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[Tpu MoMOIIM MUKPOBJEKTPOIHOTO METOIa M3YYEeHbI peaKlMu nenTuaeprudeckux HeiipoHoB VD1 u RPaD2
B coctaBe nszonupoBanHoii LIHC Lymnaea stagnalis B oTBeT Ha MpoJIOHTMpOBaHHOE (HE MeHee 2 4) neiicTBre
BBICOKUX KOHLIeHTpanuii D-rmoko3sl (10 MM). YcTaHOBJIEHO, UTO 3JIeKTpUYECKHE XapaKTEePUCTUKU MeMOpa-
HBI RPaD2, o cpaBHeHuio ¢ VD1, ripeTeprieBaioT CyllieCTBEHHBIC N3MEHEHUSI B YCIIOBUSIX TUIEPIIINKEMUN —
CHUXEHUE CONPOTUBIIEHUs] MeMOpaHhl (R,,) Ha (poHe Bo3pacTaHus ee eMkocTH (C,,) U TOCTOSIHHOI BpeMeHU
(T,,)- HecMOTpst HAa HEM3MEHHOCTb YACTOTHBIX XapaKTePUCTUK JAHHOM Mapbl HEMPOHOB, OTMEYAETCS AETIOJSI-
puzaiust Mem6paHbl VD1, B To BpeMsl Kak U3MEHEHMUsI MoTeHInaia nokost it RPaD?2 He HocAT craTucTrye-
CKM JOCTOBEPHOTO XapakTepa. MI3aMeHeHus BpeMEHHBIX, HO HE aMIUIUTYIHBIX XapaKTepUCTUK TOTeHIIMaIa
neiictBust VD1 1 RPaD2 HocsT cxoxXuii xapakTep, BhIpaxKamolUics B yBEJIMYEHUU JJIUTEIbHOCTH OCHOBHBIX
ero a3 (me- u peroysIpu3alny, CIeI0BOM rurepIioisipu3annu). Ilpearomnaraercs, 4To “yHupuUKanus” 3JIeK-
TPUYECKMX CBOMCTB MeMOpaHbl HeiipocekpeTopHbIX (VD 1/RPaD2) HeitpoHoB LIHC Lymnaea B ycinoBusix ru-
TMEPrIIMKEMUH, SIBJISIETCS afanTaliueil, HarpaBJIeHHON Ha TTpeoaoIeHue BO3MOXHOM NeCMHXPOHU3AIMY CITaii-
KOBOM aKTMBHOCTU 3THUX KJETOK KaK pe3yJbTaT OcJiablieHusI, THULIMMPOBAHHOIO BBICOKUM COIEepPXKaHUEM
TJIIOKO3bl B UHTEPCTULIMU, SJIEKTPUIECKOTO COTIPSIKEHNS MEXIy HUMMU.

Karouesvie crosa: TJITOKO3a, C-)J'ICKTpI/I‘-ICCKI/Iﬁ CHUHaIIC, HEpBHad CUCTEMa, roMeoCTa3, MOJUJIIOCKU, 0€CII03BOHOY-
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IleitcMmelikepHble HEWPOHBI COCTABISTIOT OCHOBY
LIeHTpaJbHbIX TeHepaTopoB putMa (ILII'P) ocuwmmns-
TOPHOTO TUIIA B HEPBHOI CHCTEME KaK IT03BOHOYHBIX,
Tak M OECITO3BOHOYHBIX opraHu3MoB [1, 2]. Ux Hen3s-
MEHHO YepPTOM SBJISIETCSI CTOCOOHOCTD K ITOCTOSIHHOM
reHepaluy IIOTeHIIMAaI0B AeCTBYS JaXe B OTCYyTCTBUE
BHEIIHMUX 1O OTHOLLIEHUIO K HUM CUHAIITUYECKUX BXO-
noB. Kak mpaBuiao, aTa 0COOEHHOCTb OOYyCIOBJIEHA
OCOOBIMU 3JIEKTPUUECKHUMU CBOMCTBAMU UX MEMOpaH,
obecrneunBaonX MOBTOPSIOIIMECS CEpUM CIHAKOB
[3]. B coueTaHuu ¢ 2JIeKTpUISCKUMU CUHAIICAaMU, KO-
TOPBIMU TaKH€E LIEHTPbI CBSI3aHBI CO MHOTMMU OKPYKa-
IOLIUMHU UX HEHPOHAMU, 3TO MO3BOJISIET CUHXPOHU3U -
poOBaTh BJIEKTPUYECKYID aKTUBHOCTh KPYIHBIX acco-
LMALUA HEPBHBIX KJIETOK B IIpeleiax TOM WJIM UHOM
obnactm moa3ra (4, 5].

TpagUIIMOHHO CUMTAETCSI, YTO HECMOTPSI Ha CBOIO
aBTOHOMHOCTB, III'P momBep:XeHBI MOIYJISITOPHOMY
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BJIMSIHUIO BHEITHUX (paKTOPOB, B TOM UYMCJIE U OTIOCpe-
JIOBAHHOMY Pa3JIMYHBIMU CUTHAJILHBIMUA MOJIEKYJIaMU
[6]. Cpenn ux MHOXeECTBA 0CO00€ MOJIOXKEHUE 3aHU-
MaeT IJII0KO3a, MPEICTaBIIsII COO0OM YHUBEPCATbHBINA
HYTPUEHT, UCHOJIb3yeMblii HEPBHBIMU KJIETKAMM Kak
IUJIsI yIOBJIETBOPEHMSI CBOUX METa0OIMUECKUX MOTPeO-
HOCTEM, TaK U B KAUECTBE CUTHAJIa, YYBCTBUTEIBHOCTh
K KOTOPOMY XapakKTepHa He€ TOJbKO IJIsI HEHpPOHOB,
CBSI3aHHBIX C KOHTPOJIEM TUIIEBOTO MOBEAECHUS, HO U
Bcero mo3sra B nejiom [7, 8]. Ipyrumu cioBamMu, oHa
CIocoOHa BBICTYIATh B KauyecTBe (pakTopa 0OBbEMHOM
rnepegayy CUrHajia, OTBeTHasl peaklivsl Ha KOTOPblit He
OrpaHUYMBAETCS HEOOJIBIIIMM YMCJIOM CHEUAIU3UPO-
BaHHBIX KJIETOK.

Benymee 3HaueHue B peakUMU HEPBHBIX KJIIETOK
MMeEeT YaCTOTHAsI COCTaBIISIIONIAsl TeHEPUPYEMBIX MU
MOTEHIINAJIOB JEMCTBUS (CMAKOB), ITPEACTABIISIONINX
00011 BOJTHY BO30OY:KIIEHUSI, TIEPUOJINYECKI BO3HUKA-



132

Io111y10 Ha MeMOpaHe HelipoHa. I3BecTHO, 4TO Xapak-
TePUCTUKU cIlaiika (BpeMEHHbIE U aMIUTUTYAHbIC) MO-
TYT CYLIECTBEHHO pa3inyaThecsl KaK B HEHpoHax pa3Ho-
ro TWUIa, TaK W B OIHOW M TOM XKe KJIEeTKe B
3aBUCHMOCTU, HAMPUMEDP, OT YACTOThl €€ UMIyJbca-
uuu [9]. Ota TaKk Ha3pIBaeMasl IJIaCTUYHOCTb IMTOTEH-
1yaja 1eMcTBUS UMEEeT BaXXHOe 3HaUeHUe 1J151 PYyHK-
LMOHUPOBAHUS HEWPOHHBIX CETE€M, ITOCKOJbKY
npenonpeaeasieT nenojaspusalnio (cTeneHb U IIu-
TEeJIbHOCTb) HEPBHOIO OKOHYAHMS, YTO B CBOIO OYe-
pelb HaMPSIMYIO OTTIOCPENYET KOJIMYECTBO BhIOpachIBa-
eMmoro HelipomenuaTopa u 3¢pGHeKTUBHOCTh CUHAIITU -
YyecKol mepenayu Mexmy KjieTKaMu HEPBHOTO 1IEHTpa
[10]. OmHako cTeneHb HAIIMX 3HAHUM B OTHOILICHUU
TUIACTUYHOCTU CIaiiKoB B HEMPOHaX B 3aBUCUMOCTHU OT
UX (PYHKIIMOHAJIbHOU TPUHAMLIEXKHOCTU WU/UINA HEM-
poMeaUaTOPHO crieuuPUUHOCTU AOCTATOYHO Orpa-
HUYeHa, MpeXae BCero BCIEACTBUE HEAOCTAaTOYHOI
KapTUPOBAaHHOCTU MO3Ta BbICIIMX [TO3BOHOYHbIX.

