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B 0630pe 0000meHsl nuUTEpaTypHBIE NAaHHBIE M PE3yIAbTATHI COOCTBEHHBIX HCCIENOBAHUN MO MOD-
¢onorun HEHPOHOB M TIUATIBHBIX KJIETOK B HOPME U IPH MOJICIMPOBAHUH yCIOBU, HAOIIOAAI0IINXCS
B MO3re 4eloBeKa NMpH MHCYyIbTe. [IpoaHatn3npoBaHbl yIbTPACTPYKTYPHBIE U3MCHECHUS B OJHOM U3
MPOCTEHIINX IO CBOEH CTPYKTYpPE MO3KEUKE JISATYIIKH B IPHCYTCTBHHM BBICOKMX KOHIIEHTpalHH
rnyramata (0,1-5,0 MM) u NO-renepupyromero coeguHenus Hutpurta Hatpusa (0,1-5,0 MM). Ak-
TyaJbHOCTh TOJOOHBIX HCCIEIOBaHUI CBs3aHAa C TEM, YTO BEAYIIMM MAaTOTCHETHYECKHM (aKTOpOM
MOBPEX/JCHHUsSI HEHPOHOB MPHU HHCYJIbTaX SBJSETCS TUINEPCTHUMYJNSLHS TIYyTaMaTHBIX PeELenTOpOB.
Tokcnyeckoe Bo3neiCTBIE BHICOKMX KOHIEHTPAIMH IriyTamMaTa NPUBOJUT K MOBPEKICHUIO HEHPOHOB
W TIMANBHBIX KJIETOK MoO3Keuka. [IpomcXonuT nesHeprus3anus MHUTOXOHJPHUH, HapymiaeTcss MOHHBIN
roMeocTas, IMOBBIIIAETCS BHYTPHKIETOYHas KoHIeHTpauus Ca*t ¥ akTHBUPYIOTCS KOHCTHTYTHUBHBIC
NO-cunrassl. [1pu aTom yBenuuusaercs cogepxanue NO U MpOAyKTOB €ro npeBpamieHus, KOTOphIe
y4acTBYIOT B MEXaHHU3ME OTPHUIATEIbHOM O0OpaTHOM CBS3M OT MOCTCHHANTHYECKHMX HEHPOHOB K
MPECHHANTHYECKUM, BIUsis Ha OMOXMMHYECKHE Mpoliecchl U MOpP(OJIoTHYECKHEe U3MEHEHUsT HEHPOHOB
Y TJIMAJBHBIX KIETOK, MPOSBISAIONINECS B BHJIE OT€Ka HEPBHBIX U TNIMANBHBIX KJIeToK. OHOBPEMEHHO
OTMEUAETCS PA3BUTHE yIbTPACTPYKTYPHBIX KOMIIEHCATOPHO-IIPUCIIOCOOUTENBHBIX MEXaHU3MOB, YMEHb-
MIAIONIMX MOBPEXJAlollee BO3JACHCTBHE BBICOKMX KOHLEHTpauui riyramata u NO-TeHepHpYOUINX

COEIMHEHHUI.

Kniouesvie cnosa:

cmpyKkmypa MOo3JHceuKkd, 3epHucmole U AUdjllbHble KIenmkKu MOo3d4CedKa, CuHancel,

eeMoppaeuquKmZ U umemuyeckul UHCYJlbmbl; caymamam, OKCUO asoma, Yuxkiui okcuoa azomd.

AKTyaJbHOCTh pabOT IO U3YYCHHIO CTPYKTYPBI
MO3ra NMpu HHCYJIBTE U B OKCIEPUMEHTAJIBHBIX YC-
JOBHUSAX B TPHUCYTCTBHH BBICOKMX KOHI[EHTpaIui
rayramata (Glu) m coenuHeHuH, TeHEPUPYIOIIUX
okcun azora (NO), oOyciioBiIeHa MTaHHBIMH O BO3-
pacTaHuM B AECATKH U Jla’)ke COTHU pa3 B TCUCHUE
IepBOTO dYaca IOCie WHCyIbTa coaepxkanus Glu
u NO B mosre [1-4]. UHCyapT — 3TO nOKajlbpHOE
MMOBPEXJACHHE MO3ra C HapylmIieHHeM MO3T0BOTO
KpOBOOOpaIieHusl, IOBPEXACHUEM TKaHU MO3ra U
HapymieHueM ero ¢yHkumii. PasnuuaroT remoppa-
THYECKUM W UImeMHYecKHud HHCynbThl [1-3]. T'e-
MOpparu4eckuii MHCYJIbT Pa3BUBAETCS BCIEACTBHUE
KPOBOM3IHUSHUS B MO3T TPHU pa3pbiBe KPOBEHOC-
HOTO cocylna W OOyCIOBIIEH KOHTaKTOM Oe€lIKOB
mia3Mbl (HampuMep, aidbOymMuHa) M (POpMEHHBIX
3JIEMEHTOB KPOBHU C MO3T'OBBIMH CTPYKTypamH [2,3].
[IprYnHON HIIEMHUYECKOTO HWHCYIbTa MOTYT OBITH
aTepOCKIEPOTUYECKHE TTOPAXKEHHS COCYJI0B MO3ra,
TpoM003 wiu >MOONHMs, CBsA3aHHBIE C 3a00JieBa-

Cokpamenue: Glu — rayramar, CII — cuHanTuueckue my-
3BIPBKH.

HUSIMHU COCYJOB, cepaua uiu kposu [1,4]. AKTUBHO
paboTaroniue HEUPOHBI U TIUS 00eCIeunBarOT ceds
KHUCIIOPOJOM M TJIFOKO30i yepe3 KPOBEHOCHBIE CO-
Cynbl, paculMpeHHble OoKcuaoMm asoTa [5,6]. B 3a-
BHCHMOCTH OT HHTEHCHUBHOCTH MeTabonu3Ma B Heil-
pOHAxX M Tauu OydeT MEHIThCS KPOBOTOK B COCY-
nax [7-10]. I[Ipu umieMU4eCKOM HHCYIbTE CHUKE-
HUE KPOBOCHA0KEHHSI MPUBOJUT K MIIEMUU/TUTIOK-
CHU TIpH OJHOBPEMEHHOM HApYIIEHWH MOCTYILIe-
HHS K HEPBHBIM W TJIMAJIBHBIM KJIETKAM TIIFOKO3BI
u kucinopoma [1,4-10].

W3BecTHA KOHIENIMA, COTIIACHO KOTOPOH UK
okcuaa azota [11,12], mocraBusiiomuil U pereHe-
pupyromuii 00breMHbIi Heliponiepenatauk NO s
OCYIIECTBIIEHUS] MEXaHU3MOB TJIyTaMaTeprH4ecKod
u NO-epruueckoil nepefadu, UrpaeT BaxxHYIO POJIb
MHTETPUPYIOLIEr0 3JIeMEHTa B (YHKIUOHAJIBHOU
CUCTEME, TNPENCTABIAIONIEH €IUHCTBO HEWPOHOB,
IJIUU U KPOBEHOCHBIX cocynioB [7—10]. B pesynbTate
TAaKOTO B3aUMOJICUCTBUS HEUPOHBI, TJIUs, a TaK¥kKe
HEpBHasA, TYMOpaJbHasi, MEXKJIETOYHAsI U BHYTPHU-
KJIETOYHAs PETYISALHAs MO3ra OKa3bIBAIOTCS OITH-
MaJbHO B3aMMOCBSI3aHHBIMH C CHCTEMOW KpPOBO-
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oOpamenus [4-10]. Takum o6pa3om, KitacCHUECKHI
NPUHIUI «BCE HEPBHOE TOJBKO B HEHPOHE», MpEN-
noxenHsld P. Kaxanem, cMeHsieTcsl TAKOUW HHTEp-
nperanued HEHPOHHOW TEOPHUM, B KOTOPOM OTpa-
xaercs (YHKUMOHAIBHOE EAMHCTBO HEHPOHOB,
IJIUM U KPOBEHOCHBIX COCYZIOB, BKJIIOUYas KallHi-
napel Mo3ra [5-10], m paccmatpuBaercs MOIYIb-
HBIIl MPUHIUI CTPYKTYpPHO-QYHKIIMOHAIBHOH Op-
TaHW3aI[Md MO3ra B IEJIOM M MO3K€YKa B HacT-
HocTu [13-15]. Bo3aeiicTBue riryramMmarta Ha TiyTa-
MaTepruYecKre HEWPOHBI IPUBOJUT K MOBBIIICHUIO
BHYTPMKJIETOYHOI KOHIeHTpanuu noHoB Ca®t, ko-
TOpbIE AKTUBUPYIOT KOHCTUTYTUBHBIE N O-CHHTa3bI
(HEellpOHaNbHYI0 W 3HAOTEIHAJbHYI0), YBEIHNUYUBA-
0T COJepKaHUE IHAOTEHHO CHHTE3UpYyeMbIX M3 L-
aprununa HUTpUTOB (NO3) u nuTpaTos (NO3) [16].

B cBa3u ¢ TemM, uro NO sBisercs OIHUM H3
3(DPEeKTHBHBIX PETYIATOPOB KPOBOOOpAIIEHUS,
NO-renepupymoimue coequHeHus1, 00pa3oBaBLINECS
B pe3yJibTaTe aKTUBALMH II1yTaMaTepruiecKoi cuc-
TEMBl MO3Ta, HE TOJBKO YYaCTBYIOT B PETyJALHH
reMOJAMHAMUKH MO3ra, HO M B IUKJIWYECKUX Tpe-
BpallIeHUAX ¢ 00pa3oBaHUEM CBOOOJHOpAIUKAIb-
HeIX coequHenud — NO u NO, [11,12,16]. Ilpu
sroM NO ydacTByer B pacciablieHUH COCyIOB, a
NO,, obnanass BBICOKON pEaKIMOHHOW CIIOCOOHO-
CTHIO, BBI3BIBAET JIOKAJbHBIE MOBPEKICHUS MEM-
OpaH KJIETOK MU CYOKJIETOYHBIX CTPYKTYp, COIpPO-
BOXKJAIOLINECS BBIXOJOM XOJIECTEPOJIa U3 MEM-
Opan [4]. DToT XOmecTepoa BMecTe C OelKamMu U
JUNUIAMUA y4acTBYyeT B (OPMUPOBAHUU JIUIOINPO-
TEMHOBBIX 00pa30oBaHMil, KOTOPHIE CO BpEMEHEM
MpPEBpPAIIAlOTCA B aTEPOCKIEPOTHUECKHE OJSAIIKH.
TakuMm oOpa3om, riryramMaTepruueckasi CHCTeMa UT-
paer CyIIeCTBEHHYIO pOJIb HE TOJBKO B PETYISIUU
HEHPOHOB MO3ra, cocyloB W cepana. Hapymenus
pPEryIATOPHBIX MEXaHW3MOB B TJyTaMaTeprude-
CKO¥ cucTeMe MOTYT MPHUBOAUTH K Pa3BUTHIO HIIIE-
MHYECKHX U TEMOPpPArudyecKux UHCynbTOB [1,2,4-8].
Paccmotpum 6oiiee moapoOHO, YTO K€ TPOUCXOAUT
IpU MHCYJIbTAaX B Ipe- U MOCTCHHANTHYECKHX 00-
JaCTSX HEHPOHHOU CETH.

