu CTUMYJISILIAY Tpa-
aynsspHoro cios 31 B paborax (bparma, Buno-
rpagosa, 1973; Kuunruna, bparun, 1976).

Bausanua mwucmolx Kaemok Ha epaHyasapHble
HelpoHbl. DKCIIEPUMEHTbl MO BBISICHEHUIO Xa-
pakTepa OeiCTBUSI MILMCTBIX KJIETOK Ha IpaHy-
JisipHble HelipoHbl 3 Havanvch B 1980-x romax ¢
BBISICHEHUS TOTO, SIBJISIIOTCS JIM MILIUCThIE KJIET-
KA  BO30OYXIAIOIIMUMU WJIM  TOPMOSSIILIUMU
(Buzsaki, Eidelberg, 1981; Douglas et al., 1983).
OnHa 13 nmpo0OJieM B 9TOM acleKTe 3aKjiovyaiach
B TOM, YTO OBbLIIO CJIOXKHO M30UpaTeIbHO aKTUBU -
poBaTh MIIIUCTbIE HEMPOHBI C MTOMOIBIO CTUMY-
JIMPYIOLIMX 3JIEKTPOJOB: aKCOHbI M JIE€HIPUTHI
MIIKUCTBIX KJIETOK MPOCTPAHCTBEHHO OJIM3KMU K
IpyruM KietkaMm 31 1 akCOHaJIbHBIM MPOEKIIN-
sIM, KOTOpbI€ BIMSIOT Ha Hee. OgHa U3 cTpaTe-
ruii 000iTH 3Ty NpoOJIeMy 3aKIl04Yalach B peru-
CTpallMM Map MOHOCUMHANTUYECKM CBSI3aHHBIX
MILIMCTBIX U TPaHYJISIpHBIX HeilpoHoB (Scharf-
man, 1995). OtoT noaxon mokazaji, YTO MOHOCH-
HaNTUYEeCKUI BXOI MILIMCTBIX KJIETOK K rpaHy-
Jgam redepupyet BITCII, koTopslii, oqHaKo, MO-
KET ObITh OOHApPYXXEH TOJBKO B OMHOM W3 JIBYX
ciydyaeB: 0o 1npu 6aokage TAMKepruueckoro
TOPMOXKEHUSI, JIMOO TIPU IeTOoJsipU3aliiu MoCT-
CUHAINTUYECKUTO  TpaHYISIPHOTO  HelipoHa
(Scharfman, 1995). Takum oOpa3oM, ObLIO yCTa-
HOBJIEHO, YTO MILIMCTbIE KJIETKHU MOTYT BO30YX-
JaThb TPaHyJibl MOCPEACTBOM IMPSIMOTO BO3MAEHi-
ctBus (Scharfman, 1995; Larimer, Strowbridge,
2008). UccnemoBaHusi, IpOBOAMMBIE Ha cpe3ax
TUMIOKaMIIa C TOBPEXIEHUEeM MIIUCTBIX KJle-
TOK WK MoJeKysipHoro cios (Jackson, Scharf-
man, 1996; Wright, Jackson, 2014), npencraBuiu
JNOTMOJHUTE/IbHbIE J0Ka3aTeJbcTBA TOro, 4YTO
MPSIMOE BJIUSTHUE MIIMCTBIX KJIETOK HA TPaHYJIbI
SBsgeTCs BO30yxXmalolmuMm. OaHaKO MILKCThIE
KJIETKU aKTUBUPYIOT TaK>Ke UHTepHEUpoHbl 3U,
KOTOpbIE B CBOIO OuYepelab TOPMO3SIT TPaHYJIbI
(Scharfman, 1995; Larimer, Strowbridge, 2008).
[Tpu 5TOM MILIKCTBIE KJIETKU MOTYT aKTUBUPOBATh
T'AMKepruyeckrie WHTEPHEHPOHBI LIMPOKO U
CUHXPOHHO M, CJIeIOoBaTe/IbHO, YBEJIMYUBATh
T'AMKepruyeckoe MHrMOMpoOBaHUE TpaHyI. Tem
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He MeHee yOeIuTeIbHbIC SKCIIEPMMEHTHI Ha 00Ip-
CTBYIOIINX XXKMBOTHBIX, TOKA3bIBAIOIIINE 3TO, JOJ-
roe Bpems OTCyTCTBoBau. B cBsI3u ¢ aTuMm cra-
HOBWJIOCH BCe 0oJiee BaxKHbIM HaliTU cioco0 ce-
JICKTUBHOTO TECTUPOBAHUSI MIIUCTBHIX KJIETOK;
Ba>KHBIM JTOCTMXXEHHEM B 3TOM acIleKTe CTajlo
co3maHue JIMHUM TPAHCTeHHBIX MBbIIIeii, KOTO-
pble OTHOCUTEIBHO CTIeIIU(MPUIHO IKCTIIPECCUPY-
oT Cre-pekomOuHasy (Cre) B MIIMCTBIX KJIET-
Kax. B aToi1 muHUM OBLT MCITOJIL30BAH MTPOMO-
top Crlr gng ynpasieHust 3kcrpeccueit Cre
(Jinde et al., 2012). DTux MBIIIIEN CKPEIIMBAJIH C
MBIIIIAMU, HECYIIIMMU pelenTop AUMTEpUitHOTO
TOKCHHA, KOTOPBII1 BBOIWIN B3POCIBIM MBIIIIaM
IJTsT YHUYITOKEHUST MIITACTHIX KJIETOK; Yepe3 He-
TIeJTIO TIOCJIe UHBEKIIMY TOKCMHA MIIIMCTBIC KIIET-
KW TIoTu0aau. Y 3THUX XUBOTHBIX TPAHYISIPHBIC
HEUPOHBI JIEMOHCTPUPOBAJIM TUIIEPBO30YIM-
MOCTh B OTBET Ha CTUMYJISIIMIO TTIep(OPaHTHOTO
IMyTU. DTO MOATBEPANIIO TUTIOTE3y O TOM, UTO B
HOpM€ WHTUOMpOBaHME TPaHYJSIPHBIX HEHpo-
HOB SIBJISIETCSI OCHOBHOM (DYHKIIMOHAJIBHOM pO-
JIbIO MIIUCTHIX KJIeTOK (Jinde et al., 2012). Takoe
YTBEPKICHUE COIIACYeTCSI TaKXKe C ITPEAIToJio-
JKeHHEM 00 OImoCpe0BaHHOM MIIIMCTBIMU KJIET-
KaMu (pa30BoOii CMHXpOHM3aU IpaHyn (Soltesz
et al., 1993; Henze, Buzsaki, 2007).

IIpobnema o xapakTepe ASHCTBUS MIIUCTBIX
KJIETOK Ha I'paHyIsSIpHbIE HEHPOHBI OTYACTU TaK-
JKe pellajiach IpU U30UpaTesIbHON aKTUBallUU
MILMCTBIX KJIETOK C MTOMOIIBIO ONTONEHETUKU B
OTBITAX ex Vivo, MPOBEASHHBIX Ha Cpe3axX IIIIO-
kamra (Hsu et al., 2016). Pe3ynbraThl MoKa3ajiu,
YTO in vivo UTHTUOUpYIolllee NeiCTBME MIIMCTHIX
KJIETOK MOKET OBITh CUJIbHEE X BO30YKIAIOIINX
a¢deKToB.

I1pu xunycHom Bo3oyxaeHuu (hilar up-states)
(Williams et al., 2007; Larimer and Strowbridge,
2010) moJiyayHHBbIE TpaHyJIsIpHbIE KJIETKU, CIie-
nuduyecku naHepBupytouiuve [1B-conepxaiue
WHTEPHEHPOHBI, BBIMOJHIIOT KPUTUYECKYIO
poJib B yIIPaBIEHUU aKTUBHOCTbIO HEHPOHHBIX
aHcambOJeit B 3U, Hapsiny ¢ MILMCTBIMU KJIeTKa-
mu (Larimer, Strowbridge, 2010). Bo Bpems co-
CTOSTHUSI XMJIyCHOTO BO30YKIIE€HUS TTOJTYJTyHHbBIE
rpaHyjasspHble HEWPOHBI MOTYT 3((HEKTUBHO U
OQHOBPEMEHHO BBI3bIBaTh pa3psAabl MIIMCTBIX
KJieToK 1 [1B-6ackeTHbIX MUHTEPHEHPOHOB, TP -
BOJISI TEM CaMbIM K ITapajjieJIbHOMY BO30yxKIe-
HUIO JEHAPUTOB IPaHyYISIPHBIX KJIETOK BO BHYT-
pPEHHEM MOJIEKYJSIPHOM CJI0€ W WHTUOUpoBa-
HUIO MIEpUCcCOMaTUYECKO 00JIaCTU TPaHYJISIPHBIX
HEUpOHOB. DTU MaHHBIE HAXOMST MOATBEPXKAE-
HUE B HeJAaBHMX pe3yJabTaTrax, ITOJy4eHHBIX
in vivo, TOKa3bIBaIOIIMX, YTO pa3psaabl TpaHy-
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JIIPHBIX KJIETOK JOBOJILHO PEIKHU B pa3HbBIX YCIIO-
BUSIX, TOTJa KaK MIIUCTbIE KJIETKHM OOBIYHO
cuibHO aktTuBMpoBaHbl (GoodSmith et al., 2017;
Senzai, Buzsdki, 2017). Ilpennomaraercst, 4To
MOy IyHHBIE TPaHyJISIpHbIE HEHPOHBI, XOTSI OHU
HEMHOTOYNCJICHHBI, SBJISIIOTCS KJIIOUeBBIMU CE-
TeBbIMU 3JieMeHTaMu B pyHKumuU 3U, MocKoJib-
Ky 3TU HEHPOHBI MOTYT OMHOBPEMEHHO YITpaB-
JISITh pa3psilaMd MIIUCTBIX KJIETOK XWiIyca |
[1B-uHTEepHEPOHOB; B TEUEHNE 3TOTO BpEMEH-
HOTO OKHa CUJIbHOE 3HTOPMHAJIbHOE BO30YyXIa-
IoIllee BO3JECTBUE MOXET BbI3BaTh aKTUBALIMIO
TOJIBKO Y OTPaHMYCHHOM ITONYJISILIAY TPaHyJIsIp-
HBIX KJIETOK, IIpeomoJieBasi UX IeprucoMaThde-
CKO€ TOPMOXEHHNE C MOMOIIBIO BO30YKICHUS
MIIKUCTHIX KJIETOK.

