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BBEAEHUE

AKTyaJ'leOCTI) TEMBbI HCCJICIOBAHUSA

[TepenBmwkeHNE B MPOCTPAHCTBE SBISICTCS HEOTHEMJIEMOHN YaCThIO YCIIEITHOTO
CYIIIECTBOBAHMS JKMBOTHOTO B OKpY)KalOIIEH ero cpenae. AKTHBHOE IEpeMEIICHUE
COTMPOBOXAETCS BBIIOJIHEHUEM CIIOKHEHIIIMX JIBUTATENbHBIX 3a7ad, TaKhX Kak
KOOPJAMHHUPOBAHHAS XOAb0a, KOHTPOJh CKOPOCTH W HANPABICHHS TEPEIBUKCHIS
(Gerasimenko et al., 2005, 2006; Edgerton et al., 2008; Musienko et al., 2009, 2010).
BOJIBIIMHCTBO TIO3BOHOYHBIX CIOCOOHBI K JIOKOMOIIMM B Pa3HBIX HAIMPaBICHUSIX.
OnHako, ICTOPUYECKHU TaK CIOKUIIOCH, YTO OCHOBHOM aKIICHT MPU U3YYEHUH B chepe
JIOKOMOIIMY OBLJT HAIIPaBJICH Ha BCECTOPOHHEE HCCie0BaHKe X0ab0bI Brepen (XB),
Kak Hanboyiee TUIUYHOTO, BBIYYCHHOTO M DBOJIIOIMOHHO 3aKPETUICHHOTO THUIIA
nepemerienus. Jlokomonust B Apyrux HaMpaBlIEHUSX, B YACTHOCTH XOJh0a Hazan
(XH), ucnionmp3zyemasi AJis YHUKQJIBHBIX 3BOJIOIMOHHO 3HAYUMBIX JBUTATEIBHBIX
aKTOB (M30eraHue OMacCHOCTH, HEOOXOAMMOCTh Pa3BEPHYTHCS WU MATUTHCS U JIp.),
NpPaKTUYeCKH He wu3ydeHa. l[lpm dToM cymecTByer psigx paboOT, B KOTOPBIX
JIOKa3bIBACTCS, UTO XOAh0a Ha3a/1 YBEIMUYUBACT CIIOCOOHOCTH )KHBOTHBIX U TTAITUEHTOB
C Pa3IUYHOrO Poja MOTOPHBIMH HAPYIICHUSMU K BOCCTAHOBJICHHIO JIOKOMOTOPHBIX
dbynkuuii (Neptune, Kautz, 2000; Yang et al., 2005; Takami, Wakayama, 2010; Kim
et al., 2013; Moriello et al., 2013; Foster et al., 2016). Takum oOGpa3zoM, U3ydeHue
MEXaHU3MOB JIOKOMOITUHY B HANPABJIICHUH Ha3a/l UMEIOT HE TOJIbKO (QyHIaMEHTAIIbHOE,
HO W MPUKJIATHOE 3HAUYCHHE.

M3BecTHO, YTO WHUIMANMS XOABOBI B HAINPABICHUH BIEPE] MOXKET OBITH
BbI3BaHA HE TOJILKO aKTHUBAIMEH CYNMPacCHUHAIBHBIX JJOKOMOTOPHBIX CTPYKTYp, HO H
snuaypanbHoit ctumyisanuern (9C) crnmaHOro mosra (Iwahara et al., 1991;
Gerasimenko et al., 2003). HenaBHO BBISIBIICHO, UTO Y JieliepeOpPUPOBAHHBIX KUBOTHBIX
XoJIb0a Hazaa TakXke MOXKET ObITh BhI3BaHa DC 00JaCTH MOSICHUYHBIX CETMEHTOB

CIIMHHOI'O MO3ra, HO HC IIpH BO3H€ﬁCTBHH QJICKTPUICCKHUM TOKOM  Ha
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CylnpacluHajJbHbIe TOKOMOTOpHBIe oOnactu (Musienko et al., 2007; Musienko et al.,
2012).

3anyck XOJbObl TPU CTUMYJSIIUM CHUHHOTO MO3ra BO3MOXEH 3a CUET
aKTUBAIlUU CHEeIU(PUUECKUX CIHHAIBHBIX JIOKOMOTOPHBIX CETEH, Ha3bIBAEMbIX
neHTpaibHbIM TeHepaTopoM nattepHoB (LII'TT) (Cazalets et al., 1995; Dimitrijevic et
al., 1998; Duysens, Crommert, 1998; Bogacheva et al., 2009; Musienko et al., 2012;
Frigon, 2011; Kiehn et al., 2017). B ocHoBe popMHupoBaHHS JaHHOTO MOHITHUS JIeKAT
pa6otel C.S. Sherrington o nenHom pedraekce (Sherrington, 1910) u T.G. Brown,
IPEUIOKUBIIETO OCHOBHYHO KoHuenuuio I[I'TI — Tak Ha3piBaeMyr «MOZIENb
noiyeHtpo» (Brown, 1914), moske MOJy4YUBIIYIO CBOE pa3BUTHE B TPyJax
coBerckux ydenHbix M.JI. Illuka u I'.H. Opnosckoro (Shik, Orlovsky, 1976; Orlovsky
et al., 1999) u psma Belmaromuxcs 3apyOexkHbIX ucciaenosarencii — G. Székely, S.
Grillner, V.R. Edgerton, K.G. Pearson u np. (Székely, 1965; Kling, Székely, 1968;
Grillner, 1975, 1981, Pearson, Duysens, 1976; Edgerton et al., 1976; Pearson, 1995).

CorynacHO coBpeMeHHbIM npeactaBieHusM, LTI umeer IBYXypOBHEBYIO
CTPYKTYpY: TEpBBI YpPOBEHb OTBeYaeT 3a (OPMHpPOBAHWE PUTMA UYEPEIOBAHUU
JBUKEHUN KOHEYHOCTSIMU TIPU XOIhOE, BTOpON — 3a 00pa3oBaHWE KOHKPETHOTO
MOTOPHOT'0 TATTEPHA, T.€. MOCIEI0BATEIbHOCTH aKTUBAIIUU MBIIIII], 00€CTICUMBAIOIINX
HaIpaBJICHUE [IBJKCHUSI KOHEYHOCTH B 3aBUCHMOCTA OT CEHCOPHOrO BXOJa
(Lafreniere-Roula, McCrea, 2005; Rybak et al., 2006 a, 6; Brownstone, Wilson, 2008;
McCrea, Rybak, 2008; Guertin, 2009; Rybak et al, 2015). Opnnaxo,
MoppodyHKIIMOHAIbHASL ~ OpraHu3allus  CEHCOMOTOPHBIX  HEHPOHHBIX  CETEH,
dbopmupyronux komnoHeHThl LTI, Bo MHOrom HesicHa. CyImiecTBYeT HENbIA Psi
BOIIPOCOB OTHOCHUTEJIPHO KJIETOYHOTO COCTaBa M (DYHKIIMOHAJIBHOTO 3HAYCHUS
OTJICJIbHBIX 3JIEMEHTOB CHUHAIBHBIX CETEH, UX paclpesiesieHus B CIMHHOM MO3re,
CBsA3EH MEXaAy HEHpoHaMU, BO3MOXHOTO BJIUSHUS Ha HEWPOHHBIE CETH TIpU

3a00JICBaHMAX U TpaBMax HCpBHOﬁ CHCTCMBEI.
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Ieau 1 3ag1a4u HCCIIET0BAHUSA

enbro HACTOSIIETO WCCIICIOBAHHUS SIBJISIETCS M3y4YECHUE
MOpP(P o YHKIIMOHAIHLHON OpraHu3allui CEHCOMOTOPHBIX HEHPOHHBIX CETEH CITMHHOTO
MO3ra KOIIKH, KOHTPOJUPYIOIIUX X0/1b0Y B HANPaBJICHUHU BIIEPE U Ha3al.

JIist TOCTH>KEHMS TaHHOM e ObUTH IMOCTaBJIEHBI CIEAYIOIINE 3a1a4u:

1. OrnpenenuTs CErMEHThl MOSICHUYHO-KPECTLOBOIO YTOIIIEHUS CIUMHHOTO
MO3ra KOIIKH, dJIEKTPUYeCcKas dMHUAypaibHasi CTUMYJISIIUS KOTOPBIX BBI3BIBAET XOAb0Y
3aJJHUX KOHEYHOCTEH B HAIIPABJICHUU BIIEPE] U Ha3al.

2. BoisButh pacrpenenenue Mmapkepa c-FOS B MOSCHUYHO-KPECTIIOBOM
YTOJIIIEHUHA CIIMHHOTO MO3ra KOIIKHM II0CJI€ JOKOMOLMHM 33aJIHUX KOHEYHOCTEM B
HAaNpaBJICHUW BHEpPEl W Ha3aJ, BBI3BAHHOW JJIEKTPUUYECKOW HSMUAYPAIBHOU
CTUMYJISILIUEH.

3. Hccnenosath [aTTEPHBI pacnpeneseHus VHTEPHENPOHOB,

MapKAPOBAHHBIX PA3HBIMU KaJIbITUH-CBA3BIBAIONINMHU OCIIKAMHU.

Hayunasi HoBU3Ha padoThI

[IpoBeneHo nopoOHOE KapTUPOBAHUE CIIMHHOTO MO3Ta KOILIKH, ITO3BOJIUBIIEE
BBIIBUTh TPAHUIbl MOSCHUYHO-KPECTHOBOIO YTOJIIEHUS, B NpPEAenaax KOTOPBIX
NOCPEJCTBOM 3JIEKTPUUECKON AMUAYpPaTbHON CTUMYIISILIUM BO3MOKEH BBI30B XO/bObI
B HaIlpaBJICHUM BIIEpe] M Ha3zaa. B cepoMm BemiecTBe MNOACHUYHO-KPECTIIOBBIX
CErMEHTOB BIIEPBBIE OIMCAHO PACIPENEICHUE JOKOMOTOPHBIX HEHPOHHBIX CETEH,
AKTUBUPYEMBIX DJIEKTPUUECKON JMUAYpaTbHOW CTUMYJISILUEH M 00€CTIeUMBAIOIINX
X0JIb0y 3aTHUX KOHEYHOCTEN B HAIIpaBJIeHUH Bliepe ] U Ha3aa. Ha ocHOBe MOTy4eHHbIX
JaHHBIX U JJIs1 UX aHalin3a ObuT pa3paboTaH HOBBIM METOJ JIEJICHUSI CEpOTO BEIleCTBA
CIIMHHOTO MO3ra Ha (yHKIIMOHAJIbHBIEC 30HbI, aJITOPUTM MOCTPOCHUS KapT IIIOTHOCTU
UMMYHOIIO3UTUBHBIX HEHPOHOB U CMOCOO BHU3yalM3allMu 00JacTe KOJOKaIUu3aluu
HEHPOHOB, BBIABICHHBIX pPa3HbBIMU MapKepamu. BriepBble MOJAPOOHO OIMKUCAHO

JAMMUHApPHOE U PETrMOHAIIBHOE PACIPENECICHUE HEWPOHOB, MMMYHOINO3UTUBHBIX K
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KaJIbIIMH-CBSI3bIBAIOIIUM OekaM (KaJIbOMHIIMHY U NMapBaibOyMuHy) B cermenTax L1-

S1 COMHHOTO MO3ra KOIIKH.

OcHoBHBIE IMOJIOKEHU S, BBIHOCUMbIC Ha 3allIUTY

1. TpurrepHbie 30HbI, CTUMYJISIIIUS KOTOPBIX BBI3BIBAET AKTMBHOCTH HEHPOHHBIX
ceTe, oOecreunBaromMX X0Jb0y 3aJHUX KOHEYHOCTEH B HANpaBJIICHUU BIEpe] U
Ha3zaJ, M[O-pa3HOMY paclpeeeHbl BAOJIb POCTPOKAYJATbHOM OCH MOSICHUYHO-
KPECTIIOBOT'O YTOJIICHUSI CIIMHHOT'O MO3ra.

2. IlattepH pacnpeneneHus] UHTEPHEUPOHOB, AKCIPECCUPYIOMIUX T'€H pPaHHETo
orBeta C-fOS mociie snuAypadbHOM CTHUMYJISALNWA, OIPEACIACTCS HalpaBlICHUEM
BBI3BAHHOU JIOKOMOIIHH.

3. ObGnacti ceporo BemIeCTBa CIMHHOTO  MO3ra,  XapaKTePH3YIOIIHECS
HauOOJBIIMM YHCJIOM HEHPOHOB, AKTUBUPYEMBIX IPHU JOKOMOIIMH, COAEPKaT
KJIACTEPhl MHTEPHEUPOHOB, UMMYHOITO3UTUBHBIX K KaJIbIUI-CBA3BIBAIOIIUM O€IKaM

(KaIbOMHANHY U TapBaIbOyMUHY).

Teopernueckasi U NpaKTHYECKAasl 3HAYUMOCTH PadoOThI

KaptupoBanue mnOACHUYHO-KPECTUOBOIO  YTOJIIEHHS CIMHHOTO  MO3ra
(cermentbl L3-S1) mnocpeacTBoM SHUIYypaIbHOM SJIEKTPUYECKON CTUMYIISLUH,
NIO3BOJIMJIO OINPENETUTh 30HBI, DJIEKTPUYECKOE BO3JECUCTBHE HAa KOTOPBIE BBI3BIBACT
X060y B pa3HBIX HaNpaBJICHUAX (BIEpPE] U Ha3ad), a TAKKE OMOCPEaAYyeT KaueCTBO
BbI3bIBa€MON X0/bObl. [lonmyyeHHble JaHHbIE MOTYT OBITh MCHOJB30BAaHBI IS
co3aHus HauboJiee ONTUMAIBLHOM MTPOCTPAHCTBEHHON KOH(PUTYpaIIUU PACIIONOKEHUS
AJIEKTPOJOB B CIMHAJIBHBIX UMIUIAHTaX. J[aHHAs 3a/1a4a ABIISIETCS aKTyalIbHOM, TAK KaK
HeOOoNbIINE 110 pa3Mepy MMILIAHTBl 00JIaJal0T OrPAaHUYEHHBIM MIPOCTPAHCTBOM JUIS
pa3MeIEHNs MPOBOAAIINX JTOPOKEK U TOUEK CTUMYJIALIMH.

C mnoMomprH HMMMYHOTMCTOXMMHYECKOTO METOAA BBISBICHUS IPOIYKTa
AKCIIPECCUU PaHHETO TeHa C-fOS Bi3yam3npoBaHbl HEHPOHHBIC CETH CITMHHOTO MO3Ta,

Y4aCTBYIOIIIKMEC B OJHOM CJIy4ac B pcalin3allii XO,Z[I>6I>I BIICPCO, 4 B IPYI'OM — Ha3al.
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[TonyueHHble TaHHBIE PACHIMPSIIOT WUMEIOIIMECS MPEACTaBICHUS 00 OpraHu3aluu
CIIMHAJIBHBIX JJOKOMOTOPHBIX CETEH M B COBOKYIMHOCTH C OCHOBHBIMU NPUHIUMIIAMU
JIOKOMOTOPHOT'O KOHTPOJISI MOTYT OBbITh NEPEHECEHBbl U HCIOJb30BaHbl B 00JIaCTH
COBPEMEHHOU POOOTOTEXHUKH U TIPOTE3UPOBAHUS.

[TogpoOHBIM 00pa3oM OMUCAHO pACHpENETICHUE B TMOSCHUYHO-KPECTIIOBOM
OTJIeJle CIMHHOTO MO3Tra JIByX HauOoJiee U3y4aeMbIX KaJIbIIHI-CBSA3bIBAIOIINX OCIKOB
(kanpOMHIMHA ¥ TapBabOyMUHA), TEM CaMbIM BBISIBIEHA [IOCETMEHTHas |
JaMUHApHas JIOKaIM3alusl pa3IuYHbIX  (YHKIMOHAIBHBIX THUIIOB HEWPOHOB.
Hacrosimas pabota MoXeT ObITh MCIOJIb30BAaHA B KAU€CTBE OTHPABHOW TOYKHU IS
OTIPEICTICHUs] OCHOBHBIX MOP()OIOTHYECKUX CBOWCTB WHTEPECYIOIMIMX TMOIMYIISITUI

CIIMHAJIbHBIX HEUPOHOB.

Anpobanusi padoThl

OCHOBHBIE TTOJIOKEHUS M PE3YIIbTAThl JUCCEPTAIMH ObUTH MPECTaBICHBI Ha 12
POCCHHCKMX M MEXIYHAapOAHBIX KoH(epeHuusx: | HayyHO KoH(pepeHIH ¢
MEXTyHAPOIHBIM Y4aCTHEM, IIOCBSIIIIEHHON 70-neTuro SApocnasckon
roCcyJapCTBEHHOW MeIUIIMHCKOM akaaemuu (Spocnasis, 2014); Neuronus 2015 IBRO
& IRUN Neuroscience Forum (Poland, Krarow, 2015); Bcepoccuiickoii kKoHhepeHuuu
C MEXIYHAPOAHBIM YUaCTHEM, OCBSIIEHHOU 90-11eTHIO CO THA OCHOBaHUA MHCTUTYTA
¢buszuonorun um. W.II. IlaBnoBa PAH, (Cankrt-lIletepoypr — Konrymmu, 2015);
MEXAyHapoaHOH  HayuyHod  KoH(pepenumn  Hayunoro  Ilapka  CIIOI'Y
«TpancnsiuvonHass OUWOMEIMIIMHA: COBPEMEHHBIE METOJbl MEXAUCIUILUIMHAPHBIX
UCCJIEIOBAHUIA B AacleKTe€ BHEAPEHUS B TNPAKTHYECKYI0 MeauuuHy», (CaHKT-
[TerepOypr, 2015); XII wMexayHapoaHON  MEXIUCIUILUIMHAPHOM KOHTpecce
«Hetiponayka mis meaunuabl 1 nicuxojoruny (Cynak, 2016); VI Bcepoccuiickoit ¢
MEXKIYHAPOIHBIM Yy4YacTHeM KOH(EpEeHUUU IO YIPaBICHUIO IBMXKeHUsMH «Motor
Control-2016» (Kaszaub, 2016); Il Hay4yHOl KOHGEPEHLIHH C MEXKIyHAPOIHBIM
ydacTtheM, nocBsleHHon 70-netnio SIpocnaBcKoOM TOCyJapCTBEHHOW MEIMIIMHCKOM

akagemuu (Spocnasib, 2016); FENS Regional Meeting (Hungary, Pécs, 2017); the
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XIX international conference on neuroinformatics «Advances in neural computation,
machine learning, and cognitive research, studies in computational intelligence»
(Russia, Moscow, 2017); XII mexayHapoAHONW MEXKIUCIMILIHHAPHOM KOHIPECCce
«Hetiponayka s memuuuabl U ncuxojorun» (Cymak, 2017); XXIII cwesne
dbusmonorndyeckoro odmiectsa um. M.I1. TlaBmoBa (Boponex, 2017), Bcepoccuiickoit
MOJIOAC)KHON KOH(EepEeHIUU ¢ MeXAyHapOoAHbIM ydyacThHeM « COBpPEMEHHbIE aCIEeKThl

uHTerpatuBHoM ¢usunonorun» (Cankt-IletepOypr, 2018).

Bkiag aBTopa

Marepuainbl, BOIIEAIINE B JaHHYIO pabOTy, OOCYKIAIUCh U ITyOJUKOBAIHCH
COBMECTHO C COAaBTOpPaMH U HAyYHBIMU PYKOBOIUTENSIMHU. JIMYHO aBTOp MpHHUMAI
ydacTue B pa3paboTKe U MOCTAHOBKE IKCIIEPUMEHTOB I10 BBISIBIICHUIO JIOKOMOTOPHBIX
CIUHAIBHBIX HEWPOHHBIX CeTeH, aHaJM3€e JJIEKTPOMUOTPAMM U KHHEMAaTHUYECKHX
XapaKTEePUCTUK KOHEYHOCTEW, aHAaTOMUYECKOM aHalM3€ MOCMEPTHOTO MaTepuaia,
UMMYHOTUCTOXUMHYECKOM BBISIBICHUM AHTUTEHOB Ha Cpe3aX CIUHHOTO MO3ra,
MOP(OJIOTUYECKOM  aHAIM3€ CPEe30B  IMOCPEICTBOM CBETOBOM  MHKPOCKOIIUH,

pa3zpaboTke UG POBLIX METOJIOB 00OPAOOTKH U aHAIK3a MOP(POIOTUUECKUX JaHHBIX.

CtpykTypa u 00beM JuccepTanumn

Jluccepranmsi COCTOWT W3 BBEJCHUS, YETBIpeX TIIaB (0030p JUTEpaTypHI,
MaTepHaJIbl U METOJIbI, pe3yJbTaThl, OOCYK/ICHNE), BEIBOJIOB U CIMCKA JIUTEPATYPHI.
Pabora uznoxkena Ha 214 cTpaHuIax MEYaTHOTO TEKCTAa, COACPXKHUT 6 Tabmuil u

WUTIOCTpUpOBaHa 52 pucyHKamu. B criucke nuteparypsl MpuBeAeHO 532 UCTOYHHKA.

[My0aukauuu mo Teme qUCCePTANMU

OcCHOBHOE COJIEp’)KaHUE TUCCEPTALMN OTPAXKEHO B 24 myOMuKaiusax, U3 HUX 6

Hay4HbIE CTaTbU B PELICH3UPYEMBIX )KypHAJIax.
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I'/TABA 1. OB30P JIUTEPATYPbI

1.1 PasBuTHE NpPEeACTABJICHUI 0 MEXaHU3MAX, JeKAIIUX B OCHOBE

JIOKOMOTOPHO AKTUBHOCTH

[TornmMaHnne MEXaHWU3MOB, JISKAIIMX B OCHOBE JBUTATEIbHOW AKTHBHOCTH
OpraHm3Ma, HAyajioCh C TOSBICHHS TPEICTaBICHUNA O pediiekce kKak o0 oOriem
NPUHIMIIE HEPBHOH JesATeNbHOCTH. llepBble HIenm o peanm3anuu pedIeKTOPHON
nesitenbHOCTH ObLTM BbIckazaHbl emie B XVII Beke ¢paniysckum dumocodom,
mMaTeMaTtukoM, ¢u3ukomM u ¢usmonorom R. Descaters, aHTIMICKUM aHATOMOM
T. Willis u utanesackum ¢usuonorom u ¢usuxkom G. Borelli (Clarac, 2008). Tak,
cormacHo R. Descaters, opranu3m 4YenoBeka MOAOOEH MallWHe, KOTOpas
KOHTPOJIMPYETCS «IyXOM», JOKAJIU30BaHHBIM B INUIIKOBHIHOM Teje (Boes, 2014).
PednexTopHas neaTenbHOCTh B TAKOM OPTaHU3ME PEaM3yeTCs 3a CUET MOCTYIICHUS
CEHCOpHOW WH(}OpMAIMU B MIMIIKOBUIHOE TEJO, OTKPHIBAIOIEE HEPBHBIC TPYOKH,
IIOCPEICTBOM KOTOPBIX «Iyx» («SPIritus animus») manee MOCTymaeT K MBIIIIAM,
npuBoas ux B aBmwkenue (Prochazka et al., 2000). T. Willis pasnuuan tpu BHIa
pedIEKTOPHBIX  JBMKEHUM, AaKTUBUPYEMBIX PA3HOM  CHJIOM  CTUMYJIALIMH:
1) npoIOIDKUTEIIbHAS JIETKAs CTUMYJISIUS IPUBOJIUT K aBTOMAaTHYCCKUM JBHYKCHHUSM
(OueHHIO cepAalla WIH JbIXaTeIbHOMY pPHUTMY), HaxOoIAIIMMCS IOJ KOHTPOJIEM
BUTAJIBHOTO IIEHTpa — MO3KeYKa; 2) 0ojiee CHIbHBIE CTHMYJbI O0ECIEUNBAIOT
NOCTYIJICHUE CEHCOPHOW WH(GOpMAalMd B TMOJIOCATOE TEJIO, KOHTPOJIUPYIOIIee
HEMIPOU3BOJIBHBIC JIBIDKCHHSI; 3) CTHMYJISAIUS MaKCHUMallbHOH WHTEHCHBHOCTH
UHAYIUPYET TMPOU3BOJIBHYIO PEAKIHUI0, KOTOpas Peaiu3yeTcs] MO3OJUCTBIM TEJIOM,
(GYHKIIMOHAJIPHO aHAJIOTMYHBIM IIUIIKOBUIHOMY Telay B pabotax R. Descaters
(Molnar, 2004; Clarac, 2005 a). ITepBbIM, KTO MPUMEHHII MPUHIIMIIBI MEXaHUKH IS
U3y4CHHUS JIOKOMOTOPHBIX JBMDKCHUHM KMBOTHBIX, Obul G. Borelli — «orery
ounomexanukmu» (Ashley-Ross, Gillis, 2002). On onpoBepr MHEHHE, YTO PabOTa MBIIII]
oOecrieunBaeTcd BHYTPEHHMMH Ta3000pa3HbBIMU JyXamH, Jajl HaydyHOE OMHCAHUE

paboThl KOHEUHOCTEH B Pa3IMYHBIX CyCTaBaX, PacCUMTal CHIIbI, pean3yeMble MpH
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nepeasrxennn xxuBotHoro (Clarac, 2008).

Bonee duznonoruueckoe oo0wsicHeHue «peduiexca» Obu1o nmano B XVIII Beke
HeMeIlKuM rnpodeccopoM u BpauoM J.A. Unzer 1 yemickuM npopheccopoM aHAaTOMUH U
odransmomnoruu J. Prochaska (Yaprak, 2008). B coeii kuure 1775 roga «Principles
of Physiology» J.A. Unzer 3asBuJj1, 4YTO JIBH)KEHUS )KUBOTHBIX HE MOTYT OBITH CBEICHBI
K MEXaHHUUYECKUM 3aKOHaM (DU3UKH, U TIPEIOCTABUII ONMCAHUE HEKOTOPBIX CEHCOPHBIX
¥ MOTOPHBIX MyTEH, y4acTByrOIIUX B peanu3aiuu peduiekca (Clarac, 2005 a). Taxxke
OH BIIEPBBIC MOKA3aJ, YTO NTHIBI ¥ MJICKOIMTAIOIINE, CIIMHHONW MO3T KOTOPBIX OBLI
OTJCJICH OT TOJIOBHOTO IOCPEJCTBOM TEPEepPe3KH (CMUHAIM3UPOBAHHBIC), CIIOCOOHBI
JJIOKOMOTHPOBAaTh MPAKTUYECKH B HOpPMadbHOM pexuMe. Ha ocHOBe gaHHOTO
oTKphITHs J.A. Unzer BEIABUHYI NMPEANOJIOKEHHE O JOMUHUPYIOIIEH POJIM CIUHHOTO
MO3Ta B KOHTpOJIC JIOKOMOIIMH, PEAIM3YyEeMOM IIPH HAIWYUH MEepUPEPUISCKOM
obparnoit cBs3u (Clarac, 2008). G. Prochaska B cBoeii pabore 1784 roma «De
functionibus systematis nervosi» moMuMo 00bsICHEHHST OCHOBHBIX M3BECTHBIX Ha TOT
MOMEHT MPHUHITUIIOB, JIGKAIINX B OCHOBE PEQIICKTOPHON NEATEIHHOCTH, BBLABUHYI
TIOHSATHE O HEPBHOMU cuite («VIS NErvosay), mepeaaBaeMoi Mo HEPBHBIM BOJIOKHAM ITPH
BO3HUKHOBCHHUH BO30YK/JIAIONIUX CTUMYJIOB, U OIKCAJ TOUKY COSIMHECHHS CEHCOPHBIX
U MOTOPHBIX HEpPBOB («SECOrium communey»), NpeACTAaBICHHYIO B Pa3IMYHBIX
obmactsx rnenrpanbHoi HepBHOM cucteMbl (ITHC) (Clarac, 2005 a).

B konme XVIIlI Beka cBoe pa3BuUTHE MNOIYUUTIU IIIEKTPOPU3UOIOTHUECKUEC
METOJbl HCCJICIOBAaHUN, Y MCTOKOB KOTOPBIX CTOSUI MTAJIbSHCKHHA Bpay, aHATOM,
¢uznonor wu  ¢Pusuk L. Galvani (Larson, 1963). WM BnepBbie ObLIO
IPOJAEMOHCTPUPOBAHO COKpAIlEHUE MBIIIIBI TPH BO3JACHCTBHMM HAa HEe WU Ha
COOTBETCTBYIOIIMH HEPB BHEHIHUX 3jieKkTpuueckux crumyiioB (Geddes, Hof, 1971).
JlanHoe oTkpwiTHE MO3BOJMIO L. Galvani BBIIBHHYTh TECOPHIO O CYIIECTBOBAHUH B
MBIIIIAX ¥ HepBaX «OMOBJICKTPUYECTBA», 3a CUET KOTOPOTO B OpraHu3Me |
peann3yroTcs MblmedHbie cokpamenus (Ashley-Ross, Gillis, 2002). B ganbHeiiem
Omaroymapsi HCCIENOBaHUAM aHIMiickoro xupypra u ¢Qusuonora C. Bell u
dpaniysckoro ¢usuonora F. Magendie He3aBUCUMO APYT OT JApyra ObLIU OTKPBITHI

(GYHKIIMOHAIBHBIC PA3IUYUs MEXKIY TMEPEIHUMH U 3aJIHUMU KOPEIIKaMu CIHUHHOTO
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mo3sra (Clarac, 2005 a). OHM 3KCHIEPUMEHTAIBHO JOKAa3al, YTO MEPEeHNUE KOPEIIKU
HECYT MOTOPHBIE CHUTHAJIbI OT MO3ra K MBIIIIAaM, a 3aJHHE — MepeAaroT CEHCOpPHBIC
umiysibeol u3 BHemHe cpensl B [ITHC (Naderi et al., 2004). Do oTkpbITHE HaMe4asI0
aHATOMHUYECKYIO OCHOBY PeQJICKTOPHOW Myrd W BOILJIO B HayKy Kak «3akoH basia-
Maxanan» (Jorgensen, 2003). Camo mnonsTHE «pedeKTopHas ayra» ObLIO
peUIoKeHO aHrIuickum BpadoM u dusuosiorom M. Hall (Fye, 1997; Eadie, 2008).
Ha ocHoBe psijia mpeanochbuIoK ¥ COOCTBEHHBIX IKCIIEPUMEHTANBHBIX JaHHBIX M. Hall
1 Hemelkui ¢usuosor J. Miiller onucanu ocHOBHBIC KOMIOHEHTHI pedIeKTOPHOM
nyru  (abdepentHoe, >PdepeHTHOE U BCTABOYHOE 3BEHBS), 4YEeM OOECTeUMIn
JaNbHEHIIee  CTAHOBJIEHWE  COBPEMEHHBIX  MPEACTABICHHM O  peryisiiuu
pednexropHoii gesreasnoctu (Pearce, 1997; Lohff, 2001; Clarac, 2005 a).

B XIX Beke HN.M. CeueHoB cjenan BbIJAIONICECS OTKPBITHE SBJICHUS
IIEHTPATILHOT'O TOPMOKEHHS B HEPBHOU crucTeMe. TeM caMbIM OH HE TOJBKO PaCIIUPHUII
IIPEICTABICHUS O KOOPAWHAIMK Pe(IICKTOPHON NEATeTbHOCTH, HO W OIPEACIIUI
danpHenui xon pa3sutus yueHnus o pynkuuax [THC. JlanpHeiiee pa3Butue CBOMX
IpeICTaBlIeHU O peryisanun peduiekTopHoit nestenpbHocTr .M. CeueHoB omnucan B
Tpyae «Pedekcol roJoBHOrO Mo3ray, rie 3aK/IIOYniI, YTO BCE ABUTATEIbHBIC aKThI
YeJI0BEeKa U )KUBOTHBIX SIBIISIOTCS PE3YIbTAaTOM PEaU3aIlii IETIOYEK DIEMEHTAPHBIX
pediexcoB (Ceuenon, 1863).

BaxxHBIM 3TanmoM B MOHUMAaHUU MEXaHU3MOB pe(IESKTOPHOU MeATeTLHOCTH
CTal0 TIOABJIEHHWE YyYEHUS O KICTOYHOW OpraHW3alid HEPBHOW CHCTEMBI,
MOJTyYUBIIIETO CBOE pas3BHTHE Onaromapsi paboTaM HCIIAHCKOTO Bpada, aHaToMa M
rucrojora S. Ramon y Cajal (Clarac, 2005 6). Ou mepBbiM 000CHOBAI IPEACTABICHIE
0 HEpPBHOH KJIETKE KaK O CTPYKTYpHOW eJuHHuIle HepBHOU cucteMbl (Francis, Tang,
2006), cBsi3aHHOW C JPYTUMHU HEMpPOHAMHU MOCPEJICTBOM OTPOCTKOB — JICHJIPHUTOB U
akcoHoB (Bullock, 1959; Llinas, 2003). Tem caMbIM OIIpOBEPT MPEACTABICHUS
J. Gerlach o HepBHOI cucTemMe Kak O €IMHOW HEMPEPHIBHOM CETH («PETHKYJSpHas
teopus») (De Carlos, Borrell, 2007).

B xontekcre «HelipoHHOW mOKTpuHBD» S. Ramén y Cajal, cBoe pasButHe

nojy4miaa rumnoresa Oputanckoro ¢usuonora C.S. Sherrington o cymectBoBanuu
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KOHTAKTHBIX COCIUHCHUN Mekay HepBHbBIMU Kietkamu (Lopez-Muioz, 2006).
OcHoBBIBasiCh Ha JaHHBIX cBouX ucciegoBanuii, C.S. Sherrington moHsa, 4TO psn
OPUHIIMIIOB pean3ainuu pedaekcoB MOXKET ObITh OOBSICHEH C MO3ULMM TEepenayu
BO30YXKICHUS Yepe3 KOHTAKThI Mex Ay Heriponamu (Bennett, 1999). s o603HaueHust
takoro koHrtakta C.S. Sherrington BBen TepMuH «cuHamnc» (Sherrington, 1906),
CYILIECTBOBAHUE KOTOPOTO OBLIO MOATBEPXJAEHO TOJIbKO B 50-¢ romst XX Beka ¢
nosiBIieHHeM 3J1eKTpoHHo# Mukpockonuu (Eccles, 1990). B pa6ore 1906 roma «The
integrative action of the nervous system» on coOpanr pe3yabTaThl CBOMX
JBAJIATHIETHUX HUCCIE0BATENIbCKUX TTOMCKOB B 00JIACTH M3YyYEeHHS PeIIEKTOPHOMN
nestenbHOocTH (Sherrington, 1906). Pabota Ha cMHAJIBHBIX M JEliepeOPHUPOBAHHBIX
KOIIIKaX TMO3BOJIMIA BBISIBUTH PsiJi BAKHBIX NMPHUHIIMIIOB pean3aiuu pedIeKTOPHOTO
akta. Tak, C.S. Sherrington BriepBbIe omucasl MPUHITUI «OOMIETO0 KOHEYHOTO MyTH,
KaK CIoco0 peajn3alid MHOXXECTBA pPa3HBIX pe(pIECKCOB Yepe3 OJHH U TE Ke
MOTOPHBIE HEWPOHBI CHUHHOTO MO3ra, BBEJI TOHATHE «IIPONPHUOICTIINNY —
3aIMyCKAroIIero dJEMEHTa e JIOKOMOTOPHBIX pe(dIIeKCOB, BBISIBUI TaKWe
OCOOCHHOCTH Tiepeauyd BO30YXKIEHHS uepe3 CHHAIC KaKk OJHOCTOPOHHOCTD
HarpaBieHus 1 3anepxkka nposenenus (Clarac, 2005 6; Hultborn, 2006; Burke, 2007;
Levine, 2007).

benbruiickuii puznonor M. Philippson B cBoux ucciaea0BaHHUSIX HAa CHUHATbHBIX
cobakax TMPOJEMOHCTPUPOBAT BO3MOKHOCTh TAaKWX JKUBOTHBIX K IPOSIBICHHIO
JIOKOMOTOPHOM AESITEIIBHOCTH W TIPHIIE] K BEIBOAY, YTO CITMHHOM MO3T 00ecIeurnBaeT
KOHTPOJIb 32 JIOKOMOLIMEH, HCIONBb3ysd KaK IEHTpadbHBIC, TaK M PEIICKTOPHBIC
mexanu3Mbl (Clarac, 2008). Takke OH MpoBel aHaIW3 BHUAECO3ANMUCEN XOAbObBI
’KUBOTHBIX U Jall MOAPOOHOE onurcanue (a3 JOKOMOTOPHOTO IMKJIA, UCIIOJIb3yeMOoe B
(bu3nosorny ABMKEHUS 10 cuX rmop (moapobHee cMm. riasy 2.3) (Stuart et al., 1973).

B nepBoii yetBepTn XX Beka Onaronmapst padoTre HeMelnKoro ¢gapMakoiiora u
¢usnonora R. Magnus u ero kosuier OOJbIIOE Pa3BUTHE MOJIYUYMIIO HCCIIETOBAaHUE
MO3HBIX PedIIEKCOB, OOECIEUYNBAIOIINX pACHpe/IeNieHne MBIIMIEYHOTO TOHyca U
MOJIJIEP’KaHKE OTIPEJICIICHHOTO TIOJIOKEHHS Tejla B MpocTpaHcTBe. JanHbie pediiekch

R. Magnus mnonaenun Ha CTaTUYECKHUE, KOHTPOJIUPYIOUIUE IOJOKEHUE Tella U €ro
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YCTAaHOBKY, W CTaTOKMHETHYECKHE, OOYCIOBJICHHBIC MABM)KCHHEM Tella — €ro
BpallleHUeM WM JIMHEeWHbIM  yckopenueM (Marunyc, 1962). R. Magnus
AKCIIEPUMEHTAIBLHO J0Ka3ajl, YTO CTBOJI MO3Ta SBIIIETCS MECTOM, TJIe COCPEIOTOUCHA
CIIOXHass cUcTeMa PEQIICKTOPHBIX IIEHTPOB, OOCCIICUYMBAONINX MEXaHU3MBI
paBHOBECHS, BBINPSAMIICHUS W HOPMAJLHOTO TIOJIOXKEHHUSI Tella B MPOCTPAHCTBE
(Brunnstrom, 1953).

XX BeK XapaKTepU3yeTcsl 3HAYUTEIIbHBIM Pa3BUTHUEM B3IJISIZIOB Ha MEXaHU3MBI
dbopMUpoBaHUs JIOKOMOTOPHBIX ABMKEHUH. [IepBbIM, KTO momaTHy pedaekTOpHYyIO
uHTepnperanuo, crtan ¢usnonor T.G. Brown, pabotaBmmii B smabopatopuu
C.S. Sherrington (Arshavsky et al., 2016). T.G. Brown akieHTHpOBaJl CBO€ BHUMAaHUE
Ha «BHYTpeHHeM ¢akTope», cocrosimeM u3 Hehponnbix 1eneid B [IHC, cnocoGHbIx
dbopMuUpoBaTh TATTEPH MOTOPHOM AKTUBHOCTH 0O€3 ydacTus HHUCXOMISIINX WU
ceHcopubix Bxon0B (Prochazka et al., 2001). Coro runote3y T.G. Brown ctpoun Ha
pe3ysbTaTax 3KCIEPUMEHTOB, B KOTOPHIX Y CHUHAIBHBIX KOIIEK C TIEpepe3aHHBIMU
JOP3aJIbHBIMU ~ KOPEIIKAMH  COXPAHSJIaCh  CIOCOOHOCTh K YEPeMyFOITNMCS
COKpAIIeHWsIM MBI crubateneit W pasrubareneil JOAbDKKU (MOApOOHEE CM.
rinaBy 1.5) (Duysens, Crommert, 1998).

dyHIaMeHTaIbHBIC OTKPBITHS, HEOOXOAMMBIC IS JAIBHEHIIETO pPa3BUTHS
NPEICTaBICHU O JIOKOMOTOPHBIX MEXaHWU3MaX, OBbUIM CJEJaHbl aBCTPATHHUCKUM
Heripopusuonorom J.C. Eccles. OH Ben ucclieioBaHusi, MOCBSIIEHHBIE MPOIECCaM
peCHHANTHYEeCKOro TopMokeHus B cimHHoM Mo3re (Eccles et al., 1962, 1963; Willis,
2006), akTHBHO pa3BHBaJl METOJIbI BHYTPHKIIETOUHOTO oTBeAcHus (Brock et al., 1952,
1953; Curtis et al., 1958; Eccles et al., 1961), ycTaHOBHJI CYIIIECTBOBAHUE ABYX THIIOB
MOTOPHBIX BOJIOKOH: MEJKO- M KpYMHOKanuOepHbIX (ckeneromoTopHbix) (Clarac,
2005 0). ITo3z:xe mBeackuii Hepoxupypr L. Leksell BeisiBui1, 4T0 MenkokainOepHbIe
BOJIOKHA TIPEJCTaBISAIOT COOOMW aKCOHBI Y-MOTOHEMPOHOB, 00ECIEUYNBAIOIINX
WHHEPBAIMIO MBINIEYHBIX BEPETEH, U Ha3Bal ux ¢y3umoTopubiMu (Matsushita, 1970;
Bryan, 1972). Bo Btopoii wetBepm XX Beka Omaromapsi paboTaMm psiia y4YeHBIX
(J. Erlanger, H.S. Gasser, G.H. Bishop, D.P.C.Lloyd m np.) mo ompeneiieHuto

CKOpPOCTH TNPOBEJIEHUS BO30YXIECHHS B HW30JUMPOBAHHBIX HEpBax ObUIa CO3JaHa
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coBpeMeHHas kiaccuukanus adpdepeHTHbIX U 3((PEepeHTHBIX BOJIOKOH (MOApoOHee
cm. riaBy 1.2) (Manzano et al., 2008).

[TapaniensHO BBHINICONMCAHHBIM HCCIIEIOBAHUSAM Belach padboTa Mo M3YYCHHIO
BHYTPCHHHX  CTPYKTYPHBIX  3JIEMEHTOB  CIMHHOTO Mo3ra. AMEpUKaHCKUN
Heiipodusnonor B. Renshaw, wuccrnemys WHTEpHEHPOHBI BEHTPAIBHBIX POTOB
CIIMHHOTO Mo3ra (M03)e Ha3BaHHBIE B €ro 4ecTh), B 1940 romy omucan siBICHHE
oOpaTHoro TOpMOXXeHUs MoToHelpoHoB (Sarikcioglu, Utuk, 2009). IBenckuit
anatoM B. Rexed, ocHOBBIBasiCh Ha IMTOAPXUTEKTOHUKE CEPOTO BEIIECTBA CITMHHOTO
MO3ra, TOCINII ero Ha 9 MOCIIeI0BaTeIbHO PACIIOI0XKEHHBIX ci1oeB (tuacTunbl |-1X)
¥ 00J1aCTh BOKPYT IICHTPaJIbHOTO KaHaa (To3ke Ha3biBaeMmyto tuactiuHoi X) (Rexed,
1952, 1954) (moagpobuee cm. rmaBy 1.4). C pa3BuTHeM 3J1€KTPODU3UOTIOTHUECKHX,
TUCTOJIOTUYECKUX, WMMYHOTHCTOCTOJIOTUYECKUX M (PapMaKOJIOTHUYECKUX METOJIOB
MOSIBUJIACH BO3MOKHOCTb JIETATLHOTO OMUCAHUS KJIETOUYHBIX TOMYJISIIANA U OTACTBHBIX
HEHpPOHOB B uX cocrtaBe. Tak, mBeackuii npodeccop E. Jankowska B cBoux padoTax
npecTaBuIIa MoAPOoOHYIO Kilaccuukanuto naTepHerponoB (Jankowska et al., 1967 6;
Jankowska, Lindstrom, 1970; Jankowska, 2013) (moagpoOnee cMm. rmiaBy 1.3),
UCTIOJIb3YEeMYI0 HEHPOOHOIOTaMH B CETOTHSI.

B 60-e rogst XX Beka coBerckumu ydeHbIMH M. [Iukom, I'. OpnoBckum u
®. CeBepuHbIM OblJIa OMHCaHA TPUHIIUIIAAILHO HOBas MOJCNb JUIS HW3YYCHUS
nokoMoTopHbix  Mexanm3moB  (Grillner, 1975). HWm ymanock mocpencTBOM
AIIEKTPOCTUMYIIAIIMA B pailoHEe KIWHOBHIHOTO sjpa CpeaHero mosra (mo3xe
Ha3BaHHOW Me3dHIIePaTUIeCKOil JJOKOMOTOpHOM 00acThio (MJIO)) BbI3BaTh X0ABOY
y KOIIIEK C Tepepe3koii ctBosia Ha ypoBHe cocueBuaubix Ten (Grillner, 1975). Tlpu
3TOM B 3aBHUCHMOCTH OT CHJIBI CTUMYJIMPYIOIICTO TOKA, CYIIECTBEHHO MEHSIJICS
XapakTep IBWKCHMI: 0T MemieHHor xoap0bl g0 rajoma (Grillner, 1975). Io3xe B
90-¢ rTompl smoHCkMM ydeHbIM T.Iwahara ¢ kosuteramum ynamnoch TIOKa3aTh
BO3MOKHOCTh BBI30Ba JIOKOMOTOPHBIX JABM)KCHHU Yy JeIepeOpHpPOBAHHBIX KOIIEK
SMUAYPAIBHOW W CyOQypaidbHOM DJIEKTPUYECKON CTUMYINSIMEH IIEWHBIX U
MOSICHUYHBIX CETMEHTOB criuHHOro Mo3ra (lwahara et al., 1992).

Takum o0Opa3zoM, MaHHBIE SKCIIEPUMEHTOB IOCJIEIHETO CTOJICTUS TPHUBEIH K
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(GOpMUPOBAHUIO COBPEMEHHOW TOYKH 3pPEHHUs, COIJacHO KOTOpOM, peain3anus
MEXaHU3MOB JIOKOMOTOPHOTO KOHTPOJISI 00ECIeYMBaeTCSI HEHUPOHHBIMH CETIMH,

JJOKAJIN30BaHHBIMHU B CIIMHHOM MO3I'C.

1.2 AHAaTOMHSA CIIMHHOI0 MO3ra

CnuHHOM MO3r — 3TO Hambojee APEBHUM M MPOCTO OPraHU30BAHHBIN OTIEIN
IeHTpaIbHON HepBHOM cucTeMbl (Nieuwenhuys, 1964), oGecrieunBaroniii ABMKECHHE
MBI KOHEYHOCTEH U TYJIOBHINA W KOHTPOJIUPYIOUUN aKTUBHOCTH OOJBIIEH YacTu
BHYTPECHHHX OpraHoB M KpoBeHOCHBIX cocynoB (Watson, Kayalioglu, 2009).
CTpyKTYpHO OH MpEJCTaBIISICT COOOW JUIMHHBIA TsDK IMJIWHJIPUYECKOU (HOPMBI,
YIUIOIICHHBIH B Jop30BeHTpanibHOM Hanpasienun (Watson, Kayalioglu, 2009).
CnuHHOW MO3T MMEET METaMEPHOE CTPOCHHE M COCTOUT M3 CETMEHTOB, KaXKIIbIN U3
KOTOPBIX OMpENEIeH Mapod KOPEIIKOB: BXOMSIIUX JOP3aIbHBIX W BBIXOMISIIHNX
BeHTpasbHBIX (Murray, 2003), koTopsie BOJW3HM CIIMHHOTO MO3ra OOBEAMHSIOTCS,
dopmupys cimHanbHBIe HepBBI (Nieuwenhuys, 1964). V MiIeKOUTaIONIMX CErMEHTHI
CIIMHHOTO MO3Ta OOBEJIMHEHBI B MATh OTAEJIOB: MICHHBIM, TPYIHOHN, MOSCHUYHBIM,
KpecTioBbIii 1 KomuukoBbii (NOgradi, Vrbova, 2006). Uncao cerMeHTOB B KaKIOM
OTJIeJIe BapbUPYET B 3aBHUCHUMOCTH OT BHJA W COOTBETCTBYET YHCIY ITO3BOHKOB
(Nieuwenhuys, 1964). B nepuojx paHHero sMOpuoOreHe3a CIUHHOW MO3T 3aHHUMAacT
MOYTH BCIO JUIMHY ITO3BOHOYHOI'O KaHajga, a €ro CEerMEHThI JIOKAJM30BaHBI B
omHonMmeHHoM Tmo3BoHke (Maierl, Liebic, 1998; Canbay et al., 2013). ITo mepe
Pa3BUTHS OpraHU3Ma ITO3BOHOYHBIN CTOJIO pacTeT ropasno ObICTpee CTMHHOTO MO3Ta,
B PE3yNbTaTe YEro TMOSBISIECTCS HECOOTBETCTBHE MEKIY HOMEpaMH ITO3BOHKOB M
JOKANU3YIOMINXCS MOJ HUMH CETMEHTOB: TaK Ha3bIBAEMOE «BOCXOKJIEHUE CITMHHOTO
mo3ra» (Streeter, 1919). B utore, COMHHONW MO3T B3POCJBIX OCOOCH pa3sHBIX BHJIOB
MJICKOTIMTAIONIUX 3aKAHYMBAETCS B MOSICHUYHOM OT/IeNie TTI0O3BOHOYHHUKA: Y YelloBeKa
Ha ypoBHe mo3BoHKoB L1-L.2 (Demiryirek et al., 2002; Soleiman et al., 2005; Canbay
et al., 2013), y xpoicel — B L3 (Gelderd, Chopin, 1977), y xomku — B L6 (Eldridge,

1984; Maierl, Liebic, 1998). OtHecenne cerMeHTa K TOMY HIM HHOMY OTAEIY
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CIIMHHOTO MO3Ta 3aBUCUT HE OT PEaIbHOTO €0 PACIONIOKEHHs, a OT TOro, B KaKOM
OTJIeNie BBIXOISIINE U3 HEr0 HEPBI MOKUAAIOT 03BOHOUHBIN KaHal (Cramer, Darby,
2013). HepBbl Hanbosiee poCTpagbHbIX CETMEHTOB OTXOJAT OT CHMHHOIO MO3ra Mo/
OpsSIMBIM  YTJIOM, OJIHAKO B KayJajdbHOM OTJIENE€ OHH HCKPUBISIOTCS B CTOPOHY
BBIXO/IHBIX MEKIIO3BOHKOBBIX OTBEPCTUH M B, KOHEYHOM HTOTE, OOpa3yIOT Iy4YKH
BOJIOKOH, a y YeJIOBEKa TaK Ha3bIBaeMbIl «KOHCKHUH XxBocT» (Murray, 2003).

Kak ObI10 CKa3aHO BBIIIE, CTHHHOMO3TOBBIE HEPBBI COCTOSIT U3 JOP3aIbHBIX U
BEHTPAJBHBIX KOPEIIKOB. Jlop3aibHbIE KOPEIIKH COCTOAT U3 adPepeHTHBIX BOIOKOH
U 00pa3oBaHbl AKCOHAMU TICEBJIOYHUIIOJSPHBIX KJIETOK, JIOKAJIM30BAaHHBIX B
CIMHHOMO3TOBBIX  y371aXx. BeHTpanbHble KOpemikd oO0pa3oBaHbl  aKCOHAMU
MOTOHEHPOHOB BEHTPAIHHBIX POTOB M CHUMIATHUYECKHMX HEHPOHOB OOKOBBIX POTOB
ceporo BemectBa cnuHHOro Mmosra (Heimer, 1983). Cormacno xmaccudukanuu
D.P.C. Lloyd u H. Chang, addepeHnTHBIC BOJOKHA B 3aBUCUMOCTH OT TOJIIIUHBI U
ckopocTH mpoBeneHus nensarcs Ha Tpu rpymmsl (Lloyd, Chang, 1948). B mepByto
IPYIITY OTHOCAT BOJIOKHA 18 — OT MbIIeYHbIX BepeTeH U |b — ot penentopos [Nomnbmkw,
B rpynny |l — oT BTOpUYHBIX OKOHYAaHMI MBIIIEYHBIX BepereH, B rpynmy Il — ot
pEelenTOpoB CBS30K W CBOOOJHBIX HEPBHBIX OKOHUaHWUW. bonee monHas
knaccudukamus H.S. Gasser u H. Grundfest xapaktepusyeT BOJIOKHA HE TOJBKO
addepeHTHBIX, HO 3(depentHrix myrei (Gasser, Grundfest 1939). Tak, aBTopsI
onpenensitoT A, B u C rpymnmbl BOJIOKOH, TTPX 3TOM BBIJIEISAS BHYTPH TPYMIBl A ere
YeThIPE MOATHUTIA: Ol — OT MBIIICYHBIX BEPETEH M CYXOKHIIbHBIX OPTaHOB K CKEJIETHBIM
MBIIIIAM; [3 — OT TaKTUIBHBIX PEIENnTOPOB K HWHTPA(y3aTbHBIM MBIIICUYHBIM
BOJIOKHAM; Y — K MBIIICYHBIM BEpeTeHaM; O — OT OOJEeBBIX M TEMIEPaTypHBIX
penienitopoB. Bonokna rpynmel C y4acTBYIOT B iepeade 00JIeBOi, a TakyKe, BMECTE C
BOJIOKHaMH rpymibl B, BucuiepaabHOil HHpOpMaLIUH.