B cocrtaBe 1eHTpanbHO HEPBHOW CHUCTEMBI MOJ-
mocka Lymnaea stagnalis umeeTcs mapa 3JeKTpUIeCcKu
CBsI3aHHBIX HepBHBIX KJleToK (VD1/RPaD?2), otHOCS -
LIUXCS K MENTUASPTUYECKUM, MYJbTU(DYHKIIMOHATb-
HbIM HelipoHaM, BXOASIIIMM B COCTaB KaK MUHUMYM
KapIuoperyiasaTopHoi HeiipoHHoit cetu [11, 12]. Panee
ObLIa MOKa3aHa YyBCTBUTEJIILHOCTDb 3THUX, PAaBHO KaK U
npyrux nentugeprudeckux HeiipoHoB LIHC Lymnaea
K JE€MCTBUIO TJIIOKO3bI, IIPU OBICTPOM (MUHYTHI) U3MeE-
HEHWU €€ COJIep>KaHWsI BO BHEIITHEN MO OTHOIIIEHUIO K
oM KjetkaM cpene [ 13]. I1pu aTom KonebaHust ypoB-
HsI TJIIOKO3bI B KPOBU (reMojimM@e) TaHHOTO MOJLIIOC-
Ka JOCTUTAIOT CYIIIECTBEHHBIX pa3MaxoB, OT 6a3aJIbHO-
ro ypoBHs, ucuucisemoro B 0.2—0.3 MM, 1o 5 MM u
BO3MOXHO 00Jiee, eCIIU peub UIET O Pa3INYHbBIX (PYHK-
LIMOHAJIBHBIX COCTOSIHUSIX, CBS3aHHBIX C aKTUBalUei
nuienorpediaeHus [14]. Kaxmoe U3 HUX xapakTepu-
3yeTCsl CBOMM COOCTBEHHBIM pEIepTyapoM IOBEIEH-
YeCKUX peaKkIiuii, 4TO 3aCTaBJIsSET MpearojiaraTb U3mMe-
HEHUS U Ha HEMPOHHOM YPOBHE OpTraHMU3allvM, BbI-
3BaHHBIC TIPOJIOHTMPOBAHHBIM (Yachl) JeUCTBUEM
TMOBBIIIEHHOTO YPOBHS TMIOKO3bl. OLIEHUTh HaJM4yue
WIN OTCYTCTBUE BO3MOXHOCTU MOAUMUKALIUU DJIEK-
TPUYECKUX XapaKTEePUCTUK CIaiika MpU TUNEPrIuKe-
MUM B OTHOIIEHUU UACHTUDUITUPOBAHHBIX HEMPOHOB
HHC Lymnaea, a Taxxke MeMOpaHHBIX MEXaHU3MOB
Takol 4YyBCTBUTEJIbHOCTU WJIU YCTOMYUBOCTU U OBLIO
3aa4yaMiy JaHHOI pabOTHI.

METOAbBI UCCITEAOBAHUA

Kueommuwie. PaboTa BhIIIOJIHEHA HA IpeACTaBUTEIIC
MPECHOBOIHBIX MOJUIIOCKOB TIPYIOBHUKE OOBIKHOBEH-
HOM — Lymnaea stagnalis. COop 0co0eii OCyIeCTBIsII-
Cs B JIETHE-OCEHHUI Mepuo B MEJIKMX BoJloeMax dac-
ceiiHoB pek Babuu u Hdpyre (MoruieBckasi 00J1acTh,
benapycr). B maboparopum nx comgepXajimi B aKBapu-
yMax ¢ OTCTOSIBILIEIACS BOOONPOBOAHOM BOOOI (HE Me-
Hee 1 J1 Ha ocoOb) pu Temnepatype 20 = 1°C. ITumeit
CIIy>XWJI MOJIOAbIe JIMCThs cajata (nutaHnue ad libi-
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tum). DKcnepuMeHTaJIbHbIe (KOHTPOJBHBIE M OIIBIT-
HbI€) TPYMITbl KOMIUIEKTOBAINUCH XKUBOTHBIMU OAMHA-
KOBOTO pa3MEpHOTro Kjacca: BbICOTa PaKOBUHBI OT 3.5
1o 4.5 cM, MmaccaoT 210 4T.

Dnekmpodghusuonoeuueckue ucciedosanus. KuaBOT-
HBIX HapKoTusupoBanu (5 muH B 0.2 M pacTBOpe
MgCl,), mocraBajiv LEHTpPaJbHOE KOJIbLIO HEPBHBIX
raHmimeB, KOTopble oopabareiBanu (1 mr/mir, 5 MuH)
pactBopoM mnpoHasnl (Protease E, type XIV, Sigma,
CHIA). K peructpauuu 3aeKTpUYECKON aKTUBHOCTHU
npucTtynaiu He paHee 30 MUH Mocje OTMBIBKY Mpena-
pata pactBopoM PuHrepa nnsa Lymnaea (B MM):
NaCl —44; KCl — 1.7; CaCl, — 4; MgCl, — 1.5; HEPES
(N-2-ruapokcusTuinunepasmt-N-2-3TaHCYIb(POHO-
Bas kucjiora) — 10, pH 7.5 = 0.1. PacTtBopsl D-rimoko-
36l (4.4.a., “Axanu3 X”, berapych) roTOBMIM Ha €ro
ocHoBe. JIJ11 OlLIeHKU MPOJIOHTUPOBAHHBIX 3(PphEKTOB
runepriiikemuu npernapatbl LIHC naKkyOupoBanu He
MmeHee 2 94 B 10 MM pactBope mmoko3bl. KoHTpoiieM
ObLIU TIpeTapaThl, HAXOAMBIIKNECS PAaBHOBEINKOE Bpe-
Ms B “yncTtoMm” pactBope Punrepa.

[Mapy snekTpuyecku CBsI3aHHBIX HEMPOHOB BUCIIE-
panbHOro M mpaBoro mapuetaibHoro (VD1/RPaD?2)
TaHIJIMEB UACHTUDULIMPOBAIN IO PACIIOJIOXEHUIO B
npeneiax HepBHOro y3na (puc. la), pa3mepy, LBETY,
mokasaTeJisiM M MaTTepHY CIOHTAHHOUW 3JeKTpUYe-
CKOM akTUBHOCTH [15].

st peructpaliuu 3JEKTPUYECKON aKTUBHOCTHU
HEeIpOHOB MCIIOJNIL30BAJIM CTEKIISTHHBICE MUKPO3JIeK-
Tponbl, 3antojiHeHHbIe 2.5 M pactBopom KCI (compo-
tuBieHue 10—15 MQ). B kauecTBe nuHaudpepeHTHO-
ro 3JIEKTpoAa BHICTYyIIajla XJOpUPOBaHHAasl cepeopsi-
Hasi IIPOBOJIOKA. YCWJIE€HHE BHYTPUKIETOYHBIX
CUTHAJIOB, Tlojaya [e- WJIM TUIIEPHOJSpU3YIOIINX
MMITYJIbCOB TOKa OCYIIECTBJISIJIN C ITOMOIIbLIO MUKPO-
anexkTtponHoro ycunuresnss MC-01M (JImartex, bena-
pych). DJIeKTpuUYeCcKre CUTHaJbl HEeHpOHOB Mocie
MpeaBapUTeIbHOM O (POBKY 3aIIUChIBAIN HA XKECT -
KW OUCK KOMIbIoTepa. TeKylmuit MOHUTOPHUHT, 3a-
MUCh U MOCJENYIOIIN 00CUET CUTHAIOB OCYIIECTB-
JISUTA TIPU IIOMOIIMY IIPOrpaMMbl JIEKTPOHHOIO OC-
muutorpada InputWin [16].

YacToTy MMIyIbCalluU OIIPEACIISIN IJIST 4 Tmocie-
noBaTeabHbIX 30 ¢ yYaCTKOB HEMpOHOTPaAMMBI JIJIU -
TEJIbHOCTHIO 2 MUH (11ar KBaHToBaHus 5 mc). [lapa-
MeTphl nmoreHuuana aeiicteus (1), Bkioyas miau-
TEeJIbHOCTb 1 aMIUIUTYAY OTACAbHBIX ero a3 (puc. 1b),
JUTs1 4 IPOU3BOJIBHO BbIOPAHHBIX CITAMKOB, OLIEHUBa-
au 1o 30 ¢ oTpe3KkaM HEMPOHOTrpaMMBI, BBITTOJTHEH -
HBIX ¢ aroM kBaHToBaHus 0.5 Mc. AMIUIUTYY MO-
pora oTCUMTBIBAJIM OT YPOBHSI MMOTEHIIMAIa TTOKOS 10
pereHepaTuBHOIO BO3pPAaCTaHUS HATPUEBOU MPOBO-
mumoctu (touka A), Il — M0 MOJOXUTETBHOTO
(touka B), a cienoBoit runepnonaspuzauuu (CI') —
o oTpuliateJbHOro (Touka C) MMKOBOTO 3HAYEHUS
crnaiika. 3a mojoxuteabHyto dazy Il mpuHumManu
Y4acTOK OT TOUKM A O MOMEHTa MepecevyeHus: Kpu-
BOIl 3alMCU C YPOBHEM MEMOpPaAHHOro MOTEeHIMasa
Ne 2
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Puc. 1. PacnionoxeHnue ucciienoBaHHbix HelipoHoB B LIHC Lymnaea stagnalis (a) u aMIIIMTyIHO-BpEMEHHBIE XapaKTePUCTUKHU TTO-
TeHuumana aeiicteug (b). s (a): 1 — BucuepanbHblii, 2 — MpaBblil TapUeTaIbHbBIN TaHuil; A — Briepen, P — Hazan, L — BneBo,
R — Brpaso. 14 (b): Rising (Falling) phase — da3bl ae- u penonsipuzaunu, Undershoot — cienosasi rurepriosisipy3anusi. A — ro-
por, B, C — noyioxuTesbHOE U OTpULIATENIBHOE MMKOBOE 3HAYeHUE MOTEHIIMaIa AeHCTBYSI.

(ero obmias (S) u cpenaHsst (S/t), paccuuTaHHas ¢ yde-
TOM JJINTEIBHOCTU (pa3bl, MJIOLIAAbL, BHIPAXKAIOTCI B
YCJIOBHBIX, MAIIMHHBIX SAMHUIIAX, M.€.), 3a OTpULIa-
TenabHYyIO (pa3y — yyactok CI.

