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IMpoBeneH aHayM3 BO3MOXKHBIX MEXaHU3MOB BJIMSIHUS CYTIpaMaMUJIISIpHOTO siapa rurnoraiamyca (CMA)
Ha aKTUBHOCTb IPAHYJISIPHBIX KJIETOK 3yOUaTOil U3BUJIMHBI U MMPAMUIHBIX HelipoHOB nosist CA2 runmo-
kamra. Mcrnonb30BaHbl U3BECTHBIE NaHHBIE O (DYHKIIMOHAJIBHON OpraHu3alMi BO30OYAUTEbHBIX U TOP-
MO3HBIX B3aMOJECTBUI B HEMPOHHOI ceTy, BKiIovalomeit CMS, rummokamil, IIeperopoaky u dJHTOpU-
HaJbHYI0 Kopy. [IpenmnonoxeHo, 4To MHAYKIIUYW JUTUTEJIbHOM MOTeHIIMaluY Ha TTep(hOpaHTHBIX BXOAAaX K
TPaHyJISIpHBIM KJIETKaM U K MTUpaMUAHBIM HeiipoHaM nosist CA2 npy yCIOBUU OAHOBPEMEHHON CTUMYJISI-
1 CM$ 1 sHTOpUHATBHOI KOPBI CITOCOOCTBYET paCTOPMaXKMBaHME, B KOTOPOM YYaCcTBYIOT B3aUMOCBSI-
3aHHBIC TOPMO3HbIE HEMPOHBI, PACIIOJOXEHHbIE B Pa3HbIX MOJSIX THIIIIOKaMIla, nmeperopoake u CMs. B
COCTOSTHUM 60pcTBOBaHMS MtyTaMaTeprudyeckuii Bxon u3 CMS B mone CA2 criocoOCTBYyeT MOTeHIIUALIMT
BXOJOB K IMUpaMUIHBIM HelipoHaM 1oisi CA2 13 SHTOpUHAJILHOI Kophl 1 13 nojst CA3, yto obierdaer
MMPOXOXIIEHUE CUTHAJIOB Yepe3 TPUCUHANTUUECKUI TMIIoKaMnaabHbIi myTh. C y4eTOM M3BECTHBIX JaH-
HBIX O MOBBIIIeHHON akTuBHOCTY CMS npu mapamokcajibHOM cHe, 00 yyactun CMS B yBeIuYeHUN ak-
TUBHOCTHU TPAHYJISIPHBIX KJIETOK Y MMPaMUIHBIX HelipoHOB noyist CA2, a Takke 0 BhICOKOM 3(h(heKTUBHO-
ctu Bxona u3 nojist CA2 B niosie CAl, BBIABUHYTO MPEAIIOJIOXEHNUE, YTO IIPU MapagoKCaIbHOM CHE, Koraa
nepenavya MHGoOpMaum Yepes KJIacCUUeCKU TPUCUHAIITUYECKUI TIyTh 3aTpylHEHa, ee MepeHoC B ToJie
CAl ocymiecTBiisieTcs yepes 3youaTyio u3BmiInHy u noje CA2. M3 mpoBeneHHOTo aHaIn3a CIAeayeT, YTO 00-
seryeHue nof BiausiHueM CM S mpoxoXaeHrsl CUTHAJIOB Yepe3 pa3Hble TT0JIs1 TUTITIOKaMIIa, a TAKXKe YBEIU-
yeHue akTuBHOCTH CMS 1 rpaHyJISIpHBIX KJIETOK IIPpU MapagoKcalbHOM CHE, CIIOCOOCTBYIOIIIEe Helipore-
He3y, MOTYT JIeXXaTh B ocHoBe y4yactuss CM 4 B mpoleccax namsITu.
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BBEJEHUWE

Panee mosaranu, 4To MaMWUISIPHBIE TeJla y4acT-
BYIOT B Mpolieccax MaMsiTh, MOCKOJbKY CIIOCOOCTBY-
10T TiepeHocy MHdopMaluyM U3 TUIIIOKaMIa 4yepe3
CYOUKYJIIOM B IEpETHUU TajjaMyc, a OTTyJa B IIUHTY-
JIIpHY10 KOopy. OaHaKo MpU 3TOM UTHOPUPOBAJIU MO-
TEHUUAJIBHYIO 3HAYUMOCTDb IPYTUX CBSI3EU MaMWII-
JsipHbIX Tea. Hampumep, cynmpamMaMUWUIIpHOE SIIPO
(CMJI) rumoranamyca CBSI3aHO HE TOJIBKO C 3y04a-
toit m3BmmHoM (31) m monem CA2 runmoxammna, HO
TakXe ¢ 9HTOpUHaJbHOU Kopoit (DK), MmenuanbHOI
neperoponakoii (MII) u maTepalibHOM ITEperopoaKoi
[1—4]. Brmo mpenmnoiaoxXeHo, 4To Ojaromaps 3TUM
cBsa3siM CMS gaBisieTcsi OMTHUM M3 KITIOYEBBIX 3BE-
HbEB HEWPOHHOI ceTu 0O0pabOTKM MH(pOpMALIMU U
MOXET CIOCOOCTBOBAaTh MHTErpaliui KOTHUTUBHBIX
acrieKToB IiejieHarpaBieHHoro nmoseaeHus [1]. ITo-
Ka3aHo, YTO MHAKTUBaLMs Wi ToBpexaeHue CMA
MPUBOMAAT K HapyIIEHUIO MPOCTPAHCTBEHHOIO 00Y-
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yeHus [5]. [TonpoOHBII aHaaM3 BO3MOXKHOCTEHN yJa-
ctuss CMS B snu3oguyeckoil maMsTU NpoBeNcH B
pab6ote [6].

CymiecTByeT MHEHIE, YTO B KOHCOJIMIALIMU IIPO-
CTPAaHCTBEHHOM IMaMSITA YYaCTBYIOT CTPYKTYPHBI, Ubs
aKTUBHOCTbB BeJIMKa BO BpeMsl TTapajoKcaJbHOro CHa
(ITC) [7]. B aToM pyHKIIMOHAIEHOM cocTossHIM CMSL,
31 n meagmanbHasga DK cmiabHO aKTWBHMPOBAHHI [8].
ITpumeyarenbHO, yTO TOHWYEecKast akTuBalms 31 u DK
CBsI3aHA HE TOJILKO C TJIyTaMaTeprudeCKMMU IIPOeK-
nusaMu K HuM 13 CM4, Ho u ¢ TAMKeprimueckumm
nmpoekuussmu u3 MII [7].

