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CraHoBjIeHUE U pa3BuTHe KieTo4HOM usnoiornu B CCCP B 3HAYMTENbHOM CTENEHU aCCOLUUPYETCS C UMEHEM
akagemuka ITinarona I'puropbeBuua KocTioka, BbIIAIOIIErocsi y4eHOTO ¢ MUPOBBIM MMeHeM. Ero akTuBHasi HayyHast
NIEeATeILHOCTD MPUIILIACH HAa BTOPYIO MOJOBUHY XX B. — IeproOI OYPHOTO Pa3BUTHS 3JEKTPOGU3UOIOTUU, COMIPO-
BOXIABIIIETOCSI 3HAYMMBIMH JOCTIDKEHUSIMU, OTMEUYEeHHBIMU TpeMsi HobeneBckuMu mipeMusiMu. B To Bpemst aiiek-
Tpouzuoaorust Obljia akKTUYECKH eIUHCTBEHHON 00JacTblo OMOJIOTUM, B KOTOPOIl ObUIM pa3paboTaHbl METOIbI
Y TTOAXOABI IJIsT aHau3a (PU3UOJIOTMIYECKHX MPOLIECCOB B TKAHIX M KJIETKAX B PeXMME pealbHOro BpeMeHU. Llenb
JAHHOI'O 3CCE — OCBETUTD PETPOCIIEKTUBHEIE ACIIEKTHI CTAHOBJICHUS JIEKTPOMU3NOIOTUN Y OUYEPTUTD BKIIA IIIKOJIBI
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BBEAEHUE

PasButne oredyecTBeHHON HEHPODUINOIOTHHN B
3HAYUTEIHPHOI CTEIIEHN acCOLMMPYETCS C MMEHEM
akagemwuka [Inatona I'puropreBraa Koctioka (1924—
2010). Beimarormmiicss y9eHBIM ¢ MUPOBBIM MMEHEM,
OH (haKTUIECKU SIBJISICSI OCHOBATEJIEM IIIKOJIbI KJIe-
TouHol1 Helipoduznonoruu 8 CCCP, B pamKax KOTO-
pOIi MPOBOAMINCH UCCIICAOBAHMS MUPOBOTO YPOBHSI.
ILnaton I'puropbeBUY 1 €ro YYCHUKU BHECIM CYyIIe-
CTBEHHBIII BKJIaA B pa3BUTHE KJIETOYHOM M MOJIC-
KyJIpHON (PU3MOJIOTUU U KJIETOYHON OUMO(MU3UKU.
Bnepsbie B CCCP oH mpuMeHW MUKPORJIECKTPOI-
HYIO TeXHUKY ISl aHAJIN3a MOHHBIX MEXaHN3MOB BO3-
OyIMMOCTH, U3Y4CHUs CHHAIITHYECKUX IIPOIIECCOB B
CITMHHOM MO3T€ U UCCIICAOBAaHUS CTPYKTYPHO-(YHK-
LMOHAJIBHOM OpraHU3aly HEPBHBIX LIEHTPOB. I1na-
ToHOM [I'puropneBuuyem KocTiokom Oblia mpemio-
JKeHa OpWUTHMHAIbHAS METOOMKA BHYTPHKIIETOUHOI
repdy3un. DTO MO3BOJIMIO BEISIBUTH CYIIIECTBCHHBIC
MeMOpaHHBIE ¥ MOJICKYJISIPHBIX MEXaHM3MBbI, JIexKa-
II1e B OCHOBE XXM3HEAESITSIbHOCTH HEPBHOM KIICTKH,
YCTaHOBUTH Pl (PYHKIIMOHAJIBHBIX CBOIICTB MOHHBIX
KaHAaJIOB M PELENTOPOB, OUYEPTUTh X (hapMaKOJIOTH-
yeckuii mpoduib. TonabKko ucciaenoBanus ponu Ca’*t B
(usnonornu kiueTkn 1 MexanusmoB Ca?* romeocTasza
MOIJIM OBI 00€CCMEPTHUTB €TI0 MMsI B HayKe.
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bynyun miogotBopHBIM yueHBIM (~1000 HayIHBIX
nyosmkanuii, 15 moHorpadmii, 4 yaeonmka), [1naton
I'puroppeBrd Takke OBUI KPYITHBIM OpPraHU3aTOPOM
HayKH, IIeJaroroM, OOIIEeCTBEHHBIM ICSATEIeM U B
LIeJIOM OYeHb MHTEPECHBIM M Pa3HOCTOPOHHUM Ye-
noBekoM [1, 109]. He craBs 3amady B paMKax JaHHOI
CTaTbU OYEPTHUTHh BCE €ro JIMIHOCTHHIC KavyecTBa U
KM3HEHHBIN MyTh, TEM HE MEHee OTMedy, YTO Hayd-
Has negtenabHocTh I1.I. KocTioka Obl1a moBceMecT-
HO IIpM3HAaHA U BHICOKO OIIEHEHa IOCydapCTBOM U
Hay4YHOI 00I11eCTBEHHOCThIO. OH ObLT AeHCTBUTENb-
HbIM yieHoM Akagemun HayK CCCP u ee nnpeeMHU-
bl — Poccuiickoit akagemMun HayK, AKageMU HayK
VYCCP, AkageMuu MeIUIMHCKUX HayK YKpauHBbI,
Hewmeukoii akanemuun ecrectBoucnbiTaTeneit “Jleo-
nojpauHa”, Akanemuun Hayk Yexwu, EBpormneiickoii
aKaJjeMUN eCTeCTBEHHBIX HayK. 3a BBIIAIOIIMECS
JOCTVKCHHSI B pa3BUTHHM (PU3UOJIOTHIECKON HAyKH,
OOJIBIIION BKJIAm B MOATOTOBKY BBICOKOKBAIM(DUIIM-
pOBaHHbIX Hay4yHbIX KanpoB B 1984 r. I1.I'. KocTiok
Obu1 ymoctoeH 3BaHUd lepos ColuMamucTUYEcKo-
ro Tpyna. OH HarpaxaeH AByMsl opaeHaMu JIeHnHa
(1981, 1984), mBymst opmeHamm TpymoBoro Kpac-
Horo 3Hamenu (1967, 1974), opnenamu “3a 3aciy-
rn” (1993) u Kusaza fApocnasa Myaporo V cteneHu
(1998), Menmanamu “3a mobeny Hanm I'epmaHuein”,
“3a mobnectHsIii TpyA”. EMy nipucyxneHs! ['ocynap-
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Puc. 1. [Tnaron I'puropbeBuy KocTtiok (1924—2010.).

ctBeHHas mpemust CCCP (1983), I'ocymapcTBeHHAas
npemuss YCCP (1976), T'ocymapcTBeHHas MpeMUst
Ykpannsr (1992), npemmst umenu W.I1. IlaBmoBa
(1960), mpemust umenn .M. CeueHona (1977), npe-
must umeHu A.A. boromornbia (1987), nmpemusi uMeHU
JIynmxu I'anbBaHu I>KOPAXXTayHCKOTO YHUBEPCUTETA
(CIA, 1992) (puc. 1).

AkTuBHas HayuyHas nesteabHocTh I1.I. KocTio-
Ka IIpUIIUTACh HAa BTOPYIO MOJIOBMHY XX B. — MEpH-
ox OypHOTro pa3BUTUS U (PYHIAMEHTAJIBHBIX TOCTH-
KEHUI 2JIeKTPpO(PU3NOJIOIUHA, OTMEUCHHBIX TPeMsI
Hob6enesckumu npemusimu: 1963 1. —JIxKoH DKKIIC,
Anan XomxkuH 1 DHapro Xakceau (John Eccles, Alan
Hodgkin, and Andrew Huxley) “a OoTKpbITMSI MOH-
HBIX MEXaHM3MOB BO30YXICHUS M MHTAOUPOBAHMS
MeMOpaHbl HEpBHBIX KieToK”; 1970 r. — bepHapna
Kau, FOnuyc Akcenvpon u Yibd Ditnep (Bernard
Katz, Julius Axelrod, and Ulf von Euler) “3a paboTsI
B oOsactu 6uoxumuu HepBa™; 1991 r. — EpBuH Heep
u bepr CakmaH (Erwin Neher, Bert Sakmann) “3a
OTKPBITHSI, Kacaiolnecss (PyHKIIMOHUPOBAHUS OIIH-
HOYHbBIX MOHHBIX KaHAJIOB B KJieTKax”. B To Bpems
3JIeKTpoU3n0JIorus Obl1a GaKTUYECKU € AUHCTBEH-
HOIi 06J1aCThIO OMOJIOTUH, B KOTOPOIt ObLIM pa3pado-
TaHbl JOCTATOYHO 3(PPEKTUBHBIE METOIbI U MOAXO-
IIbI IJ1s1 aHAJIM3A i1 Situ W ex Vivo B peXXUMe pealbHOro
BpeMeHU (PU3UOJOTMYECKUX IPOLIECCOB B TKaHSX
M OIMHOYHBIX KJIETKaxX, pa3yMeeTcs, €ClIM TaKo-
Bble ObUIM acCOLIMMPOBAHBI C U3MEHEHUEM 3JIeK-
TPUYECKOTO MOTEHIIMAaIa Ha KJIETOYHOI MeMOpaHe.
Ilenbp maHHOIO 3CCe — OCBETUTb PETPOCIEKTUBHBIE
aCMeKThl Pa3BUTHUS IEKTPOPU3NOJIOTUN U OUEPTUTD
Bkyaj mkosl I1.T. KocTioka B 3TOT mpoliecc.

PA3BUTUE MPEACTABJIEHUN
O BUOSDJEKTPUYECTBE

CraHOBIICHNE T Pa3BUTUC HpC,I[CTaBJICHI/Iﬁ 00
QJIICKTPUYCCKUX ABJICHUAX B OMONOrMYeCKUX 00b-
€KTaX MMCIOT OOJTYIO UCTOPHUIO U B 3HAYUTECIBbHOMN
CTCIICHU CBA3aHbI C NCCIICAOBAHNAMUN HCPBHO-MbI-
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IIeYHBIX IperapaToB. Ellle npeBHerpeyecKue Bpauu
B ITOITBITKE BEIIBUTH CBSI3b aHATOMUM U (PU3UOJIOTUU
BBEJIM ITOHSTHE “KU3HEHHOI CUJIBI” — 3¢eMepHOM
cyOcTaHLIMM, KOTOpast oOecreurmBaeT aKTUBHOCTD
TeJla YeJIoBeKa U XKMBOTHBIX. JIpeBHEpUMCKUIA Bpay,
aHatoM, ¢apmakojor u ¢puiocod Knaguyc I'anen
(Claudius Galenus) (129—216 rr. H.3.) B CBOEM y4e-
HUM OOOCHOBBIBAJI KJIIOYEBYIO POJIb HEPBOB B JBU-
JKEHUU pa3MYHbIX YacTeid Tejla U yTBep:KAas, 4To
TOJIOBHOIM M CIIMHHOI MO3T SIBIISIIOTCSI “CpelOTOYM -
€M IBYDKCHMSI, 9yBCTBUTEILHOCTH M IYIIEBHON JesI-
tenbHOCTU” [8]. T1o I'aseHy, nBUKeHWE WHULIUUDY-
eTcsd “>XXM3HEHHOM cuyioit” (animal spirits), KoTopas
pacrpocTpaHsieTcsl Mo HepBaM. XoTd HU laieH,
HU €ro IocjenoBaTe/M He MPOSICHUIU HU IPUPO-
Iy “>XXM3HEHHOW CUJbI”, HU KaKhUM 0oOpa3oM OHa
VIIpaBisieT OBYKeHUEM, uaeu lajeHa ocTaBalIuCh
KOHLENTYyaIbHBIMM BIUIOTh A0 XVII B. HecMoOTps
Ha TO, YTO OHM HE MPUBEJIU K CKOJb-HUOYIb 3HAYM -
TeJIbHbIM OTKPBITUSIM.