IMocTrosiHHy10 BpeMeHU MeMOpaHHI (T,,) onpenesns-
JIM MO U3MEHEHUI0 MeMOpaHHOIo IOoTeHIMaia, Bbl-
3BaHHOIO TOJTYKOM TokKa (—0.5 HA), KaK BpeMs, Koraa
OHO JIOCTUTHET 1/e OT MakKcHMMaJIbHO HabJII0IaeMOoTro,
3HaueHue MeMopaHHOI eMkocTu (C,,) BBIYUCISIIU IO
dopmyne: t,, = R, < C,, roe R, — CONPOTHBIECHUE
meMOpaHbl. Ilpu 3ToM R,, ompenesnsuiv, UCXons U3
BXOIHOTO COIIPOTHUBJICHUSI KJIETKU, MPU TOJUKE TOKa
(—0.5 HA), 3a BbIUETOM COIPOTUBJIECHUSI MUKPOIJIEK-
Tpojia, 0e3 yueTa CONPOTUBIICHUS] aKCOTLIa3Mbl U BHE-
KJICTOUHOM cpenbl. s TMoCcTpoeHUsT KpUBOIl BOJIBT-
amriepHoit xapaktepuctuku (BAX) MeMOpaHbI rmocie-
JIOBaTeJIbHO MOAaBaId UMITYJIbChl TOKA B IMAa30He OT
—2 1o +2 HA (c mrarom 0.5 HA) ¥ IUTUTEIBHOCTHIO 3 C,
OMHOBpPEMEHHO (UKCUpYsl 3HaAaYyeHHe MeMOpaHHOIO
MOTEHIIMAaNla MCCAeAOBaHHBIX KJEeTOK. [lojiyueHHbIe
JaHHBIC ITPEICTABIISLUIN B rpadpuyeckoii popme.

Cmamucmuueckas obpabomka. HopmanbHOCTB pac-
npeaeaeHus ISl KaXIOoro psifa 9KCIepruMeHTaTbHbBIX
IaHHBIX TIPEIBAPUTEILHO OLICHWBAIMU IIPU ITOMOIIU
W-tecta lllamupo—Yunka. B ciydae monTBepKaeHUS
HOPMAaJILHOCTHU pachpeaeeH!s CpaBHUBAeMbIX TTOKa-
3aTejieil MCIIOJNb30BaJM IlapaMeTpUYeCKue METOMbI
oneHKU: f-kputepuiit CTblOIEHTa IS HE3aBUCHUMBIX
nap ¥ TUCIIEPCUOHHEBIN aHaJIU3 IJISI HOBTOPHBIX U3ME-
peHuii (repeated measures ANOVA). Eciii HopMaib-
HOCTb pacIHpeneieHus Imokaszareaeil He ObLIa ITOMd-
TBepKIeHa AJs Bcex 0e3 MCKIIIOUEHUs TPYIIl JaH-
HBIX — MCITOJIb30BaJIM HellapaMeTPUIECKIE METOIbI:
U-xputepuit ManHa—Yutau (Mann—Whitney U-test,
Z) IJ1s1 TIOTIApHOTO CpaBHEHUST HE3aBUCUMBIX BHIOOPOK.
JlaHHbIe OpeacTaBlIeHbl B BUIE CpemHee + oluMOKa
cpenHero (HopMajibHOE pacrpeneeHUe) Ui MeaaHa
(BEpXHUIA; HU>KHU KBapTWJIN), B ClTydae ero Herapa-
METpUYECKOro xapakrtepa. Yucno HaOmopeHuii (n)
yKa3zaHO JIs1 KaXXIOTO MacCHUBa MJAaHHBIX OTAEIBHO.
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HaHHble 00pabaThiBaid TOCPEICTBOM IMPOTrpaMMBbl
Statistica 6.0. JIoCTOBEpHBIMU CUUTAJINCH PE3YJIbTAThI
MpY YPOBHE 3HAYMMOCTH (p), PaBHOM WMJIU MEHbIIIEM

0.05.

PE3YJIBTATBI UCCIIEAOBAHUSA

Dnekmpuueckue ceolicmea memopansl. B KOHTPOJIb-
HBIX YCJIOBUSIX COMPOTUBJIIEHUE MeMOpaHbl (R,,) Heil-
poxa VD1 B 2.5 paza Menb1e (= 3.99; p < 0.01), aem-
kocth (C,)) B 5.2 pa3a 6ombie (1 = 2.59; p = 0.02) ana-
JIOTUYHBbIX moka3zareneid misi RPaD2. Paznuuus B
MOCTOSIHHOM BpeMeHU MeMOpaHbl (T,) ObUIM CTaTU-
ctuyecku He 3Hauumbl (1 = 1.39; p = 0.19). I1pu ru-
MEPIIMKEMUU OTMEYaeTcsl JOCTOBEPHOE BO3pacTaHue
(B 1.79 paza) 7,, 111 VD1 nipy HEM3MEHHOCTU IPYTUX
DJIEKTPUUYECKUX XapaKTEPUCTUK MeMOpaHbl 3TOro
Helipona. Hanmpotus, B otHomeHnn RPaD2 otmeueHo
2.1-KpaTHO€ YMEHBIICHUE COINPOTUBJICHUS, COIIPO-
BOXIaeMOE MHOTOKpaTHBIM (B 5.5 pa3a) yBeJIuuyeHUEM
€MKOCTU, MPOUCXOAAIIUX Ha (OHE yMEepeHHoro (B
1.2 pa3a) CHMKeHUSI TOCTOSIHHOM BpEMEHU MEMOPaHbI
M0 CPaBHEHUIO C KOHTposieM. B aTux ycinoBusix pasiu-
guii Mmexny R, (1= 1.18; p=10.26), C,, (t=1.28; p = 0.23)
ut, (t=0.31; p = 0.76) HeitponoB VD1 u RPaD?2 BbI-
SIBJIEHO He ObLI1o (Tab. 1).

Pasznmuuust B moreHmumane mokos Mmexny VD1 u
RPaD?2 kak B xkoHTpoJe (f = 0.40; p = 0.70), Tak u B
ycaoBusx rurieprimmkemud (1= 0.91; p = 0.38) He ObUIK
CTaTUCTUYECKU TOCTOBEPHBIMU. B TO Xe BpeMs1 MOBHI-
LIEHHE COAEPKAHMS TNIIOKO3bl B MHTEPCTUIIUY ITPUBO-
IUT K aenossipu3anuun Heiipona VD1 (Ha 10—15 MB,
T.¢. B 1.3 pa3a mo cpaBHEHUIO C KOHTPOJIEM), HO He 13-
MEHSIET YPOBEeHb MeMOpaHHoro noreHuuaiga RPaD2
(puc. 2a). YacTora reHepaliuu MOTeHIMAIA JEUCTBUS
MEXOy WCCIeNOBAaHHBIMU KJIETKAMM, OYEBMIHO, HE
paznmyanach Kak B KOHTpoJibHbIX (7 = 1.30; p = 0.19),
TaK M 3KCIIepUMeHTaldbHbIX (7 = 1.73; p = 0.08) ycio-
BUsIX. Pa3BuTHe runeprinkeMu He U3MEHSIET 4acTOT-
HbIE€ XapaKTePUCTUKN ITOM Maphl JEKTPUIECKHU CBSI-
Ne 2

TOM 59 2023



134

CHUJIOPOB, IIAJIEHKO

Tab6auna 1. DiaekTpuvecKre XapaKTepUCTUKU MeMOpaHbl HeiipoHoB VD1 u RPaD2

VD1 RPaD2
[TokazaTenb
KonTtpons (n = 9) | Imokosa, 10 MM (n = 7) |[KonTpons (n = 5)| [l1oko3a, 10 MM (n = 5)
21.0 £ 3.6 30.0 + 8.0*
+ +
Comnpotusnenue (R,,), MQ 25153 £=0.63:p=0.54 63.0£8.5 =283 p=0.02
264 +5.5 14.8 + 2.1*
+ +
Ewmkocts (C,,), HD 14.1+32 £=2.04:p =006 27104 £=571: p < 0.001
+ * + *
[TocTosIHHAS BPEMEHH (T,,), MC 261 + 54 t= ‘;6187;—[)830.05 1270+ 113 - ;?583;_1)630.01

Ilpumeuanue: JlaHHbIe TIpECTaBIEHbl B BUIE cpeiHee T+ ommnbdKa cpeqHero. s onbITHOM TPYIbI yKa3aHo 3HaueHue -kputepusi CTbio-
JIEHTa Y yPOBHSI 3HAUUMOCTH (p) B CPAaBHEHUHU C KOHTPOJIEM, OTAEIBHO IJIsl KaXKIOTo MoKa3aTeJsis U 1Mo KaXaoMy HelipoHy. CTaTUCTUYECKU
JIOCTOBEPHbIE U3MEHEHMSI JOTIOJTHUTEIbHO OTMEUEHbBI aCTEPUCKOM ().

3aHHBIX KJIETOK (puc. 2b), B TOM 4HCJIe U 10 KaXKIOMY
HUCCJIeNOBaHHOMY HEMPOHY OTIEJILHO (puc. 2¢).