OCHOBHBIE UBMEHEHUA B IIPE-
N IMOCTCUHAIITUYECKHNX OBJIACTAX
HEMPOHHOM CETU IIPU MHCVYJIbTAX

OCHOBHBIM 3BEHOM B paboTe Mo3ra, Kak H3-
BECTHO, ABJAETCA XUMHUUYECKMIl cuHamc. B cocrtas
TaKOr'0 CHHAIca BXOJAAT NMPECHHANTHYECKUNA OyTOH
¢ HelporpacmutTepamu (Hanpumep, Glu) u noct-
CHHANTH4YecKasi o0yacTh, MpEACTaBICHHAas JCHI-
PUTHBIM IIUNUKOM. Bce coObITHS, CBSI3aHHBIE C
WHCYJIBTOM, IPOUCXOASIT Ha (OHE BBHICOKOW KOH-
nentpanuu rayramata (Glu-HeHpOTOKCHYHOCTE) B
00JacTH MOCTCHHANTHYECKOTO HEWpOHa, Hapylle-
HHSI MOHHOTO TOMEOCTa3a, CTOWKOTO TOBBIIICHUS
KOHIIEHTpaluu HoHOB Nat, Ca?* ®W akTHBaIHH
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KOHCTUTYTUBHBIX NO-cunTas [17-22]. Takum 006-
pa3om, Glu-HEHPOTOKCHYHOCTH MPH UHCYIHTE 00Y-
CJIOBJICHA CTOWKHMM TMOBBILICHUEM KOHUEHTpPaLUU
nonoB Na*, Ca?* u axtuBaumeii NO-cuHTa3, npo-
ayuupyomux 6ospmoe koandectBo NO u NO,,
NPUBOISIIIUX K IEIHEpTrU3auu MuToxouapuii. [lpu
5TOM IPOUCXOAUT CHHMXeHHMe akTuBHOocTH Ca?*- m
Na*-AT®a3, HapymeHHe HOHHOTO TOMeEOCTa3a
HEWUPOHOB W TITHATBHBIX KJIEeTOK [17-22], Habyxanue
HEWMpOHOB W OTeKk Mo3ra [23]. Bce atwm siBieHUS
HabmonaroTca Ha (oHE MOBBIIMICHHUS COJAEpKaHUSA
NO,, OKuCIeHNs HEHACHIIEHHBIX XUPHBIX KHUCIIOT,
BXOJSAIIUX B cocTaB (ocdomunugos memOpan [16,
24.,25], oxucneHus SH-rpymnm cepocoaepikaimux
aMuHOKHCIOT U OH-rpynn THUPO3UHOBBIX OCTAT-
koB OenkoB [16,26,27], a Takke CONMPOBOKIAAIOTCS
JIOKAJbHBIM TOBPEKJICHUEM MeMOpaH KIETOK U
CyOKJIETOYHBIX CTPYKTYp [16,26,27]. Camblie nepBbIc
craguu WHCYAbTa (1-2 ) Ype3BhIYAHO BaXHBI
I TIPEIOTBPAIICHUS NMaTLHEUIIETO YBEITUUCHUS
30HBI TOBpPEXIEHHWI Mo3ra — meHyMOpsr [1,23].
NMeHHO Ha O3TH CTaauW W3MEHEHUS CTPYKTYPHI
HEPBHBIX WM TIHAJIBHBIX KJIETOK paHee OBLIM Ha-
MpaBJICHbl HAIIW SKCHEPUMEHTAJbHBIE HCCIEOOBA-
Hus [28-46], a B 1aHHOM 0030pe OHH CTalld BMECTE
C JUTEpPaTypHBIMH JaHHBIMH TpeaMeToM 0000-
IIa0IIero aHajanu3a.

CTPYKTYPA MO3XEUYKA

Mopdoinorus, ¢usuonorus u OMOXUMUA MO3-
JKEUKa JIATYIIKM Hanbojiee MOJHO OBIIH BIIEpBBIE
npoaHaju3upoBaHbl B paborax [47,48]. Dtumu u
JPYTMMHU aBTOpaMM OBLIO yCTaHOBJIEHO, YTO KOpa
MO3XEeYKa OTINYAETCS OT psAna APYrux Gopmanuit
IIEHTPaJIbHOW HEPBHOM CHUCTEMBI CBOEH OTHOCH-
TEeIBbHOU «mpocToTol» [47-50]. DTO MpenmymiecTBO
MpEeXAE BCETO 3aKII0YAETCsS B OTPAaHUYEHHOM YHCIIe
TUIIOB HEPBHBIX KJIETOK M BBICOKON MPOCTPaHCT-
BEHHOM yNOPAJOYEHHOCTH MO3KEUKOBBIX CBS-
3eit [51-64]. Iloka3aHo, 4TO CTPYKTypa KOPBI MO3-
’Keuka Jsrymku [48,55,56] npencraBieHa clienyro-
IIUMH CIOSIMH: 1) MOJEKYISpHBIM, 2) KJIE€TKaMHu
[Iypkuabe 1 3) 3epHUCTBIMU KJeTKaMu. MoJeky-
JMAPHBIA CIIOW COCTOWUT W3 CHHAIICOB, 00pa30BaH-
HBIX TTapajuleIbHRIMU BOJOKHAMH — aKCOHAMH KJle-
TOK-3epeH W neHaputamu kjietok llypkuubpe [49,
50]. llupuHa MOJEKYJISAPHOTO CIOS COCTaBISIET
okono 300400 mxM. B HEM NMpPUCYTCTBYIOT 3BE3[I-
YyaTble KJIETKH, NPEACTaBIA0mue cO00H HHTepHEH-
POHBI MOJIEKYJISIPHOTO CJIOSI KOpbl Mo3keuka. Hu-
K€ MOJIEKYJISIPHOTO CJIOSI HAXOAUTCS CIIOM, cOCTOs-
mui u3 Ten kierok llypkuHbe ¢ quaMeTrpoM OT
20 mo 30 MKM. DTH KJIETKA OPUEHTHPOBAHBI BEpP-
THKaQJIBHO IO OTHOIIEHHIO K TMOBEPXHOCTH KOPHI
MO3xkedKka. X MeHIPUTHI BETBATCS B MOJIEKYJSP-
HOM cioe. OHM WMEIOT CIleNHaTbHbIE BBIPOCTHI —
IUMKUKU (OT 4YeThIpex A0 NATH Ha | MKM JJIMHBI),
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o0pa3sylolue CHHAICH C MapajlelbHBIMH BOJIOK-
HaMH KieTok-3epeH. Kaxnmas knerka Ilypkunbe
noJjiygaet BxoAsl npumepHo oT 200000 napaniens-
HBIX BOJIOKOH KJeTok-3epeH [47-50]. Brixom wu3s
KOpPBl MO3KedKka (OpPMHUPYETCSs aKCOHAMH KJIETOK
[Iypkunse. Obmee konuuecTBO KieTok IlypkuHbe
y pa3HbIX MMO3BOHOYHBIX KUBOTHBIX COCTABISET OT
COTEH ThICAY [0 MHJUJIMOHA. 3a CJI0EM KIIETOK
IlypkuHbe crenyer 3epHUCTBIA CIOM, collep Kallui
00JBII0€ KOJTUYIECTBO KIIETOK-3€PEH TUaMEeTPOM OT
5 70 9 MxM. X 9HCII0 MOXET TOCTUTaTh Y pa3HBIX
KUBOTHBIX OT COTEH MWJIJINOHOB 0 IECSITKOB MHUJI-
nuapaos (108-1019). Kierku-3epHa mOCHIIAIOT CBOM
AKCOHBI B MOJICKYJSPHBIH CIOH AN KOHTaKTa C
JOeHApUTaMu KieTok IlypkuHbe.

B cnoe knerok-3epeH TakkKe HPUCYTCTBYIOT
kieTku [ onpmxn, popMupylomne Ha HUX TOPMO3-
Hble CHHAINCHl. ToNImMWHA 3TOTO CIOS COCTaBIsET
okono 200-300 mkM. Yepe3 CMHAaNTHUYECKHUE CBSI3U
KJIETKH MO3)X€YKa MOT'YT KaK aKTUBUPOBAThCS, TaK
U MHruOupoBaTbca. Tak, HampuMep, MEXAY KJeT-
KaMH-3€pHAMH U MIIHCTBIMM BOJIOKHAMH MO3XKEU-
Ka CYyLIECTBYIOT CHHANTHYECKHUE CBA3U, KOTOpHIE
MOTYT WHTHOUPOBATHCH KieTKamMu [ onbmxu [47—
50,57,65]. Onnako knetku IlypkuHbe yepe3 cHHAII-
THYECKHE CBSA3U MOTYT aKTUBHPOBATHCS JTUAHHBIMU
(«wra3amIuMu») BoJlokHaMu [51-54]. B nacrosiiee
BpeMsl HM3BECTHBI CIOCOOBI OCYIIECTBIEHUS CBA3U
MEXIy HEHPOHHBIM ammapaToM KOPBI MO3KedKa,
a TakXe IepBOH, BTOPOM M Tperbel cucreMaMu
addepenTHeix BojokoH. C mepBool cucreMoit ag-
(epeHTHBIX BOJIOKOH CBA3b OCYLIECTBIISICTCS JIMAH-
HBIMH BOJIOKHaMH, KOTOpbIE UAYT M3 HIXKHUX OT-
JeJIOB MPOJOJIrOBATOT0 MO3ra U 00pa3yloT CHHAI-
chl Ha JAeHjpurax kierok IlypkuHbe, BBI3bIBas HX
B030yxaenue. Co BTOpoii cucremoit appepeHTHBIX
BOJIOKOH MOXOBHUJIHBIC (MIIKMCTBIC) BOJOKHA (op-
MHDPYIOT BO30YXXIAIONINE CHHAIICHI C KJIETKaMH-
3epHaMHu, KjaeTkamMu ['onpIkM U HEWpOHaMHU TIiy-
O6okux sgep. Ilo HMM NOCTYNarOT BXOIHBIE CHT-
Hajibl B MO3xeuke. Tperbst cucrema adgepeHTHBIX
aIpEHAIPTUYECKUX BOJOKOH IpPEICTaBiseT coOoi
CKOIUUICHHE W3 HECKOJBKUX HEHPOHOB, aKCOHBI KO-
TOPBIX BBIAEIAIOT B MEXKIJIETOUYHOE NPOCTPAHCTBO
HopagpeHanuH. Huxe Oyner mpencraBieH aHaiIu3
JUTEPaTypPHBIX NaHHBIX O POJIM TIHAJBHBIX KJIETOK
(acTpOIMTOB) B ACSITENBHOCTH MO3KEUKa JIATYIIKH.

I'NIMAJIBHBIE KJIETKU
MO3XEUYKA JIATYIIKN

A cmpoyumel, 1oJo0HO HEHpOHAM, MOTYT NpH-
HUMaTh y4acTHe B MpPOIECcax MEX- U BHYTPHKJIe-
TOYHOW CHTHAJIM3allMh B MO3keuke [58-64,66-70].
Ux ¢yHKIMOHMpOBaHWE, KaKk B (QYHKIHOHHPOBA-
HUE HEWPOHOB, CBS3aHO C TJIAaBHBIM BO30YyXKIaro-
OIUM MEIUAaTOPOM MO3ra TIyTaMaToM H HOHAMH
Ca%*. B mnacrosmee BpeMs acCTPOIMTHI PaccMat-

CAMOCYJIOBA, PEYTOB

pHUBAIOTCS, KaK «paBHONpPAaBHbIE» NapTHEPHI HEPB-
HBIX KJIETOK B CJIOYKHON HMHTErPaTUBHOW AESITENb-
HOoCcTH Mo3ra. [lojncuuTanHo, 4To KOJHMYECTBO TJIH-
aJbHBIX KJIETOK MPEBBIIIAeT KOJUYECTBO HEHPOHOB
no kpaiHeil mepe B 10 pa3. /Iluamerp riamaabHBIX
KJIETOK cocTaBisieT oT 5 10 9 mkMm. [lo HekoTOpBIM
JAHHBIM, UX YHCIO MOXET COCTaBIATh OT COTEH
MMJUIMOHOB 10 coTeH Mmuumuapaos (108-1011),
MOXHO BBIAETUTH JBa OCHOBHBIX THIA aCTPOILH-
TOB — IuIa3MaTHdeckuii u ¢uobpo3ubiid. [lnazma-
THYECKHE aCTPOLUTHI, MMes pPa3BETBJICHHBIE KO-
POTKHE OTPOCTKH, JIOKAIM3YIOTCS B CEPOM Belle-
CTBE MO3Ta, TOT/JAa Kak B Oe€lIOM BemecTBE HaXo-
natcst GUOpPO3HBIE ACTPOIUTHI — OJIMTOJICHIIPOIIH-
Tol [48-50,57]. OHM MUENWHHU3UPYIOT KPYIIHBIE aK-
coHbl U cnocoOHbl 3axBatbiBaTh Glu, BBICBOOOX-
Jaouuiicd U3 CHHAICOB B HOPME U B YCIOBHSX
natonorud. Glu-penentopsl Ha aCTPOUUTAX MOTYT
BBITIOJIHATH POJIb CEHCOPOB KoHIeHTpanuu Glu Bo
BHEKJIETOYHOW Cpeae, peryiupoBaTh aKTUBHOCTH
Glu-tpancnoprepoB u coaepxkanue uonos CaZt
BO BHEKIETOYHOU cpene. CoriacHO COBpPEMEHHBIM
naHHbIM Glu, BeIAENSIOMIMICA acTPOLMTaMH, TakK-
e crocoOeH aeiictBoBaTh Ha NMD A-pernentopsl
HEWPOHOB, MPUBOAUTH K MOBBIIIEHUIO B HUX YPOB-
us Ca*, Bausas Tem cambiM Ha 5(P(EKTHBHOCTH
paboThel cunamncos [13,17-23,57].