1.3.3. Heiipoecenes 6 3y6uamoii uzeuiune

OnHuM U3 BaxkHenux cBoicTB 3U saBisieTcs
€e CITOCOOHOCTb K HeliporeHe3y B TeUeHUE BCEi
ku3HU (van Praag et al., 2002). ITpennonaraercs,
yTO HeiliporeHe3 B 3U y B3pocCiibIX ocobeit — 3To
HETIPEPBIBHBINA MPOLIECC, KOTOPHIA MOAACPKU-
BaeT (DyHKLIMOHUPOBaHWE TUIIIOKAMIIa Y MHO-
TMX BUIOB MJICKOTIUTAIOIIUX, B TOM YHCJIE y Ye-
noBeka (Eriksson et al., 1998; Spalding et al.,
2013). OH 3akiwyaeTcss B reHepalMu HOBBIX
(byHKIIMOHATbHBIX HEMPOHOB U3 HEPBHbBIX CTBO-
JIOBBIX KJIETOK MOCPEICTBOM aMILIM(pUKALIUU
MPOMEXYTOUHBIX TIPEIIIECTBEeHHUKOB M He-
po0JyiacTOB, a TakXKe WMHTErpalMu 3TUX HOBBIX
HEMPOHOB B CYIIECTBYIOIIME HEpPBHbIE ILIEMU.
Heiiporenes B 31 y B3pocibIX obecrneunBaeT
3HAUYUTEJIbHYIO CTEIeHb CTPYKTYPHOI U (DyHK-
LIMOHAJIbHOM TUIACTUYHOCTU B TPUCUHANTUYE-
ckoii Henu runnokamna 3N—CA3—CAl. B3poc-
Jible HelipaJbHbl€ CTBOJIOBBIE KJIETKHU (paaualib-
Hble TIJMaJbHbIe KJIETKHW) TPUCYTCTBYIOT B
cyorpaHyasipHoii 3o0He 3.

Jloka3aTebCTBa HeiiporeHe3a ObLIN BIIEPBHIC
MOJIyYeHBI y TpbI3yHOB (Altman, 1962, 1963);
BITOCJIEACTBUM 3TO OBLIO MOATBEPXKIACHO Yy JIO-
meit m Hus3mmx TnpumatoB (Kuhn et al., 1996;
Kempermann et al., 1997; Seki, Arai, 1998; Roy
et al., 2000; Knoth et al., 2010; Mathews et al.,
2017). 3HauUTENbHBIN MpPOrpecc B IIOHMMAaHUU
HeMporeHe3a y B3pOCJIbIX ObLJI JOCTUTHYT Ha MO-
IeJIsIX TPBhI3YHOB OJjlarogapsi BO3MOXHOCTU MC-
IMOJIb30BaHUST HOBBIX TEXHOJIOT M1, BKITFOYAs CO-
3MaHNe TPAHCTE€HHBIX MBIIIICH.

HeiiporeHes y B3poc/ibiX HAUMHAETCS C Jiejie-
HUsI HelipaJbHbIX MPEAIIeCTBEHHUKOB B cyOrpa-
HyJisipHOIi 30He 3. IIpeninecTBEeHHUKU MUTPU-
PYIOT B TpaHYJISIpHBIN CJ10ii, OOBIYHO OCTaBasICh B
Ne 3
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ero BHyTpeHHel Tpetu (Esposito, 2005). MHo-
rMe U3 3TUX HOBOPOXIEHHBIX HEMPOHOB HE J0-
KMBAaIOT 10 3pesiocTr. CyIIecTBYIOT 110 KpaitHe
Mepe JIB€ BaXKHble KPUTUUYECKUE TOUYKM ST UX
BbIKMBaHMUS: MEpBasi — B TEUECHUE IEPBbIX HE-
CKOJIBKMX JHEM IIocjie pOXAeHMs, a BTopas —
npuMepHo depe3 Tpu Hedeaum (Ming, Song,
2011).

PaznuuHble (GopMbl akTUBALIMM OKpYXKaro-
el cpeabl CTUMYJIUPYIOT MOKOSIIIUECS paau-
aJlbHbI€ IJIMAJIbHbIE KJIETKU U CHOCOOCTBYIOT UX
npojudepannn. AKTUBHBIE pamuajibHbIe INIH-
aJIbHbIE KJIETKM CAMOOOHOBIISIIOTCS, a TaKXKe Ie-
HEPUPYIOT psii TPOMEXYTOUHBIX HelpaabHbBIX
MpeAIIeCTBEHHMKOB, KOTOpbIe BIIOCIEICTBUU
nuddepeHIMpPYIOTCS B HelipoOJacThl U, HAKO-
HEll, 1al0T Hayajlo rpaHyIsspHbIM HelipoHaMm 3U,
a Takxke, B MEHbIIEH CTeNeHMU, acTPOLIMTaM.
OTH TIpoliecChl, BKJOYasg Mpojudepaluio,
nuddepeHIUPOBKY, MUIpALIAIO, pacIlipocTpa-
HEHUE HEMPUTOB U CUHAIITUYECKYIO MHTErpaluio,
PETyJIMPYIOTCSl PSIIOM CMTHAJIOB U3 JIOKAJIbHBIX
HEUPOHHBIX LIENEi, B YaCTHOCTH, IIyTaMaTepru-
yeckumMu U TAMKepruyeckumu Bxogamu (Ge
etal., 2007; Bergami, et al., 2015; Alvarez et al.,
2016). I'myramarepruyeckue Bxoabl uepe3 NMDA-
peuenTopbl UMEIOT pellialollee 3HaYeHUE 1151 Bbl-
>KMBaHUsI He3peJibix HeipoHoB (Tashiro et al.,
2006); BbDKMBIIME HEWPOHBI (HDYHKIIMOHAIBLHO
WHTErPUPYIOTCS B CYILIECTBYIOIIME LIENIU B TeUe-
Hue ogHoro mecsua (Jessberger, Kempermann,
2003). OcumjuiaTopHasi aKTUBHOCTh B TUIINO-
KaMIle MOXET PeryJMpoBaTh MHTEIPaLUIO MOJIO-
IbIX HelipoHOB 3 B HEMpOHHBIE CETU TUIIIIO-
KaMna IIOCpeICTBOM oOOJierdeHus mnepegadu
T'AMK-curnanos. BaxkHo oTMeTUTB, 4TO 00OOTa-
LIIEHME OKpPYXKaIoIEe cpeabl OKa3blBaeT Cyllle-
CTBEHHOE BJIMSIHME Ha BbDKMBAHWE U MHTETpa-
LIMI0O HOBBIX T'PAHYJISIPHBIX KJIETOK Y B3POCIbIX,
XOTsI OHO OTPaHUYMBAETCS TIEPBBIMU TPEMSI Hee-
JIIMU TI0cJie poxnaeHust HelipoHoB (Tashiro et al.,
2007). B yacTtHOCTH, oOoraliieHHasl cpeia CTUMy-
Jupyer TAMKepruueckue Bxoabl OT TapBajibOy-
MUWH-MOJOXUTEIbHBIX MHTEPHEHUPOHOB, CIIOCO0-
CTBY$1 UHTErpallMy U CO3PEBAHUIO MOJIOABIX HEli-
poroB 3M (Alvarez et al., 2016). B 1o ke Bpems
CTpecC U CTapeHuEe YMEHbIIAlOT HeliporeHes B
3 y B3pOCBIX MTOCPEACTBOM MepeIadyu CUrHa-
JIOB OT KOPbI HAAMNOYEUHUKOB, IPOAYLIMPYIOLINX
crepounHbie ropmoHbl (Kuhn et al., 1996; Gould
et al., 1997; Snyder et al., 2011).

[NlepBuuHBIil BXOm K He3peJbIM TIpaHyjlaM
obecrnieunBaeT okpyxamwiasa TAMK (Ge et al.,
2006), 1ociie yero B TeYEHUE IEPBBIX JABYX He-
JieJib KJIETOUHOM XNU3HU pa3dBUBAIOTCSl CUHANTH-
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YeCKHe CBSI3U OT JIOKAJIbHBIX TOPMO3HBIX MHTEP-
HelipoHoB (Esposito et al., 2005; Deshpande,
2013). I'To mepe pa3BUTHUSI HE3PEJIBIX TPAaHyJI OHU
MMOCHIJIAIOT AaKCOHBI 11 KOHTAKTOB C HeiipoHaMM
nonst CA3 (Faulkner et al., 2008; Toni et al.,
2008); dynkumoHanbHbIe CBsI3uM ¢ CA3 Moryrt
HaOJII0IaThCsl 4Yepe3 4YeThIpe—IleCTh Helellb
(Restivo, 2015). Co3peBaroiye rpaHyabl TakKXKe
00pa3yloT IeHIPUTHI B MOJIEKYJISIPHOM CJI0€ IS
MMOJIyYSCHUST BXOJIa OT SHTOPUHAIBHOM KOPHI Ye-
pe3 niepdopanTHeiit myTh (Esposito et al., 2005;
Deshpande, 2013). IlpaBuibHasg WHTErpamus
HOBBIX TPaHyJl 3aBUCUT OT aKTMBHOCTHU CYIIIE-
ctBytominx B 3 HelpOHHBIX LieTieil B ITepuox
CO3peBaHUS.