IMTpuHsTO CYUTATH, YTO B OCHOBE OOYYEHUSI U TTaMsI-
TH JISKUT JUINTEeNbHAsI MoauduKauus 3pdeKTUBHOCTA
cuHanTuyeckoil nepenayu. K HacrosiiieMy BpeMeHU
MOJTy4YeHbl HEMHOTOUYWCIIEHHBIE CBUAETEILCTBA TOTO,
yTO coBMecTHas1 ctumysisiuust CMSA u iepdopaHTHOTO
Bxona n3 DK B 31 crrocoOCTBYeT yBETMUESHHIO PEaKIIin
rpanyssipHbIX kKiieTok (I'K) 31 Ha ctumysiiio riepgo-
pantHoro niytu (ITIT). Tak, B aKcniepuMeHTax in vivo
MMOKa3aHo, 4TO coBMecTHas1 TeTaHms3auuss CMS n
I1IT npuBOIUT K YBEJIMUESHUIO TIOIYJISILIMOHHBIX pa3psi-
noB 'K ripumepro Ha 50% [9]. [10CKOIBKY TTOSIBIIEHUIO
addeKkTa IpensaTCTBOBAIO MCIIONIL30BaHNE OJI0KaTopa
I'AMKa peniennTopoB NMKPOTOKCHHA, aBTOPHI pado-
ThI [9] MpearosoXuan, 4YTo OH CBsI3aH C BbI3BAHHBIM
ctumysunein CMS nHrnomupoBaHmeM aKTUBHOCTH
I'AMKepruueckux kop3nHuatbix kiieTok (KK), T.e.
¢ pacropmaxuBanvuem I'K. Ha cpesax rummokamiia
B3POCJIbIX MBIIIEH TaKXe MOKa3aHO, YTO XOTS U30JI1-
poBaHHas1 ctumyiasuuss CMS He MOXeT BBI3BIBATh
paspsabl 'K, onHOBpeMeHHast onTudeckasi CTUMYJIsI-
nus adpdpepeHTHBIX BX0n0B B 31 3 CM S n snekTpn-
yeckast cTuMyJasiuust meauaibHoro IIT cmocobeTBy-
10T YBEJIMYEHUIO YaCTOThI MosiBJieHUs pa3psinioB 'K B
OTBET Ha CTUMYJISIIIMIO 3TOTO I1yTH [ 10]. BepositTHOCTH
reHepauuu craiikoB 'K 3Hauumo yBeauduBaiach,
TOJIBKO ecid onThuyeckasi ctumyisiuus CMS npen-
mectBoBasia ctumysisinau I1IT He 6osee ywem Ha 20 Mc.
ITIpumeuaTeabHO, YTO B IKCIIEPUMMEHTAX Ha cpe3ax
addekT HaboaICA U B TIPUCYTCTBUU IMMUKPOTOKCH -
Ha, T.e. U1l €r0 BO3HUKHOBEHUS OBLJIO JOCTATOYHO
cymmanuu BITCII, Bo3HUKAIOIIWX IPU CTUMYJISILIAN
0001X BXOIOB. ABTOpBI pa®oTHI [10] mpeanoaoxuin,
YTO TIOCKOJIbKY MPU ONTUYECKON CTUMYJISIIUU CUH-
XPOHHO BOBJIEKAJIMCh BCE€ aKCOHBI HelipoHoB CMA
(4TO HE MPOUCXOIUT B SKCIIEPUMEHTAX in Vivo), IJis
mocTikeHud 3ddekTa He OBII0O HEOOXOTMMOCTH B
pactopmaxuBaHuu I'K. Ilo-Bunumomy, mpu 3TOoM
Bo3oyxnmenue I'K co croponsr CMS mocTaTodHO
CWIbHOE 151 TIOATOPOTOBOM Jenosipu3aliiu KieT-
KM, TaK YTO MCIOJb30BAHUE OJHON W TOM K€ CUJIbI
crumynsiuuu T1IT yxe He TpUBOAUT K JOTIOJTHUTEb-
HOMY YBEJIMYEHUIO YMCia pa3psioB.

ComnocraBneHue pe3yabTatoB padot [9, 10] moka-
3aJl0, 4YTO CBsi3aHHast co ctumyisiiuein CMS Boipa-
XKEHHOCTb MTenbHo moteHumauuun (AI1) B cu-
Haricax repgopaHTHbie BojlokHa—I K 6oib1ire B 9Kc-

HEUPOXUMMUS Ne 4

TOoM 37 2020

329

IepUMEHTax in Vivo, 9eM B cpe3ax TUIIIOKaMIIa.
OTanure 3KCINepUMEHTAbHBIX YCIOBUM COCTOUT B
TOM, 4TO B IKCIIepuMeHTax in vivo CMS MoxeT oka-
3bIBaTh BIMSHNE HAa aKTUBHOCTD KJIETOK 3 HE TOJIb-
KO HEMOCPEICTBEHHO, 3a CYET MOHOCUHAIITUYECKOTO
Bxoga B 3M (Kak mpoMCXOOUT B IKCIIEPUMEHTAaX Ha
cpe3ax), HO U OIOCPEeNOBaHO, 3a CYET MHHEpPBAIIUU
MIT n monst CA2 runmokamma. C ydeToM 3TOro HaMu
BBIIBUTACTCS TUIIOTE3a, YTO B OCHOBE OOJIBIICI BbI-
paxenHoctu JII1 B axcriepuMeHTax in vivo j1exaT Kak
HerocpeacTBeHHOe Bo30yxkaeHuio 'K co cTtopoHbl
BK n CMJ/, tak u pacTopMaxkuBaHue, B KOTOPOM
yaactByeT MII 1 mosre CA2. 3amaueit HacToseit pa-
OOTHI SIBJISLICS aHAJIM3 BO3MOXHBIX MEXaHU3MOB Ce-
TeBoro BiusHus CMS Ha addeKTUBHOCTH Tepdo-
panTHOTO BXxoda n3 DK k I'K 31 1 Kk mupaMuaHbIM
HelipoHam monst CA2 rumnmokamiia. IloHumanue
STHUX MEXaHU3MOB MOXKET OBITh ITOJIE3HBIM IJIsI OTIpe-
neneHus poau CMS B QyHKIIMOHUPOBAHWUM THUTITIO-
kamma 1ipu I1C, Kkorna akTuBHOCTB HelipoHoB CM S
Bbicoka [8]. TTockonbKy MOJy4YeHBbI CBMAETEIbCTBA
TOTO, YTO HeHIpOHHASI aKTUBHOCTD, T€HEpHUPYyeMasi BO
Bpemsl IIC, cmocoOGcTByeT KOHCOJMIALIUU TIaMSITH
[11], He WCKITIOYEHO, YTO OMNpPENEJICHHBII BKIIAl B
aToT 3 ekt BHOCUT BimstHre CM$ Ha hopmupoBa-
HUE CJIeIOB ITaMSITU B TUITIIOKAMIIE.

OCOBEHHOCTHU OPTAHU3ALNUN
BO3BYIUTEJIbHBIX 1 TOPMO3HbIX
CBA3EHN B 3YBYATOU U3BUIIMHE

st ToHMMaHusT BO3MOXHBIX ITyTeil pacTropMa-
xuBaHus 'K, HaMu HCIIOJIb30BaHbl M3BECTHBIE U3
JIMTEpaTyphl JaHHBIE 0 (PYHKIMOHAJIBHOII OpraHmn3a-
Oy HelpoHHOM ceTH, BKIovaromeii CMS, 31U n
CBSI3aHHBIE C HUMM CTPYKTYypHI (puc. 1). Tak, moka-
3aHO, 4TO HelipoHbl 3U I10/Iy4aloT MOHOCUHAIITUYEe-
ckyto nHHepBauuio n3 DK, CMA n MI1, nmpuaem st
Bxonasl B 3U opranuzoBaHbl Tonmudecku [12]. B mop-
3aJIbHYIO YacTh 3 mpoeupyroTcs JaTepaibHbIC Ya-
ctu DK 1 CM4, a takke MenuanbHasg yacte MIT. B
BEHTpaJIbHYIO YacTh 3U mpoennpyroTcss MeanaIbHbIC
yactu DK u CMS, a Takxke narepaibHas yactb MI1
[12]. B 31 uMmeroTcs mBa THAITA BO30YIMUTEIBHBIX KiIe-
Tok — I'K 1 pacrmonararomiuecst B XuJiyce MIIVCTBIC
kietku (MK). Takxke B 3U BblAeI€HO HECKOJBKO TH-
noB TAMKeprudeckmnx MHTepHENPOHOB, pa3Indaro-
IIUXCS IO MOP(MOJTOTUYECKUM, IIEKTPOPUNOTIOTH-
YeCKMM M HEMPOXMMUYECKUM cBoiicTBaMm [13, 14].

bonpmmacTB0  TAMKeprnueckux xietok 33U
pacriojiaraeTcsi B Xujayce 1 B TpaHyIsipHOM cioe. Tep-
muHaM [TAMKepruyeckux KI€TOK pacroJjaratoTcs
Kak B o0sactu combl 'K, Tak u B 0051aCTH X ISHAPHUTOB
B MOJIEKYJISIpHOM cioe [15]. B yactHocTH, B XUIIyce
MMEIOTCSI THTEPHEMPOHBI, KOTOPBIE IIPOSLIMPYIOTCS Ha
I'K u npyrue xiaeTku xujiyca, coaepxaliye ImapBajib-
oymuH (I1B) [16]. DTi KIETKM MOT'YT y4aCTBOBATh KaK B
addepeHTHOM TOopMoxkeHuu I['K mpu moctyrmieHun
curHaiioB n3 DK, Tak 1 B ux pactopMakmuBaHun. Takke



330 CUJIbKHMC, MAPKEBNY

CAl JIATA/TITA
% Cy6 Q
. CMA
nn CA2
11

Puc. 1. Cxema opraHu3aliiu CBsI3eil B HEMPOHHOM CETH, BKIIIOYAIOIIEH CylipaMaMIUUISIpHOE siApo U Tuimmokamm. 31 — 3y6ua-
Tas u3BmwiIMHa; Xuin — xuiyc; CA3, CA2, CAl — mona runmmokammna; Cyo — cyoukymoM; MIT — MenuaiibHasi eperopoaka;
CMS — cynpamamuuisipHoe siapo; JIATA u ITITA — nateponop3aibHoe U MEAYHKYJIOIIOHTUITHOE TeTMEHTaJIbHbIE SIIpa;
I'K — rpanynsgpHbie kitetk; MK — mmmcteie kitetkn; KK — kop3nnuaras kietka; K — kinetka kannensiop; [1IT — mepdopant-
HBII TyTh. He3akpallleHHBIe TPEeyTOJIbHUKHN U OOJIbIINE KPY>KKHW — BO30OYIUTEIbHbIC HEMPOHBI; OOJIBIIINE YEPHBIE TPEYTOJIbHU -
Ku u kpyxkku — TAMKepruueckue HeiipoHbI; 0OJbIlIME 3aIITPUXOBAaHHbIE KPYXKKHM — XOJMHEPruueCcKrue HeMpPOHBI; TUHUU,
OKaHYMBAIOIIMECsS MAJICHbKUMU He3aKpallleHHbIMU, YEPHBIMU U CEPBIMU KPYXXKaMU — BO30YIUTEIbHbIE, TOPMO3HbIE, XOJIM -

HEPTUYCCKUE BXOAbI COOTBETCTBECHHO.