B KOHTpPOJBHBIX YCIOBUSX KpUBasli BOJbT-aMIlep-
Holi XxapakTepuctuku (BAX) memOpaHbl HeiipoHa
RPaD2 oxka3sbiBaeTcsl CIBUHYTOM, OTHOCUTEBHO Ta-
KoBoit gist VD1, — BpaBo, B 00JIaCTU TOJIOXUTEb-
HBIX (BBIXOISIIIIMX) TOKOB U BJIEBO, B 00J1aCTH OTpULIA-
TeNbHBIX (BXoAsmux) TokoB (puc. 3a). B ycmoBusix
TUTIEPTJIMKEMUU CTATUCTUYECKU TOCTOBEPHBIX Pa3in-
yuii B BAX Mexny nccienoBaHHBIMU HEHpOHAMU Bbl-
sIBJIeHO He ObUIOo (puc. 3b). AHaIM3, IPOBEICHHBIN 110
KaXJIOMY HEWUPOHY OTIeNbHO, BbISIBUJI CTaTUCTUYE-
cKyio HeuaMeHHOCcTb BAX m1g VD1 (puc. 3¢) u ee cme-
1IEHWE BJEBO JUUISI BBIXOJSIIMX U BIIPABO JIJIsI BXOJS -
IIMX TOKOB B oTHomeHun RPaD2 (puc. 3) npu ru-
MEPTIIMKEMUU 10 CPABHEHUIO C KOHTPOJIEM.

Ilapamempor nomenyuana deiicmeusi. B HopMaabHBIX
YCJIOBUSIX CYILIECTBYIOT BhIpaKeHHbBIE pa3anuus, Mpe-
UMYIIECTBEHHO BO BPEMEHHBIX, XapaKTepUCTUKaxX
crmaiika Mexny HeiipoHamMmu VD1 m RPaD2 (puc. 4).
Peub uaeT o Bo3dpacTaHuU IIUTETbHOCTH (ha3 1e- U pe-
nonsipu3anuu B 1.36 (z = 2.03; p = 0.04) u 2.44
(z=4.83; p<0.001), yMEHbIICHUY IUINTEILHOCTH CJIC-
JIOBOI rurepnospusanuu B 1.65 (z = 3.79; p < 0.001)
pasa cooTBeTCTBEHHO, st HeiipoHa RPaD2 o otHO-
meHuio K VDI1. 3HayeHus aMIUIMTYAbl ITOTeHIIMAana
nevictus (z = 0.94; p = 0.35) u ero nmopora (z = 1.64;
p =0.10), B orstmume oT 2.22-KpaTHOIO CHIKEHUSI 3HA-
YyeHHUsl CJIedoBOM rurmepriospusauun (z = 4.02;
p <0.001), craTucTUyeckKu TOCTOBEPHO HE pasjimya-
Jiuch. B ycnoBusiX runeprivkeMun Kak BpeMEHHbIE —
murenbHocTth da3 Il (z = 1.81; p = 0.07), PII
(z=1.62;p=0.11)u CI (z=1.60; p=0.11), Tak u am-

(a) (b) (©)
VDI RPaD2 r
~20 n=9 n=9|n=6 n=5I =054 3k
> p=0.59 7=10.83
=) N —_— N 7=0.43 p=0.40
. = 2r T HL =070 A
E —40 + T % % /—H
5 T o I o 1.08 132
o) 113 T
> i = L £ II.O7 1.00
2 I -0 E I £ o1f I
g —60F | _sg =55 l \
g Y t=1.39
= = 263033 p=0.20
L *»=0. ) 1 )
—80 n=78 n=179 n=28 n=32 n=30 n=42
Experimental VD1 RPaD2
] Control [ Glucose Group

Puc. 2. MeMOpaHHBbIi1 noTeHIMan (a — MOTeHLMAaJ ITOKOsT) M YacTOTa reHepalvu MoTeHI1mana 1eicTeus (b — cyMMapHo 115 aphl,
C — OTIEJIBHO IO KaXXIOMY HEMPOHY) Mapoii 3JIEKTPUUECKU CBsI3aHHbIX HelipoHoB VD 1/RPaD2 B konTpose (Control) u B ycJioBuU-
SIX 9KcrnepuMeHTanbHoM runepriaukemun (Glucose). IpeacrasieHo 3HaueHHWe oKa3artessi — YMC/ia Hajl CToJI0uKamMu (cpemaHee,
JUISL @ WIK MelMaHa, Uisl b, ¢) U TUIaHKM MOrpelHocTeit (o1mbKa cpeqHero, UIsl a WIM HUXXKHUNA, BEpXHUIT KBapTWUiIu, U1l b, ¢),
YMCJIO MPpOaHAIM3UPOBAHHBIX HEPOHOB (a) UM y4acTKOB HelipoHorpaMMsl (b, ¢) — #. J1JIst Kaxka0¥ rpyIIIbl CpaBHEHUST yKa3aHbl
3HaueHws ¢ (1-kputepuilt CthiofeHTa, mis a) wiu z (U-kputepuit ManHa-YutHu, 1151 b, ¢) 1 ypoBHs 3Hauumoctu (p). * — Cratu-

CTUYCCKHU JOCTOBEPHBIC NBMCHECHMS.

KYPHAJ 3BOJIIOLIMOHHON BUOXUMUU U GU3NOJIOTUH
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(a) (b)
F=8.63; p<0.001

—0— VDI
—O— RPaD2

—0— VDI
—— RPaD2

2.0
F=4.54
L5rp=0.01

1.0}

F=10.89; p=10.89

(©) (d)
F=0.65; p=0.74 F=14.33; p<0.001

—Oo— Control —Oo— Control
—o— Glucose —0— Glucose

F=219

Puc. 3. Bonbr-amnepHasi xapakTepucTika MeMOpaHbl Mapbl 2JIEKTPUYECKU CBI3aHHbIX HelipoHoB VD1/RPaD2. (a) — koHTpoOIb,
(b) — runepriaukemusi, (¢) — HelipoH VD1, (d) — Heiipon RPaD2. Yka3anbl 3HaueHust F-kpurtepust (Opuamana) u ypoBHSI 3HaUK -
MOCTH (p) B Cilyyae JUCTIEPCOHHOTO aHaIu3a ISl IOBTOPHBIX U3MEPEHUIA, B TOM YUCIIE OTAEIBHO ISl TTOJIOXKUTENbHBIX (JIEBBIi
BEpPXHUIM YrOJI MUarpaMMbl) U OTPULIATENbHBIX (MMPaBbIii HUXKHUI YTOJ AUarpaMMbl) TOKOB. BepTukanbHasi MyHKTUPHAST JTUHUS
MpencTaBieHa 1l HAaIIAHOCTY U3MEHEHUI BOJIBT-aMIIePHOI XapaKTepUCTUKU. * — CTaTUCTUYECKU JOCTOBEPHbIE U3MEHEHMUS,

MPU MOMapPHOM CPaBHEHUU TaHHBIX.

IUIUTYIHbIE — BeJIUYuHBI ropora (z = 0.71; p = 0.48),
cnaiika (z = 1.40; p = 0.16), CI' (z = 1.24; p = 0.21) xa-
pakTepucTUKM IoTeHuana aeiicteus VD1 u RPaD2
HE OTJINYAJIMCh APYT OT Apyra.

B xone GoJiee AeTanbHOro aHajau3za, JJisi HEpoHa
VD1 BbISIBJIEHO 3HAUUTEIBHOE, CTATUCTUISCKHU JOCTO-
BepHoe, B 1.43 pa3a, Bo3pacTaHue IUIMTSIAbHOCTH (pa3bl
AIT (puc. 4a), u ropasgo Oosee CylIeCTBEHHOE
(B 2.0 paza) yBenmyeHue miutenbHocTH a3el PII
(puc. 4b), He HocsIIee, TeM HE MEHEEe, CTAaTUCTUYECKU
3HAYMMOI'0 XapaKTepa, II0OTeHIIMaia ACMCTBUS B YCIIO-
BUSIX DKCIIEPUMEHTAJIbHOM TUMEPIIINKEMUN 1O CPaB-
HEHMIO C KOHTpoJieM. JIocToBepHOE yBeJIMUeHHE OTMEe-
YeHO U B OTHOIIeHUM IauTeabHoCcTH ¢a3el CI' — B
1.33 pasa 151 ONBITHBIX (TUITEPTJIMKEMMS) YCIIOBUIA IO
CpaBHEHUIO C KOHTpoJieM (puc. 4c). B oTHolIeHUM aM-
WIATyapl (a3 criaiika, CTaTUCTUYECKU JTOCTOBEPHbBIC
M3MEHEHUST He ObLIM BBISIBJICHBI HU IIJISI OMHOTO U3 MC-
CJIENOBAHHBIX TTOKa3aTeseil — NoTeHIala IeUCTBUS,
opora ero reHepaluy 1 CIASIOBOI TUIIEPIIOISIpU3a-
muu (puc. 4d—f) B ycIoBUSIX SKCIEPUMEHTAIILHOM TH-
MeprivuKeMUU 110 CpaBHEHUIO C KOHTpoJieM. J1j1s1 KieT-
k1 RPaD2 peub uger o 1.21- u 2.02-kpaTHOM yBeauye-
Huu mmarenabHoctu a3 AI1 (puc. 4a) u CI' (puc. 4c¢),
MPpU TEHACHLIMU K CHUKCHUIO MPOAOLKUTEIbHOCTU
dassbl PIT (puc. 4b). I1pu 3TOM CTaTUCTUYECKU 3HAYU -
MbI€ OTJINYMS ObLIN 3a(pMKCHUPOBAHBI JIMIIIH B OTHOIIIE-
Huu amrutyasl CI' (yBennueHue B 2.25 pasa, puc. 4f),
Opyu HEM3MEHHOCTM 3HAYECHUM aMILIMTYH cIliaiika
(puc. 4d) u mopora (puc. 3e).