'maBHBIM WMMYHOTHCTOXHMHYECKHUM MapKe-
pOM acTPOUUTOB SBJSAETCA TJIHAIbHBIN KHUCIBINA
bubpunmnsapupii 6emok [60]. CorimacHo TaHHBIM
pabdoTel [60], acTpOLUTHI AKTUBUPYIOTCS TIPU HEWM-
POHANBHBIX TOBPEXKACHUSIX, IPETEPIIEBAs IPU ITOM
OMoxXuMUUeCKre U MOP(OIOTUUSCKUE U3MEHEHUS,
BKJIIOYasi TIOBBIMIEHHE AaKTHBHOCTH (ocdaTazbl
KaJblIMHEYpUHA. AKTHBHPOBAHHBIE aCTPOIUTHI,
W3MEHSASI CBOIO MOpP(]OJIOTHIO, «BKIIOYAIOTCA» B
ycnoBusix Moaenupyemoir  Glu-HelpoToKCcHYHO-
ctu [43-45,71]. Mo3sroBoii cocyaucTteiii Oapbep
ydacTByeT B perymnsanuu coiepxanus Glu B mo3sre
W OTpaHWYEHWUU €ro HEKOHTpoJupyemoi muddy-
3un. Na*-HezaBucumas u Na*t-3aBUcuMasi CUCTEMBI
3axBata Glu acTpouuTamMu OCYIIECTBISIOTCS C IO-
mompio Glu-TpaHcmopTepoB, JBa W3 KOTOPBIX —
GLAST u GLT-1 — npucyrcrByloT B acTpOLH-
tax [72]. Ha aktuBHOoCTh TpancnopTta Glu BIusOT
koHueHTpauus AT®, noTeHuan njaazMaTUIECKO
MeMOpaHBl W MeMOpaH MHUTOXOHIPHWH, a TakKxke
KOHIICHTPANHs MOHOB, YIACTBYIOIINX B TPaHCIOP-
Te [57,72]. AcTpomuTHl, KaK U HEHPOHBI, IKCIPEC-
cupytoT nonorponusie (AMPA) u meraGoTpomnHsie
(NMDA) Glu-peuentopst [73,74]. OpHako mioT-
HOCTB 3THX PEIENTOPOB B aCTPONHTAX CYIIECTBEH-
HO HIXKe, yeM B Helponax [60]. Tem He MmeHee
moBHIIIeHHEe KOHIeHTpanuu Glu B MEXKIETOYHOU
cpene npuBoAuT K aktuBauuu Glu-penentopoB B
aCTPOLUMTAX U K TMOBBIIICHUIO B HUX BHYTPHUKIIE-
TOYHOUW KOHIEHTPAlLUU HOHOB Ca?t [75-80]. Uc-
MMOJIb30BAHUE HMOH-3aBUCAMBIX  (PIyOPECIIEHTHBIX
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MapkepoB (Hanpumep, Fura-2) mo3BOJHIO BBI-
ABUTH (GopMHpOBaHUE BOJH HoHOB Ca’t B acTpo-
HUTApHOM CUHIUTHH [79,81]. DTO cBUAETENBCTBYET
0 TOM, YTO aCTPOLMTHI CIIOCOOHBI MepeaBaTh CUT-
HaJIbl OT KJETKM K KieTke. B Hacrodmee Bpems
IJIUaJIbHblE KIETKH YK€ HUKTO HE paccMaTpHUBaET
Kak BCIIOMOTAaTelIbHbIE WJIM Kak Tpoduueckuit
«MpUIATOK» HepoHOB. OOHapYKEHO, UYTO KJIETKHU
TJTUM 0OMEHHMBAIOTCSA CUTHAJIAMHA KaK MEXIy cO00H,
Tak U c HeWpoHamu [82]. YcTaHOBJIEHO, UTO IIO-
Ka3aTesieM aKTHUBAIMU ITHANBHBIX KIETOK SABISETCS
nornouenne umu uoHoB Ca’*, KoTopoe HabIIIO-
JaeTcsi B OTBET HAa CHHANTHUYECKUE HMITYJIBCHI B
HelipoHax [78,79,82]. KakoBa xe pone Glu-penern-
TOPOB TIHAJBHBIX KJIETOK?

N meroTcst maHHbBIE, CBHIECTENBCTBYIOIINE O TOM,
YTO TIyTaMHUH acTPOIMTOB CIOCOOEH BIHMATH Ha
NMDA-peuentopsl HEHpOHOB U cuHAINCOB [73,74,
83-86]. IIpenmonaraercsa, uyro Glu-peuentopsl Ha
aACTPOIUTAaX MOTYT BBIMOJHATH (QyHKIUU: 1) ceH-
copoB ypoBHA Glu; 2) perynsiTopoB aKTHUBHOCTHU
Glu-tpancnoprepos u 3) Ca?*-romeocrara Bo BHe-
KiIeTouHo# cpene [77,82]. O6s3aTeNbHBIMU CTPYK-
TypaMH CHHANITHYECKHUX TEPMHHAJEH, BIUSIOMINX
Ha KWHETHKY BBICBOOOXJEHUS HeHpoMenuaTopa u
Ca?*-romeocras, SBISIOTCS MUTOXOHApHHU [82,87].
Oneprus B Buje AT® u/unu MUTOXOHAPUATIBHOTO
MeMOpaHHOTO TOTEHI[MAaNa HCIOJB3YeTCsl Ha BOC-
CTAaHOBJIEHUE CHHaNTH4ecKUX my3blpbkoB (CII) u
pabory AT®da3 (MeMOpaHHBIX HAaCOCOB), a MHUTO-
XOHApPHUAJIbHBIC KaHAJBI CIIOCOOHBI PEryJInupoBaTh
CHHANITHYECKYI0 mmracTuyHOCTh [88]. Ilockonbky
TpancnopT Glu u moanepx aHue MOHHOTO TOMEO-
CTa3a SIBJISIIOTCS BBHICOKODHEPTOEMKHMH IpoIiecca-
MH, WUIIEMUS/TUNIOKCHS, OKCHJIATUBHBIA W HUTPO-
3aTHBHBIA CTPECCHl CYyNIECTBEHHBIM 00pa3oM Ha-
pymaioT Mexanu3Mbl 3axBata Glu, ero TpancmopTa
W BIUSIIOT Ha HEHPOTOKCHYHOCTH ATOTO HEHpoMe-
nuatopa [87].

OKCIIEPUMEHTAJIBHOE
MOJEJIMPOBAHUNE YCJIIOBUU
HUTPO3ATUBHOI'O CTPECCA,

BO3HUKAIOIIETI'O
NP1 MINEMUWYECKUX
N TEMOPPATUYECKUX NHCVYIJIBTAX

OTH YCIOBUS UMEIOT MECTO NPU HHCYJIbTaX H
MPUBOMASAT K MOBPEXICHUIO HEHPOHOB U TITHAJIBHBIX
kierok. [loBpexnaeHus, oOHapyKEeHHbIE MPH BO3-
nerictBur BeICOKUX 03 Glu u NO, B neiaoM OblIH
cxogubiMu. OJHAaKO JeWCTBUE HUTPO3ATUBHOIO
cTtpecca ObUIO 00Jiee 3HAYUTEIBLHBIM H SIPKO BBI-
paXEHHBIM HA BAPUKO3HBIX PACIIUPEHUSIX aKCOHOB
MpecHHaNTHYeCKuX HelHpoHOB (OyTonax) [37-39]
Kak Glu, Tax u NO-resepupyiomee coeanHeHUE
BBI3BIBAIOT Pa3pyIICHHE CTPYKTYPhl HEHPOHOB,
TIWAIBHBIX KIJIETOK W cuHarncoB. OgHAKO B yCIO-
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BUsAX Tokcuueckoro Bos3aeictBus Glu u NO-reue-
PUPYIOIIET0 COCIMHEHUS MMEET MECTO HE TOJBKO
MOBPEXACHHUS MO3XKEYKa, HO M aKTHBALMI KOM-
NEHCATOPHO-TIPUCTIOCOOUTENBHBIX MEXaHU3MOB [89—
93]. OCHOBHBIMU MPOSIBIECHUSIMHU JEHCTBUSA KOM-
NEHCATOPHO-TIPUCIIOCOOUTENBHBIX MEXaHU3MOB
Oblmu cuemyromue: 1) mIacTHYECKWE H3MEHEHUS
CTPYKTYpHl cuHancoB [39]; 2) cnusHuEe KIIETOK-3e-
pen [46]; 3) uamenenne crpyktypsl CII, xoTtopsie
ABJISIOTCS OCHOBHBIMH TIOCTaBIIMKaMH HEWpoMe-
nratopa Glu B Mosre [44]; 4) akTHBamus acTpo-
LUTOB, 00Pa3yIOLUX 3alIUTHBIE CTPYKTYPBI — «00-
KPYTKH» BOKPYI CHHAIICOB M UX COCTaBJISIOLIUX —
O0yToHOB M mWUNuUKOB [43,45,94] u 5) bopmupoBanue
HEUPOTIHAIBHBIX KOHTAKTOB MNPH MOBPEKICHUU
HEPBHBIX KJIETOK [95]. DOTM KOMHEHCaTOpPHO-NpH-
crnocoOHTeNnbHbIE MEXaHU3MBI MOTYT CIIOCOOCTBO-
BaTh COXPAaHEHUIO WJIM BOCCTAHOBJIEHHUIO CTPYKTY-
pbl 1 QYHKIHMH, KaK HEHPOHOB, TaK W TIHAIBHBIX
KJIeToK Mo3ra. Hmke O6yayT neTalbHO paccMoTpe-
HBI pe3ylbTaThl MOCIEIHUX HMCCIEAOBAHUM.

INIIACTUYECKUE M3MEHEHUA
CTPYKTYPBI CMHAIICOB MO3XEUYKA
[HoJ BJIMAHUEM TJIYTAMATA
N NO-TEHEPUPVIOIIEIO COEJMHEHNA

TepMuH «cHUHATC» BIEpPBbIE OBbLI  BBEICH
Y. [leppuHITOHOM, XOTS M€ 3TOTO0 TEpPMHHA
npemtoxun B 1897 r. M. docrep [96]. Umenno
CHHAIICBI SIBIISIIOTCS TOM CTPYKTypOHM B HEPBHOM
cHCTeMe, KOTOopas COCIMHSAET MEXIy Co00# OT-
JIeJIbHbIE HEUPOHBI B HEUPOHHYIO CETh U MO3BOJISIET
el paborath kak enunHoe nenoe [30,31,97]. Xumu-
YECKUN, MENUATOPHBIA THI CBSI3U MEXIy HEUpo-
HaMHU JOMHUHHUDPYET B IIEHTPaJbHOW HEPBHOW CHC-
Teme. BrepBble TEpMHUH «XMMUUYECKHM CHHAIC»
BBea /. Xe66 B konme 40-x rr. XX Beka [98].
«XUMHUYECKUH CUHATIC» COTJIACHO OTPENEICHHIO 03-
HayaeT 00JacTh KOHTAKTa «IIPECHHANTUYECKOTO
OyTOHa» akCOHAa, B KOTOPOM HAXOISATCS BE3UKYJIIBI
C HEHPOTPAHCMHUTTEPOM, C TMTOCTCHHATICOM WJIH IITH-
nuKoMm aerapura [97,98].