B XWJIyCe MMEIOTCS MIHTEPHEMPOHKI IIMPaMHUIIHOTO BUA,
Kotopbelie mHronpytoT n I'K, 1 mHTepHEpOHEI, a ad-
¢depeHTallMIO0 MONYYalOT M3 TPaHYISIPHOTO CJIOS U
BHYTPEHHETO MOJIEKYJISIPHOTO cjiosl. OTMEYeHO, 9TO
TOJIBKO 3TU MHTEPHENUPOHBI MOTYT MOHOCHUHAMNTHYE-
CKU pa3pskaTtbes npu ctumysassuuu IIT [16]. Pacmo-
Jnaratommecs B xuiayce KK MHHEpBUPYIOT B OCHOB-
HOM HEMPOHEI I'PaHYJISIPHOTO CJIOSI M YaCTUYHO MO-
JIEKYJISIDHOTO CJIOSI, HO MOTYT HHIUOMpoBaTh U
HeiipoHbl mMpamMugHoro cios monst CA3c rummo-
Kamra. Takxxe B Xujyce UMEIOTCsl KJIeTKU KaH1eJs10-
pel (KKJI), KoTopble 00pa3ylT aKCO-aKCOHHBbIE
OKOHYaHUS B IpaHy/IsIpHOM cioe [16] (puc. 1).

IMTockoneky Ha neHaputax TAMKepruueckux Kie-
TOK pacroiararoTcs 1 BO30yaUTeJIbHbIC, 1 TOPMO3HbBIE
cuHarchl [17], 31 KJIETKA MOTYT ObITh BOBJICUEHBI HE
TOJIBKO B e ap(PEepeHTHOrO 1 BO3BPATHOTO TOP-
MOXEHUSI, HO U pacTopMaxkuBaHusi. Kpome pacno-
JIOXXEHHBIX B MOJIEKYJIIpHOM cjioe 3/ TOpMO3HEIX
MHTEpHENPOHOB, coaepxamux [1B n KansOMHIUH
[3], B rummmokamite UMEIOTCS cojliepKalliiie KaJlbpe-
TUHUH WHTEPHEHPOHHBI, KOTOPble B OCHOBHOM WH-
HEPBUPYIOT IPYrve TOPMO3HbIE UHTEPHEUPOHHI [ 18]
¥ TI03TOMY MOTYT Y4aCTBOBaTh B paCTOPMaKMBaHUU.
Conepxaiue 1B KK, monyyaroiiye mHHepBaLUO
OT aKCOHHBIX KojutaTepaneili I'K (MIIMCTBIX BOJIO-
KOH), MTHHEPBHUPYIOT COMY, a TakKKe Oa3ajbHbIe ICH/I -
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PUTHI ¥ IIPOKCUMAJIbHBIEC YaCTH allMKAIbHBIX ICH/I-
putoB I'K [19]. IToaTromy KK MoryT ydyactBOBaTh B
Bo3BpaTHOM TopMoxeHuu. [Tockonbky KK monyya-
JOT TakKKe BO30yxXneHne n3 DK, oHM yJacTBYIOT U B
adppepentHom TopmozkeHuu 'K [20]. Pacnonarato-
muecs B 3 TAMKepruueckue KJIeTKU pa3inyaroT-
CsI IO 3JIeKTPOU3NOIOTMIECKIM CBOMCTBaM. Tak, y
KK ¢ OBICTpBIMI BEICOKOAMILIUTYTHBIMU CITaliKaMU
JIJIUTebHAasI cleqoBasl TUIIePIOIpU3alis U HEeT Ya-
CTOTHOM ajanTalluy HpU IIATEIbHON IeIoJIsipu3a-
nuu, Torga kKak y KKJI ecTe yacToTHasl agarTamnus
[21]. UMeroTcs TakKe KIIETKU, XapaKTepU3yolIuecs
BBICOKOYACTOTHBIMU pa3psigaMU B OTBET Ha JIEIIOJISI-
pusytonuii Tox [21]. BaxkHO OTMETUTB, YTO CoAepKa-
mue 1B nntepHeiipoHbl 3U ¢ ObICTpBIMU CITaliKaMu
3(pheKTUBHO TOPMO3ATCS (CTAHOBSITCS MOTYAIIIIMM)
MpU MOCTYIUIEHMU Ha UX MPOKCUMAaJIbHbIE WIW JU-
CTaJIbHbIE IE€HIPUTHI CUTHAJIOB OT APYTUX TOPMO3-
HBIX MTHTEPHENPOHOB [22].

M3BecTHO, 4YTO IMpaMUOHBIE HEWPOHBI OIS
CA3c noceutarot npoekuuu oopatHo B 3U [23]. Ilpu
5TOM OHU OKa3bIBaloT BiussHue Ha 'K kak Hermocpe -
CTBEHHO, TaK 1 orocpenoBaHHO 4Yepe3 MK xuiryca u
TopMO3HbIe nHTepHepoHsl 3U [23]. TakuM obpasom,
Bxonbl u3 DK, moimsa CA3c u MK Moryt oka3eBaTh Ha
I'K He TOIbKO MOHOCHMHANTUYECKOE BO30YIUTEIHHOE,
HO 1 JWCUHAIITUYeCKOe TOPMO3HOE BiIMsIHUE (puc. 1).
INokazaHo, yto B mytu u3 nosst CA3c B 3U npeobnanaer
nHruoupoBaHue 'K 3a cueT Bo30yKIeHNsT TOPMO3HBIX
WHTEPHEMUPOHOB, MpUYEM Jaxe c1aboe yMEHbIIIEHUE
3TOr'0 TOPMOXKEHUS MOXET YCUJINTh aKTUBHOCTh I'K
[23]. Pe3ynbraThl paboThl [24] moKa3aau, 4TO AJIS I10-
aeiaenust BIICII B 'K npu ctumynsuuu noast CA3
BaXKHO, B KAKOM JIOKYCE IIPOMCXOIUT PaCTOPMaKu-
Banue. Ecu mist OJIOKMpOBaHUSI TOPMOXEHMST Yepe3
I'AMKa peuentopbl OMKYKYJJIMH allTIMIMPOBAJIN
B obJyacth combl 'K, a takke B xunyc, To TIICII
YMeHBbIIaJICS U MOXHO Obu10 mHAyHupoBaTh BITCIT
npu Toi ke cwie ctumyiasuuu nois CA3 [24]. Otu
JIaHHbIE YKa3bIBalOT HAa BaXXHOCTb CHATHUSI TOPMOXKE-
Hus ¢ coMmbl I'K 1151 mx Bo30yXKmeHusI.

Kpome Toro, B 3M oKaHUMBA1OTCS aKCOHBI
I'AMKepruueckux kiaetok MII, koTropele MHHEPBU-
PYIOT TOJIbKO TOPMO3HbIE UHTEPHEUPOHBI, TAKUM 00-
paszoM obecneumnBasi pacropMaxkuBaHue I'K [25].