B Teuenue nmepuona BpeMeHU OT YeThIpex A0
LLIECTU HEeAENb MOCIe POXKISHUSI HOBbIE TPaHYJIbI
2JIEKTPO(DU3NOJOTUYECKU OTIUYAIOTCS OT CBOUX
3pesibiXx coopaTheB. B nMcciaenoBaHusIX Ha nepe-
JKMBAIOIIMX Cpe3ax He3pesible IpaHyJibl (B BO3-
pacte 40 nHeit) pearmpyloT Ha 60Jee IUPOKUNA
Iuara3oH BXOAHBbIX cuUrHajgoB (Marin-Burgin
etal., 2012) 1 neMOHCTPUPYIOT MOBBILIEHHYIO
BO30YIMMOCTb U IUIACTUYHOCTb, KOTOpasi OTJIU-
YyaeT uX OT MeHee IUIACTUYHON M OTHOCHUTEIbHO
HU3KOBO30YIMMOI TOMYJISILMUA 3pEJIbIX TPaHyJI
(BBo3pacte 60 mueit) (Espodsito et al., 2005; Ge
et al., 2007; Schmidt-Hieber et al., 2004; Mongiat
et al., 2009). BeposiTHO, 3TO 0OecIieueHoO TeM, YTO
He3peJible rpaHyJIbl MOJIy4aloT MEeHbIlIee CUHAIITU -
YecKoe TOPMOXKEHME MO CPaBHEHUIO CO 3peJIbIMU
rpaHysipHbiMU HelipoHamu (Dieni et al., 2015).
DTO PU3MOJIOTrMUECKOE COCTOSIHUE BHOBb POX-
JNIEHHBIX KJIETOK, OTJIMYHOE OT OOBIYHBIX TPaHYJI,
npeanosaraeT, 4YTo He3pesible TpaHyJbl UTPaAIOT
YHUKaJbHYIO pojib B cetu 3U: mo-Buamumomy,
OHU CHUXKAIOT BO30YIMMOCTb COCEAHUX 3PEJIbIX
rpaHyasIpHbIX HelipoHOB. McTOb3ysl TTOTEHIIM-
an-3aBucuMble kpacutenu, (Ikrar et al., 2013)
OOHapyXWJIM, 4YTO YCTpaHEHWE HelporeHesa
MIPUBOIUT K OoJjiee IIMPOKOMY pacHpoCTpaHe-
HUIO JETIONsIpU3allii Mocie CTUMysiuu. B To
Ke BpeMsl yCUJIeHWe HeliporeHesa (3a cuer yaa-
JIEHUSI mpoanonToTuyeckoro reHa Bax) npuBo-
IUT K YMEHbIICHUIO TJIOTHOCTU IIMIIMKOB U
cHikeHuo BITCII B 3penbix IrpaHyjiax; Halpo-
TUB, NoJaBJeHue (HOKOAayH) HeliporeHe3a ycu-
suBaet BIICII B 3penbix knerkax (Adlaf et al.,
2017). DTr pe3yabTaThl NpeanoaaralT, 4YTo He-
KOTOpbIE CYIIECTBYIOIIME CUHANTUYECKUE KOH-
TaKThl MOTYT MepepacipencsiThCs OT 3pebIX K
He3peblM HeWpoHaM, IOCKOJIbKY IOCIeIHUE
WHTETPUPYIOTCS B HEMpOHHYI0 ceTb 3M. OO01iiee
BpeMsl IOCTUIKEHUSI 3pesioro MopdoJIoruuecKo-
ro " D3JIeKTpOoPU3MoJIoruieckoro ¢GeHoTuna
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BHOBb POXIEHHBIX TPAHYJ Y TPHI3YHOB COCTaB-
JIsIeT MPUOJIN3UTEIILHO BOCEMb HEIEb.

BxuitoueHre HOBBIX KIJIETOK B HEMPOHHYIO
CeTh TUIIMOKaMIla — 3aMeydaTeSIbHbIii TpuMep
rtactTuaHocTr. CoxpaHeHUe Yy MJIEKOTIMTAIOIINX
TaKOTO HEPro3aTpaTHOro Ipoliecca reHepalmn
1 OTOPAKOBKM HOBBIX HEPOHOB TIpeNnrnojaraer,
YTO BHOBb POKIEHHBIE TPaHYJIbl JOJIXKHBI UMETh
HEKOTOpbIe BaXkKHbIe (DYHKIIMU, B YaCTHOCTH, B
00yYeHUHU U TTaMSITU, BBITIOJITHEHUE KOTOPBIX HE-
BO3MOXHO JIMIIIb C TOMOIIbIO TPaHYJSIPHBIX
KJIETOK, POXICHHBIX B Ipoliecce pa3Butus. Cy-
IIECTBYIOT JaHHBIE O TOM, UTO He3peJsible rpaHy-
JIIpHBIE KJIETKU BKJIIOYAIOTCS TIPEUMYIIECTBEH-
HO B HElipOHHBIE 1LIETIU, TTIOAAEPKUBAIOIINIE ITPO-
ctpaHcTBeHHYI0 ITamsTh (Kee et al., 2007); nmpu
35TOM M3MEHEHUS B TeHepallii He3peJIbIX TPaHy-
JISIPHBIX KJIETOK KoppeaupyroT ¢ cujoit JIT B
3youaroit uzBuauHe (Park et al., 2015). U3Bect-
HO TaKXe, YTO IoJaBJIeHNe HeliporeHe3a Hapy-
1aeT oopatHoe obydyeHue (reversal learning) B
BogHoM jaabupuHTe Moppuca (Garthe et al.,
2009), ucrnojiHeHUe 3a7a4u aKTMBHOIO n30era-
Hus (Burghardt et al., 2012; Park et al., 2015) u
pacrno3HaBaHUE MECTOITOJIOXKEHUSI Ha OCHOBE
CEeHCOpPHBIX AKpaHOB (Swan et al., 2014). B To ke
BpeMsI yCUJIEHUE HellporeHe3a MOXeT yay4dlllaTh
CIOCOOHOCTD PacIio3HaBaTh MECTOITOJIOXKEHUE B
3amaue C ceHcopHbIM sKpaHoMm (Creer et al.,
2010) uau B aHaJIOTMYHbBIX 3ada4ax ¢ UCHOJb30-
BaHMEM TMOAKpEIUIeHUsI B BUIE yaapa CJaObiM
BJIEKTPUUYECKUM TOKOM (BbIpabOTKa YCIOBHOpE-
duekTopHoro crpaxa) (Sahay et al., 2011). Coo6-
IAJIOCh TAKXKe, YTO, XOTSI yCUJIEHUE HeliporeHesa
MpU BO3pacTaHUM MOJABMKHOCTHU (Oera) puBOan-
JIO K MEHEE YCTOMYMBOM MaMSITH O MECTOITOJIOXKE -
HUM Tu1aTOopMBI B BOTHOM JlabupuHTe Moppuca,
TeM He MeHee Oer yBeJIMYMBaJI CKOPOCTh 0OpaTHO-
ro ooyuenust (Epp et al., 2016).

HenaBHo ObLIO BhICKa3aHO MPEAIIOJIOXEHUE,
YTO HeliporeHes y B3pOC/IbIX MOXET UTPaTh POJIb
HE TOJIbKO B MPUOOPETEHUM HOBOUW MHQPOpMa-
Huu, HO U B ee 3a0biBaHuu (Akers et al., 2014).
Pesynbrarhl, nmosydyeHHbIE B MPUBEICHHON pa-
0oTe, MpenrnosararT, YTO BBICOKUE TEMIIbl Hel-
poreHe3a B paHHEM IIOCTHATaJlbHOM MEepUOjIe
CMOCOOCTBYIOT JETCKOM aMHE3MU, a YCUICHUE
HeliporeHesa y B3pPOCJBIX MOXET CIOCOOCTBO-
BaTh 3a0bIBaHU10. OTHAKO MOYEMY Toraa y 0oJib-
IIMHCTBA MJIEKOITUTAIOIIMX COXpaHSIETCsl He-
pOreHe3, e€clii OH CIIOCOOCTBYET 3a0bIBAHUIO?
He oObsICHSIETCS JTU 3TO TeM, YTO 00BEM NaMsITU
OrpaHUYEH, U B CBSI3U C 3TUM €CThb HEOOXOIU-
MOCTb IeCTaOWIM3alMU U yaaJIeHUsI HEKOTOPBIX
CTapbIX CJICIOB NAaMSTU IJIs BKJIIOYECHUSI HOBBIX
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BOCIIOMMHAHUI B cienn@uieckyio cetb? B Ha-
CTOsIIIee BpeMsi TUIIOTe3a O TOM, UTO HeliporeHes
B3POCJIBIX CIIOCOOCTBYET 3a0BIBAaHUIO, SIBJISICTCSI
CIIOPHOI1: B 3TOM 00J1aCTH HET eAMHOTO MHEHUS
0 TOM, SIBJISIETCS JIM 3a0bIBaHUE OTAEJIbHbBIM ITPO-
LIECCOM, MNPUHLIMIIMAILHO OTJWYAIOIIMMCS OT
M1aCTUYHOCTH.