W3meHeHUs CTPYKTYpPHl CHHAIICOB Mapalieib-
HBIX BOJIOKOH Ha JCHApPHUTAxX KIETOK I[lypkuHbe
o BIUsiHUEM BbIcOKO# koHueHTparuu NO u Glu
(or 1 MM no 1 MM) HaOmonanu B paborax [33,
39]. B atux paboTax ObIO0 OOHAPYXKEHO W3MEHEHHUE
(hopMBI NIByX TJaBHBIX «COCTaBISIOMNX» YacTeH
cuHanica — OyToHa W munuka. byroH — sto mpe-
CHHANTHYeCKas 30HAa CHHaIca, cojep)kamias Iy-
3BIPPKM C HEHpOMenuaTopoM W MHUTOXOHIPHUU
(puc. la), Torga Kak MHUMNUK — TOCTCUHANTHYECKAS
30Ha CHHAmca, TA¢ HaXOJATCSI aKTHBHAs 30HA U
[UCTEPHBI TIAJKOr0 3HJAOIIA3MAaTHYECKOTO PETHU-
Kynyma. B HOopMe OyTOH paBHOMEPHO 3aIOJIHEH
CHHANTUYECKUMHU MYy3bIPbKaMU U MHUTOXOHJIPHUIMU
(puc. la). Ha puc. 16 mpencraBieHBl aBa PSAIOM

8*



Puc. 1. (a) — B HOopme OyTOH paBHOMEPHO 3alOJIHEH
CHHANTHYECKUMH MY3BIPbKAMH ¥ MHTOXOHAPUSAMU
(MX). CocraBnsromue IByX yacteil cunarnca (S): 0yToH
(b) m munuk (L), pacnoyioxeHHBIE TOYTH Tapajliedb-
HO («wmHmmoMm K numy», «face to face») mpyr apyry.
ByToH COIepXHUT CHHANTHYECKHE MY3BIPbKH C HEHpo-
MEANAaTOPOM, PaBHOMEPHO PACIOJOKEHHBIE MO BCEMY
00beMy OyToOHa M MHTOXOHAPHUH, MIMNHK — aKTUBHYIO
30Hy CHHalca M IMCTEPHBI TJIaJKOr0 3HAOMIa3MaTH-
yeckoro perukyinyma. (0) — /IBa psooM pacmookeH-
HBIX cpe3a (IpPOJOJBHBIM U IOIEpPEYHbIN) Hapajuienb-
HbIX BOJOKOH (IIB) — aKCOHOB 3€pHHCTBIX KIETOK,
coepKamux MUKpoTpyOouku. (B) — YacTe cTpyKTyphI
MO3XKe4Ka, MPEICTaBICH CHHATIC.

PacIoJIOKEHHBIX cpe3a (IIPOJOJbHBIN KM Tomeped-
HBIM) mapasjenbHBIX BOJOKOH — aKCOHOB 3€pHHU-
CTBIX KJIETOK, COJEep)KalluX MUKpoTpyOouku. Ha
puc. 1B mpencTaBiieH CHHAIC MO3KEUYKa JIATYLIKH.

CAMOCYJIOBA, PEYTOB

WN3BecTHO, UTO B aKTUBHOM 30HE CHHAIICA HA MEM-
OpaHe MOCTCHHANTHYECKOTO HEHpOHa pacloioxke-
Hbl Glu-penentopsrl.

YcTaHOBIIEHO, YTO B NPHUCYTCTBUU H30BITKA
NO-renepupyromero semectsa (1 MM NaNO,)
yBETUYNBAETCS 00BEM OYyTOHOB, HHKAICYIHPYIO-
OUX MATHKA (pHUC. 2a), a B IPUCYTCTBUH U30BITKA
Glu (1 MM) nHabmomaercs yBeiaudeHHE OOBEMa
munukoB (puc. 20). Ilpenmonaraercs, uro HaOy-
XaHUE LIUIUKOB M OYyTOHOB IPOMCXOAMUT BCIEACT-
BHE JEIHEPTH3alMl MHUTOXOHAPHI (B HEKOTOPBIX
CIy4asix MX OTeKa M pa3pylieHus) U HapyLICHUS
HOHHOTO TOMEOCTa3a, 3a CYET CHHIXKCHUS aKTHB-
noctu Ca?* u Na*-AT®a3 B yClIOBUSAX DHEPTETHU-
Yeckoro aeduumTa, BBI3BAHHOTO pa3oOUIeHHEM
OKHCIHUTENbHOTO (ocopuianpoBanus (MIU paspy-
IEeHWd MHUTOXOHAPHWH) B TPHUCYTCTBUH H3OBITKA
Glu wnm wmarHOWpoBaHusa oxcuaoM azora (NO)
3JIEKTPOHHO-TPAHCIOPTHOM LIENM MUTOXOHAPUN B
cpeae ¢ n30bITkOM NO-reHepupyIomero coeanHe-
Hus [33,39]. B nacrosmee Bpems NO paccmatpu-
BalOT Kak OOBEMHBIH HeWpoIllepenaTuuK, BIIHSIO-
OIMHA HA MEXaHU3MBl CHHANTHYECKOW IJIACTHUYHO-
cta [99].

B oTaenbHBIX SKCIEPUMEHTAX NIPU BO3ACHCTBUH
NO-renepupytoniero coeAnHeHuss OyTOH, CoaepKa-
WA CHHANITHYECKUE My3bIPbKH, «OKYTHIBAET» IIH-
muk [33,39]. CTpykTypa mHMOWKa BKJIOYAeT 3Je-
MEHTBI JHJOIIa3MAaTUYECKOTO PETUKYIyMa, 30HY
TJIyTaMaTHBIX PElenToOpoB, KOTOpPbIe MPUHUMAIOT
Glu, BeicBOOO)naromuiicsa uz CII 6yroHa B HOpMe.
I[Ipu oxyreiBanuu mwunuka Oyronom c¢ CII, co-
nepxamumu riryramar, CII moryr oka3atbcs ps-
JOM ¢ MeMOpaHOU WIHMMKMKa, HO HE 0053aTeNbHO
TaMm, TJ€ HMEeT MECTO HX KOHTakT B HOpME —
MMeeTcs B BUIY, «30Ha BBICOKOW miuoTHOCTH Glu-
peuentopoB». B npyrom BapmaHTe: IpU AEWCTBUHU
Glu (1 MM, 1 4) HabmrogaeTrcs OKyThIBaHHE Oy-
ToHa, conepxaulero CII, munukoM, KOTOPBIH, MO-
BUAMMOMY, BXOAUT B 0Oo0Jiee TECHHI KOHTaKT C
OyTOHOM HE TOJHKO B 00JACTH aKTUBHOM 30HBI.
Cam ¢akt B3ammopelicTBus OyTOHa M IIHIIHKA,
UMermuil Mecto npu gedcreuu kak Glu, Ttak u
NO cBuUACTENbCTBYET O MPOSIBICHUU 3aIIUTHOU
peakuMu B OTBET Ha TMOBpEeXIaloliee neiicTBHe
BBICOKHX /03 TOTO WM HHOTO HeHpoMeauaTo-
pa [33,39].

B mpyrux pabGorax ommcaHBl B3aWMOJEHCTBUS
MEXJy COCTaBHBIMH YaCTSIMH CHHAICOB (ITUITHKA-
MH 1 OyTOHaMH, C OJHON CTOPOHBI, U TIUAIBHBIMU
KJeTkamMu — ¢ apyroil) [28,32,33]. B stom ciyyae
B pactBope ¢ Glu rnmanpHas KiIeTKa «OKYTBIBAET»
UMUK, a B pacTtBope ¢ NO-reHepupymommum Be-
IECTBOM TJIMajJbHAsi KJETKa OKYThIBaeT OYTOH.
DTO CBHACTENLCTBYET O TOM, uTo Meauatopsl (Glu
u NO), KaxXIbslii TO-CBOEMY, BIUSIOT HA TIHAJBHBIC
kierku [33]. HaGmtomaembie MOPGOTOTHYIECKHAE U3-
MEHEHHS CBUACTEIHCTBYIOT O 3aBUCHMOCTH MEXIY
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Puc. 2. (a) — B mpucyrcreun n3dsitka NO-renepupyromero semectsa (1 MM NaNO,) ysenuuusaercs o06bem 0yronos (B),
nHKancynupytomux munuka (I); (6) — B mpucyrcrBum m30siTka Glu (1 MM) Habmonmaercs yBenwmdeHHE OO0BeMa
munuKoB. Buagno, 4to B mpucyrctBum n30eiTka NO-reHepupyromero BemecTBa 0oJiee 3HAYUTENBHO YBEINIHBACTCS
00beM OYTOHOB, KOTOpBIE MHKAICYIHPYIOT IIUIHKH, a npu u30biTke Glu Habuonaercs yBenuueHune oObeMa IIMIHKA,
BO3MOXXHO, HaOyxaHue (II0 KpasiM IIUMUKAa — MPOCBETJICHHAs IHUTOIa3Ma). B Oyrone cuHanTmueckue my3bipbku (CII)
JIOKaJTM30BAaHEl B OCHOBHOM BJIOJIb TPAHHIGI C MIMNHAKOM, B paifloHe aKTHBHOI 30HBI CHHAIca. B mummuke mpencraBieHb!
KaHaJblbl INIaAKOTO 3HIOIUIa3MaTH4eckoro perukyinyma (I'OP).

neiicteueM Helipomennatopa (Glu wim NO) u rim-
anbHbBIMHM KJeTkaMu [28,32,33]. Bausaune NO Ha
IUIACTHYECKHUE CBOMCTBA HEMPOHOB MOATBEPKAACT-
ci ¥ IpW MHKYOAanmuum MoO3ra YJIWTKH C HHUTpPHTa-
mu [100].

CIIUAHUE «KJIETOK-3EPEH»
MO3XEUKA JIATYIOKU
Imoa BJIIMAHUEM GLU

NJIN NO-TEHEPUPYIOHIET O

COEIMHEHUA

3epHHCTBIE KJETKH — 3TO CaMble MHOTOYHC-
JICHHBIE KJIETKM Mo3xeuka. JleficTBue Ha HUX BBI-
COKHX KOHIIEHTpauuil HeilpomenuatopoB (I MM
Glu wim NO-reHepupyIomero CoOeANHEHUS) TMpe-
CTaBJIsLIO OOJBIION WHTEpeC MO MHOTHUM IpUYH-
HaMm. MMeloTcs JaHHBIE, CBHJIETEIBCTBYIONIHE O
TOM, YTO B HEPBHOM cucTeMe€, KpOME CHHaNTH4e-
CKOW M KOHTAaKTHOM 3JIEKTPUUYECKON CBs3M (1iene-
BbIE€ U IUIOTHBIE KOHTAKTHI), BO3MOXXHO 00pa3oBa-
HHUE LMUTOIUIAa3MaTUUYECKOW MEXKHEHUPOHHOU CBA-
3u [101-105]. Cumuraercs, 4T0 XapaKTEPHBIMH OCO-
OCHHOCTSIMU TaKOW CBSI3M SIBIIAIOTCS TaK Ha3blBae-
Mble CHHOHMTHadbHBIEe mepdopaunn. OHU dopmu-
pyIOTCA 3a CuUeT MOBPEXACHUS CTPYKTYPBl MEM-
OpaH, UMEIINX B TpocBeTe nepdopaiuii 3akpyr-
JICHHBIC Kpas U OCTAaTKHU MeM6paHI)I. HOJ:[ BJIUA-
Huem Tokcuyeckux 703 Glu m NO (1 MM) Ha-
OJIr0far0TCA CIUSHUS 36PHUCTBIX KJIETOK MO3XKEUKa
C pa3HeIM THIIOM XxpomatuHa (puc. 3a,0) c dop-
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MHpOBaHUEM CTPYKTyp MeMOpaHn [42,46], momo0-
HBIX TEM, KOTOPBIE OTHOCAT K CHHLUUTHAJIBHBIM
neppopanusm [101-105] (puc. 3B,T).

H3BecTHO, 4TO NpU Pa3BUTHM HHCYIbTa OC-
HOBHBIMH (aKTOpPaMU IOBPEKACHUS SBISIOTCS
Glu-HEepPOTOKCUYHOCTD, TOBBIIICHHE KOHIIEHTPA-
nuu Ca?t [17-21,106], ¢ KOTOPHIM CBS3aHO MOBHI-
HIeHHOEe o0pa3oBaHHE aKTHBHBIX (OpM azoTa —
NO, NO, [4,11,12,24,25]. Tlpu neiictBuu Glu wu
NO-renepupyromero CoeAuHEHUs Ha CTPYKTYpy
3epHUCTHIX KJIETOK MO3KeyKa 0Ka3aJioCh, YTO Xpo-
MAaTHH siJiep, B HOpME MPEJCTaBISIOINNA TIOTHEIE,
rpyoOsie raeOku (puc. 3a), MOJHOCTHIO MO0 dac-
THYHO Je3uHTerpupyerca. Ilpu geiictBun Glu
(puc. 306) MOXHO HAOIIOMATH MOJHOE pa3pylieHue,
a nox BausiHueM NO-reHepupyroLero CoeIuHeHus
MOSBJISIETCS TaK Ha3bIBAEMBIH «XJIOMIbEBUIHBIN»
xpomatuH (puc. 3B). SIBISIOTCS M W3MEHEHHS
CTPYKTYpPbl XpOMaTHHAa NPUYMHOW CIUAHUS HEM-
POHOB ApPYyr ¢ Apyrom (puc. 3r) WiId OHU Tpea-
CTaBISIIOT COOOW HW3MEHEHHS, COIPOBOKAAIONINE
MPOLECCHl CIUSHUS HEPBHBIX KIETOK?