POJIb CMA U PACTOPMAXHNWBAHUWA
B YBEJIMYEHHNUA PEAKI_II/HZ I'PAHYJIIAPHBIX
KIJIIETOK 3YBYATOU M3BUJIIMHbI HA
CTUMVJIALUWIO ITEPOOPAHTHOI'O BXOJA

[IpuBeneHHbIE BBIIIIE JaHHBIE O (DYHKIIMOHAILHOM
OpraHu3any HEMPOHHON ceTH, BKImoyaromieii CM4,
33U u MII, yka3bIBalOT Ha TO, YTO B OCHOBE HaOJII01aB-
LIEHCA B 9KCIIEPUMEHTAX ik ViVO BBICOKOAMIUIUTYIHOMN
JIT acbdpexrnBHOCTM epdopanTHOTrO BXoma K I'K mo-
T'YT JIeXXaTh HECKOJIbKO MeXaHU3MOB. Bo-niepBhIX, BX0H
13 CMS1 MoxXeT cnocoOCTBOBAaTh HEIIOCPEACTBEHHO-
My Bo30y:xkneHHnIo 'K 110 11ersM, BKITIOYaromInuM Ty -
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TamMaTrepruyeckue HeupoHbl rummnokammna, MII u
BK. Bo-BTopsix, mockoabky CMJ yyacTByeT B reHe-
parnuu Teta-put™a [26], yeroBus mst nHaykouu 11
JOJKHBI YJIYUIIUTBCS 32 CYET YBEJIUUYEHUS] CUHXPO-
HU3allUM aKTUBHOCTU Mpe- W MOCTCUHANTUYECKUX
HEMPOHOB U BBINIOJIHEHUS MpaBuia Xebba. B-Tpe-
Thux, CMS MoXeT ciocoOCTBOBaTh pacTOPMAaKBa-
Huio 'K, mockonbky B camoii 3U1, monssx CA3c u
CA2 rumirokamiia, a Takske BO B3aMMOICHCTBYIOIIEH
¢ HumMu MII umerotcs B3aumocssizanHble TAMKep-
rudeckue Kietku (puc. 1).

Heiiponn! marepanbHoii vact CM S nHHEpBUPY-
JOT CyIIparpaHyJIsIpHBII cJIoif nop3anbHO yact 31U
M B MEHBIIIEH CTeTIeHU BeHTpaJIbHYIO yacTth 3U [27].
M3 akCOHHBIX TEpMUHAJIE CYyOTTOMYJISIIIMU STUX KJTe-
TOK BbIOENSIOTCA riyramaT 1 TAMK, nipuyeM oHM
BBIACIISIOTCS. M3 Pa3HBIX IIy3bIPhKOB B HE3aBUCUMBIX
CUMMETPUYHBIX U aCUMMETPUYHBIX cuUHaricax [28].
Bbruto npennosioxeHo, yTto 3TU HeiipoHbl CMS MoryT
OIHOBPEMEHHO THUIIEPIIOISIPU30BaTh COMY M IEIIOJIsI-
puzosath AeHapuTHI ' K [27]. OnToreHeTnyeckast akTH-
Bauys 3Tux HeiiponoB CMSI BeizeiBaia y 82% I'K 31
MOHOCHHaNTHYecKue oTBeThl Yepe3 AMITA u TAMKa
peuernrropsl [29]. Ognako TAMK, BeiaeuBIIniics n3
TepMuHajieili HelipoHoB CMS, He MpUBOAWI K UH-
TMOMPOBAHUIO aKTUBHOCTU TOPMO3HBIX MHTEPHEI-
poHoB 3U. I'myramar, BEIOCIUBIIUIACS IIPU CTUMY-
nsgann CMS, BeIZBIBA pa3psiibl TOPMO3HBIX MHTEP-
HelipoHoB, HO He 'K [10]. ITockonbKy, HECMOTpS Ha
pa3pspKalonecs: TOpMO3HbBIE MHTEPHENPOHBI, CTUMY-
nauusg Bxona 3 CMS B 3U mora crioco6¢TBOBaThH
cpabateiBanmio 'K 1mipm coBnmameHnM BO BpeMEHM CO
ctumyssiumeit ITT, ectecTBeHHO TIPEATIONOXUTh, YTO B
ycunenun aktuBHoctu 'K ydacTByeT pacTopMazkui-
BaHue. g peanu3anny pacTOpMaXkKMBaHUs, UHTEP-
HEWpOHHI, Toydarolie Bo3oyxaeHue uz CMS u
OK, 10KHBI UHTUOMPOBATh APYTrMe UHTEPHEUPOHBI,
npudeM 3¢ppexTuBHOCT TopMOoxKeHus I'K co cTopo-
HBI TTOCJIEAHUX JOJDKHA OBITh Besinka. C ydeToM IIpur-
BEIACHHBIX B TPEAbIAYIIEM pa3aeiie JaHHbIX, MOXHO
noJjaraTb, 4YTo pactopMaxusanue 'K Oyner Hanboee
3(pheKTUBHBIM NPU TOPMOKEHUMN aKTUBHOCTU pac-
nonoxeHHbIX B xunyce KK n KK/, akcoHHBIE OKOH-
YaHMsI KOTOPBIX COOTBETCTBEHHO MHHEPBUPYIOT COMY
¥ OKaHYMBalOTCsI Ha akcoHHoM xomuke 'K [13, 30].

MBI 110/1aTaeM, YTO MHIMOMPOBAaHNE aKTUBHOCTU
KK u KKJI xunyca n pacropmaxuBanne I'K moxer
peaym30BaThCs MPU BHITTOJHEHUU CIEAYIOIINX YCIIO-
Buii. 1. Bo30yxneHue oT KaJbpeTUHUH-COAEPKAIINX
mIyTaMaTeprudeckux HeiiponoB CMJSI mmocTtymaer Ha
TopMO3HBIe KJIeTKN 3U, KoTopbie nHHepBUpYyIOoT KK
u KK/, Tak uro ctumynsiiust CMS nmpuBeneTt K UH-
rMOMPOBAHUIO aKTUBHOCTH ITOCIICIHUX Y PACTOPMAXKM -
Banmio I'K. 2. ITockonbky TAMKeprudeckue HeiipOHBI
MII uMHHEPBUPYIOT TOJHKO TOPMO3HBIC KieTku 33U,
Bkimouast KK u KKJI [25], ctumynsiiiust CMS 1 Bo3-
OyXIeHHe TOPMO3HBIX KiieToK MIT MoxeT rpuBecTtu
K marnonposanmio KK n KKJI.
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ITIpmeuarepHO, 9TO akKCOHBI HelipoHoB CMA
00pa3yloT aCUMMETPUYHBIE BO30YIUTEIbHbBIE KOHTAK-
1ol ¢ 'K, a Takke ¢ cogepxamumu 1B 1 kans0nHIuH
TOPMO3HBIMM MHTEpPHEpoHaMu xXmiTyca, Ho He ¢ MK
xunyca [3, 4, 10]. Bo3oyxnenue MK moy4yaioT ot
HelipoHoB ciiosi 2 DK [31] m ot 'K [32], moaTomy MK
MOTYT y4acTBOBaTh B ap¢epeHTHOM M BO3BPAaTHOM
Bo3oyxxneHnnn I'K. ITockonpky MK He TOMBKO BO3-
oyxnarot 'K, HO 1 MTHTMOUPYIOT X Yepe3 TOPMO3HBIE
Herponsl, Bmugane MK Ha aktmBHOcTh 'K MOXeT
OBITh pa3HoHampaBieHHbIM [33]. [lo-BunumomMy, mu-
cuHanTuyeckoe TopmosHoe neiicterue MK Ha I'K Benu-
KO, TaK KakK B OTCyTcTBHe Bxoma oT MK K TopMO3HBIM
WHTEepHEpOHaM TTOCIeAHME MpeKpalliain pa3psoKaTh-
csl. D10 criocobcTBOBao pactopmaxkubanuo 'K [33].
IMockoapky CMS He maHepBupyeT MK, aKTUBHOCTD
3TUX KJIETOK MOXKET OBITh HEBEJIMKA, a NX BO30YK/Ia-
folllee NeiicTBMe Ha TOPMO3HbIE MHTEPHEMPOHEI Cla-
ObIM. B pesynbTare TOJDKHO OBITh CHIDKEHO MHTMOMPO-
BaHue 'K (T.e. OyneT mMeTh MECTO pacCTOpPMaKBaHUE).
CynpaMaMWIUIIPHOE SIAPO TaKKe MOXKET OKa3bIBaTh
orocpemoBaHHOe BimMstHHE Ha akTuBHOCTH 'K 3U 3a
cueT nHHepBauu 1ojist CA2 ruriokamria.

