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HccnenoBaHust, IpOBEAEHHbBIEC B ITOCISIHEE BPEMSI, 3HAUUTEIbHO PACIIUPWIM MIPEACTABICHUS O (PYHKIIUSIX
T'AMKepruuyeckux MHTEPHENAPOHOB B HEMPOHHBIX CETIX KOPbl. UTHTepHEMPOHBI ONpPeaeIeHHOro Kiacca
Y4aCTBYIOT B FeHepallii MHTEPUKTAILHOM aKTUBHOCTU B KOP€ HE TOJIHKO IMPY HEKOTOPHIX (popMax MaTojio-
TMH, HO U B YCJIOBUSIX, KOIJIa TOPMOXKEHME OCYIIECTBIISIOCH ITpeuMyliecTBeHHO yepe3 TAMK b penenTo-
pbl. MHTepuKTabHAsd aKTUBHOCTb IIPEACTABISIET COOOM CITaiiKi OTPOMHO# aMILIMTYObI, KOIJIa 3a KOPOT-
KO BO30yaUTeNbHOM (pa30ii ceayeT IIMTelIbHas TOpMo3Has (a3a, BOZHUKAIOIIas [TOYTH OMHOBPEMEHHOE
B pa3HbIX yyacTKax Kopbl. Craiik 60JIbIIOM aMIUTUTY bl OTPpaXkaeT CUHXPOHHOE JAeiiCTBUE BO30YIUTEIbHBIX
HEMPOHOB B JIOKAJILHOM YYaCTKe, a CHHXPOHHAS aKTUBHOCTb B OTAAJIEHHBIX YYaCTKaX OIpeaesieTcsa 00-
PaTHBIMU CBSI3SIMM MEXAY NMUPaMUIHLIMU KJIETKaAMU WM MHTEpHENPOHAMM, KOIIa aKTUBHOCTh OOJIBIIONM
MaccChl HEAPOHOB TIPOUCXOIUT ONHOBPEMEHHO B TeYeHME Y3KOTO BPEMEHHOro MHTepBaja. B mpolecce
CUHXPOHU3AaIU1 UHTEPUKTAJIbHBIX CITAKOB IIPUHUMAIOT YYacTHe KJIeTKU MapTUHOTTHU, a TAKXKE MapBalib-
OyMHMHOBBIE, HelipormnadOpMHbIE ¥ SKCIIPECCUPYIOIIE Ba30aKTUBHBIN MHTECTUHAIbHBIMA ITENITUI MHTEP-
HEMPOHBI, KOTOPbIE, KAK MOKA3bIBAIOT 3KCIEPUMEHTAIbHbIC JaHHBIC, OCYILECTBIISIIOT TOPMOXKEHHUE U T10-
cpenctBoM TAMK b penientopos. B HacTosiiee BpeMst U3BECTHO HECKOJIBKO MEXaHM3MOB CUHXPOHU3aLIN
aKTUBHOCTH HEMPOHOB B HEMPOHHBIX CETSIX KOPHI: IIOCPEICTBOM 3JIEKTPUUECKHX CBSI3EM, 00BEMHOTIO IIPO-
BEACHUSI, CHHAIITUYECKUX OOPATHBIX CBSI3El KaK MEXIy MMPaMUIHBIMU HEipOHAMU U MHTEPHEIpOHAMMU,
TakK ¥ MEXIy CAMMMM MHTepHeipoHaMu. MbI IpeamnoiaraeM, YTo MEXaHU3M CUHXPOHM3ALIUU UHTEPUK-
TaJIbHBIX CIaiiKOB B KOPKOBBIX HEMPOHHBIX CETSIX ACUCTBYET CIIeaylomuM oodpa3oM. [1o-BuaMomy, 3TOT
MEXaHU3M OOUHAKOBO pabOTaeT B JIOKAJbHBIX HEMPOHHBIX CETSIX U Ha paccTOSIHUM. [1py BOBHUKHOBEHUU
BO30YXIEHUS BCJIE 32 HUM IO 0GPAaTHOI CBSI3M HAUMHAETCSI TOPMOXEHHE, KOTOPOE OTPaHUYMBAET IIEPUOLT,
BO30Y:KIEHMSI U TAKUM 00pa3oM CO3IaeTCs BpeMEHHOE OKHO MHTErpally, M 3TO TaK K€ IIPOUCXOIUT B CO-
CeIHUX HEMPOHHBIX CeTSIX KOphl. Ha HauaabHOM 3Tane aMIUIMTYyIa UHTEPUKTAJIbHBIX CITAKOB HEBEJIMKA U
He OJHOBpPEMEHHA B Pa3HbIX y4acTKaxX KOpbl. B manbHeiilemM Bce 6oJibliie 1 GOblIe MMPaMUIHBIX HEMPO-
HOB CTAaHOBSITCSI aKTUBHBI B IIEPUOJ IeMCTBUS BPEMEHHOTO OKHA, M TAKUM 00pa30M yBEJIMYMBAETCSI aM-
IUIMTYJa UHTEPUKTAJIBLHOTO CIlaiika, a, CliefoBaTe/JIbHO, YCUJIMBAETCS TOPMOXEHUE. B KOHEUHOM MTOTre
YCUJIMBILIEECSI TOPMOKEHHUE 3a CUeT OOpaTHBIX CBSI3€il HAUMHAET BO3AEICTBOBATL HA COCEAHME HEIIPOHHbBIE
CETH M TAKMM 00pPa30M MHTEPUKTAJIbHbIE CITAMKN BO3HUKAIOT ITOYTH OMHOBPEMEHHO B Pa3HBIX YACTSIX KO-
pbl. [1pu 3TOM HaGMIOAAETCS 3HAUUTEIBLHOE YIJIMHEHUE TOPMOKEHUS TTOCJIe Cralika, TaK KaK K COOCTBEH-
HOMY TOPMOXKEHHIO B HEMPOHHOM CEeTU NOOABIISIETCS TOPMOXEHUE OT coce/ieil 0 0OGpaTHBIM TOPMO3HBIM
CBSI3SIM.
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BBEJIEHUE KU BpeMEHHOM OTPEe30K NPOUCXOAUT CyMMaILUs aK-

TUBHOCTM HEWPOHOB, KakK pe3yjJbTaT B3auMOJIEHi-

Ha nHai B3misan CMHXpOHM3AUUS SJIEKTPUYECKON  cTBUS pas3IMYHBIX BO3OYIUTENLHBIX U TOPMO3HBIX
aKTUBHOCTH ABJIIETCA OTPaXX€HUEM IIPOLIECCOB MH-  HeMpOHHBIX ceTeil. UMeHHO B3auMoaeiicTBIE MEXITY
Terpalyy B HEMPOHHBIX CETIX KOPBI, KOTJa B KOPOT-  BO3OYIUTEIbHBIMU U TOPMO3HBIMU HEMPOHHBIMU Ce-
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TSIMU SIBJISIETCSI MEXaHM3MOM BBIIIOJIHEHUS Pa3Ind-
HbIX (PyHKIMI KOpbl Mo3ra. [J1aBHOe B ucciegoBa-
HMU MEXaHW3MOB CHUHXPOHM3ALlUd — OIPEIAC/IUTD,
KaK OCYHIECTBIISICTCS B3aMMOIEHCTBHE MEXIy Heli-
POHHBIMU CETSIMU, YTO 3aCTaBJIsSIET JEMEHThI KOPBI
JIeJICTBOBaTh OJMHAKOBO BO BPEMCHU M IIPOCTPaH-
cTtBe. B akcriepuMeHTax 1Ist 3THUX LeJIeid IIIMPOKO MC-
MOJb3yeTCsl aKTUBHOCTb MHTEPUKTAJIBHBIX CIIAaiiKOB.
B nurtepartype ucrionb3yroTcs aBe (opMbl — UHTe-
PUKTaJIbHBIIA (MEXIY SMMICTITUISCKUMU IIPUCTYIIA-
MU) CITaiK 1 UHTCPUKTAIBHBIN pa3psi.

MATEPHAJIBI U METO/1bI

ITouck cOOTBETCTBYIOIIMX MyOJMKAIUN MPOU3-
BOIMJICSI B 3JIEKTPOHHBIX 0a3ax maHHbIX “PubMed”,
“Springer”. HalineHHbIe Ha aHTJIMICKOM $I3bIKE ITy0-
JIMKalUW TIPEACTABISIIA COOOM KaK 3KCIepUMeEH-
TaJbHBIE UCCIEI0BaHMsI, TaK U JIATEpaTypHBIE 0030-
pBI T10 TAaHHOU TeMaTUKe.

WHTEPUKTAJIbHBIE CITAMKU

1. CBOMCTBA NMHTEPUKTAJIbHBIX
CITAMKOB

I'm6e ¢ coaBropamu (Gibbs et al.) eme B 1935 1.
OIpEeNeININ UHTEPUKTAIbHbIE CAKU KaK 3JIEKTPO-
(GUBNOTOTUYECKUI MapKep SMWIEICUU, KOTOPBIA
MOSIBJISIETCS 3HAYMTEbHO Yalle, YeM MpUCTyIib [78].

WNHTepuKTabHBIE CITAMKY HAOTIOTAIOTCS ¥ O0Ib-
HBIX pa3IMYHbIMU (POpMaMM SMUJIECTICUN TIPU KIJIU-
HUYECKHX UCCISAOBAHUSIX, IIPU SKCIIEPUMEHTAILHOM
SIWICIICUM Y XKUBOTHBIX. CyIIIECTBYeT HECKOJIBKO
YCIOBUI M METOAVK, IIPU KOTOPHIX BOBHUKAIOT MHTE-
pUKTajabHble cHaiiky. OHU MOSBIISIIOTCS IIPU MC-
noab3oBaHUM OjiokatopoB TAMK A-perienrtopoB B
Kope — rneHuuwivHa [28, 94, 121] u OukyKyauHa
[26, 66, 92]. OHU OOGHApPyXMBAIOTCS Yy MALIUEHTOB C
pe3ncTeHTHOM okanbHOM amiencueii [102], ¢ pe-
3UCTEHTHOI BUCOYHOI anuiencueit [97], B KopTu-
KaJIbHBIX Cpe3ax, IMOJYYCHHBIX HNPU XUPYPrUUeCKUX
onepauursIx NaueHTOB ¢ (POKAJIbHOI KOPKOBOI I1C-
mazueit [22]. biokana TAMK A-penentopoB radasu-
HOM, 4-amuHonpuarHOM (4-AP, 6iaokarop Kt kana-
JIOB) MPUBOAUT K MOSIBJIEHUIO TTOTOOHBIX MHTEPUK-
TalIbHBIX Pa3psgAaoB ¢ 4acToToit okojo 1 I [68], kak
M TIPU MCITOJIb30BaHMM MUKpPOTOKCcHHA [11].

PesynbraThl reHepallui UHTEPUKTAIbHBIX pa3psi-
JIOB, TIOJIyYeHHBIE ¢ MpuMeHeHueM 4-AP, ObUIN Tak-
K€ BOCIPOM3BENEHBI in Vitro BO BpeMsl TIpUMEHEHUS
HMCKYCCTBEHHOI CITMHHOMO3roBoi xxuakoctu (ACSF),
He copepxkalueit Mg?". CyllecTBEHHO, YTO B yKa3aH-
HBIX BKCIIEpUMEHTAaX 3Ta Mpolieaypa BbI3bIBajIa CUH-
XPOHU3UPOBAHHbIE UHTEPUKTAIbHbBIE CITAKU B U30-
JIMPOBaHHOM cpe3e Turnmnokammna [8].

Cneuuduueckass porocTuMynsiuusl MnapBajibOy-
MUHOBBIX (PV) unu comarocratuHoBbIX (SOM) MH-
TEPHEUPOHOB B MPUCYTCTBUM MPOSMUJIECTITUYECKOTO
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coenuHeHNS 4-AP TakKe mociaemoBaTeILHO 3aImyc-
KaeT MHTepUKTaJbHbIe ciaiiku [122].

1. 1. Pazvr uHmepuKmanbHbIX CNAUKOS

B psine pabot 66110 MOKa3aHO, YTO UHTEPUKTATb-
HBIE pa3psaabl OOBITHO COCTOSIT M3 ABYX (pa3. IlepBas
da3za xapakrepusyeTcsi KOPOTKOW JIMTEIbHOCTbIO
(<100 Mc), 6oBIION aMIUTUTYAO# U COCTOUT U3 O -
HOYHOTrO IHKa (pexxe MHorogasHoro), BTopas dasza
OOBIYHO SIBJISIETCS OOoJiee MeIJIEHHOM BOJIHOI [78].

Heo6xommMo oTMETHTB, YTO B HEKOTOPHIX MCCe-
JIOBAHUSIX MHTEPUKTAJIbHBIE pa3psiabl HAOJI0OalIUCh
2-x TunoB. Tak, B 3KCIIEpUMEHTaX Ha MOJIE/ I BUCOY-
HOM 3MWICTICUYA NHTEPUKTAJIbHbIC Pa3psiabl ObLIN CO
CITIaiiKoOM U TIOCJIEAYIOIIE JIUTEIbHOM BOJHOM, U CO
craiikom 6e3 BoHbI. TakuM oOpa3om, criaiiku 1-to
TuNa OyAyT COOTBETCTBOBATh aKTUBALIMM OOJILIIMX
MOITYJISILIAI BO3OYAUTEIbHBIX U TOPMO3HBIX KJIETOK,
TOTHA KaK CIaiiku 2-T0 TUIla OyayT BOZHUKATH 34 CYET
aKTUBAlIMM BO30YXXITAIOIINX KJIETOK Ha OoJyee JIo-
KaJIbHOM YPOBHE, ITOCKOJIbKY KaK aMIUIUTyJa, TaK 1
JUITUTENTBHOCTh ITUKOB 2-TO THUIIAa MEHbIIIE, YeM CHaii-
KOB 1-ro tTuna. CyliecTBeHHO, YTO HaJIMYKMe TOIBKO
CrailkoB 2-To TUIIA TO3BOJISICT MPEAIIOJI0XKUTh, YTO
JIOKaJIbHbIE HEPOHHBIE CETU MOTYT OBbITh aKTUBUPO-
BaHBI 0€3 BKJIIOYEHUSI TOPMO3HOM OOpaTHOI CBS3U
WIN, 4TO JIOKaJbHbIE TOPMO3HBIE HEMPOHHBIEC CETU
He aKTUBHUPOBaHHI [16].

C Hameil TOUKU 3peHUsI, KpaifHe BaxKHO IJIST T10-
HMMaHUSI MEXaHU3MOB CHUHXPOHM3ALlUd WHTEPUK-
TaJIbHBIX CIHAMKOB, YTO B pa3HBIX SKCIIEPMMEHTaX Ha
pa3HbIX 00bEKTax, BKJIIOUasl TPLI3YHOB U YeJIOBeKa,
OBbLIO TTOKAa3aHO, YTO MEIJIEHHBIII KOMIIOHEHT COOT-
BETCTBYET aKTUBHOCTH MHTEPHENPOHOB.

Tak, BHyTPUKJIETOUHBIE 3alIUCU HEHPOHOB TTOKa-
3aJIii, 4YTO HaGII0maeTCsT KOppesinus Mexny (gpazamMu
JIETIOJISIPU3allMM 1 TUIepIoisipu3alun 1 ¢azamMu
WHTEPUKTATBHOTO craiika B D3OI 1 mojaeBoro noTeH-
yajaa, ¥ YTO KOPOTKHE MOJIeBble MHTECPUKTAIbLHEIC
pa3psiabl ObLIN OTpakeHUEM JIETIOISIPU3ALIUUYT MEM-
OpaH [89]. ¥V mauueHTOB, TaK Xe, KaK U B 9KCIIEpU-
MEHTAJIbHBIX MOZEJISIX, BBICOKOAMIUIMTYIHBIE, KO-
poTkue pa3psaasl Ha DI mmepBoit (pa3bl COOTBETCTBY-
0T aKTUBHOCTH MUPAMUIHBIX HEMPOHOB, a BTOPOIA,
MEIJIEHHOI BOJHBI — aKTUBHOCTU MHTEPHEHPOHOB
[25, 7]. UBHTepuKTaIbHBIC CIAKN COIEPKAT TOPMO3-
HbIii KOMIIOHEHT, TO €CTh SIBJSIIOTCSI TUIIEPIOJSPU-
30BaHHBIMM, UTO YKA3bIBAET HA TO, YTO TOPMOKECHUE
COCTaBJISIET BaXXHYIO 4YacTh 3Tmx coObrTuii [108].
B onHoli 13 HeTaBHUX pabOT TakzKe OBLIO MPOJEMOH-
CTPUPOBAHO, YTO MEIJICHHBIA KOMIIOHEHT UHTEPUK-
TaJIbHBIX Pa3psAOB OMNPEIENSUICS CUHAIITUYECKUM
TopMoxeHueM [97]. UHTepuKTaIbHbIE pa3psiabl, NH-
nyuupyemeie 4-AP, cocTosT U3 nepBUYHOM OEOJIsi-
pU3auy U IIOCAeayIoNIel runepnospu3anuu [59].

HelipoHHBbI1 pa3psid, CBSI3aHHBIN C OAMHOYHBIM
WHTEPUKTAUTBHBIM CIIAMKOM, COMPOBOXIACTCS TITy-
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GOKHMM Y MPOIOOIKUTEIBHBIM pepaKTepHBIM TIepH-
OJO0M, ITOAACP>KMBACMbIM TOPMO3HBIMHM ITIOTCHLIMA-
nmamu. IlocrtcmaiikoBasl geripeccusi MOXET OTBEYaTh
3a TEPUOIUYHOCTb WHTEPUKTAJIBHBIX CIIAiiKOB,
OOBIYHO HAOMIOZAeMYIO KaK Ha KUBOTHBIX MOJEIISIX,
TaK 1 HA MOZAEJIM SMWICTICUU YeJioBeKa [24].

XapakTepHOii 0COOEHHOCTBIO HHTEPUKTAJIHLHOMN
aKTUBHOCTH, BbI3bIBaeMOIi HaHeCEeHUWeM ITeHULIWI-
JIMHA Ha MOTOPHYIO KOPY aHECTe3MPOBaHHBIX KpPhIC,
SIBJISIETCSI MHTEPUKTAIbHBINA pas3psii, 3a KOTOPBbIM
clienoBaia adcoitoTHas pedpakTtepHas ¢asza Mmpo-
noskuTerbHOCTRIO 200—300 Mc, TIpM KOTOPOIT 3ITH -
JIETITUYECKUE SIBJIEHUSI HE MOIJIM OBbITh BbI3BaHbI
SMUKOPTUKAIBLHON cTuMysinueii. Jlamee ciiemoBan
Mepuon OTHOCUTENIbHOU pedpakTepHOCTH LIUTENb-
HocTthio 750 Mc ot ctumyda. [TokazarensHO, UTO TTHUKMU,
BbI3BaHHBIE B uHTepBaje Mexay 300 u 900 mc, 6buIH
MEHbIlIe, YeM MUKW C OOJbIIMMU UHTEpBaJIaMu, U
TpeOOBAIN CTUMYJISIIIMU 00Jiee BHICOKOM MHTEHCHB-
HocTu [28]. UTo OBLIO CBSI3aHO ¢ aKTUBHOCTBIO TOP-
MOXKEHMUSI.

VYxe B TeueHue 1960-X romoB BHYTPUKIJIETOUHBIE
WCCIIENIOBAaHUS, IIPOBEICHHBIE B OCTPBIX 3KCIIEPHU-
MEHTax in Vvivo, TIOKa3ajiu, YTO WHTEPUKTAIbHBIEC
CIaiiKi, peruCTpUPyeMbIC B KOPTUKAJIBHBIX HEMPO-
HaX, pacloJIOXKEHHBIX B SIIMICIITUYECKIX Odarax, Bbl-
3BaHHbIC TIPUMEHEHUEM KOHBY/IbCAHTOB (TaKUX, KaK
MEHUIIWUINH ), BBIpaXXaJIUCh ITapOKCU3MAJIbHBIMHU Je-
MOJISIPU3YIOIIMMHY COABATAMM MeMOpPaHHOIO IOTEH-
ouaja, NPUBOASIIIMMU K YCTOWYMBEIM paspsigaM
NnoTeHLMalla OEMCTBUS C TOCHEAYIOIEN CUJIbHON
ruriepnojisipu3zanueit. OHU OOBIYHO COCTOSIT U3
OOIBIION aMIIJIUTYABI KOPOTKOTO KOMIIOHEHTA (IpO-
JokuTebHOCThIO 50—100 Mc), 3a KOTOPOi OOBIYHO
cllenyeT MeIjieHHasl BojHa (IMTeIbHOCThIO 200—
500 mc) [6, 25, 94].

B pesynbrate crumyssiuun kKoimiarepaieit Ilag-
¢depa npu anrIMKauuy MeHULWUIMHA Ha CPe3 TUIIIO-
KaMmria y HeiipoHoB CAl BO3HMKAaeT IMapOKCU3Mallb-
HBI JEeTIOSIPU3ALMOHHBINA COBUT C IOCICHYIOIINM
CUJIBHBIM YBEJIWYEHUEM JIUTEIbHOCTA TOPMOXKEHUS
M0 CPaBHEHUIO C OTBETOM 0e3 NeHMUMIMHA. B 3Tux
YCJIOBMSIX MApOKCHU3MaIbHOE BO30YKIeHEe MHTEPHE-
POHOB TIpeoOpa3yeTcsl B 3HAUMTEIbHOE MpsSIMOe 1 00-
paTHOE TOPMOKEHVE BO30OyIUTETbHBIX HEpOHOB [ 121].

B panHux paboTax ObUIO MOKa3aHO, YTO paHHUE
(50 Mc) n mozmHue (200 Mc) ¢a3bl rUIeproasIpU3a-
LI OTPAKAIOT MOCTCUHANTUYECKYIO aKTUBALIUIO CO-
orBeTcTBeHHO TAMK A 1 TAMK B-penenrropos [82].