OTOT BOIPOC B HACTOSIIEE BPEMS OCTAETCS
OTKPBITBIM. bbIna mpociexkeHa mOCIEN0BaTENb-
HOCTh IIpolecca CIMsIHUS HelpoHOB. BHauane Ha
KaKOM-TO OJHOM Yy4YacTKe IPOUCXOJIUT CIHUSHHE
MeMOpaH [BYX HEpPBHBIX KJETOK B OJHY, 3aTeM
BBINIAYMBAHUE JTOW CIHBIIEHCS MeMOpaHBl B IU-
TOIUIa3My OJHOM M3 KIIETOK ¢ 00pa30BaHUEM «IIy-
3pIps». [locnenHuii («Imy3sIpb») OTAENISIETCSA, OCTAB-



Puc. 3. CnusiHue 3€pPHUCTBIX KJIETOK MO3XKEYKa I0J]
piusganeM Glu (1 MM) u NO-reHepupyrmoomero coemu-
HeHHs: (a) — HOpMa, XPOMAaTHH 3EPHUCTBIX KIETOK
HPE/CTABIICH B BUJE OOJBLIMX IIOTHBIX IbIO0OK (I'Xp);
(6) — 3epHHCTHII XpoMaTuH (3Xp) MOcie ACUCTBHA
riuyramata; (B) — CIHSHHE JBYX 3€PHHCTBHIX KJIETOK C
3xp B npucyrctBuu NO-reHepupyroIero coeinHeHus,
BH/IHAa o0mias pa3opBaHHas MeMOpaHa; (T) — cIUsSHUE
yeThlpex 3epHUCTBHIX KiIeTok ¢ 3xp. S — saapa.

nss nepdopanuo («IbIpKy») B MemOpane. O6pa-
30BaHUE MHOXecTBa mnepdopanuii («IBIpOK») B
MeMmOpaHe, o0miel /Ui IBYX KJIETOK, MPUBOIUT K
ux ciaugHuwo (puc. 3r). Tokcuueckoe Bo3aelcTBUE
NO (1 MM) Ha kJeTKu-3epHa B OCHOBHOM IMOBpeE-
XKAaJI0 XpOMaTHH A0 CTaAUH XJIONBEBUIHOTO XpO-
MatuHa. OJHAKO TPH ITOM TaKXKe MPOUCXOTUI0
CIUSHUE KJIETOK-3EpEeH.

IIpuunHOM CIUSHUS 3€PHUCTBIX KIETOK TAKXKE
MOJXeET OBITh MOBpexkaatomniee Bosaeiicteue NO unu
NO,, oOpasyromuxcs B 3THX YCIOBHAX, Ha IJIa3-
MaTH4YecKre MeMOpaHbl KIETOK. DTH BemecTBa MO-
TYyT BCTYNaTh BO B3aMMOJICUCTBHE C HEHACHIIICH-

CAMOCYJIOBA, PEYTOB

HBIMU KUPHBIMHU KHCJIOTaMH, BXOASIIMMH B COCTaB
JUNUIO0B IUIa3MaTH4Yeckux MemOpaH. Ecnu ase,
TpU WM OoJsblliee KOJUYECTBO KJIETOK OKa3blBa-
I0TCSI PSAJOM, TO BO3MOKHO OOBEAMHEHHE/CIHSIHUE
KJIETOK BCJIEICTBHE B3aMMOJACHCTBHS MOBPEXKICH-
HBIX YYaCTKOB COCEOHHMX KIJIETOK MEXAy CcoOOii.
Takum oOpazoMm, B yciaoBusax BozzaedcTBus Glu
n/unu N O-TeHepHupyIOIero CoeqUHEHUsI TPOUCXO0-
OUT CIMUSTHUE 3€PHUCTBIX KJIETOK MO3XeuKa U IO-
ABJICHUE MHOTOSIEPHBIX 00pa30BaHWI C eOWHOU
MeMOpaHO#W W nmMTOoIUIa3MOu. Yaime Bcero, B 3THX
ciaydasx HaOmonanu oOpa3oBaHUE TPEX—4EThIPEX-
siIepHbIX KnactepoB (puc. 3r). Ilo-Bumgumomy, 006-
pa3oBaHHE TAKUX MHOTOSICPHBIX KJIACTEPOB MO-
KET OBITh «CBOCOOpa3HOW» 3aIIMTHON peakIuen
B YCIOBHSIX BO3JICHCTBUS BBICOKMX KOHLEHTPaLMH
Glu nwimm NO-reHepupymomero CoenuHeHUs, MOJe-
JUPYIOIUX Pa3BUTHE HMHCYJIbTA. DTO MPEAINOJIo-
JKEHHWE OCHOBAaHO Ha TOM, YTO OOpasyromascs 00-
mas MeMOpaHa MHOTOSJEPHOTO KJlacTepa MOXKET
OTPaHUYMBATh BBIXOJ BHYTPHUKJIETOUYHBIX IIPOTEa3
u ¢ocdonumnas (mocie pa3pymeHuss BHyTPUKIETOU-
HBIX CTPYKTYP) B MEXKIJIETOYHOE IMPOCTPAHCTBO,
TEM caMbIM IIpEAOTBpallas AajbHeilnee MOBpeXk-
JeHre MeMOpaH IPYrux HEPBHBIX KIETOK.

[Toncuer kneTok ¢ pa3HBIM XPOMaTHHOM fAJep
nmokasay, 4yro noj BiausHueM Glu cooTHomeHHe
KJIETOK C YaCTUYHO JEeKOHJACHCHPOBAaHHBIM XpoMa-
THHOM K TOJIHOCTHIO JEKOHJIEHCHPOBAHHOMY XpO-
MaTHHY cocTaBisier 1 : 9, a B ciiydae JCHCTBUSA
NO-renepupytoniero coegunenns — 3 : 1. Otum
JaHHBIE CBUIETEIBCTBYIOT O TOM, YTO IOJHOCTBIO
JEKOHJCHCUPOBAaHHBI XpOMaTHH IpeobJiagaer
npu neiictBuu Glu u B MeHbpIeHd CTeNeHW — TOJ
BiusiHueM NO-reHepupyromero CoeanHEeHus.

[ToaTBepxaeHNEeM HaIIWX JAHHBIX, CBUAETEIb-
CTBYIOLIMX O BO3MOYHOCTH CIIMSIHUSI HEPBHBIX KJle-
TOK MO0 CHHIUTHUAJILHOMY THUITY, SIBISIOTCA pabOTHI
0O.C. CornukoBa c¢ coaBropamu [101-105]. B ua-
CTHOCTH, OHH HaOI0/1ally CIMSHIE HEHPOHOB MO3-
ra y KpbICHHBIX 3MOPHOHOB ¢ 00pa30BaHHEM JIBY-
AepHbIX HEeWpoHOB. Il0 MHEHUIO 3THX aBTOpPOB,
CIMSIHUE HEPBHBIX KJIETOK MOXET IPOUCXOAUTH I10
CHHIUTHAJIBHOMY TUIly. Takoro poaa (paxTsl ObuIH
00HapyKeHbI B KyJIbType HEPBHON TKaHU U PAaHHEM
oHTOreHe3e. OHAKO BMECTE C TEM CIedyeT OTMe-
TUTb, YTO B KaXXIOM Ccllydyae NPHUYHHBI CIUSHUS
HEPBHBIX KJIETOK MOTYT OBITH pa3HBIMH.

N3MEHEHUE CTPYKTVYPHI
CHUHAIITUYECKUX [IY3BIPBKOB
noJ BJIMAHUEM
NO-TEHEPUPVYIOINEI'O COEAUHEHU A

OcHoBHas mpobiema mnepeaadyn WHPOPMAIHH
B MO3T€ U, B YaCTHOCTH, B MO3)KEUKe, KaK U3BECTHO,
cBsi3aHa ¢ pabOTOH CHHANCOB M CHHANTHYECKUX
my3sIppkoOB. Ilociennume conmepxar, Kak yKasbIBa-
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Puc. 4. Ctpykrypa O6yrona B mpucyrcTBUH NO-TeHEpUpPYIOIIEro COEAMHEHHs: (a) — B HOpME, pa3Mep CHHANTHYECKUX
ny3bipbkoB (CIT) or 50 mo 60 HM, paBHOoMmepHoe pacmpenenenue CII B Oyrone; (6) m (B) — mpu BO3IeHCTBUH
NO-renepupytomero coequnenus (1 MM NaNO,) nabmoaerca noBpex/jeHue cTpykTypsl 6yToHos (b), B 1ByX cHHamcax

BuIHB rpynnsl pa3dyxmux CII u MHTOXOHApHI.

JIOCh BBINIE, BO3OYXKIAMOIIUNA HEHpOMenuaTop —
rnyramat. B nopme pasmep CII cocraBnser npu-
omusutensHO 60 HM (puc. la, 4a). B mpucyrcTBuun
NO-renepupyromero coennnenus (NaNO, B KOH-
neaTpanuu ot 10 MxM go 1,5 MM) mpoucxoast
n3meHeHus B cTpykrype CII. OHM MeHSIOT MecTo
CBOEr0 pAacHoJIOKEHUsST ¥ MOTYT 00Opa30BBIBATH
knacrepbl (puc. 46). Ilpum sToM mMX pa3mep He
MeHsiercs. KapTuHa u3MeHseTcs NpH 3JeKTpuUUe-
ckoil crumynsaiuu B npucyrctBuu N O-TeHepupyto-
mero coenquHenus. Ilpu stom pasmep CII ymeHs-
maercst ¢ 60 mo 40 um. U3 «menkux» CII (40 uMm)
C coxpaHHWBIIelcss MeMOpaHOi 00pa3yroTcs IIIOT-
Hble KiacTepbl, B KoTopbix CII TecHo cxarTshl,
oOpa3ys momo0ue KPUCTAILUINYECKOH penieTku
(puc. 4B). IIpu sTOM HaOMIOAAETCS TPUMBIKAHHE
KJIACTEpOB K aKTHBHOM 30HE, BBIMOIHSIONMEH QyHK-
nuto 3akperienus CII [44]. Kak u3BecTHO, aKTUB-
Has 30Ha COJICPXXUT Oenku, HeoOXOoAMMBIE IS
CIIUSHUS TIPECHHANITHYECKONH MeMOpaHbl ¢ MeMOpa-
Hoit CII. Kaxnpli cMHAaNTHYECKUH My3bIpEK OK-
PY)XeH IUNHAHON MeMOpaHOW C MOTPYXEHHBIMU
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B HEC TPAHCIOPTHBIMU O€lKaMH, CHEHIUPUIHBIMU
71 KaXXJ0To HellpoMmeauatopa (B HalleM ciaydae —
Glu) [44]. B cocTaB BE3UKYJISIpHBIX MEMOpaH BXO-
oaT Oenkn u pochonunuasl, X COOTHOIICHUE
cocraisier 1 : 3. B cocraBe ¢dochonunumos co-
nepxurcs 40% dochoruaunxonuna, 10% xomnecre-
pona u 5% unosurondochara [80]. [Tpoenennoe
HaMH D3JEKTPOHHOMHKPOCKOIMYECKOE HCCIea0Ba-
Hue crpykTtypbl CII npu BO3IEHCTBUM pa3HBIX
koHreHTpanuit NO-TeHEPUPYIOMIETO COEAUHCHUS
(NaNO,) nmoka3sajo, 4To €ro Majble KOHIIEHTPalu1
(10 MmxM) Bw3pIBaroT cMmemienue CII co cBomx
MecT B OyToHe ¢ o0pa3oBaHHEM KIACTEPOB H C
coXpaHEeHHEM cBoero pasmepa. Ilpu 3TOoM Moryr
Habmonatecs rpynnel CII, pacmosioxxeHHbIE MMOX
yriioM npyr K apyry. [loBelmeHne KOHIEHTpAIuu
NO ot 1 1o 5 MM BEI3BIBaJIO yBenHueHUE 0ObeMa
(«pa3byxanmue») 0yroHoB u CII. IIpu saTom ObIIO
oOHapyxeHo, uTo «pa3doyxmue» CII c ogHO# cTO-
POHBI MOTJH CTAaHOBHTHCS IUIOCKHMH («CILTIOLIH-
BaTbhCsI») U CKIAJIBIBATHCS B «yMOPSAOUYESHHBIE CTOTI-
KH», a C JPyrol — CIUBAaThCA JAPYT C JAPYIoM,
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(a)
CIl
Y} N
10 MkM NaNO,

CAMOCYJIOBA, PEYTOB

(©)

10 MkM NaNO,

@ (r)‘ (ﬂ)‘

1 MM NaNO,

5 MM NaNO, +
OJIEKTPUYCCKAsA CTUMYJIALMUA

Puc. 5. Cxema pacnpeneneHusi CHHAITHYECKUX ITy3bIPPKOB B OyTOHE IpH pa3HBIX KOHHEeHTpauusx NO-reHepupyouero
coenuHeHus; (a) — HopMma, paBHoMmepHoe pacnpenenenue CII (60 um) B Oyrone, (NaNO, 10 MxM); (6) — «Menkue»
CII (25-27 HM), UX KOHTAaKT C aKTHBHOM 30HOH; (B) — IUIOTHas ymakoBka «Menkux» CII B BuAe TpEyroJbHUKOB;
oTaensHbIe Henouku u3 menkux CII HampaBieHBl B CTOPOHY aKTHBHOW 30HBI; (I') — pa3Oyxmime, «KHUIIKOOOpa3HbBIE»
CII pasmepom ot 80 go 100 um (1 MM NaNO,); (z) — monnocteio pacnasmuecs CIT (5 MM NaNO, + snekTpuueckas

CTUMYJISALIUS).