POJIb CMA U PACTOPMAXHNBAHMA B
OYHKIUMOHWPOBAHWUHN IMUMPAMUIOHBIX
HEMPOHOB I10JIAA CA2 TUITITOKAMITA

Muneppanys B moite CA2 mmoctyrraeT u3 ciiost 2 9K,
ot CA3, CMS u MII [34, 35]. Kpome Toro, nupa-
MUIHBIE KIeTKHU o1 CA2 MOryT nojiydaTh BO30YyXK-
nenue ot I'K mo mimcTeiM BojiokHaM [36, 37], T.e.
muHys nojie CA3 (puc. 1, 2). Bo30ynuTeabHbIA BXO
n3 DK Ha gucranbHbBIE OEHIPUTHI HEMPOHOB IIOJIS
CA2 gBnseTcsl cuiabHBIM, a Bxon m3 moiist CA3 Ha
MPOKCUMAJIbHBIE IEHIPUTHI SIBJIsIETCS ciadbiM [38],
MMO-BUANMOMY, BCJICACTBUEC HAIIMYMS CHUJIBHOTO ad-
¢depenTHOro ropmoxenus [39]. B mone CA2 numeercs
MHoro KK, mpuuem omHa HeOoJibllIasi rpymnmna 3TUX
KieTok cxonHa o coiictBaM ¢ KK monsg CALl. Y Hux
OBICTpHIC CHAMKM, BEPTUKAJIbHO OPUEHTUPOBAHHEIC
JIEeHIPUTHI U aKCOHBI BETBSITCSA B 00JACTU Pacrofio-
XeHus1 camux kietok [40, 41]. Otu KK moaydgaior
BO30YXIE€HHME TAKXKE OT COCETHUX MMPAMMIHBIX HEli-
POHOB, T.€. BKJIIOYEHBI B LI BO3BPATHOTO TOPMO-
KEHUST MUpaMUIHBIX HeiipoHOB [42]. I1o KoHTpacTy,
OosbmMHCTBO comepkamux 1B 1 xkamsomaana KK
noiass CA2 uMeeT [NIMHHbIE TOPU3OHTAIBHO OpUEH-
TUPOBAHHBIE JEHAPUTHI C PEIKUMU IIUITUKAMU, KO-
TOphIe pacrmojiaralorcs B ciaoe opueHc [40] (T.e. B
cJioe, B KOTOPBI Takke MocTymnarT addepeHThl U3
CMZ [10]). Ha o6a Tuna KK mocrtymaet Bo30ykne-
are kKak nx OK, tak u u3 monsg CA3 [40]. AKCOHBI
BTopoii rpynnbl KK IMpoko BETBSITCSI BO BCEX CIOSX
CA, ocymecTBisist appepeHTHOE TOPMOXKEHME Ipa-
MUIHBIX HelipoHOB B 1onstx CA2 m CAl u Bo3Bpar-
Hoe TopmoxeHue B moje CA3 [40]. ITo MHeHUIO aB-
TOopa yKa3aHHOU paboThl, NOCKOJbKY 3TU KK moms
CA2 nonyyarot adpdepenranuio nz CMA, BK, 3U,

noyist CA3 1 BIMSIOT Ha aKTUBHOCTD COCENHUX ITOJIei
CA, OHM MOTYT UTpaTh 0COOYIO POJIb B KOOPAUHUPO-
BAaHWU AKTUBHOCTU BCEU HEMPOHHOM CETU TMIIIO-
KaMria (¢ HeJIbIo YIIPOIIEHMS Ha puc. 1 IIpeacTaBieH
TOJBKO OJWH TOPMO3HOI HelipoH B moje CA2; He
MIpeACTaBICHbl BXOObl OT HUPaMUIHBIX HEMPOHOB
noist CA3 K mupaMUIHBEIM M TOPMO3HBIM KJIETKaM
nonst CA2. Takxke He otobOpaxkeH Bxon u3 CMS k
TOPMO3HBIM KiieTKaM 1oJisi CA3 [4] 1 He aHATU3UDPY-
eTcs BO3MOXKHAasl pPOJIb 3TOT0 BXOJa Ha aKTUBHOCTH
nupaMUIHBIX HelipoHOB 1101 CA3 1 UX KJIeTOK-MU-
LIEHEH B APYTUX ITOJISIX TUMIIOKAMIIA).

[IpunsaTo cuuraTh, yTo B Koyuiarepaisix Iladdepa,
cBsasbiBaroniux mmojie CA3 ¢ monem CA2, ki1accrmaeckast
HIT ne unnyuupyetcs [43]. OmHaKo 3TOT BXOI MOXKET
OBITH YCUJIEH BCJIEACTBUE IIATEIIBHOM Ienpeccui (-
(beKTMBHOCTM TOPMO3HOTI'O BXOAa K MPAMUIHBIM Heii-
poHam nojist CA2 ot conepxaiuux I1B TopMO3HBIX MH-
TEPHEMPOHOB, T.€. BCIIEACTBHUE pPacTOpMaKMBaHUSI.
VYcuiteHrst 3Toro pacTopMaKBaHUsI MOXET OBITh 10-
CTaTOYHBIM JJIsI TOro, YTo0nl Bxod u3 1mojs CA3 He
TOJIBKO BEI3BIBAJI pa3psiabl IIMPAMUIHBIX KJIETOK IOJIS
CA2 [44], vo paxe npuBommi K AIT apdpexTnBHOCTH
3TOrO BXO/a, UTO O0JIer4aeT MPOXOXKICHWE CUTHAJIOB
yepe3 nose CA2 [39]. TTokazaHO, UTO COBMECTHasI
ctuMyIsinsg BxogoB B oiie CA2 u3 DK u u3 mong
CA3 moxet cnocodoctBoBath I B myTu u3 mosst CA3
B mojie CA2 [45].

IMockonbky nipu ctumynssuuy CMS nupaMugHbie
kietku monst CA2 Bosoyxpaiorcd [34, 46] u mo-
ckoJibky Bxoa u3 moyss CA2 B noyie CAl sgBasercs
CUJIBHBIM 1 aKTUBHUpYeT HeiipoHsl 11ost CAl He3aBuU-
cumo ot 11osst CA3 [38], CMS moxxeT onmocpe1oBaHHO
cnocoocTBOBaTh Bo30ykaeHuto I'K 3a cuet nupKyisi-
oy aktuBHOcTU TI0 uernu mone CA2—mone CAl—
akHUEe ciaon DK—sepxaue cion DK-T'K. Kpome To-
ro, 1pu ctumyJisitiui CM S Bo30y:KaatoTcsi TOPMO3HBIE
kj1eTku 110J1s1 CA2, KOTOpble UHTMOMPYIOT TOPMO3HbBIE
kietku noJist CA3 (puc. 1). B pesynbrare, 3a cyeT pac-
TOPMaKMBaHUSI MOXET YBEJIUYUThCS BO3OYXKICHUE
nupaMuIHbIX HelipoHoB monst CA3. Kak ykaszaHo
BhIIe, B 1Tosie CA3c MMEIOTCsI MMpaMUIHbIE HEMPOHHI,
npoeuupymolrecss oopatHo B 3. OHM 0OKa3bIBaIOT
pimstHue Ha aktTuBHOCTH 'K 33U vepes MK xunyca u
TopMo3HbIe MHTepHEepoHsl 3 [23]. Iloka3aHo, 4To
Jaxe cjiaboe yMEHbIIEHHWE TOPMOXKEHUSI MOXET YCU-
JmTh Bo30yxneHue mexny 31 u moirem CA3 [23]. Io-
CKOJIbKY TTMpaMUIHbIe HeMpoHHbI 1ost CA2 mpoenupy-
101cs Takke B CMS 1 MIT [35], oHu MOryT 4yepe3 3Tu
CTPYKTYPHI OIIOCPEIOBAHHO BJIMSATH Ha aKTUBHOCTh
I'K 31.

Kpome toro, ctumynsiuust HeiipoHoB CMS mo-
XeT crocoocTBOBaTh MHAYKLMU JIIT Ha BXode B IoJie
CA2 n3 9K 1 u3 mojist CA3, OCKOJIBKY M3 aKCOHHBIX
TepMuHaNIel HelipoHoB CM I BelensieTCs BEIIECTBO
P [46]. TToka3zaHo, uTo Garogaps BelecTBy P, kpat-
KOBpeMeHHas1 moTeHIranust 3(p¢GpeKTUBHOCTA BXOJa
n3 ot CA3 B-monne CA2 tpanchopmupyercs B AT1
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Puc. 2. BausiHue cynpaMaMILISIPHOTO siapa Ha 3 (GEeKTUBHOCTD CBSI3¢ii B HEMPOHHOI CeTH TMIIITOKAMIIa B COCTOSIHUM T1apa-
JIokcanbHoro cHa. ITo Mepe mpoaBHUKEHUsI CUTHAJIOB OT JIaTepajbHOM U MeauaabHOM 061acTeil SHTOpUHaIbHOM Kopbl (DK)
yepe3 3youatyto u3BmwimHy (31) 1 none CA2 B monie CAl rumnmokamIiia Ha HeiipoHaX 3TUX CTPYKTYP IOCIeA0BaTeIbHO (hopMuU-

Yy

PYIOTCSI YCJIOXKHSIIOLIUECS] OTOOpakeHMST acCOLUALIMA

00BEKT—MECTO”. YTOJIIIIEHHbIE IMHUU — TMTOTEHIIMMPOBAHHBIE BXOBI.