CnHHOM MO3T COCTOWT M3 BHYTPEHHETO CEPOT0 U BHEITHETO OeJI0ro BemecTBa
(Sengul, Watson, 2012). benoe BemiectBo chOpMHUPOBAHO IUIOTHO JICKAIUMHU
akcoHaMH (TIPEMMYIIECTBEHHO MHEITUHU3UPOBAHHBIMU) W HEHPOTIUATBHBIMU
kietkamu (Cramer, Darby, 2013). OcHoBHas ero ¢yHkuusa — npoBoanukoBas (Weber

et al., 2017). benoe BemecTBO COCTOMT U3 TPEX OCHOBHBIX YACTEH: JOP3abHBIX,
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JaTepaibHbIX U BEHTPAJIbHBIX CTOJIOOB WM KaHatukoB (Heimer, 1983). B Hux
COCPEJIOTOYEHbl MHOXKECTBEHHBIE BOCXOJSIINE (CEHCOPHBIE) UM  HUCXOJAIINE
(MOTOpHBIE) TPAKThI, COCAUHSIONINE PA3HBIC OT/ACJIBI CHUHHOI'O MO3Ta C TOJIOBHBIM U
Haooopot (Murray, 2003). dop3anbHble CTOJIOBI COJIEPXKAT TOJHKO BOCXOJSIIHE
TPaKkThl (TOHKHM Tydok oy ¥ KIMHOBUIHBIM my4dok bypnaxa), nmatepajibHble —
BOCXOJISIIIHME (BEHTPAIbHBIN U JIaTepaIbHbIM CIMHHOTATaMUYECKUE Ty TH, J0P3aTIbHbBIN
CIIUHHOMO3KEUKOBBIN MyTh MDIEKCUHTA W BEHTPAJIbHBIA CTUHHOMO3KEUYKOBBIH MyTh
I'oBepTa) u HUCXOASIIME (JaTePaATbHBIA KOPTUKOCIIUHAILHBIN, pyOpPOCTTMHANIBHBIN U
JaTepadbHbI PETUKYJIOCIUHAIBHBIA MYyTh), 2 BEHTPAIbHBIE — TOJIBKO HUCXOSIINE
(mepeTHUIl KOPTHUKOCITMHAIBHBIN, TEKTOCITMHAIBHBIN M BECTHOYJIOCTTHHAIILHBIA ITyTH
U 3amHuil npoxosbHbId mydok) (Purves et al., 2004). AxkcoHbl, GhopMHUpYOIIHE
BOCXOJISIIINE TyTH, OEPYT CBOE HAYaJI0 OT KJIETOK JIOP3aJIbHBIX TAaHTIIMEB U HEUPOHOB
ceporo BemiecTBa. Hucxopsmue ke myTd cOpMUPOBAHBI UIMHHBIMH OTPOCTKAMU
HEHPOHOB pa3HBIX OTHENOB royioBHoro mo3ra (Murray, 2003). [TomuMo JUTMHHBIX
nyTeil, B 0eJI0M BELIECTBE MMEIOTCS JIOKAJIbHBIE BOJIOKHA, CBSI3BIBAIOIINE HEUPOHBI
pPa3HBIX CETMEHTOB (MPOMPHUOCTUHAIBHBIE CBSI3M) WU HEHPOHBI MPOTHUBOIOIOKHBIX
CTOPOH CITUHHOTO Mo3ra (koMuccypaibhbie cBsizu) (Cramer, Darby, 2013).

[Tox OenbIM BEIECTBOM HAXOAUTCS CEPOE, UMEIOIIEE Ha TONIEPEYHOM CPE3€ BUJL
0aboukn miam OykBel «H» (Murray, 2003). Kaxxmas mojoBHHA Ceporo BeIEeCTBa
COCTOWT W3 JIOP3aJIbHOI0 U BEHTPAJILHOIO POTOB U MPOMEKYTOUHOM 00JIaCTH MEXTY
HUMH, KOTOpas B IPYJAHOM OTJiefie (M YaCTUYHO B MOSICHUYHOM) opMHUpyeT OOKOBOM
por (Cramer, Darby, 2013). B cepeanHe ceporo BelecTBa HaXOAUTCS LIEHTPATbHBIM
crmaHOMO3roBo# kanan (Nogradi, Vrbova, 2006), npeacraBistonuii co60i 0CTaToOK
IPOCBETa HEPBHOUM TPYOKHU U MPOJIOHKEHNE YETBEPTOro kenyiouka ctojia (Cramer,
Darby, 2013). B cnuHHOM MoO3re pa3jiMyaroT JiBa YTOJIIEHUS CEpPOTO BEIIECTBA
(meriHOE W TMOSCHUYHOE), (OPMHUPOBAHME KOTOPBHIX CBS3aHHO C HAJUYHEM B HHUX
MHO>KECTBA KPYITHBIX MOTOHEHPOHOB, aKCOHBI KOTOPBIX Y4aCTBYIOT B JOPMUPOBAHUU
HEPBOB, MOCTYNAIONUX K MEPEAHUM WIM 3aJHUM KoHedHocTsMm (Standring, 2016).
Cepoe BemiecTBO 00pa30BaHO TEIAMH U OTPOCTKAMHU HEHPOHOB, a TAKKE TITHATbHBIMU

kietkamu (Sengul, Watson, 2012).
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1.3 Kinaccupukauus HeiipOHOB CIMHHOIO MO3ra

B cepom BemiecTBe CIMHHOTO MO3ra BBIACISIIOT YETHIPE KPYIHBIX Kjacca
HCHPOHOB: BCTaBOYHBIC, ITyYKOBBIE, IMPOMPHOCIIMHATIBHBIE U MoTOpHBIC (Jankowska,
1992).! Ilpu >TOM B 3aBMCUMOCTH OT JJIMHBI aKCOHOB, HEHPOHBI JAHHBIX KJIACCOB
otHocaT K | mmu |l tunmy xnetox Tompmixu (Heimer, 1983). AKCOHBI KpyHHBIX
MYYKOBBIX U MOTOPHBIX HEUPOHOB MOT'YT JOCTUTATh AJTUHBI B 1 MeTp u GoJiee (KIeTKU
lompmxu | Tuna), G6onee Menakue MPONPHOCIHUHAIBHBIE U BCTABOYHBIE HEUPOHBI
UMEIOT KOPOTKHE HEUPOHBI U MHOKECTBO CHUJIHO BETBSIIMXCS JACHAPUTOB (KJIETKH
I'onsmxu | Tuna) (Cramer, Darby, 2013).

Bcmaesounvie Heiiponvl (MHTEPHEUPOHBI) JIOKAJIM30BaHBl B CEPOM BEIIECTBE
MOBCEMECTHO U COCTaBIIAIOT 110 90% OT BCel MOMYJISIUN HEPBHBIX KJIETOK CIUHHOIO
mosra (Jankowska, Lundberg, 1981). C momompio CBOMX JOCTaTOYHO KOPOTKHUX
OTPOCTKOB OHH (POPMHUPYIOT CIOKHYIO CUCTEMY CBSI3€i BHYTPHU CEPOro BermecTna. KMx
AKCOHBI TAHYTCSI OTHOCUTEIHHO HEOOJBINOE PACCTOSIHUE W 3aKaHUYMNBAIOTCS HA UTICH- U
KOHTpaJIaTepaIbHBIX HEeWpoHaX. B cBoro ouepenb, Kk HUM MOAX0AaT adepeHThl OT
JPYTHX BCTABOYHBIX U IPOMPUOCTIMHAIBHBIX HEUPOHOB CIIMHHOTO Mo3ra. [Ipeobpazys
MHOKECTBEHHYIO MMOCTYMNAIOIIYI0 HH(OpPMALMIO, MHTEPHEUPOHBI MEPENAOT €€ Ha
JpyTHe KIETKH, BKIIOUYas MOTOPHBIC. Tak, MHTEPHEHPOHBI UTPAIOT BAXKHYIO POJIb B
OCYILIECTBJICHUM MOTOpPHOM  peduiekTopHOM  nestenbHOcTH  (Heimer, 1983),
00ecreynBaoT BO3BPATHOE TOPMOKEHNE MOTOHEUPOHOB (KJIeTKH PeHioy), yuacTBys

B KOOpAWMHALIUN COKpaH_ICHI/II\/'I MBI aHTAarOHUCTOB B XOA€ JIOKOMOTOPHOI'O IIHMKJIA

L Baoeno ommemums, umo 6 numepamype nowsmue «8cmasoumwlii HEUPOH» HACMO
UCNONBL3YIOM 8 WUPOKOM CMbLCILE 011 0003HAYEHUsL 6CeX MUNO8 KILEeMOK, YbU OMPOCHKU He 8bIX0O05M
3a npeodenvt LJHC. B dannoii pabome ucnonvzyemcs Oonee y3koe 3HaueHue mepmMuta U 8bloeieHbl
mpu Kiacca 6CMABOYHBIX HEUPOHOB8. COOCMBEHHO 6CMABOYHble (Oaiee NO MEeKCMm) HpPOCHO

8CMABOYHbBIE UNU UHMEPHEUPOHDL), NYUKO8ble U NPONPUOCNUHATbHbIE HEUPOHDI.
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(Noga et al., 1987), MomupuIHpYIOT HOCTYMAIOIIME OT OOJIEBBIX PEIIEHTOPOB CUTHAJIBI
(Bernardi et al., 1995) u np.

Ilyuxogvie neitponwl 110 OONbIIECH YACTH JIOKAIU30BaHbI B IOP3aJIbHBIX porax u
MPOMEXKYTOYHOM CepoM BemiecTBe cnuHHOro wmo3sra (Paxinos, 2015). AkcoHbl
MYyYKOBBIX HEMPOHOB BBIXOIAT 32 MPEAEIIbl CEPOro BellecTBa B 0eJIoe, I71€ y4acCTBYIOT
B (opmupoBaHuM Bocxoasammx mnpopomdmux TpakToB (Cramer, Darby, 2013),
MOCPEJICTBOM KOTOPBIX CEHCOpHas WH(GOpMAIMS TMOCTyMaeT B CyNpacluHaIbHbIC
ctpyktypel  (Jankowska, 1992). IlyukoBble HEHpOHBI KJIacCHDHUIHUPYIOT B
COOTBETCTBHH C (OPMHUPYEMBIMH HMH MPOBOJAAIIMMU MTYTSIMU H TepeaBaeMbIM
tuniom uHpopmanmu (Anelli, Heckman, 2005).

Ilponpuocnunanvuvle HelpoHbl JIOKAIM30BAHBl I[PEUMYILIECTBEHHO B
BEHTPAIBHBIX POTAX U MPOMEKYTOYHOM CEPOM BEIIECTBE, B MEHbIIIEH — B IOP3aTbHBIX
porax (Cramer, Darby, 2013). AKCOHBI MPONPUOCTIMHAIILHBIX HEUPOHOB HE BBIXOJAT
3a TpeAeNibl CIMHHOTO MO3Ta M O0ECIEYHMBAIOT CBSI3h MEXKIY KIETKAaMH CEpOTO
BeriecTBa pa3Hbix cermeHToB U otaenoB (Chung, Coggeshall, 1983; Weidner et al.,
2017). B cBsi3u ¢ 3TUM NPOMPUOCITUHAIILHBIE AKCOHBI BXOJIAT B COCTaB BOCXOISIINX U
HUCXOJISIUX TPAKTOB, B COCTaBE KOTOPHIX JOCTHUTAIOT CBOMX MPOEKIIMOHHBIX 30H B
npenenax cnuHHoro wMosra (Conta, Stelzner, 2009). Beimenstor Tpu THIA
PONPUOCTIMHAIBHBIX HEHPOHOB: C JUTMHHBIMH, CPEAHHUMH U KOPOTKUMHU aKCOHAMU
(Cramer, Darby, 2013). 3a cuet popMupoBaHusi BHYTPEHHUX CBA3€H CIIMHHOIO MO3ra
OCYIIECTBIISIIOTCS] (DYHKIIMU MOJYJISIITUU BOCXOISIIEH U HUCXOISAIIEH JIOKOMOTOPHOM,
pecnupatopHoii, 0o0jeBOM W BHUCIEpaJbHOW uHGOpMaIUU, OOecreuyrnBaeTCs
KOOpJWHAIIASA pa0OThl CKEJICTHBIX MBI JCBOM W TPaBOH, MEPEAHUX M 3aJHUX
koHeuHocTtei (Matsushita et al., 1979; Conta, Stelzner, 2009).

Momopnuwie neiiponvl (MOTOHEHPOHBI) JIOKAJTU30BAaHbI B BEHTPAJIbHBIX POTax U
IPOMEKYTOYHOM CEpOM BEIIECTBE, POPMUPYS B JAHHBIX 00JIACTAX CKOTUICHHS B BUJIE
saep (Vanderhorst, Holstege, 1997; Vizzard, 2000). Bsigensior aBa Kiacca
MOTOHEHPOHOB: BHCIIEpaJibHbIE (aBTOHOMHBIE) M coMaruyeckue (Bayer, Altman,
2002). BucuepanabHble MOTOHEUPOHBI JIOKAJIM30BAaHBI B MPOMEKYTOYHOM CEPOM

BCHICCTBC U (bYHKI_II/IOHaJ'IBHO ACIATCA Ha CHUMIIATHYCCKHUC M ITapaCUMIIaTHYCCKHUC.
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CuMmaTtrdeckue MperaHrinoHapHbIE MOTOHEHPOHBI, PACIOIOKEHHBIC B TPYIHBIX U
BEPXHUX MOSICHUYHBIX CETMEHTaX, 00ECIIeUNBAIOT MHHEPBAIIUIO KeJe3, KPOBEHOCHBIX
COCyZOB (B YaCTHOCTH, MX Ba30JWJIaTAllMIO) U TJIAJKOH MYCKYJIATypbl BHYTPEHHHX
opraHoB. [lapacummnaruyeckue MperaHraIuoHapHbIE MOTOHEHPOHBI, JIOKAJTU30BaHHbIE
B KpECTIOBOM OTJIele, MHHEPBUPYIOT PAOOTy Ta30BBIX OPraHOB U PETYIUPYIOT
nporeccekl Modeucnyckanus u jaedexamuu (McHanwell, Watson, 2009). Cpenu
COMaTHYECKUX MOTOHEHPOHOB BBIACIAIOT TpH THma: o, Y u B (Chang, Martin, 2011).
O.-MOTOHEHPOHBI SBIISIOTCS CAMBIMU KPYITHBIMH KJIETKAMHA CIIMHHOTO MO3Ta U UMEIOT
xapaktepHyto 3Be3mauaryro popmy (Nogradi, Vrbova, 2006). CBoumMu akcoHamu oL
MOTOHEHWPOHBI UHHEPBUPYIOT OBICTPBIE U MEJJIEHHBIE SKCTpady3aabHbIE MbIIICYHbIC
BOJIOKHA, Ha OCHOBE YE€ro JIEJSTCS, COOTBETCTBEHHO, Ha (ha3MueCKue U CTaTHUYECKUE
(Cramer, Darby, 2013). bomnee wMenkue 7Y-MOTOHEHPOHBI HMHHEPBHPYIOT
uHTpady3aapbHbIC MbIIeYHbIE BoJIoKHA (Boyd, 1962) u MoryT OBITh TIOJICIICHBI HA JBA
Tumna: ctatudeckue u nuHamudeckue (Perret, Berthoz, 1973). Hemuorouncnenusie f3-
MOTOHEHPOHBI YIaCTBYIOT B MHHEPBAITUH 000UX THUITOB MBIIIICUHBIX BOJIOKOH — SKCTpa-
u nntpady3anbubix (Chang, Martin, 2011). AKCOHBI BCceX TUIIOB MOTOPHBIX HEHPOHOB,
MOKUJAIOT CIIMHHOM MO3I B COCTaB€ BEHTPAIbHBIX KOPEIIKOB M, OOBEAMHSISCH C
JOp3aJIbHBIMU, (DOPMHUPYIOT CMEIIAaHHbIE CIIMHAIBHBIE HEPBBI, B COCTaBE KOTOPBIX U
HampaBisitoTcss Kk opraHam-muinensM  (Nieuwenhuys, 1964; Murray, 2003).
AKTHUBHOCTH MOTOHEHWPOHOB HAaXOJUTCSl MOJ KOHTPOJEM BCTABOYHBIX HEHPOHOB

CIIMHHOTO MoO3ra (B YacCTHOCTH, KJIETOK PEHIOy) M CynpacnuHadbHBIX CTPYKTYP

(Cramer, Darby, 2013).

1.4 IluToapXuTEeKTOHMKA CEPOro BeleCTBA CIIMHHOI0 MO3ra

HecMmoTps Ha 1oCcTaTOYHO MaJIO€ YHCIIO TUITOB HEHPOHOB, 0003HAUCHHBIX BHIIIIE,
cepoe BEIIECTBO CIIMHHOTO MO3ra MOpPQOIOrHYecKd pasHooOpasHo. Kierkw, ero
oOpa3yroiye, CYyIMECTBEHHO OTIMYAIOTCA 10 pa3Mmepy, ¢GopMe, IUIOTHOCTH HX
PacCIoJIOKEHUSI U 0COOEHHOCTSIM CBsi3M Mexay coboit (Heise, Kayalioglu, 2009).

OCHOBBIBAsICH Ha JTHX XapaKTCPUCTUKAX HCprOHOB, C IIOMOIOBIO PaA3JIMYHBIX
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rucroxuMmudeckux Metonuk B. Rexed (1952, 1954) uaentudunupoBan B cepoM
BEIIECTBE CITMHHOTO MO3Tra KOMKH 10 ITUTOapXUTEKTOHMYECKUX 00IaCTei 1 Ha3BaJl KX
wiactuHamu (puc. 1). [To3xe nanneie B. Rexed Obutn nmepeHeceHbl HA CIMHHOW MO3T
semiiepoek (Shriver, Noback, 1967), meimeit (Wolman, 1970), kpsic (Achencach,
Goodman, 1968; Heimer, Wall, 1968) cobak (Buxton, Goodman, 1967), o06e3bsH
(Carpenter et al., 1968; Shriver et al., 1968), yenoBeka (Schoenen, 1982 a, 0) u Apyrux
MJICKOTIUTAIONINX, TEM CaMbIM CYIIECTBEHHO [OMOJHEHbl W PaCIIUpPEHbl Kak C
Mop(dosornyeckoi, Tak ¥ ¢ (YHKIMOHAJIBLHON TOYKM 3peHUs. BHyTpH miacTuH
MHOTHE HEHPOHBI OPraHU30BaHbl B PYHKIIMOHAJIbHBIE KJIACTEPHI, HA3bIBAEMBIE SJIpaMU
(Murray, 2003), HeKOTOpbIE M3 KOTOPBIX JIOKAIU30BaHbI BO BCEX OTICIAX CIUMHHOIO
Mo3ra, Ipyrue — orpaHu4eHsl onpeaeacHubiMu cermentamu (Cramer, Darby, 2013).

IInacmuna | npencraBmsieT co0OM TOHKHM CIIOH CEpPOro  BEIIECTBA,
MOKPBIBAIOIINN JOP3aJbHBIM POr CBEPXY M YACTUYHO C JIATEPAJIbHOW MOBEPXHOCTHU
(Rexed, 1954). Hop3osarepanbHas 007acTh IJIACTHHBI XapaKTEPH3YeTCs OOJBIIAM
YHCII0O HEePBHBIX BOJIOKOH, (hopmupyrommx Tpakt Jluccayspa (Willis, Coggeshall,
1991). Camy mIacTUHYy TNPOHHM3BIBACT MHOXECTBO IO  OOJIbIIEH dYacTh
MUETMHU3UPOBAHHBIX AaKCOHOB, CO3JAIONINX €€ PETUKYISIPHYIO CTPYKTYpy, YTO B
CBOIO OYepe/Ib SABJISCTCS MPUUYNHON TPYTHOCTH B YETKOM OTIPEIICIICHUH €€ TPAHHUIIBI C
oensim BemectBoM (Willis, Coggeshall, 1991). /lanHas miacThHa BIEpBBIC ONMKCaHA
H Waldeyer B 1888 romy kak MapruHaibHasi 30Ha, COCTOSIIIAS U3 KPYITHBIX BHITSHYTHIX
BJIOJIb KPUBU3HBI A0p3aibHOTO pora kietok (Wolman, 1970; Mytakhir, 2015). ITo3xe
B HCCIICJIOBAHUAX Ha KPBICE U KOIIIKE B I1acTUHE | BBIIBUIN 4 MOpdOTHIIA 11O OOJTBIIICH
YaCTH ITYYKOBBIX HEHWPOHOB: BEPETCHOBHJIHBIC, MYJIbTHUIIOJSPHBIC, MUPAMUIHBIC U
wiockue (Lima, Coimbra, 1986; Zhang et al., 1996).

BepereHoBuHbIE KIETKM JOKAJIM30BaHBl B JaTepajbHOM YacTH IUIACTUHBI U
XapaKTePU3yIOTCSl IPOJOJILHO OPUEHTUPOBAHHON BEPETEHOOOPa3HOUM (POPMOI COMBI.
[Ipu sTOoM pasnuyarOT JBa MOJATUIIA BEepPETEHOBUAHBIX HeMpoHoB: A u B. Or
IMPOTUBOIOJIOKHBIX TOJIOCOB KJIETOK TMoATUIMA A OTXOHAT JBa MPOJOJIHHO
OpUEHTHPOBAHHBIX JeHApuTa. [lns kinetox moxaruma B xapakrepHo Hanmuuue

AOIIOJIHUTCIIBHOI'O ACHAPHUTA, OPHCHTHPOBAHHOI'O BCHTPAJIBHO. My.HI)TI/IHOJ'IﬂpHI)Ie
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Pucynok 1. Cxemamuunsie uzobpasicenusi pacnpeoeieHus yumoapxumekmoHuyeckux
niacmun cepozo eewyecmaea ceemenmos L1-S1 cnunnoco mosea xowku (Rexed, 1954).

IIpeocmaenenvt npagvie NONOBUHBI CEPO2O Gewecmea CnuHHo2o0 Mmo3z2a. Homepa
niacmuH 0003Ha4eHbl PUMCKUMU YUDPAMU.
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KJIETKHA OOBIYHO JIOKAJTU30BaHbI B IIEHTPAIBHOM YaCTH TJIACTHHBI | 1 IMEIOT OBAJIbHYIO
COMY, OT KOTOPOW BO BCE€ CTOPOHBI OTXOJUT HECKOJbKO neHapuToB. [loaTum A
MYJBTUIIOJSIPHBIX ~ HEHMPOHOB  XapaKTEPU3YeTCS MHOXKECTBOM  IIMITMKOB  Ha
OPHEHTHPOBAHHBIX MPEUMYIIECTBEHHO B POCTPOKAYIAIbHOW HANPABJICHHH CHJIHHO
BeTBAIIUMXCS JeHapurtax. Knetku moartuna B Heckonbko KpymHee, HO 00jajgaroT
3HAUUTEILHO MEHBIIMM BETBJICHUEM [IEHIPUTOB W YKCIOM IIWIHUKOB HAa HHUX.
[MupamuaHble HEHPOHBI MMEIOT BUJ TPEYTrOJAbHUKA, OT KAXKIOTO YIJia KOTOPOTO
OTXOJIUT IO ACHAPUTY, OPUEHTUPOBAHHOMY MTPEUMYIIIECTBEHHO B POCTPOKAYAAILHOM
HanpasieHuu. [lockre HeMpOHbBI JTOKAIM30BaHbI B LICHTPAJIbHOW YaCTH IUIACTUHBI U
XapaKTePU3YyIOTCS TUCKOBUAHON (HOPMOIA COMBI, OT KOTOPOH OTXOJISAT MEJIKUE U CI1a00
BeTBsimuecs aenaputhl (Lima, Coimbra, 1986; Nagy et al., 1994; Zhang et al., 1996;
Zhang, Craig, 1997; Galhardo, Lima, 1999).

Ha neiiponax mnactunsl | cxoautcst MHOKeCTBO addepentHoit nndopmaruu,
nocrynatomeid 1) mo AS- m C-BoJOKHAM OT MBIMICYHBIX, CYXOKUIbHBIX,
BUCIICPATHHBIX, KOKHBIX TEMIIEPATYPHBIX U OOJEBBIX PEIENITOPOB U 2) MO BOJIOKHAM
HUCXOIAITUX TPAKTOB OT CYMPACITIMHAIBHBIX IIEHTPOB — TUIIOTAaJIaMyca U CTBOJIa MO3Ta
(Heise, Kayalioglu, 2009). Ilo3xe ¢ MNOMOIIbIO BHYTPUKJIETOYHBIX OTBEACHUIN
HelipoHaM Kaxxaoro mopdortuna Obuta HaieHa cBos (yHkiusg. Tak, oOpaboTka
cnenuduyeckon 001eBoi HHGOPMALIMHU OCYILECTBISAETCS KJIETKAMU BEPETEHOBHIHOTO
TUNA, TMOJUMOJAIbHOM ©OO0JeBOM — KIEeTKaMu MYJIbTUIOJSPHOTO THNA U
TEeMIIepaTypHON — KieTkamMu nupamuaHoro tumna (Han et al., 1998). AkcoHsl Bcex
TUTIOB HEMPOHOB IUIACTUHBI | MpUHUMAIOT yyacTue B (POPMUPOBAHUU BOCXOISIINX
TPAKTOB, HAMpPABIEHHBIX B TAJaMYC, CPEIHUNA MO3I U PETHKYJSAPHYIO (OpMAaIIHIO
(Willis, Coggeshall, 1991). Takue HeHpOHBI OTHOCATCSA K KJIacCy MYyYKOBBIX, HO B
iacTuHe | BBISIBICHBI Takke W O0Jiee MENKHE M0 pa3MepaM BCTaBOYHBIC HEUPOHHI,
aKCOHBI KOTOPBIX HE BBIXOAT 3a Mpeaeisl ceporo BemecTBa (Ghamdi et al., 2009).

ITnacmuna 11, nokanuzoBaHHasi BEHTpaJbHEE IUIACTUHBI |, MeeT BUI y3KOU
TIOJIOCKI, UAYIICH OT MEeIUaIbHON TPAHUIIBI JOP3aJTHLHOTO POTa BIOIb €r0 KPUBU3HBI,
pe3ko 3arubasch BHU3 y JaTepabHou rpanuilsl (Rexed, 1954; Brown, 1981). [lannas

wractuHa onucana L Rolando B 1824 rony kak »xemarnHo3Has cyocranius (Cramer,
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Darby, 2013). Takoe Ha3BaHHE OHA TMOJy4YuWsa 3a CYET MOJHOIO OTCYTCTBUS B HEH
MUETMHU3UPOBAHHBIX AKCOHOB W OOJIBIIIOTO KOJUYECTBA MEJIKUX HEHUPOHOB M HMX
OTPOCTKOB, YTO B COBOKYITHOCTH TpHUIACT JAHHON 00JIACTH JKEJIATUHO3HBIA BHI
(Willis, Coggeshall, 1991). ¥ mMHOrMX BHJIOB MJICKOIUTAIONIUX, HO HE Yy YCIIOBCKA,
wiactuHa |l coctout u3 BHemnei gop3anpHoi (I1o) u BHyTpeHHel BenTpanbHoit (111)
30H (Schoenen, Faull, 2004; Heise, Kayalioglu, 2009). /lanHble 30HBI OTIWYAIOTCS 10
IIMPUHE U TUIOTHOCTH HEHMPOHOB, TaK, BHEIIHAS 3aHUMAET YETBEPTh OT TUIACTUHBI U
COCTOUT U3 00Jiee MJIOTHO PacHoOJIOKEHHBIX JIPYT K Apyry kietok (Molander et al.,
1984).

Bce nepBHbie kieTku 1iacTuHbl || mpenctaBieHbl MHTEpHEHpOHAMHU, CpeIu
KOTOPBIX BbICIAIOT aBa ocHOBHBIX Mopdotumna (Willis, Coggeshall, 1991; Négréadi,
Vrbova, 2006; Cramer, Darby, 2013). IlepBblii TUI TpeACTaBIICH CTEOICBUIHBIMU
MEJIKAMH HEWPOHAMH, JIOKAIM30BAHHBIMH OJIKE K JIOp3aJbHOM IMOBEPXHOCTHU
IUTACTHHBL. TUNWYHBIM I KIETOK JAHHOTO THMA SIBJISETCS  YHHUIIOISPHOE
OTXOXJICHUE JCHAPUTOB B BEHTpaJIbHOM HampapieHuu k miactuHe I, pexe — B
POCTPOKayAaIbHOM BJIOJb JOP3ajJbHON TPAHUIBI CEporo BemecTBa. JIeHIPUTHI
OTIMYAIOTCS HAIMYUEM MHOXKECTBA IMMHUKOB. AKCOH, KaK MPHUBUIO, OTXOIUT
JaTepadbHO W HampasjeH B macTuHy |. BTopoit Tum mpeacraBiieH OCTPOBKOBBIMU
HelipoHamu, TUGOY3HO pACKUIAHHBIMH BHYTPH IUTACTHHBI. JICHAPUTHOE IEpPEBO
JTAHHBIX KJIETOK MMEET XapaKTEPHOE POCTPOKAyIaTbHOE HAIIPABICHUE U BO3BPATHYIO
OPHEHTAIINIO OTACIBHBIX OTPOCTKOB. J[EHIPHUTHI XapaKTepU3YIOTCS MaJIbIM YHCIIOM
IIMITMKOB. AKCOHBI OPHCHTHPOBAaHBI B POCTPOKAyJaJbHOM HAIPaBICHUU U
3aKaHYMBAIOTCsS JIMOO BHYTpW IactuHbl |l, nmbo, BBIXOAS 3a €€ TpaHullbl, Ha
Heiponax miactunsl 1 (Gobel, 1975, 1978; Todd, Lewis, 1986).

WNurtepueiiponbr  1utactunbl |l oOecreumBarOT  MOAyNAIMIO  OOJIEBBIX,
TaKTWJIBHBIX U TemnepaTypHbix curHanoB (Heise, Kayalioglu, 2009), nocrynarommx
ot koxu no adpdepentueiMm Ad- n C-Bonoknam (Bernardi et al., 1995). IIpu sTom
OCTPOBKOBBIE KJIETKU BBICTYMAIOT TOPMO3HBIMU, a CTEOICBUIHBIC — BO30YKIAIONUMU
Heriponamu (Gobel, 1978; Todd, McKenzie, 1989). TIlo3kxe ©Ha OCHOBE

Mopdosmorndeckux # (HU3MOJOTHUECKUX JAHHBIX KJIacCHU(pUKANMS HEHPOHOB



32

mractuHbl || ObLTa HECKOJIBKO pacuiupeHa W JOMOJHEHA, BBIACIWB YETHIPE THIIA
HCHPOHOB: OCTPOBKOBBIC, IIEHTpaIbHbIC, paauaibHble U BepTukaabHbie (Grudt, Perl,
2002; Todd, 2010; Yasaka et al., 2010).

Inacmuna 111 npencrapieHa MUPOKON MOJOCON CEPOTO BEIECTBa, JexKaleh
napajuiensHo Oosiee nop3aibHbiM maactuHam | u I (Brown, 1981), u otinynma ot
wiactTuHbl || MeHbIIel MIOTHOCTBIO HEHPOHOB, OoJiee KPYMHBIM HX pa3sMepoM U
HAJIMYUEM MHeIHHU3upoBaHHBIX BojokoH (Maxwell et al., 1983; Molander et al.,
1984; Baseer, 2014).

HepBubie knerku mactunabl |l B Oonbleil cremneHd mpencTaBIICHBI
BCTaBOYHBIMH M B 3HAYUTEJIHLHO MEHbINEH — my4koBbiMH Heiiponam (Maxwell et al.,
1983; Cramer, Darby, 2013). Bcst COBOKYIHOCTB TaHHBIX KJIETOK MPEJCTaBICHA IBYMS
Mop(doTuniaMu HEWPOHOB MEIKHX W CPEeAHHX pa3MepoB. KieTku mepBoro Tuma
OTINYAIOTCS ICHIPUTAMHU, OPUCHTUPOBAHHBIM B POCTPOKAYAAJIbHOM HAIMPaBIEHUH, HE
BBIXOIAIIUM 3a Tipenenbl mactuHel . JleHapuTel HEHpPOHOB BTOpPOro THIA
OPHUEHTUPOBAHBI B JOP30BEHTPAIILHOM HAIMpPaBICHUU U TSHYTCS B riactussbl I, 11 u IV
(Mannen, Sugiura, 1976; Maxwell et al., 1983).

BOABIMMHCTBO KIIETOK MPEACTAaBICHHBIX MOP(OTHUIIOB HMMEIOT aKCOHBI, HE
BBIXOJIAIIME 3a TPEAeSbl CepOoro BEMIeCTBAa M 3aKaHYMBAIONMIMECS B IUIACTHHAX
nop3anpHoro pora (Beal et al., 1988; Maxwell et al., 1983). 3HaunTeIbHO MEHbINAS
JacTh HEHPOHOB y4YacTBYeT B (OPMHUPOBAHWUU CIIMHOIEPBUKAIBLHOTO TpakKTa W
nop3anbHOrO KaHatuka (Brown, 1982). Psgom aBTOpPOB BBHISBICHBI HEPBHBIE KIIETKH
wiactuHbl |11, 4ybM akcoHBl y4acTBYIOT B OOpa3oBaHUU CHUHOTAIIAMUYECKOIO HU
cnuHopeTukyssipHoro TpakToB (Villanueva et al., 1991; Kayalioglu et al., 1999).

B mmactuny Il B Gonbuiedt crenenu npuxoasaT adpdepeHtHsie AB-BoOKHA OT

TaKTUJIBHBIX PEIICITOPOB KOXKHU M B MEHBITIEH AJ-BOJIOKHA OT PEIIETITOPOB BOJIOCSHOTO
dommukyna (Willis, Coggeshall, 1991).

ITnacmuna |V, npencraBieHHas B BUAEC IMIMPOKOM MOJIOCHI CEPOro BEIIECTBA,
JICKUT B OCHOBAHMM TOJIOBKHM JOP3aJIbHOTO pora W OrpaHWYEHa C MEIUaIbHOU
CTOPOHBI OEJIBIM BEIIECTBOM, a ¢ JJaTepaibHON — pe3Ko 3arudaroieiics miactunoi |

(Brown, 1981; Heise, Kayalioglu, 2009). Ominyaercs  3HAYUTEIbHOM
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BapraleIbHOCTHIO pa3MEpPOB HEHUPOHOB, B TOM YHUCJIE HAIMYUEM KPYIHBIX, MEHBIIEH
TUIOTHOCTBIO X PACTIONOKEHHS U OOJBIINM YUCIOM MHUCITHHU3UPOBAHHBIX HEPBHBIX
BosiokoH (Brown, 1981; Schoenen, Faull, 2004).

BonbIimas yacTe HEPBHBIX KJIETOK IUIACTUHBI |V TIpejicTaBiieHa BCTaBOYHBIMU
HelipoHaMu, MeHbIast — myuykoBbeiMH (Cramer, Darby, 2013). Hecmotpst Ha GosbIoe
pazHooOpa3re HEWpPOHOB IO pa3MepaM, BCE OHU HMMEIOT JACHIPUTHI C aHTEHHO-
MOJA00HBIM THIIOM BETBJICHHS, OPUCHTHPOBaHHBIE B jJop3aiibHbie TacTunbsl |-111,
pexe — tuactuny | (Szentagothai, Réthelyi, 1973). AxcoHbl HEKOTOPHIX HEMPOHOB
y4acTBYIOT B (POPMUPOBAHUH CITIMHOIEPBUKAIBHOTO, CTUHOTAJIAMUYECKOTO U CTUHHO-
Mo3zkeukoBoro TpaktoB (Edgley, Gallimore, 1988; Nieuwenhuys et al., 1998; Nogréadi,
Vrbova, 2006).

B mnactuny IV npuxonar adpdepentarie AB-BOJOKHA OT MEXaHOPELETITOPOB
koxu (Cramer, Darby, 2013). 3a cuet ¢popMupoBaHusi akCOH-/ICHIPUUECKUX CUHATICOB
B mactuHax |l u Ill, Heliponsl mactuHsl |V OTBewaroT Takke Ha JOCTaTOYHO
oOmupHbIN quana3on 6oneBbix ctumyloB (Heise, Kayalioglu, 2009).

Ilnacmuna \V COOTBETCTBYET MOJOKECHHUIO IIEHKH Jop3aibHOTO pora (Brown,
1981) u cocTout U3 MeaaIbHOM 1 aTepanbHoil yactu (Rexed, 1954). OtiauunuTenbHON
OCOOCHHOCTBIO JAHHOM TUIACTUHBI SIBJISAETCSI MHOKECTBO MHUEIMHU3UPOBAHHBIX
BOJIOKOH, KOTOpbIE (DOPMHUPYIOT PETUKYIISIPHBINA BT JTATEPAIbHOM 00J1aCTH, B CBSI3U C
YeM OHAa HE MMeeT YeTKOW TpaHuIlbl ¢ mpuiieraroimmm OenbiM BemiectBoM (Willis,
Coggeshall, 1991; Nogréadi, Vrbova, 2006).

[TnactuHa V xapakTepusyeTcsi HATMYUEM MYyYKOBBIX, MPOMPUOCITUHAIBHBIX U
BCTaBOYHBIX HeWpoHoB (Cramer, Darby, 2013). B meananbHON 4acTH TUTACTHHBI
JOKaJIM30BaHbl  IUIOTHO  PACIOJIOKEHHBIE CpPEJHHUE 10 pa3Mepy HEWpOHbI
BEPETECHOBUIHOM HII TPEYTOJIbHOM (popmbl. B narepanbHOii, HAPOTUB, MPe00IIaIatoT
Oojiee KpyImHbIE U MEHEe IUIOTHO JIeKAallue MYJIbTUIONsSIpHbIE KiIeTku (Schoenen,
Faull, 2004).

Bce  Tumel  HEWpPOHOB  XapaKTepU3YIOTCS  HAJU4YWEeM  JICHIPHUTOB,
OPHEHTHUPOBAHHBIX TPEUMYIIECTBEHHO B JOP30BEHTPATLHOM HAMPABICHUA U

nocturatommx twiactud -1 u VI-VII (Heise, Kayalioglu, 2009). bonsmmHCcTBO
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MyYKOBBIX HEUPOHOB, YbH aKCOHBI YYaCTBYIOT B 00pa30BaHHMH CITMHOTATIAMHYECKOTO
u cnuHolnepBukanbHoro TpakToB (Willis, Coggeshall, 1991), nokanu3zoBaHO B
meauanbHou yacTu mactunbl (Molenaar, Kuypers, 1978).

OYHKIIMOHAJILHO B IIACTUHE  BBIJICISIOT  OOJIEBBIC, TaKTHJIbHBIC M
MynbTHpenienTopHble Heiponsl (Ritz, Greenspan, 1985). Ha Hux B cocrtaBe
MUETMHU3UPOBAHHBIX BOJIOKOH APB- u Ad-tuma cxomutcs mnpsimas addepeHTHas
uH(GOpPMAIIHS OT KOKHBIX OOJIEBBIX PEIIENITOPOB, MBIIIIEYHBIX BEPETCH U CYXOKUITHHBIX
opranoB (Cramer, Darby, 2013).

ITnacmuna V1 nexur B ocHOBaHUM Jop3anbHOTO pora (Rexed, 1954) meliHbIx,
NOSICHUYHBIX M KPeCTIHOBBIX cermeHToB crimaHOTO Mosra (Willis, Coggeshall, 1991).
[IpencraBnser coboi Hanboee TOIACTYIO MIIACTUHY JA0p3aibHOTO pora (Rexed, 1954),
OTJIMYUMYIO OT COCEIHMX OoJjiee MIOTHBIM pacmnoioxkeHueMm HelpoHoB (Molander et
al., 1989).

B mnactune VI, Tak ke, kak ¥ B IjacTuHe V, BBIICISIOT MEAHAIBHYIO U
narepanbHyto 30HbI (Brown, 1981). MennanbHas 4acTh 3aHMMaeT OAHY TPETh OT
wractunel (Heise, Kayalioglu, 2009) u cocToWT mpeMMyIIECTBEHHO M3 MEJIKHUX M
CPEIHUX KIIETOK BEPETEHOOOPa3HOM (OPMBI, JISKAIMUX OTHOCUTEIHLHO KOMIAKTHBIMU
rpynmnamu (Rexed, 1954; Brown, 1981). JlarepanpHas yacTb COCTOMT W3 Ooiiee
KPYNHBIX HEHPOHOB, UMEIOIIUX TPEYTOJbHYIO WU 3Be314aryto ¢popmy (Rexed, 1954;
Willis, Coggeshall, 1991). JlaHHble KJICTKH NpPEACTABICHbI IO OOJBIICH dYacTh
BCTAaBOYHBIMU U MPONPHUOCIUHAILHBIMA HEHPOHAMHM M B 3HAYUTEIHHO MEHBIIEH —
nyukoBeiMu (Cramer, Darby, 2013).

JleHapuThl BCEX TMPEACTABICHHBIX THUIIOB HEUPOHOB MO OOJBIIEH dYacTH
OpPUEHTHPOBaHBI B JOP30BEHTPAIHLHOM U MeIMoIaTepaibHoM Hanpasienuu (Scheibel,
Scheibel, 1968) u nmocrurator miactur V-V u VII (Brown, 1981). AkcoHsl
MPONPUOCTIMHANIBHBIX W BCTABOYHBIX HEMPOHOB TaK)KE€ OKAHYMBAIOTCS B IUIACTHHAX
IV, V, VI u VII (Willis, Coggeshall, 1991). 3nauntenprHO MEHbBIIIAs 9aCTh HEUPOHOB
y4acTBYeT B (JOPMUPOBAHUU CITUHOIEPBUKAIBHOTO, CIIMHOTAIAMUYECKOTO, CITMHHO-
MO3XEUKOBOTO U cnuHOpeTHKysipHoro TpakToB (Villanueva et al., 1991; Willis,

Coggeshall, 1991; Heise, Kayalioglu, 2009).
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[TocpencTBOM HHUCXOAAMIMX PYOPOCHTUHATBHOTO M KOPTHKOCITHUHAIBLHOTO
TpakTOoB B muiactTuHy VI mocrtymaer cynpacnuHanbHas addepeHtHas uHpopmanus
(Tredictetal., 1985), Tem caMbIM ompeiesiss €€ yIacTUH B peain3anun pedaIeKTOPHOM
nesrenpHocTH (Heise, Kayalioglu, 2009).

Inacmuna V11, noctatouHo BapuaOenbHasi B pa3Mepax B 3aBUCHUMOCTH OT
cermenta (Rexed, 1954), mo cBoell JOKalM3allMd COOTBETCTBYET KPYITHOM
npoMexxyrouHoi yactu ceporo Beriectsa (Nogradi, Vrbova, 2006). C MeauanbHON
CTOpPOHBI OTPaHUYEHA IUIACTUHOMN X, ¢ Jop3alibHOM — rmacTuHOM VI, ¢ BeHTpaabHOM —
mactuaoi VI u ¢ marepanbHol — 6enbIM BemecTBOM. B rpyiHOM oT/iene BKIrodaeT
B ceOst OokoBeie pora (Standring, 2016). B mieiiHoM ¥ TOSCHUYHOM YTOJIICHHUSIX
mactuHa VIl yBennueHa B BEHTPOJIATEPAIbHOM HANPaBICHUU W, MPOXOJS MEXKIY
wractuaamu VI u IX, nocturaer rpanuibl BeHTpaibHOro pora (Rexed, 1954).

[Tnactuna VII cogepxut B cedbe mydkoBbi€e, MPONPHUOCHUHATIBHBIE U BCTABOYHBIE
HEHPOHBI, MPEACTABICHHBIE CPEAHUMH 10 pa3Mepy KICTKaMHU TPEYTOJIbHOU U
BepereHooOpa3Hor Gopmer (Heise, Kayalioglu, 2009) m kpymHBIMH KJIETKaMHU
3Be3quarToit popmel (Rexed, 1954; Molander et al., 1984).

JIeHIpUThI IpeACTaBICHHBIX MOP(POTUIIOB HEMPOHOB UMEIOT c1ab0€ BETBIICHUE
(Matsushita, 1970) u opueHTanMIO TPEUMYIIECTBEHHO B MEAUOJATEPAITEHOM
nanpasinenuu (Heise, Kayalioglu, 2009).

AKCOHBI YaCTH KJIETOK 3aKaHUYMBAIOTCSI HA MOTOHEHPOHAX IIacTUHBI | X, npyrue
YYacTBYIOT B (JOPMHUPOBAHUU CBSA3CH C CYNpPACTUHAIBHBIMHA CTPYKTYPaMH, @ UIMEHHO
amurmgagod u rumotagamycom (Menétrey, De Pommery, 1991), Mo3zkedukoM
(Matsushita, 1999), mapaGpaxuambHbiM simpoM Mocta (Kitamura et al., 1993),
OKOJIOBOJIOTIPOBOTHBIM CEPHIM BEIIECTBOM MOKPHIIIKK cpeanero mo3ra (Liu, 1983;
Keay, Bandler, 1993) u petuxynspuoit opmanueit mpogonrosaroro mo3ra (Chaouch
et al., 1983). HeiipoHbsl cpeaHeli yacTH IUIACTUHBI MPEJICTABICHB BCTABOUYHBIMU M
IPONPUOCTMHANIBHBIMA HEHUpPOHAMHU, KOTOpbIE 00ECIEUMBAIOT CBS3b C COCETHUMU
IUTACTUHAMH M CeTMEHTaMu. Ha BeHTpaslibHOUW TpaHUIE TUIACTUHBI JIOKAIM30BaHbBI

TOPMO3HbIE UHTEPHEUPOHBI — KIIeTku Penmoy (Cramer, Darby, 2013).
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B wmemmanbHyro uvacte mumactuabl VIl mpuxomsat mpsmeie ad@epeHThl OT
nponpuopenentopoB (Heise, Kayalioglu, 2009; Cramer, Darby, 2013). JlatepanbHas
4acTh (32 UCKIIIOUEHHEM OOKOBBIX POTOB B I'PYJHOM OT/I€JIa) BOBJIEYEHA B IIPOLIECCHI
perymsanuu 3a 1no3oM M Jiokomouued. Crola K€ NPUXOIAT CYNpaclUHAIbHbIE
adgepeHTHBIE UMITYJIBCHI OT CpeHero Mo3ra u mo3xeuka (Cramer, Darby, 2013). B
IPYAHOM OTJIeNI€ K HepoHaM OOKOBBIX POTOB cXoauTcs apdepeHTHas BUCLepaIbHas
undopmarms (Kuo et al., 1983; Morgan et al., 1986).

He#iponst mmactunsl VIl ydacTBYIOT B peryisiliMd  JI€ATEIbHOCTH
MOTOHEHPOHOB. YUepe3 HUX MPOXOAUT OOJbINAs YAaCTh HUCXOMASAIICH HH(POPMAIIUH,
HampaBieHHOW kK MoToHelponam (Heise, Kayalioglu, 2009).

Inacmuna V11| 3sa4nTeNIBHO BaphUPYET 10 pazMepy U Gopme B 3aBUCUMOCTH
oT cermeHTa cnuHHOTO Mo3ra (Heise, Kayalioglu, 2009). B meitHoM u mosscHUIHOM
YTOJNIICHUSX OHA 3aHUMAaeT JHIIb MEJIUAIbHYI0O YacTh BEHTPAJbLHOTO pora, B
OCTaJbHBIX OTAENaX — OONBIIYIO €T0 YaCTh OT MEANAILHON J0 JTaTepaibHOM IPaHUIIbI
ceporo BemectBa (Rexed, 1954; Molander et al., 1984).

[Tnactura VIl comepxuT MHOXKECTBO pa3sHOOOpPA3HBIX MO CBoed (opme u
pasmepam HeriponoB (Molander et al., 1984; Heise, Kayalioglu, 2009), mekoropsie
KPYIHBIE KJICTKH TPYTHOOTIMYMMBI OT MOTOHEpoHOB tutactunbl 1X (Schoenen, Faull,
2004). bonpimias MX 4YacTh MpeACTaBlIEHAa MPONPUOCHTUHAIBHBIMA W BCTABOYHBIMU
HEHPOHAaMHM, 3HAUUTEIbHO MeHbIIas — my4ukoBbIMH (Cramer, Darby, 2013).

JleHnputbl ~ OONBIIMHCTBA  HEPBHBIX  KIETOK,  OPHEHTUPOBAHBI B
nop3oMenuanbHoMm — HampaieHuu  (Sterling, Kuypers, 1968). Jlop3aibHo
HaIpaBJIeHHbIE OTPOCTKHU UAYT B acTuHy V1| unum kK BeHTpanbHOM KOMUCCYpPE CEPOro
BEIECTBAa B 00JACTH IUIACTUHBI X, TJIe MOTYT €€ INepeceKaTb M 3aKaHYMBaTbCs Ha
KOHTpajiaTepaibHON cropoHe crnuHHOro mosra (Matsushita, 1970; Schoenen, Faull,
2004). BenTpanbHO OTXOMASIIME OT KIETKH JICHJIPUTHI OPUEHTUPOBAHBI K
BEHTpOMeauanbHOM rpanuiie pora (Schoenen, Faull, 2004). Pax aBTopoB oT™MeuaroT

TaK)Xe y HEKOTOpPbIX HelpoHoB miactubl VI mpononsHoe HanpaBienne JeHAPUTOB

(Matsushita, 1970; Dekker et al., 1973).
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BonpmmHcTBO HeiipoHoB macTuHbl VI 0THOCAT K KOMHCCYpalbHBIM, TaK Kak
ux akcoHsl npoenupyrotes B iactuubl VI, VI u IX koHnTpanarepanbHOii OJIOBUHBI
cnuHHOro Mo3ra (Matsushita, 1970; Harrison et al., 1986). AkcoHBI HEKOTOPBIX KJIETOK
HampaBieHbl K y- win o-moToHeipoHam (Cramer, Darby, 2013). Taxxe 3mech
JIOKAJIM30BaHbl MPONPUOCTTUHAIBHBIE HEHPOHBI, aKCOHBI KOTOPBIX HJYT B COCTaBE
BOCXOJISIIIIMX M HUCXOIAIINX ITy4YKOB O€JI0T0 BEIECTBA M 3aKaHYMBAIOTCS B TUIACTUHAX
V, VI u VIl ceporo BemecTBa coceTHUX CErMEHTOB. Takum 00pa3oM peaan30BaHbI
JUTMHHBIC TPOTPHUOCIIMHAILHBIE CBS3W MEXKIy WICHHBIM M TOSICHUYHBIM OTICIIOM
cnunHoro mo3ra (Heise, Kayalioglu, 2009). Taxxe B mnactune VI npencrasieHsl
IyYKOBBIC HEHPOHBI, AKCOHBI KOTOPHIX B COCTaBE BOCXOJSIIUX IyTeH HUAYT B
OKOJIOBOJIOIIPOBOJTHOE CEPOE BEIIECTBO MOKPHITITKY cpenHero mo3ra (Kayalioglu et al.,
1996, 1999), peruxynspayro ¢opmanuto npoxponroaroro mosra (Chaouch et al.,
1983; Villanueva et al., 1991), Tanamyc (Craig et al., 1989), mo3:xeuox (Matsushita et
al., 1979) u Bepxuue xonmsr (Morrell, Pfaff, 1983).

Ha neliponax mnactunbel VIl 3akaHuYMBarOTCS aKCOHBI MPONPUOCTUHATBHBIX
HCHPOHOB COCEIHUX IUTACTUH W KoHTpanatepanbHou tuiactuael VI (Sterling,
Kuypers, 1968; Matsushita, 1969; Cramer, Darby, 2013), a Takxe BecTHOYJIO0- |
peTUKYJIOCIIUHANIbHBIE BOJIOKHA (Schoenen, Faull, 2004).

Takum oOpa3zom, Omarogaps MHOMKECTBEHHBIM  KOMHUCCYPAJIbHBIM U
OPONPUOCTIMHANIBHBIM ~ CBSI3IM UM BO3MOXKHOCTH  B3aMMOJECHCTBOBaTH  C
MOTOHEHpOHamMu, HeHpoHsl 1iIactTuHbl VIl oOecreynBarOT  KOOPAMHAIUIO
JJOKOMOTOPHOM aKTHUBHOCTH MEX]y JIEBOM M TIpaBOW, MEPEAHUMH U 3aHUMU
xoneuHocTsmu (Heise, Kayalioglu, 2009).

Inacmuna 1X HaxoaUTCsI B OCHOBAHUHM BEHTPAJIBHOTO POTra U COOTBETCTBYET
MOJIOKEHUI0 MOTOHEHPOHHBIX ITyJIOB, JIOKAJIW3allUs M BBIPAXKEHHOCTh KOTOPBIX
CYIIECTBEHHO BapbUPYET B 3aBUCHMOCTH OT OT/eNa CriuHHOTO Mo3ra (Brown, 1981;
Heise, Kayalioglu, 2009; Cramer, Darby, 2013).

[Tnactuna |X comepkuT B OOJbIIEH CTENEHW MOTOPHBIE U B MEHBIIEH —
BCTaBOYHBIC W TpOIpHOCIIMHANBHBIC Helponsl (Cramer, Darby, 2013; Standring,

2016). Cpean MOTOPHBIX HEHPOHOB pa3aUYaroT TpU TUMA: o, Y U B (mogpoOHee cM.
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rnaBy 1.3) (Heise, Kayalioglu, 2009). JlenapuThl MOTOHEHPOHOB CHJILHO Pa3BUTHI U
HampaBJeHbl B JIOP30BEHTPAIbHOM, MEAHOIATEPATbHOM M POCTPOKAYAAIHLHOM
nanpasienusx (Cook, Woolf, 1985). OcoOeHHOCTH MX BETBJICHHUS W HaIpPaBICHUS
CYIICCTBCHHO BapbUPYIOT B pa3HbIX sapax rmiactunbl 1X (Schoenen, Faull, 2004).

AKCOHBI MOTOHEHWPOHOB, BBIXOJS 3a IMPEAebl CEpPOTo BeliecTBa, POPMHUPYIOT
BEeHTpajbHble Kopemikn cnuHHOro wmosra (Heise, Kayalioglu, 2009). Axconsl
IyYKOBBIX HEHPOHOB Y4YacCTBYIOT B ()OPMHUPOBAHHU CITMHHO-MO3KEYKOBOTO TPAKTa
(Brown, 1981).

AKTUBHOCTh MOTOHEHPOHOB HAXOJIUTCS TIOJ] KOHTPOJEM HWHTEPHEHPOHOB
Penmioy, peanusyronux Bo3BpaTtHoe TopMmoxenue (Nogradi, Vrbova, 2006). Kpome
TOT'0, CBOE BIIMSTHUAE OKa3bIBAIOT CYIIPACIIMHAIILHBIC CTPYKTYPBI IOCPEICTBOM IPSIMOTO
KOPTHUKOCTIMHAIBHOTO W PETUKYJIOCIIMHATBLHOTO TiyTei (Standring, 2016).

Inacmuna X npeacTaBisieT co00M HEOOBIYIO 00J1aCTh BOKPYT IIEHTPATHLHOTO
kaHaita (Molander et al.,, 1984). B Heli paznuyaroT AOp3aIbHYI0O ¥ BEHTPAIbHYIO
KOMHUCCYpPHI ceporo BemecTsa (Standring, 2016).

JlaHHas 11acTUHA XapaKTEPU3YETCS HU3KOM MIIOTHOCTHhEO HEUPOHOB M BBICOKOM
— meiiponmutst (Schoenen, Faull, 2004). [Tmactruaa X COCTOUT U3 OTHOCUTETHHO METKUX
BCTaBOYHBIX, TyYKOBBIX M MPOMPUOCTHHAIBHBIX HeHpoHOB (Schoenen, Faull, 2004,
Cramer, Darby, 2013) tpeyroyibHOH, 3Be314aTO# U BepeTeHooOpa3Hoi Gpopmbr (Heise,
Kayalioglu, 2009).