1.2. Cunxponuzayus uHmepuKmanbHslX CNAK08

BaxxHbIM CBOMCTBOM MHTEPUKTAIBHBIX CHAWKOB
SIBIISIETCS CMHXPOHM3AllMsI, He3aBUCHMMO OT TOTO, B
KaKMX YCIIOBUSIX IPOMCXOmwiia MX TeHepaims. Kak
MOKAa3blBAET aHalU3  dJICKTPOIHIEhATOrpaMMbl
(93I'), nHTEepUKTAILHEIE pa3psiabl IpU (PoKaabHOMI
SIUJIETICUM TTONIEPKUBAIOTCS CHHXPOHHOM TeToIs-
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pu3anneit MeMOpaHBI, TeHepHUpyeMoOil aHcamMOieMm
TUIepBO30yIMMbIX HEpOHOB. ['eHepalnst THTEpUK-
TaJIbHOTO CIaiiKa, XapaKTepHO 0COOEHHOCTBIO KO-
TOPOTO SIBJISIETCS OOMbIasi aMIUIMTYAA, IIPOUCXOIUT
B pe3yJbTaTe OAHOBPEMEHHOMN aKTUBHOCTHU OOJIBIIIO-
ro 4Yucja HEPOHOB B JIOKAJIbHOM TOYKE KOpPBI, TO
€CTb JIOKaJIbHOI cruHXpoHu3auuu [99]. BeicokocuH-
XPOHHbBIN KJIETOUYHBIM pa3psili, CBI3aHHbIU C UHTE-
PUKTaJIbHBIM CITAIKOM, T€HEPUPYETCSI MHOXECTBOM
MEXaHN3MOB, BKIIOYAIOIIMX CHHAIITUYECKYIO U He-
CHMHAINTUYECKYIO CBSI3b MEXIYy HelipoHamu [24].

CuHXpOHM3aLUSI MTHTEPUKTAIbHBIX CIIAUKOB SIB-
JISIETCSI paCIPOCTPAHEHHBIM SIBJICHUEM KakK y IMaliu-
€HTOB, TaK U Y 3KCIIEPUMEHTAJbHBIX >XMBOTHBIX.
Brino mokaszaHo, YTO MHTEPHUKTaJbHbBIC CIIAliKU B
3HAYUTEIbHOI CTEIIEHU OOYCJIOBJIEHBI KpaTKOBpe-
MEHHBIMU CUHXPOHHBLIMU pa3psiilaMy NOTEHILIUAJIOB
JIEMCTBUSI, TEHEPUPYEMbIX NHUPAMUTHBIMU KJI€TKa-
mu. Kpome Toro, cunxponHsle 'AMKepruueckue
MMOTEeHI1AJIbI HA0JIIOJAJIMCH BO BpeMsl TeHepalluy MH-
TePUKTAJIbHBIX CITAIKOB B Cpe3ax Mo3ra, IOJIy4eH-
HBIX U3 pa3HbIX 00acTeil KOPhI, U B U30JIMPOBAHHOM
nperapaTe Mo3ra MOPCKUX CBMHOK [25].

CHUHXpOHHbBIE MHTEPUKTAIbHbBIE CIIANKKN IIPOIO0JI-
JKaloT BO3HUKATD JUTMTEJIbHOE BpeMsl Ha TTPOTSKEHU N
BCETO DKCIIEPMMEHTA M OCTAlOTCS CMHXPOHHBIMU B
SHTOPWHAJIBHOM W THUINITOKAMITAJIBHOM 00JIacTsX,
pacrpocTpaHsIisich U3 runnokamia (yaie Bcero CA3)
Ha apyrue obiactu [8].

XapakTepHOli 0COOEHHOCTBIO WHTEPUKTAJILHOMN
AKTUBHOCTH SIBJISIETCS ITOYTU OMHOBPEMEHHOE TTOSIB-
JIeHUE pa3psiioB (MMPOCTPAHCTBEHHAsT CMHXPOHM3A-
1I1s1) B pa3HbIX 00aacTsaX Kopel. [TogoOHOe siBIeHUE
HaOJogajIoch npM amummkauuu 4-AP (6i1okatopa
K* kaHajioB) B mepenHIow moscHyo Kopy [89]. Ka-
KHe MeXaHU3MBI JIEXKaT B OCHOBE TaKOif aKTUBHOCTH,
He BIIoiHe sicHo. Hanboliee BeposITHO, YTO CUHXPO-
HU3ALNIO0 NHTEPUKTAIBHBIX Pa3psiioB 00eceYnBaeT
TopMoxKeHHne, cBsazanHoe ¢ TAMK b penenrropamu,
KOTOPOE CO3MACT B JIOKATLHBIX CTPYKTYypaxX M Ha pac-
CTOSTHMY BpeMeHHOE OKHO MHTErpallii ¢ yJacTheM
0oOpaTHBIX CBsI3eil B Kope.

2. TAMKEPTUYECKUWE UHTEPHENPOHBI

T'AMKeprugyeckne TOpPMO3HBIE WHTEPHEHPOHBI
WUTPAIOT BaXXHYIO POJIb B OCYILIECTBICHUM Pa3JIMYHBIX
KOPKOBBIX (yHKLMI. B mmocnenHee necsiTuiieTe Ha-
OJromajcs CylIeCTBEHHBIN IIPOrpecc B MOHMMaHUU
pa3HooOpa3usi KopTukaibHbiX ['AMKepruueckux
MHTECPHEIPOHOB C TOYKU 3PEHUSI MOJICKYJISIPHOIO
cocTaBa, MOP(OJIOTMIECKOro pa3HOOOpa3usd 1 MHO-
rorpaHHbIX (GyHKLMiI. B KayecTBe BaXkKHOIO CABUTA
napagurMbl, TOPMO3HbIE WHTEPHEHPOHEI TeEIEPh
OoJTbIIIe HE pacCMaTPUBAIOTCS KaK “paObl K BO30yXK-
JaIILIUM KJIeTKaM ™, TIPOCTO COXpaHsIsl aJeKBaTHBIN
OaylaHC BO30YXICHUSI—TOPMOXKeHMsI. BecbMma Bepo-
aTHo, uyto camMmu TAMKepruyeckne mHTepHEHPOHEBI
Ne 1
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SIBJISIIOTCS HEOTHEMJIEMBIMU YacTIMU HEUPOHHBIX
Lernei st o0padboOTKM CEHCOPHBIX CTUMYJIOB U Ie-
JIAIOT pe3yJbTaThl 3TOM 00pPabOTKM AOCTYITHLIMU
JIJISE MOTOPHBIX 30H IJIs LieJIeHaIIpaBICHHOTO TTOBE-
neHus [32].

2.1. Knaccugpurkayus nnmepueiipoHos

Ha ocHoBaHMM MONEKYISIpHO# KiaccuduKaimm
tepmuHoJsiorun Petilla [5], KopTuUKalbHBIE WHTEP-
HEWPOHBI AEJISITCSI HA OCHOBE 9KCITPECCUM crieliu-
YeCKUX MOJIEKYJISIPHBIX MapKepoB. B gacTHocTH, MOX-
HO BBIIEJIUTh HECKOJIBKO OCHOBHBIX TDYMIT MHTEP-
HEWPOHOB: AKCIpeccupylollye nappaiboymuH (PV);
sKchopeccupylomue comaroctatuH (SOM), Ttakue
KakK KJIeTKM MapTUHOTTH; DKCIIpecCcCupylolme Hel-
pornientua Y (NPY), Ho He SOM; Te, KOTOpble 3KC-
MIPECCUPYIOT Ba30aKTUBHBIN MHTEPCTUHAIBHBIN (KH-
meyHbIii) ientun (VIP); u Te, KoTophle 3KCIIpeccupy-
10T xonercTokuHuH (CCK), Ho He SOM unu VIP [27].

Kpowme aT0i1 cyliecTByeT Kiaccudukaius, B KO-
topoit 100% T'AMKepruyecknx HEOKOPTUKAIBHBIX
WHTEePHEeIpOHOB pa3jiejieHbl Ha 3 OCHOBHBIX KJjlacca.
Ha ocHoBanum atoii knaccudukarmm 40% cocras-
JISIIOT UHTEPHEUPOHBI, KCIIPECCUPYIOIIME TTapBalb-
oymun (PV), 30% »skcnpeccupyloT COMaTOCTATUH
(SOM unu a66peBuatypa SST, Sst), KoTopbie pa3ne-
JISIIOTCS Ha HECKOJIbKO MOJKJIACCOB U OOJILIIMHCTBO
U3 KOTOPBIX COCTABJSIIOT KJIETKM MapTHUHOTTU (10
70%). Emte onuH Kitacc, KOTOpkIit coctaBisteT 30% ot
00llIeTO YUCia, KOTOPBbI MpeACTaBleH KJETKaMHu,
SKCOPECCUPYIOIIMMU HMOHOTPOITHBIM CEPOTOHUHO-
BoIii petrentop SHT3a (SHT3aR). OH BKIIO4aeT B ce-
0s1 TpyIIy MHTEPHENPOHOB, KOTOPBIE IKCIIPECCUDY-
IOT Ba30aKTUBHBIA WHTECTUHAIbHBIN (KWUILIEYHBI)
nentun (VIP), n HeiipornnadopMHBIE KJIIETKH, KOTO-
pble SIBJISIOTCS YHUKQJIBbHBIMU CPEAY APYTUX UHTEP-
HEWPOHOB, TaK KaK OHU YCTaHaBIUBAIOT dJICKTpUYe-
CKMe CUHAIIChI HE TOJBKO JIPYT C IPYTOM, HO U C Ipy-
TMMU TUTIAMU UHTEPHEHPOHOB, B OTJIMUUE OT BCEX
JIPYyTUX MTPOTECTUPOBAHHBIX TUTIOB MHTEPHEUPOHOB,
KOTOpbIE CO3[AI0T JEKTPUIYECKUE KOHTAKTHI TOJIbKO
C TOMOJIOTUYHBIMU HelipoHamu. Kpome Toro, Kax-
IBI KJIacC BKJIIOYaeT B cebsl HECKOJIbKO MEJIKHUX
TpyNII UHTepHEePOHOB [98].

B manpHeitmem sTa Kinaccudukanuss ObIIa pac-
HIMpeHa 100aBJIeHUEM CBSI3€ MHTEPHEUPOHOB U UX
¢dyHk1uMit B Kope. [TouTu Bce MHTepHEUPOHBI B He-
OKOPTEKCe 9KCIIPECCUPYIOT OMH 13 TPEX OCHOBHbBIX HE-
MEePEeKPhIBAIOIIMXCSI MapKepoB: MapBalbOyMuH (PV),
comaroctatuH (SOM) M MOHOTPOITHBLINA pEeLEenTop
ceporonnHa SHT3a (SHT3aR). JdanpHeiimue 1moma-
pazaesieHUsI BHYTPU KaKI0M MOJIEKYJISIPHOM TPYIIIbI
BBISIBJISIIOTCSL TI0 MOPGOJIOTUYECKUM TIpU3HAKaM,
KJIETOYHOTO M CyOKJIETOUHOIO HalleJIMBaHUs, DKC-
MPECCUU IPYTUX MapKEPOB, a TAaKXKe HEKOTOPhIM 13-
BECTHBIM aHAaTOMMWYECKUM, 3JIEKTpO(hU3MOIornye-
CKVM U CMHAIITU4YeCKUM cBoiicTBam [109].
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HccnenpoBaHue TOpMOXEHUS Y MAPAMUITHBIX HEl-
POHOB 5 cCjI0s Ha cpe3ax COMaTOCEHCOPHOM KOpPbI
KPBICHI TI0KA3aJI1, YTO IPU CTUMYJISIIUY UHTEPHEI-
POHOB I'€HepPHUPOBAJIMCh KaK OBICTPBIE, TAK M MEIJICH -
Heie TIICII, HO OHM BO3HUKAJIU MO OTAECIBHOCTH,
M CMEIIaHHbIe OTBETHl HUKOTJAa HEe HaOIIOOAIUCh.
Takum o6pa3zoM, ABa MEXaHUCTUYECKU Pa3INIHBIX
tuna TIICII, koTopbkie BO3HUKAIOT B pe3yJIbTaTe B3a-
nmogeiictust TAMK ¢ TAMK A u TAMK b-peuen-
TOpaMU Ha HEMPOHAaX HEOKOPTEKCa, MOTYT OBITh OITO-
CpedoBaHbl pPa3IMYHBIMU KJIacCaMUd TOPMO3HBIX
HEWpoHOB [9].

2.2. yukyuu UHMepHeupoHo8

PesynbTaThl HCCaeI0BaHUM OCAEIHETO BpEMEHU
IOKAa3bIBAIOT, UYTO TOPMOXKEHME B KOPE Ype3BBIUAITHO
CJIOXXKHO, TaK KaK B HEM YYaCTBYIOT pa3JIMYHbIC IO~
KJIaCChl MHETEPHEHPOHOB, KOTOPhIE B CBOIO OYEPEIb
COCTOSIT M3 Pa3HOPOIHBIX IO MOP(OJIOTUYESCKUM U
¢yKIMoHaNbHBIM cBoiicTBaM emmHwmil [32]. 3a mpo-
LIeIIIE TOAbl HAKOITMJIMCH NaHHbBIE, CBUIETEIbCTBRY -
oie o ToM, uyTo TAMKepruueckue nHTepHepo-
HBI UTPAalOT BaXXHYIO POJIb BO MHOTUX KOPKOBBIX
GyHKIMSIX, BKJIIOYasl peryjdpoBaHUE YCUJICHUS U
MOIYJISIIMI0O AUHAMMWYECKOTO [Ouarna3oHa KOpTH-
KaJIbHBIX 1IeTei, CEIEKTUBHOCTh CEHCOPHEBIX XapakK-
TePUCTUK, IUIACTUYHOCTb, BPEMEHHYIO TOYHOCTh
pa3psiioB MUpaMUIAIbHBIX KJIETOK, PEryJIupoBaHuUe
Yuciia pa3psiioB MUPaMUIAIBLHBIX KJIETOK, CUHXPO-
HU3aLUIO 1 TeHEepalMIo KOPKOBBIX PUTMOB, a TAKKE B
MOIIepKaHUU BO30YXXIAIOIIETO0 U TOPMO3HOIO 0Oa-
JIaHCa, HEOOXOOMMOro s mepenadyu MHQopMauuu
IIpY OMHOBPEMEHHOM IIPEAOTBpaIlleHUH YPE3MEPHO-
ro Bo30yxaeHus [109].

Cuuraercs, uto TAMKepruueckue nHTepHeHpo-
HbI UTPAIOT BaXKHYIO POJIb B KOHTPOJIE BDEMEHU pa3-
PSIOB IMMMPaMUAHBIX KJIETOK, CHHXPOHU3AllMU, CeTe-
BOIl aKTMBHOCTU U T€HEpPALUU KOPKOBBIX PUTMOB.
[Mo-BuauMoMy, OHU pearupyroT Ha IMHAMHUUYECKUE
M3MEHEHUSsI BO30YXIACeHUS, YBeJIUYUBast JMHAMUYE -
CKMI nMana3oH KOPKOBBIX HEMPOHHBIX CETEM, KOH-
TPOJMPYSA CEHCOPHBIE PELENTUBHBIC MNOJd, IJIa-
CTUYHOCTb, MOJJepXUBasi OajdaHC BO30OYXKIEHUS U
TOPMOKEHUSI, HEOOXOMMMBI IS Iepenadnd nH(Pop-
MallMu, B TO XK€ BpeMS MpeaoTBpallasi BbIXOI U3-T107,
KOHTpOJIsI BO30YKIeHus [98].

Takoe pazHooOpa3ue YHKLUMIT UHTEPHEHUPOHOB
CYIIECTBEHHO JJIs1 pabOThl MO3Ta — BBIKJIIOUEHUE OJl-
HOTO TUIIa UHTEPHEUPOHOB UJIU PELIETITOPOB HE MPHU-
BOJIUT K UCYE3HOBEHUIO TOPMOXKEHUS U B 3TUX YCIIO-
BUSIX MTPOJOJIXKAET JeMCTBOBAaTh TOPMOXEHHME IPYTrO-
ro tuna [1]. I[ToaToMy o4eHb YIPOIIIEHHBIM SIBISIETCS
MOJX0, B KOTOPOM BO3HUKHOBEHME BIUJIECTICUU, 3a-
0oJieBaHUs, IPU3ZHAKOM KOTOPOTO SIBJISIETCSl TUTIEP-
CUHXPOHU3aIMsI, paccMaTpyUBaeTCsl KakK OeMUIIUT
TOPMOKEHUS [46], 9YTO HE COOTBETCTBYET peabHBIM
npolieccam, MpOUCXOASIIIUM B HEOKOPTEKCE.
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2.3. Topmoosicenue uepez TAMK b-peyenmopot

st Hac HaMOOJBIIMK MHTEPEC MPEICTaBSIOT
TUIBl WHTEPHEMPOHOB, OCYIIECTBIITIONINX TOPMO-
xkeHue mnocpeactBom ITAMK b-peuentopoB. He
TOJILKO ITOTOMY, YTO B IIOCJIEAHEE IECITUICTHUE TTOJIy-
YeHBI JAHHBIC O TOM, YTO YMEHbBIIIEHIE TOPMOXEHNSI,
cesa3aHHoe ¢ TAMK b-penentopamu, NpuBOAUT K
HapylleHno GyHKIWA Mo3ra [69], HO M, IIaBHBIM
oOpa3oM, ITOTOMY, 4YTO HCCJIECIOBAHNE MEXaHM3MOB
CUHXPOHU3ALUM WHTEPUKTAIBHBIX CITAiKOB MPOBO-
JWJIOCh HaMU B cutyauuu, korna TAMK A-peuenro-
pel ObIIM 3a0nokupoBaHbl. [lpu OJIOKMpoBaHUM
T'AMK A-penienTopoB B KOpe BOZHUKAIOT MHTEPUK-
TaJIbHbIE CIaiiKM, KOTOPbIE B HaJbHEHIIIEM CUHXPO-
HU3UpYyIOTcsa. Takass 3KCIIepMMEHTaJIbHAs MOIEb
SIBJISIETCSI OU€Hb YIOOHOM TSI MCClIeAOBaHUSI MeXa-
HU3MOB CUHXpoHU3auuu [1].

K TakmM wHTepHeHpOHAM OTHOCSTCS: KIETKHU
MaptnraoTrTH [113, 112], KOTOpEIE COCTABISIOT OOoIee
70% KIIeTOK, SKCIPECCUPYIOLINX MPOTENH COMATO-
cratuH (SOM+), 1 KOTOpbIe TOPMO3ST OUCTAIbLHEIC
IEeHIPUTH MUPaMUIHBIX KiIeToK [104] mocpencTBom
T'AMK Bb-peuentopoB [118]; HeilipornmuacdopMHbIe
kimetku [84, 107, 17], KoTophle ObUIM OIIMCAHBI BO
BCEX CJIOSIX, HO 6oJjiee pacIpoCTpaHeHBI B Cyliparpa-
HYJISIPHBIX CJI0SIX U SIBJISIIOTCSI OCHOBHBIM KOMITOHEH -
TOM IIEPBOTO cJIog HeoKopTekca [109].

CyliecTBEeHHO, YTO HWMMYHOTHCTOXUMUWYECKUE
ncciaemoBaHus Jokanmm3oBaim penentopsl TAMK b
KaK JUISI TIpe-, TaK W JJIs1 TIOCTCUHAIITUYECKUX JIe-
MEHTOB KaK B BO30Y>KIAIOIINX, TaK 1 B UHIMOUPYIO-
mux cuHancax [60]. B nepudopMHoii Kope o6Hapy-
KeHo, yTo akTuBauusi TAMK Bb-penentopos umeer
NBOIHbIE 3(DEKTHI in Vivo — C OMHOU CTOPOHBI, MO~
IaBJISIeT COOHTAaHHYIO aKTWUBHOCTb B MUPAMUIHBIX
KJIETKaX, a C IPYroid CTOPOHbI, CIOCOOCTBYET MEPUO-
JIMYECKOM CMHXPOHHOM SIMMJICIITU(OPMHONA aKTUB-
HOCTH B TeX Xe KjieTkax [39].

2.4. ComamocmamuHosble unmepreiiporst (SOM).
Mapmunommu kaemku. OmauuumenvHoie NPU3HAKU

2.4.1. ComaTocTaTuHOBble MHTEpHeliponsl (SOM).
Knerkn SOM CBSI3HBI IPYT C IPYT'OM B OTJIMYHE OT
Ipyrux nHrepHeipoHoB. Okoso 40% xiietok SOM ¢
HU3KUM TToporoM resepauuu cnaitkon (LTS) co3na-
10T TOPMO3HBIE CBA3U APYr ¢ apyrom [33]. OnuH u3
ocHOBHBIX TTonTuitoB TAMKepruueckmx mHTepHE -
poHOB — SOM-N03UTUBHBIE KJIETKU, KOTOPhIE UMe-
IOT HU3KUI ITopor reHepauuu criaiikos (LTS) u pery-
JIsIpHYIO TeHepauuo craiikoB (RS), kak 310 ObLIO
IMOKa3aHO B 3TOM HCCJIeAOBaHUM, 0Opa3yloT oopar-
HBIE CBSI3U C 2-MsI OATUIIAMU IMMUPAMUIHBIX KJIETOK
B cinoe 5 [77]. CymectBeHHO, uTo SOM-KIIeTKHN
WMEIOT pa3jIMYHble TUIBI TeHepaluu paspsiaoB, a
TaKXKe IMUPOKUI CIIEKTP MOP(MOJIOTUIYECKUX BUIOB
[55, 56, 70].
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I[IpoBeneHHEBI HegaBHO MOPMOJIOTUYECKUI aHa-
JIU3 TIPOJEMOHCTPUPOBAJI CYyIIECTBOBAHUE TPEX IO -
TUIIOB COMATOCTAaTUHOBBLIX MHTEPHEUPOHOB B 5-M
CJIOE C OTYETIMBBIMHM 3IEKTPO(PU3INOIOTUICCKUMU
cBoiicTBaMu: T-oOpasHple KJIeTKM MapTUHOTTH,
MMCIOIIE HU3KUIT IIOPOT TeHEpaluU CITAaliKOB, KO-
TOpPbIE TOPMO3SIT OJIU3IeXKalue MUPAMUIHBIE KJIET-
KM 4yepes almuKajabHBIe TeHIPUTHI clios 1; Beepooo-
pa3Hble KJIETKM MapTUHOTTH TaKXe TOPMO3ST
Onm3iexalnue MIpaMuaHbIe KISTKHU, HO Yepe3 alli-
KaJIbHbIE€ AEHAPUTHI CI0€B 2/3 1 HUXKHIOKO TI0JIOBUHY
cjiost 1 1 IEMOHCTPUPYIOT agalTUPYIOLINECST CXEMBbI
paspsnoB. Kiietku, He mpuHamiIeXalye K IIOATUITY
MapTUHOTTH, TOPMO3SIT HEMPOHHI cyiost 4, HO, TIPU
3TOM, HE TOPMO3ST ITMPaAMUIbI CJIOST 5 U IEMOHCTPHU-
PYIOT KBa3M-OBICTPBIII oOOpasen pas3pssmoB  [83].
B npyrux pabotax coMaTOCTaTUHOBbIE UHTEPHENPO-
HBI ONUCHIBAIOTCS KaK KJIETKM, UMEIOIINE PEeryJIsip-
Hble criaiku (RS) Tonbpko B omHoit Tpetnn SOM-Kite-
TOK, a ocrtajbHble SOM-knetkn mnposiBasuin FS-
CBOiicTBa, cXomHble ¢ PV-kieTKaMu, 4TO ITO3BOJISICT
MIPEAIOJOXNUTh HaIW4ue II0 KpaiiHeit mepe OByX
Ki1accoB SOM-ki1eToK B TUpU(POPMHOI KOpe ToJI0B-
HOTO MO3Ta MEbIIIei [61].