HyHKTI/IpHI)IC JIMHUU — OJCTIPECCUPOBAHHLIC BXO/bI. ]_HTpI/IX—HyHKTI/IDOBaHHI)IC JIMHUU — BXOJIbI U3 MEINAJIbHOMN TIIEPETOPOaKM.

u 910 Kputndeckyio poib B AI1 B curarcax CA3—CA2
n 9K—CA2 urparoT nporeruHkuHas3bl [47]. ABTOpPBI
yKa3aHHOI pa0doThl MPUIIIM K 3aKJIIOYEHHIO, YTO
nMeHHO Bxoa n3 CMS cnocoOCTByeT accoumaTuB-
HoOM TutacTuuyHOCTU B nojie CA2. I1pu nmoctyruieHumn
curHayioB U3 DK Heiiponbl 3U u nonst CA2 akTuBU-
pyrorcsa ogHOoBpeMeHHO [48]. He mckimroueHo, 9To
Bxon u3 CMS crmocoOCTBYET HE TOJBKO YCHMJICHUIO
Bxoga n3 o CA3 B mone CA2, Ho n Bxoma u3 31 B
nojie CA2.

HeilipoHbl paccMaTpruBaeMOil HEMPOHHOI CeTU, B
CBOIO oYepenb, BAUIIOT Ha aKTUBHOCTL CMS, 110-
ckoibkKy B CMS moctyrnaer MHHepBalusl OT Coaep-
KalIUX KJIbPETUHUH U KJIb,OMHIWH HEMPOHOB, pac-
nojoXeHHbIX Ha rpaHuiie MIT u naTepaibHOI Tiepe-
TOPOJIKHU, ToJydyarlolux Bo30yxiaeHue us DK [49]
(puc. 1). Dtn HelipoHbl okasbiBatoT Ha CMSI croxHoe
BO3JIEICTBUE, TaK KaK aKCOHbI 60% 13 HUX 00pa3yloT
CUMMETPUYHBIE TOPMO3HBIE CHUHAIICHI C HelpoHaMmu
CMHl, a 40% — acuMMeTpIHBIE BO30OYIUTEILHBIC CH-
Harichl [50]. Takke B CM S mpoennpyioTcst HEMpOHBI
cyoukyioma [51, 52], KOTopHlii IToTydaeT BO30yKe -
Hue u3 nojus CAl.

POJIb CMA B ®YHKIIMOHWUPOBAHUNU
T'IITIOKAMIIA B COCTOAHUMAX
ITAPAJOKCAJIBHOT'O CHA
N BOAPCTBOBAHUMA

ITokazano, uro npm I1C aKkTUBHOCTH HEMPOHOB B
CM<, 31 u meguanbHoit DK yBennyeHa 1Mo cpaBHe-
HUIO C COCTOSTHHEM 0OIpCTBOBAaHUS [ 8] 11 UTO BIUSIHHE
CMJ4 na aktuBHOCTH HelpoHoB 3U aBnsieTcs oco-
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oenHo cuabHBIM [53]. [Toka3zaHo Tak:Ke, 9TO ITOSTBJIC-
Hue [1C cBsi3aHO C yBeJIMUYEHUEM aKTUBHOCTU XOJIU-
HEpPruyeckrux HeWpOHOB MEAyHKYJIOMOHTUIHOTO U
JIaTepOIOP3aIbHOTO TerMEHTAJIbHBIX simep. Onrore-
HeTUYecKasi CTUMYJISILUSL XOJIMHEPTUIECKUX HEUPO-
HOB II€IYHKYJOIIOHTUIAHOTO siApa MpUBOAMIIA K YBE-
JudyeHuto yuciaa snusonos [1C [54], Torma Kak cTHU-
MYJISIIMS TIyTaMaTe pruuecCKux HEMPOHOB 3TOTO SIapa
IpHUBOAMJIA K OOIPCTBOBAHUIO U YBEIUIEHUIO aKTUB-
HOCTHU KOpHI [55]. ALICTUJIXOJIMH MOXKET BJIUSITH Ha
aKTUBHOCTb HelipoHOB CM I, Tak KakK XOJIMHepruue-
CKUe HEMPOHBI MNEeAyHKYJIONOHTHUMHOIO U JIaTepO-
JIOP3aJIbHOTO TeTMEHTAILHBIX SIAeP MIPOCLUPYIOTCS B
JIaTepajabHBIA rUmoTrajgamyc [56] 1, B 4aCTHOCTH, B
MaMWUISIpHBIE sapa [57]. B yacTHOCTH, MOKa3aHo,
YTO BO3ACUCTBUE HAa HUKOTUHOBEIE XOJIMHOPELIEIITO-
pBl Ha HelpoHax JlatepasbHoro CMS mpuBomuT K
YBEJIMYEHUIO aKTUBHOCTU 3THUX HEMPOHOB U UX BJIU-
STHUSI Ha peaKTUBHOCTb HelipoHoB moJist CAl runmo-
Kammna [58, 59]. OTu naHHbIe TTO3BOJISIIOT T0JIararh,
yto Bo Bpemd I1C, 61aromapst moCTyIIEHUIO alleTUIT-
XOJIMHA U3 TerMEeHTabHbIX s1aep B CMS akTMBHOCTh
HEWPOHOB B 3TOM SIpe NOKHA ObITh BEICOKOI. [leii-
cTBUTENILHO, BO BpeMs I1C akTMBHOCTh HEIApOHOB B
natepanbHoOit yactu CMS 6pl1a Benka. Kpome To-
ro, HaOmIoganoch yBeandyeHue aktupHoctu I'K [8].
ITockounbKy 1ocie noBpexaeHuss CMS KoanyecTBo
B030yXneHHbIX HeiipoHoB B 31 npu I1C ymeHsIa-
Jock, yBenmmueHne aktuBHOCTH 'K mipu T1C cBg3anmm
¢ BxogoM B 3M u3 narepanbHOii yactu CMSA [8].
ITpumeuarensHo, yto AI1 Ha nepdopaHTHOM BXOJ€E B
33U unaynupyetcs Kak Bo Bpems I1C, Tak u mpu c1io-
KOITHOM OOJIpCTBOBAaHMM, HO HE BO BpEMsI MEIJIEHHO-
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BosiHoBoro cHa [60]. ITpu IIC B 3U yBeanyeHsl, 110
CpaBHEHUIO C OOIPCTBOBAHUEM U MEIJIEHHO-BOJIHO-
BbIM CHOM, YpoBeHb HAM® M KOJIUYECTBO OEJIKOB
pCREB 1 pMAPK, KoTOphIe Y4aCTBYIOT B KOHCOIN-
Jaly TUIIOKAMII-3aBUCUMOM mamMatu [61]. Drtu
JIaHHBIE ITO3BOJIMIIY IIPEAIIOJIOXKUTh, 4YTO BO BpeMst I1C
IUTAaCTUYECKUM IIepecTpoiikaM 3(M(OEeKTUBHOCTH BO3-
oynutensHoOro Bxoga K I'K 13 DK cmocobcTByeT BXo,
B 3U u3 CMHI [8]. B pabote [29] Takke mpenmnoioxe-
HO, YTO B IJIACTUYECKMX U3MeHeHMsIX B 3U Bo BpeMs1
I1C moryt yyacTBOBaTh BBIIC/ISIONINE TIyTaMaT U
I'AMK Heiiponsl CMSI, KoTopbie akTuBHEI I1pu [1C
¥ BOBJICUEHHI B reHepanuio Tera-putMma. [lomaraior,
yto BbIAcHAomue TayramMaT U AMK HelipoHBI
CM4I urpatot BaxkHy10 pojb B akTuBHOcTH 'K, 671a-
rogapsi UCKJIIOYUTEIbHO OOJIBIIION IMIJIOTHOCTH MX aK-
COHHBIX OKOHYaHUI Ha MPOKCUMAaIbHBIX AEHAPUTAX
I'K 1 BOBMOXHOCTH 00eCcie4rTh CUHXPOHHOCTbD Cpa-
oareiBanus 'K [29].