B 3aBucuMocTH OT OCOOEHHOCTEW JIEHJAPUTHOrO JepeBa, B IUIaCTUHE X
BhIZICIISIIOT ABa Tuna kieTok (Nogradi, Vrbova, 2006). Heliponsl mepBoro Tura
pacrojiokeHbl 0ojiee Op3ajbHO W HUMEIOT OujaTepaibHO OTXOJSIINE JICHIIPHUTHI,
OPUEHTUPOBAHHBIE B JOP30BEHTpaJIbHOM HampaBieHuu K miactuHam VI u VIII.
Knetku BTOpOro THMa JOKaIW30BaHBI 0OJiee BEHTPAIBHO M HWMEIOT JICHIPHUTHI
HanpaBieHHbIe pocTpokayaansHo (Heise, Kayalioglu, 2009).

AKCOHBI BCTABOYHBIX HEHPOHOB (OPMUPYIOT KOMUCCYPHI C KOHTpalaTepasbHON
cropoHoii cimaHoro mo3ra (Heise, Kayalioglu, 2009), akcoHbl mponpHOCTHHATBHBIX
HEHPOHOB (POPMHUPYIOT CBS3M C KJICTKAMH IDIACTHHBI X JPYTHX CETMEHTOB

(Matsushita, 1998). AKCOHBI MyYKOBBIX HEHPOHOB O00ECHEYMBAIOT IMPOCKIUU B
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cynpactuHanbabie  oTaensl [[HC, a #WMeHHO B PETHKYSIPHYIO (OpMAIIHIO
IPOJIOJITOBATOr0 MO3ra M MOCTa, OKOJIOBOJIOIPOBOJHOE CEPOE BEMIECTBO, TAIAMYyC U
runotagamyc (Nahin et al., 1983; Menétrey et al., 1989; Villanueva et al., 1991;
Kayalioglu et al., 1999).

B miactune X cxoaurtest uHGOpMAIHs OT OOJIEBBIX PEIENITOPOB, MOCTYyIaeMas
gyepe3 AS-BOJIOKHA, M OT BUCIIEPATIbHBIX PerenTopoB yepe3 BosiokHa rpymmbl C (Willis,
Coggeshall, 1991).

Takum oOpa3zom, miacThHa X MOJyd4aeT COMATHYECKHE W BHCIEPAIbHBIC
apdepeHTl M TEM CaMbIM y4acTBYeT B Iepefadye HOLMICNITHBHOH U
BUCIICPOLICNITUBHON HMH(OpMAIMKM, YTO TOATBEP)KIACTCA aAHATOMHYCCKUMH U

dusnonornyeckumu uccneaopanusmu (Honda, Perl, 1985).

1.5 MoaeJiv JIOKOMOTOPHOI'0 HEHTPAJBLHOI'0 TeHEPATOPa NATTEPHOB

ITonx TtepmuHom «jmokomorms» (mo  Prilutsky, Edwards, 2015) vy
MJICKOTIMTAIOIIUX IOHUMAIOT CJI0)KHOE MOTOPHOE TIOBEICHUE, CBI3aHHOE C aKTUBHBIM
MIEPEMEIICHHEM B IPOCTPAHCTBE U PEATM3YEMOE B X0OJI€ CEHCOMOTOPHOM MHTETpaIlun
Ha pa3HbIX ypoBHAX [[THC. KiroueBsIM 3BEeHOM B peau3amyyl JJOKOMOIIMH SIBIISTFOTCS
cnenuduueckre HEHPOHHBIE CETH CITMHHOT'O MO3Ta — TaK Ha3bIBAGMbIN IIEHTPATIbHBIN
renepatop marrepHoB (LII'TI) (Duysens, Crommert, 1998), rne mox mnarTepHOM
MOHUMAIOT COTJIACOBAHHOE IOCIJICJIOBATEILHOE COKPAICHUE W PACCIa0JICHUE MBIIIIT
(banma6an, 2013). Tepmun LII'TI Ob11 BriepBsie BBeneH B 60-x romax D.M. Wilson u
R.J. Wyman (Wilson, Wyman, 1965), ans omnucanus aHcamOIlii HUHTEPHEHWPOHOB,
COBMECTHasi pab0Ta KOTOPBIX MOPOXKAAET MOTOPHYIO ITPOrpaMMy (YIIOPSTOUSHHYIO 110
BPEMEHU U MHUIICHSIM BBIXOJHYIO WMITYJIbCHYIO aKTHUBHOCTB), JIEXKAIYI0 B OCHOBE
aBTOMATHU3UPOBAHHBIX JIBIDKEHUN. B HEKOTOphIX paboTax TaKWe CETH TaKKe
Ha3bIBAIOT «ocumwuisTopammy» (Stuart, 2007). Ocrumiaropsl AEIATCS HA MOCTOSTHHO
(HampuMmep, bIXaTeNbHBIA T'€HEPaTOp) U AMHU30AUYECKH JIeUCTBYIOLIUE (HApuMep,
JokoMmonus, jkeBanue, riaoranme) (Arshavsky et al.,, 2016). B cnumHHOM MO3re

BbIIEISIIOT Heckosibko LII'TI (uecaTenbHbIi, MOUEUCITYCKATEIIbHBIN, ISKYISIIIMOHHBIN )
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(Guertin, Steuer, 2009), B TOM umHcie U JOKOMOTOPHBIM, Tepenadya MaTTEPHOB
BO30YX/ICHUS KOTOPOTO HA MOTOHEHPOHBI 00ECTICUNBAET IBUTATEIbHYIO aKTUBHOCTh
Mo (Guertin, 2013).

[lepBble mpeAmochUTKH A5 (GOPMHUPOBAHHUIO MPEACTABICHUN 00 YCTpOHCTBE
aokomoTtopHoro III'TI 6eun B pabdotax C.S. Sherrington, B KOTOpPBIX OH IOKa3a
CIIOCOOHOCTH CIIMHATBHBIX KOIIEK U CO0aK Mocie HeOOIbIIOro MEPHOa CIMHATBHOTO
IIOKa BBIJABaTh XOAbOY 3aJHUX KOHEYHOCTEH, IMOXO0XKYH Ha HOPMAJIbHYIO, HO
omuO0YHO OOBSICHST €€  PedUICKTOPHBIMA  MEXaHM3MaMH, 3aIlyCKaeMbIMH
nporpuopenentopamu  (Sherrington,  1910).  CormacHo  npeACTaBICHUSIM
C.S. Sherrington, aBToMaTH4ecKas JIOKOMOIIMSI PEATU3YETCs 32 CUET HUKINYECKOTO
JIBUKEHUSI UMITYyJIbCHON aKTUBHOCTH IO KJIACCHUECKOU peduIeKTOpHOM ayre (puc. 2).
[Ipu pasmpakeHMM MPOMPUOPEIIEHTOPOB MBI KOHEYHOCTEW  (Hampumep,
crubareseit) Bo30yxaeHue dyepe3 ahpepeHTHbIe MyTH MOCTYMaeT Ha HHTEPHEUPOHBI
COMHHOTO MO3ra, KOTOpble, B CBOIO O4Yepedb, AaKTUBUPYIOT MOTOHEUPOHBI
AHTAarOHUCTUYHBIX MBI (pasrubateneir). [lpu cokpameHnn MJaHHBIX MBIIII]
IPOUCXOAUT BO30OYXKICHHE HMX MPOMPHOPEIENTOPOB U TPOBEIACHHE HMITYJIbCHON
aKTUBHOCTU MO peICKTOPHOW Jyre 0 MBI AaHTaroHUCTOB (crubateneit), B
pe3yabTaTe Yyero ABMKEHUE UMITYJIECOB 3aIIUKINBACTCS.

[Tozxe skcnepumentsl C.S. Sherrington Obutn Moguduuuposansl T.G. Brown
(Brown, 1911, 1913), B KOTOpBIX OH Iepepe3all A0p3abHbIe KOPEIIKH CITHHATbHBIM
KUBOTHBIM WJIM C TIOMOIIBIO HapKo3a OJOKUPOBANT BXOJbI OT MPONPHO- U
AKCTEPOPEIETITOPOB, MPH ITOM MATTEPH MOTOPHOW aKTHBHOCTH 33 THUX KOHEYHOCTEH
He wu3MeHsicda. Ha ocHoBe »tux paHHbiXx T.G. Brown mpeamnonoxusn, d4ro
JIOKOMOTOpPHAsi aKTUBHOCTh 00€CIIEUYNBACTCS BHYTPCHHUMHU CTPYKTYpaMH CITMHHOTO
MO3Ta ¥ JJis1 OOBSICHEHHS MeXaHu3Ma pabOThl JaHHBIX CTPYKTYP MPEATOKUAT MOICTH
«nonyuenmpos» («half-center») (Brown, 1914). CornacHo nanHo# mozenu (puc. 3),
JBWDKCHUS JTFOOOW KOHEYHOCTH HAXOJATCS IMOJ KOHTPOJIEM OTIEIBHOIO IIEHTPA,
KaXKJBI U3 KOTOPBIX 00pa30oBaH IBYMs IPYIMIIaMH BO30YXKIAIOIIUX WHTEPHEHPOHOB
(TTOTYLIEHTPOR), UMEIOLTUX MIPSIMBIE CBSI3H C «Pa3TUOATEITHHBIMID U «CTUOATEIIbHBIMU

MOTOHENPOHAMU, COOTBETCTBEHHO. [Ipy 3TOM B3auMHbIE TOPMO3HbBIE (PEIIUITPOKHEIE)
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CBSI3U MEX]y MOJIYLIEHTpaMH 00eCTeurBalOT BO3MOXKHOCTh AKTUBHOCTH B KaXKJbIU
MOMEHT BPEMEHHM TOJBKO OJHOTO W3 HHUX. [lOCTENEeHHO aKTUBHBIA TMOIYLEHTP
«yTOMJISIETCS» (TAHHBIA MEXaHU3M Ha TOT MOMEHT He ObLI BBISBJICH U OOBSCHEH), UTO
MPUBOJUT K CHIKCHHUIO €r0 BO30YIMMOCTU JI0 KPUTUUYECKOTO YpPOBHS, BCIIEJCTBHE
YEero MPOTHUBOIMOJIOKHBIN IMOJYLEHTP OCBOOOXKIAETCS OT TOPMO3HOTO BIUSHHUS H

mraoBenHo aktuupyetcs (McCrea, Rybak, 2008).

O — UHTEPHENPOHBI
O — athpepeHTHbIE HENPOHDI

’ — MOTOHENPOHbI

MP - nponpuopeuenTopsbl

MbILLbI MbILLULLbI
pasrnbarenu crubarenu

Pucynox 2. Cxema peanuzayuu asemomamuuecxou nokomoyuu no C.S. Sherrington
(1910). Kpachvimu u uepHublMu CMperkamu ¢ HOMepamu 0003HAYEeHO HAanpasieHue

YUPKYIUpyoue2o 8030YiHcoeHUss no peieKmopHotl dyze cnunHo2o mosea. [loopobuee
6 mekcme.

O %? — TOHUYECKMI cynpacnuHarnbHbli NOTOK UMMYNbCOB
v

O — BO36y>KgatoLme NHTEPHENPOHDI

ﬁ — TOPMO3HbIE UHTEPHENPOHbI

‘— MOTOHENPOHbI
Y Y
’ ‘ —> — B030yaeHue

——e — TOPMOXEHMWE

MbILLbI MbILLLbI
pasrnbartenu crnbarenu

Pucynox 3. Cxemamuunas «half-center» modenv pabomwr nokomomoprozo L{I'II no
T.G. Brown (1914) (adanmupoeano u3z Grillner, 1975).
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[lo3xe naHHas uaes Mmoiyywia pa3BuTue B dkcrepumeHTtax E. Jankowska u
A. Lundberg (Jankowska et al., 1967 a, 6), ¢ ucroyib30BaHHEM Ha CIIMHAJIBHBIX KOIIIKaX
npeAIIeCTBEHHUKA KaTeX0JaMHUHOB TUTUAPOKCU(DECHIITAIaHNHA. ABTOpBI
YCTAaHOBUJIM, YTO TIOCJ€ BHYTPUBEHHOTO BBEJCHUS JAUTHAPOKCU(EHHIIAIAaHWHA,
addepeHTHAs CTUMYISALUU CTUOATENBHOTO peieKkca BbI3bIBAET MO3IHUE UTUTEIbHbIC
pa3psbl B UTICHIIATEPATIbHBIX CTUOATENbHBIX U KOHTpaJlaTepaibHbIX pa3ruOaTeabHbIX
MOTOHEHPOHAX, COIMPOBOXKJIAEMbIE PEIUIPOKHBIM TOPMOXKEHHEM MEXKIY ABYMS
BBISIBICHHBIMH B JIaTEPAJIbHOW YacTH MPOMEKYTOUHOTO BEIIeCTBA TpynnaMu
UHTEPHEHPOHOB. B CBA3M C OCOOCHHOCTAMH AaKTHUBAllUU PETHUCTPUPYEMBIX
UHTEPHEUPOHOB, aBTOPHI MPEANOJIOXKWIN, YTO JaHHbIE KIETKH MOTYT SBISTHCS
NaTTePH-00pa3yIOIMIMMHK dJIEMEHTAMU MOJICNH «ToyrieHTpoB» T.G. Brown.

bnaronaps Beiiie mpeacTaBieHHBIM paboTaM CyIIeCTBOBAHUE B CIIMHHOM MO3T€
nokomoTtopHoro II'TI Ha cerognsiiHuil JeHb HE BbI3bIBaeT comMHeHuit (MacKay-
Lyons, 2002), oHaKo, ONUCHIBAIOIIAS €€ MOJIENIb «IIOJYIIEHTPOB)» B IIEPBOHAYATHHOM
CBOEM BH/JI€ BIIOCJIEICTBUU MOABEPTIIaCh KpUTUKE. K OCHOBHBIM 3aMe4YaHUSIM OTHOCST
HEO0OXOJUMOCTh MOCTYJIUPOBAHUS MPOIIECCa «yTOMIICHHS» B aKTUBHOM MOJIYLIEHTPE
(IIuk, 1976; Miller, Scott, 1977), HeBO3MOKHOCTh 00BICHEHHSI (PaKTOB KOAKTUBAITUU
HEKOTOpbIX  MbImi-antaronncToB  (Gurfinkel, Shik, 1973; Rossignol, 1996),
CYIIIECTBOBAHUE HOPMAJIBHOTO YEpPETOBAHMS BCHBIIIEK MUMIYJIbCHON aKTUBHOCTH B
MOTOHEHUPOHAX aHTarOHUCTax MpHU OJOKUPOBKE PaOOTHI TOPMO3HBIX UHTEPHEUPOHOB
(McCrea, Rybak, 2008); HEBO3MOXHOCTh OOBSCHEHHUS HEJIEeUUM — CIHOHTaHHBIX
«BBIMIAJICHU» aKTUBHOCTH OTAeNbHBIX MBI (McCrea, Rybak, 2008).

VYuutsiBas npobiiembl nepBuuHord Moxaenu T.G. Brown, BmocieacTBuu ObUIH
pa3paboTaHnbl 60J1ee ciokHbIe KoHeniuu opranu3anuu LI'TI. OnHol u3 Takux ctana
MOJICNTb «Koabua» («ring»), npeioskeHHas BeHrepckum ydenbim G. Székely B 1965
roay u passutas uMm B coaBropctBe ¢ U. Kling B 1968 (puc. 4) (Kling, Székely, 1968;
Gurfinkel, Shik, 1973). Mogaens npeacTaBiseT co0O0M 3aIMKICHHYIO IIEMb U3
TOPMO3HBIX HMHTEPHEHPOHOB, TOJYYAIOIIMX TOHMYECKHI BO30YXIAIONIUN MPUTOK
uMIynbcoB. [Ipu moctyruiennn Bo30yKIeHUS Ha KOJBIIEBOM UHTEPHEHPOH, OH Yepe3

TCPMHHAJIN AaKCOHOB oOecreynBaeT TOPMOJKCHHUC CBA3AHHBIX C HUM MOTOHGﬁpOHa "
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Mbiwua Ne2
Mbiwiua Ne1

— TOHUYECKUI CynpacnuHanbHbIi
NOTOK UMMYNbCOB

O — TOPMO3HbI€ UHTEPHENPOHBI

‘> — MOTOHEVIPOHBbI

—> - Bo3byxaeHMe

——e — TOPMOXEHME

Mbiwa Ne3

Pucynox 4. Cxemamuunmas «ring» mooeiv pabomwl jaoxomomoproeo LTI no
G. Székely (1965) (aoanmuposano uz Ilux, 1976). Ilosicnenus 6 mexcme.

da3a onope,
Mblwua e N
paarnbarens Ne2 e
MbiLLILA mMbllULa
pasrubartens Ne1 pasrnbarens Nen

— TOHUYECKWUIA CynpacnnHanbHbIR
NOTOK MMNYNbCOB

“/J/( — adppepeHTHbIN NOTOK UMNYNbCOB

— MHTEepHeWpoHHas cpena

O — UHTEPHENPOHbI

.— MOTOHEPOHBI

9 — Bo3byxaeHue

——e - TOPMOXEHUE

MbIWLUa MblLL@
., crubarens Nen crubatens Net .
MbILWLA
crubatens Ne2

asa noponocd
Pucynox 5. Moodenv mnocopsionoco mnoeocnounozo xonvya no V.S. Gurfinkel,
M.L. Shik (1973) (aoanmuposano uz [lluk, 1976). [losichenus 6 mexcme.
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COCEHEr0 HMHTEPHEUPOHA. 3aTOPMOKEHHBIA HWHTEPHEHPOH, B CBOKO OYEpENb,
BBICBOOOXK/IA€T OT CBOErO BIIMSHUS TOHMYECKHM BO30YXJTaeMbIi MOTOHEHPOH H
CIEAYIONIHI KOJIbIIEBOM HHTEpHENPOH. [locinenoBaTeibHOCTh niepeaaun BO30YKACHUS
no cHOPMUPOBAHHBIM MPOEKIUSM OIpPEEsieT HOPMAJbHBIM MOPSAJIOK aKTUBAIUU
MBIIIIL] KOHEYHOCTH B X0J€ JIokoMoTopHoro mukia (Iuk, 1976).

B cBoeit pabore 1973 roma comerckue Qusuonoru B.C. 'ypdunkens u
M.JI. lllux otmedaroT, uTo KousblieBas momaeiab G. Székely ne criocoOHa OOBSICHHTH
HEMPOIMOPIIMOHAIEHOE U3MEHEHHE JUIUTETLHOCTH (Pa3 onopsl U nepeHoca (moapodHee
cM. riaBy 2.3) npu MU3MEHEHUU CKOPOCTU JOKOMOIIMH, U MPEJIaraloT CBOI0 MOJIEIh
(«MHO20PAOHO20 MHO20CNOUHO20 KOJbYA», JUIICHHYIO JIaHHOI'O HEJIOCTAaTKa
(Gurfinkel, Shik, 1973). CornacHo 1aHHON MOJEIH, JOKOMOIIUS PEeaTH3yeTCs 3a CUeT
MIOOYEPEAHOTO BKIFOUSHUS MBIIII], KOTOPOE UMEET IMUKJIMYSCKUN Xapakrep (puc. 5).
3anmycKk COOTBETCTBYIOIIMX MOTOHEMPOHOB OCYILIECTBIISIETCS HAMPSIMYIO WJIM YEpe3
UHTEepHEHpoHbL. B oTimume ot npencrasienuii G. Székely, B nanHoi MOaey KOJIBIIO
COCTOUT HE U3 OT/ICTbHBIX MHTEPHEUPOHOB, a CKOPEE U3 KX MHOXKECTB, (POPMUPYIOIINX
ciou (MHTEepHEWpOHHAasA cpeaa). Bce XapakTEpUCTUKU U OCOOCHHOCTH JOKOMOIUU
OOBSCHSAIOTCS B3aUMOJICHICTBUEM HEWPOHOB BHYTPHU CJIOS U MEXY CIOAMH. Tak, yem
OoJibllle 4YMCIIO BO30OYXKJICGHHBIX KJIETOK B CJIO€, TEM MEHbIIE Bpems (u3-3a
IPOCTPAHCTBEHHOM CyMMaInun) NOTpeOyeTcs ISl aKTUBALMK cieaytoiero cios. Ecau
BO30YKJIEHUE CJI0sI HE POU30LILIO0 — HUKII Npekpaiaercs. CpeHee Yuciio aKTUBHBIX
HEWPOHOB PETYIUPYETCS HUCXOIANIUM TOHUUYECKHUM MPUTOKOM. [Ipu 3TOM aBTOpHI
OTMEYAIOT, YTO «MHOTOPSIIHOE KOJIHII0» HE SIBJIIETCS TE€HEPATOPOM aBTOHOMHBIM OT
adbdepenTHoro nputoka. Kpome Toro, MoJieibs «MHOTOPSITHOTO KOJIbIIa» COBMECTUMA
C MEXaHU3MOM PEIUIPOKHOCTU, HO OTBOJIUT €My BcromorarteibHyro posb (Illuk,
1976). CornacHo aBTOpaM, Mojeib «monyueHTpo» T.G. Brown, sBnsercs nuiib
YaCTHBIM CIIy4aeM MOJEIIH «MHOTOPSAIHOIO MHOTOCJIOMHOT O Kosbla». B nanpHelinem
JIaHHAs KOHIICTIIIMS CBOCTO Pa3BUTHS B HAYYHOM cooOIecTBe He monyumna (Guertin,
2009).

B 80-¢ roast XX Beka K. Pearson ¢ kojeraMmu npecTaBUiId aCUMMETPUYHYIO

MOJIeNb yeTpoiicTBa tokomotoproro LII'TT mox mazsanuem «flexor burst generator»
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(reHepaTop maTTepHa I crubarenci) wim «Swing generator» (renepatop (a3l
nepeHoca): cHavana Juisi TapakaHa (Pearson et al.,, 1973), a 3arem u sl KOIIKK
(Pearson, Duysens, 1976). [lanHas wojJienb HE SBISETCS aBTOHOMHOM OT
adpepeHTHOTO IMOTOKAa HMMITYJIHCOB M ObLTa TPEII0KEHAa HAa OCHOBE JaHHBIX I10
UCCJIeIOBAHUIO MEXaHU3MOB HHUIIMALIMK TIepexoa OT (a3bl onopsl (oOecrneynBaeMoi
B OCHOBHOM MBIIIIIaMU crudartensiMu) K (aze nepeHoca (odecrneynBaeMoil B OCHOBHOM
MBIIIIaMU pasrudatensiMu) (moapoOHee cMm. TiaBy 2.3). ABTOpBHI BBIICISAIOT JBa
MeXaHU3Ma JaHHOTO mepexoja: 1) akTUBHOCTh B PEIENTOpPax, CUTHAIM3UPYIOUIUX O
MOJIO)KEHUU KOHEYHOCTH, B TOUKE MEPEX0/ia BBI3BIBACT MEPEKItOUeHUE (Pa3bl OMmopbl
Ha nepeHoc (y4acTByrOT penentopsl 0eapa o Grillner, 1981); 2) mo mepe pasrubanus
KOHEYHOCTU TPy3, TNEPEHOCHUMBIN €10, YMEHBINAETCSA, TEM CaMbIM CHUKAETCS
aKTUBHOCTh B pelenTopax (BEpPOATHO, CYXOXWJIbHBIE perentopbl [ompmku u
abdepentsr rpymmel Il mo Grillner, 1981), merekTupyromux Harpy3Ky, BBI3bIBas
WHUIMANNIO a3kl IEpeHoca.

ACHMMETPUYHOCTh JJAHHOU MOJIeNIN OOBSCHSIETCS CYIIECTBOBAHUEM I'e€HEpaTOopa
MauyeKk HWMIYJIbCOB TOJBKO JUII MOTOHEHpPOHOB MBI crudareneid (puc. 6).
MortoHeiipoHbl MBI  pa3rudareneid TOHUYECKH  BO30YXKIAIOTCS  MOTOKOM
CYNpaclHAIBHBIX HMMIYJIbCOB 0€3 Kakoro-mmbo putMa. ToOpMOXKEHUE ITaHHBIX
«pa3rudaTeNbHBIX» MOTOHEHPOHOB 00ECTICUMBACTCS TOPMO3HBIMH WHTEPHEHPOHAMH,
Ha KOTOPBIX 3aKaHYMBAIOTCS TMPOCKIUHU CTHOATEIHLHOTO TEHEpaTopa, TEM CaMbIM,
oOecrieunBass ~ PEIUIPOKHOE  B3aMMOJICHCTBHE  MEXKIYy  AHTarOHHCTHYHBIMU
MOTOHEUPOHAMHU.

ABTOPBI BBIJICIISIIOT TPU OCHOBHBIX ITYHKTA, HA OCHOBE KOTOPBIX CTPOSIT CBOIO
MOJIeJTb PaOOThI TIOKOMOTOPHBIX CETCH:

1. CymecTByer dYeTKas acMMMETpPUSi B IUKIMYECKOW MPUPOJE JBHKCHHIM
KOHEYHOCTEW: UIMTENbHOCTh (Pa3bl MepeHoca OTHOCHUTENbHO MOCTOSHHAs, a (aza
OMOPBI BAPLUPYET B 3aBUCUMOCTH OT CKOPOCTH XOJAbOBbI. DTa aCUMMETpHUS OTpaKaeT
ACUMMETPHIO B IIEHTPAJIBHOW OpraHW3aliM, IMOCKOJbKY mocie aeaddepeHTauu
BpEMSI IOKOMOTOPHOTO ITUKJIA MEHSIETCS, TIPH 3TOM JUTUTEIIBHOCTh «CTUOATEIbHBIX)

pa3psaa0B OCTACTCA OTHOCUTCIIBHO MMOCTOSIHHOM.
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2. Y TapakaHa 1npu geaddepeHTaud B MOTOHEHpOHaX HaOmogaeTCs
«crubaresibHas» HUMITYJIbCHAsI aKTUBHOCTb NPU OTCYTCTBUU «pa3ruOatesibHOM», HO
HA000poT — HUKOrAa. [Ipu onpeneneHHbIX YCIOBUSAX TOXKE caMOe HAOMI0aeTcs U y
KOIIKH.

3. OcHOBOMl 1t OOBSICHEHHUS TOTO, UTO «pa3rudaresibHas UMITYJIbCHAS
AKTUBHOCTb BO3HHUKAET B pE3ylbTaTe OCBOOOXKICHUS OT TOPMO3HOTO BIIMSHUS,
ABIsieTCsl  (PaKT aKTHUBAIMM  «pa3ruOaTeNbHbIX» MOTOHEHMPOHOB cpa3y TMocCIe
UMITYJIbCHOW aKTUBHOCTH B «CTHOATENIbHBIX)» MOTOHEHpPOHAX, HO 00paTHOE HHUKOTA
He Habmoaercs. [lonoOHbIN (heHoMeH ObLT moyyeH U npu AeadGepeHTanum KOmiek.

[To3zxe K. Pearson nepecMoTtpest CBOM B3IJISA/bI 110 IOBOAY TaKOM paJrKaIbHOU
acummetpun B LIT'TI (Pearson, 1995). D10 cBsizaHO ¢ pa3BUTHEM NPEACTABICHUN O
MEXaHU3MaXx B3aMMOICHCTBHUSI TIOKOMOTOPHBIX CETEH C MPONMPUOLEITUBHON CUCTEMOM.
Onnako, cBo€ pa3BUTHE HIEH aCUMMETpUUHON cTpyKTypbl LII'TI Hanwm B HEKOTOPBIX
MOJIEJISIX JIByXYPOBHEBOW OPraHU3alMU JIOKOMOTOPHOI'O TreHeparopa (CM. HUXKE)
(Brownstone, Wilson, 2008).

AddepeHTHBIN BXOJ OKa3bIBAaCT CYLIECTBEHHOE BIMSHUE Ha JIOKOMOTOPHBIN
natrepH (Grillner, Wallen, 1985), ograko M3BeCTHO, YTO CIIMHHON MO3T CIIOCOOCH
TEHEPUPOBATh CHIEHU(PUIECKUE BUIbI MOTOHEUPOHHON aKTUBHOCTH U MPU OTCYTCTBUU
cerHcopHoro otBeta (Brown, 1911; Székely et al., 1969; Grillner, Zangger, 1979,
1984). [laHHBII NPUHIKI OTPaKeH B MOIYJIBHOW «UNit burst generator» monmenu
LI'TI, mpennoxkenHoi mBeackuM ¢usuoaorom S. Grillner B 1981 roay (puc. 7)
(Grillner, 1981). Cormacuo nanHou koHuenmuu, B LTI kakaolW KOHEYHOCTH
OT/ENIbHBIC MOJYJIUM HHTEPHEHPOHOB (EAUHUIIBI, TEHEPUPYIOIIUE HMITYJIbChI)
o0ecrneunBalOT aKTUBHOCTh KOHKPETHOM T'PYIMIbl MOTOHEUPOHOB, MHHEPBUPYIOIIUX
OJIM3KKE MBIIIBI CHHEPTUCTHI (HanpumMep, Bce crudatenu 6esipa). MoTopHbIN maTTepH
peanuzyercs 3a CUeT CcTaOUIIbHOU aKTUBHOCTH (mporeccoB
TOPMOKEHUS/BO30YKACHUS) MEXKAY NAHHBIMU EIUHUIIAMHU, MPU ITOM HU3MEHEHUE
peXrMa B3aUMOJEUCTBUS MEXIY OTIEIbHBIMH MOIYJISIMH, KOHTPOJIUPYEMOE

CyIpacmuHaIbHBIM BXOAaMu, onocpenyet crenuduky gsokomoruu (Grillner, 2006).
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— cynpacnuHanbHbIN NOTOK MMMNYNLCOB

<' — B030yaaroLWwmne NHTEPHENPOHBI

0 — TOPMO3HbIE UHTEPHENPOHDI

.— MOTOHENAPOHbI

—> - B03byxaeHVe

——e — TOPMOXEHWE

peuenTopbl MbiLULbI MbILLLbBI peuenTopbl
Harpy3ku  pasrubarenu crubarenu  MONOXeHWs
ha3a onopsbl hasa nepeHoca

Pucynox 6. Cxemamuunas «asymmetric flexor burst generator» mooenv pabomol
noxkomomopuozo L'l no K.G. Pearson u J. Duysens (1976) (adanmupogano u3
Pearson, Duysens, 1976). Iloschenus 6 mexcme.

MbIWwUbl crnbatenu 6egpa

MbllWLUbl crmoatenun Konex
MblWwubl pasrnbatenu 6egpa Ul crubare onewa

MbILLbI pa3rw6a'renv| KoneHa MbILWLbI crubaTenu NoabKKu
MblLLbl pa3rnbaTtenu NoabhKKn

MblWLbl crubaTtenu cTonbl

MbILWLUbI paarMGaTenM cTonbl

KOPOTKMI pa3rnbarens nanbues

’ — MOTOHENPOHHbIE Myribl

— TOHUYECKUIA CynpacnuHasnbHbIi NOTOK UMAYMLCOB
—> — Bo30yxaeHve

(’ — UHTEepHenpoHHble moaynu LM — TOpMOXEHME

Pucynox 7. Cxemamuunas «uUnit burst generatory mooerv ycmpoticmea
nokomomopuozo L[I'TI no S. Grillner (1981) (aoanmuposano uz Grillner, 2006).
Unmepneitipounvie mooyau L{I'TI: P — paseubamena 6edpa, PK — pazeubamens
konena, PJI — pazeubamens noowvidicku, PC — pazeubamens cmonwl; KPII — xopomxozco
pazeubamens namvyes, Cb — ceubamens 6eopa;, CK — ceubamens xonena, CJI —
ceubamens noovidxcku, CC — ccubamensa cmonwi. l[losicnenus 6 mexcme.
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ABTOpBI OTMEYAIOT, YTO JaHHAas MOJEIb CIOCOOHAa OOBSICHHUTH pPa3HBIC BHUIBI
JIOKOMOTOPHBIX JIBFDKCHHM, B TOM YHCIIe X0/Ib0Yy BIepe 1, Ha3al, BOOK, PhICh, TaJlO.

Bce mnpencrasnennsie mozenu JsiokomotopHoro LITI mpenmosararor, 4rto
UHTEPHEUPOHBI, 00pa3yroIIue MX, OTBEUAIOT KaK 3a PUTMOTCHe3 (TaliMUHT), TaK U 3a
naTTepH-oOpazoBanue (akTuBamuio MortoHeiponoB) (Lafreniere-Roula, McCrea,
2005). [Mpunuun ¢ynkuuonanbHoro pasaenenus LTI Obul BriepBbIe MPEIOKEH B
pabote 1994 rona D. Kriellaars ¢ coaBTopamu i1 00BbICHEHUS TOT'0, KAKUM 00pa3om
CEHCOpHAsl CTUMYJISIIMS MOXKET MEHSTh BpeMs JIOKOMOTOPHOIO IHKJIA TpHU
COXpaHEHUU TOTO K€ YPOBHsSI aKTUBHOCTH MOTOHEpoHOB. Ilo3ke cBoe pa3BuTHE
JaHHAs KOHIenus noiyuniaa B padorax R.E. Burke ¢ coasropamm (2001) wu
M. Lafreniere-Roula u D.A. McCrea (2005) B Buae JIBYXypOBHEBOH MOJEIH
opranm3anuu L{I'TI. Hambonee komrmiekcHOW Ha AaHHBIH MoMeHT Mojuenbio LTI
SBIIIETCSl IByXypoBHeBass mozenb («two-level half-center») I. Rybak ¢ coaBropamu
(2006 a, 6), corylacHO KOTOpO#, B KaXJOM IOJIYIICHTPE HEUPOHBI IMEPBOTO YPOBHS
OTBETCTBEHHBI 3a TCHEPAIMIO PUTMUYECKON aKTHBHOCTH U (POPMUPYIOT MPSMBIE
KOHTaKThl C WHTEPHEUpPOHAMHU BTOPOTO YpPOBHS, KOTOpBIC, B CBOI OYepe.b,
pPeoOpaKarOT TMEPBUYHBIE PUTMBI B COOTBETCTBHHM C BHE- M BHYTPHMO3TOBBIMHU
MOIyMHpYyOmUMU BaussHUAME (puc. §). [Ipu 3TOM Mexay MOJyIeHTpaMHu Ha BCEX
YPOBHSX HAOIIOMAIOTCS PEIUIIPOKHBIC B3aMMOOTHOIICHHS. B MaHHOW MOJenu Takxke
YUTEHO CEHCOPHOE BIUSHUE, PEATH3yeMOe MOCPencTBOM adPepeHTHBIX MPOSKIIMHA OT
IIPOIPUOPEIICTITOPOB MOHOCHHANITHYECCKH OKAaHYHMBAIONIUXCS Ha WHTEPHEHPOHAX
TIEPBOTO ¥ BTOPOTO YPOBHS U Yepe3 MEPEKIIOUCHIE Ha MOTOHEHpPOHAX.

Takum o00pa3oM, MEXaHH3MbI JIOKOMOTOPHOTO KOHTPOJS OOCCIEeUYMBAIOTCS
NPUHIIMITHAIBHO WHBIM CIIOCOOOM OpraHW3allid HEPBHBIX KJIETOK IO CPABHEHUIO C
pedaeKTOpHBIMU TIpeicTaBlIeHUsIMU. LleHTpanbHOe MECTO B 3TOM MPOIECCE 3aHUMAET
CIIMHHOM MO3T, B KOTOPOM JIOKaJIM30BaH CBOM I Kaxaou koHeyHoctu L[I'TI. Bce
npenacraBieHHbie Mojenu jJokomotopHoro LI'TI uMmeroT cBoM IMIIIOCHI M MUHYCHI, a
TaK)K€ TOYKHU CONMPUKOCHOBEHHs. (OJHAKO, BCE aBTOPHI CXOISATCS HA TOM, YTO
KITFOUEBOE MECTO B HEM 3aHUMAIOT MHTEPHEHPOHBI, TEHEPUPYIONTUE PUTM U MATTEPH

IMa4YCK UMITYJIbCOB, CXOJAINIMUXCA HA MOTOHef/'IpOHaX.
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reHeparop
putma ~ ~ 3
(ypoBeHb 1) TOHUYECKUnN cynpacnuHanbHbIN
NOTOK MMMNYNbCOB
— Bo3byxaaowme
reHeparop WNHTEPHENPOHBI
naTrepHa
(ypoBeHb 2)
— MOTOHEWPOHb!
9 — BO3byxaeHve
MOTOHENPOHbI
—e — TOPMOXEHMNe

MbILLILLbI MbILLILLbI

adpdepeHTHas
obparHas cBsA3b
MbILLULbI

Pucynox 8. Obwas ronyenyus «two-level half-centery mooenu yempoticmea
noxkomomopuozo L{I'TI no 1.A. Rybak ¢ coasmopamu (2006 6) (adoanmuposaro u3
Rybak et al., 2006 6). [loscuenus 6 mexcme.

1.6 Kaabuuii-cBsi3biBaoiue 0ejKu, Kak Mapkepbl nHTepHeiiponos B IHC

CornacHO HaKOIUIEHHBIM JaHHbIM, JIokoMoTopHbld II['TI mpencraBnen
Pa3sHOPOJHON TMOIYJSALUEN HWHTEPHEMPOHOB, OTIWYAIOLIUXCS CBOUMHU CBSI3SIMU,
0COOCHHOCTSIMH DJIEKTPUYECKON aKTHBHOCTH, IKCITPECCUEH PA3IMYHBIX MEUATOPOB U
.. (Guertin, 2009). DddeKTUBHBIM HWHCTPYMEHTOM JUIS HM3Y4YCHHS pa3HBIX
nonyyanui  uHTEpHENpoHOB [IHC sABisieTcs MMMYHOTMCTOXMMHYECKHM METOJ
BU3YaIM3allMK KaJlbIMi-cBsI3bIBaroux OenkoB (Fournet et al., 1986; Antal et al.,
1990, 1991; Celio, 1990; Ince et al., 1993; Ren et al., 1993; Megias et al., 2003; Anelli,
Heckman, 2005; Morona et al., 2006 a, 0).

B XuBON 3yKapMOTHUYECKOM KIIETKE MOHBI KaJIbLIHS BBICTYNAKOT B Kauy€CTBE
BTOPUYHOTO  MECCEHJKepa,  OOCCIEUMBAIOLIETO  PEryJsluil0  BaKHEUIIMX
BHYTPUKJIETOYHBIX  IPOLIECCOB: KOHTpoJIA  Merabonu3ma  (TIOCPEICTBOM
dbochopunupopanus/nedochopmirpoBanusi GepMEHTOB), IBUTATEIIbHON aKTUBHOCTU
KJIETKA U 3JIEMEHTOB €€ IUTOCKEJIETa, CEKPELUU Pa3IMYHBIX MOJEKYN (IK30LIUTO3),

TPAHCKPUIIMU TEHOB, peaju3aldyd amnomnTo3a (3amporpaMMUPOBAHHON CMeEpTH
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kiaetkn) u Ap. (Ikura et al., 2002; Annunziato et al., 2003; Brini et al., 2014; Lai et al.,

2017; Denesyuk et al., 2017; Samanta et al., 2018). OcobOeHHOEC 3HAYEHHE HOHbI
KaJIBIIUSI UMEIOT JIJIs1 HEPBHOM CUCTEMBI. OHU OMOCPEAYIOT Mepeiady CUTHAIOB MEXTY
HelipoHamMu ¢ momoibio cuHarncoB (Baker, 1972; Chen et al., 2017). Peanuzamus
JaHHBIX (YHKUMHA BO3MOXHA 3a CYET HAJIM4YUsA B KIETKE MHOXKECTBAa KallbIIHii-
CBSA3BIBAIOLIUX OCJIKOB, CIIOCOOHBIX K MOYJIMPOBAHUIO JESATEIHLHOCTH MOHOB KaJIbIIHUS
(Baimbridge et al., 1992). Kanbluii-cBs3bIBaroIfe OCIKH MPEACTABISIIOT COOOM
rpynny TOMOJIOTHYHBIX MPOTEUHOB, KOTOPBHIE MMEIOT MOJEKYJSIPHYIO CTPYKTYDY,
00ecIeunBaroIIy0 BO3MOKHOCTh 3axBaTa HOHOB Kaibius (Andressen et al., 1993).

Hanbonee n3yuennsim siBnsercss EF-hand cemeiicTBO KallbIuii-CBSI3BIBAFOIITX
OenkoB. JlaHHOE ceMeWCTBO B OpraHM3Me 4YeloBeKa HacuuThiBaeT Oojee 240
npencraBureneit (Lander et al., 2001). B o0mieli coBOKymHOCTH OTKpPHITO 0KOJI0 600
IpeICTaBUTENIeH JTaHHOTO CceMelcTBa OenkoB, (GOpMUPYIONIUX 66 MOACEMEINCTB
(Carafoli et al., 2001). Cam EF-hand momen mpencrapiser co00ii aMUHOKUCIIOTHYIO
MOCJIEIOBATEIBHOCTL € XapaKTEPHOM  TPEXMEPHOW  CHHPATb-NETIS-CIUPAIb
ctpyktypoii (Heizmann, Braun, 1992). Yyactox monexkynbl u3 12 aMHHOKHCIOT,
COEIMHAIONINI 1BE MEPIEeHIUKYISpHbIE ApYT Apyry a-cnupanu (E u F), Ha3piBaeTcs
neTsaed, U UMEHHO OH 00JaJlaeT BICOKUM CPOJICTBOM C MOHaMH Kanbius (Schwaller,
2009). Bnepssie EF-hand nomen ObL1 BBISIBIEH B CTPYKTYype Oelika napBaibOyMuHa U
ormcan B pabore R.H. Kretsinger B 1972 roay (Kretsinger, 1972).

Kanpuwmii-cBsi3piBatomiue  O€IKM  MO-pa3HOMY  SKCIPECCUPYIOTCS B
OTIPE/ICIICHHBIX TOMYJAIMUSAX KJIETOK HEPBHOM CHCTEMbl W MOTYT BBICTYNaTh B
KayecTBe crenuuueckux MapKepoB (PYHKUHMOHAIbHBIX THMNOB HelpoHoB (Celio,
1990; Ren, Ruda, 1994; Hof et al., 1999; Zhang, 2017). Haubonee u3zydeHHbIMU
IPEICTABUTESIMUA TaKUX OEJTKOB B HEPBHOW CUCTEME SIBISIIOTCS KanbOuMHAuH 28 k]la
u napBanbOymuH (Baimbridge et al., 1992).

Kanvounoun 28 k/la (nanee mo TEKCTy KaJdbOWMHIWH) TPEACTABISAET COOOM
BUTaMuH-D-3aBucuUMBIil  Oenok, BroepBbie  BbIsBIeHHBIM R.H. Wasserman wu
AN. Tayler B xieTkax kuiieyHuka IplTuieHKa B 1966 romy (Wasserman, Taylor,

1966). B Ha3zBaHuu Oeika oTpakeHa ero CloCOOHOCTh K CBA3BIBAHUIO HOHOB KaJIbITUs



51

¥ MOJIEKYJIsIpHas Macca, paBHas 28 k/{a (4To OTIMYaeT ero OT ApYyroro mpeacTaBUTENs
KaJIbI[Mi-CBsI3bIBAIOIIMX OeaKkoB — KanpouuanHa 9 kJ{a) (Schwaller, 2009).

KansOuHauH uMeeT Trio0ylIsIpHYIO CTPYKTYpYy M cocTouT m3 mectu EF-hand
JIOMEHOB, YETBhIPE U3 KOTOPBIX CIOCOOHBI C BBICOKOW MU CpeJHeH apPUHHOCTHIO
cBsa3biBaTh MOHBI Kanbius (Hunziker, 1986; Kojetin et al., 2006). B yenoBeueckom
reHomMe KanpOuHauH komupyercs reHom CALBI1 (Parmentier et al., 1991)
nokanu3oBaHHBIM B 8 xpomocome (Ritzler et al., 1992), u orHocurca k¥ CLBN
nonacemeiictBy EF-hand 6enkos (Schwaller, 2014; Kawasaki, Kretsinger, 2017).

N3navanbHO KanbOWHIMH OTHOCWIM K OydepHbIM Oeikam, 3alluaroIiuM
KJIeTKy OT u30biTka uoHOB Kaibims (Andressen et al., 1993). Ilozxe npu
MCCJICJIOBAHUSX KATBIIHA-KOHTPOJUPYIOIINX MEXaHIU3MOB BBISBUJIH JOTIOJTHUTETHHBIC
TPaHCHOPTHYI0 M CEHCOpHyI0 (yHKuum manHoro Oenka (Berggard et al., 2002;
Lambers et al., 2006).

KanpOuHauH BBISBIEH B KIETKaX HEKOTOPHIX OPTraHOB IMO3BOHOYHBIX
KUBOTHBIX: KutreuyHuke (Walters et al., 1993), moukax (Armbrecht et al., 1989; Steiner
et al., 1996; Sooy et al., 2000), 3y6ax (Magloire et al., 1988), koctsax (Bellido et al.,
2000) n momkenynouHoi xkenese (Rabinovich et al., 2001), ograko, HanboJIEE MMPOKO
OesToK MpeJCTaBICH B IICHTPATBLHON M mepudepruyeckoil HEpBHON CHCTEME: pa3HBIX
oTnaenax kopbl rogoBHoro Mosra (Demeulemeester et al., 1989; Wallace et al., 1991;
DeFelipe, Jones, 1992), oOonstenpHbix JaykoBumax (Brinon et al.,, 1992),
runotagamyce (Tousson, 2009), runmokamie (Sloviter, 1989; Toth, Freund, 1992),
mozkeuke (Winsky, Kuznicki, 1995), ranamyce (Arai et al., 1994; Miinkle et al., 2000;
Jones, 2001), ciuanom mo3re (Ren, Ruda, 1994; Anelli, Heckman, 2005; Floyd et al.,
2018) u uyBctBuTeBHBIX ranrMAX (Philippe, Drow, 1988; Carr et al., 1989 a, 6; Antal
et al., 1990).

KansOWHIMH 3KCHpeccupyeTcsl NPEeUMYIIEeCTBEHHO B KIeTKax [ oibmKku
IIEPBOr0 THIIA, XapaKTEPH3YIOINUXCS IIMHHBIMH akconamu (Ince et al., 1993).
[IpumepamMu TakWX KJIETOK SBJSIOTCS TaJaMHUYECKHE IPOCKIMOHHBIE HEHPOHBI
(Rausell et al., 1992; Jones, 2001), kimerku OGazampHOro sjmpa MeitHnepra (Celio,

Norman, 1985), mo3:xeukoBsie kiaeTku Ilypkunne (Scotti, Nitsch, 1992; Bastianelli,
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2003; Whitney et al., 2008), kpynubie cniuHansHbie (Philippe, Drow, 1988; Carr et al.,
1989 a, 6; Antal et al., 1990), perunansubie (Hamano et al., 1990; Pasteels et al., 1990;
Pochet et al., 1991; Cuenca et al., 2002; Gu et al., 2016), koxneapnsie (Spatz, Lohle,
1995; Liu, Davis, 2014), Bectubynsapusie (Demémes et al., 1992; Dechesne et al.,
1988) u ranriauo3Hbie KIeTKU. [Ipyu 3TOM KaabOMHIWH BBISBICH TAaK)Ke M B KIETKaX
lNonb kK BTOpOTO THMA, 0OManatomux Kopotkumu akconamu (Celio, 1990). K takum
kietkam otHocsTcs kKopkobie (DeFelipe, 1997) u cnunansubie (Antal et al., 1990;
Anelli, Heckman, 2005; Todd, 2017) uHTepHEHpOHBI, B TOM YHUCIIC TOPMO3HBIE KICTKH
Penmoy (Carr et al., 1998).

B nentpanbHOl HEpBHOW CHCTEME KaJIbOMHAMH KOIKCIIPECCUPYETCS C PSJIOM
HEHPOMEIMATOpPOB W HeWpoMomynsTopoB. Tak, B Kope OOJBIIMX MOJyIIaApUN
(Demeulemeester et al., 1991; Hendy, Jones, 1991; Kubota et al., 1994; Del Rio,
DeFelipe, 1996; Gonchar, Burkhalter, 1997; Kawaguchi, Kubota, 1997), mo3:xeuke
(Batini, 1990; Bastianelli, 2003) u runmokamie (Toth, Freund, 1992) kanbOubaun
BBISIBIEH B HEKOTOPHIX TOPMO3HBIX WHTEPHEUpPOHAX, COJAEpXKAIINX Tamma-
amuHoMmacisiHyto kucioty (I’AMK). Hekotoppie KanbOMHAWHOBBIE KIETKH KOPHI
OONBIIMX TMOJYMIAPUH W THMINOKaMIa AKCIPECCUPYIOT PETYISTOPHBIA TETTH]T
comaroctatuH (Rogers, 1992; Kubota et al., 1994; Kawaguchi, Kubota, 1997). Taxxe
B HEKOTOPBIX HEWpOHAX KOPBI OOJBIIMX IOJIYIMIAPHA BBISABICHA KOJIOKAIH3AIUS
KaJbOMHIUHA C HedpomonayistopoM HeiponenTuaom Y (Kubota et al.,, 1994).
Hekoropble  KaabOMHAWHOBBIE KJIETKM B  THIOTAJaMyce  JKCIPECCHPYIOT
Ba30aKTUBHBIM HMHTEpCTUIMANBHBIA Oenok (Rogers, 1992), B Tanamyce —
BO30yxaaromuii meauatop riryramat (Palestini et al., 1993).

Hapeanvoymun npenctaBisieT coOOM  KaJdblUM-CBSA3BIBAIOIIUM  OEJIOK,
AMUHOKHCJIOTHAsI ~ MOCJIEIOBATEIbHOCTh KOTOPOrO  ObUla  BIEPBbIE  OMNHUCaHA
C.E. Nockolds u xomteramu B 1972 rony (Nockolds et al., 1972). U3nayansHo ObLI
OoOHapy’>KeH B MBIIICYHBIX BOJIOKHAX HU3IIMX, a 3aT€M W BBICHIMX IMO3BOHOYHBIX
(Moews, Kretsinger, 1975). CBoe Ha3BaHHME NapBaILOYMHUH TMOJYYUI 32 MAIYIO

MOJIEKYJISIPHYIO Maccy (parva — jaT. MaJIeHbKUI) paBHYO npubausutensHo 12 x/la u
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XOPOIIYI0 pacTBOPUMOCTh B BOJIE, IPHUCYINYI0 BceM anbOoymunam (Blum et al., 1977;
Schwaller, 2009).

benok umeeT roOyIsApHYI0 CTPYKTYpy M cocTouT u3 Tpex EF-hand momenos,
TOJIBKO JIBa M3 KOTOPBIX OOCCICUYHMBAIOT CBS3BIBAHUE HMOHOB KalbIUsA (C BBICOKOH
adduHHOCTHIO) M MarHus (¢ ymeperHoi addunnoctsio) (Reid, Hodges, 1980; Ulfig,
2002). B uenoBeueckoM reHome napBaabOymuH koaupyercs reaom PVALB (Ritzler
et al., 1992), nokanuzoBanubiM B 22 xpoMmocome (Berchtold et al., 1987), u otHocHuTCs
k PARV noacemeiictBy EF-hand 6enkoB (Kawasaki, Kretsinger, 2017).

N3-3a HanmMuusi KOHKYPEHITUU MEXK]1y HOHAMH KaJIbIIUSI M MarHus 3a OJIHU T€ JKe
CBS3BIBAIOIIUE YYACTKH MOJIEKYIIbI, MAPBATILOYMUH OTHOCST B MEIJICHHBIM Oy (epHbIM
cucremam (Eggermann, Jonas, 2011). Huskas ckopocTh 3axBaTa HMOHOB KaJbI[Us
CBsI3aHA C HEOOXOIMMOCTBIO OTKPBITHS aKTUBHBIX ydacTkoB EF-hand nomeHoB B xo1e
paspylieHus ux cBsi3u ¢ nonamu Maraus (Schwaller, 2009).

Bue HepBHOW cuHCTeMBI TapBATBLOYMHUH OKCIPECCUPYETCS B  OOJIBIIIOM
KOJIMYECTBE TOJIHKO B CKEJICTHON MYCKYJIaType TIO3BOHOYHBIX )KMBOTHBIX (Baronetal.,
1975), rne ydactByeT B mpolieccax pacciaaOieHusi ObICTPHIX MBIIICYHBIX BOJOKOH
(Heizmann, 1984). B 3HaunTenbHO MEHBIIEM KOJIWYECTBE IMPEICTABICH B JPYTUX
opranax: cepaue (Vongvatcharanon, Vongvatcharanon, 2003; Day et al., 2008),
neuenu (Lagoudakis et al., 2010), moukax (Schneeberger, Heizmann, 1986),
SHIOKpUHHBIX jkene3ax (Endo et al., 1985), 3ybax u koctsx (Celio et al., 1984), koxe
(Rinaldi et al., 1982; Hawley-Nelson et al., 1986) u opranax MOJOBOH CHCTEMBI
(Berchtold et al., 1984). B nenrpaibHOl W mepudepuyecKOil HEPBHOH CHCTEME
napBajbOyMUH BBISBICH B PA3IMYHBIX OTENIax KOphI TOJI0BHOrO Mo3ra, (Ohshima et
al., 1991; Runyan et al., 2010; Moore, Wehr, 2013), o6onsiTensHbIX iykoBuiiax (Ohm
et al., 1990, 1991; Kosaka et al., 1994), runmokamne (Sloviter, 1989; Braak et al.,
1991), mozxeuke (Ohshima et al., 1991; Winsky, Kuznicki, 1995), tanamyce (Arai et
al., 1994; Minkle et al., 2000; Jones, 2001; Merkulyeva et al., 2018), ciuaHOM MO3Tre
(Ren, Ruda, 1994; Anelli, Heckman, 2005; Floyd et al., 2018) 1 4yBCTBUTEIbHBIX
raurmsax (Carr et al., 1989 a, 6; Antal et al., 1990).
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[lapBanbOyMHMH B  UEHTpPAJIbHOM  HEPBHOM  CHUCTEME  MpEACTaBIICH
PEeUMYIIECTBEHHO B KieTkax ['onbku BToporo tuma (Ince et al., 1993). K takum
KJIETKaM OTHOCSTCS KaHJEISIOPOBUIHBIC W KPYITHBIE KOP3WHYATHIC WHTEPHEHPOHBI
kopel Oonbrmx  monymiapuii  (DeFelipe, 1997; Wonders, Anderson, 2006),
KOpP3MHYATHIC U 3BE34aThle HMHTEPHEUPOHBI MO3keuka (Scotti, Nitsch, 1992; Kosaka
et al., 1993), unrepueitpons! runnokammna (Sloviter, 1989) u cniuaHoro mo3ra (Antal
et al., 1990; Anelli, Heckman, 2005; Todd, 2017). Pexe mnapBanbOymuH
JKCIIpeccupyercs B KieTkax [ONbIKM MEpBOrO THMA: MO3KEUKOBBIX KIIETKaX
ITypxkunabe (Scotti, Nitsch, 1992; Kosaka et al., 1993; Bastianelli, 2003),
POEKIIMOHHBIX HelpoHax Tanamyca (Rausell et al., 1992; Jones, 2001), 6megHoro
mrapa (Kita, 1994), uepnoii cyoctannuu (Gerfen et al., 1985) u KpynHbIX CIIMHATBHBIX
(Carr et al., 1989 a, 6; Antal et al., 1990), perunanpabix (Hamano et al., 1990; Sanna
et al., 1990, 1993; Cuenca et al., 2002), koxneapubix (Spatz, Lohle, 1995; Kaur et al.,
2017) u BectuOyasipubix (Demémes et al., 1993) ranrmno3HbIX KISTKaX.