HarmomHuTE naeo HeKOTOPLIM COIep:KaHUEM T10-
neitancsa Pene Jdekapt (1596—1650), dpaHiry3ckui
dumocod, MaTeMaTHK U €CTECTBOMCITBITATE b, OTHA
U3 KJII0YeBbIX (puryp HaydyHoi pepostonuun XVII B.,
KOTOpasl B 3HAYUTEJIBHOI CTCIIEHM CBSI3aHA C pas-
pabOTKOII THUAPaBIMYECKUX MAaIIWH, (PU3MICCKUX
MIPUHIIAIOB X (YHKIIMOHMPOBAHUS U MEXaHUKU B
mesioM. JlekapT paccMaTpuBall OpraHM3M KakK MeXa-
HUYCCKYIO MAIlIMHY, IT0JIarasi, 4YTO BCE eT0 IEeHCTBUS
1 TIPOMCXOMSAININE B HEM IIPOIECCH YIIPABISIOTCS
3akoHaMu MexaHuKu. Cremysl IIpeAcTaBJICHUSIM
l'ayeHa o ToM, 4TO BCe TeJIO MPOHU3aHO HEPBaMMU,
OepylIMMHU CBOE Hadallo B Moare, JekapT paccma-
TpUBaJ HEPBBHI KaK TOHKWE HUTOYKU, OKPYKEHHBIC
0007104KOI, Kak TpyOoukoii [23]. B aTux Tpyboukax
JIBVDKETCS “>KM3HEHHas cujla” — Haubosiee MoaBUK-
HbIE W JIETKME YaCTUIILI KPOBHM, KOTOpPHBIE OT(UIb-
TPOBBIBAIOTCS OT APYIMX YacTull B Moare. Ilon meii-
CTBHEM BHEIIHUX BO3MYIICHUWIA Ha OpraHbl YyBCTB
WM HEPBHBIE OKOHYAHUS HATSDKeHUE HUTU YCHUIIM -
BaeTCsI, OTKPHIBAs KJIAIIaHbI B MO3Te, U “XXN3HEHHAs
cuiaa” MOXET MepeMellaThCsl 10 HepBaM B MBILIILIbI,
pas3myBasi X U TeM CaMBIM 3aCTaBJIsIsl YKOpauyUBaTh-
¢Sl U cokpalaTbesl. TakuM obpa3oM, HEpBHas Cyo-
CTaHLIMSI, TPAHCIIOPTUPYEMasl TI0 HepBaM M3 MO3Ta,
JeTepMUHUPYET IBUTATSILHYIO PEaKIIMIO B OTBET Ha
BHEIIIHEE BO3JAEUCTBUE.

He otpaxasi, Kak Mbl Telepb 3Ha€M, CKOJIb-HU-
Oyllb PEATMCTUUYHYIO KapTUHY (PYHKLIMOHUPOBAHUS
HEPBHOM CHUCTEMBI 1 HEPBHO-MBEIIIEYHOTO COMpPSI-
KEHUsI, 3TU MeXaHUCTUYeCKUe TpeacTaBieHus Je-
KapTa TeM He MeHee IOIlycKajau BepuUKaluio,
a 3HAYUT, MPUBHOCWIN HAYYHYIO METOJOJIOTUIO B
Ne 2

TOM 55 2024


https://ru.wikipedia.org/wiki/%D0%93%D0%BE%D0%BB%D0%BE%D0%B2%D0%BD%D0%BE%D0%B9_%D0%BC%D0%BE%D0%B7%D0%B3
https://ru.wikipedia.org/wiki/%D0%A1%D0%BF%D0%B8%D0%BD%D0%BD%D0%BE%D0%B9_%D0%BC%D0%BE%D0%B7%D0%B3
https://ru.wikipedia.org/wiki/%D0%A4%D0%B8%D0%BB%D0%BE%D1%81%D0%BE%D1%84
https://ru.wikipedia.org/wiki/%D0%9C%D0%B0%D1%82%D0%B5%D0%BC%D0%B0%D1%82%D0%B8%D0%BA%D0%B0
https://ru.wikipedia.org/wiki/%D0%95%D1%81%D1%82%D0%B5%D1%81%D1%82%D0%B2%D0%BE%D0%B8%D1%81%D0%BF%D1%8B%D1%82%D0%B0%D1%82%D0%B5%D0%BB%D1%8C
https://ru.wikipedia.org/wiki/%D0%A0%D0%B5%D0%B2%D0%BE%D0%BB%D1%8E%D1%86%D0%B8%D1%8F_%D0%B2_%D0%BD%D0%B0%D1%83%D0%BA%D0%B5

PA3BUTUE MPEJCTABJIEHUI O KIETOYHOM DJIEKTPOTEHE3E... 51

HUCCIIeIOBAaHUS HEPBHOI cuUcTeMbl. LleHTpaibHbIM
B mpencrtaBicHugx Jlekapta ObLIO TO, YTO HEPBBI
OBLIIM JIMIIL TPAHCIOPTHOM CUCTEMOI AJ1s1 HEPBHOM
CyOCTaHLIMU, UCTOUHUKOM KOTOPOIi ObLIT MO3T, a Oy-
JIy4u OTOPBAaHHBIMU OT MO3ra, HEPBBI CaAMU 1O cebe
HEe MOIJIYM MHULIMMPOBATh MBIILIEYHOE COKpallleHNE.
Kpome Toro, MblleyHOe COKpalleHUe acCOLMUPO-
BaJIOCh C MepeTeKaHUEM HEPBHOI CyOCTaHIIUMU, T.€. C
U3MEeHeHHeM 00beMa MbIIL. O0a MOoJIOXXEeHUS ObLIU
BIIOJIHE TTpoBepsieMbl. Onpenesioluii ar B 5ToM
HamnpapjieHUM ObLI cleslaH TOJUIaHACKWM HaTypa-
muctom AnoM Camepmamom (Jan Swammerdam,
1637—1680), koTophlii pa3paboTall HEPBHO-MbI-
IIEYHBIX Mpenapar, KIIOYEBOM IS TOCIEAYIOMIEN
9KCIePUMEHTAIbHOM HEMPODU3UOIOTUM, U B OIpE-
JIeJIEHHOM CMBICJIE 3aJI0KIJI OCHOBBI COBPEMEHHbBIX
npeacTaBlIeHUi o GyHKIMIX HepBa [23].

B omHoOIT M3 nepBBIX 3KCIIEPUMEHTAIBHBIX PadOT
CsaMepaaM IIpOIEMOHCTPUPOBAJ, YTO M30JIMPOBaH-
HOe cepile JIATYIIKKA CIIOCOOHO COKpAIaThCs, IS
Yero, CJIeN0BaTeIbHO, HE TPeOYEeTCS ero CBSI3b C MO3-
roMm. Jlanee, OH MoKa3aj, 4To Iepepe3aHre HepBa in
situ 00OE3MBIDKMBAET PA3IMYHBIC MBIIIIBL JISTYIIKI
W JIPYTUX XWBOTHBIX, HO X COKPAaTHMMOCTh MOXHO
VHUIIMAPOBATh KacaHWEeM HepBa MeETaUTMYSCKIM
npenmetoM. M HakoHen, CpamepaaM oTpaboTan
METONMKY BBIeJIeHNsT OeAPEeHHBIX MBI JISTYIIKHA
0e3 HapyleHHs MHHepBauuu. VCIoas3yst 3t Ipe-
mapathl, OH IT0Ka3aJl, YTO M30JIMPOBAHHBIC MBIIIIIIHI
CITOCOOHBI COKpaIaThCSI P MEXaHMYECKOM pa3-
IpaXkeHUHW HepBa M 00beM MBI IIPU COKpaIleHUI
HE MEHSeTcs. DTO OKOHYATEJNbHO TMOCTAaBUJIO IO
COMHEHHE CYIIECTBOBAaHME “HEPBHOM CyOCTaHLIMU™
B hopme XkuakocTu unu rasza. Hanee, Ceamepaam no-
KazaJl, YTO MBIIICYHOE COKpaIlleHNEe, THUIIUNPYEMOe
pasmpaxkeHHeM HepBa, SBJISICTCSI YHUBEPCAIbHBIM SIB-
JIeHHeM, KOTOPOE MOXXHO HabJ11I01aTh HA HEPBHO-MBbI -
IIEYHBIX Mperaparax He TOJbKO OeIpeHHOIl, HO U
JPYTMX MBI JISTYIIKM, Ha Pa3IAYHBIX MBIIIIAX
JIPYTUX XUBOTHBIX. [1pupona pasnpaxkumoctu / BO3-
OyIMMOCTH HepBa B HEPBHO-MBIIIIEUHBIX IperapaTax
Caamepaama ocTaBajlach HESICHOM JOJITOe BpeMsl.

Ncaak Hproton (1642—1727), BeposiTHO, ObLI
TMEePBbIM, KTO TPEATIONIOXUI JIEKTPUIECKYIO TIPH-
pony BO30YyOIMMOCTU HEpBa, UCXOAS M3 COOOpaxe-
HUI, YTO TOJIBKO JIEKTpUYECKAs IHEPTUS U YIIPYTHUE
KosiebaHus MOTYT PacCMpOCTPAHATBHCS JOCTATOYHO
OBICTPO MeXAy MO3roM M Mbiiiei [96]. CtuBeH
Ieiinc (Stephen Halles, 1677—1761), anrnuiickuii
(usmonor u XMMUK, MpuUlles K aHAJIOTMYHBIM 3a-
KJTIOYEHUSIM, TToJIarasi, YTO HEpBHBIM CUTHAJI MOXET
TMepEeHOCUTHCST BAOJb MOBEPXHOCTU HEpBa B hopme
ayieKTpuyeckoit sHepruu [43]. Maesd o0 3aeKkTpu-
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YecKoli Mpupoae BO30YAMMOCTH HepBa ObLia Majao
MomyJsipHA M TIOABeprajach OOIIMPHOII KPUTHKE.
OovH M3 KIIOYEBBIX apryYMEHTOB COCTOSIT B TOM,
YTO BCE OPraHbl U TKAHU XMBOTHBIX SIBIISIIOTCS TIPO-
BOOJHMKAMM W II09TOMY SJIEKTPMYECKUI CHUTHAI
HE MOXET pacIIpOCTPaHSIThCSI IO HepBY H30Mpa-
TEJIbHO K JaHHOW MBIIIIE, HE PAaCIpPOCTPAHSSACH B
JIpyryue MBI M TKaHU. TeM He MeHee 3Ta Huuesd
ObL1a BocOpuHATA psiaoM HarypaauctoB XVIII B.,
Bkitouas IIbepa bepronona (Pierre Bertholon de
Saint-Lazare) (1741—1800), ¢paHuy3ckoro ¢usu-
Ka, KOTOPBIil MCCIIeqoBal BIUSHUE 3JICKTPUUYECTBA
Ha OUoJIornYecKre 0ObEKThl U aKKYMYJIMPOBaJ pa3-
HOponHbIe (haKTHI, MOATBEPKAAIONINE CBSI3b 3JICK-
TpuyecTBa U ¢pusnojoruu [2]. UMeHHO OH BBeJ 1o-
HaTue animal electricity, unu “OM03JeKTpUYECTBO”
B COBPEMEHHOM 3BYYaHUU.

Denomenonocuveckas 3/1el<mp0(j)u3u0/zoeuﬂ

IlepBBle HeneHamnpaBiIeHHBIE SKCIIEPUMEHTAIb-
HBbIE IIOATBEPKIOCHUS TOTO, 4YTO 3JICKTPUUICCKUE
SIBJICHUSI MOTYT UTpaTh CYIIECTBEHHYIO POJIb B (pu-
3MOJOTUYECKUX IIpoIeccax, ObUIM IOJIydeHEI Opu-
TaHCKMM Yy4eHbIM [xkoHoMm YommeMm (John Walsh,
1726—1795). I1poBOAsI 3KCIIEPUMEHTBI C DJIEKTpUYE-
CKMMM YIpSIMU M cKaTaMu B miepnon 1772—1775 1r.,
Yo mpoaeMOHCTPUPOBAJ, YTO 3TU XKUBOTHBIE MO-
IYyT TeHepUpPOBaTh BUAUMBIC Pa3psiibl U BBI3LIBATH
IIIOK, HaIlogoOue TeX, KaKhe MOTYT CO3JaBaThCs C
momonib JleiimeHcKoi OaHKHU, T.e. 3apSKEHHOIO
9JIEKTPUUYECKOTo KoHaeHcaTopa [112]. Dnekrpuue-
CKMIA opraH pbIO ObLI MACHTU(PULMPOBAH U aHATO-
muyecku onucat JIxxoHom XantepoM (John Hunter,
1728—1793), mIoTAaHACKUM XUPYPrOM M HaTypaau-
CTOM, COTpyAHMYaBWIMM ¢ Yoawem [45, 112]. Op-
raHu3alus JEKTPUUECKOro OpraHa B BUIIE CTOIOK
MeMOpaHHBIX TUCKOB MO3Xe MOCIyxKKjaIa mpoodpa-
30M U151 CO30aHMS BeKTpudecKoit 6atapen Bosbra.

PeBomoniioHHBIN BKJIAJ B pa3BUTHE IIPEICTABIIC-
HUiI1 0 6uosnekTpuuecTBe BHec JIynmxku I'anbBaHU
(1737—1798), utanbaHcKuil Bpad, ¢GU3MOJIOT U Pu-
3WK, 3HAUYMTENIbHAs YacTh HAYYHOM HCATEIBHOCTU
KOTOPOTO OBLIa MOCBSIIEHA IIPOBEPKE UICH O POJIU
9JIEKTPUYECTBA B MBIIIEYHOM COKpalleHuu [99].
B cBoux 3namenutsix Commentarius [36], ornyoan-
KOBaHHBIX B 1791 1. 1 00001IABIINX SKCIEPUMEH-
ToI 32 iepuona 1780—1790 rr., 'anpBaHu, B 4aCTHO-
CTH, KOHCTaTHUPOBAJI, YTO IIpEeNapUpOBall JISTYIIKY
chelyalbHO IJI “3JAeKTPUYECKUX UCCACOOBAHMIA” .
Ero HepBHO-MEBIIICUHBII MpenapaT BKIIFOYAT HIK-
HUE KOHEYHOCTHU JISTYIIKU C OTOJICHHBIM OcIpeH-
HBIM HEPBOM M METAINTMYECKUI 3JIEKTPOI B ITO3BO-
HOYHOM KaHasie. Mcrnosb3ysl 3JeKTpOCTaTUYECKUA
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Puc. 2. DxcniepumenTs! ['anpBaHu.

reHeparop u JleiineHcKylo 0aHKY KaK HaKOIIMTENIb
M UCTOYHUK DJIEKTPpUIECKOTO 3apsima (puc. 2a, 0),
lanpBaHM ymamochk IPOXEMOHCTPHPOBATH MBIIICY-
HOE COKpalllecHHE B OTBET Ha CTUMYJISIIINIO HepBa
3JIEKTPUUYSCKIM PA3PSIIOM.