W3meHenuss (opMbl NMOTEHLMANIa ACUCTBUSI, Ha-
GaomaeMble TIPU TUIEPIIIMKEMUN, OBIIM OTMEUYEHbI
g VD1 u RPaD2 kak 1o oTHOIIEHUIO K TOTEHIIMA-

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3SUOJIOTUU

JlaM neicTBus 1-ro Timna, “y3kum”, ¢ MpruOJIU3UTETBHO
ONIMHAKOBOM JINTEbHOCTBIO (ha3 ae- u pernojspusa-
LIMM, XapaKTepHble JJIs1 HU3KMX WU YMEPEHHbIX (B
cpenHeM, 0.5 T ¥ MeHbIIE), YaCTOT UMMYJbCALIUU
(puc. 5a, 6a), Tak U ciaifkam 2-ro TUIa, “IInupoKue”, ¢
HEOOJIbIIMM IJIATO BO BpeMsl peroJisipu3aliuu, 4to jie-
JIaeT ee 0oJiee MIPOIOJIKUTEIIBHOM MO CpaBHEHMUIO C (ha-
301 IeNoJIsIpru3aluu, IPEeMMYILECTBEHHO PETUCTPUDY-
emble mpu BbIcOKuX (1.0 Tm m BbeIIIE) YacToTax
(puc. 5b, 6b). Cnenyer OTMETUTD yBEJIUYEHUE CKOPO-
CTU MEIJICHHOM JIeMosipu3aliiu MeMOpaHbl B yCI0-
BUSIX TUTIIEpTIIMKeMUM (00macTu A puc. 5, 6), a Takxke
BBIPAXKEHHOCTU CJIEAOBOI Trurieproaspu3anuu (00-
nacth B puc. 5, 6), mperMyIeCTBEHHO A1 CITAAKOB
2-ro tuna (B oHomenuu VD1).

OTCyTCTBUE CTAaTUCTUUYECKON 3HAUMMOCTHU IJIST U3-
MeHeHMi mmTenbHocTH (asnl PIT (puc. 4b), HecMoOT-
psI Ha CYIIIECTBEHHOE, ITOPOIi ABOEKPATHOE Pa3INiKe B
3HAQUYEHUSIX MEIMaHbI, CBSI3aHO C UCITOJIb30BAHUEM IS
pacueTa mapaMeTpOB MOTEHIIMAJA IeHCTBUS CITAliKOB
Kak IIEpBOIrO, TaK M BTOPOro TUIIOB, COOTHOIIIECHUE
(BCTpeyaeMOCTb) KOTOPBIX B MpernapaTrax KOHTPOJb-
HOI 1 OIBITHOM TPYIII pa3nuyaioTcs (mpumepHo 1:3 u
1:1 coorBeTcTBeHHO). Kak ciencTBue, BeIMYMHA CTa-
TUCTUYECKOro pa3zbpoca, OCOOEHHO B OTHOIIECHUU
KOHTPOJILHOM TPYIIIbI, HUBEIUPYET TOCTOBEPHOCTH
HaOmomaeMbIx pasnmuuunii. Hopmann3oBbIBaTh 3TH
JaHHble (T.e. (paKTUUEeCKU BBHIOPAKOBBIBATH T€ WJIU
WHBIC 3HAYCHMsI) Mbl HOCUMTAINM HEKOPPEKTHBIM C
TOUKM 3pEHMS AU3aiiHa SKCIIEPUMEHTA.

Takue wuHTeTrpaJbHBIE NOKa3aTeJM cIaiika, Kak
momanb (o01Iast M cpeaHsisi) ero a3, CTaTUCTUIECKN
JIOCTOBEPHO OTIMYAJIMCh APYT OT Ipyra nMpu CpaBHE-
Ne 2
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n=48 n=37 n=28 n=40

VD1 RPaD2 VD1

[] Control

n=48 n=37 n=28 n=40

n=48 n=37 n=28 n=40

RPaD2 VD1 RPaD2

[ Glucose

Puc. 4. AMIUIMTYTHO-BpEMEHHBIE XapaKTepUCTUKHU craiika B HeiipoHax VD1/RPaD2 B konTtpoJie (Control) u B yCIIOBUSIX 3KCIIE-
pumMmeHTanbHO# runeprimkemMun (Glucose). (a) — nuTenbHOCTD (hassl Aenonsipu3aunu (Rising phase); (b) — mutenbHOCTD (pa3bl
pentonsipusatmu (Falling phase); (¢) — mmmtensHOCTB hasbl cnenoBoii runeprioispusaiu (Undershoot); (d) — aMmIiMTyna moTeH-
muana neiictBus (Spike amplitude); (e¢) — amruiutyna mopora roreHumaia neicteust (Threshold amplitude); (f) — ammunTyna cie-
nosoii runepnoasgpusauuu (Undershoot amplitude). [IpeacraBiaeHo 3HaueHUe TToKa3aTesIsl — YKCia Hajl CTOJOMKaMu (MeIraHa)
M TJIAHKU TTOTPELIHOCTEM (HVXKHUI, BEpXHUI KBAPTUJIN ), YUCIIO MPOAHATIU3UPOBAHHBIX CITAaiikoB (#). JIJist KaX 1ot rpyriibl cpaB-
HeHUs yKa3aHbl 3HaueHus1 Z (U-kputepuit MaHHa—YUTHU) ¥ YPOBHS 3HAYUMOCTH (p). * — CTaTUCTUYECKU TOCTOBEPHBIE N3MEHE-

HUA.

HUU JaHHBIX no HelipoHam VD1 u RPaD2 (puc. 7).
B xoHTpOnpHBIX yciaoBusax, it RPaD2, ormedeHo
1.77-xpaTHoe yBemumueHue (z = 2.12; p = 0.03) u
2.75-kpatHoe (z=2.36; p =0.02) yMeHbIIeHNE OO1ICii
IUIOILIAAY ITOJOXKUTEIBHOI 1 OTpULaTeIbHOM (ha3 ero
CITaliKOB COOTBETCTBEHHO, IO OTHOIIEHMIO K ITOTEH-
nuanam aericteusg VD1, Ilpu 3ToM cpenHsis Iuiolaab
¢a3 cnaitka B RPaD2 6bl1a HUXKe MO CpaBHEHUIO C Ta-
koBbIMU WIst VD1 — B 1.10 (z = 4.76; p < 0.001) u 2.11
(z=15.09; p <0.001) paza ojist HO3UTUBHOI U HETaTHUB-
HOIi (pa3bl COOTBETCTBEHHO. B yClIoBMsIX TMIIEepriivKe-
MUY 3TU Pa3]IMIMS U UX HaIIpaBJIECHHOCTh Mexkay VD1
n RPaD2 B 1ie10M coXpaHSIJIMCh, 3a UCKIIOYCHUEM
3HAYCHWM IS OOIIeil MIomanmyd MO3WUTUBHON (a3bl

KYPHAJ 3BOJIIOLIMOHHON BUOXUMUU U GU3NOJIOTUH

(z=10.02; p = 0.98). nsa cnaiikoB RPaD2, no cpaBHe-
HUIO C TIoTeHIIUaiaMu aeiictBust VD1, oTMeueHO CHU-
KeHue OOIIei IUToIIaay MO3UTUBHOM a3kl B 1.94 paza
(z=2.97; p <0.01), cpenHux IUIOIIAeI MOJOXKUTEIIb-
HOU 1 oTpuuatenbHolt a3z B 1.27 (z=2.80; p < 0.01)
1.75 (z= 3.88; p < 0.001) pa3a COOTBETCTBEHHO.

IIpu runepraukemun, st Heiipona VD1, mo cpaB-
HEHUIO C KOHTPOJIbHBIMU YCJIOBUSIMU, PE€UYb UIET OO
yBeJIMYeHUU oO111eii Tioianu cnaiika B 1.32 u 2.49 pa-
3a 111 TO3UTUBHOM U HEraTUBHOM (ha3 COOTBETCTBEH-
Ho (puc. 7a), a TaKkKe BO3pacTaHUU CPEAHEN TTOIIaan
dasbr B 1.26 (mo3utuBHast) u 1.29 (HeraTuBHasI) pasa
(puc. 7b). B otHomienun RPaD2 cnpaBenyimBo roBo-
PUTH O HEM3MEHHOCTHM 3HAYCHMI OOIIEei M cpemHei
Ne 2
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Puc. 5. CnioHTaHHas sneKTpuueckas akTHBHOCTh HelipoHa VD1 u ¢hopma ero crmaifkoB pa3HOro TUIa B KOHTPOJIE U B YCIOBUSIX
9KCIMEPUMEHTAIbHON TUIEepIIIMKeMUH. (2) — MoTeHUMabl 1-ro tumna, (b) — noteHuMnansl 2-ro tumna. st Bcex yacreii (a—b) pu-
CyHKa: cjieBa — (pparMeHT 3amucu (5 ¢) 2JIeKTPUYECKOIl aKTUBHOCTH HEepOHa, Tie BEpXHsIs (CMHEro 1[BeTa) MoJ0ca — KOHTPOJIb,
HIDKHSIST (KpacHOTO 1[BeTa) — TUIleprinkeMus (I1oko3a, 10 MM); cripaBa — HaJloXKeHME OTIEJIbHBIX CITAaKOB (cuHero uBeTta (/) —
KOHTPOJIb, KpacHOTO (2) — 1oko3a, 10 MM) aToro yyactka ¢ COBMELIEHUEM MX TMKOBOTO 3HAU€HUsI M YPOBHSI MOTEHIMasa MOKOSI,
COMPOBOXIAaeMOE BbIpABHUBAHUEM aMIUIUTY/ TOTEHLIMAIOB AeICTBUS CpeicTBaMU rpaduyeckoro peaakropa (o BbICOTe PUCYH-
Ka), oTpaxarolliee U3MEHEHNE BPEMEHHEBIX XapaKTePUCTHUK craiika. 3amicy CIOHTAHHOM 2JIeKTpUYecKoil akTUBHOCTH VD1 mist
KOHTPOJIBHBIX W OITBITHBIX YCJIIOBUI TTOTy4eHBI OT pa3HbIX ipernaparoB LIHC. 1ns dparmeHTOB 3amucu (ciieBa) MpUBENEeHBI 3HA-
yeHus yactoThl (1), KanubpoBKa yKa3aHa sl KaXI0i perucTpalluy OTAENbHO. YYaCcTKU 3allMCH, OTPpaKaloLIue U3MEHEHUS MelI-
JICHHO IeNOISIpU3alliy U CIeI0BOIM TUTIEPIOJISIPU3AIIMY MEMOPaHbI, aKIIEHTUPOBAHbI MyHKTUPHOU JTMHKEH — obnactr A u B co-