Topeln K TopLy, o0pa3ys «BBITSAHYTBIH, KHUIIKOOO-
pasHblii Memok». Ilpu 3TOM HMMeNno MecTo yBenu-
yeHue pasmepoB CII no 120-130 um (puc. 4B).
[Momumo cromok u3 paszoyxmux CII ¢ nuamerpom
120-130 BM ObUIM HAWIEHBI CTONKHU «CIUIIOIIEH-
Heix» CII ¢ pasmepom 25-27 um. IlapannensHo
Habmonganu CII ¢ pa3psiBoM MeMOpaH u ¢ moTepen
COIEPKUMOTO0. AHATUZUPYS TOJYUEHHBIE pPe3ylib-
TaThl, MOXXHO HPENNOJOXHTb, YTO COXPAaHEHUIO
CII npu BbicOKOH KOoHIeHTpauuu NO MOXKeT cno-
coOcTBOBaTh 00pa3oBaHHE «KHIIKOOOPa3HBIX»
CTPYKTYp, cocrosmux u3 «paszdyxmux» CII, co-
XpaHUBLIMX CBOIO MeMmOpany (puc. 5) Habmonae-
moe cmemnienue CII (mpu Manoil KOHIEHTpauuu
Glu) MOXHO OOBSICHUTH pacnajoM OENKOB, CKpe-
wistomux CII ¢ akTHHOM M MHKpOTpyOOuYKaMu B
HOpME.

Bricokne konmentpanuu NO TpHBOIAT B yc-
noBUAX HHcynbTa K paspywenuto CII. Tem He
MeHee, HaOllfoJaeMble U3MEHEHUsI MPOCTPAHCTBEH-
Horo cmemenust CII, T.e. oOpa3oBaHHe KJIacTEpOB
WU «KHIIKOOOpa3HBIX» CTPYKTYpP, IOMOTAIOT CO-
XpaHUTh MeMOpaHy My3bIPbKOB U, COOTBETCTBEHHO,
B HUX — Heiipomenuatop Glu (puc. 40,8, puc. 5).
OTH pe3ynabTaThl AAalOT BO3MOYKHOCTH TPENIOJo-
XKUTh, YTO HaOJIOJaeMble CTPYKTYypHBIE Mpeobdpa-
3oBanus CII Bo Bpems MHCYNbTa ABISIOTCS OJHUM
13 KOMIEHCATOPHO-TIPUCTIOCOOUTENHHBIX MEXaHU3-

MOB, ITO3BOJJAOINIUX CHU3UTH TOKCHYCCKOC BO3OEH-
crBue Glu Ha HCﬁpOHBI n MO3I' B IICJIOM.

AYTOTUIIMYECKHE
CEIITAJIBHOITOAOBHBIE KOHTAKTBI
I'INAJIBHBIX KIJIETOK B MO3XKXEYKE
JATYHIKN U1 UX BO3MOXHAS POJIb

TP IMATOJIOI'NN

Breime yxe Oblma gaHa XapaKTEPUCTHKA acT-
pouMTaM — OJJHOMY M3 KjlaccoB HeWporauu [83,84,
90,107,108]. K uX oCHOBHBIM ()YHKIIUSIM OTHOCSTCS
ornopHas, Tpoduyeckas u 3amuTHas [82-84,90,107].
OTHOCHUTEIBHO HEJABHO CTaJi0 U3BECTHO O TECHOM
CBSI3M HEPBHBIX KJIETOK C TiHalbHbIMH [82-84,90,
107,108], koTOopbIe CO CBOCH CTOPOHBI MOTYT 00ec-
IeYnBaTh pa3HOOOpa3HbIe OOMEHHBIE IPOIIECCHI
HEPBHBIX KJIETOK M CIIOCOOCTBYIOT HX OBICTPOMY
BOCCTaHOBIIGHHUIO TOCIie TpaBM W uHbekui. 13-
BecTHO, 4T0 Glu, BRICBOOOXAatOIIMIiCS U3 HEHpO-
HOB, BBI3bIBA€T NOBbINIEHHE KOHIeHTpauuu Ca? B
acrpouuTtax [82,109], KoTOpBIE BKIIOYAIOTCA B IPO-
I[ECChI, CBSI3aHHBIE C pa0OTOW CHHAIICOB, & HMEHHO
CHHANTUYECKON IIACTUYHOCTHIO. ACTPOIUTEHI, IO-
MHUMO HX TPOQHUYECKOHW, OTMOPHON W 3aIMUTHOU
(yHKIIMH, MOTYT y4acTBOBaTh B 00pabOTKe H mie-
penaue mHpopmanuu [82]. Cremyer MOAYEpKHYTH,
YTO Ba)XXHYIO POJIb B peajnu3aiuid OCHOBHBIX (PyHK-
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uuil Helipornuu Hapsay ¢ Glu Takxke ocylecTBIsIET
monekyna NO [7,11,12,65,94,95,110].

Kakx ymomuHamnochp BbIllle, CYIIECTBYET TECHas
B3aMMOCBA3b MEXJy HEHpPOHAMHU W TJIHAJIbHBIMHU
kinerkamu [82—-84,90,97,107]. OTpOCTKHU IIMalnbHBIX
KJIETOK ()OPMUPYIOT INIMAIBHYIO CETh, KOTOPas MO-
Iynupyer paboty HelipoHanpHOUW cetm [97]. Bax-
HYI0O pOJIb B OTHX IpoOIeccax Wrpaer TIaaKui
9HJOTUIA3MATHYECKUH PETHKYIyM, OO0Opa3yromuii
HENpPEphIBHBIH KOHTHHYYM (IPOCTPAHCTBO) C Ha-
py’XkHOI MeMOpaHO# 0007104YKH MUTOXOHIApUH [97].
[Ipeanonaraercs, 9To Takoil KOHTHHYyM obectme-
yuBaer TyHHenupoBanue nonos Ca?*, croco6CTBys
paboTe BHYTPUKJICTOYHON CHCTEMBbI CHUTHAJIbHOU
TPAHCAYKIUH B IpOIlECCE CHHANTHYECKOHN mepena-
g [97]. OcHOBHAsA MOCIEAOBATEILHOCTL COOLITHMH
B XOJE 3THX IPOLECCOB COCTOUT B CJICAYIOIIEM.
Glu, BBICBOOOXTAIOMIUNACS W3 HEUPOHOB, BIIHUSECT
Ha MoBbIMeHKne KoHuenTpanuu Ca?* B acTpounTax,
YTO MOJXET, B CBOIO OYEpeb, BBI3BIBATH BBIXOJ
3TUX MOHOB M3 aCTPOLUTOB [0 MEXaHU3MY aKTHUB-
HOT'0 WJIM maccuBHOTO TpaHcnopTta [57,82]. ITomu-
MO 3TOT0, aCTPOLUTHI TAK)KE MOTYT, OAOOHO Heil-
poHamMm, BbICBOOOXmaTh Glu m peryampoBaTh cH-
HalTHYECKYI0 aKTHBHOCTh, T.€. COOTBETCTBEHHO
y4acTBOBAaTh B OMNpPEACICHHBIX (OopMax CHHAITH-
yeckoi minactuunoctu [75,82,90,111]. Kpome Toro,
COTJIACHO HAIIMM JAaHHBIM, aCTPOLUTHI MO3KEUKa
JATYIIKA UMEIOT JBa THIA OTPOCTKOB, OTIMYAIO-
IUXCA MO CBOEM CTpyKType. B omHUX oTpocTKax
npeoOiiajlaeT TUN HUTEH ITUTOCKENETa, KOTOPBIi
COCTOHT W3 INIHATBHOTO (GUOPHUIUIIPHOTO KHUCIOTO
Oenka, a B COCEAHMX — HHUTH MOTYT COCTOSITH U3
aKTHHA, BAMEHTHHA M HEKOTOPBIX APYIUX OEIKOB.
AKTHHOBBIE HUTH OTBEYAIOT 3a JBM)KEHUE aCTPO-
nuta. Ecu B oTpocTkax mpeobiagaroT HUTH Guod-
PUIIAPHOTO KHCIOr0 Oenka, To, MOJ00HO aKTH-
HOBBIM, OHHM MOTYT O0O0ECIEYUTh MEXaHUYECKYIO
CUJTy acTpOIMTa W MOJAEpKHBaTh ero ¢opmy [38,
44,45). KpoMe ommcaHHOTO THUIa OTPOCTKOB acT-
POLIMTOB CYIIECTBYET M JPYrOM THII OTPOCTKOB
ACTPOIMTOB, y KOTOPBIX MPHUCYTCTBYIOT TNPEUMY-
IIECTBEHHO 3epHa riaukorena [45,94]. EcrecTBenHo,
B KaXXJOM OTpPOCTKE MNPHUCYTCTBYIOT M HHUTH, U
3epHa TJIMKOT€Ha, HO MX COOTHOIIEHHE, KaK Ipa-
BUJIO, pa3Hoe. DTO Jajo HaM BO3MOJKHOCTh Ha-
O;I0oaTh ABa THMA peakIuid acTPOIHUTOB, CTPYK-
Typa OTPOCTKOB KOTODPBIX OTJIHYANIach APYT OT
npyra jubo mpeoOiiajaHueM OCIKOBBIX HUTEH, JIK-
060 3epen raukoreHa [45]. IlokaszaHo, 4TO TrpaHy-
JSipHBIE OTPOCTKHM, COJIepXkalllie 3epHa TIUKOTeHa,
OCTaBasICh HEMOBPEXIECHHBIMHU, (POPMUPOBATH «3a-
IIUTHBIE» CTPYKTYPHl BOKPYI TOBPEXIEHHBIX CH-
HalCoOB HJHM HX COCTaBIAIOIIUX — IIUIHKOB U
O0yroHoB. [Ipu 3TOM cTpyKTypa TrpaHyJISpHBIX OT-
pPOCTKOB pe3ko usMeHsanacb. OTpPOCTOK IHpeBpa-
mancs B Y3KHH <«KITyT» C pacCTOSHUEM MEeXIY
creakamun B 20 uM. Kpome TOTO, MOABIAIHCH
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[ONEPEYHbIE MOCTHKH, CBS3BIBAIOLINE CTCHKHU
«xryta». Ha puc. 6a,0 mpexncraBieHbl Tpex- U
YeThIpeXpsiHasi «OOKPYTKH», 0Opa3oBaHHBIE OT-
POCTKaMHu TIHAJIBHBIX KJIETOK, COJEp)KaIluX TIJIu-
KoreH. Takue U3MEHEHHbIE OTPOCTKU-«KIYThI», KaK
IpaBUIO, «OOKPYyYMBaln» TMOBPEKIACHHBIC CHHAII-
THYECKUE CTPYKTYPHI, 00pasys MIOTHYIO Kamncyiy —
«OOKpPYTKY», COCTOSIIYIO W3 YETHIPEX—TATH psi-
noB [38,43,44]. «<OO6kpyTKa» MoTJIa 00pa30BHIBATE-
cs BOKDYT OTHENbHBIX OYTOHOB, MIUIHUKOB WIIH
Jaxce cuHarca B 1enoM. [logoGHOTO pojia CTPyK-
TypHBIE Ipe0Opa30BaHus IIUAJIBHBIX OTPOCTKOB B
«OOKPYTKM» MOXHO paccMaTpUBaTh, KaK 3allHT-
Hy10 peakuuio. OHU NPeAOTBPAaLIalOT MOJHOE pas-
pylIeHre HeWpoHaIbHBIX 3J1eMeHTOB [38,44]. B npo-
necce o0Opa3oBaHUsl «OOKPYTOK» TJaBHYIO POJIb
urpaer mia3MaTHueckas MeMOpaHa riIuajbHBIX OT-
poctkoB [38,43,44].