1.3.5. Cunanmuueckasn naacmuyHocmo
8 3y0uamoil uzeuiuHe

MNmenHo B 3 BrepBbie ObLIO OOHApYXXEHO
TaKO€ 3aMeyaTeibHOE€ CBOMCTBO HEWPOHHBIX
CBs3elf, KakK JOJTOBpEMEHHas MOTEHIIMALIUS
(J1IT), onpenensieMast Kak JJIUTEIbHOE MMOBBIIIE-
Hue 3(OEeKTUBHOCTU CUHAITUYECKO# mepena-
yu. B 1966 r. B aKcriepyMeHTax Ha KpOJIrMKax Obl-
JIO OOHApPY>X€HO, YTO BBICOKOYACTOTHASI CTUMY-
gsums niepgopanTtHoro mytu (ITIT) BhI3BIBaa
YBEJIUYEHUE TIEPBOHAYAJIBHOTO OTBETa TpPaHy-
JISIpHBIX KJIeTOK 3 Ha OOMWHOYHBIE CTUMYJIbI,
HaHOCHMbI€ Ha 3TOT MyTb C UCXOAHBIMHU TTapa-
MeTpamu (Lomo, 1966). B 1973 1. 310 siBlIeHUE
ObLIO O60JTee netanbHO onrcaHo bimccom u Jlo-
Mo (Bliss, Lomo, 1973). [TpakTnuecku oqHOBpe-
MEHHO C 3TUM OTKPBITUEM HaIlld COOTEYECTBEH-
HukU ooHapyxuiau JI1 B mose CA3 rurmokammna
KpoJIMKa TpU pasipaXeHUuu TPaHyISIpHOTO
ciost 31, aBasioleiics nmepBbIM 3BEHOM KOPTHU-
KJIbHOTO BXOJa B TUITIIOKAMIT B €r0 TPUCHHAII-
tuyeckot uenu (bparuH, 1973; bparuH, BuHo-
rpamoBa, 1973). JIOCTUTHYTBI ypOBEHb MOTEH-
Al MOT CcOXpaHsATbcd A0 12 4 u Oosee
(HeckoJIbKO AHEM).

ITo3nHee B akcnepuMmeHTax bparnHa u BuHo-
rpagoBoii ObLIO HEOXUIAHHO BBISBICHO, YTO
ctumysiuus ITIT MiaM MIIMCTBIX BOJIOKOH ITpU-
BOJMJIa HE TOJBbKO K pa3Butuio JII, HO u K ma-
pajUIeIbHOMY MOJIABJIEHUIO pEAKIIUA HEMPOHOB
rUAInoKamMIia Ha CeHCOpHble CTUMYJbl (BuHO-
rpanoBa, 1975; bparun u ap., 1976). I1pu stom
OblJIa BBISIBJIEHA OTpULIATESIbHAS KOPPEISLuUs
Mexnay creneHblo JIIT u ypoBHEM peaKTMBHOCTH
Ha CEHCOpHBbIE pa3apaxuTeau. B To ke Bpems 3a
npenejaMyu MOTEHLIMPOBAHHOIO CEeTMEHTa TUII-
oKaMIla CEHCOPHbIE peaKIiid HEHPOHOB ObLIN
BriosiHe HopMmaiabHbiMKu (Bbparun u ap., 1976).
Takum o0Opa3oMm, NOTEHLMPOBAHUE CUHAIICOB
UMUTUPOBaAIO 3P (eKT MpUBbIKAHUS, KaK €CJIn
ObI IEpBOHAYaJIbHO HOBbIE CEHCOPHbIE CTUMYJIbI
CTaJli 3HAKOMbIMU U HE BKJIIOYaJu BHUMaHWUE.
ABTOpBI paccMaTpuBaid 3TO SIBJIEHUWE Kak J10-
MOJHUTEIbHBIA MEXaHU3M CEJIeKTUBHOI obOpa-
00TKM MH(POPMALIMU U 3alIUTY OT UHTepdepu-
PYIOLIMX CUTHAJIOB.
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Nurepecno, uro AI1 B cucreme “rpanynsp-
HbIe HEMpOHBI—TTMpaMuaHbIe Ki1eTKu CA3” mo-
CPEICTBOM MIIUCTBIX BOJIOKOH HE 3aBUCHUT OT
aKTUBALIUU MOHOTPOITHBIX JTyTaMaTHBIX
NMDA-penenropon (Grover, Teyler, 1990), xo-
TSI OTU PELEeNTOPhl YIACTBYIOT B KPAaTKOBPEMEH-
HOM IJIACTUYHOCTU CUHATIICOB B JAHHOM CUCTEME
cesa3u (Lituma et al., 2021). B To xke BpeMs B apy-
rux otdenax rurmokamiia NMDA-penenTopsl
y4JacTByIOT B ocymiectsieHuu JIIT (Buonomano,
1999; Honoré et al., 2021). D10 moaTBepKmaeT
MHeHure, yTto aktuBauusts NMDA-pemenntopoB
MOXET OBITh KPpUTWYHA IS UHAYKIIUU MHOTHUX
dopm 111, HO He HeoOxomMa IS Beex ee (popM
(Lynch, 2004). OTHOCHUTEIILHO YYacTHsI META00-
TponHBIX TayTamMaTHBIX MGIuR1-penentoposn
st ocymectBiaeHust I ¢ ygacTueM MIIMCTBIX
BOJIOKOH MHEHUSI pacXomsiTcsl. Y MYTaHTHBIX
mbireii, nnimeHHpIX mMGluR1, ogHa rpymma mc-
ciegoBateneit coodiana, uro AIT orcyrcTBoBa-
na (Conquet et al., 1994), Ho 3TO He ObLIO MO-
TBEPKIECHO pe3yabTaTaMiu, MOJyYeHHBIMU BTO-
poii rpynmoii aBTopoB (Hsia et al., 1995; Martin,
Morris, 1997).

Bxon rpaHynsipHBIX HEHMPOHOB K MIIKUCTHIM
KkJjeTkaM ooHapyxuBaeT HI1 ¢ xapakTrepucTuka-
MM, CXOOHBIMM C TAaKOBBIMU B CUCTEME CBSI3U
“TpaHyJIsIpHbIE HEMPOHBI—ITMPAMUIHbIE KIETKU
CA3” (Lysetskiy et al., 2005). OnHako BoOIpoc o
TOoM, cymectByeT u Il B cuHamcax, obpa3sye-
MBIX MIIUCTBIMU KJIETKAMU Ha TpaHyJISIPHBIX
HelipoHax (T.e. B cCUCTeMe CBSI3U B 0OpaTHOM Ha-
TIpaBJICHUM ), UMEIOTCs pa3Homtacus. OmHo rcce-
noBaHue in vivo 1iokasano JIT mosieBbIX moTeHIIMAa-
JIOB, 3apErMCTPUPOBAHHBIX BO BHYTPEHHEM MOJIe-
KyJsIpHOM cjioe (T.e. BOJIM3U TI'PaHYJISIPHBIX
KJIETOK) T10CJieé BBICOKOYACTOTHOI CTUMYJISILIUU
xuiyca (Hetherington et al., 1994). Ho npyroe uc-
clielloBaHUeE, TOXe in vivo, He oOoHapyxuo 11 B
CUHAarcax “MIIUCTbIE KJIETKUM — TpaHyJIsIpHbIE
HeipoHbl” (Kleschevnikov, Routtenberg, 2003).

