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Pesrome. Ilocite cosmanms criocoba ITOTyYeHVST MeXXHEVIPOHHBIX IeJIeBBIX KOHTAKTOB B HEPBHOW CUICTEME,
JIVIIIIEHHOV! TJINY, IIeJlecooOpasHEIM SIBIIIETCS BOCIIPOV3BEeHNe IIeJIeBEIX HeVpOHaJIbHO-TJIMaIbHble KOHTaKTOB Ha
MOJIeJIM, COfiep’KallleVl TakKe TMOpUIHBIe HeVpOHa/IbHO-T/IMaIbHEIE IfesleBble KOHTaKThl, KOTOpBle, KaK W3BECTHO,
pyHKIMOHAJIPBHO NPUHIMITMAIBHO OTINYAIOTCI OT MEKHENPOHHBIX KOHTAKTOB. DKCIIEpUMEHTHI IIPOBEIeHBI Ha
raHDEx — truncus  sympathicus 1aGopaTOpHBIX KpBIC C IIOMOIIBIO IIeCCUMAIbHOV  3JIEKTPOCTUMYIIIMN U
TPaHCMICCMOHHOV 3JIEKTPOHHOVI MVKpOocKorwm. ITpw 3/IeKTprdecKoV akTuBallyyi raHDveB ¢ dactoTowt go 100 I'm
oOHapy>keHBI MeCTHBIE 11 pacIIpOCTpaHeHHbIe BApMaHTBl Pa3sHOOOpa3sHbIX HelTPOHAIBHO-TIMAIbHEIX CBsI3eVl (KOHTaKTOB,
MOCTVIKOB), IIOKPBITEIX GaxpoMovi OKOJIOMeMOpaHHBIX (hvylaMeHTO3HBIX OeyikoB. OHY MMeNV Pa3sMBITYIO (DOpMY ITIeJIeHE],
MAacKUPYIOIIYIO ABYXCIIOVIHBIe HevipoMeMOpaHbL YacTh KOHTAKTOB HaIlOMMHaIa IeJleBble VIV IUIOTHEIE 5-CITOVIHEIE
CTPYKTYpBI 0e3 BUIMMOV MEXHEVPOHHOV I/, HO C IpefeJIbHBIM YMeHbIIeHMeM TOJIIVHEL IIeI KOHTaKTOB.
['71aBHBIM Pe3yJIbTaTOM 3KCIIEPMMEHTOB OKa3aJIochk 0Opa3oBaHyie, IIOMVIMO IITeJIeBBIX, MHOXKECTBEHHBIX CEIITHPOBaHHbIX
(JrecTHMYHBIX) KOHTaKTOB. OTHOCWUTEJIBHO CaMOCTOSITEJIbHBIE —arperaTel 3JIEKTPOHHO-IDIOTHOIO BeIlecTBa  CEeIT
pacIioryaraavich BHYTPU MeXK/IETOUHBIX IeJieVi, Iepecekas obe cMeXXHBle MeMOpaHBI, ¥, BO3MOXHO, IIpobomasi mx.
dopmuposaymick M IprMeMOpaHHBle €/1a00 OuepUeHHbIe IMPaMUIO-IIONO0HbIe GeIKOBBle KOHYCHI, CBA3aHHBIE C
obeviMy1 KJ1eTOUHBIMM 000T0uKaMy. Takve MeMOpaHbl Ka3ayiCh Iy HKTYPHO-IITPYIXOBUITHBIMYL, TO €CTh He CIUIOIIHBIMAL
3HaunTeIbHOE KOJIMIECTBO CENTHPOBAHHBIX KOHTAKTHBIX MeMOpaH MMeJIO SHIOLMTO3HbIE BIITUMBaHYs (MHBarVHALIIN),
obpallleHHbIe B CTOPOHY HeVPOIUIa3MEI € IMPaMUI0-IIOH00HBIMM KpaeBbIMY BBICTYIIaMI. Bce peakTBHBIE VI3MeHEeHHEIe
CTPYKTYpBI, BO3HUKIIVE de NOvo, paccMaTPUBAIOTCA aBTOpaMy KaK PasBUBIIMECS IIOH BO3/IEVICTBVIEM YaCTOTHOW
3JIeKTPOCTVMYJISLIVN AeHaTy paliyi VI arperaryy COOCTBEHHBIX M OKOJIOMeMOpaHHBIX OeJIKOB.

KinroueBble CJI0Ba: HePOHANbHOAUAALHIE KOHINAKINGL, NECCUMANbHAA IAEKIMPOCIMUMYAAUUA, cenmupobantuie
KOHmaxmol, wesebvie KOHMAKMbL IHOOYUIMO3

Summary. After the creation of a method for obtaining inter-neuronal gap junctions in a nervous system devoid of
glia, it is expedient to reproduce gap neuronal-glial contacts on a model that also contains hybrid neuronal-glial gap
junctions, which, as you know, are functionally fundamentally different from inter-neuronal contacts. The experiments
were carried out on the truncus sympathicus ganglia of laboratory rats using pessimal electrical stimulation and
transmission electron microscopy. Electrical activation of ganglia with a frequency of up to 100 Hz revealed local and
widespread variants of various neuronal-glial connections (contacts, bridges), fringed with peri-membrane filamentous
proteins. They had a blurred veil that masked two-layer neuro-membranes. Some of the contacts resembled slit or dense 5-
layer structures without a visible inter-neuronal slit, but with an extreme decrease in the thickness of the contact slit. The
main result of the experiments was the formation, in addition to slotted, multiple septate (ladder) contacts. Relatively
independent aggregates of the electron-dense substance of the septa were located inside the intercellular gaps, crossing both
adjacent membranes, and, possibly, permeate of them. Near-membrane, poorly outlined pyramid-like protein cones
associated with both cell membranes were also formed. Such membranes appeared to be dotted-dashed, that is, not
continuous. A significant number of septic contact membranes had endocytic invaginations (invaginations) facing
neuroplasm with pyramid-like marginal projections. All reactive altered structures that have arisen de novo are considered
by the authors as developed under the influence of frequency electrical stimulation of denaturation and aggregation of
intrinsic and perimembrane proteins.

Key words: neuronal-glial contacts, pessimal electrical stimulation, septic contacts, gap junctions, endocytosis

Beemenmne. B 2019 rogy Hamm OBUI CO3IaH MeTOI MAacCOBOTO 3KCIePVIMEHTAIbHOTO
oOpasoBaHV 37IeKTPUYECKIX CMHAIICOB IPW yaleHn DIMaIbHbIX 00010uek. OH ObUI ¢ ycrexoM
VICITOJTB30BaH B (PVI3VMOJIOTMYECKIIX OIIbITaX ISl OOOCHOBAHMS MEXaHV3MOB YaCTOTHOV aKTMBAIIUN
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MO3Ta VI CO3[IaHVS ee VIMITYJIbCHOV peBepOeparyy ¢ yJacTieM TOJIBKO JIEKTPUYeCKMX CHHAIICOB
[1]. OgHaxo BO3HMKIIAa HEOOXOOVIMOCTD IIOJIyYNTD IllejleBble aKCOHaJIbHO-TJIMasIbHble KOHTAKThI C
COXpaHEHHOV IJIMaJIbHOW 0D0JIOUKO aKCOHOB. VI3BecTHO, YTO SJIeKTpMYecKasi aKTUMBHOCTH
yCWIVBaeT pereHepaluio IIOBpeXAeHHbIX sruep Mosra [2-3]. ITlomkopkoBasi CTUMYJIAIINA
BOJIOKOHHBIX CeTel W3 IIPEMOTOPHBIX OTOEIOB IPVUMEHSeTcs IS W3y4eHWs KOPTMKO-
ITOJIKOPKOBBIX CBs3evt [4]. Vicrionb3yeTcs TakKe Ype3KOXKHas aKTVBALIVIL U IpsiMasi ATeKTpydecKast
CTVIMYJISILIVISL HEPBOB [T IIOCTTPaBMAaTIYeCKOTO YCKOPEHMS VX POCTa U XXM3HeesITelIbHOCTI [5-6].
IIvpoKO WCIONIB3YIOTCS  pas3yIAYHble MOAMMVIKALIMY  JIEKTPOCTUMYJISAIMM  IIPU  JIeYeHUN
smwtenicum [7-10]. K coxarreHmio, HMKaKX JaHHBIX 0 POPMIMPOBAHNY HEVIPOHAJIHO-IJIVAJIBHBIX
CMHAIICOB IIPYI OOBIYHOW WJIM IIeCCHIMAJIBHOV 3JIeKTPOCTMMYJIALIVI HaM HauTU He YIaIoch.
BoNBIIMHCTBO  MICC/IEIOBAHMII BIIVISTHUSL HEVIPOCTMMYJIALMIT Ha HEPBHYIO CHCTEMY COCTOSIT B
VI3yYeHUV XVIMMYECKMX CUHAIICOB, pa3MepoB OyTOHOB M COM, pacHpelesIeHVs CUHAIITUYeCKMX
ITy3BIPBKOB, TEOPUM CUHAITIYECKOTO KPyroodOpoTa MeAMaTOPHBIX ITy3bIpbKOB. OIHAKO, BaXXHO
OTMETUTB, YTO BO BCEX JIEKTPUUECKV aKTMBHBIX 30HaX HOPMaJIbHOV HEVIPOHAJILHOV MeMOpaHBI,
rie pOpPMUPYIOTCS NOTeHIMAIbl nevicTBus (nastee - I1/1), HelpeMeHHO IIOSIBIISIOTCS, IIOOOHO
OGaxpoMme akcoIUia3Mbl, IIpuMeMOpaHHble OesIKOBble accormatsl (puc. 1, [1]). DTo 1 HavabHBIN
cerMeHT JIroOoro akcoHa (puc. 1a) v akTMBHasI 30Ha XMMMUeCKOTo ciHarica (puc. 16), u odbumpHsble,
IIOKPBITBIE  PBIXJIOV  PUOpWUIApHOM OesikoBolt OaxpoMmowt (HAIl TepMWMH) KOHTAKTHI
KapJIVIOMIOIINTOB, HEIIPepPhIBHO ITPOBOMSAIINX WMMITYJIbChI (puc. 1), cenTbl nepexsaToB PaHBbe
(puc. 1r). B opranmsMe, Kak M3BeCTHO, IIOYTY BCe TKaHeBble KJIeTKV KOHTaKTUPYIOT JIPYyT C JIPYTOM.
[TosTomMy, mO-BUIAMMOMY, W WX CMeXHble MeMOpaHBl 00s3aTeJIbHO JIOJDKHBI  OBITBH
B3aVIMOCBA3aHHBIMM ~ XUMMUYecku ¥ dusmonorndeckn.  CrieoBaTesIbHO, MHOXKeCTBeHHBIe
JeTajIbHBIe OIMCaHMs OAVHOYHBIX MeMOpaH KJIETOK BO MHOTOM HellojiHoleHHBI [11]. YuuTesas
TaKoe YHMKaJIbHOe COBIIajleHre MeMOpaHHBIX accolaToB (arperaTtoB) U 30HBI aKTMBHOW
redeparuyu 1, MBI HocumMTat BO3MOXHBIM ITOIBITATbCS IIOJIYUUTh CXOIHble KOHTAKTHBIE
CTPYKTypBl TIpU OJHOBpeMeHHOW uyacToTHoV TeHepauvu [II[1 HewpuToB ¢ obooukamu
JIEMMOLIMITOB B KOMITIEKCe y eCTeCTBeHHOTO HepBHOT'O BOJIOKHA BHe OOBIYHBIX aKTVBHBIX Y4aCTKOB
MeMOpaHBl, ITOCTOSTHHO TeHepUpYIOIIMX 3jIeKTpudeckue cravku. IIpenrosaraiocs, uTo mpu
IIOBTOPHOV aKTMBAIlMM CXOHBIE V3MeHeHMs MOXKHO BBI3BaThb M BO MHOTMX IPYTMX ydacTKax
HevipuToB. @DakTuyecky, ObUla TpeNNpuHSATa IOIBITKA 3KCIepPUMeHTaIbHOIO IIOoJTydYeHs
Pa3IMUHbBIX HePOHaJIbHO-IJIMA/IbHBIX MeMOpaHHBIX KOHTaKTOB. [laHHbEIe 0 GeJIKOBOM OKPY KeHUN
CMEeXHBIX MeMOpaH ITpaKTUUYecKy OTCyTCTBYIOT. COOTBETCTBEHHO, HET U JOCTATOYHBIX JAaHHBIX O
MeXKJIETOUHBIX OTHOIIIEHVISIX MeX/y HelipoHaMu 1 Iieit. Tem He MeHee, MOpdOIIOrVsi HEPBHBIX
CTPYKTYP, HEIIOCPEJICTBEHHO CBA3aHHBIX C FeHepalyert IToTeHIasIa JeICTBI YeTKO OTJIMYaeTCs
oT MOpdOJIOrUN IPYTUX HEPBHBIX IIPOBOIHVKOB.