Heiiponnr matepanpHoOit yactu CMS, KoTopwie
BbIIEJISIIOT D1yTamat 1 TAMK, akTMBUPYIOT HEHPOHBI
nop3aibHO yactu 3M, Torma Kak HEWpOHBI BEH-
TpanbHOI yact 3U 110/My4yaroT Bo30yKICHNE U3 Me-
nuabHoi DK [62]. AKCOHHBIE TEPMUHAIN HEMPOHOB
3agHel u MeauanbHol yacteit CM S, 13 KOTOPBIX BhI-
JieJisieTcsl TOJIbKO IIyTaMaTt, MHHEPBUPYIOT NCKITIOUM -
TEJIbHO BHYTPEHHUI MOJIEKYJISIDHBIN CJIOM BEHTPAIb-
Hoit yactu 3U1 u cioii mupaMUIHbIX HEHPOHOB B IMO-
n1sx CA2 n CA3a [27]. O1tu Hetipousl CMS akTMBHEI
B COCTOSIHUM OOJIpPCTBOBAHUSI, a UX WMHAKTUBALIMUS
MPUBOAUT K COHJIMBOCTH [29].

IMockonbKy TONBKO 15% OT 06IIero KoJImdyecTsa
kietok CMS Beinensiet myramat u TAMK [29], unc-
JIECHHOCTh HelipoHoB CMJS, BBIOEASIOIINX TOJBKO
mIyramMarT, Imo-BUIMMOMY, Benuka. Ilostomy, B co-
CTOSTHMM OOIPCTBOBAaHMS KOHIIEHTpALIMS IIyTaMaTa
B 11oj1e CA2, BBIIEIMBIIETOCS U3 aKCOHHBIX TEPMUHA-
neit HelipoHoB CMSI, mokHO OBITH BEICOKOI. B pe-
3yJIbTaTe JOJDKHBI YIyUIINTHCS YCTOBUS IJISI MTHAYKITAU
HIT Ha nepdopantHoM Bxoae u3 DK K nmupaMuaHbIM
HelipoHaM monst CA2, a Bo3pacTaHWe aKTUBHOCTH IO~
CIIETHUX OYIeT CITOCOOCTBOBATH ITPOXOXKICHUIO CUTHA-
JioB u3 11oJ1s1 CA2 B mosie CAl (puc. 2). Ha o, uto npu
Haymmunu Bxona u3 mmoiist CA2 B mosie CAl MOXeT ycu-
JIThCs cBI3b Mexny rmonssmMu CA3 1 CAl, ykazaHo 1
B pabore [63].

C y4eToM U3BECTHBIX U3 JUTEepaTypbl TaHHBIX O
pa3IMYHON KOHIEHTpAllUM HEAPOMOAYIITOPOB B
mo3sre B coctostHuSIX I1C 1 60apcTBOBaHMS, JTaHHBIX
0 HaJIMYMU PELEeNTOPOB Pa3HbIX TUIIOB HA HEMPOHAaX
pa3HBIX YacTeil TMITIOKAMIIA, a TaKXKe chOPMYIUPO-
BaHHBIX HAMU TIPaBWJI MOOYISIIMU CHUHAIITUYCCKON
rnepenayv, ObLIO BBIABUHYTO TPEANOJIO0XEHUE, UTO
Bo BpeMs I1C menpeccupyercs 3¢OEKTUBHOCTD I1e-
pedayn B ABYX 3BEHBSIX KJIACCUYSCKOTO TPUCUHAIITH -
yeckoro 1nytu depes rumnmokami (3M—nose CA3 u
none CA3—none CAl/cyOuKyIroM) U OTHOBPEMEH-
HO moTeHUMUpyeTcs 3PheKTUBHOCTH BX0I0B U3 DK
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K IMpaMUIHBIM HelipoHam moiisg CAl [64] (puc. 2).
M3 mpoBeaeHHOro B HacTtosiieit paboTe aHaiu3a
cirienyert, uto rpu I[1C 3a cuet BxogoB n3 CMS Mmoxket
YAYYIIUTHCS 3(p(HEeKTUBHOCTh CUHAIITUYECKOM IIepe-
naum B myTssx DK—3U, 3—mone CA2 1 nojie CA2—
nosie CAl/cyoukyntom (Munys nojie CA3). B cocro-
SHUM 6oapcTBoBaHMS Bxoa 13 CMS MoxeT crmoco0-
ctBoBaTh JI1 appeKTMBHOCT CMHANITUYECKOM Tepe-
JIauyM B KaXKIOM 13 3BEHbEB KJITACCMYECKOI'O TPUCUHATI-
THUYECKOTO IIyTM B TUIINOKaMmme. Takum oOpa3oM,
BCJICICTBME pa3Inyusl MPOEKLUNA M3 Pa3HbIX YacTei
CMJ B rummokaMIl, a TakKKe pa3HOl aKTMBHOCTU
KJIETOK B 3THX YacTsIX CM S B coCTOSTHUSIX O0OPCTBO-
BaHus 1 I[1C, 310 1Ap0 MOXKET IMO-pa3HOMY BIIMSITh Ha
(GYHKIIMOHMPOBAHME TUIIIIOKAMIIa B YKa3aHHBIX CO-
CTOSTHUSIX.

SAKJIIOYEHUE

M3 mpoBeneHHOIro B HACTOsAIIEH paboTe aHaIM3a
BO3MOXKHBIX MeXaHU3MOB BIusIHUSA CMS Ha akTuB-
HocTh 'K 3U u nupamuaHbix HelipoHoB 1ojist CA2
TUIIIOKaMIIA CJICIYET, YTO IIPY OJHOBPEMEHHOM CTH-
myssiuu CMA u OK unaykuuu 1T Ha nepdopaHT-
HBIX Bxonax K 'K 1 K mupaMuaHbIM HeiipoHaM IT0JIST
CA2 crmocoOcTByeT pacTopMakuBaHue. B aTom pac-
TOPMaXXMBaHMUM YYaCTBYIOT B3aMIMOCBSI3aHHbIE TOP-
MO3HbIE HEMPOHBI, PACIIOJIOXKEHHEIC B Pa3HBIX MOJISIX
rummrokamita, MIT m CMS{I. BenegcrBue TOTO, 9TO
HeNpoHbI U3 pa3HbIX yacteit CMS nmpoeuupyiorcs B
pa3HBIC YYaCTKU TUIIIOKAMIIA U YTO aKTUBHOCTh TUX
HEMPOHOB 3aBUCHUT OT NpebbiBaHus B coctosgHum [1C
wnu 6onpcrBoBanust, CMS MoxkeT 1o-pa3HOMY BIUSITh
Ha 3(p(peKTUBHOCTD ITPOXOKACHNS CUTHAJIOB Yepe3 TUII-
MOKAMIT B Pa3HBIX (PyHKIIMOHAIBLHBIX COCTOSTHUSIX. Tax,
B COCTOSTHMM OOIPCTBOBAHMS TIJIyTamMaTepru4eCcKUii
Bxod n3 CMZ B noste CA2 ob6ierdacT ImpoXoxXacHIe
CUTHAJIOB Yepe3 TPUCUHANTUISCKUI TUIIITOKAMITAJIb-
HBIN TIyTh, a Tipu I1C, xorna nepenadya nHGopMaluu
n3 3U B noste CA3 u u3 nonsa CA3 B mmoite CAl 3a-
TpyaHeHa, ee nmepeHoc 13 3U B mone CAl ocyiecTs-
JsieTcs yepes nojie CA2 (puc. 2).