OpHaxXobl MBIIIEYHOE COKpallleHWe HaOJoma-
JIOCh, KOTJA €ro acCHCTEHT CIIy4ailHO KOCHYJICS
JIaHIIETOM OeIpeHHOro HepBa B MOMEHT paspsiaa
3apsITHOTO YCTPOIICTBa, He KOHTAKTUPOBABIIIETO He-
MOCPEICTBEHHO C IIPeIapaToM JISITYIIKM (puc. 2a).
OTOT (heHOMEH OOBSICHSETCSI CIIOCOOHOCTBIO DJIEK-
TPOMArHUTHOTO BO3MYIICHUSI PaCIIPOCTPAHSATHCS
B HEIPOBOISINEI cpeme, HaBOAS WHIYKIIMOHHbBIC
Toku (Toku PyKo) B MPOBOITHUKAX. DTO SIBIICHUE
u Tpyabl benmkamuna ®pankiuHa (1706—1790)
(omuH u3 otuoB-ocHoBareneir CIIIA, gumniomar,
YYEHbI) MO aTMOC(hEepHOMY 3JEKTpUUECTBY [24]
npuBead l'aabBaHM K HM3SLIHOMY 3KCHEPUMEHTY.
Korma on pacmonaran HepBHO-MBIIIICYHBINA IIpera-
paT ¢ IPUKPETUIEHHBIM JIMHHBIM IIPOBOIHUKOM PSi-
IIOM C TPOMOOTBOJIOM, TO BCIIBIIIIKA MOJTHMU MOTJa
CTUMYJIMPOBATh MBIIIIEYHOE COKpPAILEHUE.

OmHUM UX CYIIECTBEHHBIX (PaKTOB, yCTaHOB-
JIeHHBIX 'anbBaHU, OBLJIO TO, YTO MPU CTUMYJISIIIAN

YCIEXH ®U3NOJIOTUYECKHNX HAYK

MBIIIEYHOTO COKPAIIEHUS CUIbHBIN SJIEKTPUIECKUIA
paspsi MOT OKa3aTbesi MeHee 3(pheKTUBeH, YeM clia-
Okblii. bostee Toro, mocje cepyuu CTUMYJISIUMIA MBIIIILA
Tepsijia COCOOHOCTh K COKpAIlleHUI0, KOTOpasi, Ofl-
HaKO, MOTJIa BOCCTAHOBMThCS MOCIE ONPENEIEHHOTO
nepuomaa nokos. [To cytu, aTo OGbuTa IEpBast IeMOH-
cTpauus sSIBJIcHUS pedpakKTepHOCTH B BO30OYIMMBIX
cucTeMax.

CoBpeMeHHUK [ampBanu AnpOpext ¢on lam-
nep (1708—1777), wmBeldLAapCKWii aHATOM, €cCTe-
CTBOMCITBITATE]Ib M HEIpepeKaeMblii aBTOPUTET B
¢U3MOJIOTUKU CBOEro BpeMeHHU, CHOPMYIUPOBAI
KOHIISITIIUIO YYBCTBUTEJIBHOCTUA / Pa3IpakUMOCTU
(irritability) — ogHy U3 BaxkHeHIIUX UAel B (U3NO-
snoruu XVIII B. [98]. B coOTBEeTCTBUU C 3TOI JOKTPHU-
HOI1, peaKlvsl OpraHM3Ma Ha BHEIITHee BO3ICUCTBHE
C71a00 3aBUCUT OT €ro MPUPOIBI U CBOAUTCS K YHU-
BepCaIbHBIM M3MEHEHUSIM BHYTPECHHUX (QYyHKIIWA.
Crnenys 3Toii nokTpuHe, l'ajibBaHM paccMaTpuBall
SJIEKTPUYECKYIO pas3psl KaK TPUITEp, CTUMYJIM-
PYIOIINIT MBIIIEYHOE COKpallleHWe, a He KaK ero
IBVKyIIyio cuiay. OH IIpeariojiaraja, 4yTo BHEIIHUIA
DJIEKTPUYECKUI pa3psill 3amycKaa crielnupruuecKuii
BHYTPEHHMII MeXaHW3M, KOTOPHIA W TIPUBOINII
MbiIy B aBuxkeHue: “The electrical atmosphere hit,
and pushed, and vibrated by the spark is that, which
brought to the nerve, and similarly pushing, and
commoting some extremely mobile principle existing
in nerves excites the action of the nerveo-muscular
force” [98]. B xoHeuHOM uTOre I'aJbBaHU MpUILIET
K 3aKJII0UYEHMIO, YTO ITOT extremely mobile principle
(2JIEeMEHT) SIBJISIETCSl DJIEKTPUYECKUM caM Io cebe 1
MpeacTaBisieT 0co0yio (opMy JIEKTPUIYECTBA, TEHE-
PUPYEMOT0 OPTaHM3MOM KaK CJICACTBUE XXN3HEHHBIX
MPOLECCOB.

B cormacuu ¢ sToii uaeeit I'aabBaHM TToKasal,
YTO €CJIU COENVMHUTh KOHIIBI HEPBOB y IABYX HEpPB-
HO-MBILLIEUHBIX MpernapaToB, PaCIOJOXEHHBIX Ha
METaJUIMYeCKUX IMIACTMHKAX, TO 3TO WHULIMUPYET
cokpaieHue odbeux Mol ITo cyiiecTBy, 3T0 Obl1a
JIEMOHCTpalUsl  pacIlpoCcTpaHeHUs OUO3IEKTPHU-
yecTBa. ['aJibBaHM TakKKe IMOKa3aJl, YTO €CJIU HEpB
COEIVHUTh METAJUIMYECKON AYrol C MBILILEH, TO
MOXHO BBI3BaTh €€ COKpallleHue, KOTOpoe He Ha-
omtopanock, ecnu HepB noacymuth (Puc. 2B). DTo
HapeJjio ['aJibBaHM Ha MBICb, YTO HEPB IpEICTaB-
JIsieT co0O0li MPOBOISIIYIO Cpedy, U30JUPOBAHHYIO
OT BHEIIIHel HemnmpoBonsdileil 000J104YKO, HAMOAO0-
6ue Bocka. MDakTUUEeCKN 3TO OBUIO TIpencKa3aHUe
CYLIECTBOBAHUS JIMIIMAHON KIJIETOUHOU MeMOpa-
Hbl. Mbina no I'aabBaHM caMa mo cede sIBJsieTCst
WCTOYHMKOM OMOBJIEKTPHUYECTBA U MTOX0XKA Ha 3apsi-
KeHHy1o JleligeHcKyo 0aHKy, KOTOpash aKKyMYyJIu-
Ne 2
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PyeT IIOJOXUTEIbHBIN 1 OTPUIIATEIbHBIN 3apsiIbl HA
BHEIITHEH ¥ BHYTPEHHEI CTOPOHAX COOTBETCTBEHHO.
[Ipupoma 3Toro aneKTpuIecKoro aucbagaHca U Me-
XaHW3MBI €TO TIOIepKaHUsI, pa3yMeeTCsI, He MM
OOBSICHCHHS B Ty TIOPY. DICKTPUICCKUI TOK, KOTO-
PBIii OYEeBHMIOHO TpeOOoBayICs IJIsI O0ECIIeYeHUs CO-
KpPaTUMOCTH, T.€. Iepe3apsiIKKU MBIIIIIEI, TpeOoBalI
CIIEIMAIbHBIX IPOBOISIINX ITyTei. ['aapBaHm 1mmona-
raji, YTO Ha ITOBEPXHOCTU HepBa W MBIIIIIIEI UMEIOTCS
MeJIKHE IIPOHMIIAeMbIe IJISI BOIOBI OTBEPCTHUSI, KO-
TOpBIE OOCCIIEUMBAIOT TPEOYEMYIO 3IEKTPUIECKYIO
CBSI3b BHYTPeHHE! 1 BHelHel cped. [1o cyTu, aTum
l'anbpBaHM MPEeIBOCXUTHII KOHLETILINIO IIPOBOASIIINX
BOIHBIX ITOpP, T.€. MOHHBIX KaHAJIOB, KOTOPHIE IIPO-
HU3BIBAIOT HEIIPOBOIAIIYI0 KJICTOUYHYIO MEeMOpaHy,
obecrieunBas ee Imepe3apsiaKy.

B 10 Bpems, korma I'ajabBaHM BBIIIOIHSUI CBOU
SKCIEPUMEHTHI IT0 aHAJIU3Y IIPUPOIEI OMO3IEKTPH-
YecTBa, er0 COOTEYECTBEHHUK AsieccaHnpo Bombra
(1745—1827), utanbsHCKMIA (UMUK, XMMUK U PuU-
3MOJIOT, IIPOBOOWJI MCCJICHOBAHUS CIIOCOOHOCTHU
METaJUIOB TEHEPUPOBATh BJIEKTPUUYECTBO. BobTa
O0OHApYXWI, 9YTO MEXIY Pa3IMUHBIMU MeTaJlJIaMU,
COCAMHEHHBEIMM B €IMHYIO 1Iellb, BO3HUKAET pa3-
JeJIcHUEe 3apsiioB Ha IIPOTHBOIIOJNIOXHBIX KOHIIAX,
YTO ¥ MOXXHO OBIJIO 3apeTUCTPUPOBAThH DJIEKTPOMET-
pOM, TIPEICTABISIIONIMM COOOM UYyBCTBUTEIHHBIN
BJIEKTPOCKOII (IIpUOOp, pearnpyiolnii Ha IEKTPU-
YeCKMI 3apsii), COCOMHEHHBIN C 3JIEKTPUICCKUM
KoHaeHcatopoM. Okazaaoch, YTO HaWOOJbLIMIA
SJIEKTPUYECKMI 3apsii 1M, COOTBETCTBEHHO, 3JICK-
TPUYECKUII TIOTCHIIMAJI TeHEePUPOBAINCh IIapoit
LUHK—CepeOpo, HO M B 3TOM CJIydyae TaKOBOII OBLIT
3HAYUTEILHO MeEHBIE MOTEHIMAA, IIPOXYLIpye-
MOTO 3JIEKTPOCTaTUYECKUM reHepaTopoM (puc. 20).
ITocnenoBaTenbHOE coedUMHEHUE OuMeTaIdue-
CKMX TIap B CTOIIKY ITPOIIOPLIMOHAIIBHO ITOBBIIIA-
JIO TeHepUpYyeMbIii MOTEHIIMAI, HO KaK MCTOYHUK
BJIEKTPUYECTBA 3Ta KOHCTPYKIIUS He BBIACPXKUBaJIa
KPUTUKU. YCIex npuleli, Kkoraga Boabsra odecneuyn
KOHTaKT OMMETAJUIOB Yepe3 KycodyeK Oymaru, Ipo-
MUTAaHHOM COJIEBBIM PAcTBOPOM — (PAKTUUECKU 3TO
ObLJIO U300peTeHUue 3JeKTpuueckoit 6arapeu [110].
CyllecTBEHHBIM CBOMCTBOM Oarapen Bojbra oka-
3aJI0Ch TO, YTO OHA ObLIA ITOCTOSTHHBIM UCTOUHUKOM
BJIEKTpUYECTBa, B oTanuue ot JlelimeHckoil GaHKu,
TeHepHpPOBaBIIeil JUIIL KPaTKOBPeMEHHbIE, ITpaK-
TUYECKN MTHOBEHHBIE Pa3psIbl.

PyxoBoncTBysich CBOMMU OIlbITaMu, BoibTa nos-
Bepr KpuUTukKe Teopuio I'ajbBaHU O OMOBJIEKTpUYE-
CTBE, OCHOBBIBAsICh Ha TOM, UTO B BKCIEPUMEHTAX
l'anbBaHM HCIIOJB30BAIUCh METAIMYECKUE BJIeK-
TPOJbI, B YACTHOCTHU Tapa XeJjie30—Meb, UTO MpU
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Nerve

Puc. 3. Actatnueckuii ranbBaHoMmeTp HoOumu.