U3BectHO, uTo Ca2t-AT®d3a mrazMaTH4YecKOH
MeMOpaHbl y4yacTBYeT B BOCCTAHOBJIICHHH CTPYKTY-
pBl mocne «riyramatHoro ypapa» [18]. JlanHsble
nutepaTtypsl [18] CBUAETENBCTBYIOT O CXOJICTBE B
«MIOBECHUM» TJIMAJIBHBIX OTPOCTKOB, COJIEpPKAIIUX
TJIUKOTEH, Y pa3HBIX JKUBOTHBIX. Hampumep, y
Kkpaba — OECO3BOHOYHOTO KUBOTHOTO — HEHPOHBI,
KaK MpaBHIJIO, MOTYT OOKPYYHMBATHCS TIUAIBHBIMU
OTPOCTKaMu mgaxe B HopMme [58], Torma kak y
JATYIMIKA — TO3BOHOYHOTO HBOTHOTO — TaKoH
MpOIlecC UMEET MECTO TOJBKO MPHU TIyOOKOM IIO-
BpexaeHnu. OIHaKO B 000UX ClydyasX «3alUIiao-
mas CTpyKTypa», oOpa3oBaHHas TIUAIBHBIMU OT-
POCTKaMu, He COACPKUT MHEINHa, HO MOXeT obec-
MEeYNBATh COXPAaHHOCTb NPOBEAEHUSA CHUTHaIa IO
aKCOHY W B CHHAIICE.

BaxHast posib acCTpOIMTOB MPHU HEHPOHAIBHBIX
MOBPEXKJCHUSX OblIa YCTAHOBJIECHA B OJIHOW U3
HEemaBHUX padoT, rae OBUIO MOKa3aHo, YTO TPHU
HEWpPOHATBPHOW IHCHYHKIIMH WIW XPOHUYECKOU
HEUPOHAJIBHOM MATOJIOTUU MPOUCXOJUT AKTUBALUS
acrpouutoB [60]. CpaBHUTENbHBIN aHATW3 TOBpE-
xkparomero BosaedctBud Glu u NO-renepupyto-
IIEr0 COCAUHEHUS Ha KYJIbTypE 3€PHUCTHIX KJIETOK
Mo3xeuka [112-115] ¢ pe3synpTaTaMu HalmuX HC-
CleNOBaHWI MO WHKYOAaluu MO3XKeYKa C 3THUMU
coenuHeHusIMu in vitro [28-33,37-46,65,81,94,95,
110] moka3pIBaeT OJHOTHUIHBIC PEAKIIUU Y HEHPO-
HOB BO BCEX HCCICHOBAaHUAX, BKJIIIOYAS] MOJCIbHEIE
AKCIIEPUMEHTHI Ha KpbIcax JUHUHM KpyImHuHCKOTO—
Mognoakunoii [116-121]. DTt gaHHbIE JaIOT OTBET
Ha MHOTHE BOIPOCHI, KOTOPbIE BO3HUKAIOT y Bpa-
yeld Npu KIMHUYECKUX HCCIEIOBAHUAX JETEeH C
YEpPENnHO-MO3rOBOM TpPaBMOM, HAuMHAs OT JIETKOHU
TpaBMBI 110 TspKenou [122-126]. MmeroTcs MHOrO-
YUCJICHHBIC UCCIEAOBAHMS, CBUIACTEIbCTBYIOIIUE O
BA)XHOW pOJIM MENTHAOB M OEIKOB B 3al[UTHOM
JNEUCTBUHM TIPU THUIMNOKCHUHU/UIIEMHUU, Pa3BUTUH Te-
MOPParu4ecKoro HW/WIN HIIEMUYECKOTO WHCYIIb-
ToB [127-131]. OTH naHHBIE CBHUACTEIHCTBYIOT O



Puc. 6. CrtpykTypHble NpeoOpa3oBaHUs TIIHAIBHBIX
OTPOCTKOB B «0OKpyTKH» B mpucyrcTBuu NO-renepu-
PYIOIIET0 COCAMHEHUs: (a) — YeThIpeXpsaHas «0OKpyT-
Ka», 00pa3oBaHHas OTPOCTKOM rimansHo# kierku (I'O),
COAEpXKAIIMM TJIMKOTEH, OKYTHIBA€T IOBPEXIACHHBIN
cunarc; (0) — TpexpsaHas «o0OKpyTka», 0Opa3oBaHHas
OTPOCTKOM TJIMaJIbHOH KIETKH C IIIMKOTEHOM. Psymom
¢ «00KpyTKOil» BHIHA MHKpoTpyOouka (MT).

TOM, YTO BEMIECTBA MEMTHUIHOW MPHUPOJIBI, COCTOS-
mHUe W3 aMHUHOKHCIOT, WT'PAOT BaXXHYIO pOJIb B
3aIUTe HEPBHBIX KJIETOK OT ITATOJIOTHH, CBI3aHHOU
C UIIEMHUEH/TUIIOKCUENH, OKCHUAATUBHBIM U HHUTPO-
3aTHBHBIMH CTpPECCaMH, B XOJ€ KOTOPHIX 00pasy-
FOTCSl TIEPOKCUHUTPUTHI M TIPOIYKTHI WX pacraaa —
NO, u OH-pagukansr [122-131].

MEXHEWNPOHHOE B3AMMOJIEMCTBUE
B MO3XEYKE JATYIIKU:
BO3MOXHOE VYACTHE NO

IMpouecc oOydyeHus/3a0bIBaHUs, KaK U3BECTHO,
CBA3aH C JJIUTCIbHBIM YCHJIICHUCM ()J;OJIFOBpeMCH-
HO# TOTeHIHMaNuel) unn ocirabaeHueM (ToNTOBpE-
MEHHOM JieTpeccuei) nepejavyu CUrHalia 4epe3 CH-

CAMOCYJIOBA, PEYTOB

Hancel. Yyactue NO B MOYJISIIUM CUHANITUYECKOU
ITaCTUYHOCTH OBLITO0 0OHapyxeHo B paboTax [132—
134]. ITokazano, uto NO y4acTByeT B MOJIEKY-
JSPHBIX MEXaHMW3MaX IUIAaCTHYHOCTH B TIPOCTHIX
cucrtemax [100,134], aTo coeauHEeHHE HEOOXOIUMO
Kak and GopMHPOBAaHMS NaMATH, TaK M €€ WHTH-
oupoBaHus («cTupanusi») [100,134,135]. Hamu ObI-
70 00HApYXEHO, YTO HU3KOYACTOTHAS CTUMYIAIUS
napajuleNbHBIX BOJOKOH B mpucyrcTBun NO-TeHe-
PUPYIOLIET0 COEAMHEHUS NMPUBOJMUT K MOSABJICHUIO
3JIEKTPOHHO-TUIOTHOrO ocazaka [41,45,95]. Ctumy-
asuusa Mo3xeuka 6e3 NO-reHepupyromero coenu-
HEeHHsI WM ero WHKyOamus B pactBope Punrepa
B npucyrctBuu NO-reHepupyomero coeinHeHus,
HO 0€3 CTUMYNISLMM, HE BBI3BIBAIN TIOSBJICHUS
ocajJika IIpU paBeHCTBE BCEX NMPOoUYMX ycnoBui. I1pu
CTUMYJSALMHM MoO3kedka B mpucyrcrBuu NO-rene-
PUPYIOIIETO COCAMHEHHS] 3JIEKTPOHHO-IIOTHBIN
0CaJI0OK TMOSBIISIJICS TOJBKO B CTPYKTypax C BBICO-
KOW MeTaboInIecKO aKTHBHOCTRIO. B pesymbrare
NPOBEACHHOW TMCTOXUMHUYECKON peakInu ObIIo yc-
TaHOBJICHO, YTO IUIOTHBIA OCaJOK COAEpPrKajl MOHBI
Ca?*. TToCKONIbKY METOJ JIEKTPOHHONW MHMKPOCKO-
muu  (MCTOJTBb30BaHUE OIPEAEIeHHBIX (PUKCHPYIO-
OIUX W KOHTPACTHUPYIONIMX BEIIECTB) BBISABISAET
IUIOTHBIE OENKOBBIC WM OCNOK-IUMHUIHBIE CTPYK-
TYpPBI, MOKHO HPEANOJI0KHUTh, UTO 0OHAPYKEHHBIH
HaMH OCaJOK CBSI3aH MMEHHO C OENKOBBIMH HIIH
OCNOK-TUIIUIHBIMU KOMIIJIEKCAMH, COAEp KaluMU
nonsl Ca?* (puc. 7). B KOHTPOJBHBIX Mpemaparax
MIPU CTUMYIISIIUA TIapaJUIeTbHBIX BOJOKOH 6e3 NO-
FEHEpUPYIOUIETO COCAMHEHHS] WU HHKYOaluu B
npucyrcTBuM NO (63 CTUMYISIUM) ocajka B yKa-
3aHHBIX BBILIE CTPYKTypax He HaOmonanu [41,
45,95]. Takum o006pa3oM, JOKaJIHU3aLUs IIEKTPOH-
HO-TIJIOTHOTO OCaJiKa YKa3blBaeT Ha NPOTEKaHHE
AKTUBHBIX TPOIIECCOB C YYacCTHEM DJHIOTEHHOTO
NO u Ca*. B kakux CTpyKTypax oOpasyercs
3JEeKTPOHHO-IUIOTHBINH Ocafok?

Peakiuio Ha Ca2t u 3JEKTPOHHO-NIJIOTHBIN Ooca-
IOk HabOmomanu: 1) B sApax 3epHHUCTBIX W TIIH-
aNbHBIX KJIETOK, 2) Ha MeMOpaHax MUTOXOHIPUH,
OyTOHOB M CHHANTHYECKUX MYy3bIPHKOB, 3) B akK-
TUBHOM 30HE IHIHUKOB (MecTe Jdokanu3amuu Glu-
peuentopoB) [39-43]. KpoMe TOro, 3JIeKTpOHHO-
IUIOTHBIA OcCafoK OBLIT BBISBIEH B CTPYKTYypax,
CBSI3aHHBIX C TPAHCHOPTOM, a UMEHHO B MHUKpPO-
TpyOOYKax aKkCOHOB U AeHAPHUTOB. Ocanok HabIIO-
Jajiu Ha «MOCTHUKaX», MEPECEKAIOIIUX MHUKPOTPY-
00YKM, KOTOPbIE IPU (PYHKIMOHAIBLHOUW HArpy3Ke
MepexoaT B aKTUBHOE COCTOSHUE C MOBHIIICHHBIM
JHepreTudeckuM MerabommamoM [41-46,81,94,95,
110). YBenuuenue xonunentpauun Ca?* B nonepeu-
HBIX MOCTHKaX MUKPOTPYOOYEK M aKTHBAIIUS HEHU-
poHanbHOU NO-cuHTa3bl OBLIM OOHAPYXKEHBI B ac-
TPOLUTAX C HCIOJB30BAHHEM AHTUTEN K HEHpo-
HanpHOM NO-cuntase [132]. Becbma BeposSTHO, YTO
MEXaHWU3M HHIYKIIUU IPOCTPaHCTBEHHOTO TIepepac-
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Puc. 7. HepBHoe BonOKHO Mo3keuka. (a) — ['mctoxu-
Muueckas peakius Ha CaZt. B momepedHBIX MOCTHKaX
MHUKpPOTPYyOOUYeK OOHapyXeH ILUIOTHBIH OCaJoK B BHJIE
JIOKalbHBIX 00pa3oBaHUil («TOYeK»), COAEpIKALIUX
nousr Ca?t. (6) — OGpa3oBaHHE HeHpPOrIHAILHOTO
KOHTaKTa B Pe3yJNbTaTe CIUSHUS MOBPEKIEHHOW HEpB-
HOH KJIETKH ¢ TIHajJbHOM KJIETKOM, HMEIoLIel IpaHyJIbl
TJINKOTEHA.