MsornMy MeMOGpaHoIOTaMi HEPBHOW CHCTEMBI ITIOMUMO YeTKMX OWIMIMIHBIX MeMOpaH
HEOJTHOKPAaTHO, B Pa3sHBIX YCJIOBUSAX JeMOHCTPUPOBaIVICh BhIpaXkeHHbIe pa3sHOOOpasHble OKOJIO-
MeMOpaHHBIe CTPYKTypbl HeWpOJIeMMbI, BHeIIHe 30POBBIX KOHTPOJIBHBIX JKMBOTHBIX,
JyHKIMOHAIBHOE 3HadYeHNMe KOTOPBIX BCe ellle OCTaeTcs MaylomM3ydeHHBIM [12], xoTg Takme
CTPYKTYPBI, KaK IOTIOJTHUTEIbHBIE PHIXJIble MMpaMWaaIbHble BBIISTYMBAHMS, MOCTUKM, CENThI U
«baxpoMa» MOIyT MOBIVSATH Ha BO30OyOMMoOcTh HempoHa [13]. BosMmoxHo, ommcaHHas
VM3MEeHYMBOCTh HEPBHBIX ¥ ITIMAJIbHBIX MeMOpaH CBsi3aHa C TeM, YTO OHM He OBIBAIOT ITOJTHOCTBHIO
MacCMBHBIMI HY B KOHTpPOJIe, HV B 3KCIIepUMEHTe, TaK UTO JIeKTprdecKrie MOHHO-MeMOpaHHbIe
MPOIIecChl OKa3bIBAIOTCS MOPQOJIOIMYEcK BeCbMa UyBCTBUTEIBHBIMM ¥ JJOCTAaTOUYHO OBICTPBIMM,
UeM S5TO dYacTo IIpeamosaraercs. [Ipy 3/IeKTpOCTMMYyJISIMM OIVICaHHBIe HVDKE CTPYKTYPEL
BO3MOYKHO, BeCbMa BaykHBI Il PYHKINMI HEPBHO crcTeMbl. K HIM cilefTyeT oTHeCTH cilefIyIomue,
HepeyuviciieHHbIe HVDKe, CTPYKTYPBL.

Hauarvnoui ceemenm akcona. Kak mM3BecTHO, coMa HEVIPOHOB UTpaeT MeHee BaXXHYIO POJIb B
dopmuposanum I1]1 mo cpaBHeHMIO ¢ HadaJlbHBIM CeIrMeHTOM HewipoHa (pwc. la). Hapyxubm
npyMeMOpaHHBINI CJION aKCOHa VIMeeT HeoObrdHO Oospmryio TommmHy U B 35-50 pas Oosee
BBICOKYIO IUIOTHOCTP Na+ kaHatop [14]. OHM mpoboparoT akcojleMMy ¥ HPUKPEIUISIOTCS K
mmrockestery [15-17]. BeisBrisgercss m nuToieMMasibHas IOMJIOKKA, COCTOSINAs M3 IUIOTHOTO
MaTepmaia. OmVCBIBaeTCsl CXOICTBO XVIMIYECKOTO COCTaBa Ha4daJIbHOTO CeTMEHTa ¥ IIepexBaToB
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Pansre [18-19]. BosMoXxHO, cyIllecTBeHHOe yTOJIIleHVe MeMOpaHbl BbI3BIBAIOT ¥ MHOXXeCTBEHHBIe
6esiku [12-14]. DT okosroMeMOpaHHBIe CTPYKTYPBI MBI OyJleM VIMeHOBaTh TEPMUHOM «Daxpoma».
B mpenmerax Oaxpombl M3 BMOMMOV B HEKOTOPBIX yYacTKax ABYXCIIOVHOVW MeMOpaHBI MHOIZIA
BBISIBJISIFOTCSL Pa3BMBAIOIIVECS] SHIOLUTOCOMBL DeJIKoBBIE arperartsl 37ech 4acTO OOpasylOTcs B
UMUTOIUIa3Me WM3HYTpu HevporemMmbl [16, 20] m MoryT wmMeTh OOBOJIOKHEHHYIO HVpaMMIO-
offo0Hy0 dopMy, comepaTb MOJIeKyJbl KileTouHou anresmu [13]. BeigsiieHa mpomosibHas
IVCTaJIbHAY ABUTraTe/TbHas MOIBVYKHOCTh HauaJIbHOT'O cerMeHTa akcoHa [21-22].

Axmubnas 30na xumueckoeo cunanca. TepMyHaIbHBIM OT/IeJIOM aKCOHa, KaK M3BeCTHO, YacTo
CITY>KUT XMMWYeCKUV CUHAIIC. 371ech poXKjaeTcsl HOBBIVI CIIaVIK U 3]1eCh XKe, BI0JIb 00enX aKTUBHbIX
30H MeMOpaH, pacrosiaralorcd cyOMeMOpaHHBIe cjtou GUOPWUIApHBIX 0Oennkos (puc. 10)
BHexJIeTOUHBIVI MaTPUKC CMHAIICA YacTO HAIlOMMHAeT 0axpoMy BHYTPEHHeW IIOBEPXHOCTU
MeMOpaHBI HAYaJIBHOIO cerMeHTa akcoHa [23]. OH Taxke dYacTo sBjIseTCd Oojlee TOJICTBIM
(IUIOTHBIM) Yy BHYTpPEHHEeV IIOBEPXHOCTM ITOCTCHHAIITIYECKOVI MeMOpaHsbl. [IyMHa aKTMBHBIX 30H
aKCOHEH/IPUTHBIX CHHAIICOB MOXeT W3MeHSTbca [24]. B cuHamTudeckom Ieym oOTMedaercs
coflepXMMoe, KOTOopoe sBjisieTcss Oojiee 2J1eKTPOHHO-IUIOTHBIM, YeM Yy HeVpoIUIasMbl IIpe- U
ITOCTCMHAIICOB. BO3MOXHO, 3TO OcTaTOUHBbIe OeJIKI SK30IMTO3a CHMHAIITIYECKNX ITy3bIpbKOB. OKOJI0
aKTVBHOV 30HBI CMHAIITVYECKIE ITy3bIPbKI 00J1a/1at0T O0JIee BEICOKOVI IUIOTHOCTBIO pa3MellleHIs,
a BJaleKe OT MeMOpaHbI OHU paccpefoTodeHbl. OCHOBHbBIE PabOTBI IO MOPQOJIOIMM CHHAIICOB
MIOCBSAIIIEHBI ITPOLIecCy pelVpKyJISAIM oHI0-3K301MTo3a [25]. Tak Kak HepBHasd cucTeMa Jlaxe, B B
yCIIOBAMIX  (PU3MOJIOTYECKO HOPMBI ITOCTOSTHHO VCHBITBIBAe€T CIOHTAHHYIO aKTMBHOCTb, TO
BO3HIKaeT IpeIiojIoKeHNe, YTO TaKye ITOBTOPSIOIIMeCcs pas3Indms MUKPOCTPYKTYPbl CHMHAIICOB
MOTYT OBbITh CBS3aHBI C ee IIePUOINIeCKON VMITYJIbCHOV aKTMBHOCTBIO.

Hecmocompt. TTpu ommcanum mnpumeMOpaHHBIX OeJIKOB CMHAarica HesIb3s He OTMeTUThb
CTpoeHNMe BaXXHOV OeIKOBOV MeXKJIeTOUHOV MeMOpaHHOW CTPYKTYyphl - JiecMocoMbl (macula
adherens, pwuc. 1B), oOmapatorert OoraTovl [OBYXCTOPOHHeV IpuMeMOpaHHOV OaxpoMori.
JdecMocoMbl MMeIOT HeOOJIBIIYIO UIMHY, KaK Y aKTVMBHBIX 30H CHHAIICOB W MOMJIepKXMBAIOTCS
MUKpOTpyOoukamm [26], anresvoHHBIMY OesTKaMy M KagrepvHaMu [27]. [lecMOCOMBI 4acTo Iy TaroT
C aKTMBHBIMM 30HaMM cMHaricoB [28]. KpoMe IByXCTOpOHHVIX IIMPOKMX OKOJIOMeMOpaHHBIX CJIOeB
GaxpoMbl JIMOVIHBI OMCIION BHYTpU JecMocombl Ha 10% Tosiie, yeM coceflHME Y4acTKM
IUTIa3MaTrdeckor MeMOpassl [29]. BHyTpuaecMocoMHast 11e/1b MOXeT OBITh pacivipeHa 1o 220-350
aHICTpeM II0 CpaBHEHMIO C OOBIYHOV MeXKieTouHou Ieneio [27]. VIx cTpykTypa crocoOHa
cobupaTbca 1 pasouparscs [30]. brarogapst Haymumio rycrovt 6axpoMbl MeMOpaHbI JeCMOCOMBI
JacTO HAIIOMMHAIOT PparMeHThl MeXKIeTOUHBIX KOHTaKTOB KapAMoMuouuTos (puc. 1, 1). Poib
TaKMX PUIaMeHTO3HBIX OKOJIOMeMOpaHHBIX OKPY>KeHWI OKOHUYaTeJIbHO He BbIACHEeHa.

Ilepex6amv.  Panbve. HempemeHHble okosioMeMOpaHHBIe OeJiKoBble arperaTsl (puc. 1r)
oTMeueHbI 1 B oOacty akTmBauym I1/1 B mepexsaTe Pamusre [18, 31]. BesmumenMHOBBIVT aKTMBHBIV
y4acTOK aKCOHa MOXET OBITh IOKPBIT OTPOCTKaMM IJIVOLMUTOB. ABTOPBI OTMeYalOT CXOZCTBO
6eJIKOB KOMITOHEHTOB IlepexBaTa 1 HadaJIbHOTO cerMeHTa akcoHa [18-19].

DHooyumocomsl. JacTo BBIISAAT KaK OfHOMeMOpaHHBIe BIITUMBaHVS HeVPOIUIA3MBI.
DHAOUMTO3 B HEPBHOW CHCTeMe, Cy[ds IO JIATepaType, WCCIIeOBaH Ha OCHOBaHUM 3K30-
SHIOLMTO3a CMHAIITIUCEKNX Iy3bIpbKOB [25, 32]. [TokazaHO, 4TO KpUBM3HY MeMOpaHBbI ITy3bIPHKOB
dakTUYecKn peryimpyeT MIpecUMHANTUIecKnil 0eloK CMHKYJIMH. BakHyio poiib mrpaer Taxke
nedeKT YHakoBKM JIMIMAOB, IpW BCTpamBaHuM IpoTenHoB [33]. Ilpendmosaraercsa Takke u
ydactie B perpakumm wMumosmHa-lII [34]. baxpoma sHOouMTOB OOBIMHO pacrioyiaraeTcs Ha
HMTOIUIa3MAaTIYeCKOVI CTOpOHEe MeMOpaHbl, KaK 1 0axpoMa HauaJIbHOTO CerMeHTa aKCOHa.