KOHTaKTe ¢ OMOJOrMYecKoil TKaHbIO, coaepxKallleid
3JIEKTPOJIUT, JOJDKHO OBLIO MPUBOAMUTH K TeHepa-
LM DJIEKTPUYECTBA. YOeAUTeNbHbIE apryMEHThI
BosbTa 1 ero aBTOpUTET, B 3HAYUTEIbHOI CTENEHU
CBSI3aHHBIN ¢ 3(P(PEKTUBHOCTBIO €r0 NEKTPUUECKOM
Oatapeu, pasfeauii ydeHOe COOOIIEeCTBO Ha JBa
Jarepst — OIMH, COCTOSIIIUI U3 CTOPOHHUKOB TE€O-
puu I'agbBaHU O OMORJIEKTPUUYECTBE, U BTOPOI — U3
pazaessionx MHeHre BoibTa, 4To 3KCIepUMEHThI
T'anbpBaHM sgBasI0OTCS apTedakToM. JduieMma paspe-
LIUJIACh CITYCTSI HECKOJIbKO AeCATUNIETHUIA.

Hnempymenmanvhas anexmpogusuonoeus. Hauano

JanpHe#mmit porpecc B UCCIIEIOBaHUN OMO-
3JIEKTPUYECTBA aCCOIMUPOBAIICS C Pa3BUTHEM (DU-
3MYECKUX METOIOB aHa/IM3a JIEKTPUUECKUX SIBJIC-
Huii B 11eioM. CyllleCTBEHHBIM UHCTPYMEHTAIBHBIM
maroM OBbUIO CO3JaHME WTAIbSIHCKUM (DU3UKOM
Jleononbno Hobwnmu (1784—1835) HoBoro Tumna
rajibBaHOMETpa — MpUOOpa, N3MEPSIONIETO CUTY U
HampaBieHue Toka (puc. 3). OH oKa3zajcsi HaCTOJIb-
KO UYyBCTBUTEIbHBIM, YTO TIO3BOJIUJ €My BIEPBbIC
3aperucTpupoBaTh JMEKTPUUECKUI TOK B TIpernapare
ngarywku o I'aneBaHu [98].

3HauMMBbIe TeXHNYSCKEe MHHOBALIMK OBUIM BHE-
ceHbl OmuiieMm Jlodya-Peiimonom (Emil Du Bois-
Reymond, 1818—1896), HeMelLkuM (HuU3NOIOroM
n GwiocodoM MIBEHIIAPCKOTO ITPOMCXOXKICHMS.
Bo-nepBbIX, 4TOOBI CHATH BO3paxkeHue BonbTa, Jl10-
Oya-PeiiMoH pa3paboTan HEMOJSIpU3YEMbIE 2JIEKT-
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Puc. 4. DnexrpomexaHnyeckuii peatoMm bepHinTeitHa.

pombl B BHAE IIPOBOOHMKA M3 aMajbraMbl [IMHKA U
cynbdara IMHKA C MOKPHITUEM 13 (hOPMOBOYHOM
IIMHBL. VIM Tak:Ke ObLT CO30aH MePBblii UMITYJIbCHBIN
MCTOYHUK TOKa IJIs1 TpaayMpOBAaHHON CTUMYJISLMU
Hepsa 1 M. OH MOTU(PUIIMPOBAII TATbBAHOMET]
Hob6unu, noGaBuB MyJbTUILIMKATOP ((haKTUUYECKU
3JIEKTPUUYECKMI TpaHCHOPMATOP), YTO OOESCIICUNIO
JOCTaTOYHYIO0 YYBCTBUTEJIbHOCThb, YTOOBI JETEKTU-
pOBaTh UMITYJIbCHBIC OMOIToTeHIINaNbl. PakTndecKu
Ho0ya-PeiiMOH co3nan mepBblii KOMILIEKC MpUOo-
POB 1J1s 3JEKTPO(PU3UOIOTMYECKUX HUCCACAOBAHUIA
OMOJIOrMYEeCKHUX TKaHEil M Mmpexae BCero HepBOB U
MblL. VICronb3ysl HEpBHO-MBILIECUHBINA Tpernapar
JISTYLIKW, OH BIIEPBbIE IPOJEMOHCTPUPOBAT CYy-
IIECTBOBAHUE OCHOBHBIX 2JIEKTPUUYECKUX SIBJICHUIA
B BO30YAMMBIX TKaHSIX, ITOKa3aB, YTO MEXIy WH-
TaKTHOM TMOBEPXHOCTBHIO U MOIEPEYHbIM Pa3pe3oM
MBIl WJIM HepBa MNPOTEKaeT IOCTOSHHBIA TOK
MOKOSI U MpU BO30YXKIEHUW MBILILIBI U HEPBA 3TOT
TOK KpPaTKOBPEMEHHO IaJaeT mo4Tu A0 Hyasd [35].
Kak ™Mbl 3HaeM ceityac, 3TO SBJ€HUE, HAa3BaHHOE
Ho0ya-PeiiMOHOM KakK OTpULATEIbHOE KojebaHue
(negative variation), CBSI3aHO C TeHepalUMeil U pac-
MNpOCTpaHEHWEM TOTeHIIUAT AEHCTBUSI.

YCIEXH ®U3NOJIOTUYECKHNX HAYK

CrnenymomumM IaroM OBIJIO U3MepPEeHUEe CKOPOCTHU
pacpocTpaHeHUsI BO30YXICHMsI, BIICPBbIE BBITION-
HeHHoe I'epmaHoM ¢oH I'emronbuem (1821—1894),
HEMEUKUM (PU3MKOM, BpayoM U ¢usunojoroMm. 13-
Mepsig 3alepKKy MEXIy MOMEHTOM 3JICKTpUYe-
CKOM CTHMYJISIIMM HepBa M COKpaIlleHUEM MBbIIII-
1bl, ['eMToJbIl OLIEHWI 3Ty CKOPOCTh BEIMYMHOM
~30 m/c [100], 9TO OGBUIO CYIIECTBEHHO MeIJICHHEE
pacIpoCTpaHEeHUS 3JCKTPUYECKOIO CHUTHala IO
MMPOBOJHUKY. DTO OTYACTU ITOCTABUJIO ITOA COMHE-
HHUE DIIEKTPUUYCCKYIO IIPUPONY CHUTHAja, pacIpo-
CTPaHSBIICTOCS II0 HEPBY ITOCJIE 3JICKTPUUICCKOM
CTUMYJISIIUKM. BHECTHU SICHOCTB B 3TOT BOIIPOC MOTIJIO
ObI MI3BMEpPEHUE CKOPOCTU PACpPOCTPaHEHUS “OTpU-
LIATEJIbHOIO KoJieOaHUsI”, YTO HEe yIaJloch CAEIaTh
Ho0bya-PeiimMmoHy, HO yaanocsk ero yueHuky IOnnycy
bepniureiiny (Julius Bernstein, 1839—1917 rr.), He-
MeLKOMY (PU3HOJIOTY.

N3 skcnepuMeHTOB I'eMroiblia u UM IMMOA0OHBIX
cleaoBajio, 4yTo “OoTpuliaTesibHOE KoJiebaHue” —
noreHuuan aeicTBus (action potential) B coBpe-
MEHHOW TEPMWHOJIOTUN — NOJKHO TIPENCTABISAThH
c000i1 ObICTPOE COOBITHE AJTUTEIbHOCTBIO MOPSII-
Ne 2
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n

Puc. 5. [loreHuuan aeiictBus (negative variation) B auc-
KpeTHOIT pekoHcTpyKimu bepHireitna [22].

ka 1 mc. Bce TuIme ragpBaHOMETpa — €IMHCTBEH-
HOTO HM3MEPHUTEJIBHOTO IIpuOOpa, JOCTYITHOTO B
Ty TIOpY IJISI MOHUTOPWHTA OMO3JIEKTpUIECTBA, —
ObUIM CIMIIKOM WHEPLMOHHBI: XapaKTepHOE
BpeMsl OTKJIMKa ObL10 nopsinka 1 c. IToatomy pe-
TUCTPALIUS MUJJIMCEKYHAHBIX 3JEKTPUYECKUX CO-
OBITHII Kazajlach Hepa3peluMOii Ha TOT MOMEHT
3agayeil. bepHIITElH NPeaToXWI OpPUrMHAJb-
HYI0 METOAMKY, OCHOBAHHYIO Ha MCIOJIb30BaHUU
CKOHCTPYMPOBAaHHOro UM mnpubopa — audde-
pennuanbHoro pearoma (differential rheotome) B
cnenuajabHON KoHdurypauum (puc. 4a, 6) [22].
O6was unes bepHiuTeiltHa cocTosyia B TOM, 4TO
OTKJIMK TrajlbBaHOMeTpa, (paKTUYECKU UHTETrpaTo-
pa, Ha 3JIEKTPUUYECKUI UMIYJIbC MOCTOSIHHOM AJIM -
TEJAbHOCTU ObL MPOMNOPLMOHANIEH €ro aMILIUTY/Ie
(puc. 4B8). DTO MaBaNIO BO3MOXHOCTh NUCKPETHOM
PEKOHCTPYKLIUM BPEMEHHOTO Xojaa ITOTeHIMala
neiictBus (ITH), ecau ucIonab3oBaTh JOCTATOYHO
KOPOTKYIO CTUMYJISILIMIO HepBa. B ajlekTpoMexa-
HMYECKOM peaToMe bepHITeitHa TOCTUTAIOCh pe-
KOpAHOE MO TeM BpeME€HaM BpeMEHHOE pa3pellie-
Hue nopsaka 0.3 mc.

Bappupys 3amep:kKy MexXOy JIEKTPUIECKUM CTH-
MYJIOM ¥ MOMEHTOM Hu3MepeHus ¢ marom 0.3 Mc u
MHOTOKPaTHO IMOBTOPSISI KaXXKI0e N3MEPEHME ISl Ha-
KOIUICHUSI CUTHaJIa, BepHINTeiH MMpoBeNT AUCKpET-
Hy10 pekoHcTpykuuio I/ ¢ mrarom 0.3 Mc (puc. 5).
DT0 OBLIA IIEpBask JOCTATOUYHO TOYHAS PETUCTPALIMS
I1JI, XxoTophblii AEHCTBUTEIBHO OKAa3aJICsl OBICTPHIM
COOBITHEM C UIMTEIBLHOCTBIO MOPSIAKA HECKOIbKUX
MUUIMCEKyHI. bonee Toro, okasanocsk, uto I ne-
MOHCTPHPOBAJ OBEPIIYT MO OTHOLIEHUIO K HYJIEBOK
JIMHUY TOKA ITOKOSI, ITOKAa3bIBasl, YTO M3MepsSIeMbIil
TOK MEHSUI MOJSIPHOCTb. MeHssl pacnojoXeHue
CTUMYJIMPYIOILETO 2JeKTpoaa, bepHIUTeiH oueHuI
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CKOPOCTb pacOopoCTpaHEeHUs MoTeHLuana AeiACTBUS
BEJIMIMHOM 28.7 M/C, 9YTO IMPaKTUIECKHU COBITAIAJIO C
ouenkoii I'emronpma — 30 m/c.

Ellie omHUM KOHLIENTyaJbHO 3HAYMMbIM BKJIAJIOM
bepHiureiiHa Obl1a “meMOpaHHas rumotesa” [97].
B cooTBeTCTBUU C 3TOM T'MIIOTE3011, KJIETKA OKPYXKE-
Ha MeMOpaHOIi, KOTopasi B OKOe CEJIEKTUBHO MpPO-
Hunaema mist 1oHoB K*. I1ocKoIbKy KOHIIEHTpaLIHs
K* BHyTpM KJI€TKU BHIIIIE, 9eM CHAPYXH, TO, COLJIaC-
HO TepMOIMHAMUWYECKNM 3aKOHaM, HOHBI K* momk-
HBI IBUTAThCSA HAPYXKY, CO3IaBast OTPUIIATEIbHBII ITO
OTHOIIICHMIO K HapY>KHOM ITOBEPXHOCTH TPAHCMEM-
OpaHHEBI moTeHIMAa. Onupasich Ha TEPMOIMTHAMM -
YeCKyI0 TEOPHI0 BO3ZHUKHOBEHUS OU(GY3MOHHOTO
IMOTEeHIIMAJa B paCTBOpaX, Pa3BUTYIO HEMELIKUM (DU-
3ukKoM U xumukoM Banbrepom HepHctom (Walter
Nernst, 1864—1941), BepHIiuTeilH NpeaaoXua cie-
Iyrolllee BBIpaxkKeHHUE Uil TOTEHIMAJIa ITOKOs KJIe-
TOYHOM MeMOpaHBbI:

KD,

2
V=K~ ST (1)

u+v
rme K = 0.86x10* B; T — abcomoTHas TeMrepary-
pa COOTBETCTBEHHO; V M i — MOIBIKHOCTH MOHO-
BAJICHTHBIX aHMOHOB M KaTMOHOB COOTBETCTBEHHO;
[K'], u [K'], — BHEKJIETOYHAsA U BHYTPUKIIETOUHAS

KOHLICHTpalun K* cooTBeTCTBEHHO.