2.4.2. CoMaTroCcTaTMHOBbIe HWHTEPHEHPOHbI —
T'AMK B. B comaToceHCOpHO# KOpe MBIIIIEH aKTHUB-
HOCTb MOJABJISIACh TTOCPEICTBOM aKTUBALIMU TIPECH-
Hanrrnyeckux TAMK b-penentopos, yrpaBisieMbIx
AKTUBHOCTBIO COMATOCTATUH-3KCIPECCUPYIOIINX MH-
TEPHEMPOHOB, KOTOpbIe OOeCleunBaIl MeIICHHOE
TOPMOXKEHHUE B KOPE JUIMTEILHOCTRIO 00jiee 100 Mc 110-
clie osicTpoit pa3el TopmoxeHns. [Ipm onroreHeTn-
YECKOM TIOAaBJIEHUM aKTUBHOCTH COMATOCTATUHOBBIX
WHTEPHEHPOHOB IIPOMCXOIWIO ITOBHIIICHUS aMILIN-
tynel BITCIT n yBemmueHne HeiipOHHOI aKTUBHOCTH,
3T 3@@EeKThl ObUIM IOJHOCTHIO OOpaTUMBIMU U
ycTpaHsanuch aHTaronucramu TAMK b-penientopoB
[112].

2.4.3. MaptunotTs KiaeTku. OTInuuTeNbHbIe MpH-
3HaKu. SOM MHTEepHEHPOHBI HE SIBIISIIOTCSI OMHOPO/ -
HBIM KJIaCCOM, HO T€, YTO IIPUCYTCTBYIOT B CJIOsIX 2/3
M 5 ¥ aKCOH KOTOPBIX 3aKaHUYMBAETCS B cjioe 1 KOpHI
COOTBETCTBYIOT 1O MOP(MOJOTUYECKUM KPUTESPUSIM
kietkam MaptuHottu [119, 70]. Kapio MapTuHoTTH
MEepBbIi cliesiajl cCoOOIeHUE O KJIeTKaX B CJIO€ 5 KOPbI
B 1889 r. [1lo3mHee OHU IMOJIYYMIIM Ha3BaHUE MO €ro
damunuum [119].

Knerkn SOM BKIIIOYAIOT TPYIITYy HEHAPOHOB, KO-
TOpbI€ ObLUIN UIEHTU(PUIIMPOBAHBI, C UCTIOJIb30BAHU-
€M pa3IMYHbIX aHATOMUYECKUX U JIEKTPOU3NOJIO-
TMYEeCKNX KPUTEPUEB, KaK KJIEeTKU “MapTHUHOTTU”,
bitufted-xnerku (“c nByms mmydykamMu’), KJI€TKHU C pe-
ryJsipubiM paszpsaamu (RS) wim He nmupamMugHbie
KJIETKM, WU KJIETKU C HU3KUM IOPOTOM reHepaluu
cnaiikoB (LTS) [30, 56, 119]. NHTepHeiipoHBI He-
OKOpTEKCa COMaTOCTAaTUH-MO3UTUBHBIE KJIETKU CO-
CTOSIT U3 HECKOJIbKUX MTOATUTIOB, U3 KOTOPBIX HEMPO-
HBI MapTUHOTTHU SIBJISIOTCS ITPe0o0IagalonIiM TUTIOM
Ne 1
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[98]. Kak B 3puTeabHOI, TaK 1 B COMaTOCEHCOPHOI
kope LTS-uHTepHEepoHbI MpeacTaBiIsin co0oit co-
MaTOCTaTUH-MO3UTHBHBIC KJIETKM Martinotti, CKOH-
LEHTPUPOBAHHBIE B CJIO€ 5, C IUIOTHOM aKCOHAIb-
Holt nHHepBauuei B cioe 1 [41]. HeooxonumMo oT-
METUTh, YTO KIJIeTKM Martinotti dopmupyrot ~70%
SOM -s3KcIpeccrpyonInx KJICTOK B KOpe TOJTOBHOTO
mo3sra [48].

XapaKkTepHOIf 0COOEHHOCTBIO KJIETOK MapTUHOT-
TH SIBJISIETCS TO, YTO OHU MMEIOT IEHIPUTHI, yMEPEH-
HO TTOKPBIThIE IIUITMKAMU, U aKCOHBI, KOTOPEIE BOC-
XOIST K CJIOI0 1 YU MHHEPBUPYIOT ACHAPUTHI TUpa-
MUIHBIX HEMpoHOB [57, 119].

2.4.4. Mopdoaorua MapTHHOTTH KJIETOK. XapaK-
TEPHOI YepTOi MOP(OJIOTUIECKOI XapaKTepUCTUKU
MapTHHOTTH WHTEPHEHPOHOB SIBISICTCS JIMHHBINA
BOCXOISIIIMIA aKCOH, KOTOPBIM MPOELIMPYETCS U TO-
PU3OHTAILHO BeTBUTCS B 1 cioe Kopsl [53, 104, 50,
98] Ha paccrosHue no 1 mumnumerpa [119].

Knetkn MapTUHOTTH B OCHOBHOM ITPUCYTCTBYIOT
B ciosix 2/3 u 5/6. A1 HUX XapakTepHa JIOKaJbHas
aKCOHHayg “Oecenka” W MUIMHHBINA BOCXOIAIIUI aK-
COH, KOTOPBII pacmpoCTpaHsIETCI U 3HAYUTEIBHO
pacuupsieTcss B cioe 1, a Takke OUMOSIpHbIC WU
MHOTOIOJIIPHBIE NeHAPUTHI [109].

JeHapuTHOE AEPEeBO 3HAYMTEILHO MEHBIIIE aKCO-
HaJIBHOTO, coOMa KJIETOK STHIIeBUIHAS MJIA BEPETESHO-
obpasHas [53, 54, 119]. XoTs Bce OHU UMEIOT HEKOTO-
pbic O0IIMEe aHATOMUYECKNE, 3eKTPOPU3NO0I0rIe-
cKUe 1 brnoxuMmdyeckue csorictBsa. Ho HabmonaoTcst
YeTKHE pasndus MOp@OJIOTMYeCKNX TNPU3HAKOB
KJIeTOK MapTUHOTTU cielnuUudHbIe Ij1sl cioeB 2/3—
6 xopsI [119].

2.4.5. Pacnosioxkenne B kope u npoeknun. Cpsa3u.
DNEKTPOHHO-MUKPOCKONUUYECKOE  MCCIIeTOBaHUE
MapTUHOTTH-KJIETOK I10Ka3ajJio, YTO BCE CUHAIICHI
OBLTM CUMMETPUYHBIMUA U OOJIBIIMHCTBO CHHAIICOB
(71%) Obl1u chopMupoBaHbl Ha OeHApuUTax. BeLio
OOHAapYKEHO, YTO OHU KOHTAKTUPYIOT C alTMKaIbHbI-
MU U 6a3allbHBIMU JEHIPUTAMU BO MHOTUX HEOKOP-
TUKJIBHBIX CJIOSIX: MapTUHOTTU-KJIETKU U3 CJ1osT 2/3
HalleJIeHbl B OCHOBHOM Ha CJI0M 1 1 B MEHBILIE CTe-
IICHU Ha cjioi 2/3; 13 clios1 4 HalleJIeHbl B OCHOBHOM
Ha CcJIoit 4 1 B MEHBIIIEH CTENeHM Ha CJIoi 1; u3 cios
5 1 6 GbUIM HalleJIeHbI B OCHOBHOM Ha ¢J10it 4 1 cioii 1
U B MEHbIIIEH CTEIEHN Ha CJIOi, B KOTOPOM paciioJa-
rajauch ux comsl [119].

IMupamMmuoHbIE HEMPOHBI B JIOKAITBHOW HEHWPOH-
Hoit cetu (B mpedeax 100 MK) 5-10 cj10si KOpbl 00Opa-
3yI0T C COCEAHUMMU ITMPaMUIHBIMU HEMPOHAMU MO-
HOCHHAITUYECKNE BO30yIUTEIbHBIE CBSI3U M IUCH-
HanTu4yeckre TopMo3Hbie. KpoMe 3Toro, 4To KpaiiHe
CYILIECTBEHHO, KJIETKM MapTUHOTTU 00pa3yioT BO3-
BpaTHOE TOPMOXKEHME C MMPpaMUAHBIMUA HelipOHAMU
5 ctos yepes anvMKajabHble JEHAPUTHI 1-T0 1051 (TOro
Xe MMpaMUTHOTO HeMpoHAa, KOTOPbIA MHUIIMUPYET
9Ty aKTMBHOCTB). DTa cxeMa Mpeajiaraercs B Kauye-
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CTBE LIEHTPAJIbHOTO MeXaHN3Ma PEryJIMPOBaHUS KOP-
KOBOI1 akTuBHOCTHU [104].

Kietkn MapTUHOTTH MHHEPBUPYIOT TUCTAJIbHBIC
JIEeHIPUTHI MAPAMUIHBIX HEMPOHOB B cioe 1. B otim-
4yye OT OOJIBIIMHCTBA APYTUX TUIIOB HEPOHOB CJIOEB
2/3, SOM HelipoHBI TOJIy4alOT CUJIbHO 00Jieryato-
I BO30Y:KIAIOIINIT CHHATITUISCKHUI BXOII OT OJIM3-
JIeXalluxX TIMPaMUIHBIX HEMPOHOB. AKTHUBHOCTh
SOM uHTEpHEHPOHOB B 30HE OOYOHKOB B CJI0SIX 2/3
CEHCOMOTOPHO KOpbI 00APCTBYIOLIUX MBILIEN UMeE-
10T OTPULIATEBHYIO KOPPETSIIAIO CO BCEMU APYTUMU
COCETHMMH TUIIAMU KJIETOK. DTO O3HAYaeT, YTO TOP-
MOXXEHHE TUCTAIbHBIX IeHIPUTOB, 00eCIIeYBAEMOE
HelipoHamMu SOM cHMXXaeTcsl B TO BpeMsI, KOTia yBe-
JIMYMBAIOTCSI BO30YXKIEHUE UM TOPMOXEHHUE IPYIUX
kiteTok [90].

HecMmoTpst Ha TO, YTO XMMWUYECKHUX CHHAIICOB
Mexnay HeiipoHamu SOM upe3BbIYaitHO Majlo, 0oee
MOJIOBUHBI TPOKCUMAaNBHBIX ITap SOM-HeilipoHOB B
HEOKOPTEKCE OSJIEKTPUUECKU CBSI3aHBbI IIEJICBBIMU
KOoHTakTamMU. Tak, B 30He O0OYOHKOB COMAaTOCEHCOP-
HOIf KOpBI MBbIIE HAOMIOOAaI CUHXPOHU3ALUIO
CIIaiiKOBOIi aKTUBHOCTHU 3KCIIPECCUPIOLIMX COMATO-
CTaTUH Napbl MHTEPHEIPOHOB 3a CYET B3aMMOCBSI3U
MEXIYy HUMHU MOCPEACTBOM BJICKTPUUYSCKUX CHHAII-
coB [45].

KneTtku, kotopbie o MOpGhOIOTrvHN, ITO-BUANMOMY,
BO MHOTUX CIIydasiX IBJISIFOTCS KJIeTKaMu MapTUHOT-
TH, YaCTO CBSI3aHbI C IPYTUMU KJIeTKaMu MapTUHOT-
TH B cJIoe 2/3 COMaTOCEHCOPHOI KOPhI MbIIIE. DTU
cynparpaHyJIsipHble MTHTEpHEUPOHBI 00pa3yIoT 3J1eK-
TPUYECKU CBSI3aHHYIO CETh, KOTOpasi OKa3bIBaeT KO-
repeHTHOEe TOPMO3HOE BIIMsiHUE B yactoTtax 3—10 I'x
Ha cBOM HelpoHBI-MumieHM [30].

Hcronb3yss MeTOABI OITOreHETUKM, UCCIISA0BAIN
OOJIBLION JaJbHOCTU BXOAbI OT M1 1m0 pa3iudHBIX
HelpOHHBIX 371eMeHTOB B S 1. BBIITI0 00Hapy:keHO, 4TO
SOM-uHTEepHEHPOHbI MOJYYUIU CaMblii CJIaObIi
Bkjag ot M 1. BSOM-uHTepHelipoHe (OTOCTUMYJISI-
nus BeI3Baja odeHb MajieHbKkue BITCII, compoBox-
JlaeMbl€ BRIpaXK€HHBIM TOPMO3HBIM MTOCTCUHANITUYE-
CKUM TOKOM [63].

HeoxoptukanpHbie HeipoHbl SOM, 1TO-BUIMMOMY,
MOJy4aroT BO30YXKIAIOIIMI CUHAIITUYSCKUM BXOI
MPEUMYIIECTBEHHO W3 JIOKAJIBbHBIX U OTHAJCHHBIX
KOPTUKAIBHBIX 00J1acTell, a He M3 ITOJIKOPKOBBIX 00-
nacteii [49, 48, 91].

2.4.6. Yuactue KieToK MAapTHHOTTH B TOpPMOXKe-
HHUH.

2.4.6.1. TopMoKkeHre MUPAMUIHBIX HEPOHOB. B psine
paboT ObLIM OIpeneseHbl XapaKTepUCTUKU TOPMO-
KEHMST MEXIy CaMUMM KJieTKaMu MapTUHOTTU
(MK) 1 TOpMOXeHUs NHMpPaMUIHBIX HEUPOHOB.
UpesBplyaiiHO BaxXHbIM cBoMicTBoM MK sBiasieTcs
TOPMOXEHVE NHTEPHEUPOHOB IPYTHUX KJIACCOB U, UTO
HE MeHee BaXKHO, TOPMOXEHUE caMUX KJIETOK Map-
TUHOTTH IO NPUHILIUITY OOpaTHBIX CBsI3eil B HEUPOH-
HBIX CETSIX CTapoil 1 HOBOI KOophl. B cBI3M ¢ 3TuM
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KpaliHe MHTepeCHBIM cBoiicTBoM MK sBiseTcs To,
YTO B OTJIMYME OT MHOTUX APYTUX KOPKOBBIX CBSI3€ii,
CHUHAIIC MeXAy TNUpaMUOHONM KJIETKOM M KJIEeTKOM
MaptuHOTTH SBJsIeTCs obierdaromuM. Bpicokoda-
CTOTHAsI CTUMYJISILMS MUPAMUIHOM KIIETKM MOXKET
BBI3BIBATh CITAIKOBYIO aKTUBHOCTb KJIE€TKM MapTu-
HOTTH, YTO 00EeCIIeunBaEeT YPOBEHb TOPMOKEHMSI, 3a-
BUCSIIMKA OT MPEbIAYIIErO YPOBHS BO30YXIECHUS B
cet. KOpoTKMii BBICOKOYACTOTHBIN pa3psig B He-
CKOJILKMX MUPAMMUIHBIX HEHPOHAX MOXKET CIYKMTh
3aTBOPOM JJIsI JaJIbHEMIIIEro BO30YKIeHMs altiKalb-
HBIX JEHIPUTOB BCEM KOJIOHKU. DTO TOPMOXKEHUE
CIIOCOOCTBYET IMOAIIOPOrOBBIM KOPPEJISIIUSIM U CUH-
XpPOHM3AIUHU CIIAaliKOB B MUpaMUAHBIX KieTkax [10].
OT cebs1 3aMeTHM, YTO TaKUM 00pa3oM KiaeTku Map-
TUHOTTU CO3[Aal0T BPpEeMEHHOE OKHO MHTEerpaluuu B
KOPKOBBIX HEMPOHHBIX CETSX.

Knetku MapTUHOTTU J€TKO MHAYLUPYIOT TUCU-
HaNTUYECKOE TOPMOXKEHUE MEXY ITy4YKaMU TeHIpU-
TOB MMMPaMUIHBIX HEPOHOB 5-ro cios [44, 104], uto
TOBOPUT O TOM, YTO OHU CUJIbHO MHHEPBUPYIOTCS
MOATUIIAMU MTMPAMUIHBIX KJIETOK 5 CJIOSI.

Kpome Toro, yro kjieTku MapTUHOTTU TakK Ke,
Kak M HelipornuadopMHble WHTEPHEUPOHBI, Ieii-
CTBYIOT Ha JEHAPUTHI MUPAMUIHBIX HEMPOHOB, OHU
BKJTIOYAIOTCSI IPU Pa3HBIX YCITOBUSIX U IEHACTBYIOT IO
pa3HbIM MEXaHW3MaM U, YTO OCOOEHHO BaXKHO, OCY-
LIECTBJISIIOT TOPMO3HBIIf KOHTPOJIb B KOPKOBBIX CETSIX
in vivo [87].

OnHUM M3 BaxKHBIX CBOMCTB COMATOCTaTHUHOBBIX
WHTEPHEHPOHOB SIBJISIETCS TOPMOXEHHE ITocpel-
ctBoM TAMK b penentopoB B NpeCHHANTUYECKUX
cuHaricax. SOM-UHTepHEIPOHBI (KOTOPKIE IO CBOMM
XapaKTepuCTUKaM COOTBETCTBOBAJIM KjeTKam Map-
TUHOTTU) aKTUBUPYET MPECUHATITUYECKNE PEeLENTOPbI
IT'AMK b B cuHamncax nmupaMUOHbBIX KJIETOK BO 2-OM
cJloe HeoKopTeKca, ITyboKo NMoAaBisis nepeaady u BO
MHOTUX cliydasix 3(p¢heKTUBHO MOAABISISI CUHATICHI.
OnToreHeTMyeckoe  MoAaBJIE€HUE  aKTUBHOCTU
SOM-HelipoHOB ObLIO TOCTATOYHBIM ISl CHUKEHU S
YacTOThl CMHANTUYECKUX COOEB U YBEJIUUECHUS CPel-
Heit ammumtyabsl BITCIT. Dtot adhdekT OB IToJTHO-
CTbIO OOpaTUMBIM U TEpEeKPbIBAJICSI aHTarOHUCTA-
mu TAMK B. DTu maHHBIE yKa3bIBalOT Ha TO, YTO
SOM-uHTEepHEHPOHBI MOTYT OBICTPO U OOpaTUMO
TOPMO3UTH BO3OYXXAAIOIIKE CUHAICHI MOCPEACTBOM
peryJsiiMU MPEeCUHAINTUYECKOTO BHICBOOOXIEHUS.
ITockonbky ObLIO TOKa3aHO, YTO AaKTUBHOCTh
SOM-uHTepHENpPOHA PETyIUpPYEeTCS CEHCOPHBIM M
MOTOPHBIM BXOJIOM, 3TH Pe3YyJbTaThl MPeEAIoJarator
MEXaHU3M, C TIOMOIIbIO KOTOPOro (PyHKIIMOHAbHAs
CBSI3b M CMHANTHUYECKas TJACTUYHOCTh MOTYT PEry-
JIMPOBATHCS B 3aBUCUMOCTH OT COCTOSIHUS. Tekylas
akKTUBHOCTb SOM-KJIETOK TaKXKe MOXET MOIYIM-
poBaTh Bo30yXmarolnyo nepegauy uepe3 TAMKep-
TMYECKylo aKkTuBauuio npecuHantudyeckux F”AMK
b-penenropos [113].
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2.4.6.2. Bo3BpaTHble CBSA3H MEXKIY NMUPAMHIHBIMH
HelipoHaMu M KjieTkamMu MaptunorTh. 15 moHuma-
HUs1I PYHKUMI KIeTOK MapTUHOTTU B KOpe Cylle-
CTBEHHO, UTO UX peain3anusi IpOUCXoIUT Mo odpar-
HBIM CB$SI35IM B HEOKOpTOKce. Tak, oqHOBpeMeHHast
CTUMYJISILIUST TMPAMUIHBIX KJIETOK U KJIETOK MapTu-
HOTTH 5-TO cJIOSl TTIoKa3aja, YTO CUHXPOHU3ALUS T -
pPaMMIHBIX HEHPOHOB B 3TOM CJIOE OCYIIIECTBIISIETCS
10 OOPaTHBIM CBS3SIM MEXKIY KJIeTKaMu MapTUHOTTH
u nupamugamu [44]. TopmoxxkeHue yepe3 IeHIAPUTHI
SOM uHTEpHEHPOHOB B BO3BpaTHBIX HEMPOHHBIX CE-
TSIX C BO3OYKIAIOIIMMU HEHPOHAMU SIBJISIETCS JOCTA-
TOYHBIM IS TEHEPAllMM PUTMOB raMMa-auaria3oHa u
CO3JIaHUSI KOTE€PEHTHOCTU MEXIY BO30YXXIAlOIIMMU
HelipoHamu [116].

2.4.6.3. TopmozkeHne MHTepHeiipoHOB. B Kope 1H-
TEPHEUPOHBI OCYIIIECTBISIOT TOPMOXKEHUE HE TOJBKO
BO30YIUTEIbHBIX HEHPOHOB, HO B 3HAYMTEIbHOM
CTETIEHU NPYT Ipyra, co3naBas TaKuM oOpa3oM 00-
JieryeHue. B jlokagbHBIX HEHPOHHBIX CETSIX HEOKOP-
TEKCa MbIIIEN MEXOy TIpylrnaMyd WHTEPHEHPOHOB
VIP u PV 6bu1n 06Hapy:XeHbl B3aUMHBIE TOPMO3HbIE
cBsI3u. TakxKe B3aMMOCBSI3U OBbLIM YCTAHOBJIEHBI
Mmexny VIP m SOM uaTepHeiipoHamu. CylllecTBeH-
HO, yTo VIP 1 SOM npuBJieKamOT K y4aCTUIO CBOUX
YJIEHOB TMOTMYJISILIMU Yepe3 YeThIpe MeXaHU3Ma: dJIeK-
Tpu4yecKasl CBsA3b, IonHOe oTcyTcTBuUe (SOM) mam
otHocutenbHbIN gepunut (VIP) TopmoxkeHus B mo-
nyasiuuu, cuibHoe VIP yepes BeicBoOOXKIeHEe ACh.
ITapa untepHeiipoHosB B nomnyissuuu PV u SOM B3a-
MIMHO TOPMO3AIT OPYT ApyTa U IMOIy4aloT JIOKaJIbHOE
BO30YyXIEeHUE C pa3IMIHON ITMHAMUKON — €CJI OHU
MOJy4aroT BO30YXIEHUE OIHOBPEMEHHO, TO MpS-
MO€ B3aMMHO€ TOPMOXEHUE MeXIy HUMU He BO3-
HukaeT. Ha ocHOBaHUU MOJyUYeHHbIX JAaHHBIX Oblia
MPEIOXEHA HOBAsI MOJIEJIb HEMPOHHBIX CBA3€M UH-
TepHEHPOHOB B HEOKOPTEKCE, BKIIOUAOIIAsl B3aUM-
HbIE TOPMO3HBIE TTOMYIALIMU, a HE MOCJIEN0BATEIb-
HYIO MepapXxuIo momyasauii [52].