TpeeneHns: OEIKOB U3 PACTBOPUMOTO B MEMOpaH-
HO-CBSI3aHHOE€ COCTOSIHME BO3MOXEH C Y4acTHEM
NO, 3amyckamoIero CUrHajJbHYI0 HENOYKy OMOXH-
MHUYECKUX PEaKlHil, B KOTOPOH aKTUBHOE y4acTHE
MIPUHUMAIOT aCTPOIMUTHI. DT OMOXHUMHUYECKHE pe-
AKIIUU UOYyT IO MPUHOUNHWAJIBHO MHOMY IIYTH, HC-
JKeJIU MYTh, CBA3aHHBIA C aKTHUBAI[MEW MPOLIECCOB,
npotekaromux ¢ ydactuem AT®, u mponeccom
tdhochopunupoBaHus OENKOB.

OOHapyXeHHbIE B HEHPOHHBIX CTPYKTypax H3-
MeHeHusi B npucyTcTBuu N O-reHepupyroumero co-
€IMHEHUS MOKHO pacCMaTpPHUBaTh KaK IPOSBICHUE
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Puc. 8. Tpexpsagnas rnmmanpHas oOkpyTtka (I'O), or-
paHNYMBAIOMAsl 30HBI OTE€KAa U IOBPEXICHUS HEHpo-
HOB. Havaso oOpa3oBaHus TpPeTbero psjga OTPOCTKOM
TIHATbHOM KIETKH YyKa3zaHo crpenkoid. K BepxHmM
psanam 'O mpumeikaer rnmansHas kierka (I'K) c 3ep-
Hamu riaukoreHa (3I'). YkazaHbl Takke OTEYHbIE U
paspyuieHHbple MHUTOXOHApUH (MX) W MHUKPOTpyOOU-
ka (MT).

OJHOTO M3 MEXaHHU3MOB aKTHBAaLlMM MYTH NpPHU Te-
penade CHUrHaja OT 3€PHUCTOM KJIETKH K KJIETKaM
[Typkunbe. OcoOEHHO cieqyeT OTMETUTH PEaKIUI0
na Ca?* B MOCTHKax MHKpPOTPYyOOYEK, a Takxke B
MeMOpaHax MHUTOXOHAPHUH, KOTOpble mpu (yHK-
LMOHAJIBHOM Harpyske NepexoasiT B aKTUBHOE CO-
CTOSIHHE C IOBBIIICHHBIM JYHEPreTUYECKUM MeTa-
0oiuzmoM. Takum 00pa3oM, HU3KOYACTOTHAS CTHU-
MyJisanug napaJiiCJIbHBIX BOJIOKOH B NMPUCYTCTBUU
NO-reHepupyoIIero COSAUNHEHUS TPUBOJIUT K MO-
BBIIIEHHIO KOHIeHTpanuu Ca?* U MOSBJIECHUIO dJIeK-
TPOHHO-IUIOTHOTO OCaJIka B CTPYKTypax LEMOYKH:
3epHUCTas KJIETKa — aKCOH — CHHAIC — KJETKa
ITypkuHse.

Kak m3BectHo, Ca?* aBnsercs TPUITEPOM HEi-
POHAJBHBIX IPOILIECCOB, BKIOYas CHHANTUYECKYIO
nepenavy curnana [18,20,21,81,133-135]. Jlutepa-
TYPHBIC JaHHBLIC CBUACTCILCTBYIOT O TOM, YTO IIpHU
3IEKTPUYECKON cTuMynsuuu Kouuentpamus Ca’*
B Oyrone yBemuuupaercs ot 0,1 mo 0,5 mxM,
TOTZa KakK JJIsS CIUSHUS MEeMOpPaHbl CHHAIITHYECKUX
My3bIPHKOB C MpEeCHHANTHUYECKOH MeMOpaHO# Tpe-
oyerca yxe okono 100 MM Ca?t [136]. Takum
00pa3oM, JHUTEepaTypHblE AaHHBIE M PE3yJIbTaThI
HallUX 3KCHEPUMEHTOB CBUICTEIbCTBYIOT O TOM,
uyro Ca?* u NO y4acTBYIOT B psjie HEHPOHAIBHBIX
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MPOIIECCOB, KOTOPBIE MOTYT OBITH CBSI3aHHBI C 00Yy-
YyeHHeM U 3anomMuHaHueM. Ilo cymecTByomum
MPEACTABICHUSM 3TH MPOLECCHl TAKXKE CBSI3aHBI C
cuatezoM Glu, TpaHcimokauueir ero B HEpPBHBIC
OKOHYaHHUS U CHHANTUYECKHE NYy3bIPbKH, a TaK¥kKe
MOTYT OBITH CONPSIKEHBI C y4aCTUEM WX B CHHAII-
TUYECKOW mepenaye.

3AKJIIOYEHUE

B Hacrosmee BpeMs HW3MEHEHUs HEHPOHOB U
IJIUAJNbHBIX KJIETOK H3y4aloT W aHAJIHU3UPYIOT B
NPUCYTCTBUM BBICOKMX KoHIeHTpanui Glu u NO-
TEHEPUPYIOUINX COENMHEHUH IOTOMY, YTO BeIy-
MM TATOTEHETHYEeCKHM (aKTOPOM MOBPEKICHUS
HEWPOHOB TPU WHCYNbTAX SBISETCS THIEPCTUMY-
nsaausi Glu-penentopoB. B xome aToro mpomecca
MPOUCXOJUT JIEIHEPTU3ANUI MUTOXOHIPUN, HApPY-
LIaeTcsl MOHHBIH TOMEOCTa3, MOBBILIACTCSI BHYTPH-
kiIeTounas KoHuentpauus Ca’* W aKTHBUPYIOTCS
koHCTUTyTUBHBIE NO-cunTasel. IIpu sToM yBenu-
yuBaeTrcs conaepxkanue NO M NpoAyKTOB HX Mpe-
BpaIlleHUs, KOTOPbIE YYaCTBYIOT B MEXaHHM3ME OT-
puLaTenbHOW OOpaTHOW CBSI3M OT MOCTCHHAITH-
YeCKUX HEHPOHOB K MPECUHANTHYECKUM, U BIUAIOT
Ha OMOXMMHUYECKUE POIECcCHl U MOp(dooTruIecKue
W3MEHEHUS HEHPOHOB W TIHMAJBHBIX KJIETOK.

B o0030pe mpoaHanu3MpoOBaHbBI JUTEpPATYpPHBIE
JaHHBIE W pe3yJIbTaThl COOCTBEHHBIX HCCIEAOBa-
HHH, OTHOCAIIHECS K YIbTPACTPYKTYPHBIM H3Me-
HEHHSIM OJHOTO W3 MPOCTEHIIMX IO CBOCH CTPYK-
Type MO3Keuka (MO3KeuKa JISATYIIKHU), HaOJroaat-
IMecs B NPUCYTCTBUU BBICOKHX J[03 TJIyTamara
(0,1-5 MM Glu) u NO-renepupyiomero coeamHe-
nus (0,1-5 MM NaNO,). OTu KOHLEHTPalMOHHbIE
n3meHeHnss Glu m NO-TeHepupyomero coeanHe-
HHSI MOJCIMPYIOT Ha MO3)KEUKE JATYIIKUA YCIOBHS,
XapaKTepHbIE JJIs HIIEMHUYECKOTO M reMopparude-
CKOTO WHCYJIHTOB B MO3XKEUKE UYeloBeKa. AHaiu3
JTUTEPaTypHBIX NaHHBIX U pPE3yJbTaTOB COOCTBEH-
HBIX UCCIIEJOBAHUN MTO3BOJIMII BEISIBUTH CAMBIE PaH-
HHE CTaJNHU CTPYKTYPHBIX M3MEHCHHUI, BO3SHUKAIO-
IIUX IIPU UHCYNIbTE. BO BCeX cirydasiXx MOBpEXJACHHUS
njaa3MaTUYeCKUX MeMOpaH HEWPOHOB W/WIIM TJIU-
alIbHBIX KJIETOK BBEICOKMMHU KoHIeHTpanusmu Glu
u NO-reHepupyruUM COCIUHCHHEM B TCUCHHUE
[epBOTO 4Yaca ObUTH OOHAPYKEHBI CTPYKTYpPHBIC
W3MEHEHHUsI HEPBHBIX W TIJIMAJIBHBIX KJIETOK, KOTO-
pble MOXHO OTHECTH K 3alllUTHBIM MJIM KOMIICH-
CaTOPHO-TIPUCIIOCOOUTENBHBIM peakiusiM. OCHOB-
HBIMH TIPOSIBICHUSMH JEUCTBUS dTUX MEXaHH3MOB
ObUIM  CHENYIONHME: IUIACTUYECKUE HM3MCHCHHS
CTPYKTYPhl CHHAIICOB; CIUSHHUE KICTOK-3EPCH; M3-
MEHEHUE CTPYKTYPhl CHHANTHYECKUX ITY3BIPHKOB,
KOTOpPbIE SBJISIIOTCS. OCHOBHBIMHU IOCTaBI[UKAMU
Helipomenuatopa Glu B Mo3re; akTHBaIus acTpo-
UTOB, 00Pa3yIOIUX 3alIUTHBIE CTPYKTYPHI — «00-
KPYTKH» BOKPYI CHHAIICOB M HUX COCTaBJISIOIIHUX —

CAMOCYJIOBA, PEYTOB

OYyTOHOB M IIUIUKOB;, (HOPMUPOBAHUE HEUPOTITH-
albHBIX KOHTAKTOB MPU MOBPEKICHUH HEPBHBIX
kietok. CorjiacHo pa3sBUBAEMbIM MPEICTABICHUIM
9TH MEXaHU3MBI MOTYT CIIOCOOCTBOBAaTH COXpaHe-
HUIO WM BOCCTAHOBIICHUIO CTPYKTYPHI U (DYHKIIUH,
KaK HEHPOHOB, TaK M TJIWABHBIX KJIETOK MO3ra,
YTO XOPOIIO COTJIACYETCS C JIMTEPATYPHBIMU JaH-
HeIMH [64,68,91-93,137-149].
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Ultrastructural Changes in the Frog’s Brain in the Presence
of High Concentrations of Glutamate and NO-generating Compound

N.V. Samosudova* and V.P. Reutov**

*Kharkevich Institute for Information Transmission Problems, Russian A cademy of S ciences,
B. Karetny per. 19, M oscow, 127051 Russia

**Institute of Higher Nervous A ctivity and N europhysiology, Russian A cademy of S ciences,
ul. Butlerova 5a, M oscow, 117485 Russia

The review summarizes published research findings and reports the results of our own studies on
the morphology of neurons and glial cells in normal and in modeling the conditions observed in
the human brain during strokes. Ultrastructural changes in one of the simplest circuity of the
cerebella (the cerebellum of the frog) in the presence of high concentrations of glutamate (0.1-5.0
mM) and NO-generating compound NaNO; (0.1-5.0 mM) are analyzed. The analysis and gene-
ralization of the results of these studies proved to be very relevant due to the fact that the leading
pathogenetic factor of neuronal damage in strokes is hyperstimulation of glutamate receptors. The
toxic effects of high concentrations of glutamate cause damage to the cerebellar neurons and glial
cells. During this process, the mitochondria are de-energized, ionic homeostasis is disrupted, the
intracellular CaZ* concentration increases and constitutive NO synthases activate. This results in
an increase in the content of NO and the products of its transformation, which are involved in
a negative feedback mechanism from postsynaptic neurons to presynaptic cells, affecting the
biochemical processes and inducing morphological changes in neurons and glial cells, accompanied
by swelling of the nerve and glial cells. At the same time, the development of ultrastructural
compensatory adaptive mechanisms that reduce the damaging effects of high concentrations of
glutamate and NO-generating compounds is also noted.

Key words: circuity of the cerebellum, granular and glial cells of the cerebellum, synapses; hemorrhagic
and ischemic strokes; glutamate, nitrogen oxide, nitric oxide cycle
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