Cenmarvhvie  koHmakmosl. Y — CeNT  pasiIWUHBIX  KIETOK  MMEIOTCI  HEeKOTOpble
MOpoOIIoTITIecKiie CXOICTBa MeMOpaH ¢ HadaIbHBIM CerMeHTOM akcoHa [12, 18], xmmMiraeckmmm
CMHAIICaMV, JIeCMOCOMaMM ¥ KOHTaKTaMM MeXIy KapAMOMMOLMTaMM ¥ IlepexBaTtaMy Pambbe.
OHM MOTYT pacIIpOCTPaHSTBCA BIOJIb MEXXKJIETOUHOV IIe/IN Ha 3HaYMTelIbHOe paccrosiHme [35]. B
CEeNTMPOBAaHHBIX (JIECTHMYHBIX) KOHTAaKTax TaK e, KaK M B HadaJbHBIX CEeTMEHTaX aKCOHOB
cocpenoroueHsl Na+ u K+- kanais! [36]. IIpenmosaraercs, 94To cenTel B HOpMe Pe3KO CHIDKAIOT
yTEeUKy TOKa II0 ITep-aKCoHaIbHOMY IyTu [37]. MemOpaHHBIE KOHTAaKTBl aKCOHA ¥ IJIVIOJIEMMBI
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IepexsaToB ~ PaHBbe  HeIOCpeICTBEHHO
BIVSIOT Ha HaTPMeBYI0 U KaJlMeBYIO
IIpOBOAMMOCTh  BOjIoKHa [38].  bBenkoseie
CelITBl  MOTYT BHEAPSITBCA B TOJICTBIE
MeMOpaHBI cMeXHBIX KiIeTok [39]. Omnako,
OHM NPUHLUUMINAIBHO  OTINYAIOTCS  OT
VICTUHHBIX MEXKIeTOUHBIX LMUTOIUIa3MaTy-
YecKX MOCTMKOB (KoJUlaTepasievl) KOTOpble
VIMEIOT CUHIIUTUAJIBHYIO CBSI3b "
w *  abCoITIOTHYIO IIPOHMIIAeMOCTb obenx
KOHTaKTupyoomux MemOpan [40]. YV cerru-
POBaHHOTO KOHTaKTa HeT JIOKaJIbHOTO
YMeHBIIIeHVsT  IMMPUHBL  MeXKIeTOYHOM
merm.  OnmcaHbl  IToIlepeuHble  OesIKOBble
«MOCTUKW», IlepeceKalolllie HeKCyChl, U
CenTHl ceplieuHOV TPyOKM y mposodwi [41-
42] v opraHOB IPYyIUX XMBOTHBIX.

[Ipomeunsvt mocmukof. Cunuraercsi, 4TO
CeIThI obecrieuynBaroT Oappepsl
JIEKTPUUECKOTo ToKa [43-44]. Y MyTaHTHBIX
MBIIIIeT, y KOTOPBIX OTCYTCTBYIOT CeIThbI
nepexsaroB PaHBbe, CHMXKaeTcsd CKOPOCTh
IIpOBeeHs VIMITYJIbCOB [45-46], HO Bce-Taku
X  @YHKIMSA He  MOXeT  CUMTaThCd
IOCTAaTOYHO W3ydeHHOW. Posib mpoTenHOB
KaK MOCTMKOB-CEIIT ~MeXIy CMeXHBIMU

?A‘ -‘q.

NN TN L SR IR
Yoy "‘v’:l‘t‘r’»‘(‘:'?-‘l"‘

Puc. 1. IlapameMOpaHHas Oaxpoma ¥ 30HBI
3JIEKTPUYECKOV  aKTMBHOCTV  ITO3BOHOYHBIX.
OOGos3HaveHMs: a — HaYaJIbHBIVI CETMEHT aKCOHa,
regepupytommn [11 (cxema); 6 - armekTpuyeckn
aKTVMBHAs 30HA XVMWYECKOrO CHHAICa; B -
JlecMOCOMa; T — CelTVpOBaHHBIE HeVPOHAIbHO-
I7IMaibHble KOHTAKTHI IepexBaTa PaHBbe B 30He
reHepariu I1J1; 1 - HeVpoHaJIbHO-TJIVAJIbHAS
OaxpoMa Ha TpaHNIlE 3JIeKTPUYECKOV ITeperadn
ABYX KapAVOMMOIINTOB; 1 — TojicTast MeMOpaHa; 2

-  MMKpOTpyOOYKyM; 3 - aKTMBHas 30Ha
MeMOpaHamm oOcyXHajtach HEOITHOKPAaTHO.
XVIMMYECKOTO CWHarca (crenmanvsaimys);, 4 -
Anbbepro Ilonmmros [47] cdopmysmposan
Oaxpoma IecMOCOMBL, 5 - TIapaHOmasIbHas
TUIIOTe3y MOJIyIIPOBOAHMKA. VIHTeprpeTarys
I7MajbHasl TeTIs; 6 — aKCOHAJIbHO-T/IVaJIbHbIE
IIeJIeBOT0 MOCTMKA, KaK CKOIUIeHMs OeJika ¢
cenThl (MOCTMKM); 7 - KOHTAaKTBl MEXHIy _ _
_ BBICOKOVI CITeHM(UIECKOl MPOBOAVIMOCTBIO,
KapAVMOMVOIITaMV (TorrepeuHsbIN cpes);
IIOJTHOCTBIO COBMECTVIMA C T€M, UTO M3BECTHO
CTpellkm -  OejikoBele  cyOMemOpaHHBIe
00 YJIBTPacTPyKType ITIeJIEeBBIX "
KOHIYeCKMe BBICTYTIB; A - akcoH; I' - oTpocTok
CENTMPOBAHHBIX MOCTVMKOB W COIJIACYETCS C
rmonuTa; [ -  AgeHOpUT.  DJIeKTpOHHAas

TOYKOM 3peHMNs PobGeprcona [47].
MuHnMaibHas IpoHMIIaeMocTh  pocdom-
OUIHBIX MICKYCCTBEHHBIX MeMOpaH BooOOIIe
IOSIBJISIETCSL TOJIBKO TOTA, KOrga B MeMOpaHy W3 BHEIHErO pacTBOpa BBOMSTCS HEKOTOPBIE
rrenrTyel Vv Oesiku [48]. [JaBHO M3BeCTHO, UTO HEKOTOpbIe OeJIKM AecTabvuIM3MpPYIOT MeMOpaHEL,
oOpasysi MeJiKme w KpymHble mHopel [49]. Morekysbl Oeka MeMOpaH MOTYT BHEOPSThCS B
JIVMOVAHBI IOV MeMOpaH 1 IlepeMelIaTbcs B HeM JOBOJIIBHO cBoOomHO [50]. Opmako, o
MeXMeMOpaHHOM TpaH3WUTe OeJIKOB CyauTbh, BO3MOXHO, eIlle IpeXIeBpeMeHHO. AHaim3
JIMTepaTyphl BBIABIISIET MHOTO 0o0IIero B Mopdoormm n pusmoIormnm jIoKycos reHepartim 171,
ITpencrasisieTcss 1elecoOOpasHbIM — COIIOCTaBUTH 3TM IMPWU3HAKM C  YIIBTPaCTPYKTYPHBIMU
0COOEHHOCTSIMI MeMOPaHHBIX HeVIPOHAIbHO-ITIVAIbHBIX KOHTAKTOB, [IepeHeCIIINX IIeCCMaTbHY IO
JIEKTPOCTUMYJISAIINIO, a TaKXe BBIABUTH BO3MOXHBIE 3HaUMMble KPUTEPUM, yKasblBaroIllye Ha
yBeJIdeHve MeXXMeMOpaHHOV IIPOHMIIAeMOCTL.

Iletp  mccTegoBaHMS:  YCTAaHOBUTH — MUKPOCTPYKTYpHBIE  3(PQEeKTBl  HpsAMOu
JIeKTPOPU3NOTIOTMYECKO CTUMYJISIIMV 3J1eMEHTOB HEeVIPOHOB ¥ HEeVIPOIVIMI ¥ BO3MOXKHOCTU
HeVIPOHAJIbHO-TJIMAIBHOV HPOHMIIAEMOCTM KOHTAKTOB CMEXHBIX MeMOpaH IpW IlecCMaIbHOV
CTVIMYJISLIVV C YIeTOM TOro (paKTa, YTO OfJHA M3 KOHTAKTHBIX CTPYKTYP SBJISETCS 3JIeKTPUYECKU
BO30y VMO, a ApyTras (IJIMaIbHBIV KOMIIOHEHT) - HeBO30YIVMOTL.

MuKpockomnms. YB.: 6 - x2000, B - x23000, r -
x50000, 1 - x25000.
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Marepmnanbl 1 MeToabl uccaegosanmsa. OO0beKTOM vccilefoBaHus ObU 35 ayTOpeIHbIX
OesibIx KpBIC JIMHUM Vistar, BeIpallleHHBIX B CTaHOAPTHBIX YCIOBMSAX BUBapws. DKCIIEPUMEHTHI
IIPOBOAWIIVICH B COOTBeTCTBUM ¢ TpeboBaHmsiMm Coseta EBporerickoro coobrmectBa (86/609/EEC)
1986 1., Pemenmem 00 wcrnosnp3oBaHMM J1a0OPATOPHBIX JKMBOTHBIX JSTUYECKO KOMMCCUM
Mucrturyra dwusmonormm mmM. VLIL Tlasnosa Poccuiickom akajgeMyy HayK IO T'yMaHHOMY
oOpareHnio ¢ XMBOTHBIMM No26/12 ot 26 nekabpa 2019 r. Ilocie mpenapupoBaHys
CcUMIIaTM4ecKoro crsosia (truncus sympathicus) BbiIesisjicas OIVHOYHBIV HOSCHUYHBIV TaHTJINL
OGe ero mMexraHIJIMOHapHBIE BeTBY MOMeIlaIi B IIPOTUBOIIOJIOKHO 3aKpeIlIeHHble CTeK/IAHHbIe
NUIIeTKY, 3arloJIHeHHbIe pacTBOpoM PuHrepa. YV feBsTH XMBOTHBIX pasgpakeHne OCyIeCTBIsIIn
anekTpoctumysiaTopoM DCY-1. OTBerleHMe TOKa OCYILIECTB/ISUIVM OT KOHHEKTMBOB C ITOMOIIBIO
V30JIMPOBAHHBIX CTEKJIOM  cepeOpgHBIX 27leKTpomoB 1 ycwmrens  YBIT1-02.  Otser
perucrpupoBayim Ha ociwuiorpade C1-19. IlpemapaT cTUMyIMpOBaI IPSIMOYTOJIBHBIMU
VIMITyJIbCaMV OPTOOPOMHOIO TOKa, [oOmBasgcek Ileccumyma H.E Bsepmenckoro [51]. Taxoe
3JIeKTpUYeckoe pasfpaxkeHMe, KaK M3BeCTHO, IIPMBOIUT K JeNojsipu3aiuy HevipoMeMOpan [48].
CTuMyIisnmio mperapaTa OCylIecTBIIsU ieKTpocTuMyiaropoM DCY-1 B reuenne 10-15 MuHyT C
gactroronn 80-100 Im (1-2 B, 0,2 mc). Ilocire 351eKTpodm3MOIOTMUecKoro 3KCIeprMeHTa
MOSICHVYHBIV TaHTIMY PUKCHpoBa B TedeHMe 1 waca B 2,5 % pacTBope DIIOTapOBOrO aIberuiia
(glutaraldehyde, Acros Organics, CILIA), mpuroTosierHoro Ha 0,1 M kakogmiatHoM Oydepe pH
7,4 (Cacodilate buffer, Sigma, Vspawin) npu 40°C. [Janee dpuxcammio nposogwin B 1% pacTsope
OXJIKAEeHHOM deTbIpexokucu ocMmms (Osmium tetroxide, Sigma-Aldrich, T'epmanms). Ilocrte
AervipaTaliii B pacTBOpax 3TWJIOBOTO CIIMPTa BOCXOJIAIIeN KOHIIeHTpally MaTepyasl 3a/IvBail B
CMeCh apaJIIUTOB. YJIbTpaTOHKIMe Cpe3bl TOTOBWIN Ha yibTpaToMe Leica Microsystems (AscTpus)
Y OKpalllBajIi MeTOIOM TPOVHOTO KOHTpacTupoBaHms 1o Pertrorbacy. ObiienssecTHO, UTO IIpU
3JIeKTPOHHO-MUKPOCKOITYECKOM MCC/IeIOBaHMY HEPBHOM CHUCTEMBl UeTKO VIMIIPETHUPYIOTCS U
XOPOIIIO KOHTPACTUPYIOTCS TOIIBKO pocdpormmmiHble ABYXCIIOVHBIE MeMOpaHbI 1 ITpoTenHbI [52],
oOpasyrollyie BHyTpeHHe 11 OKoJloMeMOpaHHbIe CTPYKTYpPbl. DTO MO3BOJIsIeT MHTepPIIpeTUpoBaTh
HeKOTOpble MOpdOJIOrMyecKre M3MeHeHMsl KaK IIepecTPOVIKY COOTBETCTBYIOIIVX XMMUYECKUX
OesIKOBBIX ¥ JIMOMAHBIX oOpasoBanmi. OKoj0 MeMOpaHHBIe QVIaMeHTO3HbIe CKOIUIeHMs
MpOTeNHOB, QOpMUpYIOIIe B SKCIepMMeHTaX HOBble Mopdosiormyeckyie 3J1eMeHTHl, B
IIOCTIeAyIoIeM TeKCTe OyAyT MMeHOBaThCs aBTOpaMyu «DaxpoMmovi». ABTOPBI OOpalllaloT Takxke
BHVMaHMe Ha TOT aKT, UTO, VCIIOJIb3Y sl TEPMUH «I1apadro3» (T.e. B TOM 3HAYeHMM, B KOTOPOM OH
VICTIOJIb3yeTcsl B HacTosAeM ncciienosanvm) H.E. BeereHckmi viMert BBUIy CyllleCTBeHHBIe, HO eIlle
NpVDKM3HEHHBbIe I3MeHeHWs HeIpoHa (OT IpedecKoro TepMuHa «Ilapa» — OKOJIO). B aHII0g3bIaHBIX
Xe XypHaslaX, aBTOPbI eIVHOYIIHO VCIIOJIb3YIOT TEPMUH «Ilapabiio3», KaK 3KCIepuMeHTaIbHOe
XUpyprudeckoe coefIiHeHe COCYIVICTBIX CYCTeM IBYX JXMBOTHBIX [53].