B oGoHgTENbHOIT KOpe coMaTOCTaTHH-3KCIIpec-
CUpYIOIIME MHTEPHEHPOHBI OOBIYHO OIMMCHIBAIOTCS
Kak peryispHble criaiiku (RS) mim Hu3konoporoBbie
cnaiiku (LTS), To ecTh sBIsSII0TCS KileTKamMu MapTu-
HOTTU. B HeokoprTekce, OBIIO OOHApPY:KEHO, UYTO
SOM-KJIEeTKM IUPOKO TOPMO3ST PSIJ HE UIAECHTU-
¢duMpoBaHHBIX KJIaCCOB MHTEPHENWPOHOB, BKIIO-
yass TIPEATNOJOXUTENbHO UACHTUOUIIMPOBAHHbBIE
PV-xnetrku u, 4To yauBUTENIbHO, 1pyrue SOM-KkiieT-
k1. Kpome Toro SOM-KeTKU TOPMO3SIT JeHAPUTHI
MUPaMUIHBIX HEMPOHOB U, TAKUM 00pa3oM, BIUSIIOT
Ha JeHIPUTHYIO MHTerpalnio apPepeHTHBIX U BO3-
BpaTHBIX BXOJIOB B WHTEpHHaJIbHYIO (TIMpUdOpPM-
Hy!0) Kopy. B 11eloM, 3TH pe3ynbTaThl ITOKa3bIBAIOT,
yTo MHTepHEepoHbl SOM murpaior BaxXHYIO poib B
pEeryisiiiyv Kak BO30YXIEHWS, TaK 1 TOPMOKEHUS BO
BpeMsI Tipoliecca OOOHSIHUS. B oTiinume ot npeapiay-
IIUX JAHHBIX O TOM, YTO KJIeTKM SOM He uHruoupy-
IOT APYT Apyra B HeokopTekce [91], Ob110 oOHapyxKe-
Ne 1
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HO, 9TO KJIIeTKM SOM MHTHUOUPYIOT ApyTrue KICTKHA
SOM B nepudopmHoii kope [61].

Hab6mionaioTcs CyliecTBEHHbIE OTIWYMS KJIETOK
MapTUHOTTU OT WMHTEPHEUPOHOB APYTrUX KIIACCOB.
Torma kak y OOOPCTBYIOIIMX MEIIIEH MeIJIeHHBIE
GIyKTyaluu MeMOpaHHOIO MOTeHILMaja OOJIBIION
aMIUIUTYyabl 04eHb CMHXpOHHBI B PV, SHT3aR u Bo3-
OyKImaroluux HeiipoHax, TO 3T (GIYKTyalluu CUJIBHO
CHITXXEHBI 1 HETaTUBHO CBsI3aHHBI ¢ HelipoHaMu SOM.
Takum obpazom, HeitpoHbl SOM uUMeroT APYryIo 1u-
HaMUKy CIIOHTAHHOTO MeMOpaHHOTIO ITOTeHIIAaja II0
CPaBHEHHUIO CO BCEMMU IPYTMMMU KJIacCaMU COCETHUX
HelipoHoB. Heiliponbl SOM Tak:ke YHUKaJIbHBI TEM,
YTO OHU TUIIEPIIOJISIPU30BAHBI U TOPMO3SITCS BXOI -
HBIM CUTHAJIOM OT BHOpucc, Torga Kak PV, SHT3aR
U BO30yXIarolye HelipOHbI ACTIONSIPU3YIOTCS] U BO3-
OyKIalOTCsSI CEHCOPHOI CTUMYIISIIIME. AKTUBHOCTh
SOM uHTEpHENPOHOB B 30HE OOUYOHKOB B CJI0SIX 2/3
CEHCOMOTOPHOM KOPBI OOIPCTBYIONINX MBIIIIEH UME-
IOT OTPULIATEIBFHYIO KOPPEJISIIIUIO CO BCEMU IPYTUMU
COCEMHMMU TUIIAMM KJIETOK. DTO O3HAYAET, YTO TOP-
MOXEHUE AUCTaIbHBIX AEHAPUTOB, 0OecIIieunBaeMoe
SOM-kineTKaMu, CHUKAEeTCSI B TO BpeMsi, KOIIa yBe-
JIMYMBAIOTCSI BO30YXIEHHWE M TOPMOXEHHUE IPYTyX
KJIeToK [38].

2.4.6.4. OrcyrcrBue cBsa3eii mexxay SOM uHTEp-
Heiiponamu. B pesynbTaTe ucciiemoBanuii ObLIa oIpe-
JIeJleHa apXUTEeKTypa HEHPOHHBIX ceTeil, B KOTOPBIX
kinetku VIP topmozar kietku SOM, u HaoOOpOT.
SOM-KJIETKM TOPMO3SIT BCE TOPMO3HLIE HEWPOHBDI,
kpome camux SOM-KiteTok, n3oeraior npyr apyra [91].

IMockonbky SOM-MHTEpHEPOHBI HE TOPMO3ST
JpyT Apyra, HO MHTUOUPYIOT HelipoHbl PV, To B ycio-
BUSIX, KOIJIa pa3Mep 3pUTEIBHOTO CTUMYJIA YBEIUYM~
BaeTcs, BeJMYMHA OTBeTa M KojudecTBO SOM uH-
TEePHEWPOHOB, PEKPYTUPOBAHHBIX B [TOBEPXHOCTHBIX
CJIOSIX 3PUTEIBLHOM KOPBI MBIIIN, IPOIOJIKAIOT YBE-
JIMYuBaThcsa. B 3TO XXe BpeMsI OTBET IMMpPaMUIHBIX
KJIIETOK U PV-uMHTEpHEHpOHOB YMEHBIIWICS M3-3a
TOPMOXeHUsI, obOecneunBaeMoro SOM-UHTEepHEH-
poHamu [109]. KpaiiHe BaxXHO, 4YTO B 3TUX pabOTax He
BBIABJIEHBI CBSA3M IPYT C APYrOM KJIETOK MapTuHOT-
TH, TO €CTh OHM HEe TOPMO3ST aKTUBHOCTb OMHOMMEH -
HBIX KJIETOK, B OTJIMYME OT pabOT APyTuX aBTOPOB, B
KOTOPBIX TaKasl CBsI3b Obljia BhISIBJICHA.

2.4.6.5. TopMokeHre HEAPOHOB B APYTUX 00JIACTAX
Kopbl. MICITOJIb3ys1 METOIbI ONTOTEHETUKHU, UCCIIeIO-
BaJId BXO/Ibl OOJIBIION JAJILHOCTU OT MOTOPHOU KOPBI
(M1) 1o pa3auIHBIX HEHPOHHBIX 2JIEMEHTOB B COMa-
ToceHcopHoit Kope (S1). OOHapyXwiu, 4To MUpa-
MUIHbIE HeiipoHbl M1 akTuBupoBaiu B S1 VIP-uH-
TepHelipoHbl (ommH m3 noarTunoB SHT3aR-unHTtep-
HEUPOHOB B MTOBEPXHOCTHBIX CJIOSIX S1), KOTOpBIE B
CBOIO ouepenb TOpMO3uiau KiaeTku SOM, KoTopbie
ObLIM HalleJIeHbl Ha JUCTalbHble NEHAPWUTHI MUpa-
MUIHBIX KJIETOK S1. KpoMme Toro Mexay 3TUMHU Kjiac-
caMM MHTEpHEHPOHOB HaOJIONJICs OINpeaeaeHHbII
aHTtaroHusMm. In vivo, Bo BpeMs IBMXKEHHS BUOpUCC,
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VIP-HeiipoHBI OBUTH CMIILHO U CITEIIN(PUISCKY aKTH -
BUPOBaHbI, TOTAa KaK aKTUBHOCTh SOM-UHTEpHE-
POHOB B 3TOT MOMEHT OblJIa omaBjicHa [63].

boutu mony4deHsl JaHHBIE, KOTOPBIE TAKXKEe CBUIES-
TEJIL,CTBOBJIM O TOM, YTO B3aMMHOE TOPMOXKEHHE
Mexny PV u SOM uHTepHelipoHaMu MOaaepKUBaeT
COBMECTHYIO aKTUBHOCTB B 00enX mommyasanusx [51].

2.5. Hetipoeauoghopmuuie unmepreiipoot

Euie onuH Kj1acc MTHTEpHEMPOHOB OOBIYHO 000-
3HayaoT Kak SHT3aR (ceporoHuH, 5-TUOpPOKCUT-
puntamMuH 3a), KOTOpble BKJIOUYAIOT MO KpaiiHeil
Mepe naBa pa3Hbix noakiiacca AMKepruuecknx
HEWUPOHOB, OJUH U3 KOTOPBIX SIBJISIETCSI Helporira-
¢dopmubiMu kiieTkamu [90]. SHT3aR uHTepHeiipo-
HBI COCTaBJISIIOT TpeTh Bcex TAMKepruuecknx mH-
TepHelipoHOB [62, 98]. Kpome Toro, 4ro Heiporima-
dopMHBIE KJIeTKU sKcnpeccupyioT SHT3aR, onm
OYEHb YaCTO IKcHpeccupytot puiarH u NPY (Heiipo-
nerrrun Y) [62, 32].

2.5.1. Mopdoaorus. B pa3HbIx paboTax cTpoeHUe
HelipornuagopMHbBIX KJIETOK OIMCHIBAETCS TO-pa3-
HoMy. Tak, B ogHUX paborax HeliporimmadopMHEIE
KJIETKY MMEIOT pa3BeTBJICHUE aKCOHOB, ITOXOXKee Ha
nayTuHy [21, 32], win ¢ BBITSIHYTBIM JIPEBOBUIHBIM
BETBJIEHHEM aKCOHOB [48], 1In B BUIE IUIOTHOTO aK-
COHAJILHOTO 00JIaka, 00pa30BaHHOIO OAHOI HEelpo-
mmmadopMHO KiteTkoii [84]. HeiipormadopMmHEie
KJIETKA MMEIOT TOPM3OHTAILHO PaCTITUBAIOIINECS
aKcoHaJIbHbIe KoJutaTepanu B ciioe 1 [47, 48], n ux
aKCOHaJIbHbIE KoOJUlaTepaJii MPOCTUPAIOTCS Ha He-
CKOJIbKO COT€H MUKPOH.

2.5.2. TAMK B-peunentopsi. HeiipornuadopmMHbie
KJIETKM TIPEACTABIISIIOT OOJIBIIION NHTEPEC TEM, YTO B
oriinuure ot Apyrux TAMK-kieToK, OH1 BBI3BIBAIU
komoOuHupoBanHble TAMK A u TAMK b-onocpeno-
BaHHbIE pelenTOpaMU OTBETHI U ObLIM MpEeuMYylle-
CTBEHHO HalleJIeHbl Ha NeHIPUTHBIC IIUINKH IUpa-
MUIHBIX HeipoHoB [107].

HeiipormagopMHbIe KJIETKH OMOCPEAYIOT OOJIBIIYIO
4acTh UX TOPMO3HOIO ACHCTBUS Ha OCHIPUTHI Ye-
pe3 peuenrtropel TAMK b. Bnmnguue TAMK b-top-
MOXKEHUSI OCYLIEeCTBsIEMOro HeiiporimaopMHBI-
MU KJIETKaMH Ha ONHUpaMUIadbHble HEIPOHBI SIBIsI-
eTCsI 3HAaUYMTENIbHBIM [88].

Kpaiine BaxkHO, uTO HelipornuadopMHbIe KJIETKU
MOTYT UMETb B KaueCTBE MUILIEHU KaK TOCTCUHANTH-
yeckne TAMK Bb-penenTopsl, Tak 1 IpecUHaIITAYEC-
ckre TAMK Bb-penienTopsl, pacnojloXXeHHbIE Ha TITy-
TaMaTepruIecKnX okoHYaHusIX [20].

DIIeKTpOoPU3NOIOTUIECCKIE TaHHBIC CBUICTEIIb-
CTBYIOT 0 TOoM, 4yTo penientopsl TAMK B, akcrnipeccu-
pyeMble HelipormaOpMHBIMUA WMHTEpPHEHpOHAMM,
CITOCOOCTBYIOT TMHAMNYECKOMY KOHTPOJIO BO30YXK-
Jalolero Bxona B nmupaMmuaHbie HeiipoHbl CAl. TTo-
3TOMY CB$I13b Helipomma(OpMHEBIX KJIETOK C ITMPaMU/I -
HbIMU HeiipoHamMu CAl oGecrnieunBaeT YHUKAIBHBIN 1
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TOHKMIA MexaHu3M (GOpPMUPOBAHUS BpeMEHHOM 00-
JIaCTU MHTETpaLvM JJIsl CUTHAJIOB, TIOCTYITAIOIIMX Ye-
pe3 MIaBHBIA BO30YXXIAIOIINK BXOO B ITMpaMUIHbBIC
kimetku CAl [92, 93], KpoMe TOro, 3KCIIepUMEHTaIb-
Hble JaHHBIe moka3anu, ytTo TAMK b-penentopsl
MPUCYTCTBYIOT KaK Ha IPECUHANTUYECKHMX, TaK U
IMOCTCUHANITUYECKUX MeMOpaHaxX B CUHAIICaX MEXKIy
HelpornmaghopMHBIMU UHTEpHEMpoHaMu [92].

Y KpbiC eIMHWYHbIE TIOTeHIUAIbl NEUCTBUS B
HelpormuaOpMHBIX KJIETKaX BbI3bIBAIUM KOMIIO-
HEHT, omnocpenoBaHHbI peuentopoM TAMK b, y
HEWPOHOB C PETYISIPHBIMU CHIaiiKaMy U ObICTPO pas-
psexaromuxcss nHTepHeiipoHax (PV) mocie kommo-
HEeHTa, ornocpegoBaHHoro peuentopom TAMK A, B
MOCTCUHANITUYECKUX peakumsx [85].

CyniecTBeHHO, 4TO HelpommmadgopMHBIE KIETU
OCYILIECTBISIOT IIOCTCUHAIITUYECKNE CBSI3U IOCPEI-
ctBoM TAMK Bb-penienrropoB. OHH BBI3BIBAIOT MEIJICH -
Hble, ;ymTenabHble TIICIT B mupaMuIHbIX HEpOHaX U
IPYyruxX MHTepHeipoHax 3a c4eT KOMOMHMUPOBAaHHOM
aktnBauum peuentopoB TAMK A u TAMK b u gB-
JISTFOTCSI €IMHCTBEHHBIMUY MHTEPHEMPOHAMU, KOTOPEIE,
KaK ObUIO IOKAa3aHO, BBI3BIBAJIA YHUTAPHBIE OTBETHI
I'AMK b B oTBeT Ha eNMHBII ITOTEHIIAN ACHACTBUSI.
KpoMe Toro oHu MMein BICOKYIO BEPOSITHOCTb CO-
eIUHEHUS CO BCEMM COCEIHUMU HeiipoHamu [84].

bruto otMedeHo, uto B gononHeHue K TAMK A-
OITOCPEAOBAaHHOMY CMHAIITUYECKOMY MEUIEHHOMY TOpP-
MOXEHMIO, HelpormadopMHBIE KIIETKM TaKXKe OCy-
ILIECTBJISIIOT MEAJICHHOE TOPMOXEHME TTOCPEACTBOM
aKTUBAlIUM TTOCTCUHANTHUYECKUX METa0OTPOITHBIX
I'AMK B-peuenrtopos [32].

Bruto ycTaHOBICHO, YTO HEOKOPTUKAJIBHBIC HEil-
pormadOpMHBIE KJIIETKI MOOYJIUPYIOT CBOM COOCTBEH-
Hble akcOHHBbIe TepMuHaibl yepe3 TAMK b-penento-
pBI, TaK ke, KaK HelipormagopMHbIe KJIETKY TUIIIIO-
Kama [87].

2.5.3. PacnosioxkeHue B Kope U npoekuuu. CBsizm.

2.5.3.1. Pacnogaoxenne B kope. Okono 30—40%
MHTCPHENPOHOB 1-TO CjI0s SBISIIOTCS Heliporiva-
¢dopMHBIMU KJTeTKamMu. HelipornmmadopMHBIe MHTEP-
HeHlpoHBI 1-To cos, Tak Xe, KaK M KJIeTKu MapTtu-
HOTTH, UMCIOT IIPOSKIIMK Ha allMKaJIbHbIE JCHIPUTHI
KOPKOBBIX MUPAMUIHBLIX HepOHOB 5 ciost. Mccie-
JIOBaHME in Vivo TTOKa3aJio, YTO BEPOSITHEE BCETO MX
MOXHO aKTUBMPOBATh CTUMYJSILIMEH depe3 Kajllo-
3aJIbHbIe BOJIOKHA, KOTOpas, II0-BUIMMOMY, BOBJIE-
KaeT UMEHHO 3Ty CHelIn(PUUIECKYIO CyOITOIyJISIIINIO,
HO He Apyrue uHTepHeitpoHsl 1 cios [88]

HeitpornmnadopMHBIE KITETKM OBIJIN OMCAHBI BO
BCEX CJI0sIX, HO 60Jiee BCEro pacrpocTpaHeHbl B Hall -
TPaHYJISPHBIX CJIOSIX, Y SIBJISIIOTCSI OCHOBHBIM KOM-
noHeHToM 1-ro cnog [32, 48, 109]. Caenyetr oTMme-
TUTh, YTO OHU PEIKO HAOIIOAAIOTCS B 5-OM CJIO€ KO-
pul [84, 48].

2.5.3.2. Jlenaputhl MuIIeHH HeidporagopMHBIX
KJeToK. JIaHHbIe 2JIEKTPOHHOM MUKPOCKOITUU MOKa-
3aJIM CUHAIITMYEeCKe KOHTAKThI ¢ HelipormadopM-
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HBIMM KJIETKAMU Ha JEHAPUTAX U IIUITaX U OYeHb Ma-
J10 Ha come [109].

HetipormuacdopMHbIe KJIETKM HalleJIeHbl Ha Oa-
3aJIbHbIe M IIPOKCHMAJIbHBIE alMKaJIbHBIE KOCHIE
JeHAPUTHI 1 BhI3BIBAIOT TaM MemieHHble TIICII.
OHu pacriojiaraloT TOPMO3HBIE CHHAIChl Ha allv-
KaJIbHBIX IEHAPUTAX IMMPpaMUIAIBHBIX KJIETOK, pac-
TOJIOXKEHHBIX KaK B OCHOBHOI KOJIOHKE, TaK U B CO-
CEIHUX, TEM CAMBIM TOPMO3ST OOJIBIIYIO IOITYJISIILIAIO
3THUX HelipoHOB [32].

2.5.3.3. Cps3m B Kope. HeiipormacdopMHbIe KJieT-
KU OBbUIN BJIEKTPUUYECKU CBsI3aHbI C APYTUMU HEMPO-
muacOpMHBIMU  KJIETKAMU, KJIEeTKaMU KOP3UHBbI,
KJIETKaMU, UMEIOLLIUMU peTYJIsIpHbIE CITaiikKu, C aKCO-
aKCOHHBIMU KJIETKAMU U C Pa3IMYHBIMU HEKJIACCU-
GULMPOBaHHBIMU UHTEPHEUPOHAMU, AEMOHCTPUPY-
IOLIMMMU Pa3JInYHbIC IATTEPHBI CIIalKOBOM AaKTUBHO-
cti 1 Mopdosoruto [105].

HeitpormuadopMHbIe KIETKHU MOTYT TOPMO3UTH
Bce OJIM3pacHoJIOXKEHHBIC BO30YyXKOarollue U TOp-
MO3HBIE HEHPOHBI MyTeM CUHANTUYECKOIO U HEeCU-
HAIMITUYECKOTO TOPMOXEHMSI, TaK KaK o0OpasylioT ¢
HHUMHM HE TOJIBKO XUMHNYECKUE, HO U BJICKTPUICCKUEC
CUHATICHI, U 3TO MO3BOJISIET MPEANOIIOXUTh, UTO Ta-
KUM 00pa3oM peryimpyloT aKTUBHOCTh HEMPOHHBIX
ceTeil B mmobajibHOM MaciTabe [92, 32].

2.5.4. TopMoKeHHE U PACTOPMAKHBAHUE.

2.5.4.1. Cunantnyeckoe TopmoxkeHue. Heiipo-
rraopMHbIe MHTEPHEUPOHBI ClIoeB 2/3 OOBIYHO
TOPMO3ST TUCTAJIbHBIC ISHAPUTHI IIMPaMUIHBIX HE-
poHOB Kophl cioeB 2/3 u 5. HeiipormadopmHbie
KJIETKW TOPMO3SIT MMUpaMUIHbIe HEAPOHBI KaK BHYT-
p¥ TOI1 XXe KOJIOHKM, TaK M MEXAy KOJJOHKaMM Ha
pacctosgHuu 10 300 MK [64].

B skcnepuMeHTaIbHBIX HCCAEAOBAHUSX ObLIU
IOJyYeHbl 0Ka3aTeJIbCTBAa TOTO, 4YTO IJIUTEIBHO
nerictBytoine TTICII coueratoTcst ¢ 21eKTpUYECKOM
CBSI3bIO MeXAy HelpornuagopMHBIMU KJIETKaMU U
HECKOJIbKMMHU TUIIAMU MHTEPHEIPOHOB 4YejioBeKa U
KpbIChl. CHMHANITUYECKNUE TTOTEHIIMAIbI PacIIpoCcTpa-
HSIIOTCSI Yepe3 BJIeKTPUYECKU CBSI3aHHBIC CETU WH-
TepHEelipoHOB. OOBEIMHEHHBIE B OOIIMPHYIO CETh
2JIEKTPUYECKUX CUHAIICOB, CBSI3bIBAIOIINX HECKOJIb-
KO KJIaCCOB MHTEPHEUPOHOB, HeliporuadopMHBIE
KJIETKU CIIOCOOHBI KOHTPOJMPOBATh MOA- W HAIIO-
POTOBYIO aKTUBHOCTD CBI3aHHBIX HEMIPOHOB I MOTYT
HpeO6pa3OBbIBaTb 9Ty aKTUBHOCTbL B AJIUTCIIbHYIO
XUMHMYECKYIO IIepenadyy CHMTHaJOB uepe3 MeTabdo-
tponHbIe penenTtopbl [AMK b B HecKonbKMX T10ITY-
JISILUSIX HelipoHOB [85, 84].