Jlo HacTosI11ero BpeMeHU NPOI0JKaeTCs U3y-
yeHwue II1 B cunancax “IITI—rpanynsipHble Heli-
poHbl”, HauaTtoe bianccom u Jlomo (Lomo, 1966;
Bliss, Lomo, 1973; Bliss, Collingridge, 1993), xo-
TOpbIE YAaCTUYHO TIPOSICHSIIOT HEKOTOpbIE YIIO-
MSIHYTbI€ BbIlIE BOIIPOChl. OOHapyKEeHO, B 4acT-
HocTHu, yTto ctumyJssiius TTIT BeizbiBaeT AIT He
TOJILKO B CHMHAaIIcax, o0pa3yeMbIX 3TUM BXOJIOM
Ha rpaHyJIsIpHbIX KJIETKax, HO U TeTePOCUHAITH -
yeckyto JII1 oTBeTa, BHI3bIBAEMOIO BO BHYTPEH-
HEM MOJIEKYJISIDHOM CJIO€, yKa3blBasi, YTO BXO]l
MIIMCTBIX KJIETOK K TpaHyJISIPHBIM HeiipoHaM MO-
xkeT obITh ycusneH (Kleschevnikov, Routtenberg,
2003). Ipyroe ucciegoBaHue in vivo mokasajo,
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yto I B cunancax “IIIl—rpanynsipHbie Heiipo-
HbI” BemeT K JAI1 B cuHarcax “KoHTpajaTepalib-
HbIe MIIMCThIE KJIETKU—TPaHYJISIpHbBIC KJISTKN”
(Alvarez-Salvado et al., 2014). D10 ucciaenona-
Hue mokasajo, uyro JIIT B cuaamncax “ITII—rpa-
HYJASIpHBIE HEWPOHBI” WHAYLUPYET ILIACTUY-
HOCTbD “HIDKeJIeXKalInX MIIUCTBIX KJIETOK U, Ta-
KMM 00pa3oM, OKa3bIBaeTCs IMEPMUCCUBHOM JJIsI
JIT B cuHancax “MIIMCTBIE KISTKU—TPaHyIsIp-
HBIE HEMPOHBI”. BBIJTO BEICKAa3aHO MPEmITOnoXKe -
HUE, YTO BXOJbI MIIUCTHIX KJIETOK 1 ITepdopaHT-
HOTO IIyTU K IpaHyJISIpHBIM HEMpoHaM KooIiepa-
tuBHbl (Namgung et al., 1997; Kleschevnikov,
Routtenberg, 2003). bonee mo3gHMe nccienoBa-
HUS TIOATBEPAWIM, YTO MILKCThIE KJIETKA MOTYT
CIIOCOOCTBOBAaTh WM JaXe ObITh HEOOXOIUMBbI-
vu g HIT B cunancax “IlIl—rpanynsipHbIe
kieTkn”. Tak, UMWIKMHT MOTEHIINAJIOB B Cpe-
3ax TMIIIOKaMIIa MoKa3aJjl, YTo Lelb “TpaHyJIsIp-
HbIIi HEMPOH—MILNCTAS KJIETKA—TIPaHYJISIPHbBIA
HelipoH” HeoOxommma misa JAIT B cumHamcax
“III—rpanyngpHag knerka” (Wright, Jackson,
2014). Kpome Toro, paHee OBIJIO BEISIBJIEHO, YTO
akcripeccust 6enka GAP43 (HeiipomomynnHa)
ObLjIa yBeJIMYEHA B MILKMCTHIX KJIETKAaX B OTBET Ha
BBICOKOYACTOTHY10 cTumyasuuio I1I1, yto mor-
J10 ToaaepuBathb ycroitunsocTh I (Namgung
et al., 1997). Takum ob6pa3om, MOATBEPKAAETCS
MPEAIoJOXeHUe O KOOMEePaTUBHOCTU BXOAOB
MILMCTBIX KJIETOK U IeppOpaHTHOrO IIyTH K Ipa-
HyJISIpHBIM HelipoHamM (Namgung et al., 1997;
Kleschevnikov, Routtenberg, 2003).

MHTtepecHO, uTo HelipoTpodhruecKuii pakTop
rojjoBHoro mosra (HT®) ripu ero BHyTpUTUIIIIO-
KaMMOaJIbHOM BBEAECHUU TMPUBOIUT K YCUJICHUIO
cuHanTtuyeckoro orseta B 31 (Messaoudi et al.,
1998). bonee Toro, JIIT MoxKeT OBITh BEI3BaHA IO~
BblllieHHeM ypoBHsI HT®, momo6GHO Tomy, Kak
OHa UHAYLIUPYETCSI TETAHUUYECKOW CTUMYJISILIMEN
ITIT; ipu aToM HT®-Br13BanHas 11, kak u mpu
ctumyisiuuu ITT1, oGecneunBaeTcst akTUBalLCH
NMDA-penenTopoB U o0HapyXKUBaeT 3aBUCH-
MocTb oT ERK 1 CREB (Messaoudi et al., 2002).
ITapannensHo ¢ uaykuueit 11 B 31 Ob110 BbI-
sieHo yBeandeHrue MPHK u 6enka HT® nocne
o0yuYeHUsI B TECTe ITaCCUBHOIO n30eranusi. beuio
Tak>Ke MoKa3aHo, YTO IMOBeJACHNWE B BOJHOM Jia-
OMpPUHTE HAPYLIATIOCh Y KPbIC, KOTOPbIM UHTpa-
LIEPpEOPOBEHTPUKYJISIPHO BBOAWIM aHTUTENA
npotuB HT® (Mu et al., 1999). bonee Toro, 1o-
npasieHue skcrpeccun HT® B 3M Hapymiano
oOydeHUe B IMapagurMe NacCUBHOIO M30eTaHus
(Nosten-Bertrand et al., 1996).

HNutepecHo, uto II1 B 31 obGieryaercs, Kak
MOKa3aHO, MPOCTPAHCTBEHHBIM OOy4YeHUEM
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(Kemp, Manahan-Vaughan, 2008a, 2008b), a
TakKe CTUMYJIsILmMei ronyooro nissitHa (locus coe-
ruleus) (Hansen m Manahan-Vaughan, 2014).
OOHapyXeHO TakKe, YTO rojy0oe MSITHO aKTU-
BUpPYETCS BO BpeMsl OOy4YeHUsI, TIPUBOISIIETO K
HaKOIIJICHUIO HOBOro orbita (Sara et al., 1994;
Kitchigina et al., 1997). Takum o6pa3oM, Korzia OHO
AKTMBHMPOBAHO, MPOMCXOAUT aKTUBAIMsl [3-ampe-
HopeuenTopoB B 3U, 4To crmocoOCTBYeT KOOUPO-
BaHMIO HOBOTO OTIBITA C MTOMOIIbIO CMHANTHYE-
CKOM TIJTACTUYHOCTH, YTO OBUIO MOATBEPXKICHO
priociaenctBum  (Gelinas and Nguyen, 2005;
Kemp, Manahan-Vaughan, 2008a, 2008b; Hage-
na, Manahan-Vaughan, 2012; Goh et al., 2013).
IMo3xe 6bUTIO TTOKa3aHO, YTO HEMPOHEKI TOJIyOOTO
IISITHA, SKCIIPECCUPYIOLINE TUPO3UH-TUIPOKCH -
JIa3y, MOTYT OTTOCPEI0BaTh KOAMPOBAHUE HOBOTO
OIThITA M YIyYIlIeHUE TTaMSITH B pPe3yJIbTaTe COB-
MECTHOTO BBICBOOOXICHUS HOpaApeHaJInHa U
modamuna B rurmmokamie (Takeuchi et al., 2016).

JleHApUTHBIE IUATTUKKW TPAHYISIPHBIX KIETOK
31 — 3T0 OCHOBHBIE MUIIIEHU, KyJla MOTOK WUH-
dopMaly U3 HEOKOPTEKCA MOCTYIIAET K TATIIO-
KamIty. CrHanThdeckas IIaCTUYHOCTh MOXKET
OBICTPO BJIUSITH Ha CITOCOOHOCTh CUHAIMCOB Xpa-
HUTh WH(MOPMAIIMIO; TTOKA3aHO, YTO B CPEIMH-
HOM MoJjieKyasspHoM ciioe 3U1 depe3 30 MUH mo-
ciie uaaykuuu HI1 in vivo 3aMeTHO yBEJIMUUIIOCH
KOJIMYECTBO KaK MaJIbIX, TaK U OOJbIINX AU~
KOB, YTO MOIJO OBbITb BPEMEHHBIM SIBJICHUEM
(Bromer, 2018).

Kpome [AII, npyras ¢opma cMHanTU4yecKoun
I1aCTUYHOCTH ObLIa BhIsiBIeHa B 3W, a uMeHHO
nmonroBpeMeHHas gernpeccus (1 /1), BeI3pIBacMast
B OCHOBHOM HM3K0o4YacTOTHOM (1—2 I11) ctumy-
Jsaumeit MmeaguanbHoro I1I1 B tedenue 5—15 muH.
Dra dopMa TUIACTUYHOCTHU OIIpEeNesseTcs] KakK
IJuTesibHOe (OT 4acoB A0 Helesib) CHIDKEHUE
3¢ OEeKTUBHOCTH CHHAIITUYECKON Tepemadn
(Sahay et al., 2007). B 3y6uaroit m3pmnnHe 11
(Bliss, Gardner-Medwin, 1973; Douglas and
Goddard, 1975) u A1 (Levy and Steward, 1979;
Doyére et al., 1997; Abraham et al., 2001) moryT
OOHOBPEMEHHO WHIYLMPOBATBCI B COCEIHMX
CUHAIITUYECKUX MYTSIX, 4Yepe3 MeAuaJibHbIi U
narepanbHblit III1. ITpu uzydyenuwm in vivo 11 u
comnryrctBytoniasg /1 B 3W MoryT coxpaHsTbCS B
TeuyeHne MHOTUX MecsiiieB (Abraham et al., 1994,
2002). 11, Tak xe, kak 1 I, mpucyrcTByIomme
B cuHamcax 3M, y4acTBYIOT B KOTHMTHMBHBIX
npolieccax, TaKux Kak oOy4eHue U IaMsITh.

ITpu ucnons3zoBaHuu ctumyisiuuu 3U npu
oOy4YeHMHU ObLJ BBISIBJIEH HU3KWUIA MTOPOT BHYT-
peHHeli 1actudyHoctu (Lopez-Rojas et al.,
2016). [IpuMeHeHUEe TpeXMEPHOI 3JIEKTPOHHOI
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MUKPOCKOITY BBISIBUJIO 3aMETHOE pacIlupeHue
IMHAMUYECKOTO Irarna3oHa pa3MepoB CUHAIICOB
1 CHIDKeHHME Ko3(dduimeHTa Bapualliy I10CJie
naaykauy I B 3y6uaToit u3BManHe. 3T U3Me-
HEHUSI MPUBOIWIN K 3HAYUTEILHOMY YBEJIUYE-
HUIO €MKOCTU XpaHeHMs MHMOpMalluMU, KOTO-
pasi, TeM He MeHee, Oblla 3HAUUTEIbHO HIKE eM-
Koctu cuHaricoB CAl maxe B KOHTPOJIE.