Pe3sysipTaThl  McCIegoBaHMs M 0OCy)KJeHme. B KOHTpOJIBHBIX  ITperiapaTax
CUMIIATMYEeCKOTO TaHTJIVS OCeBble IVIMHIPSI, ITepexsaThl PatBbe, Haceukn IlImuara-TanTepmana
Y XYIMMYecKyie CYHAIICHI VMeJIM BIIOJIHe HOpMaJIbHOe OOIIeNpuHsTOe Kilaccudeckoe cTpoeHme. B
KOHTpOJIe, B 00JIacTV CMEXHBIX HeVIPOHIBHBIX U ITIMaJIbHBIX MeMOpaH oOHapyXeHbI TOJIbKO TPU
HEUYeTKNMX IIeJIeBbIX HeVPOHAIbHO-IJIMAIbHBIX KOHTaKTa. DTO He TII03BOJIgeT IIPOBECTM VIX
CTaTUCTMYeCKyIo 00paloTky. IIpMHIIMIMANBHBIX OTIMYMUII B Ipelaparax, pasgpaXaeMbIX C
Pa3IMYHON YacTOTOV, He BbIABIeHO. OmHAKO, MOC/Ie 3JIeKTPUUYeCcKOro pasfapakeHWsl TaHIJIVEB,
ObUI0 OOHapyXeHO IOsBJIeHVe MHOXeCTBa pa3HOOOpasHBIX  HeVPOHaIbHO-TJIVaIbHBIX
MeMOpaHHBIX KOHTaKTOB. TO eCTh, KpOMe HellpOHaIbHO-HePOHAIBHBIX IeJIeBbIX KOHTAKTOB HaM
BIIEpBBIe  YOJIOCh  IIOJIYYNUTh  COBEpPIIEHHO [OPYIMM  CIOCOOOM ¥ pa3sHOOOpasHbIe
rerepoMeMOpaHHble KOHTAKTBL B yCIOBMSIX 3I€KTPOCTUMYJISAIINM OOHApy>KeHBI IIeJieBble U
IUIOTHBIE aKCOHAJIbHO-IJIMaJIbHBble KOHTAKTHI (puc. 2). DTo ObUIM M OAMHOYHBIE, VI CEpPUVIHBIE
MeXXMeMOpaHHbIe cBs3u (puc. 20, 2e). Y aKCOHaJIBHBIX WM INIMAJIBHBIX MeMOpaH BO3HMKAaJIN
arperaThbl, CBA3bIBaOIIVIe VX C [IUTOIUIa3sMaTUYecKMM opraHesuiamu (puc. 2r). Berpeuasmich aTu-
U CeMMUCIIOVIHble MeMOpaHHBle KOHTaKThI (puc. 2m). llleseBble KOHTAKThI HEPEOKO TPYIHO
OTJIMYNTD OT IVIOTHBIX KOHTAKTOB (PUC. 2€), TaK KaK MeXXKJIeTOUHBIE IIIeJI/ MOT'YT OBITh 3aI10JTHEHbI
ITOJTHOCTBIO 3JIEKTPOHHO-IUIOTHBIM O€JIKOBBIM MaTepuaioM (puc. 2r).
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o x b {
Puc. 2. PasmnyHble BapuaHTHI
IUIOTHBIX aKCOHAJIbHOITIMAJIbHBIX KOHTAKTOB P
YacTOTHOW OPTOLPOMHOV CTUMYJISALN
BereTaTVBHOIO TaHIINA KpbIchl. ODO3HaUeHMs: a
— KOMIUIEKCHBI IIIeJIEBOV M IUIOTHBIM KOHTAaKT,
pacipene MeXXKJIETOYHON II1eJIn II0 OoKaM OT
KOHTaKTa; O - ITapHble MeXXKJIETOUHble KOHTAKThL;
B - MHOXXECTBEHHBbIe IIleJIeBble KOHTAaKThl MaJIOro
TJTMAIbHOTO OTPOCTKa; r -
HeVIpOHAJIbHOITIMA/IbHAS afare3usi MeMOpaHbl U
MUTOXOHOPUW, [ - CEMUCJIOVIHBIV IIIeJIeBON
KOHTaKT; € - IIATh HeVpOHaIbHOIIMAIbHbIX
KOHTaKTOB ¥ BaKyOJIM3MpOBaHHAas LIUTOIUIA3Ma;
CTpeJIKU - HeVpOHaJIbHOIIVaJIbHbIe
MeMOpaHHbBIe KOHTAKThL; 1 - OeJIKOBBIVI arperar
MeXJly MWUTOXOHIpMeN W akcojleMmor; 2 -
OerikoBBIE ~ arperaTtbl  KOHMYECKOW  (POPME,
coeMHEeHHbIe C TIJIMOJIEMMOW;, 3 ~— TOJICTad
MeMOpana A, I' - akcoH, mmormur. H - HelpoH.
DrekTpoHHasg MUKpockorms. YB.: a - x45000; 6, B,
e - x23000; r - x30000; mx - x50000.

Ha HeKOTOpBIX OAVMHOYHBIX aKCOHAX
MOXHO BCTPEeTUTb [0 5 pasHOBUIHOCTEN
HeVPpOHaJIbHO-TJIMAJIBHBIX cBsizen (puc. 3). B
IperapaTax oOpasyloTcsd ¥ CpaBHUTEIILHO
IUIMHHBIE, ¥ JIOKaJIbHBle  KOHTAaKTBHI,
HalloMMHaroIe centsl (puc. 3). Mexnay
HVIMI HepeIKO ObUIV YeTKO BVIHBI OOBIYHBIE
IOBYCJIIOVIHBIE aKCOHAJIbHBIE VI IJIMAJIbHBIE
MeMOpaHBL.

OpHako Hepemko pasBUBAINCh U
MeMOpaHHbBIe VIUIOTHEHWs, YTOJIIAIOIIVe
HeVpOHaJIbHYI0O MeMOpaHy, KOTOPYIO MOXKHO
Has3bIBaTh TOJICTONI MeMOpaHom (puc. 4). ITo-
BUIVIMOMY, 3TO VM3MEHMBIIVE IIO]] BIIVITHVIEM

3JIEKTPUYIECKOTO pasmpakeHs CBOIO
KOH(OPMAIIVIO MOJIEKYIIBI OKOJIO
MeMOpaHHBIX OesikoB. Tosicrags MeMmOpaHa
HeVpWTa TOCIe CTUMYJISIIMM  HomoOHa

TOJICTOVI MeMOpaHe 3JIeKTpIYecKy aKTVBHOTO
Ha4aJIbHOTO cerMeHTa akcoHa (puc. la), roe
OOBIYHO BO3HMKAET CIIalK, HO OTCYTCTBYeT Y

MeMOpaH IJIMOIWITOB, [aXe eCI OHU
SBIISIIOTCA  CMeXHbIMU  (puc.  4). Takwue
aKCOJIEMMBI YacTO VIMEIOT HeXHbIe, IUIOXO

3aMeTHBle NVPaMUIO-TIONO0HBIe OeJIKOBBIe
arperarsl, HallpaBJIeHHbIe BHYTpb
HemporviasMel  (puc. 4a), a  Takxke
dopmMmpyoIIIVIe OeTKOBBIE IIePEMBIUKI Yepes3
MeXXMeMOpaHHYO I1ertb. lo-BuamMomy, 310

Oesku, JeHaTypypOBaHHbIe npu
3JIeKTPOCTVIMY JISLIVIVA.
Tosncrele MeMOpaHbI aKCcoHa

BCTpeYaroTcd M B oOacTy nepexsara PaHBbe
MEXJIy IBYMS MUEJIVHOBBIMIU CerMeHTaMMU
(puc. 46, 4B). Ha BHyTpeHHel cTOpoHe
aKCOJIEMMBI BVIHBI PBIXJIble KOHYCOBVIHBIE
arperatsl 1, CBSI3aHHBIE C HVMM, <T€H»
OIVIHOYHBIX PBIXIIBIX SHJTIOIINTO3HBIX
IIy3bIPbKOB (yKa3aHBl CTpeJIKaMl), KOTOpBIe