B menom, mapBasibOyMuH CBSI3BIBAIOT C KJIETKAMHU, OOJANAIOMIUMH OBICTPOM
paspsakoi (Kawaguchi et al., 1987; Celio, 1990; Hu et al., 2014) u BeICOKMM ypOBHEM
metabonu3ma (Braun et al, 1985; Karmy et al., 1991). On skcmpeccupyercsi B
["AMKeprudecknx TOPMO3HBIX HHTEpHEHpOHaX Kopbl Oombimx monymapuid (Celio,
1986; Kosaka et al., 1987; Demeulemeester et al., 1991; Hendy, Jones, 1991; Kubota
etal., 1994; Gonchar, Burkhalter, 1997), tanamyca (Stichel et al., 1988; Palestini et al.,
1993; Amadeo et al., 2001), mozkeuka (Bastianelli, 2003) u runmokamma (Kosaka et
al., 1987; Katsumaru et al., 1988; Aika et al., 1994). B HeKoTOpBIX siipax CTBOJIA MO3Ta
KpBIC TapBaIbOYMUH KODKCIIPECCHPYETCS TakKe C TOPMO3HBIM MEAUaTOPOM
riuHomM (Aoki et al., 1990).

Takum o0pa3om, KanbOMHAWH M HapBaIbOYMUH HKCIPECCUPYIOTCS MHOTUMHU
BCTAaBOYHBIMU U MPOEKIMOHHBIMU HEUPOHAMU U TEM CaMbIM BBICTYNAIOT MapKepamMu
HEMEePEeCeKAIMMXCs WK C€1ab0 TMepeceKaronuxcsl MONyJsauid KIETOK B Pa3HBIX
oTAenax ICHTpadbHOUW M mnepudepuueckoir HepBHOW cuctembr (Arai et al., 1994;

Andressen et al., 1993).
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I'/TABA 2. MATEPUAJI U METO/IbI

2.1. DkcnepuMeHTAJIbHASA MOJEJIb

Uccnenoanne mpoBeaeHo Ha 20 HOpMalbHO  MUTMEHTHPOBAHHBIX
OecropoIHbIX B3pOCbIX Kolmkax (Tadm. 1). [TocraHoBKa OMBITOB MPOBOAMIACH HA
OCTpoOii MOJIeTTU B3pPOCJIOTO nernepeOpupoBaHHOTO KUBOTHOTO. Bce
AKCIEPUMEHTAJIbHbIE MPOLEAypbl NpoBOAUIUCh corjmacHo JlupektuBe CoBera
EBpomneiickoro  Ilapnamenta 1o  3amuTe JKMBOTHBIX, HCHOJB3YEMBIX IS
AKCIIEPUMEHTAJIbHBIX M Jpyrux HayuyHbix wnenedt (2010/63EU) u c paspemenus

Komuccun no stuke Muacturyra dusnonorun um. W.I1. [Tanosa PAH.

2.2. Onepauus 4 3MUAYPAJIbHAS CTUMYJISIIHAS

Onepauusn. Bce dKcniepuMEHTaIbHBIE MPOIEAYPHl MPOBOIWIA IO OOIINM
Hapko3oM (cmech wu3oduiopana (2-4%) wu  kucinopona). CTemeHb aHeCTe3UH
KOHTPOJIUPOBAIIM B 3aBUCHMOCTH OT PEAKIIMOHHON CITOCOOHOCTH 3PAvyKOB M OTBETHOU
peaknuy Ha MEXaHMYECKOEe JABJIICHHE Ha KOXY Jam. 3aTeM WHTYOMpOBAIHM Tpaxero,
YPOBEHb AHECTE3WH IMONICPKUBATN WHTAIAIMOHHO. ['0J0BYy, TTO3BOHOYHHK W Ta3
(GUKCHpOBaTM Ha IKECTKOM pame crepeoTakcuyeckod ycraHoBku (puc. 9 A).
[TocpencTBOM TpemaHamuy 4Yeperna W IMOCIEAYIONEro YAAICHUS KOPbl OTKPBIBAIH
JOCTYI K YETBEPOXOJIMHSIM CPEIHETO0 MO3Ta, IMOCJE Yero MPOM3BOIMINA TEPEPE3Ky
CTBOJIa HA MPEKOJLIMKYJISIPHO-ToCTMaMMUUIIpHOM ypoBHe (puc. 10). Ilpu Ttakoi
nernepeOpanuy yaauseTcss UCTOYHUK CIOHTAHHOM JIOKOMOIIMHM — CYOTaJlaMHYeCKOe
SIPO U COXPAHSIOTCS CTPYKTYPBI, O0OECIEYMBAIOIINE HOPMAJILHOE pPACIIPE/ICICHIC
MBILIICYHOI'0 TOHYCa (BECTHOYIIApHBIC AApa, KpacHOE sApo, uepHas cyocranuus) (Carr
et al., 1995; Noga et al., 1995; Huang et al., 2000; Dai et al., 2005; Musienko et al.,
2007; Duru et al., 2015). /Insg ocTaHOBKH KPOBOTEYECHHS IOCIE JclepeOpanun B
YepernHod KOpoOKe yCTaHaBIMBAIM IUIOTHYIO TammoHany. [ns mocnemyromei
snuaypanbHol cTumyisanuu (3C) CHMHHOTO MO3ra MPOU3BOIMIN JIAMUHIKTOMHIO Ha

ypoBHE 4-5 NMOSICHUYHBIX TTO3BOHKOB.
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Tabnuya 1. Kusomuvie, ucnonvzyemvle 01 KAPMUPOBAHUS CHUHHO20 MO324 U
8bIsB/IeHUST HEUPOHO8, UMMYHONO3UMUBHBIX K C-FOS, kanbOunouny u napeaiboymuny.

Kaptuposanue c-Fos KaneOungun  IlapBansOymun

K7 + (XB1) +
K8 +
K10
K11
K12
K14
K15
K16
K17
K18
K23 + (XHI)
K26 + (XH2)
K27
K29
K31
K32
K35
K36
K37
K38

+ (XB2) +

+ (XB3)

+ + + + + 4+ + + +

+ + + + + +
+ + + + +

+ (XH3)

+ + + + + + + +



CEHCOPbI CUINOBbIX OMOPHbIX PeaKLuuii

BMAaeo 1

-—TpenbaH

BMAEO 2

Pucynox 9. Cxema sxcnepumenmanvrou yemanosxu. (A) I'onosa, nozsonounux u ma3s
3aKpenjieHbl Ha pame Cmepeomaxcd. INUOYPATIbHLIU INeKmpPoOd No08edeH K
00P3aNIbHOU NOBEPXHOCU CNUHHO20 MO32d. 3a0HUe 1anvl PacnoN0NCeHbl HA JleHme
mpeobana, nod KOMoOpou HAXOOAMCS CEHCOPbL CUNLOBbIX Hazpy30K. [lomenyuomempol
NpUKpenieHvl K J00bINCKAM 3a0HUX KOHeuHocmeU. B obnacmu epyou pacnonoiceHul
0amuuKu, CHUMarwue NOKA3AHUS 4aCmOmyvl  ObIXAMENbHbIX — OBUNCEHUU U
anekmpoxapouocpammol. (b) Buoeoxkamepvi chumarom nammepr xo0b0bl N0 JeHme
mpedbana cOOKy u c3aou.
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A

Pucynox 10. Mecmo nepepesku cmeona Mmo3zea KOWKU NpU NPeKOLIUKYISAPHO-
nocmmammunapHoul deyepeopayuu (adanmuposano uz Orlovsky et al., 1999). Paspes
obosnauen cuneu cmpenxot, Cl — Colliculus Inferior, CS — Colliculus Superior, NR —
Nucleus Ruber, CM — Corpora Mamillaria, SLR — Subthalamic Locomotor Region, VN
— Vestibular Nuclei.

Taxk kak mociie nmpoBeneHus nerepedpanuu HapKOTU3aIus )KHBOTHOTO O0JIbIIe
HEe TpeOyercs, MO OKOHYAHMIO BCEX XHPYPTUYECKHUX TMPOIEAYp OCTaHABIWBAIU
nocTyIuieHre Hapko3a. [locneayromue 3KcrepuMenThl HaunHamu yepe3 2-3 yaca. Bo
BpeMsl DKCIIEPUMEHTa JUIsl TOJJCPKaHHsl CTAaOUIBHOTO COCTOSIHHSI >KHMBOTHOTO
HETPEPBIBHO OTCIICKUBAIH PUTM cepaedHbIx cokpamenui (100-130 yu/mMuH), 4acToTy
IbpIXaTebHbIX  JBWOKeHHHA (20-35 TMKIOB BJOX-BBIAOX/MHH) M PEKTAIBHYIO
temnepatypy (38-38,5°C). s npenoTBpaIieHUs pa3BUTHS OTeKa U BOCITATUTEIbHBIX
IPOIIECCOB, B TEUEHHE BCETO JKCIMEpPUMEHTa Kaxkaple 60 MUHYT BHYTPHUMBIIICYHO
BBOIMIM 110 0,5 MJT TpeIHU30I0HA.

Snuoypanvnan cmumynayus. BBI30B JTOKOMOIIMHM SKCIIEPUMEHTAIHLHOTO
YKUBOTHOTO OCYIIECTBIISUIM C IOMOIIBIO 3aKPEIJICHHOTO Ha MHKPOMAHMITYJISTOPE
IIApUKOBOro aiekrposaa (auamerp 0,5 MM), moaKIOYEHHOro K cTMysTopy (A-M
Systems, model 2100). DnekTpoa ycTaHABIMBAIU Ha TBEPAYIO 000JO0YKY CITMHHOTO

Mo3ra B o0OJylacTh jJamuHA3KTOMHH. Ha YPOBHEC C IIATOI'O IIO CGI[LMOﬁ MOSICHUYHbBIN
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CEeTMEHT HaXOJMJIM TOYKY MPUIOKEHHUS AJIEKTPOJa, MPH ONTUMAIBHBIX MapaMeTpax
CTUMYJISILIMM KOTOpBIM (dactoTa ctuMyssiinu 5 ', anutensHocTh ctumyna 0,2-0,5
Mmc, cuia Toka 220-300 MKA) y *KMBOTHOI'O BBI3BIBAJIM MOOYEPEAHbIC IIaraTeIbHbIC
JBIDKCHUST 3aJHUX KOHEUHOCTeW 1o JeHTe Tpeadana (ckopocts 0,5 m/c) B
HaIpaBJICHUU BIEPE WU Ha3a/l.

Hccnedosanue cnunHaibHblX HEUPOHHBIX cemell, 3a0eicmE08AHHBIX 6
KoHmpoie 10Komoyuu ¢ paznvix Hanpasaenuax. OTHUM U3 IIAPOKO UCTIOIb3YEMbIX
croco0oB BBISIBJICHUS aKTUBUPOBAHHBIX HEHPOHOB SABIISIETCS
UMMYHOTUCTOXUMHUYECKUI METOJ] BU3yAIM3ALIUU TIPOIYKTa SKCIIPECCUH PAHHETO T'eHa
c-fos (mogpoOHee cM. MPUIOKEHHE K METOJIaM HCCIeIOBaHus). B CBsA3M ¢ TeM, 4TO
cTpecc U 0OJIEBbIE ONIYIICHUS SBISIIOTCS CUJILHEUITUMHU CTUMYJIAMH, BBI3BIBAIOIAMU
cuHTe3 Oenka C-FOS, mocne mpoBeneHns BCeX MOATOTOBUTEIBHBIX U XUPYPTUUECKHUX
IpOLEeayp CleaoBal Iepuoa Imokos (2-3 yaca), HEOOXOMUMBIM JjIsi BO3BpAICHUS
KOHIICHTpAIH Oeika K CBoeMy 0a3ajbHOMY YPOBHIO. DKCIEPUMEHTATbHBIN MPOTOKOJI
cocrosn u3 18-22 cTuMynsSuoHHBIX ceccuil Mo 1-2 MUHYTBI, BO BpeMsi KOTOPBIX
’KUBOTHOE OCYIIECTBIISUIO MIAaraTeibHble IBMKEHHS MO JIeHTe Tpeabana. Tak kak
JUTATENbHAS] CTUMYJISIIHS TPUBO/IIIIA K PA3BUTHIO YTOMJICHHS U YXYALICHUIO MaTTEPHA
XO0JbOBI, MEXIy CECCHSIMH CJIEIOBAN MEPUOJ OTIbIXA UIUTEIHHOCTHIO 2-4 MHUHYTHI.
OO1ee BpeMst BceX CTUMYIIAIIMOHHBIX CECCUN M TIEPUOI0B MEXKIY HUMH COCTaBIISIIO
1,5-2 gaca — onTUMaJIBHOE JJIS1 TOCTHXKCHUS MaKCUMaTbHOW KOHIIEHTPAIMH OeiKa C-
FOS B sapax akTHBHBIX HEWpPOHOB (MOJApoOHEE CM. NPWIOKEHHE K MeToAam

UCCIICJIOBAHUS ).

2.3. MeTroabl perucTpauuy U aHAJINU3 MOJTYYEHHbIX TaHHbIX

Perucrpanuio 3JeKTpUYECKONW AaKTUBHOCTH MBI 3aHUX KOHCUHOCTEH
HPOBOJMIIM TOCIC HUMIUIAHTALMU OWIOJIAPHBIX dJieKTpomuorpadpuueckux (OMI)
AJIEKTPOIOB OMIIaTepaibHO B HMKPOHOXHYIO Mbiiy (M. gastrocnemius lateralis,
pasrubaresibHasi MbIIIIIA TOJEHOCTOITHOTO CyCTaBa) M OOJbIIecOEePIIOBYIO MBIIIITY (M.

tibialis, crubarenpHast MbIIIA TOJACHOCTONMHOrO cycraBa). Curnaiasl ot OMI
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anekTpooB ObuIM auddepenimanbao yemiaeHsl (A-M - Systems, model 1700, ¢
yactoroil nmpomyckanusi 30 I'm—5 kl'm), ux nanpHeWIIWMN aHaAW3 MPOBOJIWIU B
nporpammHoM komruiekce MATLAB R2017b.

Peructparuio CHJIOBBIX OIMOPHBIX PEAKIMH OCYIIECTBISUIA C TMOMOIIBIO
ceHcopoB cmioBbix Harpy3ok (1002K, VISHAY), pacmonaraempix I0J JICHTOU
tpeaodana (puc. 9).

Perucrpanuioo KHHEMAaTHKH JBWKCHHH TPOBOJWIX: 1) ¢  IMOMOIIBIO
MOTEHIMOMETPOB, MPHUKPEIICHHBIX K JIOJBDKKE SKCIIEPUMEHTAIHLHOTO JKUBOTHOTO,
2) MOCPEJICTBOM JIBYCTOPOHHEH Buacopeructpanuu (25 kaap/cek, BHIcOKaMepbl
pacroJyiarajguch c3aau u cooky) (puc. 9 A, b).

B nepBoM citydae, BBISBIISUIN CIIEIyIOIIHE OCOOEHHOCTH JIOKOMOTOPHOTO LIHMKJIA
JUTSL KQKJI0M U3 JIaIl: JUIMHY I1ara, JJIMTeIbHOCTh OTIOPHOU (a3bl, NITUTEIBHOCTD (Pa3bl

HepeHoca, JUIMTEIHbHOCTh JIOKOMOTOPHOTO ITMKJIa U 9acToTy miara (puc. 11).
15
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Pucynox 11. Aunanuz epaguxa Kpusvix, noiyueHHvIX ¢ HOMEHYUuomempos. /[nuna
Kaxco0o2o waza Onpeoesiemcs amMniumyoou oOmoenbHou Kpueou. J{numenbHocmy
JIOKOMOMOPHO20 YUKAA DABHA BPEeMeHU MeNCOy O08YMsL BEPXHUMU NUKAMU KPUBOLL.
Jnumenvrocms ¢hazvl nepenoca onpeoensiemcs 8pemeHem mMexncoy 8ePXHUM NUKOM U
NOCNeOVIOWUM HUNCHUM, OIUMENbHOCb (Pa3bl ONOpbl — MeHCOY HUNCHUM HNUKOM U
nocneoyrowum eepxuum. Yacmoma waza pagua Konuuecmsy 10KOMOMOPHBIX YUKTIO8
O€IeHHbIX HA 8peMS, 3d KOMOpoe OHU ObLIU OCYUWECMEIeHbL.
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Bo BTOpOM cnydae, st OLIEHKM OCOOEHHOCTEH XOJLOBI MO BUIIEO C KaMEphI
cOoKy, ObUIM YCTaHOBJICHBI CBETOOTPAXKAIOIINE MapKephl Ha TPEOCHb MOAB3IOUTHON
KOCTH (Ta3), 0oJibIol BepTel (0eapo), HApYKHBIN MBIIIEIOK (KOJIEHO), JIATEPATIbHYIO
JOABIKKY (TOJIEHB), MTUCTAbHBIM KOHEIl MATOW IUTFOCHEBOM KOCTH (IJIFOCHA) U Ha
KOHYHK JIeBOM Jamnbl (manbiisl) (puc. 12 A, B). C noMo1po BUaeo3amnuceii ¢ kKamepbl
3aJIHETO BUJA, ObLIM MOJYYEHBI JaHHbIE 00 OTKJIOHEHUHU KOHEYHOCTEH B MEIUaIbHO-
JaTepaJbHOM HAIpPaBICHUH OT OCH, MPOXOJAIIEH dYepe3 >KECTKO 3aKpeIICHHBIH
MO3BOHOYHBIN CTOJIO OJKCHEPUMEHTAIBHOTO >KHUBOTHOTO. AHAJIU3 MOJTYYEHHBIX
BUJICO3ANUCEN  OCYIIECTBISUIM  MOKQJAPOBO B MPOTPAMMHOM  KOMILJIEKCE
VirtualDubMod 1.5.10.1, mo3BosnsioiemMy BbISBISTh YIII0OBbIE H3MEHEHHUS B CyCTaBax
3aJIHe KOHEYHOCTH, BOZHUKAIOIIME MPU CTHOAHWU U pa3rubanum Oenpa, KoJeHa H
JOJIBDKKU B PAa3IMYHbIE MOMEHTHI JJOKOMOTOPHOTO ITMKJIA — MEPUOJbI TEPEHOCHl H

onopsl (moapoodHee cM. puc. 13).

2.4. llepdy3ust u 00padoTKa rHCTOJOTMYECKOr0 MaTepuasa

Hepghy3ua. Yepe3z 15-20 MuHYT mocie OKOHYAHHS JKCIIEPUMEHTA TIOJ
riryookuM Hapko3oM (5% wu3odiopaH) IpOBOAMIM TPpaHCKApIUAIBHYIO Mepdy3uio.
Jlnis ipeaynpexaeHns CBEpTHIBAEMOCTH KPOBH M 00pa3oBaHus TpoMOOB 3a 10 MunyT
70 Havaya nepdy3un BHyTpuMbImedHo BBojwin renapus (0,5 mur/kr). TTpombIBKY
COCYIOB OT (DOPMEHHBIX DJEMEHTOB KpPOBU OCYLIECTBISUIM (PU3MOIOTHYECKUM
pactBopoM (0,9% wnatpus xiopua, 700-800 mu/kr, pH 7,4, 25°C), dukcanuio — 4%
pactBopoM napadopmansaeruga Ha 0,01 M docharaom 6ydepe (pH 7,4, 600-700
mir/kr, 25°C).

Huccekyuna. Ilo oxkoHYaHuM TEepPy3ud OPOBOJWIM  AHATOMUYECKOE
npenapupoBanue. [locie yaaneHnss MITKUX TKaHEH CIIMHBI BMECTE C TIOTIEPEYHBIMU H
OCTHUCTBIMH OTPOCTKAaMH CHHUMAJM JYXXKH IMO3BOHKOB T112-L7 (puc. 14 A). 3atem
yIaJSIM TBEPAYIO MO3TOBYIO 000JIOUKY C 10P3aIbHOM MOBEPXHOCTH CIMHHOIO MO3ra
Tak, 4TOOBI 00ECTEYNUTh IOCTYI K JOP3aJbHBIM KOPEIIKaM M CIIMHHOMO3TOBBIM

raurnusMm. I 'aHriauu OTIPCIIAPOBBIBAJIM WM H3BJICKAJIN M3 IIO3BOHOYHOI'O KaHaJa IJId
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Pucynox 12. Ananuz xunemamuku osudxicenuu. A — noa0HCEHUE CBEMOOMPANCAIOUIUX
mapkepos. b — uzmepenue 3nauenutl yenoe 6 cycmasax 3a0HUX KOHeYHOCMeU npu
xo0vbe. Ha xadicoom xkaodpe eudeozanucu ceemoompadxcaowue mapkepsvl HA
KOHEYHOCMU HCUBOMHO20 COCOUHANU NPAMBIMU TUHUAMU. Medwcoy numu onpeoensinu
yelbl, N0 KOMOPbIM OYEHUBAIU KAYeCMB0O X00bObl.
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Pucynox 13. Cxemamuunoe uzobpadxicenue J10KOMOMOPHO2O YUKIA OA5 OOHOU
koneunocmu (aoanmupoearno no Stuart et al., 1973). Bwidenstom uemvipe @asvi
waeamenvnoco yuxia: F, E1l, E2 u E3. ®aza F (om aunen. flexion — ceubanue)
Ha4YUHaAemcs 8 MOMEHM OMMAIKUBAHUS KOHEYHOCMU OMm ONOPHOU NOBEPXHOCMU,
conpogoxcoaemoe ceubanuem bedpa, KoaeHa u a00vixcku. 3amem ciredyem ¢gaza E1
(om anen. extension — pazeubanue), HAUUHAIOWAACS C PA3CUOAHUS KOJICHA U TOOBIHCKU.
Omu oee ¢hasvt obecneuusaiom nepenoc (SWINQG) Koneunocmu Hao J1OKOMOMOPHOU
nosepxrocmouio. Ilocne ueeo cnedyem nepuoo onopwi (Stance), xapaxmepusyrowutics
Ha 8ceMm CB0eM NPOMAJICEHUU NOCMENeHHbIM paseubanuem deopa. Januwiii nepuoo
exatouaem 6 ceds ¢azy E2, 6 xooe xomopoii npoucxooum pazeubauue Koleua,
JIOOBIJICKU U NIIOCHe-Qhalan208020 Cycmasa ¢ noodepaickou eeca mena, u ¢gazy E3,
Xapakxmepuzyrowyrocs NOJHbIM — pazeubaHueMm 8cex CYCMA8o8  KOHEUYHOCHU.
Pasnonanpasnennvimu cmpenkamu 0003HaAUeHbl NEPEKTOUEHUsT MeHCI)y Nepuooamu
nepeHoca u onopbl, YepHuIMU MOYKAMU TOKOMOMOPHBI YUK NOOeIeH Ha (a3bl.

JydIed BU3yalu3aluu 00JIaCTe BXOAa JOP3albHBIX KOPEIIKOB B CIHMHHON MO3T
(puc. 14 B), MapKUPYIOIIMX TPAHUIIBI CETMEHTOB.

B nureparype onucanbl pa3inyHbIe CIIOCOOBI ONPEIEICHUS TPAHHI] CETMEHTOB.
OniHU aBTOPHI MOJIATAOT, YTO CETMEHT BKJIFOYAET KOPEIIKOBYIO YacTh M MPHIICIKAIIYIO
K He#t poctpanbHo OeckopemnikoByro (Ko et al., 2004), npyrue — mao6opot (Thomas,
Combs, 1962, 1965; Farag, 2012; Canbay et al., 2013). B 1anHOM HCCIIeJOBAHHH MbI
UCIIONb30BaK mepByto Monaenb (puc. 14 B). Ha ocHOBe naHHBIX O TpaHHUIAX
CETMEHTOB OIPEICIISIIM TOYHOE IMOJIOKEHUE JIAMHHIKTOMHUA W TOYKH TPHUIIOKCHUS
SMHIYPATLHOTO 3JIEKTPO/IA.

[To BBISABICHHBIM I'paHHMIIAM CETMEHTOB MTPOU3BOIAMIM TPAHCCEKIIMIO CITHHHOTO
MO3ra M OTJIENbHBIE €T0 AJIEMEHTHI mocienoBaTenbHo nepeMenianu B 20% u 30%

pactBopsl caxapo3wl (Ha 0,1M ¢ochatHom Oydepe) mo HacwimeHus (1-3 mHs).
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Pucynox 14. Jluccexyus cnunnoeo mosea. A — yoanenue O0yiHceK HO360HKOS;
b — omnpenaposvisanue canenues (0603Hauensbl KpacHbIMU CIMpenKamu), onpeoeienue
2PaHUY CecMeHmo8 CHUHHO20 MO032a NO 001acmam 6x00a Kopewikos, B — anecopumm
onpeoenenus epanuy ceemenmos (b/K — 6eckopewxosas 3ona, K — kopeuwikosas 301a).
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JlaHHBIE PacTBOPHI 00ECIICYMBAIOT KPHOIIPOTEKIIMIO CIIMHHOTO MO3Ta MPH MOJTYYCHUN
Ha 3amopaxwuBaroniemM mukpotome (Reichert, I'epmanus) 50 MKM momepevHbIX U
TOPU30OHTAIBHBIX cpe30B (puc. 17), Ha KOTOPBIX OCYHISCTBIISIOCH JalibHEHIIEe
UMMYHOTHCTOXUMHUYECKOe HccieaoBanue. [lomydennbie cpe3sl xpanuwin B 0,01 M

docharaom Oydepe (pH 7,4) ¢ 1% NaNz npu remneparype +4°C.

A =)

noriepevyHas pes3ka R rOPU3OHTalrlbHaA pe3Kka

Pucynok 15. I[Inockocmu pe3xu cnunHo20 Mo3ea. A — nojyyeHue nonepeuHbix cpe3os;
b — nonyuenue copuzonmanvhvix cpezos. Cmpenkamu obosnauenvl pocmpanvhsiil (R)
u kayoanvnoviii (C) Konysl cnunHo20 Mo324.

2.5. I/IMMyHOFI/lCTOXI/IMI/I‘IeCKoe BBIFIBJICHHC AaHTUI'CHOB

BeIsiBIIeHUE TPOAyKTa SKCIIPECCHH TeHa C-fOS U KasbIHii-CBA3BIBAOIINX OCIKOB
(kanbOMHIMHA W MapBaibOyMHHA) OCYIIECTBISJIM C TOMOIIBIO  HENPSIMOIo
UMMYHOTUCTOXMUMHUYECKOTO  METOJIa Ha  TONMEpPEeYHBIX U  TOPU3OHTAJIBHBIX
CBOOOTHOTIIIABAIOIINX cpe3ax cermeHToB L1-S1.

B Hauane BBIMOTHEHUS MPOTOKOJIA M MEXKIYy BCEMH NPOIETypaMu Cpe3bl
npombiBaiu B 0,01 M docdaTtro-coneBom Oydepe 3 paza nmo 10 munyT. [leMackupoBKy
anTureroB mpoowin B 1% NaBHs B Teuenne 15 MuHyT. AKTUBHOCTH DHJIOTCHHOU
NEPOKCUAa3bl OJOKUpOBaIM TyTeM TmosydacoBo wuHKyOanuu B 0,3% H20..
Hecnienuduuaeckyro peakiuio antuten mofasisiin 1,5% HopManbHOW CBIBOPOTKOM
ko361 (NGS, Vector Labs, Bemukoopuranus) ¢ 0,3% tputonom X-100 (90 munyT).
3areM, He IPOMBIBasi, CPe3bl MHKYOUPOBaU B TeueHue 72 yacoB npu +4°C B pacTBOpe
NIEPBUYHBIX aHTUTEII: TOJIMKJIOHAIBHBIX aHTHUTEI Kpostrka k C-F0s (1:10000, Millipore,

CIIIA), MOHOKJIOHAJILHBIX aHTUTEN MBIIHM K KaapouHauHy 28 xJla (1:2000, Sigma-
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Aldrich, CIIIA) win MOJIMKIOHATBHBIX aHTUTEN KpoJiMKa K nmapanboymuny (1:3000,
Abcam, CIIIA) (ta6xa.2). K pactBopy mnepBuuUHbIX aHTUTen AoGaBmsum 1,5%
HOPMaJIbHYIO ChIBOPOTKY K03bl U KoHcepBaHT 0,1% NaNs. 3arem cpe3sbl
MHKYOHUPOBAJIK B pacTBOpPax OMOTHHUINPOBAHHBIX BTOPUYHBIX aHTHTE: aHTU-KPOJIUK
(1:600, Vector Laboratories, BemukoOpurtanus) wiau antu-mbinb (1:600, Vector
Laboratories, BenukoOputanus) B Teuenue 24 dacoB (tabm. 2). K pactBopy
BTOPUYHBIX aHTUTEN Takke no0asisn 1,5% HopManbHYI0 CBIBOPOTKY K036l U 0,1%
NaNsz. 3arem cpe3bl WHKYOMpOBaJM B aBUAMH-OMOTHHOBOM KOMILIEKCE C
nepokcunasoit (ABC Elite system, Vector Labs, BenukoOpuranusi) B TeueHHE daca.
Busyanuzanuio MepoKCHIa3HOH PEaKIMU OCYIISCTBISUIM C TIOMOIIBIO XPOMOTCHA
muamuaOen3uauHa ¢ NICl u 0,03% H20.. Ilociae npoMBIBKH B JUCTHIITMPOBAHHON
BOJIC Cpe3bl MOHTHPOBAIM Ha JKCIATHHU3WPOBAHHBIC IMPEIMETHBIC CTEKIIa,
BBICYIIIMBAJIH, TIOJIBEPTAIN 00C3BOKUBAHUIO B CIIUPTaX BOCXOJAIICH KOHIIEHTPAIUN
(2 x 70%, 2 X 96%, 2 x 100%) u mpOCBETICHUIO B KCHIIOJIC, TTOCIIC Yero 3aKIF0Yad B

MoHTHpYomyto cpeny (Bio Mount HM, ltaly).

Ta@mua 2. HCI’ZOJZbS’yeMble nepeudrsle U 6mMoOpudHsble aumumeid, UxX XapaxkmepucmuKku.

AHTHTEJIO HUcTounuk Pa3Benenne IIpon3BoauTeb, Ne mo karajaory
Anti-c-Fos Kponuk (moJuKIoHaIbHBIE) 1:10000 Millipore, ABE457
Anti-Calbindin-D-28K Mbiiiib (MOHOKJIOHAJIBHBIE) 1:2000 Sigma, 063M4760
Anti-Parvalbumin Kpomnuk (mosukioHaibHbIE) 1:3000 Abcam, ab11427

Anti-Rabbit IgG Ogua 1:600 Vector Laboratories, BA-1000
Anti-Mouse IgG Jlomane 1:600 Vector Laboratories, BA-2000

I[J'I?I BBIABJICHUSA CHCLII/I(I)I/I‘IHOCTI/I AHTUTCJ]I HCCKOJIBKO CPE30B CIIMHHOI'O MO3ra
noaBCpraivu CTaHAapTHOMY MMMYHOTIHCTOXMMHUUYCCKOMY IIPOTOKOJIY, HO HCKIIOYaIn
JTaIl I[O68,BJ'ICHI/I${ NCPBUYHBLIX HJIM BTOPUYHBLIX AHTHUTCII. B Takom ciIy4dac, CpPE3bl

CIIMHHOTO MO3Ta OBUTH JIMIIICHBI KMMYHOTIO3UTHBHOM MeTkH (puc. 16).
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Pucynox 16. Ilposepra cneyugpuurnocmu uUMMyHOSUCOXUMUYECKO2O OKDAUWUBAHUSL.
llpeocmasnenvr cpezvl ¢ GvlasIeHHbIMU anmuceHamu (c-Fos, KanbOuHOuH u
napeanbOyMuH) U yeiuueHHvie U300paicenus UMMYHONOZUMUBHBIX HelipoHog (A, b,
B). Konmponvusie cpezvl noodsepeanu cmanoapmHOMy UMMYHOLUCHOXUMUYECKOMY
NPOMOKONY C UCKIIOYeHUeM 9mana 000aenieHus nepeuunvix auwmumen. I —
yeenuuenHoe uz00pasicerue cpe3a ¢ Omcymcemeuem MedeHHulx HellpoHOs.
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2.6. lu¢posasi 00padOTKa M aHAJIM3 THCTOJOTMYECKOI0 MaTepHaa

Hugposasn oopadomka. llonydenne 1HUGPOBLIX H300paXKEHUM CPE30B C
BBISIBIICHHBIMH aHTHTCHAMH TIPOBOIMIIN Ha KOMITBIOTEPHOM yCTaHOBKE, OCHAIIICHHOW
cBeToBbiM ~ Mukpockoniom Olympus CX31 (Olympus Corporation, Japan),
nporpammubsiM  koMiniekcom digiCamControl u xamepoii Nikon (D3200, Nikon
Corporation, Japan). Mopdosaorudeckuii aHaau3 orUGPOBAHHBIX H300paKEHUIN
Cpe30B MMPOU3BOIWIN B IIporpaMMHuoii cpeae Imaged Fiji (Schindelin et al., 2012).

Ilocmpoenue uszobpasicenuii, oOmpascarOWux CyMMAapHvlii RAMMEPH
pacnpeoeneHuss  UMMYHONO3UMUGHBIX  HeEUPOHo6. B  KaXIOM  CerMeHTe
MIOJICYMTHIBAIA YHACIIO UMMYHOTIO3UTHBHBIX HEHPOHOB B 5 paBHOYMAJICHHBIX JIPYT OT
Jpyra TOMEPEeYHBIX Cpe3ax chnuHHOro wmosra. B cpeme Imagel Fiji  kaxmwiid
UMMYHOTIO3UTHBHBI HEWPOH METHJIM TOYKOW (UKCHpoBaHHOTO pasmepa (20
ITUKCEJICH), a TPAHMITY MEXKIY CEPhIM H OSJIBIM BEIIECTBOM OOPHCOBBIBAIN KOHTYPOM.
B nanpHeiinem, Ha OCHOBE MOJIOKEHUS PENIEPHBIX TOUEK (00JIaCTH MPOTPY3UH OEII0ro
BEIIECTBA B CEpOE), OKOHTYpPEHHBIC H300pakeHUs oOwveawHsun B oxHo (Total-
N300paKeHne), TOdy4as CyMMapHBI TAaTTEepPH CETMEHTAPHOTO pacIlpeleIeHus
UMMYHOITO3UTHBHBIX HEHpOoHOB (puc. 17).

Dopmuposanue Kapm NJIOMHOCHMU UMMYHONRO3UMUBHBIX HelipoHos. B
nporpammuoM komiutekce ImageJ Fiji ma Total-uzo0paxeHusX TOUKH, MAPKUPYIOIINE
MMMYHOTIO3UTUBHBIE HEWPOHBI, pa3MbIBaM MO MeTony laycca (muamerp 125
nukceneit) (puc. 18) (MepkynabeBa, Hukutuna, 2010). IMonyueHHble yepHO-OeibIe
U300pKCHHSI TICPEBOMWIIM B  TICEBJIOIBET, TIC TPAJAUCHT 3EJICHO-KPACHOTO
MapKUpOBal IUIOTHOCTh  PACIPENCIICHUS HEWPOHOB, OT MHHUMAIBHOIO K
MaKCUMaJIbHOMY,  COOTBETCTBEHHO. VITOTOBBII  IIBETOBOWM  TpaaMeHT  ObLI

HWHIANBUAYAJIbHBIM IJIA KaXXKA0I'0 JKUBOTHOTI'O.
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Pucynox 17. Aneopumm  ¢opmuposanus  Total-uzobpasicenuti, ompasxicarouux
CYMMAPHBILL  NAMMEPH — CE2MEeHMAPHO20  PACNpeOeleHUss  UMMYHONO3UMUBHBIX
HeUpoOHO8 (NOSACHEeHUs 8 meKcme).
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Total-nsobpaxeHne

MakKcC.

NNOTHOCTb

nepesoa YepHo-6enoro

rpagmneHTa B o
ncesaouseT pAe

Pucynox 18. Aneopumm opmuposanusi kapm nIOMHOCIU UMMYHONOZUMUBHBIX
kremox na Total-uzobpasicenuu (nosicnenus 6 mexcme).

Buviaenenue 6 cepom eewjecmee oonacmeil KOA0KAIUAUUU HEUPOHOS,
UMMYHONO3UMUBHBIX K pa3Hbim mapKepam. Kak onucano panee, Total-usobpaxenus
C TOYKaMHU pa3MbIBaIM IO MeTOAy ['aycca, TeM cambIM I KaKJIOro THUMA MapkKepa
MOJIy9aJId U300PKEHHsI ¢ YEPHO-OENbIM TPagUeHTOM. 3aTeM Ha H300paKeHHSIX
WHBEPTUPOBAIIA I[BETA W TPHUAABAIA OEI0-4epHOMY TPAIAWCHTY pa3HbIC 3HAYCHWS:
KpacHbI — myig C-FOS-MMMYHONO3UTHUBHBIX KIIETOK, 3€JEHBIM — JUisi HEUPOHOB,

MMMYHOTIO3UTHBHBIX K KaJIbIMH-CB3bIBatOIMM Oeikam (puc. 19). [lanmee, Ha OCHOBe



71

perepHbIX ToueK (cM. Bhimie) nBa 10tal-m300pakeHus (4epHO-KpacHOE W YEpHO-
3eJIeHOE) OOBEINHSIIN B OJIHO, UCIIOJIb3YS PEKUM «IIEPEKPBITU» c10eB. [lomyuaemble
TaKUM OOpa30M YEPHO-)KEJNThIE I'PAJMEHTHbIE M300paKEHUsI OTPaXaroT TOJIBKO Te
30HBI CEpOr0 BELIECTBA, B KOTOPBIX HAOJIONAETCS MEPECEUEHUE ABYX I'PAJUEHTOB
(kpacHOTO U 3e1eHoro). Jlis moyiyueHus 3eJ1€H0-KpacCHOr0 Ipaiu€HTa, OTPAYKAIOLErO
CTENEHb NEPEKPBITHS JBYX METOK, YEPHO-)KEITOE H300pakeHUEe 00eCLBEUUBAIIH,
MHBEPTUPOBAJIM IB€TA M MPHUAABATU IOJYYEHHOMY YEpHO-0EIoMYy TIpaJUeHTy
KOHKPETHBIE 3HAYEHMsI, KaK 3TO OIUCAHO B MPEbIYIIEM IYHKTE MO (POPMUPOBAHUIO

KapT IUIOTHOCTH HEUPOHOB.

2.7. CTaTHCTHYECKHI aHAJN3 JaHHBIX

O0paboTKy AaHHBIX MPOBOJIWINA C KCIOJIb30BAHHEM IaKeTa CTATUCTHUYECKHUX
nporpamm Prism7 (GraphPad Software, Inc.). [ns cpaBHeHUs CpeIHUX 3HAYCHHA
MMMYHOITO3UTHBHBIX HEMPOHOB B 30HAaX HMHTEpPECa MEXIY XUBOTHBIMH C PAa3HBIM
HamnpaBlI€HUEM BBI3BAaHHOM XOAbObI OBUT HCHOJB30BAaH HeMapaMeTpUUYECKUi
U-kputepuit MaHHa-YUTHH; AJi1 CPAaBHEHUS CPEIHUX 3HAUYCHUN KUHEMATHYECKHX
XapaKTEPUCTUK 3aIHUX KOHEYHOCTEH (YIJIOB B CyCTaBax, JJIMHBI IIara, Ko3gpguuueHrta
aCUMMETPHH, CTAOMIBHOCTH JBUKEHUI ) MPU JIOKOMOLIMH, BbI3BaHHON DC pa3indHbIX
YPOBHEH MOSCHUYHO-KPECTIIOBOIO YTOJILEHHSI CIMHHOTO MO3ra ObUl MCHOJIb30BaH

KpUTEPHI HepapXxuuecKon JuHeHHoi Moaenu (Aarts et al., 2014).
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Pucynox  19.  Ancopumm  ewiAnenus  30H  KOJIOKAIU3AYUU  HEUPOHOS,
UMMYHONO3UMUBHBIX K PA3HbIM AHMUSEHAM (NOSCHEHUs 8 meKcme).
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Ipuioxkenue. UcciienoBanue akTUBMPOBAHHBIX HEHPOHOB € IOMOIIBLIO METOAA

MMMYHOTHCTOXMMHYECKOT0 BbISIBJIEHNSI ITPOYKTA paHHero rena c-fos

I'enpl paHHETO OTBETa (paHHWE TEHBI) — KJIACC TEHOB, MHIYKIIUS KOTOPBIX
IPOUCXOAMT YPE3BbIYaiHO OBICTPO B OTBET Ha BHekierounbie (Herrera, Robertson,
1996), a Taxke psa BHyTpukieTouHblx crumynoB (Karin et al., 1997). Oum
NPUHAMAIOT yYacTHE BO MHOXXECTBE IMPOIIECCOB, B TOM YHCIE OOMEHE BEIIECTB,
muddepennupoke u nponudeparnuu kiaetok (Healy et al., 2013). Ilpoaykramu
OKCIIPECCHH JaHHBIX TEHOB SIBIISIOTCS B MEPBYI OdYepelb TPAHCKPHUIIIHOHHBIC
daxtopsr (Greenberg, Ziff, 1984), a taxxe psa HUTOIIA3MATUYECKUX (EPMEHTOB U
apyrux cekperupyembix oenkor (Healy et al., 2013). Haunbonee u3y4eHHbIe MPOIYKTHI,
KOJIUpYEMbI€ paHHUMH I'€HaMH, OTHOCSTCS K ceMeiicTBam FOs, Jun, Myc u Eqr.

OcCHOBHBIMH TIpeACTaBUTENSIMU FOS ceMelicTBa TPaHCKPUIITMOHHBIX (PaKTOPOB
BeICTYTArOT Oenku C-FOs, FosB, Fra-1 (Fos-related antigen) u Fra-2 (Greenberg, Ziff,
1984; Zerial et al., 1989; Cohen, Curran, 1988; Nishina et al., 1990). B cBoei
CTpyKType JHaHHble Oenku oOmamaroT leucin zipper motmBOoM (JICHIIMHOBAsS
«3aCTeXkKay), Omarogapsi KOTOpOMYy OO€CHEUMBAETCS HX TEeTepOAUMEPHU3AIUS C
npejcTaBUTeNIeM OElIKOB ceMeicTBa JUN, pe3yiabTaTOM 4Yero siBIsieTcsl 00pa3oBaHUE
TPaHCKPHITIIMOHHOTO (haKTOpa, Ha3bIBaeMOTo akTuBaTOpHBIM Oenkom (AP-1) (Hughes,
Dragunow, 1995). B cBoro ouepenn, AP-1 ydacTByeT B aKTHBAI[MU T€HOB IO3HETO
OTBeTa (F€HOB OTCPOYEHHOT'O OTBETA WM (PEHOTHUI CHEU(PUUECKUX T€HOB), KOTOPbIE
1 o0ecreYnBarOT perysnuio auddepeHiupoBku U npoiudepanun kierok (Morgan,
Curran, 1991).

BeposiTHO, oHUM W3 TEpBBIX W HamOoJiee M3YYCHHBIX PAaHHUX TI'eHOB FOS
cemelicTBa sBisieTcsl TeH C-fOS M, COOTBETCTBEHHO, MPOJYKT €ro 3KCIPECCHH OCJIOK
c-Fos (Healy et al., 2013). c-Fos sisiercst romosorom Oenka V-FOS, oTKpbiTHE
KOTOPOr'0 Jaj0 Hayallo uccieaoBanuio panHux renoB (Curran et al.,, 1982).
CTpyKTYpHBIH COCTaB 3TUX OCIIKOB OYEHBb CXOX 33 HMCKIIIOUYCHHWEM ydacTka u3 48

amuaoKucoT C-repmunanu (Van Beveren et al., 1983).
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Okcnpeccust C-FOS Oenka TPOXOIUT OYEHBb OBICTPO M MMEET BPEMEHHBIH
xapaktep. Cunres cootBercTByroneid MPHK ocyliecTBisieTcsi B Te4€HNE HECKOJIBKUX
MHUHYT Tocie upenbssieHus ctumyna (Greenberg, Ziff, 1984) Makcumanbhas
KOHIIEHTpPAIIKS TOTOBOTO OeJIKa B SApe KJIETKU JOCTUTACTCS MPHOIU3UTEIBLHO Yepe3 1
gac (Morgan, Curran, 1991). Cnycts 4-6 yacoB mocjie OKOHYAaHHS CTHMYJISIHH
KOHIICHTpaIus Oelika IMOCTENEeHHO maaaeT A0 ciaemoBoro yposus (Ding et al., 1994;
Ikeda et al., 1994; Cullinan et al., 1995; Kovacs, Sawchenko, 1996).

Cunre3 Oenka C-FOS B siipax HEHMpPOHOB MHIYUUPYETCS MIMPOKUM CIIEKTPOM
Bo3aeucTBuM. lccnenoBaHuss Ha KIETOYHOM YPOBHE IIO3BOJIMUIM BBISIBUTH, YTO
BeIpabOTKa C-FOS cTuMynupyeTcst BiusHueM HeiipomenuaropoB (Arenander et al.,
1989) u daxrtopoB pocra (Bartel et al.,, 1989; Marconcini et al., 1999). ITo3xe
NpPUMEHEHUE METOJ]a BU3yalnHn3aiuu Oenka C-FOS ObII0 OCYIECTBIEHO B paboTax Imo
nzyuenuto Bo3xaerictBus Ha [IHC wonumsmupyromero (Pruschy et al., 1997) u
ynsTpaduoneroBoro wmimyuenus (Shah et al., 1993; Garmyn, Degree, 1997),
anekrpomarauTHoro moss (Rao, Henderson, 1996; Snyder et al., 2000), nekapcts
(Robertson, Fibiger, 1992; Singewald et al., 2003) u HapKOTHYECKUX MperapaToB
(Graybiel et al., 1990; Snyder-Keller, 1991; Uslaner et al., 2001; Wang et al., 2018).
Kpome Toro, maHHbIli METOJT MTO3BOJIIET MAPKUPOBATH 3JIEMEHTHI HEPBHOU CHUCTEMBI,
aktuBupyembie ofgopanTamu (Onoda, 1992; Gutrhrie et al., 1993; Wei et al., 2016),
ceetoBeiMu (Kaczmarek, Chaudhuri, 1997), sykoBeimu (Shizuki et al., 2002;
Campeau, Watson, 2003; Burow et al., 2005; Sugimoto et al., 2015) u GoseBbiMU
crumynamu (Coggeshall, 2005). Meron BbisiBieHus C-FOS-mo3utuBHBIX (FOSH)
HEHPOHOB TAK)KE IPUMEHSIOT JIJIsI OLICHKH CTEIICHH BO3ICHCTBUS HA HEPBHYIO CHCTEMY
takux (akTopos, kak ummooOmmm3arus (Keshavarzy et al., 2014), nenpuBaius cHa
(Gong et al., 2004), untencusHas dusnyeckas Harpyska (Lee et al., 2003).

Takum o00pa3om, Omarojgapss HU3KOMY OazaibHOMY YpPOBHIO Oenka C-FOS u
BBICOKOM  CTENEHM YYBCTBUTEJIBHOCTU K  IIUPOKOMY CIHEKTPY CTHUMYJIOB,
UMMYHOTUCTOXUMHUYECKUI METOJ] €ro BHU3yalW3allMk HIUPOKO MCIHOJb3yeTCs B
KaueCTBE  MapKepa  HEUPOHAJbHOM  AKTUBHOCTA B JKCIIEPUMEHTAIBHOU

HEHPOMOPGOIOTHH.
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I'/IABA 3. PE3YJIBTATDBI

Yacrs 1. JlokoMouusi, BBI3BAHHAS SMUAYPAJIbHON CTUMYJISIIIHEH

CIIMHHOI'O MO3ra

1.1 BbI30B JIOKOMOIIMY B HANIPABJICEHUH BIIePe] U HA3a/l IPU SMUIYPATbLHOH

CTUMYJAINHA PASTUIHBIX MOACHUYHO-KPECTHOBLIX CErMEHTOB CIIMHHOI'O MO3ra

J1J1s1 O1IeHKH CTIOCOOHOCTH BbI30Ba JIOKOMOIIMHU B HAMPABIICHUSAX BIEPE U Ha3a]l
npu OC pa3HBIX CETMEHTOB IMOSCHUYHOTO W KPECTLUOBOIO OTIEIOB, IPOBEIU
KapTUPOBAHHUE CIIMHHOTO Mo3ra. J[Jis 3TOro, CTUMYJIUPYIOLIUK 3JIEKTPO pa3Melany
Ha cerMeHTe LS5 U BBISBISIM MUHUMAJIBHYIO CHITY, IPU KOTOPOM HAOJIIOAJICS BHI30B
cTabuibHOM X0K0BI Briepen (1Mo kpaiineir mepe 10 maroB ¢ Xopoiei mocTaHOBKOMN
KOHEYHOCTH). 3aTeM C TOM e CHUIION TOKa CTUMYJTMPOBAIHU apyrue cermMeHTsl (L2-S1)
CIIMHHOTO MO3ra, OILICHUBAasi BO3MOXKHOCTh 3allyCKa XOJbObl BIEpPEe] U Hazal.
N3meHeHne HampaBieHUs JOKOMOIMU 00eCTIeYMBaIn NEPEKIIOUEHUEM HaIpPaBIICHUS
IBIDKCHHS JICHTBI TpeadaHa. 3HAYCHHE ONTHUMaIbHOM Ccuiabl Toka npu OC,
WHJUMBHUIYaJIbHOE IJI KaXKJOro *KUBOTHOTrO, BapbupoBasio oT 80 g0 250 mkA. Ilpu
OTCYTCTBUHM OTBETHOW peakunu Ha JC C ONTHUMaJIbHBIMU MAapaMETPAMU, CUJIY TOKa
nosbimanu 10 300-500 MKA, py 3TOM HM Yy OAHOTO M3 JKMBOTHBIX B TAKOM CIIydae
WHUIIMAIUY JOKOMOTOPHBIX JIBMDKEHUN HE HAOJI01a10Ch.

PesynbTaThl KapTHUPOBAHUS TMOSICHUYHO-KPECTIIOBBIX CErMEHTOB CIUHHOIO
mosra mpezactaBieHbl Ha pucyHke 20. IIpu DC cermenta L2 y Bcex ucclienyeMbIX
KUBOTHBIX (N=3) HEe HAOJIIOJAI0Ch MHUIIUAIIMK XOb0bI HU B OJJTHOM U3 HaINpaBJICHUH.
3C cermenta L3 y 67% xxuBoTHBIX (y 2 U3 3) BbI3bIBaja JIOKOMOIMIO BIIEPE/, HO HU Y
oxHoro — xoap0y Hazaa. DC cermentoB L4 (n=8), L5 (n=15), L6 (n=15), L7 (n=12) u
S1 (n=5) BbI3bIBaNa JIOKOMOLIMIO BIIEpPE]] Y BCEX TeCTUpPYeMbIX Koiuek. OmHako,
cTUMyJsanus cerMeHToB L4 u S1 He mHuImupoBaia JOKOMOIMIO Ha3aJ HU Y OJIHOTO
U3 )KMBOTHBIX (COOTBETCTBEHHO, N=8 1 N=6). Xoanba Ha3aa Oblja BHISBICHA TOJIBKO
npu OC cermeHToB L5-L7. B cermente LS cTuMynsiuus TOJBKO KayJadbHOW 4acTu

BbI3bIBajia X060y Hazan: y 38% xuBoTHBIX (y 3 u3 8). CTUMYISALUS pOCTPATbHON
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yacTu cerMeHTa L6 BeI3bIBasia X060y Hazan y 50% xkuBoTHBIX (4 u3 8), cpenneii — y
50% (5 u3 10) u xaynansHOM — y 80% (8 u3 10). CTuMynsmus pocTpaibHON YacTh
cermenTa L7 BbI3bIBaa X010y Hazan y 44% korek (4 u3z 9), cpeaneit —y 33% (2 u3
6) u kaynanpHoit — y 33% (2 u3 6). Takum oOpa3om, 00JaCTh CIMHHOTO Mo3ra, DC
KOTOpPOW BBI3BIBAET 00a BUJA XOABOBI, 3aHUMAET JOCTATOYHO Y3KYIO dYacTb

HOSICHUYHO-KPECTIIOBOI0 oT/eia (cerMentsl L5-L7).
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PucyHOK 20. KapmupoeaHue CnUHHO20 Mo32a. A — 2OpU30HmMAjlbHble JUHUU

COOMBEMCmMeEyIom OaHHLIM OMOENbHO2O HCUBOMHO20, NYHKMUPHbIMU JTUHUAMU
0003HAYEHbl SPAHUYLL MEHCOY Ce2MEeHMAaMU CRUHHO20 MO032d, MOHKUE cepble TUHUU
COOMBEmMCmeyIom ce2cMeHmam, Ha Komopwix ne npogepsnu oeticmeue IC,; moacmuoie
JIUHUU OMOoOpaxdicaom cecmenmsl CHUHHO20 Mo32d (U e20 yacmu), K KOmopulm Obvlid
npumernena IC; pe3yrbmam CMUMYAAYUU KOOUPYEMCS YBEMOM MOJICHIbIX JIUHUL
(Kpacublil — x00vba énepeo, CuHuli — Xx00b0ba HA3A0, 3eJIeHblll — OMCYMCmaUe Xx00bOvl
enepeo, xceimvlil — 0mcymcmaeue xo0bowl Hazao). b — npoyenmuoe vipasicenue yucia
arcueomuwvlx, IC CNUHHO20 MO32a KOMOPBLIX 8 0003HAYEHHOM Ce2MeHme Bbl3bléaild
X00b0y 6nepeo (kpachuas aunus) u Hazao (cunsasn aunus). Ilo ocu opounam — Homepa
arcusomuwvlx (A), npouyenmnoe uucino scueomuwix (b), no ocu abcyucc — nomepa
Cce2MeHmMOo8 CNUHHO20 MO324.
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Ha pucynke 21 npeacraBieH npuMep KUHEMaTUUECKUX ocoOeHHocTer u OMI

3aJTHUX KOHEUYHOCTEH npu x0160¢ Briepe (XB) u xoap0e Hazan (XH), BeizBanHbIX DC

OJIHOW U TOW ke Touku cermeHTa L6. Ilpu obOoumx Bugax XxoabpObl HaOmrOIaETCS

4yepeoBaHUEe DJICKTPUYECKONW aKTUBHOCTHU

B MBIIIIAX, CXOJHOE [JIs BCEX

HCCIICAYCMBIX KOIICK MW COOTBCTCTBYIOIICC OMI' JaHHBIM  1JII HWHTAKTHBIX

nokoMoTHpyoImuX skuBoTHBIX (Buford, Smith, 1993; Pratt et al., 1996).

xonp0a Briepen

Attt
3JICKTPOMHUOI'PAMMBbI
INOTEHLIUOMETPLI I 20 c™m
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I - dasa onopsl
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| — (pasa nepetoca

O6onbsuiedepronas meimna (I1K)
ukpoHoxHas Mpimna (I1K)
6onbiedeprosas Mpima (JIK)

uKpoHoxkHas Mbitina (JIK)

IIpaBas KOHEYHOCTDb

JieBass KOHECYHOCThb

[IpaBasi KOHEYHOCTbH
JieBasi KOHEYHOCTb

Pucynox 21. Dnexmpomuocpammor u kunemamuyeckue ocobennocmu npasoti (1K) u
nesoti (JIK) koneunocmeti npu xoovbe éneped u xo0vbe Hazao.