ITockonbky 3M cBoiicTBeH HeiiporeHes, B
Heil oOHapyXeHa CHMHanTU4ecKas ILIacTU4-
HOCTb, Ha KOTOPYIO BIMSIET OTHOCUTEIbHBI
HeMpoHaJIbHBIN Bo3pacT (Saxe et al., 2006; Sny-
deretal., 2001). B onbITax ex vivo, Ha cpe3ax rAll-
oKaMIla, He3pelible TpaHyJSIpHbIE HEHPOHBI
MMEIOT 0oJiee HU3KMII MOPOr ILUIACTUYHOCTH,
yeM 3peiibie Tpanyibl (Ratzliff et al., 2002; Toni
etal., 2002). U3aMeHeHMs B reHepalluy HE3PEeIbIX
rpaHyISPHBIX KJIETOK KOppeaupyiot ¢ cuiioii 111
B 3yOuartoit n3BuiuHe (Park et al., 2015). meet
MECTO 00lliee IpeacTaBIeHUE O CylLLeCTBOBAHUM
MOJIOXUTEILHON KOPPEeISILIUU MEKIy Heilpore-
HE30M U CUJIOM CUHANTUYECKOM IUNIACTUYHOCTU Y
B3pocibix (Khuu et al., 2019).

1.4. POJIb 31
B KOTHUTHUBHbBIX ®YHKIUAX

IIpennonaraercs, uto 31 ydyacTByeT BO MHO-
I'MX KOTHUTUBHBIX (DYHKIIUSIX, BKIIIOYAsI IETEKIIUIO
HoBM3HBbI (Vinogradova, 2001; Hunsaker et al.,
2008), pazneneHue W 3aBeplleHUE MaTTEPHOB
(pattern separation and pattern completion) (Rolls,
2016), MpPOCTpPaHCTBEHHYIO pabouylo IaMsThb
(Sasaki et al., 2018), komupoBaHue UHGOPMALIUU
(Treves, Rolls, 1994; Rolls, 2018) u koHcoaunaa-
muto namsatu (Nakashiba et al., 2008; Kitamura
et al., 2014; Park et al., 2016; Sasaki et al., 2018).

Yyactne 3 B CHOCOOHOCTM THUIIIIOKaMIIa
OIpeAesaTh, YTO SIBJISIETCS 3HAKOMBIM IJISI MO3-
ra, a 4To SBJISIETCSI HOBBIM B OKPY:KalOIIICi cpene
(Vinogradova, 2001; Hunsaker et al., 2008; Ag-
gleton et al., 2013), ocyiiecTBiseTcs Gaarogaps
toMy, uyto 3M momydyaer addepeHTH KakK OT
CTBOJIOBBIX CTPYKTYp (HeCyllIMX “ChIpble” CUT-
HaJIbl 00 OKpYKalOIleii cpeie), TaK M OT HEOKOP-
Tekca (Tlepefallero XpaHSIIyIoCcs B ITaMSITH
obpaboTaHHyo nHdopmanuio). B aToM niporiec-
Cce TUMIIOKAMIT BBIIIOJHSIET KOMIApaTOPHYIO
dynkumio (BuHorpanosa, /lynaeBa, 1972; Vino-
gradova, 2001).

Broissienue poau 31 B MEHTaIbHBIX MTpOLIEC-
cax OCHOBaHO, B YaCTHOCTH, Ha pe3yjbTaTax
9KCMEPUMEHTOB C OINTOT€HETUYECKON aKTHBa-
el creurudUIHBbIX A MaMsITh HeUpPOHHBIX
aHcaMoOneit, uau “sHrpamm”, B 31, KoTopasi MO-
Ne 3
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JKeT BBI3BIBATb MCKYCCTBEHHOE BOCIIPOU3BEIEC-
Hue maMsaTh y mbeineit (Liu et al., 2012) u co3na-
BaTh MHEMOHWYECKHE acCOLIMAllMM MEXIy OT-
nenbHbIMU coObiTusIMU (Ramirez et al., 2013).
Hanubie 006 aktuBHOCTH 3 BO Bpemsl pacro-
3HaBaHUS U TJIAHMPOBAHUSI HAa OCHOBE IaMSITHU
(Gilbert et al., 2001; van Dijk, Fenton, 2018) u
OIOCPEIOBAHHOTO TPaHYJISIPHBIMU HeWpoHaMU
topmoxeHust B CA3 (Ruediger et al., 2011; Guo
et al., 2018) mo3BoONAIOT MpearoaaraTh, 4To ak-
TUBHOCTH HeiipoHoB 3W moBHIIIIaeT TOYHOCTH BO
BpEMSI BOCTIPOU3BEACHUS ITaMSITH.

MYuacmue 3U 6 kodupoeanuu ungopmayuu u
xoHcoaudayuu namamu. OCHOBHaS TMIIOTe3a OT-
HOCUTEJIbHO POJIM TPaHyJSIpHBIX HEHpPOHOB B
KOOAUPOBAaHMU MHAPOpMaMU 3aKjiIlodyaeTcs B
TOM, UTO OHM BOBJIEKAIOT YHUKAaJbHbIC aHCaM-
01 mupaMuIHbIX Ki1eToK CA3 BO BpeMs KOOU-
pOBaHUSI CUTHAJIOB B CMCTEMe MaMsTHU, KOTOPEIE
3aTeM CTaHOBSITCS aCCOLIMMPOBAHHBIMU C SHTO-
PVHAJILHBIM BXOIHBIM ITaTTEPHOM, IIPEACTaBIIS-
oM HoBylo uHgopmauuio (Treves, Rolls,
1994). TIlockojbKy CHHaAINTUYeCKasT IJIacThU4-
HOCTb IIOCTOSIHHO YCWJIMBAeT BHYTPEHHUE WU
BHEIIIHUE CBSI3M OTUX KJIETOUHBLIX aHcamoOJei,
ITIT-BX0oabl MOTYT pEaKTUBUPOBATH UX, CIIOCOO-
CTBYSl BOCIIPOM3BEICHMIO aCCOLMUPOBAHHONM
MaMsITH 0€3 HEOOXOOAUMOCTU aKTUBAlIMU BXOIOB
yepe3 MiucTbie BosiokHa (Rolls, 2018).

Ipennonaraercst, 4To BXOAbI OT TIpaHYJISIp-
HbIX KJIeTOK K CA3 MoryT morpeboBaTbcs AJist
paHHeit KoHcoauaauuu naMsatu. C4uTalT, 4TO
B TOIEP>KaHUY TTaMSITU BO BpeMsl €€ KOHCOJIU-
Al KJIIOUEeBYIO pOJIb UTPAeT KPAaTKOBPEMEH-
HOE yBEJMYEHHE NIBYX BXOIOB K IMUPAMUIHBIM
HeiipoHaM CA3: Bxoaa OT SHTOPUHAIbHOUN KOPbI
(mocpencteom IIIT) 1 OT TpaHYJISIPHBIX KJIETOK
(uepes mimcThie BosiokHa) (Park et al., 2016; Sa-
saki et al., 2018). Joaroe BpeMsi CYUTAIOCH, UTO
MHGbOpMaLMsS MPOXOAUT Yepe3 TUIIMOKaMIT Ofl-
HOHAIIPABJIEHHO IO TPUCHUHANTUYECKON MeTsie
3N—-CA3—CAl; onHako Mo3xe TeopeTUYeCKUe
(Treves, Rolls, 1994) u sKcrnepuMeHTaJIbHbIE
nanHble (McNaughton, Barnes, 1989; Kitamura
et al., 2014, 2015) u3aMeHUIMN 3Ty TOUKY 3pEHMUSI.
Bo-nepBbiX, UWHAMBUIYyaJIbHbIE MNHUPaAMUIHbIE
kiieTku CA3 moiydaroT BXOJHbIE JaHHBIE OT ThI-
CSIY DHTOPUHAJIBHBIX M JPYTUX MNUPaMUIHBIX
HeiipoHoB CA3, HO TOJIBKO OT ~50 rpaHyJISIpHbIX
kieToK (Amaral, Ishizuka, 1990), 1 MHorue u3
ATUX KJIETOK “Mojyar” BO BpeMsl HCCIedoBa-
Tenbckoro mnoseneHuss (Chawla et al., 2005;
Hainmueller, Bartos, 2018). BciaenctBue 3Toro,
XOT$s1 00pa3yeMble MILIMCTBIMU BOJIOKHAMU ONIM-
HOYHbIE cruHarchl 3pdexkTuBHee, yem ITT1- unm
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PEKYPPEHTHO-KOJUIaTepaJibHble BXOIBI, TOJIBKO
3aJIIToBasi aKTUBHOCTh T'PaHYISIPHBIX KJIETOK
CITOCOOHA PEKPYTUPOBATh NUPaMUIHBIE HEMPO-
Hbl CA3, Torma Kak HU3KOYacTOTHOE BO30YXKIIe-
HUE B IIEPBYIO oYepenb aKTUBUPYET NPSIMOE MH-
ruouposanue (Henze et al., 2002; Mori et al.,
2004; Zuccaet al., 2017). CnegoBaTeIbHO, CyIIIe-
CTBYIOT CUTYallMU, KOIJa IpaBUIbHOE COXpaHe-
HUE U TTIOMCK B ITaMSTU MOTYT ObITh JOCTUTHYTHI
TonbKo Ha ocHoBe nmkia IIT-CAl mmm TTT1—
CA3—CA1l (Nakashiba et al., 2008; Kitamura
et al., 2014).