Taxkum obpa3om, B COOTBeTCTBUU ¢ bepHILTEi-
HOM, TIOTeHIIMAI Ha MeMOpaHe MOKOSIICHCS KIET-
KM (paKTUUECKM OIPEAcaseTCs] paBHOBECHBIM I10-
TeHuanom miis noHoB K*. OcHOBBIBasICh Ha CBOMX
peructpauusix  “oTpULATEeJIbHOTO  KoJjiebaHus”,
bepHIITEitH IPEeaNONI0OXNII, YTO BO BpeMs BO30YXK-
IeHNsI MeMOpaHa yTpauMBaeT CBOIO CEJICKTUBHOCTD
K K* 1 craHOBUTCS MpOHUIIAEMOI 1T IPYTUX WO-
HOB. IIpm TOM, YTO MeMOpaHHas TUITOTE3a B IIEJIOM
O0BSACHSIIA CYIIECTBOBAaHME TOKA ITOKOS U IageHUE
€ro BO BpeMsI ITPOXOXICHUS OTSHIINAJIA IeCTBUS,
OHa He MpeacKa3biBajia ero OBEPIIYT, T.€. PEBEPCUIO
ero 3Haka. Ilo 3TOil IpUMYMHE U IOTOMY 4TO, IIO
MHEHU10 bepHIiuTeiliHa, OHO MOTJIO ObITh CAEACTBU-
€M BO3HMKHOBEHUS cepuy ¢ Gy3MOHHBIX ITOTEH-
Lyaja Ha I'paHulAaX pa3acjoB Cpel, OH He Mpuaall
CYLIECTBEHHOI'O 3HAYEHUS 3TOMY sIBJI€HUI0. Mex-
Iy TeM OpuTaHCKUii Ouojor u ¢uszmonor HYapab3
OBeptoH (1865—1933) mpomeMOHCTpHpPOBAI, 4TO
BHEKJIETOUHBIM Na*® aOCoMoTHO HEoOXomuMm IS
MBIIIIEYHOTO COKpAIlIEHHsI, KOTOPOe IPaKTUIEeCKU
He 3aBUCEJIO OT THUTIa BHEKJICTOYHOTO aHMoHa [22].
OH npennoaoXua, YTO IpU CTUMYJISILIMU MBI
WIM HEpBa 3JEKTPUUYECKUM HMMITYJIbCOM HX MEM-
OpaHa KpaTKOBPEMEHHO CTAaHOBMUTCS IIPOHMIIAC-
Moit misg Na*, 94To um OOBSICHSIET peBEepCUIO 3HAKa

Ne 2 2024



56 KOJIECHUKOB

“orpuiiaTenbHOTO Kojiebanmsa” (puc. 4). Ilockomnb-
Ky yXe OBLJIO M3BECTHO, YTO KOHIIEHTpauns Na* B
IIUTO30JI¢ CYIIIECTBEHHO MEHbIIIE S9KCTPAKIETOUHOM
u HaobopoT w11 K*, OBepToH mocTyImpoBat cyie-
crBoBanme Na*/K* oomena (Na*/K*-ATPa3pl, kak
MBI TeIleph 3HaeM), KOTOPBIi momaepxuBaeT Na't/
K* rpagmeHT, HEOOXODWMBIN I BO30YOIUMOCTHU
HEPBOB 1 MBIIIIII,.

Xots bepHITeiiHOM BIlIepBbie OLLIO JAHO IIPaB-
IOION00HOE omnrcaHne MYHKIIUM KIIETOYHBIX MEM-
OpaH, MX CTPYKTypHast U KOMIIOHEHTHAasl OpraHM-
3alMs He ObLIa [OeTaJIu3UpOBaHA IO IIOSIBICHMUS
BJIEKTPOHHOU MuKpockonuu B 1950-x rr. Tem He
MeHee, ucciienyst 3(p@eKThl MECTHBIX aHECTETUKOB,
HeMelKuii ¢papmakosor I'anc Meitep (1853—1939) u
He3zaBucuMO OBEpPTOH ITOKA3aJIM, YTO YEM BBIIIIE KO-
3¢hGUIIMEHT pacIpeae/IeHusT Maco / Bona, T.e. JIM-
MO(UILHOCTh COEIMHEHUS, TEM OOJIBIIIE €Tro IIPOHM -
1LIaeMOCTb Yepe3 MeMOpaHy U Bblllie 3(P(PEKTUBHOCTh
HapKo3a. DTOT (haKT IMPpHUBEJ X K 3aKIIOUYCHUIO, YTO
JINTIOUEI SIBIISIIOTCSI CYIIECTBEHHBIM KOMITOHEHTOM
KJIETOUHbIX MeMOpaH [22].

HanpHeiillee pa3BUTHE MeMOpaHHAs TSOPHUSI T10-
JlyduJia B paboTax rojjaaHaCKuX (hU3n0JI0roB DBep-
ta ['oprepa (Evert Gorter, 1881—1954) u ®paHcya
I'pennenss (Frangois Grendel, 1897—1969). Onu
MIPEAIIOIOXWIN, YTO €CJIM BHEIIHSIS IIOBEPXHOCTh
KJIeTKM (POPMUPYETCS JIUNUIAMUA, TO TePMOIMHA-
MUYECKHU BBITOJHO, YTOOBI 3TO ObLI OMCJION, B KO-
TOPOM HOJISIpHBIE TMAPOMUIbLHBIE TOJIOBKU JIMIIH-
JIOB OOpallleHBl HapyXKy B CTOPOHY BOJHOI Cpebl, a
ruapodoOHBIE XBOCTH 00pallleHbl BHYTPh, U30JIM-
pysCh OT BOAHOM cpeabl. B aToM ciydae ruiomanb
MOBEPXHOCTH KJIETKM JOJKHA OBITH BIBOE MCHBIIIE
IUIOIAAY CYMMAapHOTO JIMITUIHOTO MOHOCIOS. JI1s
npoBepku cBoeit ugen I'oprep u ['peHmeNb NCIONb-
30BaJIM TCHU 3PUTPOLIMTOB PSIa MIIEKOITMTAIOIINX
¥ OLICHMBAJIM CYMMAapHYIO IUIOIIAAb ITOBEPXHOCTU
M3BECTHOIO KOJMYECTBA KJIETOK. 3aTeM JIMIUIbI
3KCTparupoBajMuCh alleTOHOM, U B KaMepe JISHrMI0-
pa—bnomxer (Langmuir—Blodgett) dhopMupoBacs
MOHOCJI0i. B cOOTBETCTBUM C TMIIOTE30I, TIOIIAIb
TMOCJIEHETO OKa3aJIoCh MPUMEPHO BABOE OOJbIIE
CyMMapHO#1 IIJIOIIAaAN MOBEPXHOCTU SPUTPOLIMTOB
[41]. Mopgenb I'oprepa—I'peHnenst ObLia OOTOJIHE-
Ha OpuTaHCKUMU 6rMoxuMukoM JIxxeiimcom laHus-
neMm (James Danielli, 1911—-1964) u ¢dusunonorom
Xnio Joyconom (Hugh Dawson, 1909—1996). Onu
paccMaTpuBaiv KJIETOUHYIO MEMOpaHy KaK JUITUI -
HBIIA OMCION ¢ MHKOPIOPUPOBAHHBIMH OCIKaMMU,
KOTOpbIE, B YACTHOCTHU, 00ECIIeYrBalOT €ro MPOHU-
LAeMOCTh IJIsI TUAPO(PUILHBIX MOJIEKYJ, BKIIIOYast
HWOHHI [29].

YCIEXH ®U3NOJIOTUYECKHNX HAYK

Honnas meopus 6036youmocmu memopan

Hcropuss HaykKm OCTaBWJIA MHOXKECTBO CBHIE-
TEJIbCTB TOTO, YTO HAYIHBIN IIPOTPECC MHUITUNPYETCS
HE TOJIbKO IIJIONOTBOPHBIMU HASIMU, HO X HEPEIKO
3aBHCHUT OT Pa3BUTHS TEXHUKU U METOIOJIOTMIECKIX
nonxomnoB. B opMupoBaHuu npeacTaBacHU 0 Me-
XaHM3MaX KJIETOYHOI BO30YyAMMOCTH pPELIAIOLIYIO
POJIb ChITPAJIO BBEIEHUE B TPAKTUKY 3JEKTPOPU3NO-
JIOTUYECKHUX UCCIeN0BaHUI MpernapaToB TMTaHTCKO-
ro akCoHa Kajbmapa, a Takxke MUKPOB3JEKTPOIHOM
TEeXHUKU U PErucTpaury OMORJIEKTPUUYECKUX SIBJIE-
HUIl ¢ WMCIOJb30BAaHUEM METOAOJOTUM (PUKCALUU
noteHuuana (voltage clamp), KoTopbie MO3BOJIWIU
HAIIPSIMYIO U3MepSITh TPaHCMEMOpPaHHBII ITOTCHIIM -
aJl U MOHHbIE TpaHCMEeMOpaHHbIE TOKU.

B 1936 r. 6puTaHCKMil 30010T U HEUPOPU3NOIOTr
Hxon Anr (John Young, 1907—1997), xoTopslii uc-
cJieIoBajl TOJIOBOHOTMX MOJUIIOCKOB, OITHCAaJ TPYyO-
yaTble CTPYKTYphl AvamMeTpoB 0.5—1 MM y KajibMapa
1 KapaKaTUIIbl, IPOCTUPABIIMECS OT FOJIOBBI IO XBO-
cra [113]. SHr npeanoaoXua, 4YTO 3TU CTPYKTYPhI
SIBJISTIOTCS. aKCOHaMM. B cuiy cBoeit Mopdonorun
TUTAaHTCKMIT aKCOH KajJbMapa BCKOpE CTaJ CTaH-
JApTHBIM IPEIapaToM B 3JIeKTPOMU3NOIOTHIECKIX
HCCIIeTOBAaHMSIX, HAUMHAS C IMOHEPCKUX padOT aMme-
pukaHckoro 6uogpuszuka Kennera Koyna (Kenneth
Cole, 1900—1984) u 6puTaHCKMX Helipodusnosora
Anana XomxkuHa (Alan Hodgkin, 1914—1998) u
ouodusuka duapro Xakcau (Andrew Huxley, 1917—
2012).

HMcnonb3ys BHEKIETOYHbBIE 3JEKTPOALI U MOCTO-
BYIO CXeMy IJIsl U3MepeHus umrenaHca, Koy B co-
aBTOPCTBE C aMepUKaHCKUM 6noguznkom I'oBapaom
Keptucom (Howard Curtis, 1906—1972) o6HapyXu-
JIU, 4YTO TeHepalus IMOoTeHLUala NeHCTBUS COMpo-
BOXIAETCsI ObICTPHIM U KPAaTKOBPEMEHHBIM CHUXE-
HUEM COIPOTUBICHUSI MEMOpaHbI, UTO YKa3bIBaJlO
Ha U3MEHEHMEe UOHHOI MPOHULIAEMOCTU MEMOpaHbI
akcoHa [25]. Bckope Koyny u Keprucy [28] u He-
3aBUCUMO XOMXKKUHY M Xakciau [53] yaanoch MH-
KOpPINOPUPOBaTb MMHUANEKTPOAbl B TMTAaHTCKUIA
aKCOH, YTO IO3BOJIMJIO BIIEPBbIE HEMOCPEACTBEH-
HO U3MEPUTH MOTEeHIIMAN TTokos (Topsiaka -50 mMB)
U 3aperucTpupoBaTh IMOTEHLUAN AeicTBUS. bbuio
MOKa3aHO, YTO B COOTBETCTBUU C IKCIEPUMEHTAMU
bepHiureiiHa, anekTpuyeckass CTUMYJISILIMSL aKCOHA
WHULIMUPYET OBICTpOE IMaaeHWE BEJIUYMHBI MOTEH-
uasa c rmocieaylolleil naBepcuei ero 3Haka. Ilo-
cleaHee, KaK CJIeqoBajio U3 sKkcnepuMeHToB OBep-
TOHA, MOTJIO OBITh CJIEICTBUEM KPaTKOBPEMEHHOIO
YBEJIMYEHUS TPOHULIAeMOCTU MEMOPAaHbI AJ151 IOHOB
Na*, 9T0 1 OBUIO TTOATBEPXKICHO SKCIIEPUMCHTAIb-
Ne 2
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HO XOIKKMHBIM M OpuTaHCKUM (pu3uojorom bep-
HapnoMm Karrem (Bernard Katz, 1911-2003) [55].