78

1.2 Oco0eHHOCTH KUHEMATHKH JIOKOMOTOPHBIX JABHKEHUH NP X0ab0e B
Pa3HBIX HANIPABJIEHUSAX, BbI3BAHHOM 3MHUAYPAJIbHON CTUMYJISIUE Pa3JINnYHbIX

MOSICHUYHO-KPECTHOBLIX CEFMEHTOB CITMHHOI'O MO3ra

Xoovba eneped. Mbl mpoBelIM CpPaBHEHHUE KHHEMATHYECKUX OCOOEHHOCTEH
JOKOMOTOPHBIX JBMKeHUW mpu XB, BbI3BaHHONW DC Ha Tpex YpPOBHSX CIHUHHOIO
mosra: cermeHrax [4-L5, L6 wu L7-S1. HccnepoBanue mnpoBeaeHo Ha 4
nerepeOpUpOBaHHBIX KOIIKaX, y KOTOpeix DC Bcex Tpex ypOBHEH MOSCHUYHO-
KPECTIIOBOTO OTJIejla CIMHHOTO MO3Tra Bbi3biBasia XB.

B Tabnmune 3 oToOpakeHbl CpeIHHUE 3HAYEHUS YIJIOB B Ta300€JApEHHOM,
KOJICHHOM M TOJICHOCTOITHOM CYCTaBax IIPH MaKCUMaJIbHOM CTHOaHUU 3aJiHEH
KOHEYHOCTHU BO BpeMs (ha3bl epeHoca 1 MaKCUMaJIbHOM pa3ru0aHuu BO BpeMs ¢asbl
onopbl. Tak, ObUIO BBIBIEHO, YTO B 3aBUCMUMOCTH OT TOUKU CTUMYJISILIUK CHUHHOIO
MO3ra KHHEMAaTHYECKHE XapaKTePUCTUKU XOJbObI 3HAYUTEIHHO BapbUPYIOT.
Haunmenbiine 3HaueHusi yriaoB BO BCEX TpeX cycraBax HaOmwogatorcs mpu OC
cermeHTOoB L4-L5. Ilpm crumynsuum cermenra L6 wuccrnemyemple IOKa3aTeld
HECKOJIBKO BhINIe. Hanbompinas aMImmTya IBKEHU KOHEYHOCTH ObLTa BBISBIICHA
npu OC cermeHnToB L7-S1. [TonyyeHHbIe JaHHBIE TO3BOJSIOT IPEANOI0KUTh, UTO MPU
OC poctpanbHbix cerMeHTOB (L4-L5) npeobsagaeT akTHBHOCTD MBI CrUOATENEH, a
IPH CTUMYJISIIHH KayaanbHbIX (L7-S1) — akTMBHOCTB MBI pasrudareneii. [Ipu atom
BBISIBJICHO, YTO BHE 3aBUCUMOCTH OT ypoBHsI DC CpeJHNE 3HAUCHUS JITMHBI 11ara mpu
BbI3BaHHOM XB omuHakoBel (puc. 22 A). [Ipu ctumynsiiun cermeHToB L7-S1 cpeanue
3HAQYCHUS YTJIOB B CyCTaBaxX 3HAYUTEIILHO OOJIbIIE, YEM MPU CTUMYJISIIUA CETMEHTOB
L4-L5 (puc. 22 B). CTaOMIBHOCTD JIOKOMOTOPHBIX JABHXKECHHH 3aTHUX KOHCUHOCTEH
npu OC cermenToB L4-S1 nocTatoyHo BeICOKA, OHAKO MPU CTUMYJISIIUUA cerMeHTa L6
ona pocroBepuo Hmwke (p=0,04) (puc. 22 B). Cpeanee 3HaueHue kodpduimeHrta
ACUMMETPHH JJIs1 JUTMHBI 1m1ara Hu3koe npu DC KakI0To YPOBHS CIMHHOTO MO3Ta, YTO
rOBOPUT 00 OJWHAKOBOWM JUIMHE Iara JIeBOM MW TMpaBOd KOHEYHOCTEH u

CUMMETPHUYHOCTH JJOKOMOTOPHBIX JBMXKECHHUH B 11esoM (puc. 22 I).
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Xoovba Hazad. AHanu3 KUHEMATUKU JOKOMOTOPHBIX ABWkeHHU mpu XH
MPOBOJIMIIUA TOJILKO TIpU cTUMYJAu L6 cermenTa (onTuManbHOro it Bei3oBa XH).
[Tpu XH Bo Bpems (a3 nepeHoca U onopbl 33 JHUE KOHEUHOCTHU BBIMOJIHSIN JIBUKEHUS
B MPOTHBOIIOJIOKHOM HarpasjieHrH oTHOCUTENIbHO XB (puc. 23). Tak, Bo Bpems (a3l
OTIOpPBI, KOHEYHOCTh JIBUTAJIaCh U3 KpalHel nocrepruopHoit mo3uniuu (E1) B kpaiiHioro
antepuopHyto (E3). Bo Bpemsi ¢a3bl nepeHoca KOHEUHOCTh BO3BpAIllaliach B KPAMHIOIO
noctepuopHnyto nozuiuio (E1). B ornmuuune ot XB, mpu XH 1okoMoTOpHBIE ABHUKEHUS
BBITIOJTHSTUCH 3aIHUMU KOHEYHOCTSIMHU B 00Jiee pOCTpaIbHON MO3UIIUKA OTHOCUTEIHHO
Tena.

CpaBHeHUE BeJMYMH CycTaBHBIX YriioB npu XB u XH, BbI3BaHHBIX U3 OJIHOTO
cermenta (L6), moka3amo, YTO CpeJHHE 3HAYCHHS YIJIOB B Ta300CAPCHHOM M
TOJICHOCTOITHOM CycTaBax B (paze mnepeHoca oauHakoBbl mia XB u XH mnpu
CTUMYJISIIIMKM cerMeHTa L6, B koseHHOM — 3HaumrtenbHO Bbimie (p=0,002) ams XH
(puc. 22 J1). Bo BpeMst ¢a3bl OMOpsl CPeJHNE 3HAYCHHUS YTIIOB B Ta300€pEHHOM U
TOJICHOCTOITHOM cycTaBax npu XH 3HaumtensHO Hike, ueM npu XB (p=0,002), a B
KOJICHHOM — BhIte (puc. 22 E).

Taxxe ObLIO MOKa3aHo, yTo Npu XH nuMana3zoH 3Ha4eHWil YIJIOB B CyCTaBax B
XO0JI¢ JIOKOMOTOPHOTO IMKIIa 3HaunTeIbHOo Hike (P=0,0001) u, kak pe3yabTaT, JUIHHA
1rara 3Ha4uTeNIbHO Kopoue (p=0,036) o cpaBHenuro ¢ XB nipu OC L6 (puc. 22 A, B).
C1aOUnbHOCTh IOKOMOTOPHBIX JABUKEHUM M CUMMETPUYHOCTH B JIJIMHE IIara MEXIY

neBoi u paBoit nanamu npu XH Huke, yem npu XB (puc. 22 b, T).
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Tabnuya 3. 3nauenus yenos 6 cycmasax 3a0HUX KOHeUHOCmel Npu MAaKCUMAIbHOM
ceubanuu 80 epems pasvl NepeHoca U MAaKCUMATbHOM pa3ubanuu 60 epems gazvl
onopwl. llpedcmasnenvl cpednue 3Hawenus yenos (°) £ cmanoapmuas owudKa.
36e300uxkamu 0bo3Hauena 3HayumMocme paziuduil mexcy napamempamu XB npu 9C
ceamenmos L4-L5 u L7-S1: * — p<0,05; ** — p<0,01; *** — p<0,001.

®daza Cycras 3C K1 K2 K3 K4
ThsoBempesnsit L4-L5 36,604 32,2+0,3 53,4+0,6 32,8+0,9
. L6 43,5+0,2 37,1+0,5 57,51 38,9+0,8
L7-S1 41,5 +0,6%** 40,8 £ 0,3*** 61,4 £ [*** 40,9 + 0,7%**
Kostermuii L4-L5 359+0,6 36,4+1,1 55,4+0,9 37,9+ 0,4
ITepenoc - L6 38,8+0,9 38,2+0,4 56,1 +0,3 47 £ 1
L7-S1 40,3 +0,5%** 40,8 +0,2** 60,6 + 2* 50'E 14%**
T ONeHOCTONHAL L4-LS 425+1,2 447 £ 1 73,4 +0,7 34,6 £0,4
S L6 58+1,4 46,7 +0,7 76,3 +1,8 42,4 +0,6
L7-S1 45,6 +1,1* 52,3+1,3*** 82,7+ 15%** 44,2+03***
;A — L4-L5 857+04 94,8 +0,6 102,1 +0,8 74,2+0,4
P L6 93,7+0,7 105,4 £ 0,8 112,3+1 80,1 £0,7
L7-S1  100,4 £0,3*** 1223 &+ 1***  118,7+0,8%** 107,5 £ 1,2%**
Kostertuii [4-L5 87+04 96,4 +0,3 107,9 + 0,7 64,8 +0,3
Onopa Siiin L6 92,7+1,7 117,3+0,5 120,1 +0,7 80,9 +0,5
L7-S1  105,2 £ 0,7*** 126,2 £ 0,4*** 121,8 £0,8%** 104,9 + 0,5%***
T ONeHOCTOMHAL L4-L5 1332+1,2 155,3+2,7 124 + 0,6 122 +0,5
e L6 138,7+ 1,5 172 £ 0,7 1356 1 126 +1,4
L7-S1  138,2 £0,4*** 179,4 £2,7***% 1439 + (,8%** 1347 + 07***
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Pucynox 22. Cpagnenue kunemamuueckux xapaxmepucmux mexcoy XB, evizeannotl
IC pasnuvix yposuetl cnunnozo mosea (L4-L5, L6, L7-S1), u XH. A — onuna waea; b —
CMabunbHOCMb — JIOKOMOMOPHO20 — nammepHa  KOHeyHocmu  (Kosghguyuenm
camonooobust); B — ouanaszon yenoe 6 cycmasax 3a0HUX KOHEUHOCMEU 60 8pems
JIoKOMOmopHo2o yukna, I — acummempus 6 Onune wiaza medxcoy Npagou u iegoll
KOHeuHOoCmblo (Koaghuyuenm acummempuu); /[ — 3navenus: yenos 6 mazobeopeHHom,
KOJIEHHOM U 20JIeHOCIONHOM CYCmasax npu MAaKCUMAIbHOM ceubanuu 3aoHell
KOHeuHocmu 60 epems ¢hasvl neperoca, E — 3nHauenus yenoe 6 mazobeopeHHoM,
KOJIeHHOM U 20JIeHOCTMONHOM CYCMABAX Npu MAKCUMAILHOM pa3ubanHuu 60 8pems
¢azvl onopwvl. Ilpedcmaenenvl cpeonue 3HauweHus ~+ cmamoapmuas owuUoOKa.

* _p<0,05; *** — p<0,001.

Xoabba Bnepen Xopbba Has3an

1
}
s -~ : < —_—
da3sa nepeHoca da3sa onopsbl : da3sa nepeHoca ®a3a onopebl
:
1
]
1
1
1
|
]
:
o E3 : F E3

Pucynox 23. Ilonooicenuss cycmasod 3a0Hux KOHeuHOCmel 6 pasHvle a3l
Jokomomopnozo yuxna npu XB u XH (noopobuee haszvi 10KOMOMOPHOSO YUKIA CM.
puc. 13). Cmpenxamu 0603uaueno HanpaesieHue 08UNCeHUSI KOHEUHOCMIU.
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Yacts 2. PacnipeesieHne aKTUBUPOBAHHBIX HEIIPOHOB B CEPOM BelllecTBe

CIIMHHOI'0 MO3ra MpH JIOKOMOIMH, BBI3BAHHOM 3MMUAYPAJbHON CTUMYJISIIIAEH

2.1 JlamuHapHoe pacnpeesieHne C-FOS-UMMYHOIIO3UTUBHBIX HEHPOHOB B CepOM
BellecTBe CIIMHHOIO0 M0O3ra KOIWIKHM IPH BHI3BAHHOM X0/1b0€ B Pa3HbIX

HaIpaBJCHUAX

C nomouipl0 MMMYHOTHCTOXMMHMYECKOTO METO/Ia BU3YAIU3allUU SIIEPHOTO
Oenka C-FOS BbIsIBIEHBI OCOOCHHOCTH JTAMUHAPHOTO pacHpeleseHUs CIHUHAIBHBIX
HEHPOHHBIX CETEH, aKTMBUPOBAHHBIX BbI3BAHHOM X0ab00# Brepes (rpymma XB, n=3)
u Hazan (rpynma XH, n=3) (tabma. 1). Y KHBOTHBIX 00€UX IPYII KIMMYHOIIO3UTHBHAS
SIEpHAsI METKA JIOKAJIM3YETCS B Mpejiesiax HEUPOHOB, HEOAHOPOAHO JIOKAJIM30BAHHBIX
B Pa3HBIX YaCTSIX CEPOro BEIIECTBA CIIMHHOTO Mo3ra (puc. 24 A).

HaunbGonpmas mnotHocte FOS+ HepoHOB dop3anbHblix pozoe y oOenx Tpymnn
’KUBOTHBIX BBISBJICHA B JiaTepainbHOM uyacth muactud |-111 cermentoB L1-S1 (puc.
24 A, 1), a Taxke B MeAMAILHOM YaCTH JaHHBIX IIACTUH B cermeHTax L6-S1 (puc. 24
A, x). Y xuBotHbIX rpymmbl XB B miactunax |-11l cocpemoroueno 24+7% FOS+
HEWpPOHOB Ha cpe3, y rpynnbl XH — 17+7% (puc. 24 B). Ilpu 3Tom y xuBoTHBIX ¢ XB
B HamOoJiee KayganbHbBIX cermeHTax (L5-S1) B mop3anpHBIX porax HaOrOmaeTCs
yBEJIMUEHUE OTHOCUTENbHOTO uncia FOS+ HelipoHoB (puc. 24 B), yero He BISIBICHO
B rpynme ¢ XH (puc. 24 I'). Pacnipenenenne FOS+ HelipoHOB MeX Ty JI€BOM M TIPaBOU
MOJIOBUHOW cnuHHOro Mo3ra B IuiactuHax |-l cummeTpuuHOo 1 KakJ10TO
’KUBOTHOTO 00eux rpymn (puc. 24 J1).

B npomesicymounoii 3one ceporo BeniectBa B 00ibIIMHCTBE ciiydaeB FOS+
HEHUPOHBI pacnpe/ieieHbl HepaBHOMEPHO U GOpMHUPYIOT /iBa kiactepa: (1) Ha rpanuiie
wiactud VI u X u (2) na narepansuoit rpanune mwiactud VI u VI (puc. 24 A, m, H).
OtHocutensHoe unciao FOS+ HeilpoHOB TaHHOM 30HbI 171 KUBOTHBIX Tpynn XB u XH
COCTaBJISIET, COOTBETCTBEHHO, 32+9% u 29+7% (puc. 24 b). ¥V xuBotHbix XB2, XH1

u XH3 mnabmomaercs acummerpusi mnporeHTHoro uyucina FOS+  nHeitpoHoB
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IPOMEXKYTOUYHOM 30HBI CEPOTO BEIIECTBA MEXKIY JIEBOM M TPaBOH IOJOBUHOM
crnuHHOTOo Mo3ra (puc. 24 E).

B éenmpanvusix pozax, ocobeHHO B MenuaIbHOW YacTH, TakKe OOHAPYKEHO
MHOkecTBO FOS+ neitponoB (puc. 24 A, o, m, p, ¢). B mnactunax VII-VIII ux
KOJM4ecTBO cocTaBisieT 42+11% st sxkuBoTHBIX rpynnbl XB u 50+9% — muist rpynmel
XH (puc. 24 b). Takum o6pa3zoM, B 00eux rpynmnax >KMBOTHBIX Ha BEHTpaJbHbIE pora
npuxoautcst Oonbinas yacte FOS+ HelipoHoB, oxnako, mpu XB B HaumbOomee
KayJaiabHbIX cerMeHTax (L5-S1) umciio MedeHHBIX HEHPOHOB B MPOMEKYTOUHOM
CEpPOM BEIIECTBE, JOP3aJbHBIX M BEHTPAIbHBIX POrax MPAKTUYECKH OJMHAKOBO
(puc. 24 B), yero ne Habmoaaetcs npu Bei3BaHHON XH (puc. 24 I).

B natepanbHO#i 9acTH BEHTpaIbHBIX poroB B cerMeHTax L4-S1 FOS+ HeipoHsl
TAK)KE€ BBISBICHBI B KPYMHBIX SApaxX, JOKAJIM3alUsd KOTOPBIX COOTBETCTBYET
MOJIOKEHUI0 MOTOHEUPOHHBIX MyJ0B (puc. 24 A, c¢). FIX KOIU4YeCTBO HEZHAUYUTEIHHO
u coctaBmier 1-2,5%. Kak mpaBuio, 53TH HEMHOTOYHCIECHHBIE KPYITHBIC
UMMYHOIIO3UTHBHBIC SIIPpa PACTIOJIOKEHBI BHYTPU XOPOIIO PA3IMYMMBIX Ha Cpe3e
(Omaronmapst GOHOBOMY OKpAIlIMBAaHUIO LIUTO30JIA; puc. 24 A, p) KPYNHBIX KIETOK,
mwIomans KoTtopelx gocruraer 2600+80 mxm? (puc. 24 A, p, ¢). DTO MO3BOJISAET
nojaratb, yto AanHbie FOS+ siapa nokann3oBaHbsl B MOTOHEHpoHax. MHpopMmarus o
CIIOCOOHOCTH MOTOHEMPOHOB JKCIpeccupoBaTh Oenok C-FOS B oTtBeT Ha
JIOKOMOTOPHYIO CTUMYJISIIUIO PaHHEee Oblila ImpejicTaBieHa B padotax X. Dal u xoer
(2005), S.N. Ahn u komrer (2006) u B. Noga u xosmrer (2009). Takum oOpazom,
BBISIBIICHHass B MoToHeWpoHax FOS+ wmeTka He sBiseTcs apTedakTUBHOW, a
napaMeTpbl ¥ JUIUTSILHOCTh BBI3BAHHOW XOJbOBI JTOCTATOYHBI IS MHIYKIIUHA B HHUX
panHero reHa c-fos.

B nnacmune X, nokann3oBaHHOW BOKPYT LIEHTPAJIbHOTO KaHAaJla, BBISBICHO
He3HauuTenbHoe KonuuectBo FOS+ HelipoHoB st obeux rpymnm >KUBOTHBIX. [Ipum
ATOM HanOOJIbIIIEE UX YMCIIO HAOIIOIAETCS B CAMBIX KayJalbHBIX cermenTax (L7 u S1)

u cocrasiset 2,8-3,5% (puc. 24 B, I).
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Pucynox 24. Jlamunapnoe pacnpeoenenue FOS+ mnetiponos 6 cepom eewecmae
CNUHHO20 MO32a KOUWKU NPU 8bI36AHHOL X00bDEe 8 pa3HbliX HanpaegieHusax. A - 0CHO8Hble
30nbl nokanuzayuu FOS+ netiponos: k, 1 — s0pa FOS+ netiponos dopsanvibix po2os,
M, H — COOMBEMCMBEHHO, MeOUdibHblll U Jamepanrvhbii Kiacmep soep FOS+
HelPOHO8 NPOMEICYMOUH020 cepoco eeujecmsa, o, n — adpa FOS+ neiiponos
B8eHMPAbHLIX po2o8, p — coma FOS-necamuenvix momonetiponos; ¢ — sopa FOS+
MomonelpoHos. b — ycpeonennvie no epynne scusomuvix (XB u XH) 3uauenus
npoyenmuoco pacnpeoenerus FOS+ neviponos 6 nnacmunax 1-111, IV-VIu VII-IX; B, I’
— ycpeOHenHvle 3naueHusi npoyenmuozo pacnpedenenuss FOS+ netiponos 6 epynnax
nAACmun cepo2o eeuecmed Kaxcoo2o uccieoyemozo ceamenma (L1-S1) cnunnozco
mo3zea scusomuvix (coomeemcemesenno, epynn XB u XH),; /I, E, JK — ycpeonennvie
3Hauenus npoyeumuozo pacnpeoenenusi FOS+ netipornos no nracmunam 1-111, IV-VI u
VII-IX, coomeemcmeenno. Ha ouacpammax npedcmasienvl cpeOHue 3HayeHus ~+
CmaHoapmuoe OmKIOHeHue, no ocu opounam — npoyenmuoe yucio FOS+ netipornos,
no ocu abcyucc — nomepa naacmun (b), ceemenmos (B, I') u orcusomuwix (/], E, 7K).
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MVH. BT T VIaKcC.
NNOTHOCTb

Pucynox 25. Inomnocms FOS+ neuponos 6 cepom sewecmee ceemenmos L1-S1
cnuHH020 Mo32a dcusomuvix epynn XB u XH. Ilpedcmaénenvi npagvie nonoGuHul
cepozo  sewecmea CHNUHHO20 MO032d, NOOENeHHble WMPUXOBLIMU JUHUAMU HA
niaacmutol. 3el1eHO-KpAacHblll epaouenm (UHOUBUOYAIbHBIU OISl KAAHCO020 CcecMeHma)
ompadcaem niomuocms FOS+ muetiponos om munumanvho2o 00 MAKCUMATLHOZ0
3HA4eHusl.
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Takum  oOpa3zoMm, mpeobiajaromasi 4YacTb  AKTUBUPOBAHHBIX  KIIETOK
Ipe/CcTaBlieHa WHTEPHEHPOHAMHU, pACTpPEICICHHBIMA B OOJIBIIMHCTBE ILIACTHH.
OO6mias xkaptuHa JamuHapHOro pacmpeaeneHuss FOS+ HelipoHOB cXxojHa y Bcex
AKUBOTHBIX (puc. 25). [Ipu 3TOM 06actu ¢ HanbonbIel IoTHOCThI0 FOS+ HelipoHoB
HE OIpejesieHbl TpaHUIAMU OJIHOM IUIACTMHBI CEpOro BEIIECTBAa, a CKOpee
JOKAJIM30BaHbl B OMNpPEAENEHHBIX YacTAX HECKOJbKUX. Tak, ObUIM BBISBICHBI 3
OCHOBHBIE 30HBI JIoKaym3anun FOS+meTku: 1) naTepanpHas 4acTh JOp3albHBIX POTOB
(mnactussl 1-111), 2) mpomexyTounas 001acTh ceporo BeliecTna (Ha rpaHuUIlE ITACTHH

VI u VII), 3) MeauasbHas yacTh BeHTpasIbHBIX poros (tuactuna VIII).

2.2 AITOPUTM PErHOHAJILHOTIO JIeJIEHHUsI CePOoro BelecTBa CIUHHOTO MO3ra

IIpu ananuze pacnpenenenuss FOS+ HEWPOHOB MbI OPUEHTUPOBAIUCH Ha
KJIACCUYECKOE JIOP30BEHTPAJIBHOE JIEJIEHUE CEpOro BEIIeCTBA HA IUIACTHHBI,
npepioxeraHoe B. Rexed B 1952 roay. B cBoux pabdorax Rexed (1952, 1954) onmcan
UTOAPXUTEKTOHUKY M TOMOrpauio CEporo BEIIECTBA CETMEHTOB BCEX OT/ENIOB
HOPMaJIbHOTO CIMHHOIO MO3ra KOWIKHW. MCronb3ysi MHOKECTBO TMCTOXMMHYECKHUX
METOAMK OKpaIIuBaHUs (TOJTYHUTUHOBBIM CUHUM, KPE3WI-BUOJIETOM, TAJTIOIMAHUHOM
no DitHapcony, no Kyneunukomy, Beiny, boausny, J{3sennopry, [Isuirpeny) pasusix
0 TONIIMHE TmomnepeyHslx cpe3oB  (5-100 mrm), B.Rexed BesBua 10
UTOAPXUTEKTOHUYECKUX 00JIACTEH, CIEMYIOMMX APYT 3a IPYTOM OT JOP3aJIbHOU 0
BEHTPAJIbHOW MOBEPXHOCTU CEPOro BEIECTBA M HA3Baj MX IJIACTUHAMU (MOJIpoOHee
cM. Tagy 1.4).

B nmanHOif paboTe BbIsSBIEHO, uTO Jokanuzaius FOS+ HelipoHOB He
onpeeNsieTcss TpaHUIlaMU [UTOAPXUTEKTOHUYECKUX TulacTHH. Yame obnactu
HamOonpied T1uioTHOCTH FOS+ MeTkM 3aHUMAaloT ONpeNeiEHHYIO JIUIIb YacTb
IUTACTUHBI, OXBATHIBAIOT Cpa3y HECKOJIbKO IJIACTUH WJIU JIOKAIU3YIOTCS Ha TPaHUIIS
MEKIy ABYMs MK Tpems uiactuHamu (puc. 26 A). B. Rexed B cBoeit padote (1952)
nucaj, 4YTO B TMPEVIOKEHHOM UM METOAE [IEJIEHUS CEeporo BEUIECTBA €CTh

OIpCACICHHAasA CTCIICHb CXCMATHU3alluH, IUIACTHHBLI ABJIAIOTCA oOyacTIMH  C
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XapaKTEPHBIMU CBOMCTBAMH, HO UX TPaHUIIBI — 30HAMHU TIEpPEeX0a, T/Ie XapaKTEePHbBIC
4epThI HHOT/Ia MEHSIOTCS PE3K0, a MHOTAa OoJiee miaBHO. B CBS3M ¢ ATHM, IpU aHATH3e
MOJIYYEHHBIX JaHHbIX noacuer FOS+ HelipoHOB MPOBOAMIIM HE B KaXI0M OTAEIIbHON
IUTACTHHE, a B rpymnne U3 Heckodbkux: 1) mmactunsl |-111 — nepBuuHas cencopnas
obnmacte ceporo BemectBa, 2) miactuHbl IV-VI — pedaekcoreHnsie 30HBI C
npeobiaaHueM KOPKOBBIX BIuMsSHUMN, 3) uiacTuHbl VII-1X — pedekcoreHHbie 30HbI ¢
Oynb00- ¥ MPONMPUOCTTMHAIIBHBIMU CBSI3IMU, & TAK)K€ (PYHKIIMOHAIBHBIMU TPYIIIAMU
MOTOHEHPOHOB, 4) TulacTMHa X — 00JacTh, HEHUPOHBI KOTOPOH (HOPMHUPYIOT
KomuccypanbHbie cBszu (Rexed, 1952).

Ho nmaxe mpu Takom monaxoxae, obmactu kiacrepusanuu FOS+ HelipoHoB
JIOKANM30BaHbl HA TPAHUIE MEXIY TPYIIaMH TUIACTHH WM B KOHKPETHOW YacTu
naHHbIX Tpynn (puc. 26 b, B). Takum o6pazoM, HECMOTpS HA TO, YTO JaMUHAPHBIN
noaxoJ, mpemiokeHHbln B. Rexed, o00oCHOBaH NMTOAPXMTEKTOHHYECKH, OH HE
NO3BOJISIET OLEHUTh (PYHKIMOHAJIbHBIE OOJAaCTH CEpOro BEIIECTBA, Yalle HE
NPUBSI3aHHBIC K TPAHUIIAM IIJIACTUH. B CBS3H ¢ 3TUM BO3HUKIIA HEOOXOIUMOCTh HHOTO
METOJa JENIeHUSI CEepOro  BEIIECTBA, MO3BOJIAIOIIECTO  aHAJIW3UPOBATh  €r0
(GyHKIIMOHAIbHBIE 00IACTH.

JI7is BBITIOJIHEHUS TIOCTaBJICHHOMN LIeTH OB aJanTUPOBaH alTOPUTM ACICHUS
ceporo BemiecTBa, npemtoxkeHHbd M. Matsushita (1970) npu  u3ydeHuu
MHTEPHEUPOHOB CHMHHOTO Mo3ra (puc. 26 E). B cBoeii pabore M. Matsushita,
MOJICTTUJT CEpOE BEIICCTBO TOPHU3OHTAILHBIMH, BEPTUKAIBHBIMA M HAKJIOHHBIMU
auHUSAMA Ha 14 30H mHTepeca. [Ipu 3TOM pemepHBIMH TOYKaMH BBICTYITHIIA MECTa
HanOOoJbIIIEH TIPOTPY3UHU CEPOTO BEIIeCTBa B Oeloe.

B mHamem wuccienoBaHWM, OCHOBBIBAsSCh Ha IIOJTYYCHHBIX JIAHHBIX TIO
pacnpenenenuto FOS+ neliponoB, Mbl MoauduipoBanmu anroputM M. Matsushita.
Ero ocobennoctu mpejacraBieHbl Ha pucyHke 26 /. B xadecTBe pemepHbIX TOUEK,
4yepe3 KOTOpbI€ MPOBOJIWIM JUHUHU, (POPMUPYIOIIME 30HBI MHTEpEca, BBICTYIAIU
o0nacT mpoTpy3uH OeJoro BelIecTBA B CEpoOe, BEHTpaibHas M JOp3ajibHas
CpeluHHBIE OOpO37bl U LEHTpaJbHAs TOYKAa CIHMHHOMO3TOBOTO KaHana. Yepes HUX

npoBOIIM BepTUuKaibHbIe (V1, v2, v3), ropuzonTanbubie (hl, h2, h3) u naknonnsie
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(o1, 02, 03, 04) nuHMUM, HOENSAIIAE BCE MPOCTPAHCTBO CEPOrO BEINECTBA Ha IIECTh
obnacreir. Jlunuro v1 TpoBOAMIIM Yepe3 TOYKM MPOTPY3UH OEoro BeliecTBa B
JaTepanbHble 30HBI ceporo (touku C) mapauiesibHO JUHUM, TPOXOJAIICH dYepe3
BEHTPAJIbHYI0O M JIOP3AJIbHYIO CpeAuHHBIE O0po3apl; auHUKM hl u h2 —
nepHeHauKysipHO v1 depe3 Hambosee op3aibHble U HanboJiee BEHTPAIbHbIE TOUKU
OKOJIOKaHAJIbHOT'O CEpPOr0 BELIECTBA, COOTBETCTBEHHO (Touku A u B). Jlunwueit ol
COeUHSIN TOUKY B ¢ MecToM nepecedeHus TMHUU V1 ¢ MOBEPXHOCTHIO BEHTPAIBLHOTO
pora (touka D). Uepe3 cepenuny nuHuu ol (touka E) mpoBoguwnu nuHUI0 V2
(mapamensHo v1); kKoTopas, nepecekasick ¢ h2, popmupyer touky F. Uepes Touxy C
napayensbHo hl uw h2 mpoBogwnu nuauio h3, mepecekaromyro v2 B Touke G.
[Mapannensro vl u v2 yepes cpeannuyto Touky otpeska CG (touka H) mpooammu
auauio v3. JluHum 02, 03 U 04 moaydali, COOTBETCTBEHHO, MPU COCIUHECHUU
obpazopaBmuxcs Touek I 1 F, A u B, D u F. Takum o6pa3oM, BCIO IIIOIIAJb CEPOTO
BEIllECTBA MOJIETNUIIM Ha 6 oOnacTell MHTepeca: B€ B IOP3alIbHBIX porax (MeauaabHas
U JIaTepaibHas nop3anbHbie 30861, JIM u /1J]), 1Be B BEeHTpaIbHBIX porax (MeauaabHas
U JlaTepaiibHas BEHTpajbHble 30Hb, BM u BJI) m 1Be B UEHTpaJbHOW 30HE
(MeauanbHas U JaTepajibHas leHTpalibHbie 30HbI, LM u LIJI).

Ha pucynke 26 ' wm3o0pakeHOo, Kak COOTHOCATCA MeEX1Iy co0oil 1Ba
BBILICOINIMUCAHHBIX METOJA AEJICHUs ceporo BemecTsa. Jlokamuzamusa 30 AM u JIJI
cootBeTcTBYeT Mectonoyioxkenuto miactud -1V, 3ousr IM u IJI momHOCTBIO
3axXBaThIBaIOT IIacTUHbI V, VI, X, nop3aibHyI0 U 10P30MeIUaIbHYIO YaCTh TJIaCTUHBI
VII. Ocranwshas yacte mnactunbl VI, a Takxe mmactunst VI u IX, cocpenoToueHs! B
3oHax BM u BJL.

Hecmotps Ha TO, uTO B HacTosIIed paboTe aHaIU3y MOJABEPTraINCh BCE
cermeHTsl oT L1 mo S1, Meron peroHanbHOTO jAefeHus ObLT MPUMEHEH TOJBKO K
CEerMeHTaM MOACHUYHO-KpecToBoro yroinuieHus (L4-S1), 9C KoTopbIX MpUBOIUT K
aKTHUBAIIMH JIOKOMOTOPHBIX ceTelt (cM. raBy 3.1.1.). Kpome Toro, reometpus ceporo
BelecTBa Ooisiee pocTpalibHbIX cermMeHToB (L1-L3) cymiecTBeHHO OTJIMYaeTcs OT
OCTaJIbHBIX, B PE3YyJIbTATE YETO CTAHIAPTU3UPOBAHHBIN METOJ €0 JEJIEHUS MPUBOIUT

K (hOpMHUPOBAHNIO NCKAKEHHBIX HEPOMOPIIUOHATIBHBIX 00JIACTEN Ceporo BEIIeCTRa.
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Pucynok 26. Cxemwr Odenenus cepoeo sewgecmea cnunno2o mosea kowku. A, B, B — npagvle nonosunvt Total-uzobpascenuii
nonepeunvix cpe3os L7 ceemenma ¢ ommeuennvimu FOS+ adpamu (kpachvie mouxku na A) u xapmamu niomumocmu (3eieHo-
kpacuwitl epaouenm Ha b u B), pumckumu yugppamu nponymeposanst niacmunst cepoco sewecmea no Rexed (1952, 1954); 1 —
oopzonamepanvhslil kiacmep FOS+ netipornos dopzanvhvix pocos, m, H — meduanvusiil u 1amepaivhslil kKiacmepol FOS+ neiiponos
APOMEINCYMOUHO20 cepoco gewecmea, I’ — coomHoulenue mexcoy nonodcenuem ooaacmetl cepoeo 8ewecmea npu pasmsix UOax
e2o0 Oenenus; /| — adanmupo8anHblil aneopumm OeleHUsi cepo20 Geujecmed Ha 30Hbl unmepeca (nosichenusi 6 mekcme), E —
aneopumm oenenust cepoeo seujecmsa no M. Matsushita (1970).



2.3 Pacnpenesnenne c-FOS-MMMYHONO3UTHBHBIX HEHPOHOB MO (PYHKIIUOHAIBLHBIM

00J1aCTSIM Ceporo BelecTBa NP BbI3BAHHOM X0/1b0€ B Pa3HbIX HANIPaBJIEHUSIX

C nomo1ipio MOAU(UIMPOBAHHOTO METOAAa T€OMETPUUYECKOTO JICTICHUS CEPOTo
BEIECTBA OBLIN MPOAHAITM3UPOBAHBI MTOTIEPEUHBIE CPE3bI CTUHHOTO MO3Ta KUBOTHBIX
¢ Bei3BaHHOM XB (N=3) u XH (n=3) nocie UMMYHOTUCTOXUMHUYECKOTO BBISIBICHUS
oenka c-Fos (puc. 27 A). [Togcuer FOS+ HelipOHOB OCYIECTBIISIIH B KaXI0H U3 6 30H
untepeca (JJI, AM, IJI, IM, BJI u BM) ¢ neBoil u mnpaBoil MOJOBUHBI CEPOTO
BELIECTBA.

B nenom, npouentHoe pacnpenenenne FOS+ HEHpPOHOB B KaxaoW U3 6 30H
uHTepeca 1o cermeHtaM L4-S1 y kuBOTHBIX 0o0eux rpynn cxoxe (puc. 27 B).
HaubGonwmas nons FOS+ HelipoHOB IpUXOAUTCS HA 30HBI X Kiactepusanuu — [1JI u
IIM (cootBetcTBeHHO, 31£9% 1 21+4% st XB, 28+7% u 23+8% s XH). 3ons1 JIM
u LIJI cogeprkat HecKoJbKo MeHbIIee KoanuecTBo FOS+ HelipoHOB — COOTBETCTBEHHO,
18+9% m 21+4% nmnga XB u 13+6% u 23+8% mng XH. MeHbIle Bcero KJIE€TOK
MpeACTaBICHO B BEHTPAJIbHOM YacTH ceporo Bemecta — BM u BJI (cooTBeTcTBEHHO,
T+4% n 9£5% s XB, 7+4% u 11+5% ana XH). [Tono6Hast kapTrHAa OTHOCUTEIBEHOTO
pacnpenenenus FOS+ HEHpOHOB 1O 30HaM HHTEpeca MPEACTaBI€HAa BO BCEX
uccienyembix cermeHTax (L4-S1) oGeux rpymnm KUBOTHBIX, 3a UCKITIOYeHHEM 30H BM
u BJI (puc. 27 B, I'). B naubonee poctpanbhbix cermentax (L4-L5) ma BM
MPUXOAUTCS HECKOIBKO Oonbinii mporieHT FOS+ Heiiponos, uem Ha BJI. Yncmo FOS+
HEWPOHOB B ATHUX JIBYX 30HaX ypaBHUBaeTcs B L6 cermMeHTe, a B caMbIX KayJalbHbBIX
(L7-S1) mporcxoIuT IMOTHAsI HHBEPCHUS B PaCIIPEICIICHIH METKH.

Cpennee uncino FOS+ HeifipoHOB B Ka) A0 U3 30H CHUHHOT'O MO3ra 00euX TPYIII
npejcTaBiieHo Ha pucyHke 28 A (FOS+ HelpoHbI ¢ JICBOM M IIPABOM ITOJIOBUHBI CEPOTO
BELIECTBA OJHOM M TOW XK€ 30HBI CYMMHPOBAIMCH). Y JKMBOTHBIX Ipynnbsl XH B
cermeHTax L6 u L7 kommuectBo FOSH+ Heponos B 30uax LJI (p=0,019; p=0,036), [IM
(p=0,042; p=0,002) u BJI (p=0,031; p=0,007) 3HAYUTEIBHO BBIIIC, YeM Yy KOIIECK
rpynnel XH. Takxke, y XH KUBOTHBIX 3HaunTENbHO O0b1IE FOS+ HEpOHOB B 30HaxX

JUI (p=0,001) u BM (p=0,005) B cermente L6. Takum oOpa3oM, ObLIIO BBISBICHO, YTO



91

ydacTok crnuHHOTO Mo3ra (L6-L7), ¢ xotoporo DC BhI3BIBaeTCS XOan0a Hazaj,
COJIEPKUT 3HauuTeabHO Oosbiie FOS+ HelipoHoB. DT0 MOrio ObITh OOBICHEHO
MPSAMOM AKTUBALMEH DIEKTPUYECKUM TOKOM HEHWPOHOB, JIOKAJIU30BAHHBIX IOJ
AMUAYPATBHBIM 3JIEKTPOAOM. UTOOBI NPOBEPHUTH JaHHYIO THIIOTE3Y, MBI CPaBHUIIN
KojaudyecTBeHHoe pacmnpeaeneHue FOS+ HeiipoHoB y xuBoTHRIX XB2 m XH2, y
KOTOpBIX X0/1b0a BbI3bIBasach DC OJIMHAKOBBIX CETMEHTOB, a apaMeTpbl TOKa UMEITU
cxoxue xapakrepucTuku (196 MkA u 219 Mk A, coorBeTcTBeHHO) (puc. 28 b). Cpennee
yrcio Bcex FOS+ HelpoHOB, BBISBICHHBIX HA MOMEPEUYHBIX cpe3ax cermMeHra L6 y
x«uBoTHOoro XH2 B Tpum paza Oosbmie, yeM y XB2; cermenta L/ — B aBa pasza
(puc. 28 B). Mexay ocTaJbHBIMA CErMEHTAMU TAaKOW Pa3HMIIBI HE HaOJrOaeTCs.
Pazanma mexay skumBoTHRIMH XB2 m XH2 B kommyectBe FOS+ HelipoHOB B
HCCIEayeMBbIX 30HaX HMHTepeca ceporo BemecTBa L4-S1 cermeHTOB 1mojo0OHA TOM,
KOTOopasi ObUTa BBISIBJICHA TPU CPaBHEHUW CPEAHUX 3HAYEHUW MO Tpynmam. Tak,
HauOoJIbIINE pa3auyus BoisiBlieHbI B ieHTpainbHOU (LIM u IIJI) u Bentpansuoii (BM u
BJI) 30nax cermenToB L6-L7 (puc. 28 B). Tem cambIM JI0Ka3aHO, YTO KOJTHUSCTBEHHBIC
pasnuuus B pacnpenenennn FOS+ ueiipoHoB Mexay >kuBoTHbIMU Tpynn XB u XH
CBSI3aHbl C HAIMPABJICHUEM JIOKOMOIIMH, & HE MECTOM MPUIIOKEHHUS SMUAYPATHLHOIO

CTUMYJIMPYIOIIETO 3JIEKTPO/A.
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Pucynox 21. Pacnpeoenenue FOS+ netiponos no 3onam unmepeca ([JI, IM, LIJ1, I[IM,
BJI u BM) cepozo eewgecmsa ceemenmos L4-S1 cnunnoeo mosea sicusomuwix epynn XB
u XH. A — npagvie nonounvl cepoco Gewecmea CHRUHHO20 MO032d, NOOeNeHHble
KPACHbIMU TUHUAMU HA 30HblL uHmepeca,; b — cpeonee uucio FOS+ netiporos 6 kascooti
u3 301 unmepeca y srcusomuwvix epynn XB u XH; B, I — ycpeonennoe no scu8omuvim
Kaxcoou epynnvl (coomeemcmeenno, XB u XH) uucno FOS+ muetiponog 6 30nax
unmepeca ceemenmos L4-S1. Ilo ocu opounam — npoyenmuoe uucio FOS+ netiponos,
no ocu abcyucc — Ha38aHus 304 unmepeca cepozo eewecmsa (b), Homepa ceecmenmog
cnunno2o mo3zea (B, I'). Ha écex ouacpammax npeocmasieHvl cpeoHue 3HaveHus +
cmanoapmuoe OmKIOHeHUe.
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Pucynok 28. Cpasnenue pacnpedenenuti FOS+ netiponos 6 sonax unmepeca (1, /IM,
LT, IIM, BJI u BM) cepoeo sewecmsa cnunno2o mo3ea y scusomuvix epynn XB u XH.
A — cpeonee uucno FOS+ metiponos 6 xasicootl 30ne unmepeca cepozo eeujecmaed
(cpednee 3HaueHue + cmaHOoapmHoe oOmKIOHeHue); b — mouxu npunoscenus
SNUOYPATLHOSO CIMUMYAUPYIOUe20 d1eKkmpooa y scusomuvix XB2 u XH2; B — uucno
FOS+ Hneiiponos 6 kascooti 30me ummepeca cepoz2o eewjecmea CHUHHO20 MO324
AHCUBOMHBIX, Y KOMOPBIX X00bba vizvisanacy IC ceemenma L6 (XB2 u XH2). Ha scex
NpeoCmasieHtbixX ouazpammax no ocu opounam — abconomuoe uwucio FOS+
HeUpPoOHO8, N0 OCU abCYUCC — HoMepa cecMeHmos8 cnunHozo moszea. * — P<0,05; ** —

p<0,01; *** — p<0,001.
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2.4 Cnieuupu4HOCTH MeTO/1a BbIABJIeHUs Oejika c-Fos B HeiipoHax,

AKTHBMPOBAHHBIX BHI3BAHHOM X0Ab00I

Jlnst Toro, 4toObl aokazaTh crnenupuyHocTh FOS+ MeTku, MbI CONMOCTaBWIIM
OCOOEHHOCTH PACHPEJCICHUS] WMMYHOMO3UTUBHBIX HEHPOHOB B CEPOM BEIIECTBE
CIIMHHOTO MO3ra y >KMBOTHBIX C pa3HbM BpemeHeM OC (BpeMeHHOW Qaktop) u
Pa3IUYHBIM NATTEPHOM BBI3BAaHHOW XOJb0bI (MCKYCCTBEHHO U3MEHEHHOH). B nmepBoM
CJIy4ae Mbl CPaBHWIIM KUBOTHBIX C KOPOTKUM MEPUOJIOM XOJIbOBI ¥ ONTUMAJIbHBIM JIJI5I
HAKOIUJICHUS] HauOOJIbIIIeH KOHIIEHTpaluu C-FOS Oeika B aKTMBUPOBAHHBIX HEWPOHAX
(mompoOHee cM. MPWIOKEHHWE K METoJaM HccienoBaHus). Bo BTOpoM ciydae MbI
IPOBEPHIIH, KAK CMEIICHUE MOJ0KEHUS SMUAYPATLHOIO CTUMYJIUPYIOIIETO 3JIEKTPO1a
BJIMSECT Ha OCOOCHHOCTH KMHEMATHKH 3aJHUX KOHEUHOCTeH U pacmpeaeneHue FOS+
HEHPOHOB B CIIMHHOM MO3T€ MPU BBI3BAHHOUN XOJH0€.

Bpemennoit ¢paxkmop. Jlns uccnenoBanusi TaHHOTO (PakTopa Mbl CpaBHHIIN
KUBOTHOE, JBUTaTelibHAasi aKTUBHOCTb KOTOporo coctamisiia 30 munyT (kXB),
xomkamu (XB1, XB2, XB3), nokoMoTupyromumu B Tedenue 1,5-2 gacos (rpymnma XB)
(puc. 29 A). HecMoTpst Ha KOPOTKHIA TIEPHO]] JJOKOMOIIMH, Ha IONEPEYHBIX Cpe3ax
CIIMHHOTO MO3ra XUBOTHOTO KXB Oblnn BhisABIeHB FOS+ Heiponsl. [lomydennsie
JaHHBIC COTJIACYIOTCS C pe3yiabTatamu wuccienoBanus S. Ahn u komrer (2006),
KOTOpbIe Mokazanu Hanmnuue FOS+ MeTku B cepoM BelecTBe CIIMHHOTO MO3Ta KPBIC
nocje KOpoTkoro neproaa xoap0er. Ha Total-uzoOpaxkenusix cpezoB cermenton L1-
Sl y kXB BbisiBnieno 577 FOS+ HelpoHOB, YTO 3HAYMUTEIBLHO MEHbBIIE, YEM Yy
’KUBOTHBIX C JJIMTCIIBHON x016001 Briepen (XB1 — 2046, XB2 — 2088, XB3 — 2215)
(puc. 29 B). Ta e kapTHHA HAOJIOMACTCS IS KaXKIOT0 MCCIIEIyeMOIo CerMeHTa I1o
otaenbHoCTH (prc. 29 B).

Pervonanbusiii mattepH pacnpeneneHuss FOS+ HellpoHOB Ha MOMEpedHbIX
cpe3ax cermeHToB L1-S1 y Bcex »MBOTHBIX C BbI3BAHHOW XO0/AbOOHM BIEpe]] CXOXK
He3aBucumo oT BpeMenu DC (puc. 30). Tak, Haubosnpias miotHocTh FOS+ neliponos
HaOmoaerca B natepanbHor yactu miactud |1-1V ([1J1 30Ha), Ha rpaHuIe miacTuH

VI, VII u X (UM u IIJI 30Hb1) 1 B MmeauanbHoOM yactu mactud VII-VIII (BM 30Ha)
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(puc. 30). IIpu 3TOM, B OTVIMYKE OT >KMBOTHBIX C JUTUTEILHOW X0ab0OH, y KXB Ha
JOp3aJibHYI0 0071acTh (0c00eHHO 30HY J1JI) B MPOLIEHTHOM BBIPAKEHUU MPUXOIUTCS
3HAUUTENbHO OoJbiiee konuuecTBO FOSH neliponos (puc. 29 I'). Hecmotps Ha 3TOT
dakt, abcomorHoe uncio FOS+ HEHpoOHOB AaHHOW 30HBI B KaXJOM CErMEHTE
CIIMHHOTO MO3Ta OCTAaeTCsl 3HAYUTENIbHO HUXKE, UEM Y JTH000T0 MPEeICTABUTENS TPYIIIIbI
XB (puc. 29 J1).

Takum o0Opa3zoM, MOIMy4YEHHBIE ITaHHBIE CBUICTEIBCTBYIOT O TOM, YTO MPH
KOPOTKOM TIE€PHO/IE BBI3BAHHON X0JIbObI aKTUBUPYIOTCS HEHPOHBI TEX ke obOiacten
CEpOro BEIEeCTBAa CHUMHHOIO MO3Ta, YTO U IIPU JJIUTEIIHOM.

Hckyccmeenno usmenenHuvlil nammepH Xo00b0bl. B nanHON 4dacth pabOThHI
OLICHUJIM KOJMYECTBEHHOE COOTHOIIEHWE WMMYHONO3UTUBHBIX KIETOK B JIEBOM U
IIPABOM YAaCTSIX CEPOTO BEIIeCTBA CETMEHTOB L4-S1 y )KUBOTHBIX C pa3HBbIM MATTEPHOM
BBI3BAHHOW XOJh0BbI Ha3zaa: cumMmeTpuuHoit (XH2) um acummerpuunoi (XHI)
(puc. 31 B). AcumMmeTpuro Xo160b61 Y )kuBoTHOr0 XH1 mpoBommpoBaii cMEIeHHBIM
Ha | MM B JIEBYIO TIOJIOBHHY CHTHHOTO MO3Ta MUY PaIbHBIM AIeKTpo oM (puc. 31 B).
B pesynbrare Takoil CTUMYINSIIIUM HAOMIONATIOCh YXYALICHUE JIOKOMOTOPHBIX
JIBUKEHUHN Ha KOHTpalaTepaJbHONM OTHOCUTENBHO 3EKTPO/a (IpaBoi) KOHEYHOCTH, a
UMEHHO YKOopoueHHe (a3pl oOnopsl M yanuHeHue (a3pl MepeHoca B  XOJe
aokomoTopHoro mukna (puc. 31 B). Ilpm sToM ammiutyga rOpU30HTAIBHOIO
KOMITOHEHTa LIara HaszaJ MNpU JBMXKEHUHM MPaBOl KOHEYHOCTH Oblla 3HAYUTEIbHO
HIDKE, YeM MPH IBUKCHUU JieBoi (puc. 31 A).

Ha pucynke 31 I' uzo6paxkeno konumuectBo FOS+ HelipoHOB B 1paBoii U J1eBOi
MOJIOBUHAX ceporo BemiecTBa cerMeHToB L4-S1 y sxuBotHbhix XHI 1 XH2. V XH2 ¢
CUMMETPUYHON X0/1b00H KoamdecTBO FOS+ HEMpOHOB B pa3HBIX MOJIOBUHAX CEPOIO
BEIIECTBA Pa3IMYaeTCs, 32 UCKItoueHueM cermedTa L7. Onnako, y xuBoTHOro XH1
(C acUMMETPUYHBIM ATTEPHOM IIaraHus) Ha MPaBOi CTOPOHE CEPOTo BEIIECTBA BCEX
cermeHTOoB ~ L5-S1  HaOmromaeTcss ~ 3HAYUTENBHO  MEHbBIIEE  KOJUYECTBO
VMMYHOIIO3UTUBHBIX SJ€p, YyeM Ha JieBou. [lomaraem, mpu Takou JIOKOMOLIUH, B

npaBoﬁ IIOJIOBHHEC CCPOro BCIICCTBA CIIMHHOIO MO3ra BOBJICKACTCA MCHBIICC
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KOJIMYECTBO HEWPOHOB, MpPUHUMAKOIIMX ydactue B KoHTpoie XH. HaubGonee
oueBUAHBI pa3nuus B 3oHax JJI, JIM u LIM (puc. 31 E).