TakKe OBIBAIOT 3aMeTHBl Ha BHYTpPEHHeV IIOBEPXHOCTVM aKCOJIEMMBbI HAuUaJIbHOTO CerMeHTa
HevipoHa (puc. la). Toscras MemOpaHa akcoHa MOXeT (POPMMPOBATHCS IOIOIHUTEIbHBIMU
arperaraMy BHyTpeHHell IoBepxHocTy uwctepH OIIP, MeMmOpaHa KOTOpPOro ciImBaeTcs C
akcorzemMont (puc. 4B). IllerteBble KOHTAKTBI VHOTTA PacHoyaraloTcsd MeXAy CUHAIITMYeCKVMM
aKCOHOM ¥ [EHIPUTOM, KaK CMeIllaHHble XVMMUYecKye W 3JIeKTpUYecKue aKCO-IeHIPUTHBIN
cuHaricel (puc. 5a). OHM MOTYT OBITH HOIOJIHEHBI ¥ ITIMAJIbHBIMY MOCTMKaMU. Takue CTpyKTypel
MOXKHO Ha3BaThb CMeIIaHHBIMM TPeXKOMIIOHEHTHBIMI KOHTakTaMmy. Ha mpemaparax orMedarsioch
Pe3KO BEIpaKEHHOe yBeJIndeHue IUIomany puOpmuIspHON OKOJIO aKCOJIeMMasIbHOV arperariiu
(6axpomsbl) ocobovt MpaMmIaIbHON (KOHWMYeCKov) KoHuUryparmm (puc. 5a, CTpesiKi), HECKOJIBKO
HaIlOMMHAIOIIEe JecMOcoMy (puc. 1B), TIM MeXKJIeTOUHble KOHTAKThI PUTMITYECKV BO3OYIMMBIX
KapanoMuonmTos (puc. 17). Oco0eHHOCTBIO TaKVX CHMHAIITUYECKX KOHTAKTOB SBJISETCS TO, UTO Y
HIUX Pe3KO yBeJIM4eHa IUIOTHOCTh o0erx MeMOpaH aKTMBHOW 30HBI, a IIpecHHaIITidecKas
aKCOHaJIbHAsi MeMOpaHa OKa3bIBaeTCs CYIIeCTBEHHO TOJIIle, YeM IOCTCHMHAITHIYecKas (pmuc. 5a),
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KOTOpass B  HOpMe OOBIYHO  TOHBIIIE
MIpeCcHANTIYeCcKON. YTOJIIIeHVe aKCOJIeMbI
311ech (puc. 5a, 50) nmeeT c;1aOOKOHTpaACTHEIE,
HO YeTKMe KOHWYeckue cCy0O-mMeMOpaHHbIe

yTOJIIIIeHMS, O100HbBIe MeMOpate
Ha4aJIbHOTO cerMeHTa HevipoHa (puc. 1a).
IMupammporonobHere arperarsl

BCerjla WMeIOT B OCHOBAaHMUM  TOJICTHIE
MeMOpanbl. IToaToMy MX ¥ MOXHO CUMTaTh
VICXOITHBIM, HEOTBEMJIEMBIM YIIbTPACTPYKTYP-
HBIM TIPU3HAKOM BO30OYXXIeHMS HepPBHBIX
IIPOBOIHVIKOB. VHTepecHo, 9TO
cyOMeMOpaHHBIe (PUOpWDIgpHBIE, KOHMYEC-
KMe BBICTYIIbI BCeT/ia HallpaBjleHbl OCTpreM K
. 0 e IMTOIUIasMe. YTomleHue W KOHUYecKue

T dopMbl  OKOJIO  MeMOpaHHBIX  OeJIKOB
ii * 4 : IpecuHarica B  OIpefieJIeHHOV  CTerleHu
- ‘ OOBSICHSIOTCS ~ arperarjyiel  3K30IIMTO3HBIX
CUMHAITUYeCKMX  IIy3bIpbKOB ~ BO  BpeMsd
CTUMYJIALINY, HO, MO-BUAVMMOMY, He TOJIbKO
stuM. Pdrom ¢ mecMocoMort, Kak M OKOJIO
XVIMWYeCKOTo CHMHarica, MOIYT BCTpedaThCsd
TOUeYHBIe ITiejIeBble KOHTaKTHI (puc. 5a, 5B), a
TaKXXe CeITHl (puc. 5a) 1 HallOMMHAIOIIe 110
dopme rpeyecknit 3HaK «OMera» - «OMera»-TIoJJ00HbIe HJIOINUTHI C KOHMYeCKMM arperaTaMiu Ha
MeMbOpane (puc. 50). ITosiBieHVe KpyIHBIX O€JIKOBBIX MEXKIETOUHBIX arperaToB-celT XapaKTepHO
1t nepexsatos PaHBre 1 B HOpMe (puc. 1r).

B mammmix skcrieprMeHTax BriepBble ObUIO ITOKa3aHO, YTO OHM SBJISIOTCS CHelnduyiecKuMn
KOHTaKTHBIMU CTPYKTypaMyu W IUIsl JIFOOBIX CMEeXHBIX aKCOHAJIbHO-IJIMaJIbHBIX MeMOpaH IIpu
YaCTOTHOWVI  3JIEKTPOCTUMYJIALMN. DTU  CTPYKTYpPbl HEpeIKO Has3blBalOT  CeNTaJbHBIMU
JIECTHVYHBIMM KOHTaKTaMy WIM MoOcTMKamu (puc. 6). Ilpu sj1eKTpocTMy Iy ofMHOYHbIe
CeIThI HepeaKo POPMMUPYIOTCS Ha HeOOJIBIINX PacCTOAHMAX APYT OT JIPyTa, YacTO MMEIOT ITOYTU
OIMHAKOBBIE PACCTOSIHMS U CXOfHble pasMepbl. OOHAKO MX IIPOMEXYTKM W INMpPUHA MOTYT U
3HauMUTelIbHO KoslebaTbcd. CenTel MMEIOT pOBHBIe W IIepPIeHAMKYIIpPHO K MeMOpaHam
HaIpaBJleHHble IIepeMbIUKl OIIHOVI HeMpPOHAJIbHOW WM 00eux HeVpOHAIIbHOV W IJIMaJIbHOV
MeMOpaH.

ITosiBiteHMe celT - 3TO IpOIlecC, KOTOPHIV, IO-BUIVMOMY, HadyMHaeTcs C oOpa3oBaHMs
Oyropka arperaTa, JeHaTypUPOBAaHHOIO MHPU 3JIeKTPOCTUMYJIALMM Oesika, Ha OIHOW WUJIN JIBYX
MIOBEPXHOCTSIX MeMOpaH (puc. 6B). 3areM, Ha 3TOT OeJIKOBBINI OyropoK-arperar IIOCTEIIEHHO
HacJIauBalOTCA Apyrue KoaryJupylolie IprMeMOpaHHbIe Oesiku, opMUpPYys MOCTUK. Takme
JeTBepTUYHbIE ITPOTEVHOBBIE CTPYKTYPBI IIpoOOAaloT o0e MeMOpaHBI ¥ CO3IAIOT MMpPaMUIO-
nonobHy0 dopMy Haj HpeabIAyIINMK arperaTaMi. DTOT CIOXKHBIV IIPOIecC MbI Ha3bIBaeM
aKKyMYyJISIIMeN cellT M mpoboaeHneM MeMOpaH. Takoe yjIbTpaMMUKpOCKOITdeckoe oOpasoBaHIe
YeTKO OPMEHTMPOBAHHBIX IIAPHBIX MeMOpaHHBIX «IIIallOYeK» Ha MOJIEKYJIIPHOM yPOBHE, IIO-
BUIVIMOMY, OOBICHSETCS IIepBOOYePeIHOV JIeHaTy palliell PEIXJIbIX IMAPOdVIIbHBIX arleKaIbHBIX
crvipasier, BBICTYIIAIOMIVX Ha TOPIlaX BEPTUKAIBHBIX «TBEPABIX», MapaUIeJIbHBIX, TMAPOMOOHBIX
JIOMEHOB BHYTPE€HHVX MeMOpaHHBIX OeJIKOB.

berkoBble arperaTbl BHYTpM MeXMeMOpaHHBIX IefleVl He CYyXKaloT MX, B OTJIMYMe OT
II[eJIEBBIX KOHTAKTOB, KOTOpBIe TakKXXe WMeIOT BHYTPM IIejieBble arperartbl, IIO-BUIVIMOMY,
BBI3BIBAIOIIIVIE YMEHBIIIeHe ee IIpocBeTa (puc. 2r; puc. 5a, 58B). HeoOxomymMo oTMeTMTB, UTO
BO3HUMKAIOIIVE TIPU IEKTPOCTUMYJISIIAM ~CEIThl IIOJOOHBI CENTHPOBAHHBIM KOHTaKTaM
repexsaToB PaHBbe, B KOTOPBIX TaKke B HOpMe BO3HMKalOT I1JI. MocTMKM IlepeceKaroT Bce
MeMOpaHbI, KaK HEeVIpOJIeMMBI, TaK ¥ IJIMOJIEMMBI 1 TakKe MeMOpaHs! 1iicTepH DI1P, KOHTakTMpy-

-

:
»

Puc. 3. MHoXecTBeHHbIe reTeporeHHbIe
HeVIpOHa/IbHO-IJIMaJIbHbIe ~ KOHTAaKTbl  OJHOIO
akcoHa. TocTble CTpeJIKi - IIlesieBble U IUIOTHbIe
KOHTAKTBl,  TOHKUe CTPeJIKU - CeIIThI
JIECTHMYHOrO KOHTakTa. A, I' - aKCcoH, IJIMOINT.
DrteKTpoHHas MuKpockonud. YB.: x 46000.
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Puc.
BBICOKOV ~ 3JIGKTPOHHOW  IUIOTHOCTM  TIOI,
BIIVISIHVEM 371eKTpocTyMysisiiim. Obo3Have-Hus:
a - TojicTas MeMOpaHa akcoHa; O - TosicTas
MeMOpaHa aKCcoHa C dopmupoBaHIEM
SHIOITUTOCOMHBIX ITy3bIPBEKOB MeXITy
cerMeHTaMM IlepexBaTa PaHBbe; B - dpopmupo-
BaHMe MeMOpaHBl IIOJ BJIMSHMEM arperamnyumn
Oernka mmcrepH OI1P; 1 - Tosncrast memOpaHa; 2 -
aziresusi OEJIKOBBIX arperaToB y MeMOpaHbL 3 -
KOHMYeCKIe arperaTel IIoj MeMOpaHoi; 4 -
OeJIKOBBIE arperarbl, COeAVHSIOINIVE aKCO-TIeMMY
1 MeMOpany 1mcrepHsl DI1P; 5 - KoHyCcOBUIHbIE
OesIKOBBIe arperaTsl BHYTPM IVCTEPHBI SHIIO-
IUla3MaTudeckoro  petukyiayma. Crpenkm -
SHIOLIUTO3HBIe My3bIPEKM -  IIPOM3BOJHBIE
MeMOpaHb; Hakxoneunmkm CTpPeJIoK -
KOHYCOBW/THBIe arperarsl IIoJ;,  TOJICTOM
MeMOpaHO. DJIeKTpOHHAs MUKPOCKOINS. YB.: a
- x50000; 6 - x40000; B - x60000.

4. @opmMmpoBaHMe TOJICTBIX MeMOpaH

Puc. 5. [TlecmocoMoriofioOHbIe OeIKOBbIe arper-
aTel (Oaxpoma) 1 IIpyTvie M3MeHeHWsI HelIpOH-
HBIX ¥ DIMaJIbHBIX MeMOpaHHBIX KOHTAKTOB
PV YaCTOTHOV JIEKTPOCTUMYJISIIN TaHIJIVL.
ObosHaueHms: a - CMeIIaHHBIN aKCO-JIeHIPUT-
HO-IJIVJIbHBIVI KOHTAaKT, O - COBMecCTHOe
paspa-craHue Oaxpombl 0bemx MeMOpaH
CMHallca W TOsIBJIeHMe 3HOLUWUTO3a; B -
JIeCMOCOMHBIVI aK-COHaJIbHOIJIVAJIbHBIN
KOHTaKT, IlleJleBble KOHTAKTBI ¥ TOJICThIe
MeMOpaHbel. 1 - OejIKOBble IIepeMBIUKM
(MOCTVMKM) BHYTPW CHMHAIITUYeCKOV IIein; 2 -
MHOXXeCTBeHHbIe TOUEYHBIe IIeJIeBbIe
KOHTaKTBI; 3 — OMerorogo0Hoe 3HIOLNTO3HOe
BIIIUMBaHIe TOJICTON MeMOpaHbL 4 - pacrm-
peHMe MeXKIIeTOUHOTI IIIe/IN y I1eIeBOr0 KOH-
TaKTa; 5 - HeVPOHaIbHOIIVAJIBHBIN JIECTHUY-
HBIVI KOHTAKT; CTPEJIKM — arleKChl KOHYCOBWI-
HBIX arperaTtoB akcojleMmsl; A - akcon; I -
rrvionnT; [l - meHapuT. DiieKTpOoHHas MUKPO-
ckorms. YB.: a - x50000, 6 - x25000, B - x55000.