[Mocmenyrommm 11aroM, OOECIIEUMBIIMM CYIIE-
CTBEHHBII Tporpecc B 3JeKTPOMU3UOIOTUH, ObLIO
HCITOJIb30BaHNE METOIOJIOTMY (PHUKCALIMY ITOTEHIIA-
J1a, mpemtoxeHHou IxopxxeM MapmonTtoMm (George
Marmont)), corpynnukom Koyna [26, 87]. Kioue-
BbIM 11IaroM ObUIO CO3AaHUE YCUIUTENEH ¢ 0OpaTHOM
CBSI3bI0, 0OECIIeYnBaBIleii KOHTPOJIb IIOTECHIIMAIA Ha
MeMOpaHe. XOMKKUH 1 XaKCIu B TOJHOI Mepe pac-
KPbUIM MOTEHLIMAA 3TOro IOAXOAa, BHECS psii MO-
nudukanuii. Bo-nepBbIX, OHU KUCITOJIb30BaIN IBYX-
BJIEKTPOIHYIO CXeMy sl (pUKCALMW TOTeHLMana,
YTO TO3BOJIWJIO HUBEJIUPOBATH OILIMOKY, CBSI3aHHYIO
C TMOJISIPU3YEeMOCTbIO 3JIEKTPOAOB. Bo-BTOpBIX, HX
YCTPOICTBO MO3BOJISIIO KOMITIEHCUPOBATh COMPOTUB-
JIEHHE 3JIEKTPOAOB, TEM CaMbIM CYILIECTBEHHO YCKO-
psisl Tiepe3apsiiKy €MKOCTM MeMOpaHbl, 4TO oOec-
MEeYMBAJIO MPAKTUYECKH MIHOBEHHYIO (B MaciuTabe
XapaKTepHbIX BpeMEH U3MEHEHMSI TOKOB) (hUKCALIUIO
NOoTeHIIMajla Ha KJIETOYHOM MeMOpaHe. DTOT Mom-
XOJI IO3BOJIWJI KOJTUMYECTBEHHO MCCIEIOBAaTh MOHHbIE
TOKHM B TMTAaHTCKOM aKCOHE KajbMapa, B YaCTHOCTU
YCTAaHOBUTh MX 3aBUCUMOCTb OT MEMOpaHHOIO ITO-
TeHLIMaja U KOHLUEHTPaUWK BHEKJIETOUYHbIX MOHOB U
MX KUHETUKY B Pa3HbIX YCIOBUSIX.

BniepBbie MOHHBIE TOKM TIpU (UKCUPOBAHHOM
MeMOpaHHOM MOTeHUMajae ObLIM 3aperucTpupoBa-
HbI XOIXKKUHBIM U Xakcau B 1949 r. B coaBTOpPCTBE C
Kauewm [54]. ITocaenyromas cepust padboT, B KOTOPBIX
MEHSUIMCh KOHIeHTpanuu noHoB Na* m K* B akc-
TPaKJIETOUYHOI cpelie, MpuBesia XOMKKIHA 1 XaKCIII
K 3aKJIIOYEHUIO, YTO BO30YIMMOCTh KIIETOUYHOI MEM-
OpaHBl IeTePMUHUPYETCS MACCUBHBIMHM IOTOKAMU
noHoB Na* m K* yepe3 MmeMOpaHy, IBIKyIIas CUIa
KOTOPBIX OIIPEHEINISICTCI MX DJICKTPOXUMUYSCKIMU
rpagueHTamMu. ITpoHuUIIaeMocTh MeMOpaHbI obecIie-
YUBaAETCS CIeN(PUISCKIMH TPAHCIIOPTHBIMU ITyTSI-
MU, CKOpee BCero BOMHBEIMM ITOpaMH, T.€. HOHHBIMU
KaHaJlaMi B COBPEMEHHOI1 TepMuHooruu [56—60].
KynpMuHaumeil UX MCCIeIOBaHUIA OBLIO CO3daHUeE
3JIEKTPUYECKOr0 3KBUBAJICHTAa MEMOpaHbI aKCOHA 1
MaTeMaTU4eCcKOoil MOAeNM TeHepaluu IIOTeHIIMaia
nevicteus [61, 62].

C aJIeKTpUYECKON TOUYKM 3pEeHUs, MO XOIXKKU-
Hy ¥ Xakciu [61], MeMOpaHa TMTraHTCKOrO akCOHa
KaJlbMapa IpeacTaBiseT COO0M 2eKTPUIYECKYIO eM-
KOCTb, COCAMHEHHYIO MapajIeJIbHO C MPOBOISILIM -
MU 3jeMeHTaM (IPOBOAUMOCTSIMU) U UCTOYHUKAMU
TOKa (3JIEKTPUIECCKUMU OaTapessMM ), KOTOPBIE SIBJISI -
IOTCS JEKTPUYECKUMM SKBUBAJIEHTAMM 3JEKTPOXU-
MUYECKOro ImoTeHuuana (puc. 6).
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Puc. 6. DkBUBaJeHTHAsS DJIEKTPUYECKAsS CXEMa IMTaHT-
CKOTo0 aKcoHa Kayibmapa [61].

Takum obpasoM, TOK Yepe3 MeMOpaHy [/ CcKia-
IBIBAETCS U3 TPAHCMEMOPAHHOIO TOKa MOHOB I, 1
TOKa Nepe3apsAaKyu EMKOCTA MEMOpaHbl /

Im:Ii+IC:Ii+Cmd—V.

(2)
dt
Kaxk cremyer 13 3TOro BeIpakeHMs, 3a UCKITIOUE-
HHMEM KPaTKOBPEMEHHOTO CKa4YKOOOpa3HOTO Tepe-
xoma V ¢ OTHOTO YPOBHSI Ha IPYTOii, B peXnme (huk-
cauuu noreHuuana dV/dt= 0 u mosromy 1= I.

Bxomsamme Na* u Beixonsaiuue K* roku, 1, u [,
JIeTepMUHUPYIOTCS ITIOTEHIINAI3aBUCUMBIMU IIPOBO-
JOMMOCTSIMM g, Y g, CBOMCTBA KOTOPBIX MEHSIOTCH
BO BpEeMEHH IIPU M3MECHEHNN MEMOPAHHOTO ITOTCH-
uajga, 1M BJICKTPOXMMHUYCCKUMHU TpagueHTAMHU C
BNIEKTPUYECKUMU SKBUBaNeHTaMu E 1 E, COOTBET-
cTBeHHO. KpoMme Toro, nMeeTcst Hecrieu(puIecKuii
TOK YT€YKM /|, KOTOPBIA aCCOLMUPYIOTCA C MOCTO-
SHHOM TPOBOIUMOCTBIO g U E , G1M3KOM K HYIIIO.
B ananutmyeckoM BuIe IpU TpaHCMEMOPaHHOM I10-
TeHLuane V:

]Na:gNa(V_ENa)7 (3)

I, =g, (V-E), (4)
I,=g,(V-E,). (5)

Hzmepssst Na™ Toku mpy pa3andHbIX ITOTSHIIAA-
JIaX U allIpOKCUMUPYS MX BPEMEHHOM XOI 5KCIIO-
HEHIUAAbHBIMU (PYHKUMSIMU, XOIKKMUH U XaKCIU
MNPUIIUIM K PSILy MPEeanoaoXeHWit 0 MeXxaHU3Max Ux
yopapieHus. I[lockombky mng K* mpoBommMoctn
ObUTa XapaKTepHA TOJBKO aKTWBAIIWS, IJII Hee I10-
CTYJIUPOBAJICS JIMIIb aKTUBALIMOHHBIA BOPOTHHIM
MexaHu3M (gating particles), 3a KOTOpPBIiI OTBET-
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CTBCHHBI YC€TbIPC N-4aCTUILIbI. Hepeceqb MCM6paHy
K* nonsr MOTIYT TOJIBKO B CJIy4dac, €CJIM BCEC n-4aCTU-
bl OTHOBPEMCHHO HAaXoaATCA B Tpe6y€MOM COCTOA-
HHUUM, 4TO AACT YpaBHCHUEC:

(6)

Ilie KOHCTaHTa, # — (ppaKIIMs N-9acTUIl B TpeOye-
MoM cocTtostHUM. Ilpu 3ToM BenmmumHa 1-n xapak-
Tepu3yeT (PaKIUI0 N-YacTUILl B COCTOSHHU, IIPU
KoTopoM nepeHoc noHoB K* orcyrcTByet. Ilepexon
MEXIy COCTOSHUSIMU OIIMCBIBACTCSI peakIlveil mmep-
BOTO TOPSIOKA, YTO AACT:

dn
—_— l— — ==
dt an( n) Bnn T )

n

8k :”4§K,

(7

@ W B, — MOTEHIMA-3aBUCHMbIE KOHCTAHThI CKOPO-
CTH IIEPEXOMIOB M3 COCTOSHMS 1-n B COCTOSTHHE N U
oOpaTHo. !

T, =m’ (8)

o

n
= )
a" + B’l
Jlyist rpaHUYHBIX yCI0BUI n = nnipu t = 0, ypas-
HeHue (6) UMeeT pelleHue:
n=n_—(n_—n,)exp(-t/1,). (10)
[TpoBoguMocTs 115t ©oHOB Na* KOHTPOJIUpPYET-
Cs IBYMsI HE3aBUCUMBIMM TIPOIIECCAMU aKTUBAIIUU
W VHAKTUBAIIMW, KOTOPbIE OBbLIA OMUCAHBI ABYMS
BOPOTHBIMU MEXaHM3MaMW — 4YacTMllaMu m u h
COOTBETCTBEHHO. TpM m 4YacTUIBI OTBETCTBEHHBI
3a aKTUBALIMIO, M OfHA h yacTulla OTBETCTBEHHA 3a
nHakTuBaluioo. COOTBETCTBYIOIINE KUHETUUYECKUE
YPaBHEHUSI UMEJIU CIIeyIOIniA BUM;
3, —
g Na = m hg Na>

(11)
dm m_—m

=== 1-m)— =—
0 a, (1-m)-B,m ©
dh h —h

(12)
=0 (1=h)=B,h= EL (13)

L (14)

L =—n (15)

(16)

- 4
o, +B,
(Xh

h,=———, 17
o, ;. {17

rae 8y, — KOHCTaHTa, n U h — (pakius aKTUBaLIK-
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OHHBIX N-YAaCTUIl ¥ MHAKTWBALIMOHHBIX h-4acTuIl B
TpeOyeMOM COCTOSIHUM; Hapbl KOHCTAHT CKOPOCTEH
a_,fB_Wma, [, IMEIOT TOT Xe CMBIC]T 4TO U B ypaBHe-
Huu (6). Pemrenus ypaBuenuii (11) u (12) mpu Ha-
YaJbHBIX YCIIOBUAX M = m W h = h  IMEIOT BULL:

(18)
(19)

m=m_—(m_—m,)exp(-t/1,)

h=h,—(h,—h)exp(-t/1,)

Hcnonp3ys ypaBHeHUs (2—15) XomkknHa 1 XaK-
CJI, YOAJIOCTh HE TOJIBKO KOJMYECTBEHHO OITHCATH
MMOTCHIINAI-3aBUCHMBIe MOHHBIC TOKM TMTaHTCKO-
ro aKCoHa KajbMapa, HO U IIPAaBWJIBHO IIpeACKa-
3aTh BO30YyIMMOCTh MEMOpaHBI U ee cBolicTBa [61].
B uvactHoctu, HH (Hodgkin and Huxley) Monenb
MpaBUJIbHO TpeacKa3blBajla 3JEKTPUYECKUIA MOpOr
BO30YyOIMMOCTU, €€ pedpakTepHOCTh, (opMmy MO-
TeHLIMaJa IeiCTBUS U €ro aMIuIuTyay. bosee Toro,
paccMmaTpuBasl ypaBHeHUE (2) KaK ypaBHEHUE s
IUIOTHOCTU TOKa, XOMXKMH U XaKCJIU BbIBEJIM Ka-
OebHOE ypaBHEHME ISl MOTeHLMaka OEeUCTBUS B
HWINHIPUIECKOM aKCOHE C peaJlbHBIMU T'€OMETPU-
YeCKMMHM MapaMeTpaMu U mokasanu, uyto HH-mo-
JeJib TIpaBUJIbHO MpeAcKa3biBaja BEKTOPHOCTb €ro
pacIpoCcTpaHeHUsI U CKOPOCTh [61, 62].