OTBETCTBCHHO.

IUIOIIAAY IIO3UTUBHOM a3kl cmaiika, mpu 3.53- u
1.55-kpaTHOM yBEeIMYEHUH ITUX XKe IMOKa3aTelaei Ijis
€ro HeraTUBHOI1 (pa3bl NMPU MOBBIIIEHUU COIEPKAHUS
[JIFOKO3bI B MTHTEPCTULIVIN.

OBCYXJIEHWE PE3YJIbTATOB

[luTomnnasma 3JIeKTpUUYECKU CBSI3aHHBIX HEMPOHOB
VD1/RPaD2 ¢daktuuecku coeguHeHa IIOCPEICTBOM
WHHEKCOHOB (HU3KOOMHOTO KOHTaKTa, 00ecIeynBao-
IIETO BJIEKTPUYECKOE COIPSDKEHNE 3TUX KJIETOK) [17],
CTPYKTYPHYIO OCHOBY KOTOPBIX COCTaBJSIIOT TpaHC-
MeMOpaHHbIE, C BOIHOI MOpOii, KaHAIbHBIE OEJIKU —
uHHekcuHbl [18, 19]. Kak cinenctBue, obpa3zoBaHHas
9JIEKTpUYECKas 1Ielb BKJIIOUYAET B ce0sl TpU MOCIEN0-
BaTeJIbHO COCAMHEHHBIX DJIEMEHTA, KaXKIbIii CO CBOU-
MU COOCTBEHHBIMU BJCKTPUYECKUMU XapaKTePUCTU-
KaMu (COIPOTUBJICHUE U €MKOCTb): IMpEeCHMHANTUYe-
ckasg KijeTka (Kyma  OCyIIECTBJSIETCS — Tomayda
3JIEKTPUUYECKOTO HMMITYJIbCa), KaHajbl IIeJIEeBOrO CO-
€IVWHEeHUs1, ToCTCMHAaNnThIeckas KieTka. [TocKoJibKy B

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3SUOJIOTUU

HCITOTb30BaHHOI HaMW KOH(HUTYpaIIM pedb He IIIJIa O
MEXaHWYeCKOM pa3IelIcHUM MCCIeIOBAaHHBIX HEMpo-
HOB WX (bUKCAIlMK HamnpsoKeHWs Ha UX MeMOpaHe,
MIPaBWJIHBHO TOBOPUTH OO 3JIEKTPMYECKUX CBOICTBaX
e 3JIEKTPUYECKH CBSI3aHHBIX HEUPOHOB, OIMpee-
JISEMBIX, TEM He MeHee, TIPeUMYIIECTBEHHO XapaKTe-
PUCTUKAMU TTPECUHAIITHYEeCKOTO HelfpoHa.

C »Tux mo3uluii omnpelneJcHHbBIE HAMM 3HAYCHUS
JIJIST COIIPOTUBJICHUSI MEMOpPaHbI JOJKHBI OBITh HIXKE,
a JUISI EMKOCTH BBIIIE, OTMEYAaeMbIX JJISI U30JIMPOBaH-
HBIX HEPOHOB — BO3pacTaHMWe OOILEH TIOIIAAN MEM -
OpaHBbI ITO3BOJISIET YAECPXUBATh OONBIIOE KOJIMYECTBO
3apsaa (EMKOCTh BBIIIIE), a TAKKe YBEIMIMBACT KOJIM-
YeCTBO MyTEeH i1 TEKYIIUX 4Yepe3 MeMOpaHy TOKOB
(comportubiieHUe HUXKe). [eiicTButeabHo, Benjamin u
coasT. [17] ykaseiBatot, yTo R,, niasg VD1 cocraBuio
50 MQ, a niiss RPaD2 — 68 MQ. OTneabHO mogdyepKu-
BaeTcs, YTO JaHHBII ITOKa3aTellb BeChMa BapuaOelieH,
HaOJIIoIaJIiCh eT0 KoyiebaHnus B nuana3oHe 14—80 MQ.
HaiineHHoe aBTopaMu 3Ha4eHUE T,, HE HOCUJIO CTaTH-
CTUYECKH TOCTOBEPHBIX pasnmunii it VD1 n RPaD?2,
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(a) .84 Hz
' }30 mV

0.5%

|

| 1.06 Hz

(b)

Puc. 6. CnioHTaHHas 3JieKTpUYecKast aKTUBHOCTb HelipoHa RPaD2 u (hopma ero craifkoB pa3HOTO TUITa B KOHTPOJIE U B YCJIOBUSIX
9KCIEPUMEHTAILHON TUIEPIIMKEMUU. (a) — MOTeHLAaNbI 1-ro TuIa, (b) — moTeHLMankl 2-1o TuIa. Te xe, 4To U 1151 puc. 5.
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VD1 RPaD2
positive phase

VDI

RPaD2

VD1

RPaD2

VD1 RPaD2

negative phase

positive phase
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[] Control  [] Glucose

Puc. 7. MHrterpanbhblie napameTpsl noreHuuana aeiicteus (I1J1) B Heitponax VD1/ RPaD2 B koHtpose (Control) u B ycinoBusix
aKcrnepuMeHTanbHoi runeprivkemuu (Glucose). (a) — ob6uias mowans (S) daswl cnaiika, (b) — cpenHss mowans (S/t) dbasbl
cnaiika. [IpencrasiaeHbl 3HaueHUE MoKa3aTesisl — Yrciia HaJl CTOJIOMKaMU (MeIraHa) U MJIaHKU MOrpelHOCTe (HUXKHUI, BEPXHUM
KBapTUJIN), YMCJIO MPOAHAIM3UPOBAHHBIX CITAlKOB (#). [1J1s1 KaxXmoii rpyniibl CpaBHEHUS yKa3aHbl 3HaueHusI Z (U-kpurtepuit MaH-
Ha—YUTHU) U yPOBHS 3HAYUMOCTH (p). * — CTaTUCTUYECKU JOCTOBEPHbIE M3MEHEHUSI, M.U. — MAIlTUHHBIC EANHUIIBI.
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Puc. 8. CnnonraHHas anexkrpuueckast aktuBHOCTh HeiipoHa RPaD2 LIHC Lymnaea stagnalis B ycnoBUsiX 3KCNIEPUMEHTAIBHOM -
nepriikeMuu. JIoKaabHbIE MOTEHIIMAIbI, HE MIePEeXOAsIie B TOTCHLIMAIbI ASCTBUSI, OTMEUYeHBI cTpeakaMu. KainbpoBka 1o Bpe-

menu — 0.5 ¢, mo amrututyne — 35 MB.