Takum 00pa3oM, MONy4YeHHbIE JaHHbIE CBUACTEIBLCTBYIOT O TOM, 4YTO
OCOOCHHOCTH KWHEMATHUKH JIOKOMOTOPHBIX JABM)KEHUH CYILIECTBEHHO BIIUSIOT Ha
aKTUBHOCTb HEHPOHOB, Y4aCTBYIOLIUX B KOHTPOJIE 3a X0Jb0OOH. DTOT (haKT, BKyIIE C
NEePBBIM, MOATBEPkKAAIOT cretnduunocts FOS+ MeTku B cepoM BeliecTBe CIMHHOTO

MO3ra I1pu BBI3BAaHHOM XOIII)6C.
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Pucynox 29. Ocobennocmu pacnpedenenus FOS+ neiiponos 6 cepom eewecmae
CNUHHO20 MO032a ) HCUBOMHbBIX ¢ pa3HbiM eépemenem IC. A — epemsa cmumynayuu y
JHCUBOMHBIX C BbI3BAHHOU X00bOOIU 6neped; b — abconromnoe yucio FOS+ ueiipornos
na Total-uzobpascenusx cpezoe ceemenmos L1-S1 ecex oswcusommuvix ¢ 6vi36anHoll
X00bb01i 8neped;, B — abconomuoe yucno FOS+ weipornos 6 kasxcoom ucciedyemom
ceamenme CNUHHO20 MO32d 6CEX HCUBOMMHBIX C B6bI36AHHOU X00b0OOU 6eneped;, I —
npoyenmuoe pacnpeodenenue FOS+ netiponos no sonam unmepeca cepoeo sewecmaa
8 Kaxcoom UCCLe0yeMOM ce2MeHme CHUHHO20 Mo32d V dHcusomuo2o KXB u
npeocmaeumereil epynnol XB (cpednee 3nauenue + cmanoapmuoe omxionenue), /| —
abconomnoe yucio FOS+ netipornog 6 30nax unmepeca cepoeo sewecmsa 8 Kaxircoom
ucciedyemom ceemenme y sHcueomuoco kXB u npedcmasumeneti epynnwvt XB (cpeonee
3HaueHue + cmanoapmuoe omxionenue). Ilo ocu opounam — abconomuoe (b, B, /1) u
npoyenmuoe yucio (I') FOS+ neiiponos, no ocu abcyucc — nomepa scusomuwix (b) u
ceemenmos (B, I, /]).
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Pucynox 30. ITnomnocms FOS+ neiiponos 6 30nax ummepeca cepoco eewecmasa
ceemenmos L4-S1 cnunnozo moszea y scusomrnoeo kXB u npedcmasumeneti epynnvi XB.
IIpeocmasnensl npagvle NOI0BUHBL CEPO2O BeUeCMBA CHUHHO20 MO32d, NOOEIeHHbIe HA
6 30H uHmepeca. 3eneHO-KPACHbLL 2padueHm (UHOUBUOYANbHBIU OISl KAHCOO20
ceemenma) ompaxcaem niromuocmos FOS+ neiiponos.
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Pucynox 31. Ocobennocmu KunemMamuxu JOKOMOMOPHBIX OBUNCEHUL 3A0HUX
KoHeunocmelu u pacnpedenenus FOS+ neiiponos npu pazmom  nonoscenuu
INUOYPATILHO2O INEKMPOOA OMHOCUMENbHO YEHMPAIbHOU JUHUU CNUHHO20 MO32d.
A — onuna waea nesoti u npasoiu koneunocmet y scusomuvix XH2 u XHI (cpeonee
3Hauenue + cmandapmuoe omkionenue); b — mouxku npunosicenuss InUOYpaIbLHOO0
cmumyaupyrouje2o s1ekmpooa y sxcusomuvix XHI u XH2; B — 3anuco 1o0komomopHwvix
osudcernuil ona npasou (IIK) u nesou xoneunocmu (JIK) y scueomnvix XH2 u XH1,
npeocmaenenvl  Gazvl  JOKOMOMOPHO20  Yukia — Gasza onopvl (cepvle
NPAMOY20IbHUKU), U aza nepeHoca (Paccmosanus mexcoy npamoyeorvHukamu); 1" —
yucno FOS+ wueiiponos 6 nesoili u npasoil noioBUHAX Cepo2o Beuecmsed Karcoo2o
uccnedyemo2o cecmenma CNUHHo20 mo3ea y dcusomuvix epynnot XHI1 u XH2; ][ —
koagppuyuenm acummempuu uucia FOS+  meliponos medcdy nesoii u npasoi
NON0BUHAMU CRUHHO20 Mo32a dcugomuwix XH2 u XHI; E — yucno FOS+ metiponos 6
30Hax uHmepeca cepozo eewjecmea ceemenmos L4-S1 neeoii u npaeoii nonosumvl
cnunno20 mozea y scueomuwvix XH2 u XHI. Ilo ocu opounam — onuna waea 6 cm (A),
omuocumenvHole eOuHuysl Kodpduyuenma acummempuu yucia FOS+ nevponos (I)
u abcontomuoe wucino FOS+ netiponos (I, E); no ocu abcyucc — nomepa s#cugomuulx
(A) u ceemenmos (I, /]), nazeanus 301 unmepeca (E).
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Yacrts 3. Pacnipeaesienne HeiipOHOB, MMMYHOIIO3UTHUBHBIX K KAaJIbLUM -

CBSAI3BIBAIOIINM 0eJIKaM

3.1 KaasOmHauu

3.1.1 OcobGennocTH 001IETr0 pacnpeaeaeHusi KaaIbOUHIUH-UMMYHONO3UTUBHBIX

HeiipoHOB B cepoM BemiecTBe cerMeHTOB L1-S1 cnuHHoOro mo3sra

Cetn HEHWPOHOB, WMMYHOIIO3UTHUBHBIX K KaJIbIIMI-CBSA3BIBAIOIIEMY OCIKY
KaJIbOMHINHY, OBLIN BU3yaIu3upoBaHbl Ha nonepednsix (n=4: K7, K8, K12 u K15) u
ropm3oHTaNbHBIX (n=1: KI18) cpe3ax cmnuHHOrOo Mo3ra. AHamM3 OOIIEro
pacnpenenenus KansOuHAMH-uMMYyHONO3uTUBHBIX (KJIB+) HeiponoB (cpemnue
3HadeHus 1o cermeHtam L1-S1) (puic. 32 A), O3BOJIHII BBISIBUTH, YTO TIpeo0IIaiaroriee
UX YKCJIO MPEICTABICHO B MOBEPXHOCTHBIX MIACTUHAX JOP3AJIbHBIX POTOB (TIACTUHBI
[-111) — 82+£9%. 3HaunTenprO MeHbIe KJIB+ HelipoHOB BhIsSIBIICHO B TutacTuHax 1V-VI
(14+6%) u VII-VIIl (4+1%), B muactuHe X oOHapyxkeHo MeHee 1%. [laHHble
MOJICUEThl HArJISiTHO MOATBEPKAAIOTCA KapTaMu IJIOTHOCTH, MPEICTAaBICHHBIMU HA
pucynke 33. Tax, nmaubonpmas xonuentpauus KJIb+ HeiipoHOB mpenctaBieHa B
JOp3aJIbHBIX pOrax U HECKOJILKO MEHbIIIE Ha Tpanuiie iacTul V u VI.

Mexy nByMsi MOJIOBUHAMHU CIIMHHOTO MO3ra Y BCEX JKMBOTHBIX B Pa3HBIX
IpyIIax IIaCTUH 3HAYUTENbHON acumMeTpuH B uncie KJIb+ HeMpOHOB BBISIBIEHO HE
osU10 (puc. 32 b).

O6mee konuuectBo KJIb+ HEWpPOHOB CYIIECTBEHHO 3aBHCHT OT CETMEHTa, B
KOTOPOM OHU JIOKAJIM30BaHbl: UX YMCJIO TpaayalibHO yBEIUYMBaeTCs OT cerMenTta L1
Kk cermeHTy L7, B cermente S1 wnaOmomaetcs cman (puc. 32 B). Takas kapTtunHa
HaOIr01aeTes IS KaXI0T0 )KMBOTHOTO, M Hanbosee BeipakeHa y K8 (puc. 32 T).

C noMomipio KapT MIOTHOCTH, OBUTH BBISIBJICHBI TPU OCHOBHBIE 00JIACTH CEPOTO
BeIlleCTBa ¢ MakcuMalibHOM KoHleHTpanue KJIb+ netiponos: 1) mnactunsr I u 11, 2)
meauanbHas yacTh Ha rpanutie wiactud VI u VI u 3) narepanbHas yacTs Ha rpaHuiie
wiactiH VI u VI (puc. 33). B ocTabHBIX 4acTSIX CEporo BEIIeCTBAa OOHAPYKCHBI

nuib equHudHbie KJIb+ HEHpOHBI.
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Pucynok 32. Jlamunapnoe u ceemenmaproe pacnpeoenenue KJIb+ netiponog 6 cepom
sewecmee cnunHo2o mozea sxcueomuvix K7, K8, K12 u K15. A — ycpeounennoe no ecem
HCUBOMHBIM U cecMeHmam npoyenmuoe yucio KJIb+ netiponoé 6 niacmunax cepoco
gewjecmea CNUHHO20 Mo32a (cpeOnee 3HayeHue + cmamoapmHoe OMKIOHEHUE),
b — omnowenue yucna KJIb+ Hetiponog 6 2pynnax niacmun cepoco 8euecmea Mexcoy
J1e60U U NPAgoU NOIOBUHAMU CRUHHO20 M032a, B — ycpeonennoe no ecem srcueommuuim
yucno KJIB+ uetiponos 6 kaxcoom ucciedyemom ceemenme CHUHHO20 M0o32a (cpeotee
3Hayenue + cmanoapmuoe omkioHenue),; I'— ycpeonennoe no 5 cpezam uucno KJIb+
HeUPOHOB 8 KANHCOOM UCCAEeOYeMOM CecMeHme CHUHHO20 M0o32d 8cex Husommuuix. 1o
ocu opouHam — omHocumenvHvle eounuywl (b), npoyenmnoe (A) u abconrromuoe (B u
I') wucno KJIb+ muetiponos, no ocu abcyucc — nomepa naacmur (4), scueomnuuix (b) u
ceamenmos (Bu ).
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Pucynox 33. Ilnomnocmo KJIB+ metiponos 6 cepom sewecmee ceemenmog L1-S1
cnunno2o moszea xcusomuvix K7, K8, K12 u K15. Ilpeocmasnenst npagvie nososuHvl
cepozo ewecmea CHUHHO20 MO032d, NOOeNeHHble 0elol WmpUxoeou auHuel Ha
nracmunsl u epynnst naacmun (1-111, 1V-VI, VI, VIII, X). 3enreno-kpacnwiii epaduenm
(UHOUBUOYANbHBILL Ol KaAJHCO020 ceemenma) ompadicaem niomuHocms KJIb+
HEeUpoHO8.



103

3.1.2 JlamuHapHoe pacnpeesieHie KaabOMHANH-UMMYHONIO3UTUBHBIX HEHPOHOB

Ilnacmuna 1. TlockoibKy Ha MONEPEYHBIX CpPE3aX CIHUHHOTO MO3ra Y3KYyIO
IIACTUHY | TPYIHO OTIAMYMUTH OT COCEIHEro ¢ Hell Oesoro BelecTBa, Mbl OTHECTH K
HEH HEHPOHBI, JTOKAJTM30BAaHHBIC BBIIIE YETKO BUAMMON T'PAHMIIBI IPKO OKPAIICHHBIX
wiactud -1l (puc. 34 A, B). B mnactune | BbIABIEHO TpHM THIIA MEIKHX KJICTOK
(momans combl 172+£55 mxm?, N=56, Ta6i. 4), UMEIOIMX OBAILHO-TPEYrOILHYIO
(puc. 34 b) uinu BeITaHYTYIO0 opmy (puc. 34 A). Ha momepeduHsIxX cpe3ax BBITSIHYTHIC
KJIETKH HMEIOT JBa OWIOJSPHO OTXOJSAIIUX OTPOCTKA, OPUEHTUPOBAHHBIX
napajijieIbHO KpUBH3HE J0p3ajibHOTO pora (puc. 34 A). Ha ropu3oHTalIbHBIX cpe3ax
(puc. 34 E) oTpOCTKH TaKuX KJICTOK OPHMEHTHPOBAHBI MeroaTepaibHo (puc. 34 B).
Hpyrue nBa tuna KJIb+ HelipoHOoB miactuHbl | pa3nuuumbl  TONBKO Ha
TOPU3OHTAIBHBIX Cpe3aX CIUHHOTO MO3ra. Tak, MpeICTaBUTENI OJHOTO THUIIA UMEIOT
BBITSIHYTYI0O COMY C OTXOJSIIMMHU JUIMHHBIMH AeHApUTamu (B cpeanem 650 MKm),
OpHEHTHPOBAaHHBIMH B POCTpOKaymadbHOM HampasieHuu (puc. 34 JI). Heiiponsr
MIOCJICTHETO THIMA WMEIOT MHOXKECTBO JCHIIPUTOB, OTXOMSAIINX OT COMBI 0€3 KaKOM-
mmbo koHkpeTHOW HampasieHHoctu (puc.34 I). Ouenp peaxko B twactuHe |
BU3YaJIM3UPYIOTCS OJIE€HO-OKPAILIEHHbIE MEJKHE HEHpPOHBI, MOJOOHBIE IO CBOEH
MopdoJioruu TeM, uTo npeacTtasieHsl B miactudax ll-111. B o0mem, yucio HelipoHoB
JAaHHOW IJIACTUHBI O4YeHb Mano (He Oosee 1-6 KJIETKM Ha MONEPEUYHBbId Cpe3), U
OCHOBHAas X Macca MpeJCTaBlicHa B MOSCHUIHOM yToumeHun (L6-S1).

IThacmunwe 11-111. Ha nonepeunbix cpe3ax cnuHHOro mo3ra miactussl | u 1l
BU3YIM3UPYIOTCS KaK TEMHOOKPAIIIEHHBIE MOJIOCHI, cofiepxkariue comy Menkux KJIb+

HeipoHoB (28+14 MxMm?

, N=2920, tabn.4) (puc.35). MeueHHbIC KICTKH TaHHOM
o0acT WMEIOT BEPETCHOBUIHYIO (OpMy, a HMX OTPOCTKH OPHCHTUPOBAHBI
NEePIEHIUKYISIPHO KPUBH3HE Jop3aibHOro pora (puc. 35 A, b, B). Jlokanmuzanus
KJIb+ neitponoB B npeaenax miaactu -1l cymecrBenno 3aBucut ot cermenTa. Tak,
B cermeHTax L1-L2 Meuennsle kimeTknm (¢ Iuiomaapio combl 27+5 mxm?, n=178)

BBISIBIICHBI TOJIBKO B HUKHEW YacTWU OKPAIIEHHOW 30HBI, BEpOsITHO, B 1uiactuHe ||

(puc. 35 A). B L3 cermente KJIb+ HelipoHbI B HE3HAYUTEIBHON CTETICHU BCTPEUYAIOTCSI



104

W BBINIE, BEPOATHO, B TiacTuHe ||, mpw 3TOM TUTOmanapr JaHHBIX KJIETOK HECKOJIBKO
oonblue, yeM y nexamux Humxe (5412 mxm?, n=98). B cermenrax L4-L5 KJIb+
HEHpOHBI (OPMHUPYIOT MOpP3aJbHYI0 W BEHTPAIBHYIO TOJOCY KIETOK, MEXIy
KOTOPBIMH HaxOJUTCS 001acTh ¢ Oojiee cBeTIbIMU HeupoHamu (puc. 35 b). B
cermeHTax L6-S1 ganHbIix mosioc u3 kietok He Habmonaercs, KJIb+ Heltpons! ckopee
pacrpe/iesieHbl B IJIacTUHAX paBHOMEpHO (puc. 35 B).

Hamu BrmiepBbie ObLIO BhIsSIBIEHO TpynnupoBanue Mmenkux KJIb+ HelipoHOB B
XapaKTepHbIE KIACTEPhl KIETOK. Tak, Ha HEKOTOPBIX MOMEPEUYHBIX CPe3ax CHUHHOTO
mo3ra cermeHToB L3-L6 B mutactunax |I-11l (unorma B II-1V) Obuto oOHapyxeno 3-6
kiactepoB KJIb+ Heiiponos (puc. 36 A). MenuanbHbIe KIACTEPHI KIETOK, pa3/eieHbI
MEXITy co0oi addepeHTHBIMA BOJOKHAMH JIOP3ajdbHBIX KOPEIIKOB, 4Yero He
HaOMoMaeTcs JUid JaTepalbHbIX KiactepoB. Hambomee dverko wimactepsr KJIb+
HEHPOHOB 3aMETHBI HAa TOPU3OHTAIBHBIX cpe3ax (puc. 36 B), roe MoxHO onpeaenuThb
NEPUOJUIHOCTh WX MPOSIBICHUS BIOJb IIUHHOW OcH cmuHHOTO Mo3ra. CpemHee
paccTostHUE MEX Iy Kiactepamu coctaBisieT 166114 mxm. MHOT1a MEUEHHBIE KIIETKH
wiactud |-l opraHu3oBaHbl B KOJOHYAaThle CTPYKTYpbl, OPUEHTHUPOBAHHBIE
NEPICHANKYISIPHO KPUBU3HE Aop3ainbHOTO pora (puc. 36 b, m, H). Takum oOpazom,
KJIb+ BeperenoBuinbie Heliponsl utactud |I-111 pacnpenenensl B cepom BeliecTse He
OJTHOPOJIHO, HO OPTaHNU30BaHbI B TPEXMEPHYIO CETb.

O6miee uucno KJIb+ wueitponoB B muactuHax |l-l1l1l1 3aBucut ot cermenra, B
KOTOPOM OHHU JIOKQJIM30BaHbI: WX KOJMYECTBO TPaAyalbHO YBEIMYMBACTCS OT
cermenTa L1 x cermentam L6 u L7 (puc. 36 I).

IThacmunu 1V-VI. 3naunrenshas yacte KJIb+ HeHWpoHOB MaHHOM TpymIibl
TUTACTUH TPEACTaBICHA MEJIKUMH BEPETCHOBUIHBIMU KJICTKAMHM, JIOKATH30BAHHBIMU
Ha Op3aJIbHOM rpaHule miactuHsbl |V u no ceoum Mopdosaoruu u pazmepam CX0KUMU
¢ neiiponamu miactud -1 (puc. 37 A). OO1iee Yncio TakuX HEMPOHOB 3HAYMTEITHHO
BapbUpYyeT MEXKIY >KMUBOTHBIMH, TPH 3TOM CYIIECTBEHHO 3aBUCHT OT CErMEHTa
CIIMHHOTO MO3Ta, B KOTOPOM OHHU JIOKAJIW30BAaHBI, JOCTUTAs HAWOOJBIIETO CBOETO

KoymuecTBa B cermeHTax L6 u L7 (puc. 37 b).
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Ocranbubie KJIb+ Heiiponsl mnactud 1V-VI umeror 3HauuTenbHO Oonee
KpynHbie pasmepsl (138+65, n=188, tadxn. 4), MyabTUNONAPHYIO (POPMY M CHIIBHOE
BeTBIIeHUE JNeHApUTOB (prc. 38 A). HambGonbiee uncio kpynubsix KJIb+ HeiipoHoB
BbIsIBJICHO B cerMeHTax L6 m L7 (puc. 38 B). HacTh HEHpOHOB JIOKAIM3YeTCS Ha
IpaHUIle Ceporo U Oeoro BEUIECTBA B JIATEPaJIbHON U peke B MeIUaIbHOU 00JacTh
Jop3alibHBIX poroB (puc. 38 A, M, 0). Coma U JEHAPUTHI TaKUX KJIETOK HAINPaBJICHBI
BJI0JIb 0003HAaYeHHBIX TpaHull. Ha rpanune mimactun V-V Ha ypoBHe cerMeHTOB L5-
L7 BbBIABICHBI CpEJHHME [0 pPa3Mepy MyJIbTUHOJSpHBIC KieTku (puc. 38 A, H).
Ocranbabie KJIb+ neiipons! mnactun 1V-VI pacnpenenensl B cepom BemiecTBe 6€3
KaKoro-J1100 OnpeIelIeHHOTI0 OpsKa.

Inacmuner VI1-VIIl. B mnactunax VII-VIII BeisiBiensr cpennne (159181,
n=194, Tabn. 4) mynsTunionspueie u nupamugasie KJIb+ neiiponst. Hanbonsiee nx
9HUCII0 JIOKAJM30BaHO B cermMeHTax L6-S1 (puc. 39 E). Hekoropble H3 KIETOK
pacmpeneNnieHbl B CEpOM BEIECTBE OECmopsAI0YHO, OJHAKO MHOTHE HEHpPOHBI
GOpMUPYIOT CHUMMETPUYHBIE OTHOCUTEIBRHO IEHTPAIBHOTO KaHajla TPYIIIbHI
(puc. 39 A, IN).

[lepBast o6nacte nokanuzanmu KJIb+ HelipoHOB cocTouT u3 OIM3KO
PacTOJIOKEHHBIX JIPYT K APYTY KJIETOK U HaXOAWUTCS Ha JIOp30JaTepalibHON TPaHUIIC
wractuasl VI (puc. 39 A). Ha monepeuynsIx cpe3ax KIETKH JaHHON 00JacTH UMEIOT
BepeTeHOBUAHYIO (hopMmy (puc. 39 A, m). OgHaKo, IPU TOPU3OHTATLHOM PE3Ke BUHO,
YTO ATH HEHUPOHBI OTHOCATCA K MYJIbTUNOJSIpHBIM (puc. 39 A, H). JlaHHas rpymnmna
KJIb+ meiiponos (c mwiomampio combl 147+£56 Mxm?, Tabm. 4) BcTpedaercs
UCKIIFOUUTENBHO B cermenTax L1-14.

Bropas obnacte knacrepuzanuu KJIb+ HelipoHOB HaxoAauTCs Ha JOp3abHOMN
rpanwuiie mwiactuabl VI cermentoB L5-S1 (puc. 39 I'). 3aech BhIsIBIICHO J1Ba Ki1acTepa
KJIETOK: MeauainbHbli (Ha rpanunie miactud VIl u X) u natepaibHbiil (Ha rpaHulle
mwiactud VI u VII). MenuansHbIN KacTep COCTOUT M3 cpenHux 1o pasmepy KJIb+
HeiipoHoB (12636 mxm?, N=45, Tab1. 4), y KOTOpBIX HabIOIaeTCs c1aboe BETBICHHE
nenaputoB (puc. 39 I', 0). JlarepanpHblii knactep chopMupoBaH Oojee KPYIMHBIMU

kietkamu (184+60 mxm?, N=56, Tadm. 4), 00JaJAIOIUMU JUIMHHBIMH JICHIPUTAMH
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(puc. 39 I', m). Ha pucynke 39 /I mpencraBiieHa PeKOHCTPYKIHS JaHHOW 00JacTH
uHTEpeca y )kuBOTHOro K7, mosmydeHHas myTeM rmepeHoca KOOPAWHAT, TTOCTPOSHHBIX
OTHOCHUTEBHO IEHTpaIbHOTO KaHana, KJIb+ HelipoHOB C TpeX MOMepeyHbIX CPEe30B HA
oITHO M300paxkeHWe. Pa3mep TOUKM Ha PUCYHKE OTpa)kaeT OTHOCUTEIBHBIN pazMep
combl HelipoHa. Takum oOpa3oM, Ha TaHHOM PEKOHCTPYKIIMHM YE€TKO BHJIHO, YTO JBa
KJIacTepa KJIETOK Ha 10p3aibHOM rpanuile miaactuHel VI, uMeroT 4étkue paznuyus o
TUTOIAJN COMBI.

B nnactune VI takxe BbISIBIEHBI OJIMHOYHBIE UMMYHOIIO3UTUBHBIE HEHPOHBI.
Haunbomnee yacto Takue HEHPOHBI BCTPEUAIOTCS B BEHTPAIbHON YacTh miacTuHbl VI —
Ha rpanuie Mexay miactuHor VI u motoneiponnsiMu mymamu (puc. 39 T, ¢).

Tperbst obGnacte mnokanu3anuu kimactepoB KJIb+ HeWpoHOB BbIsSBICHA B
wiactuae VI Hanbonee kaynanpHbIX cermenToB (L5-S1) (puc. 40 A). Knetku nanHoM
00TacTH HMMEIOT BEPETCHOBUIHYIO WIH MYJIbTHIOSIpHYIO comy (puc. 40 H, 0).
Hekortoprie HelipoHbl B cerMeHTax L7-S1 BEISBIICHBI 3a MpeJeiaMu CEpOro BEIIeCTBa

(puc. 40 m). Ilnomans comel Heliponos maactunbl VI cocraBmser 238446 mim?

(n=32, Tabmn. 4).

ITnacmuna X. B 1ulactuHe X y pa3HbIX JKUBOTHBIX OOHApyXEHO
HE3HAYUTEIBHOE YMCIIO MEJIKUX U CPETHUX IO pa3Mepy HEUPOHOB, IPH ATOM OOJIbIIAs
UX YacTh y KaXJOW KOIIKH JoKain3oBaHa B cermente L7 (puc. 40 A, m). Tak kak B
miactuHe X BbISIBJIEHO He3HauuTelbHoe unciao KJIb+ HellpoHOB cTrathcTHyYecKHux

JAHHBIX MOJIYY€HO HE ObLIO.
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Tabnuya 4. Ycpeouennas no cem HCUBOMHbIM U ceemeHmam nioujadb comol KJIb+
Hetiponoe (Mkm? + cmandapmuoe omkionenue).

ILnacrunbl CermenTBI Oco0enHOCTH JOKATH3AIHH Tun neiiponos Ilnomans, Mmxm? Ne pucynka
R — Menkue TpeyronbHbIe 34T
IInactuna I L1-S1 e Menkue oBaIbHEIE 173:‘:55 34 0
(n=56)
—_— Mernkue BepeTeHOBHIHEIE 34A,B
Bronb KpUBH3HBI 28+14
ITnactuss: I1-111 L1-S1 e — Menkue BEpETCHOBHIHBIE (n=2920) 35, 36
pit v M o 37A
Op3aJIbHAs YACTh IUTACTHHBI €IIKHE BEPETEHOBHIHBIE (n=400)
Brons MenansHOM IpaHHIB! 38 A, 0
JIOP3aJIBHOTO pora
ITnactums IV-VI L1-S1
Brons narepanbHON rpaHUIBI 138+65
ZIOp3AIHOTO POra Mernkue MyJIBTHIONSPHBIE (n=175) 38A, M

B neHTpanbHOM YacTH
CEporo BELIeCTBA HA I'PAHMIIE 38 A,H
miactue [V-V

L1-L4 Jlop3onaTepanbHast TpaHHIA Mernkue u cpesHue 14Zd:56 89, A, By
wiacturbl VII MYJIETHIIONISIPHBIE (n=97)
Ha rpanune miactun 126+36
VI, VII 1 X Mernkue MyJIBTHIONSPHBIE (n=45) 39T, 0
IInactausr VII L1-S1
B narepanbHoO#t yacTi C 184+60 39T
Ha rpanune mwiactud VI u VII PRGNy BTN APHEIE (n=56) L
L5-L7 Bentpanbnas yacTb mwiacTuasl VII Cpoimme Ecperen e 151&36 39T, ¢
MYJIBTHIIONISIPHEIE (n=17)
B mnactune VIII 401
Ina a VIII L5-S1 Ha menuanbHOM rpanmie ¢ 6emsm Cpenuue BepeTeHOBHIHbIE 23?:&46 400
BEIECTBOM M MYJIBTHIIOJISIPHEIE (n=32)
B BeHTpanpHO# KOMHCCype 40 m
ITnactuna X L7-S1 e Mernkue BepeTeHOBUIHBIE —_— 40 n

Menxue netiponsvt — nrowads comvr <200 Mxm?, cpeonue Hetiponsl — NAoWadb CoMbl

200-450 mxm?, Kpynuvie HelipoHbl — naowads comvl >450 mrm?.
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Pucynox 34. Tunvi KJIB+ mneiiponos niaacmunsl |. Yeproti wmpuxosoii nurHuetl
oboznauena cpanuya medxcoy naacmuramu | u . Buo eepemenoguonvix (A),
mpey2onbHblX U 08anbHblx (Bb) Heliponos na nonepeunom cpeze CHUHHO20 MO32a (8
KPACHbIX —~ NpAMOY20JbHUKAX — V8eludyeHHoe  uzobpadxcenue  KIemok),  6uUo
sepemeno8uonbix (B) mpeyeonvuvix (I') u osanvhwuix (/]) HelipoHoe Ha 20puU30HMATLHOM
cpese cnunHo20 moszea, E — copuzonmanvusiii mun pesxu, ee enyouna. Jlamunckumu
oykeamu D (dorsal), L (lateral), V (ventral), M (medial), R (rostral) u C (caudal)
0003HaYeHbl HanPasIeHUs.
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Pucynox 35. Pacnpeoenenue KJIb+ Hetiponos 6 00p3aibHblX po2ax cepoco eeuecmasda
Yeproti wmpuxo6oti JuHuell 0003HAYEHA 2SPAHUYA MEHCOY
nracmunamu | u ll. 4, b, B — yseauuennvie uzoopasxcenusi KJIb+ neiiponos (weprvimu
cmpenxkamu o6o3naverno naaudue KJIb+ Heliponog 6 0anHOll 30He, OenbiMu CMmpeiKamu
— ux omcymcmeue). Jlamunckumu 6ykeamu D (dorsal), L (lateral), V (ventral), M

CNUHHOCO MO32A.
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(medial), R (rostral) u C (caudal) o6o3nauenv nanpasnenusi.
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Pucynok 36. Pacnpedenenue KJIB+ HetipoHO8 8 00P3allbHbIX PO2ax cepozo eeuecmad
cnunno2o moszea. A — knacmepol KJIB+ neviponos niacmun |1-111 na nonepeunom cpese
CHNUHHO020 MO32a (0003Hauenbl yuephvimu cmpenkamu); b — xononxu KJIb+ wnetiponos
naacmun -1l na nonepeunom cpese cnunnoco mozea (M, H — YyeeluueHHvle
usobpasxcenuss kiemox), B — wnacmepwvr KJIB+ netiponos naacmun -1l na
20PU30OHMANBLHOM Cpe3e CHUHHO20 Mo32a,; ' —ycpeOHenHoe no 6cem HCUBOMHBIM YUCIO
KJIb+ netiponos naacmuu -1l 6 xasxxcoom uccnedyemom ceemenme (cpeonee
3HaueHue + cmanoapmHuoe omKioneHue), [l — 2opusoHmanvusill mun pe3Ku Ha 2r1youHe
1,4-1,6 mm. Jlamunckumu 6yxeamu D (dorsal), L (lateral), V (ventral), M (medial), R
(rostral) u C (caudal) o6osnauenvt nanpasnenus. Ilo ocu opounam — abconommnoe
yucno KJIb+ uetipornos, no ocu abcyucc — Homepa cecMenmo8 CRUHHO20 MO32d.
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K8
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K15

L1 12 L3 L4 L5 L6 L7 S1

Pucynox 31. Pacnpeoenenue meaxux KJ/IB+ netiponos 6 niacmune I\N. A — cpasnenue
yucaa meaxux KJIb+ wneviponoe 6 niacmune \N y K7 u K8 (wumpuxosvimu aunusimu
0003Hayenbl epanuybl medxcoy niacmunamu);, b — ycpeonennoe no 5 cpezam uucio
menxux KJIB+ mueiponos naacmunbl
acusomuvix K7, K8, K12 u Kl15. Ilo ocu opounam — abconomnoe uucio KJ/Ib+
HeUpoHO08, NO 0CU abCYUCC — HOMEePA Ce2MeHMO8 CHUHHO20 MO324.

IV 6 kaxcoom ucciedyemom ceemenme



112

36 -
[+4]
L6 2 K7
8 24 -
=
g
+ 12 N
[Ha}
2
w 0
1 2 13 W 15 B L7 s
36 -
o
g K8
2 24 4
3 =
- 2
’k 7l + 12 1
IV-VI ' <7 0
| 2 - .
'.‘. ET
H P 1 12 13 W 5 6 L7 S1
L 36 -
1 ”
i 87 ] K12
- - T 4
0 \ )g 24
.‘_. . ”/ ~ M,
B g s L1 L d T o
3 A N 2}
............ j pihae o S
e Ve Vi e 01
g’ £ . 1 2 13 Wi 5 L L7 s1
_'.23,:. ...... -
o b { 36 1
R < ®
S K15
- : S 24 A
] =
21
D z &
: =~ S
M L Ky 100 Mkm oy 0 A
5.V 3 — 1 12 13 W1 5 6 L7 S
P o« 3

Pucynox 38. Pacnpeoenenue KJIB+ netiponos 6 nnacmunax \V-VI (na npumepe L6). A
— aokanusayus KJIB+ wuetiponos 6 naacmunax WN-VI (m, H, o — yeenuuennvie
uzobpasicenuss kiemok);, b — ycpeouwennoe no 5 cpezam uucno KJIB+ Heliponog
naacmun V-V 6 kasxcoom uccnedyemom ceemenme scusomuwvix K7, K8, K12 u KI5.
Jlamunckumu 6yxkeamu D (dorsal), L (lateral), V (ventral) u M (medial) o603nauensi
Hanpasenenusa. Ilo ocu opounam — abcontomuoe yucno KJIB+ metiponos, no ocu
abcyucc — Homepa cecMeHmo8 CNUHHO20 MO32d.
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Pucynox 39. Pacnpeoenenue KJIB+ muetiponos ¢ naacmune V. A — noxanuzayus
KJIBF+ netiponos niacmunst VI na nonepeunom cpeze cnunnozo mosea ceecmenmog L1-
L4 (na npumepe L3, m — ysenuuennoe uzobpasicenue kiemok); b — KJIB+ netiponul
nracmunsl VIl na copuzomnmanvuvim cpese (na npumepe L3, n — yeenuuenuoe
uzobpadiceHuss Kiemok);, B — copuzommanvuvlii mun pe3ku Ha 2iyouue 2,2 MM,
I — noxkanuzayus KJIB+ muetiponoe naacmunwvl VI na nonepeunom cpese cnunmnozo
mo3zea ceemenmos L5-L7 (na npumepe L7, 0 —meduanvholii knacmep, n — iamepanvhwiil
K1acmep, ¢ — OOUHOYHbIE 8EHMPANbLHO PACNON0dNCeHHble KaemKu), [| — ny3vipuamas
eucmoepamma KJIb+  neiponos naacmuner VI (noopodbnee 6 mexcme),
E — ycpeonennoe no 5 cpeszam uucno KJIb+ netiponos niacmun VII-VIII 6 kasxxcoom
uccnedyemom ceemenme xcueomuwvix K7, K8, K12 u KI15. Jlamunckumu 6yxeamu D
(dorsal), L (lateral), V (ventral), M (medial), R (rostral) « C (caudal) o6osnauenwi
Hanpasenenusa. [lo ocu opounam — abconromuoe yucno KJIB+ meliponos, no ocu
abcyucc — Homepa cecmenmos CNUHHO20 MO32d.



Pucynox 40. Pacnpedenenue KJIb+ netiponos 6 naacmunax VI u X
Mynvmunonsapuwie (1) u 6epemenosuonvie (n) netiponwt naacmunst VI, m — netiporsi
BEHMPAILHOL KOMUCCYPbL, N — Heupouvl naacmunvt X. Jlamunckumu oykeamu D
(dorsal), L (lateral), V (ventral) u M (medial) o6o3nauenvt nanpasnenus.
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3.1.3 PernonasibHOe pacnpenejieHne KajabOMHANH-HMMYHONIO3UTHBHBIX

HelipOHOB

Ucnonb3yst MoauduIIMpoBaHHBIA METOJ T€OMETPHUUYECKOIO JCICHUS CEepPOro
BEIIECTBA CIIMHHOTO MO3ra, Mbl BhISIBIIIM 30HBI uHTepeck (1JI, AM, 1IJI, [IM, BJI u
BM) mis cermentoB L4-S1 (puc. 41 A), B KOTOPBIX aHAIU3UPOBAIIA KOJIHMUYESCTBEHHOE
pacnpenenenue KJIb+ HelipoHOB. B CBsA3M ¢ TeM, 4TO CYIIECTBEHHON aCUMMETPUU
MEXy JBYMs MOJOBUHAMH CIIMHHOTO Mo3ra B uuciie KJIb+ HelipoHOB BBISBIEHO HE
ob10 (puc. 41 B), 3HaueHusi ¢ JIeBOM M MPaBOW IMOJOBHHBI CEPOTO BEIIECTBA IS
KaXJ0U U3 30H CYMMHUPOBAJIUCH.

[TpenmymiectBenHoe 6osbpmHCTBO KJIB+ HelipoHnoB npecrapiieHo B 30Hax J1J1
u JIM — 5148% u 38+6%, coorBerctBeHHO (puc.4l B). Ilpm stom Hamboiee
BbIpaKEHHAsl pa3HUIIA MEXKIY STUMH JBYMS 30HAMH MPEICTaBICHA B cerMeHTax L4 u
LS, B cermenTax L7 u S1 otnuunii B uncne KJIb+ neliponos mexay 3ovamu J1J1 u JIM
He HaOmomaercs (puc.41l I'). Ha ocranmbHble 00MacTH MHTEpPECa B KaXJIOM M3
UCCJIeTyEMBIX CETMEHTOB CTUHHOTO Mo3ra (L4-S1) mpuxoautcs He 6omnee 2-3% KJIb+
kierok (puc. 41 B, I).

AbcomotHoe uncno KJIb+ HEMpoHOB CyHIECTBEHHO 3aBUCUT OT CErMEHTa
crmHHOTO MOo3Ta. OcoOeHHO 3T0 oueBUAHO g 30H [JI m JIM, HambodbIIee 4ucio
KJIETOK B KOTOPBIX MPECTABICHO B cerMeHTax L6-L7. B ¢Bsi3u ¢ manbiM unciom KJIb+
HEHWPOHOB B JAPYrUX 30HAX, MOJI00HAs 3aBUCMMOCTh B HUX IpejCTaBlieHa ciabee: B
3oHax IJI u IIM nHaubombliiee 4UCIO MMMYHOIO3UTHUBHBIX KJIETOK BBISIBJIEHO B

cermenTax L6-S1, B BJI -8 L7-S1 u B BM — B L6 (puc. 41 JI).
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Pucynox 41. Pecuonanvhoe pacnpeodenenue KJIB+ metiponos 8 cepom eeuwecmee
ceemenmos L4-S1 cnunnozo mosea. A — nonosiceHue 30n unmepeca 6 cepom geujecmae;
b — omnowenue 0bwezo yucna netipoHos mescoy 1e6oi U NPAasotl NOI0BUHOU CHUHHO20
Mmo3ea; B — cpeonee no ecem sicusomuwim u ceemenmam omuocumenvroe yucio KJ/Ib+
HeUpoHOo8 8 Kadcoou u3 30H uumepeca, I — cpeonee no 6ceM JHCUBOMHBIM
omHocumenvroe yucio KJ/Ib+ netiponos 6 kasxcooti uz 301 unmepeca 6 ceecmenmax L4-
S1; B — cpeonee no ecem oswcugomuwvim yucio KJ/IB+ Heuponos 6 kajxcooiu uz 30H
unmepeca 6 ceemenmax L4-S1. Ilo ocu opounam — ycnoguvle edunuyvi (b),
npoyenmnoe (B u I') u abcomomnoe (/) yucno KJ/IB+ wuetiponos, no ocu abcyucc —
Homepa dcueomuvix (b), nazeanus 3on unmepeca (B), Homepa cecmenmog cnunHo2o
mozea (I' u J[). Ha ouacpammax B-J] npedcmasnenvt cpeonue 3snauenus -+
CMaHoapmuoe OmKJIOHeHUe.
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3.1.4 CpaBHUTEJBbHBIM aHAJM3 pacnpeleJeHU HEHPOHOB, MMMYHOIIO3UTHUBHBIX

K KaJIbOMHIUHY U c-F0S

Jlnsg  BBISIBJIIEHWST 30H BO3MOKHOW KOJIOKQJIM3AUUMU TONMYJISIHUMA HEHWPOHOB,
MMMYHOITO3UTHBHBIX K O€JIKy ¢c-FO0S, ¢ monmysiuusiMu HeWpoOHOB, UMMYHOTIO3UTUBHBIX
K KaJbOMHAMHY, MPOBEIU COMOCTABJICHHE IMOJYYCHHBIX MATTEPHOB paclpeiecHusl.
Jliist aToro oobeaunsuim Total-u3o0paskeHus KapT MJIOTHOCTH, MOCTpoeHHbIe A1 FOS+
HEHPOHOB W I KJIETOK, MMMYHOIIO3UTHBHBIX K KaJbOMHAMHY, IO aJrOPUTMY,
onucaHHoMy B riaBe 2.6. Tak kak, KauecTBEHHbIM narrepH pacrnpeneneHus FOS+
HEUPOHOB B CEpOM BellecTBe cnuHHOro Mosra npu XB m XH B nenom cxoneH
(cMm. tmaBy 3 wacth 2.1 m 2.3), pa3zneiieHUs Ha JIBE€ COOTBETCTBYIOIIME TPYIIIbI B
JAHHOM COIIOCTaBJIEHUH HE MPOBOIUIIH.

Ha kaprax mnotnoctu KJIb+ HeitponoB (puc. 33) BBISIBICHBI TPH OCHOBHBIE
obnactu mokanu3anuu KieTok (rmaactunsl 1-111, MenquansHas u natepanbHas o0acTu
POMEXKYTOUHOTO ceporo BemiecTBa Ha rpanulle riactuH VI-VII), oOpasyrommx
o0oco0eHHbIe KIacTephl (TogpoOHee cM. rnaBy 3 dacthb 3.1.2). [Ipu comoctaBnenun
ATHX KapT ¢ KapTamu IIoTHOCTH FOS+ HeWpoHOB, ObLIO BBISBICHO, YTO BBICOKAs
ctenenb konokamm3auu Mexxay KJIb+ u FOS+ Heliponamu BO BcexX aHaIM3UPYEMBIX
cermeHTax (L4-S1) naGmrogaercst ToJbko B ABYX 30Hax — ruractuHax ll-111 (wame B
JaTepaybHOMN MOJOBUHE JOP3aJIbHBIX POTOB) M HA TpaHUIlE MEXAY macTuHaMu VI u
VIl B Hanbonee MenuaapHON YacTH MPOMEKYTOYHOTO ceporo BemecTBa (puc. 42). Y
HeKoTOphIX XUBOTHBIX (K23, K26 u K29) B nanbosiee kaynanbHbix cerMeHTax (L7 u
S1) FOS+ HelipoHbI CKOHIICHTPHUPOBAHKI U B JIaTepaibHOM Kiactepe KJIb+ kierok (Ha

rpanwuie wiactud VI u VII).



NNOTHOCTb

Pucynok 42. Conocmasnenue kapm niomunocmu KJIb+ u FOS+ netiponos. 3eneno-
KPACHblll 2padueHm ompaxjcaem cmeneHv KOJOKAIU3AYUU PA3HbIX MApPKepos Om
MUHUMATBLHO20 K MAKCUMATILHOMY, COOMEEMCMBEHHO.
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3.2 ITapBanb0OymMuH

3.2.1 OcoGennocTn 001IEro pacnpe/ieeHus NAPBAIbLOYMHH-
HMMYHONIO3UTHBHBIX HEPOHOB B cepoM BelecTBe cerMeHTOB L1-S1 cnimaHOr0

MoO3ra

AHanu3 BBIABICHHBIX NapBaJibOYMUH-UMMYHOIIO3UTUBHBIX HelpoHOB (ITPB+)
IPOBOMIIM HAa BBIOOPKE W3 TSTH MOMNEPEYHBIX CPE30B KaXKIOTO HCCIENyEMOTO
cermenTta (L1-S1) cimaHoro mo3sra msatu kuBoTHRIX (K23, K26, K27 K29 u K31).
HauGonpiee ynciio ME4eHHBIX KIETOK Jiokann3oBaHo B mactuHax 1V-VI (51£9%) u
VII-VIII (41£11%). 3HaunTeIbHO MEHBIIIE UMMYHOTIO3UTUBHBIX HEPOHOB BBISIBIIEHO
B mactuHax -1l (7+4%) u X (okomno 1%) (puc. 43 A).

Y HEKOTOpBIX KUBOTHBIX HAONMIOAETCS HE3HAUWTEIbHAS ACUMMETPHUS B
kosnuecTBe [ IPB+ HEMPOHOB MeX 1y JIEBOUM U ITPABOM MOJOBUHOW CIIMHHOI'O MO3ra B
mwiactuaax |-111 (mHaubonee Beipaxkeno y K26 m K31) u X (y Bcex, kpome K29)
(puc. 43 b). Onnako, B miactuHax |1V-VIII, rae cocpemorodena modru BCsS Mmacca
MEYEHHBIX HEHPOHOB (92+4%), Takol acHMMETpUH HE HAOJI01aeTCs.

Cpennee mo 5 cpezam uwmcino [IPB+ HEHpOHOB 3aBUCHUT OT HCCIIEAYEMOTO
CEerMEHTa, B KOTOPOM OHM JIOKaJIW30BaHbl, U TpaayanbHo pacteT or L1 x L7 ¢
makcumymoM B L7 (puc.43 B). U3 pucynka 431" BugHO, 4YTO HECMOTpsS Ha
OJIMHAKOBBIA Y BCEX KMBOTHBIX CETMEHTAPHBIN MATTEPH paclpeeieHus MEUEHHBIX
HelipoHoB, y K23 B kaxaom u3 cermeHToB U K26 B L6-L7 oOmiee uncio MedeHHBIX
HEHWPOHOB OOJIbIIIE, YEM Y OCTAIIbHBIX KOIIEK.

C nmomoIIbIo KapT MIOTHOCTH, COCTABICHHBIX OTACIBHO JJISI MEJTKUX U KPYITHBIX
HEHUPOHOB, OBbUIM BBISIBIICHBI YEThIPE OCHOBHBIE OO0JIACTH CEPOro BEIIECTBAa C
MakcuMajbHOU KoHneHTparued [IPB+ Heliponos: 1) B paiione rpanwuil miactud II u
III, 2) B paitone rpanuin mwiactud VI, VII u X, 3) B Haubosiee MeauaabHOM YacTH 10
rpanutie wiactud VI u VI u 4) Bokpyr MoTOHEHPOHHBIX 1TyJ10B (m1acTuabl VII-1X)
(puc. 44). B ocTanbHBIX YacTSX CEPOro BEIIeCTBa OOHAPYKCHBI JIUIIb CIUHHYHBIC

[TIPB+ HeupoHBI.
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Pucynox 43. Jlamunapnoe u ceemenmaproe pacnpeoenerue IIPB+ netipornog 6 cepom
seujecmee cnuHno2o mo3zea sxcueomuwvix K23, K26, K27, K29 u K31. A — ycpeonennoe
1O 8CeM HCUBOMHBIM U ceemMeHmam npoyenmuoe yucio IIPB+ neiiponoe 6 niacmunax
cepo2o gewecmsea CNUHHO20 M032a (cpednee 3HavyeHue + cmanoapmHuoe OmKIOHEeHUe),
B — ycpeonennoe no ecem owcusomuvim uucino IIPB+ Helponos 6 kasxcoom
ucciedyeMom ceamenme CHUHHO20 Mo32a (CpeOHee 3HA4eHUe ~+ CmaHoapmHoe
omknoHeHnue); 1" — ycpeonennoe no 5 cpezam uucno 1IPB+ mneiiponos 6 xascoom
uccnedyemom ceemenme CHUHHO20 MO32a 6cex ucciedyemvix dcugomuvlx. Ilo ocu
opounam — omuocumenbHvie eournuywl (b), npoyenmnoe (4) u abconrommnoe (B u I')
yucno I[IPB+ Hetiponos, no ocu abcyucc — nomepa naacmun (A), scueomuvix (b) u
ceamenmos (Bu ).
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Pucynox 44. ITnomnocmo [IPB+ muetiponos 6 cepom eewecmee ceemenmos L1-S1
cnunHo20 mozea sxcusomuwvix K23, K26, K27, K29, K31. [Ipedcmasnenst cxemamuuHble
U3006padicenUs cepoco 8eujecmed Kaxrcoo20 Ce2Menma 6cex HCUBOMHbIX, 20e Ha 1e0l
noaoeuHe omobdpadicena niomuocms meakux [IPB+ netiponos, a na npagotl — cpeonux
u kpynuuolx. benou wmpuxoegou aunuel 0603nayenvl epanuyst epynn naacmur (1-111,
IV-VI, VII, VIlIl, X). 3eneno-xpacusiii epaduenm (UHOUBUOYANbHBIU OISl KAHCOO20
ceemenma) ompadxcaem niomuocms I[IPB+ Hetlponogd om MUHUMATbHOU OO
MAKCUMATILHOU, COOMBEMCMBEHHO.
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3.2.2 JJTamuHapHoe pacnpeaesieHie NapBaJab0yMHH-UMMYHONO3UTHBHBIX

HelipOHOB

IThacmuna 1. B nnactune | [IPB+ HeilpoHbl BBISBIEHBI TOJIBKO B Hauboiiee
KayJaJIbHBIX cerMeHTax cnuHHoro mosra (L6-S1). B cpeanem B kaxxaoil mojiOBUHE
CEpOro BELIECTBA BBISIBICHO 1-3 MMMYHONO3WUTUBHBIE KJIETKU. YHMCIIO HEWPOHOB HE
3aBUCUT OT CETMEHTa, B KOTOPOM OHH JioKanu3oBaHsbl (puc. 45 b). JlanHble HEUPOHBI
UMEIOT OBaJIbHYIO0 (hOPMY U JIMIIEHBI JEHJAPUTHOU MeTKU (puc. 45 A, m). Ilnomanp
COMBI B Pa3HBIX CETMEHTaX BapbUpyeT He3HauuTenbHO (puc.45 B) u cocraBnser
42+4 mxm? (n=124, Tabm. 5).

Inacmune 11-111. B nnactunax |1-111 BersaBnensr menkue (28+10 MKM?, N=1479,
TalOJ1. 5) JuIeHHble AeHApUTHON MeTku [IPB+ HelpoHbI, Kpyrioi win OBaJIbHOU
(BBITIHYTOM MEPIEHANKYISIPHO KPUBU3HE J0p3asibHOTO pora) hopmsl (puc. 45 I, H).
[Inomans coMbl JaHHBIX HEHWPOHOB OT CETMEHTa K CErMEHTY BapbUpyeT
HesHaunTenbHO (puc. 45 E). Hanbonpiiee nx 4uciio mpeactaBieHo B cermMeHTax L6-
S1 (puc. 45 ]1).

IInacmuner 1V-V1. Ha rpanumne mmactun VI, VIl u X BbsiBieHb
CUMMETPHUYHBIE OTHOCHUTEJIbHO LIEHTPAJIbHOTO KaHaja TPYIIbl MEJIKHX U CPEAHHMX
[IPB+ HeWpoHOB, OKPYXCHHBIX TEMHO-OKpallleHHbIM HelpornmieMm (puc. 46 A,
3esieHas mTpuxoBas iuHus). B cermentax L1-L4 B nanHbIX 00acTaX 0OHApyKEHO OT
1 10 4 menkux kaeTok (61424 Mxm?, N=151, Ta6x. 5) oBanbHON GOPMBI €3 BUANMBIX
neHapuToB (puc. 46 A, m). ILnomaas coMbl TaHHBIX HEUPOHOB CJIETKA YBEIUIMBACTCS
B OoJiee KayganbHbIX cerMeHTax (puc. 46 b). B cermentax L5-S1 30HbI Mo 60KaM OT
LHEHTPAJIbHOTO KaHajda HE HUMEIOT BBIPAKEHHOM TEMHOW OKpack, Kak B Ooiiee
pOCTpalIbHBIX CETMEHTaX, U coaepxkar ckoruieHus [IPB+ HelipoHoB, popmupyronimux
OCHOBHYIO MacCy HMMYHOITO3UTHUBHBIX KIeTOK mactur |V-VI (puc. 46 B). B nannbix
00J1aCTsIX BBISIBJICHBI BBITSIHYTHIE MYJIbTUIIOJSIPHBIE HEHpOHHI (puc. 46 B, H) Menkoro
(93+40 mxm?, n=1018, Ta6n. 5) u cpeanero (283+91 mxm?, N=114, Tabxn. 5) pa3mepa,
JUTMHA JICHJIPUTOB KOTOPBIX COCTABISAET, COOTBETCTBEHHO, 1746 Mkm (N=51) u 38+13

MkM (n=53). UYwucio HeWpoHOB 00OMX THUIOB TpajyalbHO HapacTaeT B
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pPOCTpOKayIaJIbHOM HamNpaBi€HUHU, JOCTUTasi MakcuMyma B cermMeHTax L6 u L7
(puc. 46 M1, X), npu 3ToM cpeanss miomianb combl [IPB+ kieTok 3Ha4YMUTENLHO HE
mensiercs (puc. 46 I, E).

Ha ocHOBe soOKanmu3aluMy  BBIIICONMMCAHHOTO MEUYEHHOTO  HEHpOmMIIs
JOp30MeANaTBHON 00IaCTH MPOMEKYTOUHOI'O Ceporo BerecTBa B cermentax L1-L4,
MBI TIPETIOJIOKUIN, YTO UMMYHOITO3UTHUBHBIE K MapBaJTLOYMHUHY KIETKU TAHHOMN 30HbI
oTHOcATCA K sapam Kiiapka — OCHOBHOMY HCTOYHHKY JOpP3aJIbHOTO CIUHHO-
mo3skeukoBoro tpakta (Clarke, 1859; Mann, 1973; Petras, Cummings, 1977). Oanaxo,
COTJIACHO PsIIy MCCJIEIO0BAaHUM, OOJBIIOE YHUCIO HEUPOHOB, MPUHAICKAIIUX ITOMY
TPaKTy, OOHapyXKUBaeTCid W 3a MpeJesiaMu HCTopudeckux rpanull siaep Kiapka, B
YacTHOCTH, B 0ojice KaymainbHbIX cermeHTax (Aoyama et al., 1988; Matsushita,
Yaginuma, 1989; Stecina et al., 2013). B HacTosImeM ncciacA0BaHHKM B MEIUATBHOM
JacTH MPOMEKYTOYHOTO CEpPOro BellecTBa Oojiee KaymadbHBIX cerMeHTOB (L5-S1)
Obln  BeIsiBIIEHBI kiactepsl [IPB+ HelipoHoB, KoTophle, mojaraem, Oymaydu
TOMOJIOTHYHBIMH simpaM  Kiapka, Takke MOTYT SBISTHCA JJIEMEHTaMH OOIIen
CIIMHAJIBHOW MPOIPUOLEIITUBHON CUCTEMBI.

ITnacmuner VII1-VIIl. B cermentrax L1-L4 B mnactune VIl nokxanuzoBaHbI
CUMMETPUYHBIE OTHOCUTEJIBHO ULEHTPAJIBHOIO KaHajla O0O0JacTH, COAEpIKallue
TEMHOOKpAILIEHHbI HeWponwib U eauHuuyHbie [IPB+ neitponsl (puc. 47 A, m). B
AQHAJIOTUYHBIX 30HAX CEpOro BemiecTBa cerMeHToB L5-S1 (MemmanpHas rpaHwmiia
mexay miactuHamu VI u VII) Takxke BbIABIEHBI UMMYHONO3UTUBHBIE KIETKU
(puc. 47 b, H). [laHHBIC HEWPOHBI MYJIBTHIIOJSIPHOTO THUIA MMEIOT MEJKYI HIIH
cpemHIo wiomans combl (168+111 mMxm?, N=254, tabn. 5) (puc. 47 B) u neHApHUTHI
IIMHOM 19+£7 MKM.