Buympukaemounboiii nexmpoo

AHanuU3 2JIEKTPUUYECKON BO30YIMMOCTH, MPOBE-
JMeHHbI XOMKKUHBIM M XaKCJIU, PEBOJIOLIMOHU3U-
poBaj 37eKTPO(PU3NOJIOTHIO B 1LIEJOM, TIPUBHECS B
Hee He TOJBbKO MOHHYIO TEOPHIO, HO U CUCTEMHOCTD
B aHAJIUTUYECKOI 00pabOoTKe U MPeACTaBICHUS JaH-
HbIX. B ToxXe BpeMsl MCIOJb30BaBIIAsICI UMH Me-
TOOOJO0rUsl ObLla aganTUpOBaHa AJi TMTAHTCKOIO
aKCoOHa KajbMapa M He Oblla IpUMEeHUMa IS DJIeK-
TpO(U3NOJOTMUECKUX UCCAECAOBAHUIA KIETOK 0O0JIb-
IIMHCTBA TUIIOB, XapaKTEePHBIM pasMep KOTOPBIX
nopsiaka 10 Mxm. Pa3Butue 3aeKTpodr3UOI0TUU
OOVHOYHOI KJIETKM BO MHOI'OM CBSI3aHO C MUKPO-
3JIEKTPOJTHON TEXHUKOU U TEXHOJOTUEN TTOJIYYEHUS
CTEKJISTHHBIX MUKPO3JEKTPOAOB C CYOMUKPOHHBIM
KOHYMKOM, KOTOPBII CMOT 00eCneYuTh MUHUMAJTb-
HO TOBpexaarollee MPOHUKHOBEHUE B ILIUTO30Jb
KJIeToK. MHOrMe KJIETKM BbIIEPXWBAIM BBEIACHUE
HECKOJIbKUX MMKPOJJIEKTPOIOB, UTO obecIieurBa-
JIO perucTpauuy B pexume pUKcaluuu MoTeHIraaa
B COUETAaHUU C DJIEKTPOPOPETUUECKONH MHBEKIIUEH
OuoJIornyecKu akTUBHBIX coearHeHuit [101]. Bech-
Ma MOJIe3HO oOKazaaach BO3MOXHOCTh MHBEKIMU
KpacuTeISIMU IS MEYEHUS KJIETOK in Sifu, 4TO MO-
3BOJISLIIO UACHTU(ULIMPOBATh UX MOP(@OJIOTHUIO, J0-
KaJIM3alUIO U CUHAIITUYECKUE KOHTAKThI C APYTUMU
HelpoHaMU M MBILLIEYHBIMU KJeTKamu. IlepBas 3a-
Ne 2
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TOKYMEHTUPOBAHHAsI PETUCTPALMSI BHYTPUKICTOU-
HOTO IIOTEHIIMAJa C IIOMOIIBI0 MUKPOBJIECKTPOIa
ObUTa TIpoBelcHA B J1aOOpaTOpUU aMEPUKAHCKOTO
¢msmomnora Pampda dxepapma (Ralf Gerard, 1900—
1974) ero crymeaTom Hunarom Jlmarom (Ning Ling,
1919-2019) [85]. MukpoaneKTpogHasi TeXHHUKA ObI-
CTPO CTaja KJIIOYEBBIM 3JIEKTPO(U3NOIOTHYECKUM
TMOIXOAO0OM, KOTOPKII IO3BOIMII UCCIEA0BATh 3JICK-
TPOTreHe3 B caMBbIX pa3HOOOpA3HBIX KJIETKAaX OT Of-
HOKJIETOYHBIX OPTaHU3MOB 10 HEPOHOB in Sifu.

Ban maHHBIX, TTOJIYYeHHBIX C ITOMOIIBIO MUKPO-
BJICKTPOIHOI TeXHUKH, TTIOATBEPAI OCHOBHYIO HIIEIO
MOHHOI Teopur XOMKKMHA M XaKCJIM, YTO KJIETOY-
Hasl BO30YIMMOCTb OIIpEeNesIseTCsl ITAaCCUBHBIMU IT0-
TOKaMM MOHOB, Mpexae Bcero noHoB Na* u K*, mpu
YYaCTUU CHeIU(PUIECKUX CTPYKTYp, BIIOCIECACTBUMI
Ha3BaHHBIX MOHHBIMM KaHajaMud. B To e BpeMs
omnpele/icHHbIE Pe3YyIbTaThl CBUICTEILCTBOBAIUA O
TOM, YTO 3JIEKTpUYECKas MOJAEIb I'MTAaHTCKOIO akK-
COHA KajJbMapa He SIBJISICTCSI YHUBEPCAJIbHOM U BO3-
OYyIMMOCTb MBIIIEYHBIX KIJIETOK, COMBI U AEHIpPUTA
HEMPOHOB NETEPMUHUPYIOTCS KOMOWMHALIMSIMU pas-
JIMYHBIX MTOTeHIMAaI-3aBucUMBIX Na*, K* u Ca?* ka-
HAaJIOB B COYETAHUHU C APYTUMU MOHHBIMU KaHAJIAMU.

Pazsumue npe()cmaeﬂeﬁuﬁ 00 UOHHBIX KAHANAX

Kak MBI Temepb 3HaeM, MOHHBIC KaHAJIBI — 3TO
CIIEIMAIN3UPOBaHHBIE OCJIKOBBIE CTPYKTYPHI, KOTO-
pBie GOPMUPYIOT TpaHCMEMOPaHHYIO BOIHYIO IIOPY
1 00ECIICUYMBAIOT CEJICKTUBHBIM M YIIPAaBISEMBIiA
TPAHCIIOPT MOHOB Yepe3 KIETOYHYI0 MeMOpaHy IO
MexaHu3my anekrpoauddysuu [51]. Kak yxe yno-
MUHAJOCh BbIlIE, BACKTPOoAUdPY3UsI MOHOB Kak
MEepBONPUYMHA BO3HUKHOBEHMSI OUO3JIEKTpUYEC-
CKMX TOTeHLHUANIOB OblLIa mpeaioxeHa bepHIITei-
HOM, KOTOPBIA MPEANOI0XKUI U SKCITEPUMEHTAILHO
MoKa3zaJj, YTO MOTEHLIMal Ha MeMOpaHe MOKOoS IS
MbIIIEYHOM KJIETKU (paKTUYECKU OMpPEAesIeTCs paB-
HOBECHBIM MOTEHIMAIOM Ij1s1 MoHOB K*, 9To mpen-
II0JIaTaeT €€ BBICOKYIO CEICKTUBHOCTH IIJIsI MOHOB
K*. KpoMe Tor0, OH TT0Ka3aJ1, 9TO ITPU BO30YKICHUI
HepBa ¥ MBI BeJIMYMHA IOTeHIIMAajIa Ha MeMOpa-
He nagaeT (oTpuuaresbHas QayKTyauus), U oObsC-
HIJI 3TO SIBJICHHE TE€M, YTO BO BpeMsI BO30YKICHMUS
MeMOpaHa yTpauuMBaeT CBOIO M30MpPaTCIbHYIO Ce-
JIEKTUBHOCTb K K™ 1 cTAHOBUTCS IpOHMIIAeMOIA IS
Ipyrux moHoB. Takum obpa3om, no bepHiuTeiiny,
n30MpaTeabHas IIPOHUIIAEMOCTh MEMOPAHEI TSI O~
HOB 1 HAJIMYKE NOHHBIX TPATUECHTOB MOTYT CIYKUTh
OCHOBOI1 IJIsI BOSHUKHOBEHUS I U3MEHEHUsI OMOIIO-
TEHIIMAJIOB. DKCIIEPUMEHTHI XOMIKKIHA 1 XaKCIU 1
UX MOHHAs TEOpHS DJIEKTPUUECKON BO3OYyIUMOCTHU
KJI€TOYHOI MeMOpaHBbI Mpeanoaaraiyd CylecTBoBa-
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HHUE He3aBUCHUMBIX TPAHCIIOPTHBIX ImyTeit misg Nat u
K*, KaXnpIif 13 KOTOPBIX XapaKTepU3yeTCs CIIeLH-
(pryeckoil MOTEHLMAN-3aBUCUMOCTBI0O U JUHAMU-
YeCKUMM CBOMCTBaMU. DTa uaes ObLia BepH(pUIIU-
pOBaHa B JAIbHEHIINX SKCIEPUMEHTAX, B KOTOPHIX
ObLUIO TOKA3aHO, YTO TETPOOOTOKCHUH CEIEKTUBHO
O0KMpYyeT MoTeHIMa-3aBucuMbie Na* Tokn [92], a
TeTpasTrmaMMoHMi 6itokupyer K Tokm [108].

TepMuH “UMOHHBIM KaHan” TIPUMEHUTEIIBHO K
IIPOBOIMMOCTA MeMOpaHBI, IO-BUAMMOMY, BIIEp-
BBIE HCIOJB3yeTcs B 003ope Kama o mexaHm3Max
CUHAITUYECKOM Iepenauyn [64] B KOHTEKCTe, KO-
TOPBIA HE MpenmnoJarajl Kakylo-I100 MOJIEKYIsIp-
HYIO CTPYKTypy. PaccyXmeHus O TMIOTeTUYEeCKUX
BOJOHBIX MOpax IS TpaHCMEeMOpaHHOTrO IepeHoca
HMOHOB KaK OTIEJIbHBIX MOJIEKYJI IIPOCIEKBAIOTCS B
paHHUX paboTax IO aHAJIU3y CEJICKTMBHOII ITPOHU-
HaeMOCTHU MeMOpaHbl U 3(P(PEKTOB COeTUHEHUI, KO-
TOpBIE CIIe(UIeCK OJIOKMPOBAJIY IOTeHIIMA-3a-
pucumble Nat u K* toku [11, 12, 46—50]. PaGoTsl
aMmepuKaHIeB, ouodusnka bepruna Xwmre (Bertil
Hille, aBTOpa 351eKTpOPU3MONIOTHIECKON OUOINHI
“Ion channels of excitable membranes”) 1 ¢puznon0-
ra Kisst Apmcrponra (Clay M. Armstrong), B 3Ha4M-
TEJIbHOI CTeIleHN MHUIIMMPOBAIM 3BOJIOILUIO TEp-
MUHaA “MOHHBIN KaHal” M3 yIOOHOro SKBMBaJIEHTA
TepMUHA “TIPOBOAMMOCTb” B KOHLECIMLUIO MOJe-
KYJIIpPHOM OpraHM3allM¥ MOHHOI ITPOHMIIAEMOCTHU
MeMOpan [13, 48]. KimoueBble, 3KCTIEpUMEHTAIHBHO
BBISIBJISICMBIC CBOMCTBA ITOKA €II¢ TMIOTETUIECKUX
MOHHBIX KaHAJIOB, TaKWe KaK CEeJIEKTUBHOCTb, I10-
TEHLIMAI-3aBUCUMOCTb, aKTUBAIINS / MHAKTUBALIKSI,
cnennduyeckass YyBCTBUTEIBHOCTb K OJIOKaTOpaMm,
HESIBHO IIPEAIIOJIaraJii UX CTAOWJIBLHYIO CTPYKTYpY,
T.e. 6enkoByto npupony. ITockosbKy aeiicTBue 0J10-
KaTOpPOB XOPOIIIO ONMCHIBAJIOCh B paMKax 3aKOHa
JIEeHCTBYIOIINX Macc IJIsI OMMOJIEKYJISIPHOM peak-
LMK, 3TO MPENNoJarajo TUCKPETHOCTh MX KIIETOY-
HBIX MUIIeHe. Mexmay TeM mpsiMast Bepu(uKaIIHs
0CIKOBOI MPUPOIBI IMIPOBOISIINX 3JIEMEHTOB MEM-
OpaHBI OTCYTCTBOBAJIA, XOTS B €€ MOJIb3y CBUIACTEIIb-
cTtBoBaIM 3G GEKTH IIPOoTea3 Ha HOHHYIO IPOBOIM-
MOCTb KJIeTOYHbIX MeMOpaH [103], a Takxxe JaHHBIE,
MOJIyYeHHBIE C MCIIOIb30BAaHMEM MCKYCCTBEHHBIX
MeMOpaH.

ITrnoHepckue paboThI B 00JaCTU PeKOHCTPYKILIMU
KJIETOYHOI MeMOpaHbl B UCKYCCTBEHHOM JIMIIMIHOM
Oucnoe ObUIU BBITTOJHEHbBI aMEPUKAHCKUMU YYEHBI-
mu Ilaynem Munnepom (Paul Mueller) u JloHanb-
noMm PymuneiM (Donald Rudin) [89, 90]. OHu mo-
KaszaJii, 4YTO MOTeHIHANI-3aBUCHMas MPOBOANMOCTh
MOXET ObITh UHAYLIUPOBaHA B JIUIIMAHONA MeMOpaHe
MpU BCTpaMBAaHUM OMpPEAEJEHHBIX BEIIECTB, BKJIO-
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yasg aHTUOMOTUKHU (alamethicin, monazomycin) u
HE UIOCHTU(PUIIMPOBaHHBIE OEJIIKOBBIC IIpEIIapathl,
OKCTparupoBaHHbIe U3 OakTepuit 1 Ha3BaHHbIe EIM
(excitability inducing material). IIpu mocraro4HO
MaJIbIX KOHIICHTPAIIMSIX areHTOB, BCTPAMBAIOIIIXCST
BJIMOWIHBINA Oucaoil (gramicidin A, HEKOTOpbIe 6eJ-
KM), HAOJIOAAIUCh TUCKPETHBIE (hJIYKTyallMu TOKa,
KOTOpPBIE MOTJIM OTPaXXaTh U3MEHEHUE IPOBOINMO-
CTH BOXHOM MOPHI IIPHU CIIyYAHBIX ITepexoaax MeXIy
OTKPBITBIM U 3aKPBITBIM cOCTOsIHUSAMU [15, 52]. TTo-
MOOHBIC PEKOHCTPYKIIMM MOTCHIMAI-3aBUCUMON 1
HMOHOCEJIEKTUBHON IIPOBOAMMOCTH ITyTeM MOINDU-
Kally YUCTOM JIMMUITHON MeMOpaHbI OEIKOBHIMU
¥ TICNTUIHBIMM TIpeliapaTaMy MPUBEIN K OOIIeMy
KoHceHcycy [88]: (i) noHHbIE KaHaIbl (POPMUPYIOT-
cd MeMOpaHHBIMU OenkaMu; (ii) MOHHBIE KaHaJBI
CTOXaCTHIECKU DIYKTYUPYIOT MEXITY TUCKPETHBIMU
COCTOSTHUSIMU — IIPOBOISIIVM U HEIIPOBOMSIINM.
B cornacum ¢ nocienHuM, KOppeasLMOHHbIA aHa-
JIN3 MOHHBIX TOKOB KJIETOYHBIX MEMOpaH IoKa3all,
YTO CHEKTPHI MOITHOCTH (IYKTyalluii TOKOB XO-
POIIIO OIMMCHIBAIOTCS MOMENISIMA MOHHOTO KaHalla C
IUCKPETHEIMM YPOBHSIMHM IIPOBOIMMOCTA M Map-
KOBCKOM KMHETMKO MepexoaoB MexXay HUMU [27].
BcTan Bonpoc, MOXHO 1M 3aperucTpyupoBaTh AWC-
KpeTHbIe CKauK1 TOKa Ha MeMOpaHe KJIeTKM, acco-
LUUPYIOLIMECS C AKTUBHOCTBIO OMHOYHBIX MOHHBIX
KaHaJIOB, KaK B Cyyae UCKYCCTBEHHOI MeMOpaHbI?
OTBeT Ha 3TOT BOMPOC O0ECIeUnIn HeMeLK1e O1o-
¢usuk OpBuH Heep (Erwin Neher) u ¢usmnonor
bept Cakman (Bert Sakmann).