IoIMe ¢ akcoHoM (puc. 60). Cyas mo mperaparam, Oeky, IO-BUAVMOMY, CIIOCOOHBI He TOJIBKO
pacronaratbCsi BHYTpPM MeXMeMOpaHHBIX IIesiers, HO ¥ IIpobomaTh MeMOpaHBI HapyIIas
VI30JISIVIOHHYIO CTPYKTYpPy OwmmmaHeix c1oes nurosiemMmbl. Cosmaercsl BIedaTsieHUeE, YTO Y
TOHKMX IJIMaJIbHBIX OTPOCTKOB BCTPEYAIOTCS MeMOpaHHbIe arperarsl, KOTOPBIE, IIepeceKaloT BCO
ITIMOIUIa3MYy KJIETKV VI COeAVIHSIOT 00e coOOCTBeHHbIe MeMOpaHbL. B mjaHHOM ciTydae, peds meT He
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O BapmMaHTax CTPYKTyp, a O IpoIiecce
IIOCTEITIEHHOTO POCTa CTeleHM arperaln
IOIIOJIHUTEIbHBIX OeJIkoB U mepdoparmm
MeMbOpan. Ilpm  sToM  ObGs3aTebHBIM
yCJIOBUIEM TIOCTPOEHMs TaKMX CTPYKTyp
SIBJISIETCS JIOTIOJTHUTEIIbHOe 00pa3oBaHVIe VMU
efIBa 3aMeTHOVI KOHMYecKo popMsbl (puc. 67,
6e).

OnvHOYHBIE CaMOCTOSITeIIbHbIE
BBITITIVBAHVIL KOHIIOB MOCTVIKOB
IIPEJICTABIISIIOT COOOVI anvKayIbHbIe TOMEHBI
arperaToB CBEPXITVHHBIX 0a3mcHBIX
IIPOTEVIHOB ¥, a[ATe3VpPOBaHHBIX C HWUMW,
PubpWwUIApHBIX TIpUMeMOpaHHBIX OeJIKOB

(puc. 6r-6e). HempemeHHBIM IIpM3HAKOM
3JIEKTPUIECKOT CTUMYJIALIVIVI crlenyer
IIpU3HATH TIOsIBJIeHVIe SHIIOINTO3a.

OO011ensBecTHO, YTO SHIOIMTO3 ¥ SK30ITUTO3
Y4YacTBYIOT B IMKJINYECKOM MeauaTOPHOM

Irponecce. K COXaJIeHUIO, MeXaHNM3M
I1OABJIECHVIA SHOOILIMTO3HbBIX IIY3bIPBKOB
ocCTaeTcsa HeOKOHYaTeJIbHO BbIsICHEHHDBIM.

Onnako, yBermrueHMe OaxpoMbl, OCOOEHHO
IpecrHaIca, He BbI3bIBaeT cOMHeHms. [lpm
3JIEKTPOCTVMY ISV obpasyrorcs 17
COBEpIIIEHHO VIHBIE KpyIIHbIe
BHECMHANTIYECKVEe SHOOIIMTO3HBIE «OMera»-
IIOfTOOHbIe BIISTYMBAHMS HEVIPOJIEMMBI, (puC.
7). OHmM wacTo comepXaT B KaudecTse
BKITFOUeHUVI (PparMeHThl IJIMOIUIa3MbI (puc.
7a-78). VImesi B BULy 3TO HabJIIofIeHIIe, MOXKHO
MPeAIIoIOKNUT, YTO HOpu  0obpasoBaHMM
IIeVIK «OMer» " 3aMBIKAHWN
SHIOLIMTO3HOTO  ITy3bIpbKa,  BKJIFOYEHUS
IJIMOIUIa3MBl MOTYT OKa3aTbCsl B IIEHTpe
SHIOIIMTOCOM C IUIOTHOW CepILIeBUHOT.
OpHako, TakMe 3aBeplIeHHBIE  CTagUN
SHIOIIMTO3a B HaIlleM MaTepuasle He
BCTpeYasIlCh. ITo-Bumymomy, IS
00OBsICHeHVST MeXaHM3Ma 00pa30BaHMS TaKOTO
SHIOIINTO3a Ba’KHO OTMETUThH TpU
CTPYKTYPHBIX (pakTOpa. Bo-nepBrIx, B HaImx
OIbITaX SHOOIIMTO3 BO3HMKAET Ha OCHOBE
TOJICTBIX ~ MeMOpaH ¥  Bcerga IyTeM

Puc. 7. MakpO3HIOIIUTO3 TOJIICTBIX MeMOpaH B
coyeTaHUM C  KOHYCOBWIHOW  arperaiyen
MeMOpaH 3HAOIUTOCOM ¥ MHOXXeCTBEHHBIMU
cerrraMm IIPOTEMHOBBIX MOCTVKOB.
OOo3HaueHMs: a-B - BapuMaHTHl 3SHIOLUTO3a
HeVpUTOB C pAedopMaiyent IJIMOLUTOB; T -
CeNTHpPOBaHHBIE OeJIKoBBIe arperarbl
3HAYUTeJIbHOV JIJIMHBI, OKpY’KaroIlyie aKCoH; II —
cepuiiHas arperanys IMpaMUIaIbHBIX OeIKoB
Ha BHyTpeHHell IIOBEpXHOCTW aKcojieMmel, 1 -
cernrTajyIbHbIe aKCOHaJIbHOTIIMAaIbHbIE MOCTUKM, 2
- paspylIamomyecss 3HAOLUTO3HbIE Iy3bIPbKI,
OKpY>KeHHBbIe KOHY COBVTHOV Haxpomors,
nprMeMOpaHHBIe arperaTel SHAOLUTOCOM; 3 -
OTPOCTKM  IJIMOLIUTOB, BT4HYTBIe B YTy
SHJIOLIMTOCOMBIL;, CTpPeJIKM - IMpaMujaJIbHble
OeJIKOBBIe arperaTrsl aKCOHAJIBHOV ITOBEPXHOCTM
sHpoumTocoM. A - akcon; I -  mms.
DrleKTpOoHHas MUKpockomnms. YB.: a, B — x40000;
O, r - x60000; 1 - x25000.

BIITUMBAHNS BHYTPb HeVPOIUIa3Mbl, a He IJIMOIUIA3MbL. BO-BTOpBIX, IIprMeMOpaHHbIe OeJIKOBbIe
arperarsl BCerJia HacjaMBalOTCS TOJIBKO Ha BHYTPEHHIOIO ITOBEPXHOCTh MeMOpaHBI BOJIOKHa. B-
TPeThIX, alleKChl OeJIKOBBIX MVpaMV], SHIOIIMTO3HOIO My3bIpbKa BCer/ia HallpaBJIeHbl paayaIbHo.
[TosToMy mpemrionaraeTcsi, 4To VICKpPUBIIEHVE aKCOJIeMMBbI, (POpMMpOBaHMe «OMera»-II0JO0HBIX
BILTUMBAHMII ¥ OOpasoBaHMe SHIOIMUTO3HBIX Iy3bIPPKOB BHE CHUHANTUYECKOV MeMOpaHbI
CYIIIECTBEHHO OTIMYaeTcs OT MeAMaTOPHOrO SHIONUTO3a CBOMMM pasMepaMy U OeIKoBo
KOPOHOITOJTOOHOVI aKCOJIeMMaJTbHOVE 0005109KOM (priC. 711). MOXKHO IIPEIIOIOXITh, YTO M3BECTHBIE
[0 OpyIMM IIperapataM oOpa3oBaHNMS KOHIYECKVX BBIISYVMBAHUIL CyOMeMOpaHHBIX OeIKOBBIX
arperaTos (puic. 4a, 48; puc. 5a; puic. 611, 6e), Kak 11 JF00asi arperanys BeI3bIBaeT COKparieHvie o0be-
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Ma M peTpakIMIO  MMO3MHA  OKOJIO
MeMOpaHHOM LIUTOIUIA3MBEL. Dt10
criocoOcTByeT  m3rmby u  oOpa3oBaHUIO
JIOKQJIPHOV ~ SHJIOIIMTO3HOW  MeMOpaHHOM
OyT¥, «OMera»-IoJIoOHO  CTPYKTyphl C
MeMOpaHHON IIeVKon " opMupoBaHMEM
KPYITHOTO ITy3bIpbKa. BaXHO, YTO SHIIOIINTO3
4JacTo COIIPOBOXXIIAETCS HOsIBJIeHVIEM
IUIVHHBIX JIECTHVYHO-IIOJOOHBIX CeITaIbHBIX
CTPYKTYyp (puc. 7r). B HekoTOpmIX yuacTKax
TaHIJIVS Ha TIOBEPXHOCTY aKCOHOB 13 TOJICTO
MeMOpaHBl  00pa3syroTcd  MHOXXeCTBeHHBIe
SH/IOLUTO3HbIE BIISYMBAHNSA B HeVpOIUIasMy
VI HETIOKPBITHIe y3bIpbKi. OHM 4acTo BHYTPU
cebs He coneprXaT BIISTUMBaHUI DJIVOIUIA3MBI
(puc. 8). DHJIOITOCOMBI MOTYT
pacriojiaraTtbCsi B psifl BIOJIb aKCOJIEMMBI.
o RO VMuorpa HaOromaeTcs IOBTOPHBIV IIPOLIECC

. 2 R Gorinuvos dopmupoBaHMs SHIOITMTOCOMBI u3
Puc. 8.  IlocrefoBaTeNbHBIVI  CEPUVIHBI  pveMGpaHBI yxe 06pa3oBaHHOTO
SHJIOLMTO3 HA OCHOBE TOJICTOM MeMOpaHBl C  syjormTo3sHOro myssipbka (puc. 8a, 86). B
obpasoBaHveM MeMOpaHHBIX ITy3HIPBKOB IIPVI  3ToM CiTydae, Iy3bIPHKI MOTYT PacIOJiaraThCs

SJIEKPOCTVMY JIATIVIVE TAHTIIVAL. B OIVIH PsJ1 U3 IIpeIIeCcTBYIOIIVX ITy3bIPEKOB
a - CcepuiHBle aKCO/IeMMasibHble “OMern” ¥ (pyc. 8a). DOpMUpPOBAHVE BTOPUUHOIO
SHIOLIMTO3HBIE Iy3BIPbKIL; O - opMupOBaHMe  «omera»-II0OGHOrO SHIIOMMTO3a M3 TOJICTHIX
MHOTOSTKHBIX  CEPUVIHBIX Iy3bIPBKOB; B -  pemMOpaH IMEPBUMYHBIX —SHIOIUTOCOM  IIPU
5 eKT BTOpUUHBIX SHAOIMTOCOM (cxema); 1 - JIeKTPOCTUMYJIALINY, TO-BUIVIMOMY, OIIVCa-

MHOXXECTBEHHbIE II0C/Ie/IOBaTe/IbHbIE IY3bIPPKM  §0  HaMy  BIEpBble ¥ HYXIAeTcs B
HeVIpOIUIasMbl, COPMMUPOBaHHBIE BO BPeMs  crieraibHOM aHayTM3e MeXaHM3Ma (pUIC. 8B).