B ocTanbHOM YacTH BEHTPAJIbHBIX POTOB BBISIBJICHO /1B TUIIA MYJIbTUIIOJSIPHBIX
[IPB+ meitponos: Menkue kinetkn (154432 mxm?, n=539, Ttabn. 5) (puc.48 I,
JNIMIIECHHBIE ICHAPUTHON METKHU U CpeTHe-KpyITHbIe HeipoHsl (379+149 mxm?, n=1305,
ta0. 5) (puc. 48 1) ¢ nenapuramu muHON 53+21 mMxMm. CpenHee 4nCiIO HEHPOHOB
000MX THUMOB 3aBUCUT OT CETMEHTA, B KOTOPOM OHHU JIOKAJU30BaHbI U JOCTUTAET

makcumyma B L6-L7 (puc. 48 E, XK). Ilpu stom maTrepH pacrnpeaeicHus TaHHbBIX
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HelipoHoB B mnactuHax VIl u VI B pa3ubix cermenTax HeoquHakoB. B cermenTtax L1-
L4 u S1 ITPB+ kneTku lokanu3oBaHbl HeynopsiioueHHo (puc. 48 A). B cermenTtax L5-
L7 He#poHBI 3aHUMAIOT MECTO BOKPYr MOTOHeHpoHOB 1uiacTuH |X (puc. 48 B). Ilpu
3TOM B BEHTPaJbHBIX porax cermMeHToB L6-L7 MOXHO BBIICIUTH JIBa KiacTepa
MMMYHOITO3UTHBHBIX KJIETOK: MEIMAJIbHBIN U JIaTepalbHbli (puc. 48 B). O6a kinactepa
COCTOSAAT M3 MEJIKMX U CpeaHe-KPYMHbIX MyJabTunoyspueix [IPB+ HelipoHoB
(puc. 48 B, M, H). [Ipu 3TOM CpeHsisl IO COMbI CPEIHE-KPYITHBIX HEHPOHOB B
MEINAIBHOM KJIaCTEPE MEHBIIIE, YEM B JIATEPAIILHOM — COOTBETCTBEHHO, 319+98 MxM?
(n=142) u 353+121 mxm? (n=153) (puc. 48 W). Ilnomans MENKUX HEHPOHOB B
Kiacrepax oguHakosa (15631 mxm?2, =69 u 16127 mxm?, n=26) (puc. 48 3).
IInacmuna X. B muactuHe X BBISIBIICHO HeE3HauuTelnbHOoe uucio [IPB+

HCprOHOB, IIO3TOMY CTATUCTUYICCKUX AAHHBIX ITOJYYCHO HC OBLIO.

Tabnuya 5. Yepeouennas no ecem HcuBOMHbIM U cecmMeHmam niouiaosb comol IIPB+
HelipoHo6 (Mkm? £ cmandapmuoe omrioHeHue).

ILnacTuab CermenTsl Oco0eHHOCTH JIOKATH3AIHH Tun Heiiponon ILiomans, Mxm* Ne pucynka
42+4
[Mnactuna I L6-S1 —_— Menkue oBalbHbBIE 45 A, M
(n=124)
IT I1-111 L1-S1 M 20 45T,
nactuHsbI [1- - e eJIKHEe OBAJIbHbIE (n=1479) JH
61+24
L1-L4 Ha rpanune nnactun VI, VIl u X Mernkue oBaJbHBIE (n=151) 46 A, m
[Mnactuns IV-VI M Se=40
€JIKHE MYJIBTUIIONSPHBIE (n=1018)
L5-S1 Ha rpanune mnactun VI, VIIu X 46 B,
C 283491
PeIHHE MYJIBTHIIONISPHBIE (n=114)
M / 168+111
IMnacruna VII L1-S1 BenTpanbHas acTh miactTuHsl VII SIKHESPAIIE 47 A, M, B, 1
MYJIBTHIIONSIPHBIE (n=254)
154+32
e Mernkue MyJIbTHIIONSAPHBIE (n=539) 48 B,m
ITnactuasr VIII L1-S1

379+149

E— Cpeanue MyJIbTHIIONSPHBIE (n=1305)

48B,n

Menkue netiponvt — niowads comvl <200 MxM?, cpeonue Hetiponvl — NAoWadb CoMbl
200-450 mxm?, kpynHvie HetipoHsvl — naowads comvl >450 mxm?



Mnactuub 1=
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MnactuHa l ] MnactuHal Mnactunb -1

60 9

# NPB+ HeilpoHOB
Km?
8
# NPB+ HellpoHOB

L6 L7 S1 L6 L7 S1 11 12 13 14 15 6 L7 351 1 12 13 14 5 6 L7 s1

Pucynox 45. Pacnpedenenue [IPB+ netiponos 6 00p3aibHbIX po2ax CNUHHO20 MO32d.
A — IIPB+ metiponvr naacmunsl | (M — ysenuuennoe uzobpadsicenue xiemox), b -
ycpeonenHoe no ecem dxcugomuuim yucio IIPB+ netiponos niacmunst | 6 cecuenmax
L6-SI; B — ycpeonenunas no 6cem HCUBOMHbIM Naowadb comwvl [IPB+ Heliponos
nracmunsl | 6 ceemenmax L6-S1; I'— [IPB+ netiponst nracmun -1l (1 — ysenuuennoe
usobpasicenHue Kiemox), /[ — ycpeonennoe no ecem scugomuwim yucio [IPB+ netiponos
nracmun -1l 6 kaosxcoom uccnedoyemom ceemenme; E — ycpeonemnas no ecem
arcueomuvim niowadv comwvl [IPB+ wnevponos naacmun 1-111 6 ceemenmax L6-S1.
Jlamunckumu 6yxkeamu D (dorsal), L (lateral), V (ventral) u M (medial) o6o3nauenvi
nHanpaenenus. Ilo ocu opounam — abconomnoe yucno (b, /[) u niowaow (B, E) [IPB+
HeUpoHos, no ocu abcyucc — HOMepa Ce2MeHmo8 CHUHHOo20 Mmosz2a. Ha ecex
ouazpammax npeocmasienvl cpeorue 3HaveHuss + cmanoapmuoe OmkIoOHeHue.
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Menkue HelpoHbl nhacTuH IV-VI

Mrm?

Menkue HeipoHbl nnacTuH IV-VI

# NPB+
:; E

CpeaHue HepOoHbl naacTuH IV-VI

MKM:

ra ’ » & CpeaHue HellpoHbl nnactuH IV-VI

# NPB+ 3

Pucynox 46. Pacnpedenenue IIPB+ mnetiponos 6 naacmunax \N-VI. A — IIPB+
HeUpoHbl, N0KAIU308auHble 6 Medanvhou obdnacmu naacmun V-VI (oxkpawennvii
Heuponuib 0003HaAYeH 3eeHOU WMPUXo8ou TUHUEU, M — Y8eIUYEeHHOe U300paxpcetue
K1emox), b — ycpeonennas no ecem dcusomuvim niowaosb comsl IIPB+ Hetiporog
medanvroti oonacmu naacmun V-V 6 ceemenmax L1-L4; B — IIPB+ Hetiponsi
senmpomeouanvrou oonacmu naacmun \N-VI (n — yeenuuennoe uzobpasicenue
knemok), I — ycpeOHenHnas no ecem JHCUBOMHBLIM NAOUAOL coMbl meakux IIPB+
HelpoHoe eenmpomeouanvrou ooracmu niacmun \V-VI 6 ceemenmax L5-SI; J] -
yCcpeOHeHHOe  Nno  8cemM  dcusomuwvimM  yucio  meakux IIPB+  Heuiponog
senmpomeouanvrou oonacmu niacmun \V-VI ¢ ceamenmax L5-S1; E — ycpeonennas
nO 8CeM HCUBOMHBIM NIOWAO0b combl cpedHux [IPB+ HellpoHo6 eeHmpomeouanrbHot
ooracmu naacmun V-V 6 ceemenmax L5-S1; JK — ycpeonennoe no ecem scusomuuim
yucino cpeonux I[IPB+ wetiponog eéenmpomeduanvhou odnacmu niacmur V-V &
ceemenmax L5-S1. Jlamunckumu 6yxeamu D (dorsal), L (lateral), V (ventral) u M
(medial) o6o3nauenvt nanpasnenus. Ilo ocu opounam — abcomomnoe uucno (4, XK) u
niowaow (b, I', E) [IPB+ neitiponog, no ocu abcyucc — Homepa cecmeHmos CNUHHO20
mosea. Ha ecex ouazpammax npeocmasienvl cpeoHue 3HAYeHus + CmaHoapmuoe
OMKIIOHEHUe.
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Pucynox 47. Pacnpeoenenue I[IPB+ Hetiponos 6 eenmpomeoudanvHol ooracmu
nracmuner VIl. A — memno-okpawennvii  Hetiponuno u IIPB+  Hetiponwi,
JIOKanU308anHwvle 8 seHmpomeouanvrou ooracmu niacmunst VIl 6 ceemenmax L1-L4
(na npumepe L3, m — ysenuuennoe uzobpadicenue kiemox), b — I[IPB+ Hetiponui,
JIOKanu3o8anHvle 8 seHmpomeouanvrou oonacmu niacmunwvt VIl ¢ ceemenmax L5-S1
(na npumepe L7; H — ysenuyenHoe uzoopadicenue Kiemok), B — ycpeonennas no ecem
HCUBOMHBIM NI0WA0L combl [IPB+ Hetiponog 6 kaxcoom ucciedyemMom ceemeHme
(cpeonee 3nauenue + cmanoapmmuoe omkionenue). Jlamunckumu o6ykeamu D (dorsal),
L (lateral), V (ventral) u M (medial) o6o3nauenvt nanpasnenus. Ilo ocu opounam —
naowaos IIPB+ netiponos, no ocu abcyucc — Homepa cecmeHmos CNUHHO20 M032d.
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Pucynok 48. Pacnpeoenenue I1PB+ netiponog 6 nracmunax VI-VIII. A — noxanuzayus
IIPB+ Hnetiponos (0603nauenvt xpacuvimu cmpeakamu) 6 naacmunax VII-VIII ¢
ceemenmax L1-L4 (na npumepe L4); b — noxanuzayus I[IPB+ netiponos (0603uauenul
kpacuvimu cmpeakamu) 8 niacmunax V-V eokpye momonetiponoe 6 cecmenmax L5,
L6 u Si(na npumepe L6),; B — nokanuzayus meouarvrnoeo (MK) u ramepanvrozo (JIK)
knacmepa IIPB+ wuetiponos soxpye momonetipornog 6 niacmunax VII-VIII ceamenma
L7 (m, n — ysenuuennvle uzobpasicenusi Kiemok, CoOOmeemcmeeHHo, MeouaibHo2o U
namepanvio2o kuacmepa);, I’ — ycpeOneHHas no 6cem HCUGOMHBIM NAOUAObL COMbl
menkux IIPB+ netiponoe naacmun VI-VIII 6 xasxcoom uccnedoyemom ceemenme;
Il — ycpeonennas no écem HCUBOMHBIM NIOWAOL COMbL CPeOHUX U Kpynuvix [IPB+
neupornos niacmun V1-VIII ¢ kasxxcoom uccnedyemom ceemenme,; E — ycpeonennoe no
ecem orcusomuvim yucio meakux IIPB+ nevponoe naacmun VII-VII 6 xasxcoom
uccnedoyemom ceemenme,; K — ycpeonennoe no ecem HCUBOMHBIM YUCTIO CPEOHUX U
kpynuwix IIPB+ wuetiponos naacmun VII-VIII 6 xasxcoom uccredyemom ceemenme;
3 — ycpeouennas no 6cem HCUBOMHBLIM NIOWAOL combl menkux [IPB+ wuetiponos
meouanvrozo kracmepa naacmun V-V ceemenma L7; U — ycpeonennas no écem
HCUBOMHBIM NIOWAOL cOMbl CpeOHUX u kpynHuoix IIPB+ neiiponos niacmun VII-VIII
ceemenma L7. Jlamuncxumu 6ykeamu D (dorsal), L (lateral), V (ventral) u M (medial)
obosnauenvl nanpaesienus. Ilo ocu opounam — abconomnoe wucno (E, K) u niowaow
(I, 1, 3, 1) I[IPB+ Heiiponos, no ocu abcyucc — Homepa cecmMeHmos CHUHHO20 M032d
(I, 1, E, 7’K) u obo3nauenus knacmepos (3, H). Ha ecex ouacpammax npeocmaeetvl
cpeoHue 3HaveHus + cmanoapmuoe OmKloHeHue.
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3.2.3 PernonajibHOe pacnpeaejeHne NapBajb0yMUH-UMMYHONO3UTHUBHBIX

HelipOHOB

Hcnonb3yst MoaudUIIMPOBAHHBIA METOJ T€OMETPUUECKOTO JACJICHUS CEPOro
BEIIECTBA CIIMHHOTO MO3ra, Mbl BeIsIBWIN 30HBI uHTEpeckl (IJI, M, 1IJI, IIM, BJI u
BM) mns cermentoB L4-S1 (puc. 49 A), B KOTOPBIX aHAIM3UPOBAIINA KOJTHUYECTBEHHOE
pacnpenenenue [IPB+ HelipoHoB. B cBsizu ¢ Tem, 4TO aCUMMETPUU MEXKIY JBYMs
MOJIOBUHAMU CIUHHOTO Mos3ra B uwuciie [IPB+ HelipoHOB BBISIBIEHO HE OBLIO
(puc. 49 B), 3HaueHHUs C JIEBOH M MTPABOI MOJOBHUHBI CEPOTO BELICCTBA IS KaXI0H M3
30H CyMMHUPOBAJIUCH.

HauGonemee mponentHoe yucio [IPB+ HeliponoB BbIsiBieHO B 30He BJI —
26£2% (puc. 49 B), koTopoe, B 3aBUCHMMOCTH OT CErMEHTa CIHHHOIO MO3ra,
BapbUpyeT He3HAUNUTENbHO (puc. 49 I'). AGCOIIOTHOE YHCIIO KIIETOK JTaHHOW 00JIaCTH
yBenmauBaeTcst oT cermeHTa L4 k L7 u mamaer B S1 (puc. 49 /). HemHOrO MeHbIne
I[TPB+ neiiponoB BeIsiBIeHO B 30Hax [IM u JIJI — 21+1 u 18+2%, COOTBETCTBEHHO
(puc. 49 B). IIpu atom B 30He LM aOcCOMIOTHOE YHCIO KIIETOK HEMHOTO OOJIbIIE
TONbKO B cerMenTax L6-L7, a B IVl Habnrogaercs ux rpamyansHoe yBenuueHue ot L4
no L7 u nanenune B S1 (puc. 49 N1). [lpumepuo omunakoBoe uucio [IPB+ HelipoHoB
BbIsBIIEHO B 30HaX JIM, IIJT u BM — 13+6, 13+4 u 10+4% (puc. 49 B) Tonpko B 30HE

JIM HaOmrogaeTcs 3aBUCHMOCTh a0COFOTHOTO YHKCJIa KIIETOK OT cerMeHTa (puc. 49 ).
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Pucynox 49. Pecuonanvnoe pacnpeoenenue IIPB+ metiponos 6 cepom eewecmee

ceemenmos L4-S1 cnunnozo mosea. A — nonoscenue 30n unmepeca 6 cepom geujecmae;
5 — omuowenue obuezo yucna nelipornos medtcoy 1e6oii u npasoti NOI0GUHOL CHUHHO2O0
Mmo3ea; B — cpeonee no ecem osrcusommuvim u ceemenmam omuocumenvroe yucio I[IPB+
HeUpoHOo8 8 Kadxcoou u3 30H uumepeca, I — cpeonee no 6ceM JHCUBOMHBIM
omnocumenvroe yucio IIPB+ netiponos 6 kasicooti uz 301 unmepeca 6 ceemenmax L4-
S1; B — cpeonee no ecem oswcugomuwvim uucio IIPB+ metiponos 6 kajxcoou uz 30H
unmepeca 6 ceemenmax L4-SI. Ilo ocu opounam — ycnosuvle edunuyst (b),
npoyenmnoe (B u I') u abcomomnoe (/) yucno IIPB+ netiponos, no ocu abcyucc —
Homepa dcueomuulx (b), nazeanus 3on unmepeca (B), Homepa ceemenmos cnuHHo20
mozea (I' u Jl). Ha ouacpammax B-/[ npeocmaenenvt cpeounue 3snavenus -+
CmManoapmuoe OMmKJIOHeHUe.
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3.2.4 CpaBHUTEJbHBII aHAJIN3 pacnipeaeeHnii HeIPOHOB, HMMYHONO3UTUBHBIX

K NapBajJb0ymMHuHy U c-F0s

Jlnsg  BBISIBJIIEHWST 30H BO3MOKHOW KOJIOKQJIM3AUUMU TONMYJISIHUMA HEHWPOHOB,
MMMYHOIIO3UTUBHBIX K 0eliky c-Fos ¢ momynsiuusamMu HepoHOB, UMMYHOIIO3UTUBHBIX
K NMapBajJbO0yMHUHY MPOBEJIM COMOCTABICHUE MOJYYCHHBIX ATTEPHOB paclpeieIeHusI.
Jliist aToro oobeaunsim Total-u3o0paskeHus KapT MIOTHOCTH, OCTpoeHHbIe 1ig FOS+
HEHPOHOB U JUISl KJIETOK, UMMYHOIO3UTHBHBIX K IMapBaJbOyMHUHY IO AJITOPUTMY
onrcaHHOMY B TyiaBe 2.6. Tak kak, KaueCTBeHHbIH maTTepH pacmpeaenenus FOS+
HEUPOHOB B CEpOM BellecTBe cnuHHOro Mosra npu XB m XH B nenom cxoneH
(cMm. rmaBy 3 uacth 2.1 m 2.3), pa3jieiieHHs Ha JIBE COOTBETCTBYIOIIHME TPYIIIbI B
JAHHOM COITOCTaBJIEHUH HE MPOBOIMIIH.

HawnGonpmas mnotHocTh [IPB+ HeiipoHOB Oblia BBISBICHA B JBYX 30HaX:
1) uractunst -1V 1 2) Mmennansaas gacts mwiactusbl VI (puc. 44). O6macT BRICOKOU
mwiotHocT FOS+ HelipoHoB HaOMI0Ma0TCS B 00enx 30Hax (puc. 50).

B mnactunax |1-1V npencraBneHsl Melkue BepEeTEHOBUAHBIE HEHPOHBI, YUCIIO
KOTOpBIX 3HauMTesnbHO MeHbie, vem KJIb+. Kpome Toro, mpanuelie KieTku
JIOKaJIM30BaHbl B JOpP3aJIbHBIX porax Oojiee BEHTpPaJbHO, U UX OCHOBHas macca
npuxoautcs Ha tuiactuHy |ll. OcHoBHas 30na mepeceuenus: [IPB+ u FOS+ merku
OPUXOAMUTCS HA JIATEPAIbHYIO YAaCTH T'paHuLlbl Mexay ruiactuamu |1 u 1V,

MenuanbHas yacTh maactTuHbl VI xapakrepusyercs HaluuueM CUMMETPUYHBIX
OTHOCHUTEJIBHO LICHTPaJIbHOro KaHana ckorieHud I1IPB+ nelipoHoB. [laHHbIE rpyIIIbI
MEYEHHBIX KJIETOK JIOKAJIM30BaHbl JIOP3aJbHEE PSAJOM PACHOJIOKEHHBIX KIACTEPOB

KJIb+ HelipOHOB U COOTBETCTBYIOT MOJOKEHHIO CKOoTuieHn FOS+ HelpoHOB.
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NMNOTHOCTb

Pucynox 50. Conocmasnenue kapm niomunocmu I[IPB+ u FOS+ netiponos. 3eneno-
KPACHbILL 2paouenm ompaxscaenm cmeneHb KOAOKAIUZAYUU DA3SHBbIX MApKepos om
MUHUMATBHO20 K MAKCUMATILHOMY, COOMBEMCMEEHHO.
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I'TABA 4. OBCYXIEHUE PE3YJIbTATOB

Yacrtpb 1. OcodeHHOCTH X0AB0BbI, BHI3BIBAEMOI 3MTMAYPATbHON CTUMYJISILUCH
PAa3HBIX CETMEHTOB MOSICHUYHO-KPECTHOBOI0 YTOJIIIEHUs CIIHHHOTO MO3ra

KOIIIKHU

Panee B paborax Ha xuBoTHEIX (Barthélemy et al., 2007; Courtine et al., 2009)
u moasx (Dimitrijevic et al., 1998; Shapkov, Shapkova, 1998) Obu10 TOKa3aHO, YTO
OC CNUHHOTO MO3ra MPUBOAMT K aKTUBALIMHM CIHUHAIBHBIX JOKOMOTOPHBIX CETEH.
[Ipeanonaraercs, uyto »ddexrt, BbIBbIBacMbii IJC, OCHOBaH Ha CTUMYJSLUU
MUEIIMHU3UPOBAHHBIX CEHCOPHBIX BOJIOKOH JOp3aJbHBIX KOPEIIKOB, B HUTOTE
NPUBOAIICH K aKTHBAI[MM CIIMHAJIBHBIX JIOKOMOTOpHBIX cerelr (Capogrosso et al.,
2013).

BrniepBrie nauUIMAIMS XOAH0BI Y KOIIIKH, BhI3BaHHAS TOcpeacTBOM JC CIUHHOTO
Mo3ra, Obla pojeMoHcTpupoBana T. Iwahara ¢ komteramu B 1992. B cBoeit pabore
OHM OIIMCBIBAIOT BO3MOKHOCTH 3anmycka XB 3aJHHX KOHEYHOCTEH CTUMYJISLUEH
aroboro u3 cermeHtoB L1-S1, Ho He Ooree KaynanbHbIX. B Hamieil pabote Mbl
OMpEeNeNuiid, 4TO y JelepeOpupoBaHHOM KOIIKM akTuBanus XB BO3HUKaeT mnpu
CTUMYJILIMM CXOJHOT0, HO 00Jiee Y3KOTrO y4acTKa COMHHOTO Mo3ra — cermeHTon L3-
S1. [TonyueHHBIC pe3yabTaTHl MOTYT OBITH OOBSICHEHBI OCOOCHHOCTSIMHA CTUMYJISITIHH.

B Hamem ucciienoBaHuU Mbl TaK)K€ BBISIBUIIM, YTO pab0OTa MBI 1 KHHEMAaTHUKa
JOKOMOTOPHBIX JIBH>KEHHM mpu XB CyIIeCTBEHHO 3aBHCST OT TOYKH CTHUMYJISLIUU.
Tak, npu OC pocTpalbHBIX CErMEHTOB MOSCHUYHOTO OTJEla AMANa30H JABMXKCHUS
cyctaBoB Oojiee HU3KHM, yeM mpu DC KaynadbHBIX CErMEHTOB, YTO TOBOPUT O
npeoOiafaHud pabOThl MBIIIL crudaTeliel B Takod MOJENH BbI30BA XOAbOBI.
AHANOTUYHO, IPU CTUMYJISIIIMK 00Jiee KayJalbHbIX CETMEHTOB B CUCTEME JJOKOMOLIUU
npeoOnanaet pabota Ml pazrudareneit. [lockobKy B pOCTpaibHBIX U KayAadbHbIX
CEerMEHTaX TMOSICHUYHOTO YTOJIIEHUS Tpeo0iasialoT MOTOHEHPOHHBIE —IYJIbI,
WHHEPBUPYIOIINE MBIIIIBI crudarenu u pasrudarenu, coorBercTBeHHo (Vanderhorst,

Holstege, 1997), BepositHo, DC OIpeacIeHHOT0 CEerMeHTa HE TOJIbKO aKTHUBUPYET
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JOKOMOTOPHBIE  CE€TH, HO ¥ TIOBBINIAET BO30YIUMOCTH  MOTOHEHPOHOB,
JIOKAJTM30BaHHBIX BOJIM3W TOYKH CTHMYJSud. [lonydeHHBIE pe3ybTaThl YaCTHYHO
cornacytorcsi ¢ manabiMu Y.P. Gerasimenko u kosier (2005), KOTOpbIE ¢ MOMOIIBIO
Metona OMI mokazaau 3aBUCHUMOCTh AKTHMBHOCTH MBI OT CTUMYJIHPYEMOTO
cermeHTa cniHHOTO Mo3ra (L2-L7). OnHako, COTTacHO UX JaHHBIM, TIOCJIE KOPOTKOTO
nepuoja TOHUYECKOW aKTMBHOCTH JIOKOMOLMSI Hambojee ONTHMAJIbHO 3aIllyCKaeTcs
npu IC cermentoB L4-L5 u menee rdpdektuBHO — cermMenTa L3, HO HEe OCTalIbHBIX
cermentoB (L2, L6, L7). Crumynamus cermentoB L2, L6, L7 He mpuBogmia kK
BO3HUKHOBEHHIO JJOKOMOTOPHOI'O MAaTTEPHA, HO BbI3bIBAJIa TOHUYECKYIO AKTUBHOCTH B
MBIIIITIAX.

Cnocobnocts xuBoTHBIX K XH mpu OC cnmHHOr0 Mo3ra BHepBble Oblia
npoaemoHcTpupoBana B padore [1.LE. Mycuenko u xosmer B 2005 roay (MycueHko u
ap., 2005). B aToii )xe paboTe aBTOPHI OTMEUAIOT, YTO AJICKTPUUYECKAs CTUMYJISIINS
MJIO, koTtopasi crnocoOCTBYET BBI30BY JOKOMOIIMM BIEpEN [aXe B OTCYTCTBHE
TpenOaHa, He BbI3bIBaeT XH mpu nBMKeHUH JICHTHI Tpeadana Brepea. [lomydeHHpIME
JTAHHBIMH aBTOPHI TOJATBEPXKIAIOT CBOIO THUIIOTE3Y O TOM, YTO HEHUPOHHBIC CETH,
o0ecreunBaOIIMe  TEHEpAaIMI0  Pa3UYHBIX  JIOKOMOTOPHBIX  MATTEPHOB,
COCpPEIOTOYEHBI B CIHMHHOM MO3T€ U PEalM3yIOT CBOIO ACSITEIbHOCTb HAa OCHOBE
CEHCOPHOI HH(OPMAIINH OT PELENITOPOB KOHEUHOCTEH. B Halelt paboTe MbI BHISIBUIIH,
YTO 00JacCTh CIMHHOTO Mo3ra Kouiku, IC KoTtopoil Bei3biBaeT XH, nokann3oBaHa B
JNOCTAaTOYHO y3KOW 30HE — KaK MpaBuIIo, B cerMeHTe L6, pexxe B L7 wim B kKayaaibHOM
yactu LS.

['maBHBIM OTIIMYMEM B KHHEMAaTUKE JIOKOMOTOPHBIX IBWXeHMM Ipu XH
SBIISIETCS] 0OpaTHAs MOCJIEIOBATEILHOCTh pa0OThI Ta300€IPEHHOTO CyCTaBa: CrubaHme
BO BpeMms (ha3wl onophl U pasrudanue Bo BpeMs ¢asbl nepenoca (Buford et al., 1990).
Opnum u3 BaxHeHmMX ad(epeHTHhIX CUTHAIOB, YYaCTBYIOIIMX B 3amycke ¢asbl
nepeHoca Bo BpeMsi XB, siBIsieTCsl akTUBAIIMsI MBIIIEYHBIX BEPETEH MBI CrudaTenei
6enpa Bo Bpems ¢asbl onopsl (Rossignol et al., 2006). [Tomaraem, uro Bo Bpemsi XH
adbdepenTHbie cUTHANBI O crubanuu Oeapa (OT MBIIMICUYHBIX BEPETEH pasrudatenei

Oenpa) B KoHIIE (ha3bl OMOPHI MOTYT Y4aCTBOBATh B HHUITMAIMY (Pa3bl mepeHoca. Takum
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o0pa3oM, MOTOHEHPOHHBIE TYJbl, WHHECPBUPYIOIIME MBIIIILI pa3rudaTenu, u
addepeHThl OT HUX MOTYT MPEJCTABIAThL COOOW AJIEMEHTHI CETEH, ONMpeesIONINX
JBUKEHUE IIara B TOPU3OHTAIBHOM IIIOCKOCTH (TOPH3OHTAIBHBI KOMIIOHEHT) TIPH
XH (Musienko et al., 2012). /lannasle sieMeHThI cojaepikarcs B cermenrax L6-L7,
ctuMyJsiidsg KoTopbix BbI3biBaeT XH (Hamm et al., 1985; Vanderhorst, Holstege,
1997).

3akmouenue. KuHemaTtnueckne OCOOEHHOCTH 3aJHUX KOHEYHOCTEH MpHu
X0J1b0e Briepe, Bbi3biBaeMoi DC pa3HbIX CETMEHTOB CYIIECTBEHHO Pa3IUYaIOTCs : IPH
KayJaJIbHOM CMEIICHUH JJIEKTpoJa JUIMHA IIara, JUana3oH YIJIOB KOHEYHOCTEH H
KO’ (OUIIMEHT aCUMMETPHUH TpaayalbHO yBeanuuBaeTcs. JlaHHbIN HakT MOXKET OBITH
CBSI3aH C OCOOCHHOCTSMHU JIOKOMOTOPHBIX HHTEPHEUPOHHBIX CETEH, TOKATN30BAHHBIX
B CTUMYJUPYEMOM CETMEHTE, 1 U3MEHEHHUEM BO30yIMMOCTH MOTOHEHPOHHBIX ITYJIOB
B 3aBHUCUMOCTH OT JIOKaJIM3allud CTUMYJUpytomero siekrpona. [lo Tem xe
KMHEMAaTHYECKUM XapaKTepUCTUKAM XOAh0a Ha3ajJ CYIIECTBEHHO OTIUYACTCS OT
X0/1bOBI BIIEpe/l: UMEET 00JIee KOPOTKUH IIar, HAMHOTO MEHBIIINN 00bEM IBUKEHUM B
CycTaBax ¥ HapyIICHHEC CUMMETPHUYHOTO YepPEIOBaHUS KOHEUYHOCTSIMHU. JlaHHBIC
pPE3YNBTATBl C OJHOW CTOPOHBI MOTYT OBITh OOBSICHEHBI CHEIU(UKON MBIIMIEYHOTO
ammapara, s KOTOPOro HE XapaKTepHbl (opMuUpyeMble MaTTEpPHBI, C JAPYrod —

cJ1a0BbIM Pa3BUTUEM JIOKOMOTOPHBIX CETEM, KOHTPOIMPYIOIIUX X0AbOY Ha3al.

Yacrse 2. PacnipenesieHne JIOKOMOTOPHBIX CeTeld B CIIMHHOM MO3Te KOLIKH

Panee ObUTO BBIIBUHYTO MPEANOIOKEHUE, YTO X002 B pa3HBIX HAMIPABICHUSIX
peanmu3syercst 3a cyet padboTel oxHoro u toro ke LII'TI (Duysens, Crommert, 1998).
Harmre uccnenoBanme BBISIBUIIO, 4TO XB akTUBHpYyeETCS MPU CTUMYJISIIAN 3HAYUTEITHHO
0oJiee MMUPOKOTro ydyacTKa ClMHHOTO Mo3ra (cermenThl L3-S1), vem XH (cermenTsr L5-
L7). JlanHble pe3yibTaThl MOTYT OBITh OOBSCHEHBI CYIICCTBOBAHWEM pa3INdYUi B
POCTpPOKAayJaIbHOM paclpeeieHH: JIOKOMOTOPHBIX CETeld ISl KaKJIOrOo BHJA
Xonp0bl.  [nst  TOro, 9ToOBI MPOBEPUTH JAHHYK TUIIOTE3Y, MBI CPaBHUIU

pacnpeneseHue CIMHAIbHBIX HEUPOHOB, aKTUBUPOBAHHBIX ITpyu XB u XH, ucnosnbs3ys
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METOJ UMMYHOTUCTOXMMHUYECKOTO BhIsABICHUs Oenka C-Fos. Cienyetr oTMETUTh, 4TO
HEKOTOpbIE HEHPOHBI, Jaxe Oyaydyd aKTUBUPOBAHHBIMH, MOTYT HE WM3MEHSITh CBOM
HOpMaJIbHBIN ypoBeHb dKcnpeccun 6enka (Hunt et al., 1987; Dragunow, Faull, 1989).
B cBsi3u ¢ 3TUM, BEpOATHO, TOJILKO OMPEACIICHHAs! YaCTh HEUPOHOB, (OPMUPYIOIITUX
CIIMHAJIbHBIE IOKOMOTOPHBIE CETH, Obli1a OINpE/IeIeHa B JAHHOM MCCIIEI0BAaHUU.

Hamu Gbu10 0OHapykeHo, yTo KadecTBeHHOe pactpeneinenue FOS+ HeitpoHoB
npu XB u XH cxoxe. ¥ o6eux rpyrmi uBOTHbIX FOS+ HelpoHbl ObUIN BBISIBICHBI B
cermeHTax L4-S1. HauOGonpbmas mmotHocts FOS+ HelpoHOB BhIsIBIEHA B TpeX
00JacTsIX ceporo BemecTsa: 1) B JOp3alibHBIX porax — jJaTepalibHas 4acTh IIacTuH I-
IV (3ona J1JI), 2) B npoMeXKyTOUHOM CEPOM BEILIECTBE — Ha I'paHulie iactuH VI u VII
(3ona IJI) u VII u X (3ona 1IM), 3) BenTpoMmenuansHas obnacth — miaactuHa VIII
(3oma BM). ITono6Hoe pacnpenenenne FOS+ HEHpOHOB ObUIO BBISBICHO Yy KOIICK,
X0J1b0a KOTOPBIX BBI3BIBATIACKH AIeKkTpudeckoin ctumyisinuein MJIO (Dai et al., 2005).
N3BeCcTHO, UTO OJHU U T€ XK€ CIIMHAIBLHBIE HEMPOHBI PUTMUYECKU aKTUBHBI IpU XB,
BBI3BAHHOM KaK AJIEKTPUUECKON CTUMYIIALKUENH CIMHHOTO Mo3ra, Tak 1 MJIO (Zelenin
et al.,, 2015). Taxxe M3BECTHO, YTO MHTEPHEUPOHBI, PUTMUYECKH AKTHUBHBIE IpU
Bbi3BaHHOM OC XB u XH, nokann3oBaHbl BO BCeX 00JIaCTSIX CEPOro BeEIIECTBa
cermenToB L4-L6 (Zelenin et al., 2016).

BepositHo, aktuBamms Oombmieli wactu FOS+ weliponoB 30 JI m M
ONOCPEI0OBAHA  CEHCOPHBIMHM  HMMIIYJIbCAMU  OT  PELENTOPOB  JIBUTAOIIUXCS
KOHCYHOCTEH, TaK Kak Npu (UKTUBHOW JIoKoMouwmu (T.e. mpu OJoKaae BBIXOJA
UMITYJIbCHOW aKTUBHOCTH MOTOHEHPOHOB Ha MHHEPBUPYEMBbIC MBIIIIBI) YHCIO TAKUX
HelipoHOB 3HaunTeNbHO MeHbIie (Carr et al., 1995; Dai et al., 2005). FOS+ neliponsl,
nokaim3oBaHHble B 30Hax IUJI w LM, wMoryr sBuatees la  TopMo3HBIMU
WHTepHEWpOHaMU, HHTepHEeHpoHaMu Tpynibl [ 1 HelipoHaMu BOCXOISIIIIMX TPAKTOB (B
YaCTHOCTH, CIHMHHO-MO3’K€YKOBOTO M CIIMHOPETHKYJSPHOro). OnucaHHbIe TPYMIIbI
HEWPOHOB HMMEIOT PUTMHYECKYI0 AKTUBHOCTH BO BpEMs JOKOMOLMHU, BBI3BAHHOU
anektpuueckoi ctumyssiimerr MJIO (McCrea et al., 1980; Noga et al., 1987; Pratt,
Jordan, 1987; Shefchyk et al., 1990; Stecina et al., 2013). FOS+ neiipons! 30861 [IM

MOTYT SBJSATHCS KOMHUCCYPAJIbHBIMHU MHTEPHEMPOHAMH, NMPUHUMAIOIIUMHU YYaCTHE B
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KOOPJWHAIIMA MEXIy JICBOM W TPaBOd KOHEYHOCTSMH BO BpEMsI JIOKOMOIIUU
(Kjaerulff, Kiehn, 1996; Kiehn, Butt, 2003; Matsuyama et al., 2004).

HecMoTtpst Ha To, uTO 00muMit Buj pactpeaenenus FOS+ neitponos npu XB u
XH cxok, KOJIMYEeCTBEHHBIC ITOKA3aTeNIM CYIIECTBEHHO pas3HATCS. B HEKOTOpHIX
obnactax ceporo BemiectBa cermMeHToB L6-L7 y xuBotHbix ¢ XH uuncimo FOS+
HEHPOHOB 3HAYUTEILHO 0O0JIbIIe, YeM y rpyIibl Koriek ¢ XB (puc. 51 B). [Ipu stom
MBI JOKa3ajdd, YTO TIOJYYCHHbIC JIAHHBIE HE SBISIOTCA PE3YJIbTaTOM MPSIMOU
Hecrenu(uueckol aKkTUBAIIMM HEWPOHOB, PACIOJOKEHHBIX BOJIM3U OT TOYKHU
cTumMyanuu. Takum o0pa3oM, BeIpakeHHOE oTinyue B uucie FOS+ HeiipoHoB miis
XB u XH oTpaxkaeT akTUBaLMIO CTIEIIM(PUIECKUX CETEH ISl MPE/ICTABICHHBIX BUIOB
XOJIBOBI.

Panee (Musienko et al., 2012) Opima mpemiokeHa TUIIOTE3a O KOHTPOJIE
HAIpaBJICHUS Iara: JIOKOMOTOPHAs CHCTeMa BKIIOYAaeT B ce0S JIBa OCHOBHBIX
MEXaHW3Ma, OJWH TEHEPUPYET BEPTUKAIHHBIA KOMITIOHEHT mmara (TOJHATHE U
OMMyCKaHWE KOHEYHOCTH), JPYrod — TOPU3OHTAJIbHBI KOMIIOHEHT (TIEpeHOC
KOHEYHOCTH OT OJHOW TOYKH K apyroi) (puc. 51 A). Ilocnennuii BKiroyaeT B ceOs
CEeTH, YIPaBISAIONIME HAMIPABICHWEM IIara B pa3Hble CTOPOHBI (BIIEpE, Ha3al, BIECBO,
BITpaBo). J[aHHBIE CETH MOTYyYat0T CEHCOPHYIO HHPOPMAIIHIO O TBUKEHUN KOHEUHOCTH
BO BpeMs (pa3bl OIOPHI — IPH JOCTHIKEHUH KOHEYHOCTHIO KpaitHEH TOYKH 3aITyCcKaeTCs
daza nepenoca (Pearson, Duysens, 1976).

B pamkax nByxypoBHeBoit Mozenu jokoMoTopHoro LII'TI (Rybak et al., 2015),
MOKHO TIPEJIIOJIOKHUTh, YTO YacTh BEPTHUKAJIHLHOTO KOMIIOHCHTAa BKIIFOYAET B ceOs
PUTM-TCHEPUPYIOIINA YPOBEHb, B TO BPEMs KaK CETH TOPHU30HTAILHOTO KOMITOHCHTA
NPUHAJICKAT K ATTEPH-00Pa3yIoIEMy CIOH0.

MpI nosnaraem, 4To CETH, FEHEPUPYIOLTUE TOPU30HTAIBLHBIN KOMIIOHEHT 111 XB
pacrpeiesieHbl 10 BCeMy MOsICHUYHO-KPECTIIOBOMY YTOJIIECHUIO CITIMHHOTO MO3Ta, B TO
Bpems, Kak ;uis XH — Toapko B cermentax L6-L7 (puc. 51 B). Takum oOpasom, mjis
aktuBanuun XH, 9C nomkHa OBITh MpHIIOKEHA K cerMeHTaM L6-L7, B To BpeMs Kak
IIUPOKO PACIPOCTPaHEHHBIE CETH, TCHEPUPYIOITNE BEPTUKATBHBIN U TOPU30HTAILHBIN

koMmoHeHT XB moryT 6b1Th akTuBHUpoBanbl DC mroboro cermenta ot L3 mo S1. [Ipu
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ATOM CETH, TCHEPUPYIOIINE BEPTUKAIbHBIN KOMIIOHEHT JjIsi 000UX BHJIOB XOJbLOBI,
pacnopoCTpaHEHbl B MOSICHUYHO-KPECTIIOBOM YTOJIILIEHUU JOCTATOYHO IIUPOKO.
JlaHHO€ MpEeANnoI0KEeHHEe MOKET OOBSICHUTh CX0XKUI narrepH pacnpeaenenus FOS+
HeiponoB npu XB u XH. Tak, FOS+ HeilpoHbI, reHepupyIolue ropu30HTaAIbHBINA
KOMIIOHEHT Juisi XB, pacmpenesieHbl IO BCEMY IMOSACHUYHO-KPECTLOBOMY OTIETY
CIIMHHOTO MO3ra, a COBOKYIIHOCTb HEWPOHOB, TE€HEPHUPYIOIINX TOPU30HTAIbHBIN
KOMITOHEHT Jij1s1 XH, ckoHIleHTprpoBaHa Tobko B L6-L7, B cBs3u ¢ yem uncio FOS+
HEUPOHOB B ATUX CETMEHTAaxX 3HAYMTEIIbHO BBILIE, UEM Y )KUBOTHBIX ¢ XB.
3akmouenue. Takum 00pa3om, BIABICHHbIE aKTUBUpYeMbIe TPy DC HEHPOHBI
MOTYT SIBJISITBCS 3JIEMEHTAMH JBYXYPOBHEBOTO JIOKOMOTOpHOrO LII'TI: purmMOoreHHOrO
U TIaTTepH-00pa3yroniero. JJIeMeHThl 000UX ypOBHEH Uil Hanboyiee TUIMUIHOTO U
HE00X0IMMOTO BHJ1a X01b0bI (B HAMPABIEHUU BIIEPE]]) pACIIPEACIICHbI IIMPOKO BAOTH
POCTpOKayAaIbHOM OCH MOSICHUYHO-KPECTIIOBOTO OT/IENa. DJIE€MEHThI, TEHEPUPYIOIINE
X0ZIb0y Ha3a/, Kak KpaiHe crenu(UIHbIN U PeIKO-UCIIOIb3YEMbIH ISl TO3BOHOUYHBIX
BUJI TIEPEJIBUKEHHUS], OCYLIECTBISIEMBIN TOJBKO IOJ KOHTPOJEM CYHpPacCIUHAIbHBIX
ctpykryp IHC, BeposTtHO, B X0A€ OHTO- W (UIOTCHETHYECKOTO Pa3BUTHUSA

COXPAaHAIOTCA B HE3HAYUTCIIbHOM Yy4aCTKE CITMHHOI'O MO3ra.
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Pucynox 51. Pacnpedenenue Heviponnvix cemeil, obecneuusarouux XB u XH. A —
cxema KOHmMpOoJs 3a HanpaeieHuem xo0bowl (adanmuposarno uz Musienko et al., 2012).
b — obnracmu cepozo eéewgecmea ceemenmos L6 u L7, neiiponusvt komopwix eenepupyrom
20PUBOHMANIbHBIU  KOMNOHeHm 011 XB  (obosnauenvr 2onybwvim). B — cxema
POCMPOKAYOANbHO20 pACnpeOeleHUs 8 NOACHUYHO-KPECTNY08OM YMOIUWEHUU CNUHHO20
Mo32a cemeli, 2eHepUpyIOWUX 8epMUKaIbibli Komnonenm onsi XB u XH (o6o3nauen
3€l1eHOU NOJIOCOl), 20PU3OHMANbHBLL KOMNoHenm 011 XB (o6o3nauen KpacHou
NOJIOCOM) U 20PU30HMANbHBILL KOMNnoHenm 0ns XH (o6o3nauen conyboti nonocou). 1-4
— U3MeHeHUue KOoH@ueypayuu noioMCeHus 3a0HUX KOHeyHocmeu 8 paszHvle ¢haszvl
JIOKOMOMOPHO20 YUKAA: PO306ble U CEeMI0-201y0ble TUHUU — CcepeduHa @a3zvl
nepeHoca, Kpachvie U memHo-201y0vie — KpatiHue noaodiceHus ¢az nepeHoca u onopeoi.
Tonkue cmpenku — HanpaesieHue 08UNCEHUsI KOHeUHOCmell 80 8peMsl azvl nepenoca,
MOJICmble CMpenKy — HanpagieHue 0BUNCEHUsL TeHmbl mpeddaHa.
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Yacrtp 3. [lonmyassunyu HHTEPHEHPOHOB CIIMHHOI0 MO3Ia KOLIKH: pacinpeae/ieHue,

CBOMCTBA U QYHKIMOHAJbHBbIE 0COOEHHOCTH

CnuHanbHBIA ~ KOHTPOJIb  JIOKOMOIIMM  OOecredymBaeTcs  pasHOPOIAHON
nonynsinuerdn uHTEpHEHpoHoB ceporo BemectBa (Kiehn, 2006). B nHamem
UCCIIeIOBaHUN M0 BbIsABIEHHH FOS+ HEWpoHOB OBUIO yCTAHOBJIEHO, YTO TPHU
JoKoMouuH, Bbi3BaHHOU DC, cnenuduueckue ceTu HeMPOHOB aKTUBUPYIOTCS BO BCEX
obOnactsix ceporo BemectBa. (OJHAKO, BOMPOC O TOM, KaKhMe WMEHHO THIIbI
UHTEPHEUPOHOB (POPMUPYIOT CETH, CIOCOOHBIE OOECIeYyuBaTh JIOKOMOTOPHYIO
aKTUBHOCTh W €€  MOAYJSIHMI0, OCTaeTCsl  OTKPBITHIM.  VIHTEpHEUpOHHBI,
JKCIpEcCUpyIoNIne crienu(pruyecKkue KalbLUNA-CBA3bIBAIOIINE OCNIKH, UMEIOT pa3HbIe
naTTepHbl dekTpuyeckoi aktuBHoctu (HOf, Nimchinsky, 1992; Heizmann, 1993,
Baizer, Baker, 2005), uto onpenensieT ux GpyHKIIMOHATbHBIE OCOOCHHOCTH, MOATOMY
UMMYHOTUCTOXUMHUYECKUI METOJ MOXKET OBITh HCIIOJIB30BaH JUIS BU3YalIU3allUd
(GYHKITMOHAIBHO PAa3HBIX TUIIOB MHTEPHEHPOHOB. B CBS3M C 3THM, MBI TPOBETU
BBISIBJICHUE HEUPOHOB, MMMYHOITO3UTHUBHBIX K KaJbOMHAWNHY W TApBATLOYMHUHY, U
JAJIM I€TAIbHOE ONMCAaHME JIJAMMHAPHOTO U PETMOHAIBHOTO pacnpeneneHus KJIb+ n
[TPB+ HelpoHOB ceporo BemiecTBa CIMHHOTO Mo3ra (cermeHThI L1-S1).

ITnacmuna l.

NMMyHONO3UTHBHBIE K KalbOMHAMHY HEHPOHbI IIacTuHbl | panee ObuIn
BBISIBJICHBI B CEPOM BEIIECTBE CIIMHHOTO Mo3ra Mbliieid (Mantyh et al., 1997), kpbic
(Celio, 1990; Yoshida et al., 1990; Ren, Ruda, 1994; Gamboa-Esteves et al., 2001),
xomrek (Anelli, Heckman, 2005), makak (Craig et al., 2002) u genoBeka (Ince et al.,
1993). Opnako omnucanue MOPQOJIOTHYECKUX OCOOEHHOCTEH TaKHUX HEUPOHOB
IIPE/ICTaBIICHbI TOJILKO B paboTax, MPOBEJEHHBIX HA KpbIcax U Kolkax. Tak, y KpbIC
OJIHA aBTOPbI OMHUCHIBAIOT TOJBKO KPYIHBIE HEHPOHBI, BEPOSITHO, OTHOCAIIUECH K
BeperenoBuaHbIM (Ren, Ruda, 1994), npyrue oTMe4aroT HaJIMYUE YEThIPEX THIIOB
KJICTOK, COOTBeTCTBYIOIIMM Kiaccudukanuu D. Limau A. Coimbra (Gamboa-Esteves
et al., 2001). V koIiku BBIICISIOT TOJABKO MYJIbTHIIONSAPHBIN THIT HelipoHOoB (Anelli,

Heckman, 2005). HccnenoBanus Ha Makakax, npoBeneHubie A.D. Craig u koyuteramu
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(1994, 2002), npuBenu K BBIBOAY O TOM, uTo Oosbmias yacte KJIb+ HelipoHOB
miacTuHbBl |, BHE 3aBUCHMOCTH OT CBOEro MopdoTumna, NpoerupyroTcs B
BEHTPOMEIUALHOE TAJAMHYECKOE SIIPO M OTBEYAIOT 3a IMPOBEJCHUE OOJIEBBIX M
TEMIIEPaTyPHBIX CUTHAJIOB.

B HacrosmeM wuccneoBaHUMM BIIEPBbIE OMUCAHbI HEHUPOHBI IUTACTHHBI |,
UMMYHOIIO3UTUBHBIE K MapBalbOyMuHy. Ps aBTOpoB B cBouMX paboTax oOpamiarot
BHMMaHHUE Ha TO, YTO MPHU BBIABICHUM NapBabOyMUHA, TIacTHHA | MOIHOCTHIO
numeHa uMMyHono3uTuBHBIX Kietok (Antal et al., 1990; Ren, Ruda, 1994; Anelli,
Heckman, 2005). CTouT OTMETHTb, YTO B HacTosMeM uccienoBanuu [IPB+ Heitponsl
BBISIBJICHBI TOJIBKO B HEKOTOPHIX cerMeHTax (L6-S1) moscHUYHO-KPECTIIOBOIO OT/ea
CIIUHHOTO MO3Ta W MMEIOT OBAJIbHYIO (DOopMy, MOJOOHYIO MUPAMHIIHBIM KJIETKaM,
UMMYHOIIO3UTUBHBIM K KaIbOUHIIMHY. TakuM oOpa3om, moiaraeM, HaJau4ue JaHHBIX
HEHPOHOB B CIIMHHOM MO3T€ JIOKAJILHO.

Inacmunw 11-111.

B macrosimieit paboTe mpu MMMYHOTHCTOXMMHYECKOM BBISBICHUU KaJIbITAMN-
cBsi3bIBatoIuX OenkoB B macTuHax |1-111 6111 BU3yanu3npoBaHbl MENTKHE OBATbHBIC
HEHPOHBI, Yallle OPHEHTUPOBAHHBIC B JOP30BCHTPAIBHOM HampariieHuu (puc. 35;
puc. 45T, H). O0a KanbIUi-CBSI3BIBAIONINX OCIIKa B IAHHBIX TUNIACTHHAX HE MAPKUPYIOT
JUIMHHBIC JEHAPUTHI, Yalle BHIHBI [-2 c1ab0OKpalIeHHBIX KOPOTKHX OTPOCTKA,
OPUEHTHUPOBAHHBIX MO [UIMHHOW OCH COMBI. Takum o00pa3oM, MpeACTaBISIETC
3aTPyJAHUTEIBLHBIM OIMPEACIUTh MOP(MOTUI JTaHHBIX HEHUPOHOB IO KIACCH(UKAINH
T.J. Grudt u E.R. Perl (2002), x0Tst onicCaHHbII BT OTXO0XICHUS JCHIPUTOB OT COMBI
XapaKTEPEeH, CKopee, IS paualibHBIX WM BEPTHKAIBHBIX HEHPOHOB. VICKITFOUCHHEM,
BEpOSTHO, sBIsOTCS [IPB+ HEpoHBI, KOTOpPBIE CKOpPEE OTHOCSTCS K OCTPOBKOBBIM,
Tak Kak sBistroTcs Topmosubimu (Polgar et al., 2013; Smith et al., 2015, 2016).

Pasmepsr KJIB+ u I[TPB+ neiiponos B mnactunax -1 coBnagaror (28+14 Mxm?
1 28+10 MKM?, COOTBETCTBEHHO), OJHAKO, HECMOTpPS Ha 3TO, MX CPEIHEE YMCIIO Ha
cpe3e oTiimyaercs Oosiee yeM Ha mopsanaok (puc. 36 I' u puc. 45 J1). Kpome Toro, B
paborax Ha komkax (Anelli, Heckman, 2005) u xpsicax (Yoshida et al., 1990) c

IIOMOIIBKO MCTOOA HBOﬁHOFO HNMMYHOMCYCHMUA OBLIIO IIOKa3aHO, YTO IIOIYyJIAIHWH
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Menkux KJIb+ n [IPB+ HelipoHOB nop3aiibHBIX pOroB He nepecekarorcs. llomaraem,
Herponsl mnactud ll-111; umMMyHOno3uTHBHBIE K KadbOMHAMHY U HapBaibOyMUHY,
GOpMHUPYIOT HENepeceKaroIKecs MOMY/ISIIMA HEPBHBIX KJIETOK, BBITIOJHSIONINE B
JOP3aJIbHBIX pOTax pa3HbIe QYHKIUH.

B nacrosieii padote Ob110 BliepBbI€ yCTaHOBJIEHO, uTO Meikue KJIb+ HelpoHbl
rmactud -1l popMupyroT KiracTepsl KJIETOK, JIOKATM30BaHHBIE MPEUMYIIIECTBEHHO B
cermentax L3-L5 (puc. 36). M. Scheibel u A. Scheibel (1968), ucnons3ys meton
['onbmxu, mokaszanu, 4yTo Il HEMPOHOB JAHHBIX IJIACTUH XapaKTepHa TEHACHIIUS K
KOJIOHUaTOMy pacnojoxenuto. B padorax C. Rivero-Melian u G. Grant (1990) u
Y. Takahashi ¢ xomneramu (2007) ObL10 MOKAa3aHO, YTO LEHTPAIbHBIC MPOEKIUUA OT
JIOP3JIbHBIX TAHTIJIMEB MOSICHUYHOTO OT/EJa B JOP3aTbHBIX porax (opMUPYIOT MaTYH,
OpUEHTHUPOBAaHHBIE B MEAMOJATEPATILHOM M POCTPOKAYAATbHOM HAMPABICHUSX.
Jlokanuzanus, pa3Mep W YHUCJIO JAHHBIX MATYEH MO3BOJIAIOT MPEANONIOXKHUTH, YTO
knactepsl KJIb+ Heiiponos mactus I1-111 MoryT umeTs cBsizu ¢ qepmaToMaMu 3aIHUX
KOHEYHOCTEU U ABJISATHCS AJIEMEHTAMU KOKHOM COMATOTONMHYECKOW OpPraHW3aluv B
JOP3aJTbHBIX POTaX.