HeiipornmuadopMHble KIETKH MOTYT TOPMO3UTH
BCEe ONMM3pacIOJIOKCHHBIC BO30Y:KIAalolIe W TOp-
MO3HbIe HEMPOHHI ITyTEM CHUHAIITUYECKOIO M HEeCHU-
HaNTUYECKOIO TOPMOXEHHUSI, TaK KaK 00pa3yloT C
HUMM HE TOJBKO XMMHUYECKHE, HO U IJIEKTPUIECCKIE
CUHAIICBI, ¥ 3TO MO3BOJISIET MPEANOIOXUTh, YTO Ta-
KM 00pa3oM pPeryMpyloT aKTUBHOCTh HEPOHHBIX
ceTeil B IImobagpHOM MaciTabe [32].
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OnuHOYHBIC TOTeHIIUAJIBI IEMCTBUS B IIPECUHAT -
TUYECKOW HelporiadopMHOIl KJIETKE BbI3bIBAIU
MmemieHHbI TIICII B mupaMumHoii KJIeTKe, 3a KOTO-
puIM ciepoBan mmaTenbHbI TITCII B npyroii Heiipo-
mmadopmHoit kietke [107, 105].

C OosblION OOMM YBEPEHHOCTU YTBEPXKIAJIOCh,
YTO HelpormuahopMHBIE KIETKU SIBJISIIOTCS OCHOB-
HBIM CPEACTBOM YIPaBJIEHUS MOIITHOTO TOPMOXEHUS
HEUPOHHBIX ceTeli, KoTopoe, neicTBys yepe3 TAMK
b-peuenTopsl, MoryT auddepeHIIMpOBaHHO BOBJIE-
KaTbCs JAJIbHUMU CBSI3SIMU, UTOOBI BBITIOJHSTDH POJIU
CTOJIb € pa3zHoOoOpa3Hble, KaK CO3HATEJIbHOE BOC-
MpUSITUE U KOHcoauaalus namstu [20].

2.5.3.4. O0beMHOE TOPMOKEHHE. XapaKTCPHOI
OCOOEHHOCTBIO HelpormruacOpMHBIX MHTEPHEUpPO-
HOB, KOTOpasi MPUHLIMIUAIBLHO OTJIMYAeT UX OT BCeX
WHTEPHENUPOHOB KODBI, SIBJISETCS HaIUuyue oObeM-
Holi nepenayu. B aToM ciyyae TOpMO3HbBIN MeTruaTop
I'’AMK BEIOpachIBaeTCsI aKCOHAMM B MEXKIICTOUHOE
npoctpaHcTBo. Hammame o6beMHOIM TIepenaum aeiia-
eT MX IJIaBHbIMM KaHAWIaTaMW Ha OCYIIECTBJICHUE
CUHXPOHM3ALIMU B HEPOHHBIX ceTsx Kophl. [Tokasza-
HO, YTO OTJeJIbHbIe HelpornadopMHbIe KIETKU Bbl-
nesiioT TAMK B 06beMe, 10CTaTOYHOM IS [Iepeiadyu
B aKCOHaJIbHOM O0JilaKe, U, TaKUM 00pa3oM, HElpo-
muadOopMHBIE KJIETKU HE TpeOylT CHHAIICOB LIS
TOJIy4EHUsI TOPMO3HBIX peaKlMii B TMOMABJISIONIEM
OOJIBIIMHCTBE HEMPOHOB, HAXOISIIIUXCS TOOJIMU30CTU
[17, 84, 87, 107].

O0BeMHag Tepegaya IpeanojaracT oueHb BBICO-
KYI0 CKOPOCTh (DYHKIIMOHAJILHOM CBSI3U MEXIy Heli-
pornuacdOpMHBIMHI KJIETKAMU U COCETHUMM HEnpo-
Hamu [84, 87]. Kpome Toro, HeOOIbIIOe KOJIUISCTBO
HelpormadOpMHBIX KJIETOK 00JIaJacT BO3MOXKHO-
CTBIO BBI3BIBATH JAJIEKO PACHPOCTPAHSIONICECS TOP-
MOXeHMe ImyTeM akTuBauuu penentopos TAMK b
IIOCPEICTBOM, IIO-BUAVMMOMY, HEM30MpaTeIbHOMI
oobemHoIt nepenauu [20, 109], xoTs mogy4eHbl SKC-
neprMeHTaIbHbBIC JaHHEBIE [ 17], TTOKa3kIBaIOIIME, UYTO
MUIIEHU HeipornmnadOpMHBIX KJISTOK MOTYT OBITh
6oJiee cnetuM(pUIHBIMU UISI CHHAIICOB, YeM IIPEIIo-
narajiock. U3 Bcex MHTEpHEHPOHOB TOJIBKO HEHMpPO-
mMaOpMHEIE KJIETKM, O-BUANMOMY, J€MOHCTPU-
PYIOT 3TOT YHUKAJIbHBII CIIOCOO CBSI3U C IPYTUMU
Heliponamu [17, 32, 107].

2.5.3.5. PacropmMaxuBanue (TOpPMOXKEHHME HMHTEp-
HeiipoHoB). HeilipornuadopMHble HWHTEpHEHPOHDI
YCTAHABJIMBAIOT TOPMO3HbIE CHMHAIIChl Ha ITydyKax
anyuKaJabHBIX JEHAPUTOB MUPAMMUIAIBHBIX KJIETOK,
pPACIMOJIOXKEHHBIX KaK B OCHOBHOI KOJIOHKE, TaK U B
COCEHUX, TEM CaMbIM TOPMO3s OOJIbIIYIO MOIYJIsi-
LI1I0 3TUX HelipoHOB. Kpome Toro, HeitporiuagopM-
Hble KJIETKM cJ1os | HaleeHbl Ha 3 TUMa UHTepHeii -
poHOB cioeB 2/3 (kieTku MapTuHOTTH, Heliporina-
¢ OpMHBIE KJIETKM U OUTIONSIPHBIC KJIETKU C IBOMHBIM
nmyuykom neHaputoB (bitufted cell)), Tem cambIM pac-
TOpMaXuBas IMpaMUIHbIe KJIETKU [16, 32, 47].
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2.6. VIP unmepHeiiponut

B xope Mo3ra cyuiecTByeT Mojkjaacc MHTepHei-
POHOB, 9KCIPECCUPYIOIINX BA30aKTUBHBI MHTECTH -
HanbHbIl nenitud (VIP). VIP-kneTku nmpuHaaiexar
K KJIacCy MHTEpPHENPOHOB, KOTOPbI€ IKCPECCUPYIOT
ceporoHnHOBEINM penerntop SHT3a (40%) [62, 98].

2.6.1. Mopdouorusi. Akconnsl VIP-uHTepHeiipo-
HOB MMeEJY TEHISHIIMIO CIyCKAaTbCsl OT MSTKOM MO3-
TOBOI 000JIOYKH 1 OBUTM HECKOJIBKO YKe, YeM aKCO-
HBeI SOM nnn PV xinerok. Tak, BepTukaabHasI JJIMHA
U TOpM3OHTaIbHasl uinHa y VIP kieTok cocTaBiisiyia B
cpenHeM 440 1 233 MKM COOTBETCTBEHHO, a y SOM:
756 n 615 Mkm 'y PV 628 u 649 mxwm [51].

Knerku VIP B 0CHOBHOM MNpeNCTaBASIOT COOOii
OUTIOJISIpHBIE/ IBYXOXOJKOBBIE KJIETKU, O00Jagaolmne
XapaKTepHBIMU BEPTUKAJIBHO OPHUEHTUPOBAHHBIMU
JEeHIPUTAaMM U aKCOHAMU, KOTOPbIE MPOXOIST Yepes
MHOTH€e KOpPTUKaJIbHbIe cion. VIP-UHTepHEpOHbI B
CIIOSIX 2/3 SIBASIOTCS KPYHHEMIIEe CyOITOITysiuei
5SHT3aR, uMeloT TUIOTHBIN TOMEH aKCOHOB B CJIO€
2/3 v feHapuThl B 06oux ciosix 2/3 u 1 [95].

2.6.2. PacnoJioxkenne B Kope u npoekmuu. CBsasu.
B 1o Bpems kak VIP-HeiipoHBI CpaBHUTEIHLHO PEIKHA
B cioe 5, moutu 60% VIP-HelipoHOB HaXomsITCS B
cnosix 2/3. VIX akCcOoHBI cItycKaloTcsl B 6oJiee TIy0o-
KH€ CJIOM M COENUHSIIOTCS C TIMPaMUIHBIMU KJTeTKa-
MU U UHTepHelipoHaMu B 5-oMm ciioe [47].

2.6.3. Jleiicteue uyepe3 T'AMK B-penentopsl.
Tonbko HeGobIIAas YacTh VIP-MMMYHOIIO3UTUBHEIX
WHTEPHEUPOHOB CBsI3aHA C KJIACCUYECKUM HCTOY-
HUKOM MemieHHoro unruouposanusi TAMK b-pe-
nenropamMu. 25% cyonomynsiauun TAMK b uaTep-
HEeipOHOB B 0a3ojaTepajlbHOM aMUTIaJIe COCTABIIS -
Ju VIP-Heiiponsl [75].

2.6.4. Topmoxenue u pacropmaxupanue VIP-un-
TepHeiipoHamMu. B HeokopTukaibHOM ciioe 2/3 akTu-
Bauus VIP-uHTepHEPpOHOB MOKET OJTOKMPOBATH JIa-
TepaJbHOE IUCUHANTUYECKOE TOPMOXEHHE MEXIY
NUpaMUIHBIMM HelipoHaMu B cpe3ax. OIUHOYHEIE
VIP-nHTEepHEpOHBI MOTYT OKAa3bIBaTh JIOKAJIBHOE
TOPMO3HOE BO3JICHCTBHE Ha OKPYXKAIOIIYI0 HEMPOH-
Hyio ceTb. CyliecTBeHHO, 4TO VIP-uHTEpHEpOHBI
MMEIOT PaCTOPMaXKMBAOIIYIO 30HY nuaMeTpom ~240
MKM B OOlLIei1 30HE TOPMOXKEHUSI, OTIOCPEAOBAHHOMI
SOM-knetrkaM. Ilockonbky VIP-uHTEpHENpPOHEI B
OCHOBHOM HarlegeHbl Ha SOM-uHTepHEHPOHEI, KO-
TOpBbIE€ OMOCPEAYIOT TOPMOKEHUE OJIM3IeXKAIIUX MTH-
paMUIHBIX HEMPOHOB, TO BO3MOXHO, 4TO pojib VIP-
VHTEPHEMPOHOB 3aKJIIOYAETCS B TOM, YTOOBI Cle-
JIaTh MPOCTPAHCTBEHHO OTpaHUYEHHBIE 30HBI, B
KOTOPBIX OJIOKMPYETCsI TopMOxXeHue. [1pu ncnoib-
30BaHUU OINITOT€HETUYECKMX METOIOB JIJIsSI aKTUBa-
uuu VIP-uHTEepHEpOHOB, OOHApyXKMWBaeTCsI, 4TO
VIP-uHTEpHEipOHbI TOPMO3SIT COMATOCTAaTHUHO-
BbI€ 1 HEKOTOpHIE MapBaJibOyMUHOBBIE WHTEPHEIi-
POHBI, YTO, B CBOIO OYepenb, OCAa0IIET TOPMOXKEHIE
STUMM HEWpoHAMHU IMUPaMUIHBIX KieToK. Cliemyer
OTMETUTh, YTO VIP-uHTepHEelipoHbI B cioe 2/3 adh-

2022



62 MAPYEHKO, 3AMYEHKO

¢ eXTUBHO HalleJIeHBl HA COMAaTOCTaTUHOBBIE MHTEP-
HEWPOHBI, TOrma Kak TOPMOXEHHE MapBaJIbOyMUHO-
BBIX MHTEPHEHPOHOB 1 MUPAMUIHBIX KJIETOK OTHO-
CUTeIbHO cjlaboe, KakK U OBLIO IIPEIcKa3aHo
aHATOMMWYECKUMU JaHHBIMHU [51].

B cnosix 2/3 6b110 TOKa3aHo, yTo VIP-KIeTKMn Ha-
LIeJIEHbI Ha ApYrve MHTePHENPOHBI KaK YacTh BbIIC-
JICHHBIX pacTopMaxuBamomux neneil. VIP-kieTtku
MOSIBMJINCh KaK CHEHUAJINCTBI IO pacTOpMaKuBa-
HUIO, KOTOPbIE MOTYT OCBOOOIUTH CETU MUPAMUIHBIX
HEUPOHOB OT TOPMOXKEHUS IyTeM U30MpaTEIbHOTO
MoAaBjJCHUSI IPYTMX WHTCPHEHPOHOB, OCOOEHHO
kireTok SOM. IlokazaHo, 9TO B 5-0M citoe KineTku PV
1 SOM unHepBupyiorcs VIP-topMo3sgnimMu cuHar-
camu [80].

DyHKIUS pacTOpMakKUBaHUSI, OCYIIECTBIsIeMAsT
VIP-uHTepHelipoHaM1, HOCUT IIOOAJTbHBIN Xapak-
Tep. B HECKOJIBKUX 00JIaCTSIX KOPBI, BKIIIOYAsI 30HY
OappesioB, 3pUTEIBHYIO, CIYXOBYIO M IpedpOoHTaIb-
HYI0 KOpy, ObLIO MOKa3aHO, YTO OHU OMNOCPEAYIOT
pacTopMaxXMBaHWE THMPAMUIOHBIX KJIETOK IOCpPE-
ctBoM TopMoxeHust SOM+ u/unu PV+ unTepHeii-
poHoB [32].

IMocnenHue naHHbBIE CBUIETEIBCTBYIOT O TOM, UYTO
cuHarnchl VIP-kieTok HaxomsITcsI B IEPBYIO O4epelb
Ha SOM-KkieTKax, n3oeras IIpu 3ToOM NUPaMUIHEIE
kieTku. Takum oOGpa3oM, BO BpeMsl CIIOHTaHHOI1
CETeBOIl aKTMBHOCTHM, Takoii Kak Up-cocTosHue,
VIP-KJIeTKM MOTYT pacTOpMaKuUBaTh MUpPaMUIHBIC
KJIeTKU, TopMo3st SOM-knetku [81].

2.7. Ilapsanvbymun-sxcnpeccupyroujue (PV)-
UHMepHeUPOHbL

B xope cyiiecTByeT 60JBIION KiIacC MHTEPHEMPO-
HOB, 9KCITPECCUPYIOINX NapBabOyMuH. OHM acco-
LUUPYIOTCS C OBICTPO-pa3psKAIOIIMMUC HWHTEP-
Heiiponamu (FS) [5, 56].

2.7.1. Mopdoaorua PV-unrepneiiponon. Cyie-
CTBYET OBa THUIA MapBaIbOYMUHOBBIX HEHPOHOB:
KOp3WHYAThIe KJIETKW, CUHAIICHI KOTOPBIX pacrojia-
raloTcs Ha COME W ITPOKCUMAJIBHOM JEHIPUTE HEM-
POHOB MUILIEHN ¥ OOBIYHO UMEIOT MHOTOITOJISIPHYIO
MOpGOJIOTHIO, Y KJIETKU-KaHAEISIOPhI, KOTOphIE Ha-
LIieJIEHBI Ha HayaJbHbIE CETMEHTHI AKCOHOB ITUPaAMU-
JaJbHBIX KJIETOK [5, 56].

2.7.2. Topmoxenue yepe3 aktusaimmio TAMK B-pe-
nenropoB. B 3puTenbHOiT Kope paspsinbl FS-Heiipo-
HOB BeIcBOOOXKITatoT TAMK, KoTOopass MOXeT akTH-
BupoBaTh Kak TAMK A, Tak u TAMK b-peuentopsl.
B »TOM wmccienoBaHuUM OBLIO II0Ka3aHO, 4TO 00e¢
cyopequaunbl TAMK B-penenropoB — (R)1a/b u R2
SKCIPECCUPYIOTCS B KJIETOUHBIX TeJIaX U JCHAPUTAX B
92—100% TapBaIbOYMUH-COAEPXKAIIUX WHTEPHE-
poHoB [42].

B cpesax runnokamna CAl B mpecMHAaITUYECKOM
TopMoxkeHUH 40% aKCOHHBIX OKOHYaHUT PV-unTtep-
HelipoHoB comepxaT TAMK b-peuenrtopsl. PV co-
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nepxar npecuHantundeckne TAMK b-peuernrropsr Ha
CBOMX aKCOHHBIX TEpMUHAaIaX, IeiCTBYS KaK aBTOpe-
menTopsl [13].

B HemaBHeii padboTe ObIIO TOKAa3aHO, UTO TIepeaa-
ya curHajioB B mnoctcuHanTudeckux T'AMK b-pe-
LenTopax BO30yIMTEIbHBIX HepoHax HeoOXommma
IUIST JOJITOCPOYHOI AEeNpPecCur TOPMOXEHUS B BBI-
XomHOM cuHarice PV-uHtepHeiipona [115].

2.7.3. Heiiponnl mumenn PV-comepKamux uHTEp-
HeiipoHoB. OmnocpenoBaHHoe FS-uHTepHelipoHamMu
TopMOxXeHue yepe3 aktuBanuo TAMK b peuento-
POB ITO3BOJISIET PETYIMPOBATh AKTUBHOCTH MU PAMMUI -
HBIX HEMPOHOB C BBICOKOI CTEIIEHbIO CIIeLIM(UIHO-
ctu [117].

B pabote ObIM MOJIydeHBI JaHHBIC, UYTO TOPMO3-
HbIe TTOCTCUHAIITUYECKHUE ITOTEHLIMAIbl B CUHAIITH-
YeCKMX KOHTaKTax Mexny FS-unTepHeiipoHaMu B 4-oM
cJIoe 1 BO30YXKIAIOIIMMU HeApOHAMU TOTO K€ CJIOS
OBLIH ONTOCPENOBAaHBI UCKIIOUUTEIBHO pelieITOpaMu
T'AMK A. TIICII nonHoCTEIO OJTOKMpOBajcs 25 MKM
radba3mHOM, aHTaroHUcToM penenrTopoB TAMK A.
I1pu sTom Hukakoro Bkiaaga TAMK Bb-penentopos B
TOPMO3HBIII OTBET He Habroganoch [58].

3. PEUMITPOKHBIE CBA3U HEMPOHOB
KOPBI

3.1. Anamomuueckue peyunpoKHble ces3u

Mexny pasnuIHBIMH OOJIaCTIMHM HEOKOpTeKca
BbISIBJICHBI aHATOMUYECKHUE PCHUITPOKHBLIE CBA3U.
IIpy wucrnonb30BaHMM aHATOMUYECKMX TPaCcCEepOB
OBUTM HAMACHBI MMPOCKINN KaK M3 NMEPBUIHOM MO-
TopHOIt Kopbl (M 1) K coMmaToceHcopHOi1 Kope (S1), a
Takke 13 S1 K M1, 4TO CBUAETEILCTBYET O TOM, 4TO
3T 00JIaCTU KOPHBI B3aUMHO CBs3aHbBI. Kpome Toro,
S1 u S2 obnactu B3aMMHO CBSI3aHBI, KaK IToKa3aJjia
peTporpagHasi MAapKHpOBKa y MblllIeit [4].

Heo6xonuMo OTMETUTh, YTO PELUTIPOKHBIE TTPO-
KLU U3 IIEPBUYHOI MOTOPHOM KOPHI B IIEPBUYHYIO
CEHCOMOTOPHYIO KOPY MBbIIIeid MHHEPBUPYIOT IJIaB-
HBIM 00pa3oM 13 cj10eB 5/6 1 1. DT CBSI3U BBITIOJIHS -
0T (OYHKUIMHU MOTOPHOTO KOHTpPOJISl, obecreuynBast
OBICTPHII HETaTUBHBII BO3BPATHBINM CUTHAJL IJIST CEH-
COMOTOPHOM MHTerpauuu [74].

I1pu vcrionb30BaHUM PA3IMYHBIX METOIOB OMpe-
nejieHus1 MOpdOIornyeckux CBsi3eid ObLIM HalIeHbI
MPOEKIIMU U3 MPeaCcCTaBUTEIbCTBA 30HbBI BUOpuUce Sl
B TIPEACTABUTEBCTBO BUOpHCC M1 KOpbI MbIIEH U
oOpaTtHo. Tak KOPTUKO-KOPTUKAJIbHbIE HEUPOHBI B
closix 2/3 1 5a nepBUYHOI MOTOPHOIT KOPBI 06pasy-
IOT MOIITHYIO TMCUHANTUYECKYIO 00paTHYIO METII0 CO
ciiosiMu 2/3 1 5a IepBUYIHO CEHCOMOTOPHOIT KOPHI,
CBSI3BIBASI, TAKMM 00pa30M, CEHCOPHYIO I MOTOPHYIO
Kopy [73].

PeuinpokHble CBSI3M CYIIECTBYIOT MEXIY IPYTUMU
o0JacTsIMU Mo3Ta. BhISIBJIEHBI MPSIMBIE U OOpaTHBIE
cBs13u Mexny S1 1 S2 (BTopuuHasi COMaTOCEHCOPHAsT
kopa), S2 u M1, S1 u M1. O6b14HO HAOMIOTAETCS pe-
Ne 1
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LIMTIPOKHAsl KOPTUKO-KOPTUKAIbHAsI CBSI3b, UTO MpE-
rojlaraeT JBYHaNpaBJIe€HHbI ITOTOK WHMOpPMAIIUH,
CBSI3BIBAIOIIIEHT 9TW KOPTUKaJIbHBIE obsiacTu [31].

Heob6xonumMo oTMeTUTh, YTO HaJIMure MopdoIo0-
TMYECKUX CBsI3€eil B KOpe SIBJSIETCSI HEOOXOAUMBIM, HO
HE IOCTAaTOYHBIM ycJIoBUEM (DYHKIIMOHAJIBHBIX CBSI-
3eit. Ecau penbehbl MPOJIOXKEHBI, TO BOBCE HE 00s13a-
TeJIbHO, YTO 110 HUM MOTYT XOAWUTh Moe3/a.

3.2. DyuxkyuoHnanvible peyunpoKHbie cesa3u

3.2.1. PenumnpoxkHble TNPOCTPAHCTBEHHbIE CBSI3H
MeXIy obaactsmMu Kopel. Ha camom neiie mopasu-
TEJIbHO, YTO HECKOJIbKO 00JIacTeii TOJIOBHOIO MO3Ta
CBSI3aHBI ABYHaIrpaBiieHHO Yepe3 [AMKepruueckue
KJIETKM TTPOCKIUSIMU OOJIBIION JaTbHOCTU, KOTOPhIE
3aKaHYMBAIOTCS IIPEUMYIIECTBEHHO Ha TOPMO3HBIX
KJIeTKax B 11ieJieBoii o61actu. Ha ocHoBaHuM 3TUX pe-
3yJIbTaTOB mnpenarmnosaaraercsa, yro TAMKepruueckue
KIeTKA C IIpOeKUMsIMU (OTPOCTKaMM) OOJIBIION
JIAJIbHOCTH OCYIIECTBISIIOT CHHXPOHHYIO aKTUBHOCTh
MEXAy OTHaJCHHBIMU OOJacTSIMU MoO3ra uepe3 00-
paTHbIe cB3U [15, 76].