BonbiHCTBO aBTOPOB M3 CBOUX HaOJIOIE-
HUI1 J1eJIaeT BBIBOM, UTO aKTUBHOCTh TPAHYJISIP-
HbIX HEMPOHOB MOXET ObITb HEOOXOIUMOM BO
BpeMsl HayaJIbHOTO KOAMPOBAaHUSI W paHHEM
KOHCOJIMJAIUY MaMsITH B TUIIIIOKAMIIE, HO He-
obs13aTenbHa 11 ee BocipousBedeHus (Lee,
Kesner, 2004; Lassalle et al., 2000; Kheirbek
et al., 2013; Denny et al., 2014; Madronal et al.,
2016; Park et al., 2016).

HauGonkiiee BHUMaHUE B MCCICIOBaHUSIX
KOTHUTUBHOM poJiv 3yO0UaToit U3BUJIMHBI YA~
€TCsI €€ OCHOBHBIM (PYHKIMSIM: “pa3aeiieHUIO
NaTTepHOB” (pattern separation) v “3aBepUICHUIO
natTepHoB” (pattern completion). Ilon pa3nene-
HUEM IaTTepHOB IIOJApa3yMeBaeTCs CIOCO0-
HOCTb ceTu 3U nmpruHUMaTh naTrepH apdepeHT-
HBIX BXOJOB OT HEOKOpTEKCa U “pa3defsiTh’ ero
TaK, YTOObI BHIXOAbI ObLIM MEHEEe ITOXOXU, YeM
Bxoabl (Marr, 1971; McNaughton, Morris, 1987;
Rolls, 2006, 2016; Kesner, 2007; Myers, Scharf-
man, 2011; Yassa, Stark, 2011; Jung et al., 2013).
Hanpumep, eciiu 1Ba naTrepHa akTUBHOCTH, T1O-
crynaroure B 3U, nepekpoiBatorcs Ha 50%, a
aKTUBHOCTh NUpaMUAHbIX KjieToK CA3 rmocie
BO3JIEMCTBUS 3TUX JIBYX MATTEPHOB IepeKpbIBa-
eTcs ToJIbKO Ha 20%, MOXHO ce1aTh BBIBOI, YTO
MIPOM30LILIO pas3ieyicHue IarrepHoB. OOBIYHO
rpaHyjsipHble KieTku 31 umeroT yauBUTEIbHO
HU3KYIO YacTOTy pa3psiioB, U YMEHbIIIEHUE TIe-
PEKpPBITUS, KaK IoJararoT, YaCTUYHO T1OCTUTAET-
Csl 3a CUeT pa3pexkeHHOro KogupoBaHus B 3U,
e HU3KU YPOBHU aKTUBHOCTHU, YTO U3BECTHO U3
2JIEKTPO(U3NOJOTUYECKUX U UMMYHOTHCTOXU-
mudeckux naHHbIX (Chawla et al., 2005; Leutgeb
et al., 2007; Jung et al., 2013; Deng et al., 2013).
DTa pa3pekXeHHOCTb obecrieyrBaeT Crocoo-
HOCTb pacrno3HaBaTh W YCWJIMBATh HEOOJbIINE
pa3Inyusl BO BXOAHBIX CUTHAJIaX, YTO TTO3BOJISIET
n3bexartb uHTepdepeHru. IlepekpbiBatoiue-
Csl TaTTepHbl U3 KOPTUKAIbHBIX BXOIOB MOTYT
OBbITh pacCpedOTOYEHBI MO OOJILIIOMY KOJUYE-
cTBY rpanyJ B 31 ¢ HU3KOIt aKTUBHOCTBIO, KOTO-
pble, B CBOIO o4Yepellb, 00pa3yloT HEMHOTUE, HO
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a¢deKTUBHBIE CUHATICH HA TTMPAMUIHBIX KJIET-
kax CA3 (McNaughton, Morris, 1987). C nomo-
mbio 3M cyOBEKTHI MOTYT pa3inyaTh IOXOXKME
BOCIIOMUHAHMUSI, TIOTOMY YTO peIKasi CBSI3b MEX-
Iy TpaHyJaaM1 1 nupaMuaHbIMu Kiaetkamu CA3
rapaHTUpyeT, 4TO HUKaKWe IBe IMpaMUIHbIC
KJIETKM HE TTOJTy4aloT BXOAHBIX TaHHBIX OT OTHUX
M TeX Xe TpaHylasIpHbIX HelipoHoB (McHugh
et al., 2007; Leutgeb et al., 2007). Dra mpeanona-
raeMas (pyHKOMs TTomuepkuBaeTcs ceTbio 3U,
KOTOpPasi COCTOUT U3 BXOJOB OT SHTOPUHAJIBHBIX
HelipoHoB (cnos II), JTokambHBIX B3amMMOnCH-
CTBUIT MEXIy TPaHYJISIPHBIMMU KJICTKAMM, MIIH-
CTBIMU KJIETKAMU U MHTEpHENPOHAMU, U BBIXO-
0B K mupaMuaHbIM KiieTkam CA3. T.x. Konnde-
CTBO TPaHYJISIPHBIX KJIETOK (OOWH MWJIJIMOH B
KaXKIIOM TIOJIyIIapUM KPBICHI) B MSTh pa3 00Jb-
1IIe, YeM BXOIHBIX HEPOHOB U3 SHTOPUHAJIbHOMN
KOpHI, 1 OHM HE OOIIaloTCs APYT ¢ IPYroM Ha-
npsmyio (Amaral, 1978), pa3BeTBiieHHas CB3b B
SHTOPUHAJIBHO-TPAHYJSIPHONM KJIETOYHOM CH-
cTeMe MOXeT CerperupoBaTh JaXke HE3HayM-
TeJIbHBIC, HO BaxKHBIC Pa3/IM4MsI, IPUCYTCTBYIO-
mue BO BxogHBIX TarrepHax (McNaughton,
Morris, 1987; McNaughton, Nadel, 1990).
B yacTHOCTH, MIITUCTHIE KJIETKY MOJIY4YaioT Orpa-
HUYEHHOE, HO CJIBHOE CXOIsIIeecs BO30yKIeHNE
oT 40 1o 100 rpaHyISIpHBIX KJIETOK ¥ BO3BPAIIAIOT
OuaTepanbHOE, IIMPOKO PACTIPOCTPAaHEHHOE BO3-
oyxaeHue B rpaHyibl (Buckmaster et al., 1992,
1996).

bbl1o BhicKa3aHO MpeANoJioXKeHWe, YTO pas-
neneHue nmarrepHoB B 3U BaxKHO JJ1S1 XpaHEHUS
nmamstu B o6actu CA3, ITOCKOJIBKY OHO ITO3BO-
JISIET COXpaHSITh AHAJOTMYHYI0 HaKOIJIEHHYIO
ONbITOM MH(pOPMALIMIO B PA3JIMUHBIX TTOJIMHO-
JKecTBax NMupaMuIHbIX KieTok CA3, obOieryas,
TakuM 00pa3oM, TOYHOE M3BJICUEHMHE IaMsITU
(Yassa, Stark, 2011). DTta Teopusi npenrojaraer,
yTo adepeHTHbIE BXOAHbIE IMATTEPHbI, KOTO-
pble MOABEPXKEHBbI pa3AejeHUI0, MOCTYNaioT B
3U uepes IIII. OnHakoO OCHOBHOIi, HE MeHee
BaXHBbII, IIyTaMaTepruyecKuii BXod K TpaHy-
JISIPHBIM KJIeTKaM o00ecIiedYrBaloT MILKCThIE
KJIETKHW; 3TO JaeT OCHOBaHUE TIpearioiaraThb, YTo
OHM MOTYT MOCKLIATh BXOJHbIE HATTEPHbI TPaHYy-
JIIPHBIM KJIETKaMm B JIOTIOJIHEHUE K Tep¢OpaHT-
HOMY ITyTH WK BMecTo Hero (Scharfman, 2016).
Ha mnoBeneHuyeckoM YpOBHE IIpEaNoaaraeémMoe
MPOSIBJICHUE pa3/IeJICHUS MAaTTEPHOB — 3TO YJIy4-
LIEHUE Pa3IUYEHUS] OYEHb MOXOXUX COOBITHIA
WJIA OKPYKAIOLINX YCIOBUM.