IIOBTOPHOTO  SHIOLWUTO3a; 2 - 3HJIOINTO3 [IpoBefeHHBIE  SKCIIEPVUMEHTEl IO
TOJICTBIX MemOpaH BO BPEMS  gacTOTHOV IIecCMasIbHOV 3JIeKTPOCTUMYJIA-
SJIEKTPOCTUMY JIATINVL, 3 - HOBTOPHO®  pyp1  BereTaTWBHBIX TaHIJIVIEB  BBIABWIN
(opmupoBarHIe SHIOLMUTO3HBIX My3bIPBKOB; 4 ~  HecKONBKO  HOBBIX — HEMPOBUOIOTIeCKIX
ToncTasi MemOpana. A - akcod; I' - DIMOLMT.  hakros. Tak, BIEpBble B OSKCIIEPUMEHTE
DrleKTpOoHHas MUKpockorms. YB.: a, 6 - 45000. YIQIoCh TIONYYMTh IIIeJieBble  KOHTAaKTHI,

COeIVHSIIONIVIE HeVPOHAIILHYIO M ITINaJIbHYIO
MeMOpaHBl, CYIIeCTBEHHO OTIMYAIOIMIMXCs IO (YHKIIMM, XOTS W WMEIOIINX OIMHAaKOBbIe
Ha3BaHMS. BriepBble moKa3saHO, YTO CENTHPOBAHHBIE (JIECTHMYHBIE) KOHTAKTBL, TO €CTh OeIKOBBIE
accolyaThl, BO3MOXHBI He TOJIbKO B IlepexBaTax PaHBbe, B KOTOpbIX TreHepupyetcsa 1/
CaJIbTATOPHOTO IIPOBeAeHNMs, HO ¥ BO MHOIMX [APYIMX ydacTKax MeMOpaH mof, BIVSHVEM
YaCTOTHOW 3JIeKTpOCTMMYJImn. Ilpudem, B ominume oT (PU3MOIOIMYecKO HOPMBI, Oaxpoma
oOpasyeTcsi OoJIee MHTEHCMBHO Ha CTOPOHE aKCOIUIa3MBbl, a He JIeHIpuUTa. Y aKcojIeMMbl BOSHMKAET
HECKOJIBKO — IIMPaMUIO-TIOOOHBIX  IIPOTEMHOBBIX HEKOHTPACTHBIX  KOAryJISTOB.  BaXKHBIM
IIPpU3HAKOM pas3apakeHHBbIX MeMOpaH sBiIsieTcs Takke (popMIUpoBaHVE MHOXECTBA SHIOLIMTOCOM
TOJIBKO W73 aKCOoJIeMMBbI ¢ OeIKOBBIMM arperaramm-cerniramy. OCHOBHBIM MOPQOIIOTMUECKUM
IPU3HAKOM 3JIeKTPUYeCK!M BBI3BAHHOV II€PeCTPOVIKM Mbl CUMTaeM JIeHaTypalliio WM arperalmuio
HaTVBHBIX BHYTPEHHUX W IpPVMeMOpaHHBIX IPOTEVHOB YeTBEPTUYHOV CTPYKTYpPHL berikosble
HaCJIOEHMS TOJICTBIX MeMOpaH € BBICTYIIaMV KOHIYEeCKOV (pOpMBI HellpeMeHHO HPVCYTCTBYIOT Ha
BCeX 3JIEKTPUYECK BO3OYIVMMBIX MeMOpaHax aKCOHOB, HAaIIOMVHAasl CXOHBIE TOJICTbIe MeMOpaHbI
IEKTPUYECKV aKTMBHOV MeMOpaHBI IIepBOro cerMeHTa KaXIoro akcoHa. ITouemy sto mpmcye
TOJIPKO I aKCOHOB, HO He IUIS ITIMWM, IOKa OCTaeTcs HesiCHBIM. Takas OesIKoBasi OKKyHarlyis
JTATIMOHBIX MeMOpaH ¥ MaccoBOe arperaTHOe COCTOsHVE OeJIKOB, IIO-BUAMMOMY, JOJDKHO
CKa3bIBaThCS Ha 2JIEKTPUYECKVIX CBOVICTBaX HeVpoHa. MaccoBoe mmpobojieHMe akcoHa M IIIMOIIITa
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acCOLMMPOBAHHBIMM ~ KOMIUIEKCaMV  M3MEHEHHBIX COOCTBEHHBIX IIeHTpPaJIbHBIX  OeJIKOB,
HeCOMHEeHHO, HapyIIaloT CTPOVIHYIO TeOMeTPpUYecKylo CTPYKTYpy docdommmmaHbIx Omciioes,
yMeHbIIIasi VIX 3HauMTeJIbHOe eCTeCTBeHHOe COITpOTVBIIeHe. besikit cenT, Kak v ApyTvie IpOTeHBbI,
ABJISIIOTCS  TIOJTyIIPOBOAHMKAMM, U Ilepecekasi obOe cMeXXHble MeMOpaHBbI IJIMOIINTA, BO3MOXXHO,
MOTYT CJIy>)XUTh MOCTMKaMMU-ITYHTaMV MeXJly aKTMBHOWM HeVpoMeMOpaHOV ¥ HeaKTMBHOW
[JIVOJIEMMOVI MHTMOMPYs WIN Ioraiiasi BbI3BAaHHYIO YaCTOTHYIO MMIIyJIbCallnio. Bo3MoOXHO, 3Ta
CTPYKTYpHas IlepecTpoViKa sBJIsieTcs OJHVM 13 PaKTOPOB, OTBEUAIOIINX 3a Pa3BUTHeE ITeCCUMyMa
YacTOTHI B HAIIIMX SKCIIepVIMEHTax.

B rnurepaTtype ommcaHo OoJIbIlIOe KOJIMYECTBO XMMWYECKMX BBICOKO cCHermduyuecKmx
LIEHTPaJIbHBIX VI OKOJIO MeMOpaHHBIX 0OeJIKOB, yJacTBYIOIINX B MeMOpaHHBIX IIpeBpalteHnsx. Ho B
HaIlIMX OIIbITaX, KaK M B eCTeCTBeHHBIX ITpolleccax (puc. 1 [1]), MBI ckopee HabIIIOTaeM M3MeHeHVIS
X PU3MYECKMX CBOVICTB: KOAryJISALMIO ¥ arperanyio [IeHTaTypUpPOBaHHBIX IIPOTEMHOB U
M3MeHeHVe CTelleHM JIMCIIepCHOCTY KosuionoB. [Ipy 5ToM HeBOJIbHO HallpalBaeTcs Majlo IIUTH-
pyeMas HblHe wusndecKas Teopusl IlapaHeKpo3a, HdeHaTypallyiOHHas Teopus IOBpeXiIeHus U
pasopaxenuss [54-56]. Ilo-BuammMomy, ©IpyM 2JI€KTPOCTUMYJISALIMM MBI  MMeeM [eJl0 ¢
HecrielrIecKM CBOVICTBOM CBEPTBIBAHMS U pa3BepThIBaHMS CTPYKTYPHBIX 3JIeMeHTOB OesIka
[67-59]. «CxomHble sBjleHMs IpeNIoiaraloTcss B JKMBOW KJIeTKe, HaIlpuMmep, B Ipoliecce
TpaHCIIopTa OeJIKoB yepe3 MeMOpaHbl» (IIMT. o [11], c. 229). IllesieBble KOHTaKTBl CUMTAIOTCH
OCHOBHBIM TUIIOM MEXKJIETOUHBIX 3JIeKTPOIIPOHMUIIaeMBIX KaHaJIOB Yy BCeX MHOTOKJIETOYHBIX
XKMBOTHBIX. OJHaKo, HelaBHO ObUIO OOHapy’XeHO, 4YTO y Ppsfa >XMBOTHBIX 3JIeKTPUYECKU
IpoHMIlaeMble MeMOpaHbl He MMeIOT HY KOHHEeKCMHOB, HY ITaHHeKCMHOB, (pOpMMUpPYIONIINX, KakK
M3BECTHO, TaKue KaHasbl [60]. DTo BO3MOXXHO O3HauaeT, YTO B KJIETOUHBIX MeMOpaHax ITOMMMO
ITOCTOSHHBIX VIOHHBIX KaHaJIOB MOTYT CYIIIeCTBOBaTh M JIpyruve IIpOHMUIIaeMble MeXXKIeTOUYHbIe
cBs31. BO3MOXXHO, MOTYT CyIllecTBOBaTh M CIIOHTaHHBIE 1IN OOpa3oBaHHBIe U3 JlerpagupyIOIX
IeJIeBbIX KOHTAKTOB CHMHIIUTHMa/IbHBIE IIOpbI [1] v OekoBble cenTMpoBaHHBEIE (JIECTHUYHEIE)
MOCTMIKM, BO MHOTMX [IPyTMX TKaH4X >KMBOTHBIX, OOpas3oBaHHbBle, KaK B HallleM cCjIy4ae,
MHOXEeCTBEHHBIM ITpoOOfieHreM o00erx CMeXHbIX OwIMIMAHBIX MeMOpaH COOCTBeHHBIMU
LIeHTpaJIbHBIMM MeMOpaHHbIMM Oeikamu. CymMMapHasi 3leKTpudeckas MPOHMIIAeMOCTb TaKMX
MOJIyIIPOBOTHMKOB ~ MOXKeT OKas3aTbCsl [IOCTaTOYHO Bbicokom. Eme B 1972 rogy Obuta
IPOJIEMOHCTPVPOBaHa MoJlelIb MPOoOOIeH s JINITMIHBIX MeMOpaH MOJIUIEeNTUIOM ajlaMellTIHOM
¢ MostekyssipHOU Maccont 1700. DToT monmmenTus MOr 0Opa3oBbIBaTh IIOPHI BEIMUYMHON OKOJIO 6
Mojtekys1 [61]. CyimecTBoBaHMe 30H HMPOBOIVMOCTY B O€IKOBBIX CTPYKTypax IIPeIIIoyIoXIII elre
Cenr-[Ipepnm [62]. O6wwime GeJIKOBBIX MEXKJIETOUHBIX COeIMHEHM HaBOAUT Ha MBICIIb O TOM, UTO
KOHHEKCVMHOBble IPOTeMHBl SBJISIOTCA  HEWUCKIIOUNTESIbHBIMIM  ITPOHMIIAaeMBIMU  OeJIKaMuA.
EcrecTBeHHO, OKOHYaTeIIbHOE pellleHVe BOIPOca OTHOCUTEIHO 3JIeKTPUYeCKOV ITPOBOIVIMOCTYU
rapaMeMOpaHHBIX OeJIKOBBIX aJre3VOHHBIX accolyallniyl (HaJMIIaHW) TOJICTBIX MeMOpaH wu
CeNTPOBaHHBIX TpaHCMeMOpaHHBIX aKCOHAJIbHOITINAIIBbHBIX oOpa3oBaHMI1 npu
3JIEKTPOCTUMYJISAIINY MOXHO IIOJIYYMUTh TOJIBKO PV HEIOCPeICTBEHHOM 3KCIepVMeHTaIbHOM
VI3MepeHMVI COIPOTMBIIEHNIS ClTapeHHBIX MeMOpaH.