HeGonbimoe tmonMHOXecTBO (6—9%) KIIETOK
SOM, xkotopeie 3kcnpeccupyior NPY, o6pasyior
0COOBIIT MOP(MOJIOTMUYECKU KJIAcC, C MPOECKIUSIMU
aKCOHOB Ha OOJIbIIIME PACCTOSTHUSI. XOTSI UX HEMHO-
ro, OHU MOTYT MPOELUPOBATHCSI HA HECKOJBLKO 00-
JlacTeii MO3Tra, Kak Mo rOpu30HTaIU, TaK U MO Bep-
TUKaJIW, YTO AejlaeT MX XOPOLIMMHU KaHIuJgaTaMu
JUJTS CHHXPOHM3AlMU HEUPOHHOM aKTUBHOCTU MEX-
11y HECKOJIbKMMY KOPKOBBIMU 1 TTOJKOPKOBBIMU 00-
Jactamu [123].

Beimu mosydyeHBbl 3KCIIepUMEHTaIbHbIE JaHHBIE
HaJIU4YMs TPSIMBIX TAJIbHUX TOPMO3HBIX CBSI3EM MeX-
Iy OUpaMUAHBIMA HEeMpoHAMHM M3 OMHOII 00JacTu
JIMMOUYEcKOll Kopbl M MHTepHelipoHamu (NPY+)
npyroii. Ho oHM Takske BKJIIOYAOT HEHPOHHYIO LIeTh
MEXIy 00J1aCTIMM, KOTOPasi B3aMMHO (PELUIIPOKHO)
peryampyeT akTUBHOCTB ApyT apyra [100].

UccnengoBanus Ha cpe3ax KOpPBI MBIIIEH CBsI3eit
Mexxay S1 u M1 obnacTsiMu rokasajiu, YTo 3TU 00J1a-
CTH CBSI3aHBI IIPSIMBIMU IIPOCKIIUSIMM B OOOMX Ha-
npaBiaeHUIX. OTBETHI C OOJIbIIEH BEIIMIMHOM HAOJTFO-
JIaJICh B HampaBJIeHUU NpsiMoit cBsi3u (S1—M1), To-
I1a KakK OTBETHl C oOpaTtHoii cBs3pio (M1—-S1)
BO3HUKaJIMU IIpU OoJjiee KOPOTKUX 3amepxkkax. He-
CMOTPSI Ha PACCTOSTHME OKOJIO 3 MM MeXIy IBYMsI 00-
JIaCTSIMM, B HMX HaOJIIOdajIMCh KOPOTKOJATCHTHEIE,
MIPEUMYIIECTBEHHO MOHOCHUHAIITUYECKNE, OTBEThI
TToCJIe JEKTPUIECKON CTUMYJISILIM KakK S1, Tak u M 1.
IIpennomaraercst, 4To (pyHKIIMKU OOpPaTHOI CBSI3U OT
M1 go S1 MOryT CIy:KWUTh IUIST CHHXpPOHMW3aIlNN aK-
TUBHOCTM KJIETOK, pPearvpylolux Ha CTUMYJISILIUIO
BuGpucc [96].

Ilpu uccnenoBaHuM (GYHKIMOHAIBHBIX CBs3eit
MEXIy 00JIaCTSIMU KOPBI, HAXOMSIITUMUCS Ha 3HAYM -
TEJIbHOM YHAJIICHUM NPYT OT APYra, Y TPAHCTEHHBIX
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MBIIIEH 3JIeKTPOCTUMYISIINS B 00s1acTi S1 BBI3BIBa-
Jla MECTHBIE peaklMM Kajbliusl B MeCTax, KOTOpbIe
MIPEAIIONIOXKUTEIBHO COOTBETCTBYIOT MIICHIATEPallb-
Hoit oosractTt M 1. CooTBETCTBEHHO, KapTUPOBaHHUE C
IMOMOIIBIO BHYTPUKOPKOBOM MUKPOCTUMYJISILIUST 00-
Jactu M1 Mo3ra BEI3BIBAJIO YCTOIYMBEIC JIOKAIbHbBIE
KaJIbIIMEBbIE peaKIUU B UIICUJIATEpaATbHOI 06JacT
S1, a Takke B KOHTpaJlaTepaIbHBIX o0ytacTsax M 1. Ta-
KM 00pa3oM, OBLJIO BBISIBJICHO TOYHOE MPOCTpaH-
CTBEHHOE pacHojIoXeHne 00paTHBIX (DYHKIIMOHAb-
HBIX CB3eil Mexny oonactamu M1, S1 u S2 [114].

Taxoke Ha TpaHCTEeHHBIX MBIIIAX i1 Vivo ObUIA HC-
clienoBaHbl (PyHKIIMOHAJIbHBIE PELMIIPOKHBIE CBI3U
MEXIy yIaJeHHbIMU TEePBUYHBIMU CEHCOPHBIMU U
aCCOIMAaTUBHBIMM O0JIACTSIMMU KOPHI C MCIIOJIb30Ba-
areM ctuMyisiiann Channelrhodopsin-2 1 moTeHIIM-
aJl 3aBUCUMBIX KpacuTeieii. bbiio mokasaHo, 4To 30-
HBI IPEICTaBUTENILCTBA IIepeAHEN 1 3aJHEl JIallbl B
S1 MMeIoT pelIMIPOKHBIE CBSI3U M OBIJIN B COCTOSTHUM
Bo30OyxnaTe M1. @oToCTUMYISILIASI 30HBI MpPencTa-
BUTENLCTBA OappelioB B S1 BeI3bIBajIa BO30OY:KIECHNE B
M1 B 30Hax NMpencTaBUTEIBCTBA MepPeaHEN 1 3aTHE
Jamsl [67].

3.2.2. PenynpoKHbie CBSI3M NMHPAMHIHBIX KJIETOK H
HWHTEPHEHPOHOB (JI0KaJIbHBIE). B JI0KabHBIX HEUPOH-
HBIX CETSIX KOpbl MUPaMUIHbIC HEMPOHBI U MHTEP-
HeWpOHBI 00pa3yIoT 0OpaTHBIE CBSI3M IPYT C IPYTOM.
B ocHOBHOM Takue B3aMMOCBSI3U ObLIIU YCTAaHOBJIEHBI
Mexay SOM-mHTepHeilpoHaMU U HHUpPaAMUAHBIMU
KJIeTKamu [52].

B skcnepuMeHTax OBLIO ITOKAa3aHO, YTO OQHOBpPE-
MEHHAasI CTUMYJISIIUST TAPAMUIHBIX KJIETOK U KJIETOK
MapTUHOTTH 5-TO CJI0s1 BBI3bIBAJIa CUHXPOHMU3AIIIIO
MAPaMUIHBIX HEMPOHOB B 3TOM CJIOE€ 1 UTO OHA OCY-
IIECTBIISIETCS IO OOPATHBIM CBSI3SIM MEXIY KJIETKAMU
MapTuHOTTH ¥ TupaMugamu [44].

HwuskonoporoBele MHTEPHEWPOHBI 0Opa30BbIBa-
JIM OTIEeJIbHbIE BO3BPATHBIE TOPMO3HEBIC LIETIN C KaxK-
JIBIM 13 2 TIOATUIIOB ITMPaMUIHBIX HelipoHOB [77].

Mexny aKCnpecCUpyOLIMMUA COMAaTOCTAHUH-UH-
TepHelipoHaMHu 3-TO CJIOS U MMpaMUIHBIMU HEeHpo-
HaMM TakXe HaOJIoJaIMCh PELUIPOKHBIC CBSI3H,
MPUYEM, €CJIM AKTUBALIS UHTEPHEPOHOB BEI3BIBAET
TTIICII B nupaMuaHBIX HeHipOHaX, TO aKTUBALIUS TT1-
paMUIHBIX KJIETOK BBI3bIBACT MOTCHUMALNIO Yy MH-
TepHelipoHosB [30].

Kietkm MapTUHOTTH y4acTBYIOT B TOPMOXEHUM
MUPaMUIHBIX HEMPOHOB B CJI0E 5 ITyTeM TUCUHATITH -
yeckoil oopaTHoii cBs3u [14, 79, 103].

OO0parHbIC CBSI3U CYIIECTBYIOT HE TOJBKO MEXIY
MPaMUIHBIMI HEMpOHaAMI Y MHTEPHEMPOHAMM, HO
WHTEPHEUPOHBI CO3MaI0T B3aUMHBIE (PELIUIIPOKHEIC)
CUHAIITUYECKUE CBSI3U APYT C Apyrom [46].

4. MEXAHN3MbI CUHXPOHU3ALIMN B KOPE

B xope cyimiecTByeT HECKOIBKO MEXaHU3MOB B3a-
MMOJICUCTBUS MEXAY HEWPOHHBIMU CETSIMU, KOTO-
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Tabomuna 1. MexaHU3Mbl CMHXPOHU3AIIUU B KOpe

Cnioco0Obl CHHXPOHU3ALUN JlokanbpHbIE IIpocTpaHCcTBEeHHEIC
Yepes a7eKTpUYECKUEe CUHATICHI +
ITocpencTBoM 3AEKTPpUYECKUX TTOJIEH + +
OOBbeMHOI nepenayu +
Yepes oOLIMiT BXOL, + +
[TocpencTBoM 0O6paTHOM CBSI3U MEXIy HElipoHaMU + +
Co3znaHneM BpeMeHHOTO OKHa MHTEerpaliuu + +

poe HaxOOWUT CBOE OTpakeHWe B CHHXPOHU3ALUU
JIEKTpUYECKOi akTuBHOCTH (Tabi. 1). [Ipuaem sTo
B3aMMOJICMCTBUE OCYILIECTBIISIETCS KaK B JIOKAJIbHOM
IyJie KOpPHI, TaK U MEXOY yIaJIeHHBIMU OOJIACTSIMMU.
Kpaiine BaxkHO, 4TO TOPMOXKEHME HAIPSIMYIO CBSI3a-
HO C CUHXPOHM3alMeil HEMPOHOB, YCTaHOBJIEHUEM
CKOpPOCTU KOJIeOaHMII U ToAAepKaHUEeM WX Kore-
PEHTHOCTHU B IIPOCTpaHCTBE [46].

4. 1. Dnexmpuueckue ces3u Meducoy UHMEPHEUPOHAMU
KaK Mexanusm CUHXPOHU3AUUU

4.1.1. TlocpeacTBoM 3JEKTPUYECKMX CHHAICOB.
BaxxHoe cBOIICTBO MHTEPHEMPOHOB OKA3bIBACTCS Pe-
MIAIOIIMM UISI TeHepalldi CUHXPOHU3MPOBAHHBIX
KosnebaHuii. MHTepHEepOHbI 3JIEKTPUUYECKU CBsI3a-
HEI, 4TO II03BOJISIET CUHXPOHM3UPOBATh X OOJIbIINE
MOITYJISILIAM MHTEPHEUPOHOB C TOYHOCTBIO IO MUJI-
JINCEKYHIBI [46].

TouyHast CHHXpOHHOCTh MOXKET BO3HUKATh MEXIY
IIByMSI UHTEPHEUPOHAMU, DJIEKTPUIECKU COCOUHEH-
HBIMU 4Yepe3 IIeJIEBble COSAUHEHUSI, XUMUYECKH, Ye-
pe3 OBICTphIE TOPMO3HBIE CHHAIICHI, WJIM Yepe3 00a
TUMa coenuHeHU [45]. CuHXpoHU3aLUsI MOCpe-
CTBOM DBJIEKTPUUYECKUX CHHAIICOB HaOJrogaeTcss y
pa3IUYHBIX TUNOB WHTepHEeipoHOoB. HeiiponHasa
cetb u3 FS-unTepHeiiponos (PV) 3a cuer cBsI3u 1o-
CPEICTBOM 3JICKTPUYECKUX CHHAIICOB MOXKET 00ec-
MeYNBaTh CUHXPOHHYIO aKTUBHOCTh HEHPOHOB HeE-
okoprekca [36]. Ciaenyer OTMETUTD, YTO TaKOM MeXa-
HU3M CUHXPOHU3AlUM paboTaeT maxke IMpu OJIoKane
IT'AMK A-penenropos [40].

CHUHXpOHUM3AlLUs 3JeKTPUUYECKON aKTUBHOCTU
MOXET 00€CIeYnBaThbCs €11e ONHUM TUIIOM UHTEP-
HEeHPOHOB KOPBl — COMAaTOCTaTUH-3KCIIPECCUPYIO-
mumu. Tak, sJeKTpU4YecKrue CUHAIChl MEXIY TOp-
MO3HBIMU MHTEPHEHPOHAMU C HU3KUM IIOPOIOM I'e-
Hepauuu craiikoB (LTS) criocoOHbBI o6ecrieynBaTh
HaJeXHYI0 CUMHXPOHU3AlUI0 CIaiiKoBO aKTMBHO-
ctu [71]. Y wuHTepHelpOHOB, MOpPEACTaBICHHBIX
KJIeTKaMU MapTUHOTTH, HAOII0naIu CUIBHYIO CUH-
XPOHM3AIUIO0 aKTUBHOCTU 3a CUET 3JSKTPUYECKMX
cuHarcoB. OTIMYNTEIBHO 0COOEHHOCTBIO COMATO-
CTaTUH-3KCIIPECCUPYIOIINX MHTEPHEUPOHOB (B OC-
HOBHOM 3TO KJIETKU MapTUHOTTHU), COMBI KOTOPBIX
HaXoIATCS B 3-eM CJI0€ HEOKOPTEeKCa MBIIIIEHA, SIB/ISI-
€TCSI TO, YTO OHM HMMEIOT CUJIbHBIC 3JIEKTPUYECKUE
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CBSI3U MEXIy co0Oil, HO HEe C IPYrMMU TUTIAaMU UH-
tepHelipoHos [30]. B 30He 6appetoB coMaTOCEHCOP-
HOUW KOpBI MBI HaOMIOdaI CUHXPOHU3ALNIO
CMAaMKOBOW aKTUBHOCTU 3KCIIPECCUPYIOLINX-COMa-
TOCTaTWH Mapbl UHTEPHEHPOHOB 3a CUET B3aMMOCBSI -
31 MeXAY HUMHU TTOCPEICTBOM BJEKTPUYECKUX CU-
Hamcos [45].

Eme onuH TUIT MHTEPHEMPOHOB — HeUporna-
¢opMHBIE KJIETKM 3aHUMAIOT YHUKAJIbHOE T10JIOXe-
HUE CpeAd KOPTUKAIBHBIX WHTEPHEWPOHOB, IIO-
CKOJIbKY OHW YCTAHaBJIMBAIOT SJIEKTPUYECKUE CHU-
HaIlChl HE TOJBKO APYI C APYIOM, HO U C OPYTUMU
TUIIAMU UHTEPHENPOHOB B HEOKOPTEKCE U B 00JIaCTU
CA1l runnokammna. Takum oOpa3oM, Heiporimna-
¢hbOpMHBIE KJIIETKU CBI3BIBAIOT MHOXECTBO CeTeil MH-
TEPHEVUPOHOB U TIPEATIOJIOXUTEIBHO WUTPAIOT LIEH-
TpaJbHYIO POJIb B TEHEPALIMU U (DOPMUPOBAHUN CUH-
XPOHU3UPOBAHHOU aKTUBHOCTU HEWPOHHBIX CETEH.
B 3HaunTENBHOI CTENIEHU 3TOMY CIIOCOOCTBYET JIeHi-
ctBue coBmecTHoro TAMK A u TAMK b-penenrtop-
OMOCPENOBAHHOTO TOPMOXKEHUSI HA TIMPAMUTATBHBIC
kietku [105].

4.1.2. CHHXpOHH3ANMA MOCPEICTBOM IOJIEBBIX MMO-
TeHnuajaoB. MHTepuKTaJbHBIE CITAlKN UMEIOT OO0JIb-
IIYI0 aMIUIMTYAY, COCTABJISIONIYI0O HECKOJIBKO MUJI-
JIMBOJIBT. DTOT IIOJIEBOM MOTECHIIMAJ PACIIPOCTPAHSI-
eTCsl Ha OOJIbLIME pacCTOSSHUSI IO KOpe M, 4YTO
0COOEHHO CYIIECTBEHHO, IMTPaKTUYEeCKN MITHOBEHHO,
B OTJIMYME OT pPaCIpPOCTPaHEHUS aKTUBHOCTU IIO
HelipoHam [3].

AXTHBHOCTB MOITYJISIINNA HEMPOHHBIX CETEH 1 CO-
31aBAaEMbI€ €10 DHIOTCHHBIE BJIEKTPUYECKUE IOJISI
GopMUPYIOT 0OpaTHYIO CBSI3b: KOJIEOAHUS aKTUBHO-
CTHU BBI3BIBAIOT U3MEHEHMS SHIOTEHHBIX JIEKTPAYE-
CKMX I10JIEM, KOTOPbIE NEHWCTBYIOT B CBOIO OUEPEIb HA
NOoTEeHLal MeMOpaHbl HEMPOHOB, KOTOPhIE T€HEPU-
PYIOT IOIY/ISILIMOHHYIO aKTUBHOCTD. DJIEKTpUYeCKas
aKTUBHOCTh MOXET, TAKMM 00pa3oM, IPeACTaBIsSITh
co00Il TMHAMWYEeCKUIA MeXaHNU3M OOpaTHOIl CBSI3W,
KOTOPBIA MOMOYJIMPYET W HAIIPaBJISIET AaKTUBHOCTb
HEeUpOHHBIX LieTiell. B ciaydyae HEelipOHHBIX KoJieba-
HMIA TaKoil IpenjaraeéMblii CUTHaI [I100aJIbHOM 00-
paTHOI CBSI3M MOXET CIIY>KUTb B Ka4eCTBE CHUTrHaja
CHUHXPOHHU3AlLMU B MacIlTabax BCEl CeTU, KOTOPHIi
yay4dliaeT IpOCTPaHCTBEHHO-BPEMEHHYIO CTPYKTYPY
CeTeBOI aKTUBHOCTH [35].

Ne 1
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4.2. Cunanmuueckue 653U UHMEPHEUPOHOB
KaK Mexanu3m CUHXPOHU3AUUU

Cy1iecTBEHHO, YTO CUHXPOHU3AIUS BJIEKTpUYe-
CKOM aKTMBHOCTU B KOpE€ OIIpelesisieTcsl B MePBYIO
oyepeab COOCTBEHHBIMU KOPKOBBIMU MEXaHU3MaMU
[43]. UccnemoBaHUs MEXaHU3MOB TaMMa-OCLMJIIISI-
LM TO3BOJWJIM MPEAINOJOXKUTb, UYTO CYIIECTBYIOT
JIBA OCHOBHBIX M€XaHW3Ma, C TOMOIIbIO KOTOPBIX
MOTYT T'€HEepHUPOBAThCs KOJIEOaHUS B JIOKAJILHOM ce-
THU TUIITIOKAMIIa: BOBJIEUEHUE MEXXHEUPOHHON CeTH,
CUHXpoHU3UpoBaHHON B3amMHBIMHM TAMKepruue-
CKUMU COCOAUHEHUSMU W/WIU 1IEJICBBIMU COETUHE-
Husmu [72]. ImaBHY10 poJib 31€Ch UTPalOT CUHAIITH -
YECKHE CBSI3U MEXIY pa3IMUYHbIMU TUINaMU Helpo-
HOB B KOpe€.

TopMoxXeHue HATIPSIMYIO CBSI3aHO C CUHXPOHU3a-
LIMeil y4acTBYIOIIMX HEUPOHOB, YCTaHOBJICHUEM
CKOPOCTH KoJIeOaHMiI M ToAAepKaHUEM HX KOore-
PEHTHOCTH B IIPOCTPAaHCTBE. BaxkHBIM CBOMCTBOM MH-
TEPHENPOHOB, OKA3BLIBAIOIIVMCS PELIAIONIM IIJIsT Te-
Hepalyy CUHXPOHU3UPOBAHHBIX KOJIEOAHMIA SIBJISIETCS
TO, YTO UHTEPHEIPOHEBI CO30AIOT B3aIMHbBIEC PELIMIIPOK-
Hble CUHAIITUYECKIE CBI3M IPYT C Apyrom [46].

CyliecTBEHHO, YTO CUHXPOHM3ALUs SIUJICTITU-
YeCKOil aKTUBHOCTU B KOPKOBBIX HEMPOHHBIX CETSIX
TreHepupyeTcss 3a CUeT B3aMMHBIX CHHANTUYECKMX
CBS3E€U MEXIY TpeMS HEUPOHHBIMU CETSIMU UHTED-
HEWPOHOB, SKCITPECCUPYIOIIUX NapBaibOyMuH (PV),
comaroctatiH (SOM) u Ba30aKTUBHBIM MHTECTHU-
HanbHbIl TTenTua (VIP). XoTs BKaa KaxKa10i rpymmbl
WHTEePHEePOHOB B CUHXPOHM3AIIMIO pa3ianueH [12].

B 604oHKE CEHCOMOTOPHOU KOpbI MBbIIIEH BO
BpeMsl aKTMBAllMM BUOPUCCHI U B IMOKOE Habona-
JJach CUHXPOHHU3AlMUs AaKTUBHOCTA MEXAYy MOUpa-
MUOHBIMA HEUpPOHAMM W 3KCIIPECCUPYIOIIAMU
napBaibOymuH PV, HelipormadopMHBIMU MHTEp-
HEWpoOHaMU 3a CYET CUHAINITUYECKUX CBA3Eil. Brico-
Kas CTerneHb CUHXPOHU3aLMK HA0I101a]1ach U MEXITY
WHTEPHEUPOHAMU B YCJIOBHUSX CIIOKOMHOTO U aKTUB-
Horo 0onpcrBoBanusd [37].

B skcnepuMeHTabHON paboTe ObLIM MOTYyYEeHbI
JIaHHbBIE O TOM, YTO CUHXPOHU3AlI1s CITAaKOB IMrpa-
MUIHBIX HEWPOHOB TPOMCXOAUT B 3HAYUTEJbHOM
CTeTIeHU 3a CYET OOpaTHBIX CBI3Ei MexXIy napBajib-
OYMMHOBBIMU TIO3UTUBHBIMU WHTEpPHEUpOHaAMU U
NnUpaMUIHBIMM HelipoHamu [101].