cocTasJisist 0KoJio 300 Mc, 4TO B 1I€JIOM XapaKTePHO IJIst
HelipoHoB MoLTIOCKOB [20]. C Apyroit CTOpOHBI, UMe-
IOTCS CBEICHMSI O 3HAUYUTEbHO 00JIee BHICOKMX 3HaUYe-
HusIx R, i VD1 n RPaD2, nocturaromux ~300 u
~350 M£2 cOOTBETCTBEHHO, B TO BpeMsl KaK BeJIMYMHA
T,, ObLIa MOHMXEHa a0 ypoBHs ~120 u ~200 mc [21],
4YTO JaeT pacueTHble 3HaueHus wist C,, nopsinka 0.4 u
0.6 H®d. IIpenmnonaraercss, YTO MOJOOHBIE KOJICOAHUS
“HOpPMaTUBHBIX” BEJIMYMH MOTYT OBITH CBSI3aHEI C CE-
30HHOM TUIACTMYHOCTBIO HEHMPOHOB mpynoBuka [22].
OnHako He clieayeT UCKIIIoYaTh U 0COOEHHOCTH U3I0-
TOBJICHUSI/(pUKcalluy  TIperapaTta U30JUPOBAHHOM
ILIHC, 9yTo MOXET CYIIeCTBEHHO CKa3aThCs Ha 1IeJ10CT -
HOCTY CBSI3M MeXOy HelipoHaMu (y4acTOK IIEJIeBOTO
KOHTAaKTa IIPUXOIUTCS Ha 00JIaCTh KOHTAKTa UX aKCO-
HOB [17], a caMu HEMPOHBI, KaK yxXKe OTMeUaaocCh, JIO-
KaJIM30BaHbI B pa3HbIX, XOTb M COCEIHUX, TAHIJINSX).
B yclioBMSIX TMIIEPIVIMKEMMM OTMEUACTCSI CHIKE-
HUE COIIPOTUBIICHUSI MeMOpaHbl, 0COOEHHO 3aMETHOE
B oTHoIIeHUH HelipoHa RPaD2 (cM. maHHBIe TaOIMIIbI
u caBur KpuBoit BAX Ha puc. 3d), 4To MOXeT 03Ha4aTh
BO3pacTaHue TpaHCMEMOpPaHHBIX IIOTOKOB IJISI pas-
JINYHBIX MOHOB, npexze Bcero Nat, Ca?" u K*, kak sto
OTMEUAETCs IS Psia HEPBHBIX KJIETOK ITO3BOHOYHBIX
[23] u 6ecrto3BoHOUYHBIX [24]. KpoMe ToTO, peub uaert o
“BbIpaBHUBAHUU’ JAHHOTO Mokasarens (R,) misg VD1
n RPaD2 — kpusbie BAX 1151 TaHHBIX KJIE€TOK IPaKTU-
YeCKM MOJHOCTBIO COBHANAIOT IIPU THUIICPIIMKEMUM.
CrencTBueM 3TOro OymeT U3MeHEeHHUEe, CHIDKEHHUE, KO-
s punuenra conpsckenus (KC) mexmy mccinenoBaH-
HBIMM HEWpOHaMM, IO KpallHE Mepe Ipu Iepeaade
CUTHajJla B OJHOM M3 BO3MOXHBIX HaIlpaBjeHUil (OT
VDI k RPaD2), 1.x. oH 3aBUcUT OT R,, yCIOBHO MOCT-
cuHantuueckoit kinerku [25]: KC = R, /(R,, + r.),
Iae r, — COINpoTuBieHUe cBsa3u. lloaTBepxkneHuem
3TOTO SIBJISIETCS HaJIMYHME B psiJie IIPenapaToB U30IUPO-
BaHHoil IIHC snekTpoToHMYECKMX BO30Y:KIAIOIINX
MOCTCUHAIMMYECKUX ITOTEHIIAIOB, PErdCTPUPYEMBbIX
Ha MeMOpaHe RPaD?2 (puc. 8), COOTBETCTBYIOIIMX pa3-
BUTHIO MOJIHOLIEHHOTO craiika B VD 1. Cxoxast KapTu-
Ha HaOMomaeTcsl UMEHHO IIPU BO3pacTaHUU COIIPO-
TUBJICHUS CBSI3U, T.€. CHIDKEHUM KO3(p(PUIIMEHTa CO-
npsckeHWsT MexXny HelipoHamu (cM. [17], fig. 11).

MSBCCTHO, 4YTO pa3/IMYHbIC BHYTPUKIICTOYHLIC MC-

tabomautel (H*, Ca?", akruBHble (pOpMBI KHUCIOpOLA
U T.11.) 00J1aJaI0T BEIPaXKEHHBIM IEMCTBUEM B OTHOIIIE-

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3SUOJIOTUU

HUU TIPOBOOUMOCTH IIEJEBbIX KOHTakKTOB [26, 27].
BospacTanue ux ypoBHSI B MUHTEPCTUIIUM OOBIYHO ac-
COLIMUPYETCSI C HApYIIEHUEM ILEJIOCTHOCTU KIJIETOY-
HBIX MEMOpaH, T.€. TMOEJIbIO KJIETOK, YTO TIPUBOJIUT K
cHuxeHuto KC mexay HeiipoHaMu, 1O3BOJIsIs, TEM ca-
MBbIM, U30JIMPOBATh TaKyl0 00JaCTh MO3ra OT OKpyXKa-
IOIIMX €€ MHTAKTHBIX KieToK [28]. Ha Bo3MoXHOCTD
B3aMMOJICUCTBUS TIIIOKO3bl C MEMOPAHHBIMU OeIKaMU
U pa3IMYHbIMU KOMIIOHEHTAaMU B OKOJIOMEMOPaHHOM
MPOCTPAHCTBE, MPUBOASIIUM K U3MEHEHUIO €€ CIO-
COOHOCTU YIEepXHBaTh 3apsifibl, YKa3bIBaeT yBEIUYEC-
HUE eMKOCTHU U, KaK CJIeACTBUE, TOCTOSIHHO BpeMeHU
MeMOpaHbI, HabIIoJaeMoM B TaHHOI padoTe. CxoxXuit
MeXaHU3M MpeArojiaraeTcsl U B OTHOIIEHUM AeHCTBUS
psila aHECTETUKOB, BbIPAXKEHHO U3MEHSIOIIUX BO30Y-
IVMMOCTb HEPBHBIX KJIeTOK Lymnaea [21].

Eme nydie “BhipaBHMBaHME” 3JIEKTPUYSCKUX Xa-
pakTepuctuk VD1 1 RPaD2 B yciioBusIX ruTniepriimke-
MUH 3aMETHO Ha IIpUMepe N3MeHEeHMST (OPMBI TIOTECH-
nuaia aeiicteusi. Peub uner o “pactaruBaHun’ criaii-
Ka, T.¢. YBEIMYCHWHU UINTEIBHOCTH (a3 ero
COCTaBJISIIOIINX MPU COXPAHHOCTU aMIUIUTYIHBIX Xa-
PaKTepUCTUK: OTHOCUTEIbHO “y3kme” cmaiiku VD1
paclIupsIOTCSI U HEe OTIWYAIOTCSI OT TaKOBBIX [IJIsI
RPaD2. Takas peakiiyst MOXKeT ObITh CBsSI3aHa C YBEJIM -
YeHUeM JJIUTEJIbHOCTU HAXOXIASHUS TeX WU WHBIX
WOHHBIX KaHAJIOB TUTa3MaJIeMMBbI B OTKPBHITOM (3aKpbI-
TOM) COCTOSIHUU, TIPU OTHOCUTEbHON HEU3MEHHOCTU
WX YMCa, Ha Y4TO YKa3bIBaeT BpeMeHHAsS TMHaMIKa (Ja-
Chbl) pa3BUTHsI HaOIOIaeMoro 3deKra — MaccoBoe 00-
HOBJICHWE KaHAIBHBIX OEJIKOB TUIa3MaJleMMBI TpeOyeT
CYILIECTBEHHO OOJIBIIINX BpeMEHHBIX 3aTpar [29].

Bo3spacranue pautenbHocTu ¢das3bl AI1, oueBuaHO,
B3aMMOCBSI3aHO C yBeaudeHreM Na*-IpoBOIMMOCTH,
BEpPOSITHO, 3a CYET MHTEHCU(pHKALWK aKTUBHOCTU
Na*/DII0Ko3HOro KOTpaHCIIopTepa, Kak 3TO OTMEYEHO
IUISI psiia TIeNTUIePTUIECKUX HEMPOCEKPETOPHBIX KJle-
ToK Lymnaea [30, 31]. 3ameTrM, YTO aKTUBALIASI UMEH-
HO TTeNTUIePTUYECKUX HEMPOHOB B OTBET Ha BO3pacTa-
HUE COoAep>KaHUs ITIOKO3bl B TeMoanuM@e, BEPOSITHO,
SIBJISIETCSL OOIIEN peaKIMeil OjIsi MHOTMX BUIIOB MOJI-
mockoB. ITpn 3ToM pedb MOXKET UATH O BEIOpOCE TaKM -
MU KJIETKaMU KakK MHCYJMHA, HarpuMmep, y Aplysia cal-
ifornica [32], Tak U IpYyrux peryjassTOPHbIX MENTUI0B
Ne 2
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— TaCTPHMH/XOJEIUCTOKUHUH-TION00HbIX Yy Helix luco-
rum [33].

H3meHeHre BpeMEHHBIX XapaKTepUCTUK (a3 pero-
nspuzauuu (PIT) u crnenoBoii rumepnosipuzaluu
(CI') mpu runepriimKeMuy OOKHO OBITH CBSI3aHO C
Moaupukauueit K*-nposomumoctu MemOpansl. ITpo-
JIOHTUpOBaHUE 3TUX (a3 CKopee CBUAETEILCTBYET O
yacTuyHOM Osokafge K*-TokoB yepe3 MemMOpaHy, a He
WX aKTUBAIlMM, KaK 3TO XapaKTepHO IJIsI HEMPOHOB
CTBOJIa Mo3ra MJiekonuTawomux [34] u Helipocekpe-
TOPHBIX KJIETOK Kpaba Cancer borealis [24]. BmecTte ¢
TeM 1iejlasi Tpymnria KajueBbiX KaHaJOB MO3BOHOYHBIX
[35] 1 6ecnno3BoHOYHBIX [36], T.H. AT®-4yBCTBUTEND-
uele K*-kanainsl (K pp), IEPEXOMAT B 3aKPHITOE COCTO-
sSIHWE TIPU BO3pAaCTaHUU COJEP>KAHUS TJIIOKO3bl B UH-
TePCTULIMU, YMEHbIIAs KaJIUeBYIO MPOBOJAUMOCTb U
obecrieunBasl IeNoJsIprU3alnio MeMOpaHbl, YTO U Ha-
Omroganmoch B Halleil pabore (cM. puc. 2a). OgHako B
CTPYKTYpe JAaHHBIX KaHAJIOB OTCYTCTBYET CEHCOpP Ha-
MPSDKeHMS, a clieoBaTeIbHO, UX y4yacTie B pa3BUTUU
MOoTeHIIMala JIeMCTBUS MPEACTaBIsSETCS MaJOBEPOSIT-
HBIM. BMecTe ¢ TeM uMeroTcs cBuaeTesbcTBa 0 ATD-
YyBCTBUTEJIbHOCTU WCTUHHBIX, TOTEHIIMAI-yIpaBJisie-
MBIX KaJIMeBbIX KAHAJIOB MEMOpaHbl HEMPOHOB [37], BbI-
paxaroliieiicsi ByrHeTeHUM KaJTMeBbIX TOKOB, UTO MOXKET
JiexaTh B OCHOBE OTMeuaeMbIX HaMu 3(h(EeKTOB.