3aBepllieHUe MTaTTEPHOB (pattern copmpletion)
COOTHOCST C U3BJICUEHUEM 13 COXpAaHEHHOM Mma-
MSITU, KOTJa MpeabsBisieTcsl 4yacTh (pparMeHT)
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HWCXOMHOTO BXOMHOTO CHUTHaja, IOJAaBaeMOro
npu ero 3anomuHaHuu (McNaughton, Morris,
1987; Hunsaker et al., 2008; Nakashiba et al.,
2012). PasgmeneHue IaTTepHOB M 3aBepIICHHE
IMaTTEepPHOB YacTO OOCYXXHAlOTCsI, KOorma pedb
naet o 31 nu CA3 coOTBETCTBEHHO, U UX CBSI3U
MMOCPEACTBOM MIITUCTHIX BOJIOKOH. B cpe3ax rum-
MOKaMIa OCHOBHBIM 3¢@deKToM aKTUBalUUu
CA3 asnsiercas TAMKepruueckoe MHrmoOupoBa-
HUe TpaHyJIsapHBIX KieToK (Scharfman, 1994).
OnHakKoO [OCTAaTOYHO UIMTEJIbHAsT 3amepskKKa
MEXIy ITOTEHIIMAJIOM IeHCTBUSI THUPaAMUIHBIX
KJIETOK W HAvaJIOM TOPMOXKEHMS TpaHyJISIPHBIX
kireTok (10—20 Mc) mpenmoiiaraeT, 4YTo MPOCTOM
OyTh: “IHMpaMuaHas KJIeTKa—WHTEpHEMPOH—
rpaHyJIsIpHAsA KJIETKa” — HEaKTHUBEH, BMECTO
3TOr0 MyTh. “TIMpaMUIHAas KJIETKa—MIIMCTasI
KJIeTKa—MHTepHEepOH—TpaHyIsipHast KJeTKa”
WIN TIyTh. “TIMpaMUIHasT KJIeTKa—ITMpaMUuIHas
KJIETKa—MHTepHEMpOH—TpaHyJIsIpHas KjieTka” —
no-BUANMOMY, Oojiee BeposaATHHI (Scharfman,
1994a). I[IpumeuaTenbHO, YTO HAAEXKHBIM IUCH-
HAIITUIECKUI NyTh BO30OYXICHUS. “IIMpaMuil-
Has KJIeTKa—MIINCTasl KJeTKa—TpaHyJIsspHas
KJIeTKa” — BBIgBAsgeTcd, korna TAMKepruue-
CcKoe MHTnomnpoBaHue oiokupyetcs (Scharfman,
1994).

Oo6partHoe npoeuupoBanue oT CA3 k 31 mo-
keT BJsATh Ha cetu B 31 1 CA3 (Penttonen et al.,
1997; Lisman et al., 2005), u cyiecTBoBaHUe
3TOr0 NYTU MOXKET UT'PaTh 3HAYMTEILHYIO POJIb B
obpaborke nHpopmauuu. JdelAcTBUTENBHO, HC-
MOJIb30BaHNE KOMITBIOTEPHOTO MOAEIUPOBaHUS
rokasajio, 4To 3Ta oOpaTHasi MPOEKIIUsI Urpaet
pelIalolIyIo POJib B CTIOCOOHOCTU BBIUMCIIUTENb-
HOII MOJIeJIM BBITIOJIHSITH MOJEINpPYEeMOe pasie-
JIeHue U 3aBeplieHue narrepHon (Myers, Scharf-
man, 2011).

Ponb HelipoHOB, BHOBb POXIEHHBIX Y B3pOC-
JIBIX, B IIpolieccax “paszaeeHus] MoBeAeHUECKUX
naTTepHOB” ObLIa MPOJIEMOHCTPUPOBAHA ITyTEM
noaaBJeHUsI HEMporeHe3a v OLIEHKU CITOCOOHO-
CTU pas3jinyarh MOXOXHE KOHTEKCThI MpU O0Y-
cinoBiauBaHuu crpaxom (Tronel et al., 2012; Na-
kashiba et al., 2012; Danielson et al., 2016), B
YaCTHOCTH, OJIM3JIeXKalllie MECTOIMOJIOXEHUS B
panuanbHoM JabupunTte (Clelland et al., 2009) n
napel  “obbekT—MecTtornosiokeHue”  (Bekin-
schtein et al., 2014). BHOBb poXII€eHHbIE HEWPO-
HbI HanboJIee HAIJISIAHO BIUSIOT Ha YCHEIIHOCTh
MpU BBITTOJITHEHUY 3a7a4, KOTJa MpeacTaBisieTCs
HOBasli WKW MPOTUBOpEYMBasi UHGOpPMaIUs, TO
€CTb YCJIOBUS, TIPU KOTOPBIX, KaK OXUIAETCs, B
31 OynyT HampaBJIsITbCS IepeKpbIBAIOILIUECS
NaTTepHbl CECHCOPHOU MH(MOpPMaLMU U B Hell Oy-
Ne 3
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JeT TIPOUCXOONUTD pasjieeHue narrepHoB. [eii-
CTBUTEJILHO, OAABJICHUE HeliporeHe3a Hapylia-
eT obpaTHoe OOydyeHHEe B BOITHOM JIAOMPUHTE
Moppuca (Garthe et al., 2009), BrinosHeHUE 3a-
maym aktuBHoro miberanus (Burghardt et al.,
2012; Park et al., 2015) u pacrio3dHaBaHUE MECTO-
MOJIOXKEHUSI Ha OCHOBE CEHCOPHBIX 3KPaHOB
(Swan et al., 2014).

SAKIIIOYEHUE

MHOTrOYMCJIEHHBIE WCCIEI0BaHUS 3yO4aToi
W3BIJIMHBI CBUAETENBCTBYIOT O €€ BaXKHOI POJIN
B GyHKIIMOHMpOBaHUM ruriokammna. 3U, saBisi-
sCh €ro BHYTPEHHHUM peJjie, HeoOXoauma IS
OCYILIECTBICHUS TAKUX KOTHUTUBHBIX (DYHKIIUIA,
KaK paclio3HaBaHWE HOBH3HBI, KOIMPOBaHUE
MH(pOPMaL M KOHCOJIMIALNS MaMsITHU, B KOTO-
pBIX TUMIIOKAMII UIPaeT KIIOYEBYIO POJib. DTO
obecreyrBaeTcs Ype3BbIYAHON CHHAITUYECKOMN
IUIACTUYHOCTBIO CBSI3€M, a MMEHHO IJIaCTUYECKU-
MU U3MEHEHMSIMU B CUHAIICaX, 00pa3yeMbIX aKCO-
HaMU 1epOpaHTHOIO ITyTU Ha TPaHYJIIPHbIX HEM-
pOHAax, M B CMHAIICaX, 00pa3yeMbIX aKCOHAMU I'pa-
HYJ/ISIPHBIX KJIE€TOK Ha MIINMCTBIX KJIETKax W Ha
HeipoHax o CA3 runmokammna. OIHaKoO OTHO-
CUTEIbHO HAJIMYWS IJIMTEIbHOM IOTEHIMALIUU B
cuHarcax, o0pa3yeMbIX MIIMCTHIMU KJIETKAMU
Ha TpaHYJSIPHBIX HEMpOHAaX, CYIIECTBYIOT HpPO-
TUBOpEeYnBLIe coobiieHus . KpoMe aToro, Koiam-
YEeCTBEHHBIC JaHHBIE O BXOIAaX W BbIXOIAX MIIM-
CTBIX KJIETOK HEIIOJIHBI KaK JIsI TPBI3YHOB, TaK U,
0COOeHHO, mjisi mpumaToB. OKOHYATEIbHO HeE
BBISICHEHBI (DYHKIIMKA MILMCTHIX KiieTokK. Mme-
IOTCSI Pa3HOIACUSI OTHOCUTEIbHO cneuuduye-
CcKOli ponu mnpoucxonsaiuero B 3 HeiporeHesa
JIJISI KOTHUTUBHBIX (DYHKIUI Y B3pOCJIbIX MJIEKO-
nouTaromrx 1 yeaoBeka. Iloka elie cyiecTByeT
ONpeneJCHHBIA pa3pblB MEXIY MCCICOIOBAHUS -
MU HEepOHHOI ceTu 3y04yaToii U3BUJIMHBI U U3Y-
yeHueM 3aBucumoro ot 3U moseneHus1, mo3To-
My [JIAaBHOM 1I€JbI0 B OyAyllleM OTHOCUTEIBHO
¢yukuuii 3W, kak mpenrosaraercs, OymeT 3a-
MOJTHEHWE 3TOro pa3phbiBa.

OPUHAHCHUPOBAHUME
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THE ROLE OF THE DENTATE GYRUS IN THE IMPLEMENTATION
OF THE HIPPOCAMPAL FUNCTIONS: HEALTHY BRAIN

V. F. Kitchigina~ #, L. V. Shubina?, 1. Yu. Popova“

4[nstitute of Theoretical and Experimental Biophysics Russian Academy of Sciences, Pushchino, Russia
#e-mail: vkitchigina@gmail.com

The dentate gyrus (DG), part of the hippocampal formation, is the main target of the neocortical
and subcortical afferents received by the hippocampus; these afferents constitute the anatomical ba-
sis for the involvement of the hippocampus in cognitive processes such as attention and memory.
Namely in the DG a long-term potentiation was first discovered, — plastic changes in synapses,
similar to those that occur when information memorizing. DG is a unique region of the brain, one
of the few where neurogenesis is found in adult mammals, including humans. Another feature of
the DG, which distinguishes it from the hippocampus, is the presence of two types of glutamatergic
neurons, granular and mossy cells. Granular cells, normally having low excitability, restrict the ac-
tivation of pyramidal neurons of the hippocampus and effectively restrain the flow of information
passing through the hippocampal network. This property of granular neurons underlies the protec-
tive function of DG, which counteracts overexcitation of the hippocampal network. The functions
of the mossy neurons of the DG are the least clear; these cells, innervating both glutamatergic and
GABAergic neurons, are likely to participate in the organization of complex network activity both
in the DG itself and in the hippocampus. Despite intensive investigation of the DG, its role in the
activity of the hippocampus is still largely unclear. This review examines the anatomical, histo-
chemical, and functional DG features, the activity of individual cellular elements, as well as its role
in hippocampal functions of normal brain. Special attention is paid to unresolved issues in these as-
pects.

Keywords: dentate gyrus, granular neurons, mossy cells, giant synapses, neurogenesis, long-term
potentiation, spines, pattern of separation, pattern of completion, protective function
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