Heob6xonmMo oTMeTUTh, 9TO (PAKTHMYECKM COB-
MECTHOEC CYHIECTBOBAHUEC XMMHNYECCKUX U SJICKTPUYC-
CKMX CUHAICOB B MHTEPHEMPOHAX 3peJIOil KOPhI BaXK-
HO JJId TeHepallMy CUHXPOHHOM aKTUBHOCTH [23].

4.3. IIpocmpancmeenHass CUHXPOHU3AUUS
uepes 0oLl 6030y0umenvHbiil 6x00

IIpocTpaHcTBEeHHAsI CHHXpOHM3ALIMS HEHPOHOB B
pa3HbBIX 00JIACTSIX KOPBI MOXET CO3daBaThCsl, KOrma
Ha oO0ILIMii BO30YyXOArOIIWiA BXOMI NMMPaMUIHbIX Heii-
POHOB OTHOBPEMEHHO IMOAAI0TCS CUTHAJILI OT CEHCOP-
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HBIX CTPYKTYpP WU OPYTUX 06JacTeid, B YaCTHOCTU OT
Tanamyca yepe3 aktuBauuio TAMK b-peuenropos [17].

CHUHXpOHM3alUSI aKTUBHOCTH COCEOHUX BO30Y-
JTUTEIBbHBIX KJIIETOK U UTHTEPHEMUPOHOB MOKET IIPOUC-
XOIUTb B pE3yJbTaTe CTUMYJSLMU OOIIEro BXOJA.
JeicTBUTENbHO, CTUMYJISILIASI TUPAMUAATBHBIX KJle-
TOK cyos 2/3 namynupoBaja cuaxpoHHbsie BITCII ¢
MOCTOSTHHOM JIATEHTHOCTBIO B 00euX KJIeTKaX B Mape
nmpaMuaa/MHTepHepoH [86].

4.4. PeyunpokHuie ces3u
KaK MexXaunusm CUHXDOHUAUUU

boutn npensioxkeHbl MeXaHU3Mbl CUHXpOHU3ALIUN
MIpU IeHepalldi BBICOKOYACTOTHBIX PUTMOB, KOTO-
pBI€ 3aKJTI0YAIOTCS] B TOM, YTO B HEMPOHHBIX CETSIX CY-
IIECTBYIOT KOHBEPreHIUsI W IUBEPTCHIMS CBSI3eid
MEXIYy MApaMUIHBIMU HelipoHaMu 1 FS-mHTepHe-
pOHaMU, KOTOpPbIe MPUBOAAT K CUHXPOHU3ALUU CU-
HanNTUYECKUX BXOMIOB U pa3psiaoB NOTEHIINAJIOB Ieii-
CTBUS B cocenHMX KieTkax. KoHBepreHmust cBs3eid
OT NMUpaMUIHBIX HelipoHOB K FS-uHTepHelipoHam
10 OOpaTHEIM CBSI3SIM MOXKET OBITh OCOOCHHO BaxKHa
Ut cuHxpoHmn3anm kiuetok FS [101].

Hcnonb3yss OpUrMHAIBHBIA METOI ONTOreHETH-
YECKOM CTUMYJISILIMSI TOPMO3HbBIX KJIETOK MapTUHOT-
TH, CTUMYJI 3aI1yCKaJICsI aKTUBHOCTBIO ITUPAMUIHOM
kietku. IlociaemnoBaTeIbHOCTh CHAaKOB COCEIHUX,
HE CBSI3aHHBIX MEXIY COO0I MMPaMUIHbBIX HEUPOHOB
5-r0 CJIOSI CTAHOBUTCS CUHXPOHHOI ITOCPEICTBOM
TOPMOKeHUs KieTKaMu MapTuHoTTH. CUHXpOHM3a-
LIMSI OCYLIECTBIISIETCsI OJ1aromapsi OOpaTHBIM CBSI3SIM
KJIETOK MapTUHOTTH Yepe3 AeHAPUTHI TUPaMUIHBIX
HEWPOHOB 5-T0 cJios [44].

B skcnepumeHTax perucTpupoBaiach akKTHUB-
HOCTb IBYX COCEMHUX MUPAMUIHBIX HEPOHOB B Cpe-
3€ KOpbI MbIlIeli. AKTUBHOCTh OTHOW W3 MUpPaMUJI-
HBIX KJIETOK Yepe3 CUCTEMY IIPUOOPOB BHI3bIBAJIA CBE-
TOBOIA CTUMYJ, KOTOpBIii B CBOIO O4YE€pEIb BbI3bIBAJ
akTUBHOCTh SOM-uHTepHEpoHOB. B pe3ynbrare yero
MeXAy NUpaMUOHBIMUA HeWpoHaMM HaOJIoHaaach
CUHXPOHU3ALUSI aKTMBHOCTU. DTU SKCIHEPUMEHTHI
Ha KMBOTHBIX TMOKa3aJii, YTO B 3PUTEIbHOU KoOpe
HEMpOHHAsI CeTh, COCTOSINAsl U3 OOpaTHBIX CBSI3Eil
nupaMUgHBIX HelipoHoB M SOM-MHTEpHEHpOHOB
yepe3 NeHAPUTHI CHHXPOHU3UPYIOT aKTUBHOCTh BO3-
OyIUTEIbHBIX HeIpOHOB. 3amadya 3TUX 3KCIIEpUMEH-
TOB COCTOSIJIa B TOM, YTOOBI BBISIBUTH Y4acTHE HEHPO-
HoB SOM B ramMmmMma-Kojie0aHMsIX Ha OOJIbILIMX PaCcCTO-
STHUSIX B IIEPBUYHON 3PUTEIBLHOM KOpe, U YTO OHU
TaKK€ MOTYT UTpaTh KJIIOUYEBYIO POJIb B MeK0O0IaCT-
HOU raMMa-CUHXPOHM3AIMU. DTO COMIACYETCS C TEM
¢dakToMm, uto HelipoHBI SOM B IIEpBUYHOI 3pUTEIb-
HOM Kope, KaK ObLJIO TTOKa3aHo, BXOOSAT B YMCJIO M-
IIEHEeH U1 aJbHOHNEHUCTBYIOIIETO HUCXOASIIETO
BXoJa 13 001acTeil 60jiee BEICOKOTO KOPTUKAJILHOTO
ciiost. Heitponsr SOM MoryT Takke CIiocoOCTBOBAaTh
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JIOKQJIbHBIM raMMa-KoJIEOaHUsIM B IPYTMX OOJIACTIX
Mmosra [116].

BzaumoneiictBust Mexny TAMKepruyeckumu
MHTEpHEpOHAMU M IJIyTaMaTepruYeCKUMU OCHOB-
HBIMU KJIETKAMMU SIBJISIFOTCSI B3AMMHBIMU: MHTEPHEM -
POHBI TOPMO3SIT NUPaMUIHBIE KJIECTKU W BO30YyXIa-
foTcst uvu. Ha camoM nesie cBSI3b MEXIy STUMU IBY-
MsI HEHpPOHHBIMU KJIacCaMM IOCTATOYHO OOJIbIIIAS:
OTAENbHbIE UHTEPHEMPOHBI MOTYT TOPMO3UTh >50%
MAPaMUTHBIX KJIIETOK, PACIOJOXEHHBIX B IIpeaeiax
~100 MKM, ¥ TIOJy4yaTh BO30YKIAIOIIUN CUTHAJI OT
OOJIBIIION UX YaCTH.

TopMoxkeHUe HaNIpSIMYIO CBSI3aHO HE TOJILKO C re-
Hepanmeil OBICTPBIX KoJeOaHui (OCIMIIISIIINI), HO
TaKXe ¢ CMHXpOHM3alleit HelipOHOB, yCTaHOBJIEHU-
€M CKOPOCTM KOJIebaHUi U MoaaepKaHUueM X Kore-
PEHTHOCTHU B MPOCTPAHCTBE, KOTOPbIE OCHOBBIBAIOT-
Csl Ha PELIMITPOKHBIX CBS3SIX MMPAMUIHBIX HEUPOHOB
U UHTEepHEHpOoHOB. ToT dakT, YTO OTHAEIbHbIE KOp-
3MHYaThle KJIETKU KOHTAKTUPYIOT C OUE€Hb OOJbIION
YacThlO COCeTHUX (TO ecTh B Ipeaeiax ~ 100 Mkm) nu-
paMMAAIbHBIX KJIETOK U UYTO OTAENbHbIE MUpaMu-
JlaJibHbIe KJIETKM B CBOIO OYEPEAb CBS3bIBAIOTCS CO
MHOTUMHU JIOKATBHBIMA TOPMO3HBIMM HeiipoHaMHu,
MPUBOAUT K CUHXPOHHOMY BOBJIEYEHUIO OOJIBIINUX
nonyassuuii HelipoHOB B KoJjiebaHue. Bo3aMmoxkeH m
aJlbTepHATUBHbBINN MEXaHU3M, OCHOBaHHbBII Ha B3au-
MOJIeICTBUSIX MEXIY TOPMO3HBIMU HEelpOHaMH, KO-
IJa KOp3MHYaThle KJIETKW B3aUMOCBS3aHbl Yepe3 pe-
LIMTIPOKHBIE TOPMO3SIIKE CUHAIICHI [46].

B 5-oM cioe ¢ppoHTaNnbHOM KOPBI KPHIC OBLIN HC-
CJIeIOBaHBI CBSI3U MEXOY NBYMsI TMUIIAMU ITMpPaMUII-
HBIX HelipoHoB, FS u LTS nHTepHEeiipOHOB, KOTOpHIE
MOpEeaCTaBIISIIOT ABa Hanboabpux noarura TAMKep-
TMYECKUX HEHpOHOB — mapBaibOymMuHOBBIE (PV) n
comaroctaTuHOBble (SOM) HMHTEPHEUPOHBI COOT-
BETCTBEHHO. BBUIO 0OHapyXeHO, 4YTO 00a IMoaTuIIa
MHTEpPHEHPOHOB 00pa3yloT 0OpaTHBIE CBI3M C ITUpa-
MUIHBIMU HelipoHamu [77].

Kak ciemyeT 13 Hammx HeonyOJIMKOBAaHHBIX JaH-
HBIX, IIOJIyYEHHBIX B 3KCIIEpUMEHTAX, IPOBEICHHBIX
Ha MOZEIW MHTEPUKTAIBLHOI aKTUBHOCTU B KOpe,
nocie 6yoka TAMK A-penientopoB B JIOKAJIbHBIX
yJacTKax Kophl (puc. 1a) BOBHUKAOT BEICOKOAMILIN -
TyIHBIe WHTECpUKTaJbHbIe craiiku. CyllecTBEeHHO,

YTO B Te€UEHUE ITEPBOHAYAIEHOTO BPEMEHHOTO TIepH-
ola UHTEpUKTaJIbHbIE CITaliKi BO3HUKAIOT B pa3HbIe
MOMEHTBI BpEMEHU B Pa3HbIX yyacTKax Kopbl. Jjiu-
TEJTLHOCTB TOPMO3HOM (hasbl, CIIeIyIOIIe HeTtoCcpen-
CTBEHHO IIOCJIe CIlaiika B pa3HBbIX ydyacTKaX KOPBHI,
obL1M KopoTkue. [lociae Toro, Kak OHM Havyajlu BO3-
HUKATh CUHXPOHHO, JUTUTEILHOCTh TOPMO3HOI1 (ha3bl
WHTEPUKTAIHBHOTO CITalika, BO3HUKAIOIIETO MIEPBHIM,
ObL1a JUTMHHEE, YeM paHee 10 CHHXpOHM3allMK U 3Ha-
YUTETbHO JUTMHHEE YeM Y MHTePUKTAIBHOTO CIlaiika,
BO3HMKAIOIIETO B COCETHEM YUaCTKE KOPbI C BDEMEH-
HoIi 3afepxkKoii (puc. 16, 1B).

Bonblias aMIiMTyga MHTEPUKTAJIBHBIX CIIAMKOB
co3maeTcsl 3a CYET OJHOBPEMEHHOM aKTMBHOCTH
HEMPOHOB B JIOKAJIbHOM Y4aCcTKe KOPHI B TEYCHUE KO-
pOTKOro BpeMeHHOTo oKHa. B camMmom Haualle omHO-
BpeMeHHasl aKTUBHOCTh HEIPOHOB MOXKET IPOUCXO-
JINTh, KaK MOKAa3aJy Hallli JaHHbIC, IIOJIyYeHHBIC Ha
CUMYJISIHIMOHHOM MOJIENIM B pe3yiabTare CIy4aiiHOTO
COBITaJICHUsI aKTUBHOCTU T'PYIIIIBI HEAPOHOB B TyJIE,
MMEIOLIMX ONMHAKOBbIE BpEMEHHEIE TTapaMeTphl (a3
BO30OY:KIEeHUST U TopMOXkeHUd [2]. B manHOM ciryyae
HaOogaeTcs JIOKajabHass CMHXpoHU3auus (puc. 1a).
MEI mpeamnosiaraeM, 4YTO 3HAYMTEIbHOE YIJIMHEHUE
TOPMO3HOM a3kl CBSI3aHO C JeiiCTBUEM OOPATHOIO
TOPMOXEHUSI, OCYIIECTBIISIEMOTO HEHPOHHBIMU Ce-
TSIMU HaxXOISIIUXCS Ha yaaJeHUU OPYT OT Apyra. Ta-
KMM 00pa3oM, co3daeTcs BpeMeHHOe OKHO MHTerpa-
LIMM, OMHOBPEMEHHO BO3HUKAOIIEe B KOpe, 3a CUeT
OOpaTHBIX CBS3eil MEXAY MUPaMUIHBIMUA KIeTKaMU
Y1 MHTEPHEPOHAMHU U MEXIy UHTepHEpOHAMU.

4.5. B]JEMEHHOE OKHO KAK mMexaHu3m unmeepauuu,
ompaswceHuem lcomopozi ABAACMCA CUHXPOHU3AUUA
3/lel<mpw4ecxoﬁ aKkmueHocmu

Hxon K. Dkxkic, nucan: “4 Bcerma aymaro, 4To
TOPMOXEHIE — 3TO MPOLECC CO3MaHUS CKYJIBIITYPhI.
Kaxk 65l TO HU1 OBIITO, TOPMOKEHNE BBEICEKAET Maccy
BO30YXKIAIOIIEro ACMCTBUS U MpUaaeT 0ojiee CIiel-
duyeckyto hopmy padboTe HEMPOHOB HA KaXKIOM 3Ta-
e cuHantudeckoi perpancisiuun” (Eccles, 1977). B
JIAaHHOM BBICKA3bIBAHUM COIEPXKUTCS UIesI O co3da-
HUY TOPMOXEHMEM ONpeNeIeHHBIX paMOK.

BpeMeHHOe OKHO B KOpe co31aeTcst HECKOJIbKUMU
criocobamu. HeOoublioe oTcTaBaHUE MEXIY BO3-

Puc. 1. Mi3MeHeHUe IJIUTETBHOCTA TOPMO3HOM (ha3bl MHTEPUKTAILHOTO cItaiika. (a). BepxHsist maHellb — JIMTENbHOCTD (ha3
MHTEPUKTAJIBHOTO craiika B IByX TOUKAaX KOPbI, PACTIOJIOKEHHbBIX HA PACCTOSIHMY 2 MM Ccpasy Iocjie HaHeCeHWsI TEHULIJITMHA.
CHHXpOHM3AINS TTOTHOCTHIO OTCYTCTBYET. KOpoTKast mMTeIbHOCTh TOPMO3HBIX (ha3. (0). CpemHsisi TaHe b — CUTyaIus yepes
1250 ¢ Ha (B). MakcuMaiibHast CTEIIeHb CMHXPOHM3AlIMY B JTaHHOM 3KcrnepuMeHTe. CIiaiik cHayajla BO3HUKAeT Ha HUKHEM Ka-
HaJjie, U JUIMTeJIbHOCTh TOPMO3HOI1 (ha3bl B ABa pas3a IJMHHEe, YeM Ha BepxHeM. (B). HIKHSIsI maHen b — u3MeHeHUe IJINTeNb-
HOCTeM TOPMO3HBIX (ha3 B TeueHue sKkcrepuMeHTa. CyliecTBEeHHO, YTO YeM OOJIbIlie CTeIeHb CUHXPOHU3ALIMU, TeM JUTMHHEH

TOpMO3Hasi (ha3a Mociie MHTEPUKTAILHOTO CliaiiKa

Fig. 1. Change of duration of the inhibitory phase of interictal spike. (a) Upper panel — the duration of the phases of interictal
spike in two points of the cortex, located at a distance of 2 mm immediately after application of penicillin. Synchronization is
completely absent. Short duration of inhibitory phases. (6) Middle panel — situation in 1250 seconds on B. Maximum degree of
synchronization in this experiment. The spike first occurs on the lower channel and the inhibitory phase is twice as long as on the
upper channel. (B) Bottom panel — change of duration of the inhibitory phases during the experiment. It is important to note that
the greater the degree of synchronization, the longer is the inhibitory phase after interictal spike.
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OyXIeHHeM U TOPMOXEHUEM CO3JaeT KOPOTKOe OK- pPeHTHOoro Bxojaa. [lpemmnonaramoch, 4To Hauboliee
HO, B T€YE€HHE KOTOPOIO BO3MOXHA MHTErpalysi Cu-  BEPOSTHBIM MEXaHU3MOM CUHXPOHM3ALIMU UHTEPUK-
HANTUYECKOTO BO3OYXIEHUS W MOCICAYIOIIEro MC-  TaJbHBIX CHANKOB B HEIPOHHBIX CETSX KOPHI SIBJISIET-
Ye3HOBEHUEM CHAMKOB, UYTO AejaeT MUpPaMHUIHBIE CS CO3MaHUE C MOMOIIBIO TOPMOXEHHUST Y3KOTO Bpe-
KJIETKM TOYHBIMU JIETEKTOpPAMU COBIaAeHU adpde- MeHHOro okHa, B TeUeHHE KOTOPOTO BO3MOXKHA aK-
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TUBHOCThL HEHpPOHOB [78] M COOTBETCTBEHHO WX
WHTETrpanusi, OTpaXXeHUEM KOTOPOI SIBIISIETCSI CUH-
XpPOHM3ALUS.

Hanuuue MOLIHOTO MPsIMOTO TOPMOKEHUS, TIPe-
ILIECTBYIOIIIETO ANWJIENTU(GOPMHBIM TIOTeHIIMAIaM,
OBLIO MOKa3aHO B paboTax, B KOTOPHIX OOJILIIMHCTBY
UKTaJbHBIX COOBITUII MpPEAIIeCTBOBAIO TOPMOXKe-
HUE, PETUCTPUPYEMOE BHYTPUKIIETOUHO B KJIETKax,
pacmnoJjIoKeHHBIX Ha paccTossHuu 300 MKM JIpyr oT
npyra [110, 111]. ITocjie oKOHYaHUSI TOPMOKEHUSI
MPOMCXOAUT B3PbIB aKTUBHOCTU B HEMPOHHOM TyJIE,
KOTOPBIN OonpeaesseTcs yKe CBOMMUA BHYTPEHHUMU
MeXaHU3MaMU.

Y mupaMUIHBIX HEHPOHOB CTUMYJISLIUS TOKOM
BBI3bIBAJIa TTOCTCUHANITUYECKNE TTOTEHIIUAIbI TIepU-
GOpPMHOIT KOpHI — KOPOTKYIO JEIIOJISIpU3aliMIo C IT0-
cieayolleil rurmepnoasapusalueil TINTETbHOCTBIO
HECKOJIBKO COT MWJLIMCEKYHI, KOTopasi CBsS3aHa C
I'AMK b-peuenropamu [39].

B ceHcopHBIX 00J1aCTSIX KOPbl TOPMOXKXEHUE YKO-
pauuBaeT BO30YXAcHNE, BOZHUKAIOIEe HA CEHCOP-
HyI0 ctuMyJsiimio. Hebonpiroe oTctaBaHne MEKIY
BO30YXIEHUEM U TOPMOXKEHHEM CO3IaeT KOPOTKOE
OKHO, Jalolllee BO3MOXHOCTh IJIsI MHTErpalluyd CU-
HanTUYECKOTO BO30YXKICHMS M ITOCIEOYIOIIEr0 BbI-
XoJa CITaliKOB U TaKUM 00pa30oM JejiaeT BO30YyKIaro-
e HePOHBI TOYHBIMHU JIETEKTOpPAMU COBIIaACHUMA
addepenTHOro Bxoaa [46] u TakuMm o6pa3oM co3aaeT
YCJIOBUS JUISI OMHOBPEMEHHOUN aKTUBHOCTU HEWpO-
HOB B KOPKOBBIX HEIIPOHHBIX CETSIX.

Y HellpOHOB CIYXOBOM KOPbI KPHIC TOPMOKEHIE
Ha 3BYKOBYIO CTUMYJISIAIO BO3HUKAET IOCJE BO3-
OyXKIEHUSI C BPEMEHHOM 3aJepXKOil B HECKOJBKO
MUWJIJTUCEKYHI U TaKUM OOpa3soM MOXKET 00OCTPSTh
HEMPOHHBIE OTBETHI BO BpeMEHHU, YMEHbIIIasl CTeTIeHb
CJIy4alfHOCTU B PYHKIIMOHUPOBAHNM KOPHI, 1 KpOME
TOTO CO3JaeT KOPOTKOE BpeMeHHOEe OKHO B TeUCHUE
KOTOPOTO BO3MOXHa WHTErpalus BO30YXKICHUS
HelipoHoB [120].

DNIeKTpoPU3NOIOTUYECKUE NAaHHBIE CBUICTEIIb-
CTBYIOT 0 TOoM, 4To petentopsel TAMK b, skcripeccu-
pyeMmble HelipormnaOpMHBIMUA HWHTEpHEHpOHAMM,
CIOCOOCTBYIOT TUHAMMYECKOMY KOHTPOJIO BO30YXK-
JIaloIIero Bxoda B ImMpaMuaHble HeiipoHBI CAl rurr-
nokamtia. [Tosromy cBSI3p HelipormmadOpMHBIX Kile-
TOK ¢ MupaMuAHbIMU HeiipoHamu CAl obecrnieyrBaeT
YHUKAJIbHBIA M1 TOHKMI MeXaHM3M (OpPMUPOBAHUS
BpeMeHHOIT 00JlacT MHTETPpalNU IJIS CUTHAJIOB, T10-
CTYNaroIIMX Yepe3 MIaBHbIA BO30YXKIAIOIUA BXOM B
nupamunHbeie Kiuetku CAl. HeiipormadopMHEie
KJIETKU B TUIIIOKAMITE C TTOMOIIBIO MTPSIMOTO TOPMO-
KEHMsSI YYacTBYIOT B PEryjsiliui BpeMEHHOIo OKHa
MHTErpauyuu, mnonasisia ocBoboxaeHne I[TAMK.
IIpennomaraercs, Y70 CHHXPOHHOE BBICBOOOXICHIE
T'AMK M3 HEeCKONbKMX MHTEPHEWPOHOB HEOOXOMM-
Mo IJ1s akTuBauuu peuentopoB TAMK B cuHarmcax
runnokamia [93].