OTaenbHO OCTAaHOBUMCSI Ha BO3MOXHBIX OCMOTH-
yeckux 3 dekTax, CBI3aHHBIX C IJIUTEIbHBIM HAaX0X-
neaneM TiperrapatoB IIHC B runeprimmmkeMnyecKoOM
pactBope. PaccuutaHHass ocMoTu4eckasi KOHLIEHTpa-
LIMsI MCITOJIb30BaHHOTO pacTtBopa Punrepa mist Lym-
naea stagnalis coctaBisieT nopsinka 130 MocMoub/i.
Kak cinencrBue, Bo3pacTaHue coaepKaHusl B HEM TJI0-
K03bI 10 10 MM NMpUBOAUT K yBEIUYEHUIO OCMOJISIPHO-
CTU TaKoro pactBopa Bcero Ha 7—8%. U3BecTHO, 4TO
YBEJIMYEHUE OCMOTUYECKOI CHUJIbI TeMOJUMMBbI Tpu-
BOJUT K OTPAaHUYEHUIO CUHTE3a U HAKOTUICHUIO TIeTl-
TUAHBIX TOPMOHOB, T.€. PEeryJIMpyeT aKTUBHOCTb Heii-
pocekpeTopHbIX KieToK (dark green cells) meHTpaib-
HBIX HEPBHBIX raHrmueB Lymnaea [38], omHako, 3T
W3MEHEHUSsT OCMOJISIPHOCTU IOJIXKHBI ObITh CYI11ECTBEH-
HO BbIlIe — 160—190 mocmonb/i1. Kpome Toro, yBenn-
YyeHUue CoAepKaHUS MIIOKO3bl B reMosiumbe Lymnaea
10 5 MM He BbI3bIBA€T CTATUCTUYECKU JOCTOBEPHBIX
KoJiebaHUll ee OCMOTHYeCcKOi KoHUeHTpauuu [39],
YTO B COBOKYITHOCTM MOATBEPXKIAET UIIEI0 O BIUSHUU
CcaMoOi1 TJII0OKO3bl, @ HE BbI3bIBAEMbIX €1 OCMOTUYECKUX
3¢ deKToB.

Takum o6pa3om, B YCIOBUSIX TUIIEPIIUKEMUUN OT-
MedaeTcsl yHUDUKaIUsl peakliuii HelpoCeKpeTOPHBIX
kitetok HHC Lymnaea stagnalis, Kotopasi ipencTaBisi-
eT co0oi1 CBOoero poja “KoMIIeHcallMio” HapylIeHUs
CUHXPOHU3ALIMU DJIEKTPUUECKON aKTUBHOCTU BCJIEMd-
CTBHUE YMEHbIIECHUSI KO3(GUILIMEeHTa CBSI3U MEXIY
Heliponamu VD1 u RPaD2. C atux mo3uiuii nmoko3a
MOXET paccMaTpUBaThCs KakK (hakTop, o0ecrieurnBalo-
LU yCTaHOBJIEHNME HOBOTO MaTTepHa 3JEKTPUUECKOI
aKTMBHOCTM B OTHOIIEHWM, KaK MWHUMYM, TPYMII
MEeNnTUAEPruYeCKUX HEMPOHOB Mo3ra TMpyloBUKa, a

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3UOJIOTUU

CHUAOPOB, IIAAEHKO

cJieloBaTeIbHO, M OIpPEIeJICHHOIO IOBEICHYECKOro
PUCYHKA B YCIOBUSIX TUIIEPIVIMKEMUHM (ITOMOOHEIC B3a-
MMOOTHOIICHUS MEXAY Pa3IMYHBIMU (DOPMaMU MOBE-
JIIEHUST MOJUIIOCKOB MOXHO HaOdI0maTh, HaIpuUMeEp,
npu aeiictBuu TemrieparypHoro ¢gakropa [40]). Kpome
TOro, ykKasbiBaeTcs [41], 4TO ajeKTpuyecKass aKTUB-
HOCThb LICHTPaJIbHBIX JTO(MAMUHEPTUMYECKUX HHTEP-
HeilpOHOB NUIleBOi ceTn Lymnaea onpenensicT pop-
MUpOBaHNEe (PeHOTUIIOB, XapaKTEPHBIX IS TOJIOMHBIX
(CBITBIX) OCOO€Ii, T.€. KOIIa pa3iudusl B COAepKaHUU
ITIOKO3bI B TeMoJInMde Hanbosee 3aMmeTHHI [ 14], a 10-
KOMOTOPHBIE CEPOTOHMHEPIUYECKUE MOTOHEHPOHBI
PeA-xnactepa neganbHBIX TaHTIWEB Lymnaea pearu-
pYIOT M3BMEHEHUEM MeMOpaHHOTO ITOTEHIIMAaNa 1 Ja-
CTOTHI UMITYJIbCAallUM Ha NPUIOKEHME ITI0KO3HI [42].
Bynytr n1m ormMedyeHHBIE B maHHOII paboTe peakiuu
YHUBEPCAJILHBIMUA M TIPUMEHUMBI K MHTEpPHEWpPOHAM
JIPYroii XUMUYECKOM MpUpOAbl (CoaepKalllux HU3KO-
MOJIEKYJISIpHbIE MEIUATOPbI — JO(PaMUH, CEPOTOHUH U
T.II.) ¥ HE OTHOCSIIIMXCSI K HEMPOCEKPETOPHBLIM (Heii-
POTrOpPMOHAILHEBIM) KJIETKaM — TPeOyeT JOIOJTHUTEIb-
HOM BKCIIEPUMEHTAJILHOM ITPOBEPKMU.

NCTOYHUKUN OPUUHAHCHPOBAHN A

Pa6ora BrinosiHeHa npu noaaep:xxke benopycckoro pec-
nyo6JimKaHckoro goHma GpyHIaMeHTAILHBIX MCCISIOBaHMIA
(mpoext b22-105).

COBJIIOAEHUE 5TUYECKUX CTAHIAPTOB

Bce mpuMeHUMBIe MeEXIyHapOIHbIe, HAllMOHAJIbHBIC
U/VIM MHCTUTYLIMOHAIbHBIE IPUHLIMITBI YXO/a U UCTIOIb30-
BaHMSI XKUBOTHBIX ObUTH coOoneHbl. HacTosimast ctaTes He
CONEPKUT pe3yTbTaTOB KaKWUX-JIMOO MCCIeTOBaHUM C yda-
CTHEM JIIOJIel B KaUyeCTBe 0OBbEKTOB UCCIETOBAHUIA.

KOH®JIMKT MHTEPECOB

ABTOpPBI JIE€KJIApUPYIOT OTCYTCTBUE SIBHBIX U TTOTEHLM-
aJIbHBIX KOH(MJIMKTOB MHTEPECOB, CBI3aHHBIX C ITyOIMKAIIH-
el JaHHOM CTaThu.
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MEMBRANE ELECTRICAL PROPERTIES AND SPIKE CHARACTERISTICS
IN A PAIR OF IDENTIFIED ELECTRICALLY COUPLED LYMNAEA STAGNALIS
NEURONS AT LONG-LASTING EXPERIMENTAL HYPERGLYCEMIA

A. V. Sidorov*~* and V. N. Shadenko**
¢ Belarusian State University, Minsk, Belarus
b Republican Research and Practice Center for Mental Health, Minsk, Belarus
*e-mail: sidorov@bsu.by

Microelectrode technique was used to study the responses of identified peptide-containing cells VD1 and RPaD2
within isolated CNS of Lymnaea stagnalis to long-lasting (not less 2 h) exposure in D-glucose (10 mM) contain-
ing solution. It has been established that electrical characteristics of RPaD2 membrane, compared to VD1, un-
dergo significant changes under experimental hyperglycemia. Decrease of membrane resistance (R,,), accompa-
nied by an increase of membrane capacitance (C,,) and time constant (t,,), were observed. Despite the invariance
of their firing rate, depolarization of VD1 membrane take place, while RPaD2 membrane potential did not vary
significantly. Modifications in time-course, but not amplitude, of VD1 and RPaD2 action potentials were similar
and resulted in increase of their main phases (rising, falling, undershoot) duration. It is assumed that “identity”
in membrane electrical properties of Lymnaea’s CNS neurosecretory neurons (VD1/RPaD?2) at hyperglycemia
plays an adaptive role, aimed to overcome the possible desynchronization of their spike activity as a result of elec-
trical decoupling, initiated by a high glucose content in intercellular space.

Keywords: glucose, electrical synapse, nervous system, homeostasis, molluscs, invertebrates

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3UOJIOTUU

TOM 59 Ne 2 2023