[Ipy WMMYHOTHCTOXMMHYECKOM BBISBIICHHHM MapBaJlbOyMHHA Ha cpe3ax
CIIUHHOTO MO3Ta KpBIC B JIOP3aJbHBIX pOrax aBTOPHI psja pabdOT OMHCHIBAIOT
OKpAIIICHHYIO TIOJIOCKY HEUPOTIHIISI, OUSPUHBAIOIIYIO BHYTPEHHIOIO YacTh TUTaCTUHHI ||
(1) (Yamamoto et al., 1989; Antal et al., 1990, 1991; Celio, 1990) IIpu stom ITPB+
HEWPOHBI JIOKATU30BaHbl TPEUMYIIIECTBEHHO B HeW miK Ha rpanuile miactud | u 1.
B Hamiem mccienoBannu Ha Komike, kak u B padore R. Anelli u C.J. Heckman (2005),
HACTOJIbKO YETKOTO BHUAA OKpaIlMBaHWsS HEUPOMWIS HE HaOJFOJaeTcs, OJHAKO,
UMMYHOITO3UTHBHBIC KJICTKH JIOKAIM3YIOTCS NPUMEPHO B TOH e 00JacTH WIH
HemHoro riayoxe B iactude |1 (puc. 45T7). B uccnenoanusix E. Polgar ¢ komneramu
(2013) na kpeicax [IPB+ Heiponsl maactun -1l b1 OTHECEHBI K OAHOMY M3
YeThIpeX KJIACCOB TOPMO3HBIX MHTEpHEHpOHOB. OJHAKO, aBTOpHI YKa3aiaH, 4YTO, B
OTJIMYHAE OT OCTaJbHBIX TpeX KiaccoB KkieTok, I[IPB+ wuHTepHEpoHbl HeE
AKTUBHUPYIOTCS MEXaHUYECKUMH, TEMIIEPATYPHBIMU WU XUMHUYECKUMHU OOJIEBHIMU

ummynbcamu. [loszxe H. Petitejean ¢ komneramu (2015) Ha MbIIax Onpeaesnig, 4To
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[TPB+ untepneiipons! B minactuHax ll-11l oTBeuaroT 3a 00pabOTKy M MOIYISIHUIO
CEHCOpHOW WH(OpMAIIUU, TMOCTymaeMol OT OOJEeBhIX, HO HE TEMIepaTypHBIX
PEIenTOpOB.

Inacmunwt 1V-V.

B nnactune IV xanbOMHAMHOM W MapBaIbOyMHUHOM MapKUPYIOTCS TOJIBKO
MEJIKME BEPETEHOBU/IHbIE HEUPOHBI, IOKAJTU30BAHHbBIE B JOP3AJIbHON YACTH MJIACTUHBI.
BeposiTHO, naHHBIE KaJbIMII-CBSA3BIBAIOIINE OCJIKH MOTYT ObITh KOJOKAJIM30BaHBI B
OHMX U TeX ke Heiponax. B padore R. Anelli u C.J. Heckman (2005) namuuue B
wiactuHe |V Menkux BepeTeHOBUIHBIX KJIETOK, UMMYHOIIO3UTUBHBIX K KaTbOUHAUHY
U TapBalbOyMUHY, HE BBIHECEHO B pPE3yJNbTaThl HCCIEJOBAHUS, OJHAKO,
BU3YaJU3UPYyETCs Ha MPEICTABICHHBIX UMU pUCcyHKax. B cBoux paborax A.G. Brown
u koywtern (1977, 1980) mokazanm, 9yto B IwiacTuHe |V JTOKaJM30BaHBI HEHPOHBI,
AKTUBHPYEMBIE P MEXaHUYECKOM BO3JICHCTBUU Ha KOXKHBIE perenTopbl. Mcnonb3ys
METOJ] PETPOrpagHOrO TPEHCUPOBAHUS, aBTOPHI OMPENEIHIN, YTO JaHHbIE HEUPOHBI
CBOMMHU aKCcOHaMH (OPMHUPYIOT CHUHOIEPBHUKAIBHBIM TpPaKT, TMEPeIatoIInid
HeOOoJIeBbIEe TAaKTHJIBHBIC MMITYJIBCHI B CyNpacluHaIbHBIe CTPYKTyphl (Brown et al.,
1977, 1980; Abraira, Ginty, 2013). Opnako, 10 cBoeMy MOPQOTUITY
(MyJBTUTIONSAPHBIC) M JIOKAJIM3AIMKA JaHHbIE HEHPOHBI HECKOJBKO OTIMYAIOTCS OT
BBIBJICHHBIX B HacTosieM uccienosanuu KJIb+ u [TPB+ HelipoHOB.

B naubonee narepanbHoi yactu miactuHbl |V u yactuuno V (Ha rpanwuie c
OesibIM BeIleCTBOM) ObLTa OIpesieieHa OTHAeNbHAas Tpylna CPeAHUX 10 pa3Mepy
MYJIBTUTIONISIPHBIX HEWPOHOB, UMMYHOIIO3UTHBHBIX K KaIbOMHIUHY (puc. 38 A, m).
C.Q. Cao ¢ xomreramu (1993), ucrosib3yst METOABI PETPOrPAJHOTO TPEHCUPOBAHUS U
perucTpanuyu aKTUBHOCTH HEWPOHOB, TMOKa3ajH, YTO TUIOTHOW 30HOM JIOKATH3aINH
HEPBHBIX KJIETOK, YbHM AKCOHBI YYacCTBYIOT B ()OPMHUPOBAHUU CIUHOIIEPBUKAIHLHOTO
TpaKTa, SIBJISIETCSI UMEHHO JlaTepalibHasi o0nacTh miactud 1V-V. ABTOpbI 0TMEUaloT,
YTO aKTUBHOCTh JIAHHBIX HEHPOHOB B cermMeHTax L5-S1 Bo3HMKaeT npu MEXaHUYECKOM
BO3JCMCTBUHU HA KOXY U BOJOCHI HA MAJIbI[AX UIICUIIATEPAIbHOM 33 IHE KOHEYHOCTH.
B wuccnemoanusax A.G. Brown u koster (1977, 1980) HelpoHHYI aKTHBHOCTH

natepanbHOl wactu mmactuH V-V B cermentax L6-S1 peructpupoBanu mpu
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pa3ipaKeHU PEIENTOPOB BOJIOCSHBIX (POJUTUKYJIOB U KOXHM B oOnactu Oempa u
MAJIbLEB UIICWIATEPAIIBHOM 38 THEM KOHEUHOCTH.

Inacmuner V1-VII.

B cBoeit pabote Ha B3pocabix Mblmax Y. Fu u xomteru (2012) ¢ momortsio
METOJIa PETPOTrPaJHOrO TPEHCUPOBAHMS TOKA3ald, YTO MO JJIMHE BCEro CIHUHHOIO
MO3ra TAHYTCS TaK Ha3blBaeMble IMpelepeOerUIsipHble sapa, HEHPOHBI KOTOPBIX
UMMYHOIIO3UTUBHBI K  HEKOTOPHIM  KaJblUWA-CBS3bIBAIOIIMM OelkaM U B
npeo0aiaoiei cTernenu K mappanbO0ymuny. [1o Xoay cniuHHOTO MO3ra JIaHHbIE Spa
MIOCJIEIOBATENIBHO CMEHSIOTCS: IIEWHBIE CETMEHThl BKIIOYAIOT LEHTPAIBHOE
LUEPBUKAIBHOE S/IPO, TPYJIHBIE CETMEHTBI U POCTPAIbHBIE MOSICHUYHBIE — JOP3aTbHOE
sanpo (sapo Kiapka), kaynanbHbIe MOSCHUYHBIE — TMOSCHUYHOE TperepedeIuiipHOe
SIPO U KPECTIOBBIE CETMEHTBHl — KPECTIIOBOE MpenepedesiipHoe sapo  (Sapo
Crummara). Cxoskasi aHaTOMHUS TpenepeOeIUIIpHBIX sAep OmucaHa s JPYyTHux
rpei3yHoB (Olude et al., 2015; Snyder et al., 1978) u HexoTopsIx mpumaToB (Snyder et
al., 1978; Watson et al., 2015). B HacTosieM ucciae10BaHuN JTOKAINU3aLKs MCUCHHON
napBaJibOyMUHOM 00J1acTH B cermeHTax L1-1L4 (puc. 46 A) coBmamaeT ¢ moJIoKeHUEM
snep Knapka — OCHOBHBIM UCTOYHUKOM JOP3aIbHOIO CIIMHHO-MO3KEUYKOBOTO TPAKTa
(Clarke, 1859; Mann, 1973; Petras, Cummings, 1977). OpaHako, OKpaIlICHHBIN
HeWponuib 0003HAYEHHOM 30HBI BBIXOJUT JAJIEKO 3a TMpeiesbl KayJladibHOU
aHATOMUYECKOM TpaHMIlbl TaHHBIX syep — cermenTa L4 (Rexed, 1954). Tak, cTeneHb
OKpacCKH HEUPOMWIISA TpaayalbHO MaJaeT BJIOJb POCTPOKAYAAIBHOM OCH OT CErMEHTa
L5 k S1. IlapannensHo 3TOMYy B JaHHOM 00JacTH HaOMIOMAETCS YBEJIWUYECHUE YHCIa
MEJIKUX U KPYIHBIX MYyJbTUIIONAPHBIX [IPB+ HelipoHOB. MBI Npeanosoxuin, 4ro
JTAHHBIE UMMYHOIIO3UTHUBHBIE HEUPOHBI MOTYT OBITh DJIEMEHTAMU OOIIEH CITIMHAIBHOM
IPOIPHUOILIEITUBHON CUCTEMBI, JIOKAJTM30BaHHbIE 3a Tipeaenamu saep Kiapka B 6omnee
KayJaJIbHBIX CETMEHTAaX, HO B MpeJiesiax TO! ke 00JIaCTH CEPOro BEIIEeCTRA.

B cermentax L5-S1 KJIb+ HelipoHB MeIMAIBHOW YacCTH MPOMEKYTOUYHOTO
CEpOro BEIECTBA CYIIECTBEHHO OTINYAIOTCS TI0 cBoeMy MopdoTtuiy ot [IPB+ knetox
U JIOKaJIN3yroTcs BeHTpaibHee — B iactune VI (puc. 39 I, 0). CTOUT OTMETUTB, YTO

Ha JaHHYI0 O0JIACTh TaKXe€ NPHUXOAMTCS BBISBIECHHAS MMapBaJbOYMUHOM TpyIma
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MYJBTUIIOJISIPHBIX KJIETOK, oTxosmas B cerMmentax L1-L4 ot anep Knapka B coctase
BEHTPAJILHOT0 BBIPOCTa MeueHHOro Herponwia (puc. 47 A, M) 1 000COOISIOIAsACS B
BHUJIC OTJCIIBHOIO Kitactepa B cermeHTax L5-S1 (puc. 47 B, H). [lonyyeHHbIe TaHHBIC
cornacytorcs ¢ padoroir R. Anelli u C.J. Heckman (2005), koTopbie C MOMOIIBIO
METOJIla JBOMHOIO HMMMYHOMEYEHHS MOKa3ajd, 4YTO B JOP30MEIMAIbHON YacTu
wiactulbl VI cermenTa L7 cMHHOTO MO3ra KOIIKY JOKAIU30BaHbl MYJIbTUIIOSIPHBIE
HEHPOHBI, UMMYHOIIO3UTHBHBIE KaK K MapBaJbOyMHUHY, TaK M K KaJbOUHAUHY.
OnucaHHas 30Ha CEPOrO BEIIECTBA XapakTepusyeTcs OOJBIIUM pa3HOOOpazuem
(GYHKIIMOHAIBHBIX THIOB HEWpOHOB. Tak, cpelu MydyKOBBIX HEHPOHOB BBIACISIOT
cnuHoTanamuueckue (Trevino, Carstens, 1975; Carstens, Trevino, 1978; Meyers,
Snow, 1982 a, ©0), cnunHo-onuBapHeie (Armstrong, Schild, 1979), wu
cnuHopeTukyspaeie (Fields et al., 1977; Maunz et al., 1978); cpenu BCTaBOYHBIX —
HEHPOHBI, HA KOTOPBIX CXOAUTCA MH(POPMAIUA OT MBIIIEUHbIX addepeHToB rpymi |
(Czarkowska et al., 1981; Hongo et al., 1987; Jankowska, 1992; Bannatyne et al., 2009;
Jankowska, Edgley, 2010) u Il (Jankowska, 1992; Bannatyne et al., 2009; Jankowska,
Edgley, 2010).

Eme oauH 000cOOMEHHBIA KiacTep HEHPOHOB, WMMYHOIIO3UTHBHBIX K
KaTbOMHANHY, BRISIBICH B cerMeHTax L5-S1 B marepanbHON 9acTH TPOMEKYTOUYHOTO
ceporo BemecTBa Ha rpanuiie wiactud VI-VII (puc. 39T, m). B padorax E. Jankowska
¢ kouteramu (1967 a, 6), BBIOJITHEHHBIX Ha CIIMHAIBHBIX KOIIKAaX, B JAHHOM 30HE OBLIN
BBISIBJICHBI CKOTUICHHS MHTCPHEUPOHOB, IO-pPAa3HOMY aKTHBHUPYEMBIX B OTBET Ha
ctuMmynsiuio abdepeHToB crubarenbHOro peduiekca. ABTOPHI MOJararoT, JTaHHbBIC
TUNIBI  MUHTEPHEUPOHOB MOTYT OBITh  3JIeMeHTamMHu  JokomotopHoro  LII'TI,
00eCITeUYNBAIOIIMMHA  PEIMIPOKHBIC B3aUMOACHCTBUS MEXJIYy MOTOHEHpOHAMU
antaronuctamu (Jankowska et al., 1967 6). B padore J.S. Riddell u M. Hadian (2000),
B 0003HAaYEHHOI 00J1aCTH CEpOTo BellecTBa cermMmeHToB L6-L7 cnmHHOro Mo3ra KOku
ObLITM BBISIBJICHBI CKOIUICHUS! MHTEPHEMPOHOB, HA KOTOPBIX CXOAUTCS addepeHTHas
uH(bOopMaIKs OT MbIIIeYHbIX adeperToB rpymimsl |1.

B naunbonee narepanbHOM 00NACTH TPOMEKYTOYHOTO CEPOTO BEIIECTBA Ha

rpanune tuactuH  VI-VIlI  cermentoB L1-L4 BbisiBieHa rpynma  HEHpOHOB
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UMMYHOITO3UTHBHBIX K KamsOuuHauHy (puc.39 A, M, b, H). OcobGeHHOCTH
POCTPOKAyAAJIbHOTO pacpe/ieSIeHUs] ONMUCAHHOW TpyIibl HEUpOHOB (cermeHThl L1-
L4) u ux nokanuzanus B IPOMEXKYTOYHOM CEPOM BellecTBe (Hambosee jaTepaibHas
obnacte Ha rpanuiie mwiactud VI-VIIl) coBnmanarT ¢ mosiokeHrneM B CIIMHHOM MO3Te
uHTepMearonarepanbHoro sapa (nucleus intermediolateralis, UMJI), cocTosiiero u3
IperaHrJInoHapHBIX cuMmmarnyeckux HeipoHoB (Rexed, 1954; Deuschl, Illert, 1981;
Pyner, Coote, 1995). Cornacuo padote G. Deuschl u M. Illert (1981), B 3aBucumoctn
OT JIOKalu3alud HEpBHBIX Kietok, MMJI nmemsr nHa naBe 3o0mbl: 1) nucleus
intermediolateralis pars principali — B cepom BemectBe u 2) nucleus
intermediolateralis pars funicularis — ¢ 6erom sewecmee. KJIb+ kietku Bcerna
JIOKaJIM30BaHbl TOJBKO B cepoM BemiecTBe. [lomaraem, KanbOMHAMH METUT
(GYHKIIMOHAIBHO CHENU(PUYHYI0O MAJTOYHUCICHHYIO TOMYJISIUI0 HEHPOHOB Hambosee
nop3anbHoi yactu BHyTpeHHe# 30HbI MIMJIL. Panee, KJIb+ netiponst UMJI Obutn
omwcaHbl B HcciaeaoBaHusaX Ha kpbicax (Ren, Ruda, 1994; Grkovic, Anderson, 1997).

B BentpomemuanwHoi wactu miactuHbl VIl mosicHMUHO-KpecTioBOTO
YTOJIICHUS] CIIUHHOTO MO3Ta JIOKAIW30BAaHBI MYJIBTHUIIONSAPHBIE U BEPETCHOBUIHBIC
HEpBHBIC KJICTKH, Ha3biBacMble HHTepHeponamu Penmroy (Willis, Willis, 1964,
Thomas, Wilson, 1965; Jankowska, Lindstrom, 1971; Fyffe, 1990; Alvarez, Fyffe,
2007). [aHHble KJIETKM MOCPEACTBOM BO3BPAaTHOIO TOPMOXKEHHSI YYacTBYIOT B
MEXaHHU3ME CTAaOWMJIM3allMKd YacTOThI paspsaku o-MoToHeipoHoB (Renshaw, 1946;
Eccles et al., 1954; Windhorst, 2007; Alvarez et al., 2013). Coma u JICHIPHUTEHI
OTIMCAaHHBIX WHTEPHEUPOHOB COJACPKAT OOJBIIOE KOJIMYECTBO TrepupuHa — Oelika,
OTBETCTBEHHOTO 3a MOCTCHHANTUYECKYIO KJIACTEPU3AIIUI0 TJIUIIMHOBBIX PEIENTOPOB
(Alvarez et al., 1997). B cnencrBue 3TOro, UMMYHOTUCTOXMMUYECKOE BBISIBIICHUC
reuprHa KCIIOJIb3YETCS B KA4eCTBE CIIOCO0a BU3yanu3aluu kietok Penmioy (Alvarez
et al., 1997; Geiman et al., 2000; Sapir et al., 2004; Perry et al., 2015). B nacrosimem
UCCJIEIOBAHUUA B BEHTPOMEJMAIbHOM 4YacTu TiacTUHbBl VI BBISBICHBI CKOILICHUS
[TPB+ (puc. 48 B, M) HEeHpOHOB, a TaK)Ke OJTUHOYHBIC KICTKA, UMMYHOIIO3UTHBHBIE K
kanpOuuauHy (puc.39 I, ¢). Ha ocHoBe aHaTOMHYECKOTO TOJOXKEHUS U

Mopdostorudecknx ocooeHHocteit KJIb+ HelpoHOB, BBISBICHHBIX B CITMHHOM MO3Te
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kpeic (Antal et al., 1990) u makax (Arviddson et al., 1992), ObUTIO BBIIBHHYTO
NPEINON0KEHHEe O TOM, YTO KalbOMHIWH MOXKET MapKHpOBaTh KIETKH PeHmoy.
[Tox:xe maHHOE TMPEANONIOKEHHEe ObUIO TMOATBEPXKIEHO TIyTEM  BBISABICHUS
KaJpOMHIMHA B HEHpOHAX, MAPKUPOBAHHBIX TE€(PUPHUHOM, T.€. B COOCTBEHHO KIJIETKax
Penmoy (Carr et al., 1998, 1999). Tak, B uccnenosanuu P.A. Carr u kosmier (1998) Bce
reupUH-UMMYHOIIO3UTHBHbIE HEMPOHBI MAPKUPOBAIUCH KATLOMHAUHOM B CIIMHHOM
MO3r€ KPBICHI ¥ TOJIBKO 47% B CIMHHOM MO3T€ KOIIKU. B CBSA3M € 3TUM KaJIbOWHIUH B
UCCJICIOBAHUSX Ha KOIIKE MOXET OBITh UCIOJIb30BaH B KauecTBE Mapkepa
VHTEPHEUPOHOB PEHIIOY TOJIBKO OTYACTH, B TO BPEMs Kak JUIsl TPbI3YHOB JIaHHBIN
METOJI IIMPOKO pacripocTpaneH (Sanna et al., 1993; Alvarez et al., 1999; Geiman et al.,
2000; Lim et al., 2000; Sapir et al., 2004; Gonzalez-Forero et al., 2005; Mentis et al.,
2006; Song et al., 2006; Kim et al., 2008; Stepien et al., 2010; Perry et al., 2015;
Porseva, 2015). B HekoTOpBIX paboTax Ha KpbICaX Ha OCHOBE JIAHHBIX O JIOKATH3AIHH
1 MOP(hOJIOTHH BBISIBJICHHBIX HEHPOHOB OBLIO BBIIBUHYTO MPEIITOJIOKEHUE O TOM, YTO
uHTepHEWpoHsl PeHmmoy moryt Obith [IPB+ (Antal et al., 1990; Celio, 1990). B namem
UCCIIEIOBAaHUN OBUIO BBISABIIEHO, YTO B cerMeHTax L6-L7 I[IPB+ nHeiponsl miacTuHbI
VIl ¢popmMupyroT ABe JOKaIbHBIE MOMYJSIIIMHA KIETOK, PACTIONOKEHHBIE METUAIBHO U
narepanbHO (puc. 48 B, M, H). Jlokanu3zamus MeIWaabHOTO KiacTepa CXoxa ¢
noJiokeHreM kieTok Penmoy. Takum oOpa3zoM, moJjiaraeM, y KOIIKH 00a KajabIHii-
CBSI3BIBAIOIIMX O€lika MOTYT BBICTYNaTh B KadecTBE Mapkepa KJIeTOK PeHmioy wim
OTJICIIBHBIX MPeICTaBUTENeH UX pa3Hbix kiacco (Fyffe, 1990).

K npyromy tuny wuntepHelipoHoB miactunbl VIl oTHocuTCcs mnomymnsus
TOPMO3HBIX KJIETOK (7ajee Mo TeKCTy la mHTepHepoHbl), epeaaroinX CEHCOPHYIO
MHPOPMAIIMIO OT pelenTopoB rpymmsl la k Motoneliponam (Jankowska, Lindstrom,
1972). bnarogapst JaHHBIM HeHpoHaM O0ECICUYHMBAETCS PEIMIIPOKHOE TOPMOKCHHE
Mol antaroaucTo (Hultborn et al., 1971; Jankowska, 1992; Jankowska, 2013; Coté
et al., 2018). B mnacture VIl 11 HEX XapaKTepHO JOP30MEANATLHOE MOJIOKCHHE 110
OTHOIIIEHHIO K MOTOHeHpoHHBIM mynam (Jankowska, Lindstrom, 1972; Jankowska,
2013). B wcciaemoBaHUSAX Ha MBIIIaX OBLIO BBIIBICHO, YTO HEKOTOphie la

MHTEPHEHPOHBI MMMYHOIIO3UTHBHBI K mapBanboymuny (Alvarez et al., 2005; Siembab
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et al., 2010). BeposiTHO, BBISIBJICHHAs B HACTOSIIEM UCCIIe0BaHUU monyJsius [TPB+
HEWPOHOB, JIOKAJIM30BaHHAs B JlaTepajibHOM yacTu miactunbl VI, MOXKeT OTHOCUTBCS
K rpynne la uarepaeriponos (puc. 48 B, u).

Inacmuna V111,

[IPB+ wne#iponsl mmactunbsl VIl mpencraBiensl  HEeynmopsiAOYE€HHBIMU
MYJbTUIIOJISIPHBIMU KJIETKAMHU B TOJIIIE TUIACTHHBI U BEPETEHOBUJHBIMHU KJIETKAMH,
JOKANIM30BaHHBIMU Ha MeaualnbHOW rpanunie miactuabl VIII B mpenmenax Bcex
uccieayeMbix cermeHToB (L1-S1), npu stom KJIB+ HelpoHBI MpeIcTaBIeHbl TOJIBKO
B cerMeHTax L4-S1 oJMHOYHBIMU KJIETKAMH, JIOKAIU30BAaHHBIMHU 1) B TOJIIIIE TIJIACTHUHBI
(MynbTHIONApHBIE KiieTkn) (puc. 40 H), 2) Ha MeauanbHO# rpanuie miactuabl VI
(BepercHoBHaHbIe KiaeTKH) (puc.40 0) m 3) 3a mpeaenaMud Ceporo BEIIECTBA B
BEHTPAJIBLHOU KOMHUCCYpPE (XapaKTepHO TOJIBKO it cermMeHToB L7-S1) (puc. 40 m).

[Mnactuna VI xapaktepusyercss OOIbIIUM pa3HOOOpa3MeM TaK HA3bIBAEMbBIX
KOMHUCCYpPaTbHBIX HEUPOHOB, YbH aKCOHBI MIEPEXOIAT HA TPOTHUBOIOJIOKHYIO CTOPOHY
cnuaHOTro Mo3sra (Scheibel, Scheibel, 1969; Matsushita, 1970). Hekoropbie u3 HuX
SBJISIFOTCS TYYKOBBIMH W Y4YacCTBYIOT B (DOPMHUPOBAHMHM CHHUHOTAIAMUYECKOTO
(Trevino, Carstens, 1975; Meyers, Snow, 1982 a), ciuaHo-osimBapHOTo (Armstrong,
Schild, 1979; Molinari, 1985) u cnuropetuxyaspaoro (Corvaja et al., 1977; Maunz et
al., 1978) tpakroB, npyrue — BcraBouHbiMu (Aoyama et al., 1971; Grillner, Hongo,
1972; Skinner, Remmel, 1978). Takue BCTaBOYHBIC HEHPOHBI IPEICTABICHBI
YETBIPHMS TTOMYJIAIHUAMHA KIIETOK: JBYMSI BO30YKIAIOIIUMU U JBYMSI TOPMO3HBIMH
(Jankowska, 2013). Opna mnomynsnus BO30YXJAIOUIMX WHTCPHCHPOHOB M OJHA
TOPMO3HBIX MPUHUMAIOT MH(POPMALIMIO OT MBIIIEUHbIX peuentopoB rpynmnsl Il. JIBe
OCTaBIIMECS TOMYJISIUNA KJICTOK aKTHBUPYIOTCS HWMITYJIbCAMH, HWAYIIUMH I10
HUCXOJSIIIUM  TpakTaMm  (PETUKYJIOCHUHAIBHOMY, BECTUOYJOCHHHAIBHOM U
KOPTUKOCIIMHAIBLHOMY) W OT TaBHbIX addepento (la pemnenrtopos). brmaromaps
paboTe JaHHBIX MOMYJSANHUA HEHUPOHOB 00ECIeUnBACTCA KOOPAMHAIMS MEXKIY
JBUKEHUSIMUA JIEBOW M TIPAaBOW KOHEYHOCTSAMH M CBS3b C TO3HBIMH peduieKcaMu
(Harrison et al., 1986; Jankowska, Noga, 1990; Bannatyne et al., 2003; Matsuyama et
al., 2004; Jankowska et al., 2005; Jankowska, 2008, 2013). MeHbIiast 4acTh HEHPOHOB
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mwiactuabl VI mpencrtaBineHa mHTEpHEMpOHAMHU, aKCOHBI KOTOPBIX HaIpaBi€HBI K
MOTOHEHPOHHBIM ITyJIaM UIICHJIATEPAIbHOW CTOPOHBI ciuHHOrO Mo3ra (McCrea et al.,
1980; Davies, Edgley, 1994). BeposiTHO, pa3Hble HOIMYJISALNUNA HEHPOHOB IJIACTHHBI
VIII xapakrepu3yroTcst sKcrpeccrueld pa3HbIX BUIOB KaJIbI[UH-CBSA3BIBAIOIINX OCJIKOB.

IThacmuna I X,

[Tnactuna IX npencrasnser co0oi OTaeNbHBIE 00IACTH BEHTPAIbHBIX POTOB, B
KOTOPBIX JIOKAJIM30BaHbI MoOTOHeHpoHHbie mynabl (Rexed, 1954). B Hacrosmem
UCCJIEIOBAaHUU HHU OJMH U3 HCCIEIYEMbIX KaJIbI[UN-CBA3BIBAIONINX OCIKOB HE
MapKUpyeT KPYMHbIE MYJIbTUIIOJISIPHBIE MOTOHEHWPOHBI, YTO COTJIACyeTcs C
nutepatypabeiMu nanuaeive (Celio, 1990; Ren, Ruda, 1994; Anelli, Heckman, 2005).
OpnHako, B HCCIEIOBAaHUSAX Ha KpbicaX OBLIO BBISABIEHO, YTO KalbOWHIUH U
napBajibOYMUH 3KCIPECCUPYIOTCS B MOTOHEHPOHAX CIMHHOT'O MO3Ta B PEHATAIbHOM
¥ paHHEM IMMOCTHATAIBHOM Mepruoaax oHToreHesa (Zhang et al., 1990). B Bo3pacte 5-8
Henenb KJIb+ u [IPB+ MOTOHEHPOHBI B CHUHHOM MO3T€ KPBIC HE BBIABISIOTCA. TaKkxke,
B uccienopanusx Ha rpeizyHax (Elliott, Snider, 1995; Dekkers et al., 2004; Spruill,
Kunci, 2015) u mpumarax (Fahandejsaadi et al., 2004), B Tom 4ucie denoBeke
(Alexianu et al., 1994; Fahandejsaadi et al., 2004), ObLIO BBISBICHO, YTO KaJbI[Uii-
CBSI3BIBAIOIIME OCIKH MOTYT 3KCHPECCHPOBATHCS MOTOHEHpPOHAMH CIIMHHOTO MO3Ta
pu HENpOJEeTeHEPAaTUBHBIX 3a00JE€BAaHUSAX, TEM CaMbIM OOECTieurBasi HOPMaJIbHBIN
YPOBEHb MOHOB KaJIbIIHsI B KJICTKE MPH NaToiorndeckux n3menenusx (Ho et al., 1996;
Paizs et al., 2010; Meszlényi et al., 2017; Patai et al., 2017).

IThacmuna X.

B mnacture X BBIACTSAIOT pa3HbIe IO (hopMe COMBI TUTTBI HEUPOHOB: OBAIILHEIE,
BEPETCHOBU/IHbIC, TMPAMUIHBIE, 3Be3quaThie U MysbTumnospuabsie (Nahin et al., 1983;
ITopcesa, lunkun, 2016). Ha ocHoBe BBINOJHAEMONH (PYHKIMH ONpPEACIICHBI IO
MEHBIIIEH Mepe TpU Kjacca HEPBHBIX KIIETOK: MPETAaHIVIMOHAPHBIE CUMIIATHYECKUE
(Strack et al., 1989; Deuchars, Lall, 2015), nyuxossie (Nahin et al., 1983; Menétrey et
al., 1989; Villanueva et al., 1991; Kayalioglu et al., 1999) u yuactByomue B
JIOKOMOTOPHOM KOHTpoJie¢ (B YacCTHOCTHU, MOIYJSALMUU pPabOTBl MOTOHEHPOHOB)

(Bertrand, Cazalets, 2011). OxHako, COOTBETCTBUS MEXAY MOP(POTUIIOM HEHPOHOB M
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BBINIOJIHAEMON MU (DYHKUMU B JTUTEPATYpE HE OmMHcaHo. B HameMm uccrenoBaHuu B
mwiacTuHe X BBISIBICHO JIOCTATOYHO MAajiO€ YHMCJIO MEJIKMX OBAJIbHBIX HEWPOHOB,
MMMYHOITO3UTHBHBIX TOJBKO K KanbOuHauHYy (puc. 40 A, m).

3akmouenue. Takum oOpa3om, MOAPOOHO MPOAHATUZUPOBAB PACIPEIEICHUE
HEHPOHOB, UMMYHONIO3UTUBHBIX K KaJbLUI-CBSI3bIBAIOLIMM O€lIKaM, Mbl IOJaraeM,
YTO T€ UHTEPHEHPOHBI CIOMHHOIO MO3ra, KOTOpble sBIAIOTCS 3aeMeHTamu LTI,
BEPOSATHO, 00pa3yroT CXOJHBIM MAaTTEpPH pacHpelesieHus U, MO-BUAUMOMY, TaHHBIN
naTTepH cxojieH ¢ pacnpenenennem FOS+ weiiponoB. Tak, OblIO 3aMe4eHO, YTO
TOJIBKO B MEJIMAJIbHOM YacCTH MPOMEXKYTOYHOIO CEpOro BEIIECTBA CIIMHHOIO MO3ra
BBISIBJIEHBI OJIM3KO PacIOyIOKEHHbIE CKOIUICHUS MHTEPHEHPOHOB HECKOJIBKUX THUIIOB,
IKCIIPECCUPYIOMIUX KaNbOMHAMH W mnapBansOymud (puc. 52 b). Ilpu »stom
OPOCTPAaHCTBEHHAsl  JIOKAJM3alMsl 3THUX  CKOIUIEHMM CXOJHA C  JIOKyCOM
IPOMEXYTOYHOTO CEPOro BEIIECTBa, COJAEP KAIIMM HaWOOJbIIEe YHUCIO HEHpPOHOB,
AKTUBHPYEMBIX B XOJI€ BBI3BAHHOW JIOKOMOLIMM BHE 3aBHUCHMOCTH OT HaIlpaBJIEHUS
xomap0b1 (puc. 42 m 50). Ha ocHOBe maHHBIX pe3yNbTAaTOB, MOJaraeéM HEHPOHBI
IPOMEKYTOYHOI'O CEPOro BEIIECTBA, UMMYHOIIO3UTHBHBIE K KaJbLUK-CBSI3bIBAIOIIUM

Oenkam, MOTYT SIBJISITbCS pasHOpoaHbIME teMeHTamu LIT'TT (puc. 52).
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Pucynox 52. Pacnpedenenue neuponHvlx cemeti, 0becneqyugarouux xoovoy 8 pazuvix
Hanpagnenusx (0onoIHeHHas cxema). A — cxema KOHmpoJis 34 HAnpasieHuem xo0b0obl
(aoanmuposano uz Musienko et al., 2012). b — obracmu cepoeo sewecmsa cecmenmos
L6 u L7, uetiponvl KOmopwvix 2eHepupyrom 2opu3oHmaibHulll Komnonenm o0iasi XB
(0obo3nauenvt cunum) u 3onvl kiacmepuzayuu KJIb+ u IIPB+ netiponos (oparoiceswiil
u uonemosviti 08anvi, coomeemcmeeHno). B — cxema pocmpoxayoanrvrozo
pacnpeoenenusi 8 NOACHUYHO-KPECMYOo8OM YMOIUEHUU CHNUHHO20 MO032a cemel,
2EHepUPYIOWUX BEPMUKAIbHBIL KoMnowenm 011 XB u XH (obo3nauen 3enenotl
NOJIOCOLL), 20PU3OHMATILHBIL KOMNOHeHm 01 XB (0b603nauen kpachotl nonocoti) u
20pU30HMANbHBIU KoMnoHeHnm 011 XH (0603nauen cunell nonocoti).
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Yacrs 4. [Ipeanosiaraembie MapKepbl KJIETOYHBIX 3JIEMEHTOB CIIMHAJIbHBIX

JIOKOMOTOPHBIX ceTel

[Tpu umeromemcst paznoodpazuu moaeneit padotsl LII'TI, kneTounslit cocTaB ero
AJIEMEHTOB BO MHOT'OM OCTa€TCs HEM3BECTHBbIM. bBOJblION BKIa[ B MOHWMaHUE
CTPYKTYpbl ~ JOKOMOTOPHBIX  ceTed  ObUT  CAelaH MpU  UCIOJIb30BaHUU
AMOpPUOJIOTHYECKUX U MOJIEKYJSIPHO-TEHETUYECKUX METOJOB  HCCIIEIOBaHUS
TPAHCTEHHBIX MOJEIIbHBIX KUBOTHBIX. bosnee 20 ki1accoB aMOpHOHAIBHBIX HEUPOHOB
omucaHo B CMUHHOM Mo3re Tpei3yHoB (Lu et al., 2015), u3 Hux mo kpaiineit mepe 5
KJIACCOB MHTEPHEHPOHOB BEHTPAJIBHBIX POTOB y4YacTBYIOT B (POPMHUPOBaAHUU
noxkomortopuoro LI'TI: VO, V1, V2, V3 u Hb9 (Guertin, 2009; ApiraBckwuii u ap., 2015;
Ramirez-Jarquin, Tapia, 2018). MuTepHEeHpOHbI Ka)JI0T0 Kiacca pa3BHBAIOTCSA W3
pas3HbIX  KJIETOK-TPEAIIECTBEHHUKOB, NOJpa3AeNsAoTCs  Ha  MOJKIIACCHI,
XapaKTepU3ylTCS  PsIoM  MOP(OJTOTUYECKHX  OCOOEHHOCTEH,  dKCHpeccHen
OTIpEeACTICHHBIX TPAHCKPUIILMOHHBIX (DAKTOPOB M JIOKATU3allMEl B CEPOM BEILECTBE
(Alaynick et al., 2011) (Ta6m. 6). YauTsiBas pe3ybTaThl HACTOSIICH paOOTHI U TAHHBIC
MOJIYYCHHBIE B WCCJICJIOBAHUSAX HA TPAHCTEHHBIX J>KHUBOTHBIX, MBI OMPEICITUIH
KJICTOYHBIC TMOMYJSIMA HMMMYHOIIO3UTHBHBIX K KaJIbIIMKA-CBSA3BIBAIOIIUM OeiIKaM
HEHPOHOB, BEPOSITHO, YYACTBYIOLIUX B IOKOMOTOPHOM KOHTPOJIE.

B mnpomexxyTouyHOM cepoM BellecTBe 3Ha4YWTENbHOE TepecedeHne FOS+
HEHPOHOB C KaJIbLIMI-CBS3bIBAIOIIMMH OEJIKaMU BBISABICHO @ 00.1aCmu HA 2paHuye
naacmun V1, VIl u X (o6nacte 1IM) (puc. 42 u puc. 50). Kak Ob1710 onucano paunee,
JaHHasi 30HA XapakTEepHU3yeTCs MHOXKECTBOM (YHKUHMOHAIBHO Pa3HOPOIHBIX
HEUPOHOB, BKJIKOYAsl IIyYKOBbIE U BCTaBOYHbIC. IHTEpHEUPOHBI JaHHOU 30HBI MOTYT
ObITh 2eMeHTamMu JokoMoTopHOoro LII'TI (Guertin, 2009). B uccrnenoBanusix Ha
MBIIIIaX YCTAHOBJIEHO, YTO B OMHCAHHOW OO0JACTH CEpOro BEIIEeCTBA JIOKAJIU30BaHA
MOMYJISAIMS UHTEPHEHUPOHOB OJTHOTO U3 MOJIKJIaccOB KIeToK V0, a MUMEHHO TOPMO3HbBIE
xomuccypanbhbie VOp (dorsal) untepneiiponsr (Griener et al., 2015). [lanHble
HEHpOHBl  MMEIOT  MOHOCHMHANTUYECKWE  KOHTAaKTbl €  MOTOHEHpOHaMu

KOHTpajaTepalbHON IMOJOBUHBI CIMHHOTO MO3Ta, Ojlarojapsl 4yeMy YYacTBYIOT B
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KOOPJAMHAIIMY JBWKEHUN MEX Iy JI€BOM U mpaBoi koHeuHocThIo (Lanuza et al., 2004).
Crout 0TMETUTD, YTO y MbIlel nonyisuus VOp KJIeTok He orpaHnyeHa 001acTbiO Ha
rpanune mnactud VI, VII u X, a pacnpoctpansiercs takxke u B mactudy VI, Mer
MOKEM TOJIbKO MpeAroyiaratb, 4ro y KOIIKM TeHeThuuecku romosiornunbie VOp
MOMYJISIUMM  HEMPOHOB JIOKaIM30BaHbl B mpenenax kiacrepoB KJIb+ u IIPB+

HEWPOHOB 0003HAYEHHOM 30HBI.

Tabnuya 6. Knaccol CcnumanvhblX UHMEPHEUPOHO8 BEHMPENbHBIX pPO208 U UX
xapakmepucmuku (no Rybak et al., 2015). T® — sxcnpeccupyemvie HeupoHaAMU
OaHHO20 KIACca MpaHCKpUNYUOHHble paKmopeoi.

Kuace T® IIpoexuun dpdpdexr
Vo Dbx1 topmosxenue (VOp )
X KOMMHMCY paJIbHBIE T
Vi Enl UIICUJIATEPAJIbHBIE TOPMOXKEHHUE
B030yxnenue (V2a)
V2 Lhx3 UIICHJIaTEPaJIbHBIE

topmoxenue (V2b)

i(OMMIM/IC}A’wp ATTBHBIE w(8 5 %)

V3 Sim1 BO30YXKICHHE

uncunarepaibusie (15%)

Hb9 Hb9 UIICUJIaTEPAJIbHbIC BO30YK/ICHHE

JpyruM KjaccoM MperMYIeCTBEHHO KOMUCCYpaabHbIX HeMpoHOB (80-85% 1o
Zhang et al., 2008) siBsiercst momynsnus V3 kinetok. [IpeacraBurenu 1aHHOTO Kilacca
IIUPOKO pachpeneneHsl B cepoM BemiecTBe (mactubl |1V-VIII): momymsiums
noakiacca V3p Jlokaiu3oBaHa Oonee jgop3ainbHO, V3v — 0ojiee BEHTPaIbHO
(mpeumymiecrBerno B miactune VIII) (Borowska et al., 2013; Coté et al., 2018). V3
HEWPOHBl OTJIMYAIOTCS CBOMMHM CBS3IMU: 24% KJIETOK MpOEHUpyeTcs Ha
la uaTepHeliponsl, 27% — Ha kieTku Penioy, 22% — Ha MOTOHEHPOHBI, OCTANIbHbBIE —
Ha kietku kiaccoB VO u V2 (Zhang et al., 2008). B uccienoBanun Borowska u kosier
(2013) ycranoBieHo, 4Tto V3v KICTKH B IOSCHUYHBIX CETrMEHTax 3aHHMAIOT

npeumyniectBeHHO TmactuHy VI, HO oTaenbHBIM KiIacTep JaHHBIX HEUPOHOB
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BBISIBJICH W B HamOoJiee MEIUaJbHON YacTH MPOMEKYTOUYHOTO BEIIESCTBA NaXe Y
B3pOCIBIX KUBOTHBIX (21 aeHb). [Ipu xoap0e )KUBOTHBIX Ha TpeadaHe HauOOoJbIlee
YUCJIO AaKTUBHPOBAaHHBIX HEHPOHOB Kjacca V3, ONpEeneieHHBIX IMOCPEICTBOM
BbIsiBJIEHUs1 Oenka C-FOS, Obuio OOHapyk€HO HMMEHHO B MEAUAIbHOM KiacTepe
IPOMEKYTOUHOro ceporo BemiecTBa (Borowska et al., 2013). /lanHblii THIT HEHPOHOB
CBA3BIBAIOT C (OPMHUPOBAHUEM YCTOMYMBOTO MU COATAaHCHPOBAHHOTO MOTOPHOTO
puTMa, 00€CIeUnBaIOIIET0 CHMMETPUYHOCTD IBHXKEHHUS JIEBOU U ITPaBOil KOHEUHOCTEH
(Zhang et al., 2008). IToaraem, KaabIUi-CBA3BIBAIONINE OCIIKK MOTYT METHTD JaHHBIC
MOMYJISIIUY HEHPOHOB MEIMAILHOM YacTH MPOMEKYTOUHOTO CEPOTO BEIIECTBA.

B ocTanbpHBIX 30HAX MPOMEKYTOYHOTO CEPOTO BEIIECTBA U BEHTPAIbHBIX pPOrax
SBHOTO TiepecedeHuss Mexay kimacrepamu FOS+  HeWpoHOB W KIETOK
UMMYHOIIO3UTUBHBIX K KaJdbOMHAWHY WIM TapBaIbOYMUHY BBISBIEHO HE OBLIO
(puc. 42 u puc. 50). OmHako, KOJOKAIW3alUs Pa3HBIX MapKEPOB MOXKET OBITh Ha
YPOBHE OTIIEIBHBIX KJIETOK, YTO HEBO3MOXKHO BU3YAIM3UPOBATH MPU COMOCTABICHUS
KapT IIOTHOCTU. B CBS3U ¢ 3TUM, Ha OCHOBE MOP()OIOTHH U JTOKATU3AIUHA OTACTHHBIX
KJIETOYHBIX TOIYJSIMA ¥ COMOCTaBIEHWH 3TON WHOOpPMAIMKU C W3BECTHHIMH B
JUTEPAType TAaHHBIMH, MBI TIOJIATAEM WX BO3MOXKHBIC (DYHKITUU.

Inacmuna V1| npakThyecku MONHOCTBIO COOTBETCTBYET 30He BM, Ha
KoTopyto mpuxoautcs 7+4% FOS+ uelipoHOB ayis o0enx rpymin XUBOTHBIX (XB u
XH). Kak omnucano paHee, JaHHas 30Ha XapaKTepuszyeTcs OOJIbIIUM pa3zHooOpazuem
TUTIOB HEHPOHOB, BKJIIOYAsl BCTABOYHBIE, IPONPUOCTMHAIBHBIC U My4YKoBbIe (Cramer,
Darby, 2013). B wuccnenoBanusx Ha wMbimiax B Imiactuae VI ycranosiaeHo 2
SMOPHOHAIILHBIX KJlacca KoMuccypainbHbix uHTepHeponoB (VO, V3) u oauH, ¢
NPOCKIUAMHA K HEHWpPOHaM MIICHIaTepalbHONW IMOJOBHHBI criuHHOro mosra (Hb9),
NPUHUMAIONIUMX YYacTHE B pealii3alliu JIOKOMOTOPHBIX JBMXKEHHH KOHEUHOCTSIMU
(Rybak et al., 2015).

Knacc VO npencraBnen 4 moaxmaccamu  (VOvy, VO0p, VO, V0g)
NPEUMYIIECTBEHHO  KOMHUCCYpPAJbHBIX  MPOMPUOCIUHATIBHBIX  TOPMO3HBIX U
BO30y)xnaroimux Heiponos (Moran-Rivard et al., 2001). B uccienoBanusx Ha MblIax,

C BBIKJIFOUEHHBIM I'€HOM, KOTOPBIM OTBEYaeT 3a pa3BuTHe nomysiuuu V(0 HEHpOHOB,
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ObLJIO BBISIBIEHO HApYILIEHUWE KOOPAUMHAIMM TMOOYEPEIHBbIX JABMXKCHHH 3aJHHUX
KOHeUHOCTe BO Bpems Jjokomoruu (Lanuza et al.,, 2004; Griener et al., 2015).
BeposiTHo, nanHbIi TUIT HEMPOHOB siBigeTcs eMenToM LII'TI, koTopelil oOecnieunBaer
PELMIIPOKHOE B3aMMOJCHCTBUE MEXJAY JIEBOW M IIPAaBOM KOHEYHOCTAMU IIPU
JokoMmouuu. BrTopoit kmacc KomuccypalbHbIX HelpoHoB tuiactunbl VI, Toxe
00ecreynBaIIMX COrIacOBaHUE pabOThl  MPOTHUBOIOJOXKHBIX  KOHEUYHOCTEH,
Ipe/ICTaBIICH OMUCAaHHBIMU paHee V3 KIeTKaMH.

Kanpuwmii-cBsizpiBaromue Oeiaky mupoko pacrpoctpanensl B miactude VI u,
BEPOSITHO, MOTYT MAapKHpPOBAaTh HEUPOHBI, TOMOJIOTUYECKH COOTBETCTBYIOIIHE
MIPEICTAaBUTEIISIM Pa3HBIX IMOPHOHAIIBHBIX KJIacCOB U UX nojkiaaccoB. KJIb+ HeitpoHsl
YacTO BBISBIISIIOTCS B IOP3aJIbHOM KOMUCCYPE U MOT'YT COOTBETCTBOBAThH MOMYJIALIUSAM
KJIETOK C KOHTpaiarepaibHbIMHU Tpoeknusmu K uHTepHeriponam (VOv, VOc, V3v) u
motoneiponam (VOv, VOp, VOc, V3v) (Alaynick et al., 2011).

B mnactune VIl nokanu3zoBana emnje oJHA MOMyJSiUS HEHMPOHOB, KOTOpas
XapaKTepU3yeTCs TOJIBKO HWICHIATEPATbHBIMUA MPOCKIUIMU — KIeTKH kKiacca Hb9
(VX). Onm npencTaBisitoT co00il BO30YKIAIONUE WHTECPHEUPOHBI, BBISBICHHBIE Y
IPBI3YHOB TOJIBKO B IPYJIHBIX U BEPXHUX MOSICHUYHBIX CErMEHTaX CIIMHHOTO Mo3ra (Lu
et al, 2015). danHbIii Kiacc Ha3BaH B COOTBETCTBHH C OKCIPECCUPYEMBIM
TpaHCKpHUIIIMOHHEIM ~ pakTopoM HbD9. HDY9 wunHTEepHE#pOHBI JOKANMM3YIOTCS B
MEAUAIBHOW YacTU  BEHTPAJbHOIO  pOTa, XapaKTepU3YIOTCd  PUTMHYECKOU
AKTUBHOCTBIO, CBSI3aHHOW C MOTOPHBIM PUTMOM, M, BEPOSITHO, UMEIOT MPOEKIIUU K
urnicuiarepaibubiM MoToHeHpoHam (Hinckley et al., 2005; Wilson et al., 2005;
Hinckley, Ziskind-Conhaim, 2006). bnaromaps nanabiM cBoiictBam HD9 HeipoHEI
paccMaTpUBAIOT B KaueCTBE pUTM-00pa3yroiero KoMmnoHeHTa jokomMoropHoro LI'TI
(Brownstone, Wilson, 2008; Kwan et al., 2009; Caldeira et al.,, 2017). B
VCCIIEOBAHUSAX HA KOIIKE, CB3aHHBIX C YACTUYHBIM HAPYLIEHUEM CIIMHHOTO MO3Ta,
OBLJIO BBISIBICHO, UTO pUTM-oOpa3zyromue sinemeHThl LTI nokanuszoBansl B Oomee
POCTpaIbHBIX CETMEHTAX MOsSCHUYHO-KpecTioBoro yroimenus (L3-L4) (Orlovsky et
al., 1999). bonpinas yacTh JaHHBIX HECHPOHOB OIKMCAaHA B IPOMEKYTOYHOM CEPOM

BemiectBe u yactuuno B miactuae VI (Baev et al., 1981; Berkinblit et al., 1978).
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Cpenu KanbIUKA-CBSI3BIBAIONIUX OEJIKOB, BEPOSATHO, TOJIBKO MapBalbOYMHUH MOXKET
MapKHPOBATh JJAHHYIO MOMYJISIUI0 UHTEPHEHPOHOB, TaK KaK KaJIbOWH/IUH BBISBIISIETCS
TOJILKO B OJIMHOYHBIX KJeTkax miactuHbl VIl Oosee kaynanbHO pacroioxKEHHBIX
CErMEHTOB MOSICHUYHO-KpeCTIOBOr0 yroumienus (L4-S1).

B nactosiiem uccnegoBannu FOS+ HelipoHBI BEHTpOJIaTepaibHON 30HBI CEPOTO
BEIIIECTBA MPEJICTABICHBI B HE3HAUYNUTEILHOM 00beMe — 9+5% mnpu BbI3BaHHOU XB 1
11£5% npu XH. Opnako, naHHasi 30Ha COJEPKUT B ceOE XOpOIIO H3YyUYECHHbIE
npezanonaraemeie aneMeHTsl LII'TI — knetku Penmoy u l1a uatepueripons: (Jankowska,
Lindstrom, 1971; Fyffe, 1990; Alvarez et al., 2005). ¥V rpei3yHOB 00€ HOIMYJISIHAN
HEHPOHOB PA3BUBAIOTCS M3 OJHOTO 3MOpuoHanmbHOTO Kiacca V1 kierok (Benito-
Gonzalez, Alvarez, 2012) u, HecMOTpsl Ha OOIIEro MPEIIICCTBEHHNKA, CYIIIECTBEHHO
pazIUYaroTCs 1Mo MOP(OJOTHHU, JOKATU3AINUU, IKCIIPECCUN KaIbITUI-CBA3BIBAIONINX
oenkoB u ¢pyaknuu (Lu et al., 2015). CTouT OTMETHTB, YTO ONKMCAHHBIE JIBA MOJIKJIacca
HEHPOHOB COCTABJISIIOT OKOJIO 25% Bcex kietok V1 kimacca. @yHKIHS OCTalbHBIX
TUTIOB HEHPOHOB Ha JaHHBIA MOMeHT Hem3BecTHa (Goulding, 2009). Kmerkm V1
KJlacca  BBICTYMAalOT TOpMO3HbIMU  snemeHTtamu  [II'TI, obecmeunBarommmu
COTTACOBAaHHYIO PabOTy MBIIIII aHTATOHKCTOB B XO7¢ JIOKOMOTOpHOTO 1ukia (Zhang
et al., 2014). Kpome TOr0, OHM y4acCTBYIOT B MPOIIECCE PUTM 00pa30BaHMUsI, YTO OBLIO
IPOJIEMOHCTPUPOBAHO HA TPAHCTEHHBIX MBIIIAX, JUIIEHHBIX B CIMHHOM MO3T€
nomyysiina V1 kinerok (Gosgnach et al., 2006). ¥ Takux >KHBOTHBIX CYIICCTBCHHO
MEHSJIaCh JIJIUTEILHOCTh JIOKOMOTOPHOTO IIMKJA M, Kak CIEJICTBHE, CKOPOCTh
nokomoruu. Kak onucano panee, mojaraeM, 00a KaabIIUA-CBSI3bIBAIOIINX O€IKa MOTYT
BBICTYNATh B Kaue€CTBE MapKepa KJIETOK PeHIOy Uik OTJAEIbHBIX IPEeACTaBUTEIEH UX
pa3HbIX KkiaccoB. Ilpu »TOM, BeposSTHO, MapkepoM la HHTEPHEHPOHOB MOXET
BBICTYIIATh TOJIKO MapBabOyMuH (II0apoOHee cM. TaBy 4.3).

3akurovenne. Kak onmcaHo paHee, B 30HE MPEIIONAraéMoil JOKaIu3aluu
KITFOUEBBIX 3eMeHTOB JIokoMoTopHOTo LII'TI (BeHTpasibHbIe pora u MpoOMeKyTOUHOE
cepoe BEIIeCTBO) BbISIBIICHA TOJBLKO OZ[HA 00J1acTh ceporo BemecTa (LM), B koTopoi
HaO0JII0/1aeTCA TIEPeceUeHNEe MOMYISIMN aKTUBUPOBaHHBIX TIpu DC x01bp0€ HEHPOHOB

(FOS+) u HE#lpoHOB, UMMYHOITO3UTHBHBIX K KaKIOMY HCCICAYEMOMY KaJlbIIHH-
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CBsI3bIBalOIEMy — Oenky  (KanpOMHAMHY W mapBanbOymunHy).  CoryiacHo
MHOT'OUYHCIICHHBIM HCCJICJIOBAHUSIM Ha TPAHCTEHHBIX KWBOTHBIX, JaHHAs 30Ha
XapakTepuzyeTcss ~ MHorooopasueM  (GYHKIIMOHAJIBHBIX  THUIIOB  HEWPOHOB,
yuactBytomux B pabore LI'TI, obOecreunBass pPUTMHYECKYIO aKTUBHOCTH

JIOKOMOTOPHOTI'O ITaTTCPHA U COTTTACOBAHUC €TI0 JJIA Ka}KHOﬁ KOHCYHOCTH.
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