YCIEXU ®U3NOJTOTUYECKUX HAYK

CrenyeT OTMETUTh, UTO BpPEMEHHEBIE MMapaMeTphl
WHTEPUKTAIBLHBIX CIIAaMKOB — MeproJ BO30YXKIEHUS C
nocienyiomieii pa3oili MOJIYaAHUS SIBJISIIOTCS HEKUM
YHUBEPCAIbHBIM SIBIEHUEM, KOTOPBIE HAOIONAI0TCS
npu Apyrux (yHKIUOHAIbHBIX COCTOSSHUSIX KODBI.
IToxoxast mMHAMKMKa BO30YKIASHMUS W TOPMOXKCHMUS
CYIIECTBYET IIPY MEIJICHHBIX OCUWJUISILIMSIX U B CO-
crosanu UP 1 DOWN states B Kope. DTU COCTOSTHUS
XapakTepHbl TEM, UTO KPATKOBPEMEHHBII Iepuon
BO30OYXXIEHUSI CMEHSIETCSI TIepruogoM MoadaHust. OT-
BETCTBEHHBIM 3a 3TOT IIepUO SIBJISIeTCS oOpaTHOe
TOPMOXEHIUE.

4.5.1. TopmozKkeHHe co3aaeT BpeMeHHbIe OKHA NpPH
MeIJIEHHBIX OCHWLIANUSX. B mmoHepckoit pabote
Crepuana ¢ coaBTOpaMU ObLJIM OOHApYyXKEeHbI Me-
JIEHHbIE OCLWJUISLIMU B IMPaMUIHbBIX HElipOHax KO-
pul MeHblie 1 I CylliecTBeHHO, YTO CEayIoNNe 3a
rneprvojamMu IJUTENIbLHON AEMONSIpU3aliiu TJIUTEb-
HbIE MEPUOIbI TUTIEPIIONSIPU3ALIMU Y COCEAHUX HEM-
POHOB ObUTH cMHXpOHU3MpPoBaHkI [ 106]. Takke 6bLTO
IMOKa3aHOo, YTO BO BPEMSI MEIJICHHBIX OCLIMJIISLIUIA B
HelipoHaxX KOpbl MNEPUOIbl AeNOspU3aluu U IJIu-
TeJIbHOM TUTICPITIOJIAPpU3ALIN OTPpa>KaroTCs B BOJIHaAX
B OOTI [18].

OTMeTHM, 9YTO B TeHepalliy MeIJICHHOM aKTUBHO-
CTU HerocpeacTBeHHoe yyactue ipuHuManmu TAMK b
peuenTopel. MemieHHass KWHETHMKA pPeELEeITOPOB
TAMK b aHajmornuda MeIjieHHBIM T€YEHUSAM COCTO-
sHuii Up u Down, no3Bosisisa peuentopam TAMK b
OKa3bIBaTh CWJIBHBINA CMHANTUYECKUI 3P eKT 1 Ta-
KM 00pa3oM KOHTPOJMPOBATh YACTOTY U CHUHXPO-
HU3aLUI0 MEIJIEHHBIX KojiebaHuii [60].

4.5.2. Bpemennnie okna npu UP, DOWN states.
Y nupaMUIHBIX HEHAPOHOB B HEOKOPTEKCE KPBICHI
HabJronaauch GJIyKTyallid MEMOPaHHOTO MOTEHIIM -
ajla, Korma TMIIepIoJisspU30BaHHEIE TIEPUOIBI TTOKOS
YepenyloTcs ¢ IeHONSIPU30BAHHLIMU MEPUOIAMU C
OOJIBIIMMY KOJICOAHUSIMU HATIPSIKEHUSI U TIMKOBOI
AKTUBHOCTBIO. Takue Jenosipu30BaHHbIE U TUIIEP-
MOJISIPU30BaHHbIE TIEPUOIBI OBUIA Ha3BaHbI COCTOSI-
HusMu “BBepx” u “BHuU3” (UP DOWN states) nipu
nepBoM ux onucanum (Steriade). B manHOM citygae
Mepuo JeHoNsIpu3alui paccMaTpuBajcs Kak Bpe-
MeHHOe OKHO MHTerpauuu [65].

HccnenoBaHust poad coMaTOCTaTMH-3KCIIPECCU-
PYIOLIMX MHTEPHEMPOHOB MOKa3alu, YTO B HEOKOP-
TEKCE MOKET IPOUCXOAUTH pa3AeeHUuE TPyaa MEXIY
HUMM U 3KCIpeccUupylomuMu mapBaaboymMuH (PV)
FS-TopMO3HBIMM KJIETKaMM, U OHU ITOKa3aJid, YTO
SOM-KJIETK1 MOTYT CIOCOOCTBOBATH MMPEeKpaIlEeHUIO
UP-cocrosgnanii, Torna Kak FS-KiieTkir nMeroT MeHb-
1lle IIaHCOB ciaenaTh 3To. B mupaMuaHbIX KileTKax
BO3HUMKAET CUJIbHAsI TUMNEPITOJIsIipUu3alivsi B OTBET Ha
akTuBHOCTH SOM-mHTepHelipoHOB BO Bpems UP
states. Kpome Toro, Mexxmy aTUMH1 HelipoHaMU CyIIIe-
CTBYIOT PELIMIIPOKHbBIE CBsI3U [29].

B co3zmanum Up and Down states B aHTOpUHAaIb-
HOW KOpE€ HEMOCPEICTBEHHOE y4acTUE MPUHUMAIOT
Ne 1
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Puc. 2. CxeMbl (hyHKIIMOHATILHBIX CBSI3€i B KOpE MEXIY BO30OYIUTEIbHBIMU (IMTMPAMUIbI) U TOPMO3HBIMU HEiipoHaMM (OBaJIbl),
obecreynBalole CMHXPOHU3ANI0 MHTEPUKTAIbHBIX CITAlKOB, COCTaBJIEHHAsl HA OCHOBAaHUU SKCITEPUMEHTATbHBIX JaHHBIX.
TopmoskeHnue ocymiectsisiercs mocpenctBomM TAMK b perientopoB (4epHble KPY>KKW) MHTEpHEUPOHAMU 3KCIIPECCUPYIOIIIe
comatocTtaTtuH (SOM), napBanbdbymuH (PV), BazoakTuBHBIM MHTeCTMHANBHbIN nenTtu (VIP) u HeiipormradhopMHBIMU KJIET-
kamu (NGFC). (a) — CBs13u, obecreyrBaloniye mepuoaniecKyio aKkTUBHOCTh ITOCPEICTBOM 0OpaTHHIX cBsi3eit. (0) — Co3na-
HUE BPEMEHHOTI'0 OKHa Y COCEIHUX HEPOHOB B JIOKAILHON HEMPOHHOI ceTu. (B) — CMHXpOHM3alMsl Yepes3 OOLLUil BXO C CO-
30aHUEM BPEMEHHOTo OKHa. (r) — PyHKUMOHAJIbHbIE CBSI3U, KOTOPbIE 00ECIeYMBaIOT CUHXPOHU3ALIMIO MHTEPUKTAIbHBIX
CITaiiKOB MEXIY HEPOHHBIMU CETSIMU PACITOJIOXKEHHBIX Ha PACCTOSTHUM C TIOMOLIBIO CO3IaHUsI BPEMEHHOTO OKHA M 0OpaTHBIX
cBsi3eit. Kaxablit HEipoH Ha cxemax IpencTaBisieT HelipoHHYIO nomyssiuuio. Bee dyHkuronanbHble cBs3u Ha (a), (6), (B) u
() IEeMCTBYIOT OMHOBPEMEHHO U Pa3le/bHO MPEACTaBICHBI IUIsl HATJISIAHOCTH.

Fig. 2. Schemes of functional connections in the cortex between excitatory (pyramids) and inhibitory neurons (ovals), providing
synchronization of interictal spike made on the basis of experimental data. Inhibition is performed by GABA B receptors (black
circles) by interneurons expressing somatostatin (SOM), parvalbumin (PV), vasoactive interstinal peptide (VIP) and neuroglioform
cells (NGFC). (a) — connections that provide periodic activity through feedback. (6) — creation of time window for neighboring
neurons in the local neural network. (B) — synchronization through the common input with creation of a time window. () — func-
tional connections, which provide synchronization of interictal spike between neural networks located at a distance by creating a time
window and feedback. Each neuron in the schemes represents a neural population. All functional connections on (a), (0), (B) and
(r) operate simultaneously and are presented separately for illustration.
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I'AMK Bb-peuenTopsl 1, B YaCTHOCTH, B 3aBEPIICHUN
Up states yepe3 oOpaTHBIE CBSI3M. biokumpoBka
T'AMK B-peuenropos yminnser Up states [60]. Ta-
K1M 00pa30oM CO3IaeTcss BpeMeHHOe OKHO MHTETPaLv.

Bo BpeMst Me[JIeHHOM BOJIHBI CHA KaK CITOHTaH-
HOe, TaK " BeI3BaHHOE npekpanienue UP state B cpe-
3ax MeAUaJIbHO SHTOPUHAJIBHOMN KOPbI KPBICHI ITPO-
ucxomut ¢ yyactueM TAMK B-peuentopos. TAMK
b-peuenropsl, conepxaiiue cyobenuauiry TAMK b 1a,
MOIYJIUPYIOT BpeMs IIpeKpallieHus cionHTaHHoro UP
state, a peLEeNnTophl, coAepXallue CyObeIUHUILY
T'AMK b 1b, HeoOX0auMBI A1 TIpEKPAIIeHUS COCTO-

YCIEXU ®U3NOJIOTUYECKHUX HAYK  Ttom 53

Ne 1

saust UP state TIpu 37eKTpUYECKOM CTUMYIISIIUU B
cioe 1, To ecTb yepes adppepeHTHBIE BXObI [19].

4.5.3. Co3naHue BpeMeHHOr0 OKHA KjeTkamu Map-
THHOTTH, OCYHIECTBJISIOIIAE TOPMOXKEHHE TOCpen-
crBoM 'AMK bB-peuentopoB. OnHUM M3 CBOICTB
HEMPOHHBIX CETE KOpPBI IPU CUHXPOHMU3ALUU aK-
TUBHOCTHU SIBJISIETCS CO3JaHUEe BPEMEHHOTO OKHA UH-
Terpali C HEIOCPEICTBEHHBIM y9acTUEM TOPMOXKE -
HMSI, CO3IaBaeéMOro MHTepHEeHpoHaMU CBSI3aHHBIMU
¢ TAMK b-peuentopamu. M3BecTHBII KJ1acC KOPTU-
KaJbHBIX TOPMO3HBLIX MHTEPHEHPOHOB, KOTOpPbIC
aKcrapeccupyior comaroctatuH (SOM) — kieTtku
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MapTUHOTTH UMEIOT HECKOJIBKO XapaKTePUCTHUK, KO-
TOpbIE MOTYT OOBSICHUTH CUHXPOHHYIO WHAYKIIMIO
IIEPUOAOB BBIK/IIOUCHUSI U CBSI3aHHBLIX MEIJICHHBIX
BOJIH B OTCYTCTBHE COMATHYECKOTO TOPMOXKECHMS.
Taxk, y 00IpCcTBYIOIINX MBIIIE ObLIO TTOKA3aHO, YTO
SOM+ skcnpeccupoolliie MHTEPHEHPOHBI (KJIETKU
MapTHUHOTTH) B KOpPE pa3psKaroTcs Iepen MeajIeH-
HOIi BOJIHOM, U IPU UX ONTOT€HETUYECKOM CTUMYJISI-
mueii Bo BpeMst ON mepurona B a3e MEIJIEHHOI'O CHa
3amyckaior mmmreabHbii OFF mepuon (rumeprioiisi-
puzauun). Kpome Toro, kjaetku MapTUHOTTU UMEIOT
YHUKAJIBbHO IMMPOKKE U CIOXKHBIE aKCOHAJIbHBIC 00-
pazoBaHus [119], KoTopble MOTyT OOBSICHUTH IIMPO-
Kyl0 CMHXPOHHOCTbh MEIJIEHHBIX BOJIH cHa. Kpome
3TOr0, XeMOI'eHEeTYeCcKasl akTUBaLUsI KiaeTok SOM+
CIIOCOOCTBYET ITOSIBJICHUIO MEIJICHHBIX BOJIH, KOTO-
pbie 271eKTPOGU3NOTOTMUYECKM HAIIOMUHAIOT TaKo-
Bble B ecrecTBeHHOM cHe NREM, uTo siBNISIETCSI MpU-
3HAKOM YCHJICHWSI HEMPOHHOM CUHXpOHM3anu [34].

4.5.4. OopatHble (hyHKIMOHAJIbHbIE CBA3M KAK Me-
XaHU3M CO3TAHUSA BPEMEHHOTO OKHA M CHHXPOHU3AINH
B JIOKAJIbHBIX M MPOCTPAHCTBEHHBIX HEHPOHHBIX CETAX
kopol. [Ipu 61okane TAMK A-penientopoB yMeHb-
IIaeTCS COMAaTUYEeCKOe TOPMOXEHHE U TOSBJISIETCS
CUHXPOHU3UPOBAaHHAasT aKTUBHOCTb MHTEPUKTAJIb-
HBIX criaiikoB [1]. B ocHOBe MosBJIEHUST TAHHON aK-
TUBHOCTM, KaK ObLJIO MOKAa3aHO BbIIIE, JEXUT BO3-
BpaTHOE TOPMOKEHUE MOCPEACTBOM UHTEPHEUPOHOB
MapTUHOTTH, UMEIOILIMX CUHAIICHI Ha alMKaJIbHbIX
JNeHApUTaX MUPAMUIHBIX HEMPOHOB 1-TO CJI0S1 KOPbI
[44, 104]. PaHee OBIJIO MOKa3aHO CXOACTBO MEXIY
MeXaHU3MaMUd BO3HUKHOBEHUSI WMHTEPUKTAIbHBIX
CMAaKOB U AEWCTBUEM BO3BPATHOIO TOPMOXEHUS B
Kope MOoCpeaCTBOM KJIeTOK MapTuHoTTH [124].

5. BAKJITIOYEHME

Ha ocHOBaHMHM TEOpPETHMYECKUX M SKCIEPUMEH-
TaTbHBIX TAHHBIX Pa3HBIX aBTOPOB, TIPENCTaBICHHBIX
BBIIIIE, MOXHO TIPEIIOJIOXUTh CJIEIYIOIINE CXEMBI
(YHKIIMOHATBHBIX CBsI3eil HEIIPOHOB B KOpE, Ha OC-
HOBAaHWUM KOTOPBIX MOXET ITPOUCXOIUTH MHTETPAIIHs
B HEIAPOHHBIX CETSIX, KOTOPasi HAXOAUT CBOE OTpaxke-
HHUE B CHHXPOHM3AIINN MHTePUKTAIBHBIX CITAliKOB B
KOPKOBBIX CTPYKTypax.

5.1. IepBblii TUN (PYHKIHOHAJIBHBIX CBsI3€eid (puc. 2a)
MpEICTaBIISIET COOOM cxeMa OOpaTHBIX CBSI3EH MEXKIY
BO30YIUTEIbHBIMU KJIETKAMU YW TOPMO3HBIMMU WH-
TepHEHpOHAMM, Y XOTSI 3T CBSI3U HEIMIOCPEICTBEHHO
HE CBSI3aHBI C CMHXPOHM3AIIMEeHl aKTMBHOCTU, OHM
SIBJISIFOTCSI  BaXXKHBIM 3JIEMEHTOM BHYTPUKOPKOBBIX
cBa3eili. OCHOBHOE MX Ha3HAYCHHE 3aKITIOYAcTCs B
CO3MaHNM TTEPUOANICCKON aKTUBHOCTU. DTO OCIIWII-
s Up and Down states 1 MHTepUKTaIbHBIE CITaii-
K1, KOTOPBIE TIOYTH BCETNa CHHXPOHU3UPOBAHEL.

5.2. Bropoii Tun (hyHKIHOHAJBHBIX CBSI3€il MEXIY
HENPOHHBIMU ceTsIMU (puc. 20) co3maeT BpeMeHHOe
OKHO UHTETpalluy NPSIMbIM AMCUHANTAYECKUM TOP-

YCIEXU ®U3NOJTOTUYECKUX HAYK

MOXEHHEM B JIOKAJIbHOI HEMPOHHOIT CeTHU B Mpene-
nax 100 mkx. B aToM npoliecce co3maHusI KaK MeaJIeH-
HOro, Tak M ObicTporo mucuHanTudeckoro TIICII
Y4acTBYIOT IPEUMYIIIECTBEHHO COMAaTOCTaTUHOBBIE U
napBajJJbOyMHMHOBBIE COOTBETCTBEHHO. BpemeHHOE
OKHO CO3JAaeTCs CAeAyIOIIUM 00pa3zoM. AKTUBALIUS
MIPECUHANITUYECKUX MMMPAMUIHBIX HEPOHOB CyIIe-
CTBEHHO YBEJIUYMBAET aMIUIMTYAy M COKpalllaeT Jja-
TEHTHOCTh Hadajla MeQJICHHOIO IMCHUHAIITUYECKOIO
TIICII B cocemanx MMpaMUIHBIX HeIipOHaX, 4TO TP -
BOJIUT K CY>KEHHIO BpEMEHHOTO OKHA JJISI MHTeTpaluu
BIICII. O6paTHOE TOPMOXKEHUE MOXKET PETYIMPOBATh
BpeMEHHOE OKHO MHTErpaluyd BO30YXKAAIOIIMX BXO-
JIOB, obecrieuynBasi, TAKMM 0Opa3oM, MEXaHU3M KOH-
TPOJISI IIO OOPATHBIM CBSI3SIM BpEMEHU T'e HEPUPOBAHUSI
CITaliKOB B MIpaMMUIHBIX HelipoHax [124].

5.3. Tpernii TN hyHKIIMOHAJIbHBIX CBSI3€ii (puC. 2B).
BpemeHHOe OKHO HMHTerpallid KakK B JIOKaJbHOI
HEWPOHHOM CceTU, TaK U B Pa3INYHbIX 00JIACTSIX MO-
KET CO3[aBaThCd B pe3yIbTaTe BHEIIHETO BO3IEi-
CTBMSI Ha OOIIIMIT BXOO OT CEHCOPHBIX MJIN IPYTUX 00-
JlacTeit Kopbl. B taHHOM cityyae BpeMsi OMTHOBPEMEHHOI
AKTUBHOCTHU OIIPENENISIeTCS MPSIMBIM U OOpaTHBIM
TOPMOXXEHUEM.

5.4. YerBeprolii TN (YHKIHMOHAJIBHBIX CBSI3€ii.
VivHeHne TOPMOXKEHHUS 32 cueT 00paTHOTO TOPMO-
JKEHMsSI OT HEMPOHOB, PACMOJOXEHHBIX HA PACCTOSI-
Huu (puc. 2r). I1lpu yBean4eHUM aMIUIUTYIbI MHTE-
PUKTaJIbHOIO CIlaiiKa Apyrue HEWpPOHBI JIOKAJIBHOM
HEWPOHHOM CETU MOTYT ObITh AKTUBHbBI TOJIBKO B MO-
MEHT, COBMANAIOIMINII IO BpeMEHN C aKTUBHOCTHIO
JuaepoB (BpeMeHHOe OKHO), a aKTUBHOCTb OCTaJlb-
HBIX MOCJIe BPEMEHHOro OKHa TOPMO3UTCS C TIOMO-
IIBI0 0OOPAaTHOTO TOPMOKEHUsI, B pe3yIbTaTe 4ero
MPOUCXOIUT JJABUHHOE BOBJICUCHUE COCEAHUX Heii-
POHOB U YBEJIWYECHUE aMIUIUTYIbl UWHTEPUKaTbHBIX
CIaiikoB 10 MaKCUMyMa.

OTMETUM, YTO BCE 3TU (PYHKIMOHAIBHBIE CBI3M
paboTaoT OMHOBPEMEHHO, a pa3aeabHO IIPeACTaBIIe-
HBI Ha pUC. 2 U1 HATISIHOCTU.
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GABA B Inhibition Through Feedback is Involved in the Synchronization
of Interictal Spikes in the Cortex

V. G. Marchenko!: * and M. 1. Zaichenko! **

! Institute of Higher Nervous Activity and Neurophysiology of the Russian Academy of Sciences, Moscow, 117485 Russia
*e-mail: vgmarchenko3@gmail.com
**e-mail: mariya-zajchenko@yandex.ru

Abstract—Recent research has significantly expanded the understanding of functions of GABAergic inter-
neurons in cortical neural networks. Interneurons of a certain class are involved in the generation of interictal
activity in the cortex, not only in some forms of pathology, but also in conditions where inhibition was pri-
marily through GABA B receptors. Interictal activity is observed as a spikes of enormous amplitude in which
a short excitatory phase is followed by a long inhibitory phase, which occurs almost simultaneously in differ-
ent parts of the cortex. The spike of large amplitude reflects a synchronous activity of excitatory neurons in
the local area, and synchronous activity in remote areas is determined by reciprocal connections between py-
ramidal cells and interneurons, when the activity of large neurons occurs simultaneously during a narrow time
interval. In the process of interictal spikes synchronization participate Martinotti cells, as well as parvalbu-
min-expressing, neurogliaform and expressing Vasoactive intestinal peptide (VIP) interneurons, which, ac-
cording to experimental data, perform inhibition via the GABA B receptors. At present, several mechanisms
are known to synchronize neuronal activity in cortical neural networks: by means of electrical connections,
volumetric conduction, synaptic feedback between pyramidal neurons and interneurons, and between inter-
neurons themselves. We assume that the mechanism of synchronization of interictal spike in cortical neural
networks operates as follows. Apparently, this mechanism works equally in local neural networks and at a dis-
tance. When excitation occurs, it is followed by feedback inhibition, which limits the excitation period, and
thus creates a time window of integration, and the same also happens in neighboring cortical neural networks.
At the initial stage, the amplitude of interictal spikes is small and not simultaneous in different areas of the
cortex. Later on, more and more pyramidal neurons become active during the period of time window action,
and thus the amplitude of interictal spike increases, and, as a result, the inhibition increases. Eventually, the
increased inhibition due to feedback begins to affect the neighboring neural networks and thus interictal
spikes occur almost simultaneously in different parts of the cortex. At the same time, there is a significant
lengthening of inhibition after the spike, as inhibition from neighboring neural networks is added to the inhi-
bition in the neural network.

Keywords: synchronization, reverse inhibition, GABA, interictal spikes, feedback, cortex
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