B Hacrositiee BpeMmsi MOKa3aHO, UTO IIOsBJIeHMe IIeIeBbIX KOHTAKTOB BBI3BIBAET JIFO0Ast
TpaBMa HepBHOM cucreMbl [1, 63-64]. He wckmoueHo, YTO ¥ YacTOTHas OPTOAPOMHAs
37IeKTpUYecKasl aKTMBalVsl BereTaTMBHBIX TaHIJIMEB B HAIIMX SKCIepUMEHTaX TakXke sBIIach
HNPVYVHON MHWIIMALNY TeTepOTreHHbIX aKCOHAJIBHO-ITIVAIBHBIX MacCOBBIX KOHTaKToB. lllereBorr
KOHTaKT, CMHUWUTHaJIbHAs Iepdpopalins 1 jrobas HoBas 3JIeKTpuUYecKasl CBsi3b HeVIPOJIEMMBI C
3JIEKTPUYeCKM HeaKTVBHOV IJIMOJIEMMOVI, OUYeBMIHO, IOJDKHA KaK-TO VHIMOMpPOBaTh HEpBHBIE
s¢dpdexrrr. TloKazaHO, YTO CHMHIIUTUV aCTPOITIMOLUTOB ¥ OJIUTOAEHIPOIINTOB OIpaHNYVBAET
3JIEKTPUYECKYI0 aKTVBHOCTh HEPBHBIX CTPYKTyp, OCOOeHHO ObICTpoe IepMaKCOHaIbHOe
HakoIUvleHMe 1MOoHOB K+ BO BpeMsI BBICOKOYACTOTHOW akTMBammm [65-66]. Tak KOHHEKCMHOBBIE
HeVIpOHAJIbHOI/IVa/JIbHEIe  JIEKTpUYecKMe  CUMHAIChl  OJIMTOIEHIPOLUTOB,  CIIOCOOCTBYS
permpKyssmmy MoHoB K+, momoraror ero Oydepwmsarim [67]. ACTpOLMTHI, SBIISSICH TPETHUM
3JIEMEHTOM XVIMIYIECKOTO CMHAIICa, aKTMBHO YYacTBYIOT B HEVIPOTPAHCMWCCUN PUTMIYIECKOV
aKTVMBHOCTV [EHTPAIbHOVI HEPBHOW CUICTEMBI [68] Iy TeM M3MeHeHVsI KOHIIeHTpanyy moHoB Ca++.
VIx acTporvaibHBIe IleleBble KOHTaKThl yYacTBYIOT B PUTMIUYECKOV aKTMBHOCTYU IIeHTPasIbHO
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HepBHOM cucreMbl. CyIecTByeT MHOXECTBO JAPYyIMX HPUMepPOB CKOOPAVHUPOBAaHHON
B3aMIMOCBSA3M MeMOpaH HeVpoHa C pa3IMuHbIMU DimonmTamMy. OOHapyXeH TakkKe B3aVIMHBIV
AByHaIIpaB/IeHHBIV IIepeHOC JIUIIMIOB C IIOMOIIBIO JIMIINI-aCCOLMMPOBAHHbIX O€JIKOB ITIMaIbHBIX
KJIETOK B HepBHbIE U 13 HEVIPOHOB B INIMoLMTHI [69-70]. Tak Kak 3TOT IIpoliecc OCyIlecTBIIseTcs, 110
MHEHUIO aBTOPOB, C IIOMOIIBIO IIPOTEMHOB, Halllyl JaHHbBbIE II03BOJIAIOT IIPEAIOJIOXKNTh, YTO OH
MOXeT OBITh aKTUBUpPOBaH IIpU opMUpoOBaHMM OEIKOBBIX MOCTMKOB BO BpeMs YaCTOTHOW
VIMITyJIbCAalIUV B pe3yJIbTaTe 0Opa3oBaHMs IIPSMBIX CelTaJIbHBIX KOHTAKTOB, IlepeceKaloInx Tpu
CMeXXHBIX MeMOpaHbl, KaK ITOKa3aHO Ha HalllVX IIperaparax.

MsBecTHO, uTO arperaimys OeJIKOB CIIOCOOCTBYeT COKpallleHMIO WX CyOMeMOpaHHBIX
OT/EJIOB, ¥, COOTBETCTBEHHO, IMHBI MeMOpaHbl. OTHOCUTENIBHO CyOMeMOpaHHBIX OeJIKOB 3TO
MOXeT CBUETeJIbCTBOBATh O JIOKAJIBHOM COKpallleHUM JUIMHBI MeMOpaHbBI, TO eCTb ee
BHYTpeHHeMY MCKPMBJIEHMM 1 00pa3oBaHMs SHIOIIMTOCOMBI. Ha Harmix nmpernapaTax ogyHOYHBIe
MaKpOSHIOLUTOCOMBI 3aKOHOMEPHO BCerja BOTHYTBI B CTOPOHY CeNTaJIbHBIX CTPYKTYp
aKCOIUTIa3MBbl ¥ KOHYCOBUIHBIX IIPMMeMOpaHHBIX CTPYKTYP. B 3TOM, BO3MOXHO, COCTOUT OT/IM4Nie
BO30yIMMOV M HeBo30OyauMont MemOpaH. ToJIBKO y akcojeMMbl OTMEUEHO SIBJIeHVe CEePUITHOTO
SHIIOLIMTO3a ¥ BO3MOXXHO BBISBUTH CEePUIIHBIE, MHOTO3TaXKHbIe SHAOLMUTBEL VI HPSIMOJIMHEHOe
pacriosioxkeHne CJIeAyIOMIMx APYyT 3a APyroM Iy3slpbkos. He MeHee BaXHOV ocTaeTcsl Ipo0OiieMa
HeVIpOHAIbHO-IJIMAJIbHOV IIPOHMIIAeMOCTY KOHTaKTOB. B sKcrepmMeHTax ObUIO ITOKa3aHO, UTO
uepe3 IIOPHI IIIeJIeBBIX KOHTAKTOB, IIOMMMO HeOOJIBIIMX KpacuTesleil, THUIIA IIPOLIEOHOBOTO
JKEJITOTO, B HEKOTOPBIX CIydasx IpoHukaroT M Fura-2, n Calcium Green, cimrkoM Oosblrie,
uTOOBI IIpeoosieTh IesleBoy KOHTaKT [71]. Ilpm sToMm, Kak OyaTo, KOHHEKCHHOBBIE IIOPBHI,
PacCIIMPUBIIINICE, IIpeBpaIalOTC B CMHUMTHAIbPHBIE TTOPH], Kak IoKasaHo [1]. OTMeueHO TakxKe,
uTO crienydraeckyie KOHHEKCHOBBIE 0JIOKATOPBI 3JIEKTPUYECKVIX CHATICOB He MOTYT IIOJTHOCTBIO
HpenoTBPaTUTh 3PPEKTHI IPUCYTCTBIS 111eIeBOro KoHTaKTa [72]. ITpu rccieroBaHmM HOKay THBIX
JKUBOTHBIX, J1epeKTHBIX IO KOHHEKCMHY-36, a, CJjlefloBaTeJIbHO, U IO IIeJieBbIM KOHTaKTaM,
II0KAa3aHO, YTO CIOCOOHOCTh TWUIIIIOKaMIIa K CHMHXPOHM3AIMM CIIAMIKOB coxpaHseTcs [73-74].
CrremoBaTe/IbHO, IIOMIMMO IIOp IIeJIeBbIX KOHTAKTOB B TMIIIIOKaMIle, BO3MOXKHO, CyIIIeCTBYIOT ellle 1
CYMHIUTHAJIbHBIE TOpBL. JlocTaToyHO yOemmTeIbHO ITOKa3aHO, UTO B OOJIaCTV TaK Ha3bIBae€MBIX
BBICOKOIIPOHMIIAEMBIX KOHTAKTOB KOHTAKTMPYIOMIMX MeMOpaH, BCTpedaeTcsl IIPOHMIIAeMOCTb
yepe3 00e cMeXxHble MeMOpaHbl MoJIeKyJI, cofep Katmx 1o 1000 gaspToHOB [75]. DTO HarloMMHaeT
pe3yibpTaThl HalMX wuccIefoBaHui. HekoTopble oKkolo MeMOpaHHBle OeIKM  CIIOCOOHBI
HecTabIn3npoBaTh CTPYKTYy Py MeMOpaHbl, 00pasys MesiKie 1 KpyIiHble 1Topsl [49]. Iossrumicek u
HOBBble JJaHHble O HeVPOHAJIbHO-IJIMAIbHOV LUTOIUIa3MaTNUeCKOV B3aIMOCBA3M. DKCIIePYMEHTHI
CBUJIETEJILCTBYIOT O BO3MOXHOCTM IIepeHOca M3 IIBaHHOBCKOW KJIETKM B aKCOH pubocom (27
Mojtekys1 Oesika), a Takke MPHK [31]. YcioBHasi cBsi3p IIBaHOBCKasi KJIeTKa-aKCOH Ha3BaHa
JyHKIMOHAIBHBIM cHIMTIEM [76-77]. Kak moka3aHo, GeIku SBJISIOTCS II0TyIIPOBOIHUKAMM U B
3TOM, BO3MOXKHO, COCTOUT (PYHKIIMS Ororormdeckoro mmmopTa [67]. Ilo HamreMy MHeHMIo, Takom
JIMOHEVIPOHAIBHBIVI TPaH3UT MOPOJIOrMYecK IOKa3aH uepe3 IIOJIHOLIEHHBble HeVIPOHaJIbHO-
ITIMajIbHble CUHINUTHaIbHBle Ilepdoparimu [1]. Bropom croco® HelpoHaIbHO-ITIMAIEHOTO
TpaH3UTa MOXXHO IIPEIIIOIOKNUTh B YCIIOBUSIX (PparMeHTVPOBaHMs CMeXHBIX MeMOpaH BO BpeMs
MX TOpoOomeHMs COOCTBEHHBIMM  arperMpOBaHHBIMI  O€JIKOBBIMM ~ KOMIDIEKCAaMM — IIpU
JIEeKTPOCTUMYJISILIMY, KaK IIOKa3aHO B Hammx wonocTpaiyax. OgHako, 3TM TeopeTudecKye
IPeIIIoJIOKeHVsT HYXIAIOTCs B JIOIOJIHUTEIIbHBIX 3JIeKTPOMU3MOIOTMUecKX McciIeoBaHmsX. B
IOJIyYeHHBIX ~ pe3ysbTaTaX WHTPUTYIOIIMM KaXeTcs IIpsMOe COBHaJieHVe pe3yJIbTaToB
anteKkTpodusmosiormyecknx s3kceprumMenTos H.E. Beegenckoro n Mopdosornueckmx pesybTaToB
COOTBETCTBYIOIINX OIIBITOB IIUTOIOT0oB KOkl [I.H. Haconosa. Mpl, ¢ mToMOIIp0 neccMabHOV
3JIEKTPOCTUMYJISAIINY, BOCHpOM3BeM  sBjleHMe 1apabmo3a H.E. Bsemenckoro [51] wu,
OJTHOBpPEMEHHO Ha TeX >Xe IIpellapaTrax VCCIeIoBaIv BaKHeVIe Ipu3HaKy apaHekposa .H.
HaconoBa [55]. Peus mmer He 0 Bcex oOIIMX CBOVICTBaX ITapaHeKpoO3a IIPOTOIUIA3MBbI, a TOJIBKO O
KOHKPETHBIX MMKPOCKOIIMYECKMX [eHaTypallMOHHBIX IIpM3HaKax OeIKoB HemrpoMeMOpaH, rie
CHIDKeHVe JIVICIIePCHOCTY COIPOBOXKIAeTCs VX arperaliyer. B sakimroueHne, ciefryeT yIOMSIHYTb O
MIpeXXHeVl IVCKYCCUM MeMOpPaHOJIOTOB VI CTOPOHHVKOB MOJIEKYJISIPHBIX KOH(OPMaIVIOHHBIX
OeJIKOBBIX TIepecTpOeK IIPOTOIIA3MBL.
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3axrouenne. IlojyueHHBle [aHHBIE, KaK ¥ BCid COBpeMeHHas HeMpodU3MOIOrs
OCHOBaHBl Ha IPUHIIMIIAX MeMOpaHHO-VOHHOW IIPOBOAVMOCTV, HO aBTOpaM, Ha OCHOBaHWUN
pe3y/IbTaTOB COOCTBEHHBIX SKCIIEPVIMEHTOB, Bpsl JIM MOXHO OTPEIINThCS OT MBIC/IN, YTO
BO3OYIMMOCTb ¥ HepBHOe IIpOBelleHle HeIIOCPe[CTBEHHO CBsI3aHbI M C  COCTOSIHVEM
KOH(OPMaLVIOHHBIX M3MeHeHMI MeMOpaHHBIX IIPOTEVHOB.

ABTOpPBI 3asBJISIIOT 00 OTCYTCTBUM KaKMX-JIN00 KOHGIMKTOB WHTEpPecoB Ipu
IUIaHMPOBAaHWYM, BBIIOJIHEHMY, (WMHAHCMPOBAHMM ¥  WCIOJIB30BaHWM  pe3yJIbTaTOB
HaCTOSIIIETo McciIe OBaHMA.
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