Panee HamMu OblJIa BEIIBUHYTA TUIIOTE3a O TOM, UTO

0 Mepe TIPOIBIDKEHUST aKTUBHOCTU B Iyt 3 —1one
CA3—mnone CAl Ha HelipoHaX 3TUX 00acTeli TUIIITO-
KaMIIa OCYIIECTBIISIETCSI MepapXudeckoe 0000IIeHne
nHbopMaLy 00 accoumalnusax “oobeKT—mecTo” [65].
I1pu 3TOM NIEpBOHAYAILHOE CBSI3bIBaHUE MH(GOPMaLIU
O CEHCOPHBIX CBOICTBaX OOBEKTA M €ro IPOCTpPaH-
CTBEHHOM PACMOJIOXKEHUH, TOCTYIAIOIIeil COOTBET-
CTBEHHO U3 JIaTepaJbHOI U MeAuaabHOI obnacteit DK,
MPOUCXOAUT Ha HelipoHax 3M. 3aremM Ha HelipoHax
noneit CA3 u CAl hopMUpyroTcst oToOpakeHMsI aCCoO-
Hualuii 6oJjiee BEICOKUX MOpsiAKOoB. Takasi oopadboTka
nHGOPMAaLUK TTO3BOJISIET U30eKaTh KOMOMHATOPHOTO
B3pbIBa 1 OOecreyrBaeT XpaHeHHUE (3alIOMUHAHMUE) U
M3BJIeUECHUE U3 ITaMsITU HaKaIlJIMBaeMbIX B TEUCHUE
KU3HU acCcolMalluii Ha OrpaHMYEHHOM YMCJie Hei-
ponHoB. Eciii 65 1Tpu iepenade nHGOPMAaIIMK ITPOVIC-
HEUPOXUMUS Ne 4
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XOIMJIO KOMOMHMPOBAHHOE CBSI3bIBAaHIE CEHCOPHBIX
MPU3HAKOB, TO YBEJIMYCHHUE MX KOJIUYECTBA BBHI3HIBAJIO
OBI OBICTPBIIT POCT YKMCJIAa BO3MOKHBIX KOMOMHAIINIA 1
JIJIS1 OTOOpaskeHMsI HapacTalOIIEeTro Y1ciia acColalyii
“O0BEKT—MECTO” HEOOXOIMMO OBUIO OBbI SKCITOHEHIIM-
aJIbHOE yBEJIMYEHME Yrcia HeiipoHOB. [1o-BuaumMomy,
npu I1C n BBICOKOIT akTMBHOCT CM# 110 Mepe T1po-
X0xXaeHUst curHayioB B Iyt DK—3UW—mnone CA2—110-
e CAl B aTux obracTsIx GopMUPYIOTCS HOBBIE 0000-
IIEHHbIE OTOOpaXXEeHUST aCCOLMALINIA, OTIMYaIOIIe-
Cs OT TeX, KOTOpble 00pasyloTcs B COCTOSIHUU
0OIpPCTBOBAHUSI.

IMo-Buaumomy, poiab CMS B yHKLUMOHMpPOBa-
HUM TUIIIIOKaMIIa BaxHa elle U rnoromy, uro I1C ac-
couuupyetcs ¢ npoaudepauneit 'K B 31 B3pociabix
KphIC [66]. JlenpuBaiys cHa Wi U30UpaTesibHas Ae-
npusaLus [1C 3HaYMTEIbBHO MHTMOMPOBAIU TIpoIUde-
paLuio KieTok [66—68]. TTo-BuamMomMy, HeiporeHes
3aBucHT OT akTuBHOCTU 'K, TaK Kak OH Bo3pacTall, ec-
yu I'K moBommim 10 cymopoXXHBIX pa3psiioB ¢ TOMO-
mpio aktuBanuu 111 [69]. He uckmoyeHo, 9To TIpn
I1C BrI3BanHOe BiusiHMeM CMS moBeillIeHUE 3¢-
dexrtuBHOCTH Bxoma u3 DK kx I'K m mocnenyromiee
Bo3pactanue aktTuBHocTu I'K crmoco6cerByeT Helipo-
reHe3y. Heitporene3s 'K B 31 Bo B3pocioM THIIIIO-
KaMIle BHOCUT BKJIaJl B IJIJACTUYHOCTD TUITIIOKAaMIIa Ha
MPOTSDKEHUM BCEM SKM3HU, TTOCKOJIBKY OH PEryIrpy-
eTCsI aKTMBHOCTBIO 3THX KjeTok [70]. Ilpu Heitpore-
He3e HoBble I' K BcTpanBaroTcs B yKe CyIIEeCTBYIOIIE
HEpOHHBIE CETU U UTPaloT BaKHYIO POJIb B KOTHU-
TUBHBIX IIpolieccaX, HAKOIUICHNY MH(pOpMaIK B Ma-
MSITh, U3BJICUCHUY €€ U3 TTaMSITU Y KOHCOIUAALIMY Ma-
MSITU BO BpeMsI cHa [67]. [1lo-BuaguMoMy, Ha HOBBIX
kieTkax 31 MoryT co3gaBaThcsi OTOOpak€HUsI BHOBb
MOSIBUBIIMXCSI aCCOLMAUiA 1 MepeaaBaThCs B IIOJIS
CA nnsa nanbHeiiiero o6o0ieHusi. Ponab ITC B KoH-
CONIMIALIMK TIaMSITA €Ile HEeOOCTaTOYHO H3ydeHa.
OnHaKo HEeaBHO C MOMOIIBIO 3JIEKTPO(DU3NOIOTU-
YeCKOil peTuCTpallii U ONTOIeHeTUUECKOIl TEXHUKU
BIIEpBbIE MPOAEMOHCTPUPOBAHO, UTO HEIipOHHAs aK-
TUBHOCTh, TeHepupyemass mMeHHO Bo Bpems IIC,
TpeOyeTcsl IS KOHCOIUAALMY MPOCTPAHCTBEHHO 1
KOHTEKCTyabHOIT mamsTu [11].

ITockonpky BpemMeHHast mHakTuBanuss CM$ Ha-
pylajna criocOOHOCTb KPbIC pellaTh 3aJa4u, TpeOylo-
e yJ9acTusl padboueil maMsT, ObLIO IIPEAIIOI0KEe-
HO, yTo CM S BOB/IeUeHO B paboUuyro NaMsITh U UT'pa-
eT BaXXHYIO poJIb B 00ydeHNU M noBexeHuu [71]. U3
MPOBEAECHHOTO B HACTOSIIEH paboTe aHaIM3a CIeay-
eT, UTo yiy4ymeHue 1on BiussHueM CMS ycioosmit
It moreHurauuy BxonoB 13 DK B 3U u B mone CA2,
MIPUBOISIIEE K 00JIETYSHUIO ITPOXOXKICHUS CUTHAIOB
yepe3 pasHble noJjis runnokamiia B noie CAl, a Tak-
xe yBennmuenne aktuBHoctT CMS u I'K mipm T1C,
CITOCOOCTBYIOIIEe HEMpPOreHe3y, MOTYT JIEXATh B OC-
HoBe yuactuss CMS B miponieccax mamMsITH.
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Possible Mechanisms of the Influence of the Supramammillary Nucleus
on the Functioning of the Dentate Gyrus and the CA2 Field
of the Hippocampus (Role of Disinhibition)

I. G. Silkis? and V. A. Markevich*

“Federal State Budgetary Institution of Science Institute of Higher Nervous Activity and Neurophysiology of the Russian
Academy of Sciences, Moscow, Russia

We analyzed possible mechanisms of the influence of the supramammillary nucleus of the hypothalamus
(SMN) on the activity of granular cells of the dentate gyrus and pyramidal neurons of the CA2 field of the
hippocampus. We used known data on the functional organization of excitatory and inhibitory interactions
in the neural network, which includes the SMN, hippocampus, septum, and entorhinal cortex. We propose
that the induction of long-term potentiation in the perforant path inputs to granular cells and pyramidal neu-
rons of the CA2 field during simultaneous stimulation of the SMN and the entorhinal cortex is promoted by
disinhibition, which involves interconnected inhibitory neurons located in different fields of the hippocam-
pus, the septum, and the SMN. In the waking state, the glutamatergic input from the SMN to the CA2 field
promotes the potentiation of inputs from the entorhinal cortex and from the CA3 field to the pyramidal neu-
rons of the CA2 field, which facilitates the passage of signals through the trisynaptic hippocampal pathway.
Taking into account the known data on the increased activity of the SMN during paradoxical sleep, on the
participation of the SMN in an increase in the activity of granular cells and pyramidal neurons of the CA2
field, as well as on the high efficiency of input from the CA2 field into the CAl field, we hypothesized that
during paradoxical sleep, when the transmission of information through the classical trisynaptic pathway is
difficult, it is transferred to the field CAl through the dentate gyrus and field CA2. Our analysis suggests that
the SMN-induced facilitation of signal transmission through different fields of the hippocampus as well as an
increase in the activity of SMN and granular cells during paradoxical sleep, which promotes neurogenesis,
may underlie the participation of SMN in memory processes.

Keywords: supramammillary nucleus, hippocampus, disinhibition, synaptic plasticity
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