Patch clamp

Heep u nHemeukuit ¢usuonor I'anc Jlrokc uc-
C/IeqOBaIM HMOHHBIE TOKM THUTAaHTCKOTO HEHpoHa
BUHOrpagHol ynutku Helix pomatia, B KOTOpOM
ObLIO TPYAHO 00ECHEeYUTh NU30MOTEHIIUIBHOCTh BCEM
MeMOpaHbl, YTO MCKaXal0 XapaKTepUCTUKU TOKOB.
MM nipuliyia MbIC]Ib OTBOAUTH TOKKU C HEOOJbILIOTO
ydyacTka MeMOpaHbl, KOTOPbIA, KAaK OHM OXUAAJU,
JIOJIKEH OBbITh U30MOTEHLIUATbHBIM, UCHIOJIb3YSI BHE-
KJIETOYHYIO CTEKJISIHHYIO IMUIETKY, KOTOPOH OHU
npurcachlBaIMCh K IMOBEPXHOCTU HeiipoHa [93]. [la-
Jee, Heep u CakMaH MCIOJIb30Baad 3TOT MOAXOM B
BapuaHTe ¢ 0ojiee MUHUATIOPHOM MUITETKOM, YTOObI
u3oJupoBaTh (dparmMeHT (patch) MemMOpaHbBI MbI-
IIEYHOM KJIETKM HOCTATOYHO MaJbIX pa3MepoB, TEM
CaMbIM CBOISl K MMHUMYMY KOJMYECTBO aKTMBHBIX
HUKOTHUHOBBIX PELENTOPOB — KATMOHHBIX KaHaJbl,
aKTUBUpYyeMbIX alleTrixoanHoM (ACh) [94].

HpI/I MHMUKPOHHOM KOHYMKE IMTUIICTKN HCCHCL[I/I(l)I/I—
YeCKad yT€iyKa ObL1a JOCTATOYHO MaJjia, 4YTO CHMKAJIO
IIyM, a MCM6paHa I1I9T4a CoJcpzKala BCEro HECKOJIbKO
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OTpuuaTenbﬂoe JABJICHUE

Cell-attached

Cxauek JaBieHUs
>
W/ V— 210 GQ
3JIEKTPUYECKU I
UMITYJIbC / \1
Peskuii
OTpPBIB
MeMOpaHbI
[1naBHOE
BBITTUBAaHUE, )
3aMbIKaHUE
W OTPHIB : 1
MeMOpaHBI ] .
P Outsuide-out Inside-out

Puc. 7. OcHoBHBIE MO/IBI MeTO/A patch clamp.

HUKOTHUHOBBIX pelenTopoB, U moatomy ACh, nmero-
IIWIICS B TATIETKE, MTHULIMUPOBAJ JOCTATOYHO pa3pe-
IIAMBbIe TUCKPETHBIC CKAYKOOOpa3HbIe (PIyKTyaluu
MeMOpaHHOIO TOKa MNPUMEPHO OOHOM aMILIATYIBI.
Hanee, 3Ta METOIOIOTHSI, KOTOpas IOJIyJria Ha3Ba-
Hue patch clamp, 6bl1a yaydiieHa 3a cuyet (pepMeHTa-
TUBHOI 00pabOTKM KJIETOYHO MeMOpPaHbI U UCITOJIb-
30BaHMS BCACHIBAIOIIETO JABJICHMUSI, YTO IO3BOJIMIIO
IIOJTy9aTh TUTAOMHBIE COIPOTUBJICHUS YTEUKU B KOH-
TaKTe IUIeTKa / MeMOpaHa [44, 95]. DTo mo3BOIMIIO
BOCITPOM3BECTU KJIACCUUYECKME BapUaHThI BJIEKTPO-
(U3MOJIOTUYECKUX PETUCTpallMii M Jaxe ITOJyYUThb
HOBBIE BO3MOXHOCTHU (puc. 7) [105].

Metononorust patch clamp nonyuyuna HobGenes-
CKYIO TIPEeMUIO0 U TTOBCEMECTHOE pacIpoCTpaHEHUE,
U 0OpeTeHHBbIC C ee MMOMOIIBIO JaHHbBIE OKOHYATEIb-
HO Bepu(pULUPOBAIM UJICI, YTO MOHHAS MPOHU-
LIaeMOCTb MeMOpaHbl 00ecrneynBaeTCsl MaKpOMO-
JIEKYJISPHBIMA BOTHBIMHA TIOpaMH, TpaHCIIOPTHAS
3((HEKTUBHOCTb KOTOPBIX OMPENeISIETCS CTOXacCTU-
YEeCKUMH TIepexXoJaMi MeXIY OTKPBITHIM U 3aKpHI-
ThIM cocTossHUsIMU. [locnemyronirie MHOTOYMCIIEH-
Hble U 3HAaYMMbIe HCCJACAOBAHUSI MOHHBIX KaHAJIOB
NPUHLMOUAABHO HE W3MEHMIU 3Ty KOHLEILIUIO,
copmupoBaHHyo B 1980-¢ IT., XOTS U CylLIECTBEH-
HO ee paciupuiu. Tak, MOJIeKyJISIpHOE KIOHUPOBA-
HUE U TeTepOoJIOTUYHASI SKCIIPECCUSI U CTPYKTYpPHbIE
HUCCIeAOBaHUS MOATBEPAWIN, YTO WOHHbIE KaHAaJIb
dopMUpYIOTCST TpaHCMEMOpPaHHBIMU OeJIKaMu, J0-
0aBUB, UTO OHU (PYHKIIUMOHUPYIOT KaK OJIMTOMEPHbIE
KOMILIEKChl. MHOXECTBO pa3IMYHbIX TUIIOB MOHHBIX
KaHaJIOB ObUIO MASHTU(MUIIUPOBAHO, U UX MOJIEKY-
JISIpHas opraHu3auus Obljia ycraHoBjeHa [9, 19].

Ceifuac MBI 3HaeM, 4To cyobemmHMIBI K* Ka-
HAJIOB MJICKOIIMTAIOINX KOMMPYIOTCS IIPUMEPHO
80 remamMm, U3 KoTopheIX 32 reHa komupyior 113 K*
Ne 2
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KaHaiel [9]. JlloxxnHa M3 HUX KOOUPYET TaK Ha3bI-
BaeMble K" KaHalbl 3amepKaHHOIO BBITIPSIMIICHUS,
IUIST KOTOPBIX XapaKTepHBI MeUICHHAs aKTWBAIIWS
U OTCyTCTBHMe WHakTmBanmun. MmeHHOo Takme K*
KaHaJIbl MCCAEHOBAINCh XOMKKMHBIM M XaKCIn
B TMTAaHTCKOM akcoHe KainbMmapa. 113 K* kaHamge
(DYHKIIMOHMPYIOT KaK OKTaMep U3 YeThIPEX II0OPO00-
pa3yoNx a-CyObeIUHUI] M YEThIPEX aKCECCOPHBIX
b-cy0ObenMHMII, KOTOpPEIE HEKOBAJICHTHO CBS3aHEI
C TOMOTETpaMepOM a-CyObEOVMHUII X MOMYIUPYIOT
ero aktuBHOCTh [11, 91]. Kaxnas a-cyobenmHuua
MMEET B CBOEM COCTaBe IIECTh TPaHCMeMOpaHHBIX
a-CIupajbHBIX (parMeHTa S1—S6, cpean KOTOPhIX
S5 u S6 yyacTByIOT B (DOpPMUPOBAHUM TOPHI, a S4,
HECYIIMI ITOJIOXKUTETBHO 3apsKCHHBIE aprUHUHBI
U JIN3WHBI, SIBJISIETCS CEHCOPOM BJIEKTPUYECKOTO
noreHunana [14, 40]. Takum oOpa3oM, CTPYKTyp-
Hble JAHHBIC CBUICTCILCTBYIOT 00 YIMBUTEIIBHOM
MpeackasaTeabHou TouHoct HH mMomenu, koTopas
MIpeariojaraia YeTbIpe BOPOTHRIX yacTulbl y 113 K*
KaHaJOB 3aIcpXaHHOTO BBIIIPSIMIICHUSI, KOTOpPBIC
IEeHCTBATEIPHO NMEIOT YETHIPE MOJICKYJISIPDHBIX CeH-
copa 3JIEKTPUIECKOTO ITOTCHITAAIIA.

13 Na* xaHambpl TakKe SBISIIOTCSI OJIMTOME-
POM OIHOM WJIM NIBYX aKCECCOPHBIX b-CyObemMHUIT
(5 TeHOB) M TOpPOOOpa3yIIel a-CyobeIMHUIIBI
(9 reHoB), KOTOpast SIBISECTCS IICEBIOTETPAMEPOM,
TOCKOJIBKY COCTOMT M3 YETBIPEX TOIOJOTUYCCKU
TOMOJIOTUYHBIX, KOBaJICHTHO CBSI3aHHBIX ITOMEHOB
(D1-D4). Kaxnprii nomeH, kak u B ciydae [13 K*
KaHaJOB, BKIIIOYAET IIIECTh TpaHCMEMOpPaHHBIX
a-crupaibHbIX pparMeHTa S1—S6, BKiIO4Yast Iopo-
obGpasyroiire S5 u S6 u sneKkTpudecKuii ceHcop S4
[84, 114]. BuyTpukiieToYHas €T, COSTUHSIIONIAS
D1 u D4, oTBercTBeHHa 3a mHakTuBamuio I13 Na*
kaHajoB [9, 14]. Takum obpa3oM, B cTpykType 113
Na* KaHajI0B YeThIpe JIEMEHTA YIACTBYIOT B €TI0 aK-
TUBALIMU ¥ OOVH — B MHaKTUBauu. HamoMHuuM, 9T0
HH monens moctynmupoBajia TpyU aKTUBAIIMOHHBIX 1
OIHY MHAKTUBAIIMOHHYIO YaCTUIIBI, YTO BIIOJIHE CO-
oTBeTcTBYeT cTpyKType 13 Na* kaHajios.

BKJIAJ IHKOJIBI IT.T. KOCTIOKA B PA3BBUTUE
SJIEKTPO®U3NOJIOTNHN

IInaton I'puropreBuu KocTiok Hayan CBOIO Ha-
YUHYIO JeSITeIbHOCTh ellle Oyayuu cTyaeHToM Ku-
€BCKOTO YHHMBEpCHUTETa, B JabopaTopwuy OOIICi
(usnomorn, KOTOPOil PYKOBOOWJI WM3BECTHHIN
snekrpodusuoior Jdanmn CemeHoBUY BopoHIIOB.
OH HampaBW MCCIIEIOBAaTEIbCKYIO NeATeIHbHOCTD
CIIOCOOHOTO CTYIOeHTa Ha H3yYeHUE MeXaHN3MOB
(YyHKIIMOHMPOBAaHMS HEPBHOI CUCTEMBI, YTO B UTO-
re 0Kas3ajaoCh CyAbOOHOCHBIM pPELICHWEM, OIpeae-
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JIMBIIMM OOJIACTh MHTEPECOB OyIyIIero akameMmu-
Ka. ITocne okonuanust ynusepcurera I1.I'. KocTiok
dokycupoBajica Ha HU3y4YeHUM CTPYKTYPHO-(YHK-
LIMOHAJIBHOM OpTaHM3allMi HEPBHOU CUCTEMbI 1 Ha
pa3paboTke nmpobiieM MOJEKYJISIpHOK HelipodUu3no-
Jioruu U 6modusuke KjieTku. EMy ynanoch BIiepBbIe
B CCCP amantupoBaThb MUKPOIJIEKTPOIHYIO TEXHU -
Ky OTBEIeHUsI, a 3aTeM M METOMOJIOTNIO0 (hMKCAIINU
noTeHUManaa IS BJIEKTPOPU3UOJIOTUYECKUX HC-
cienoBaHuii [4]. ITepBbIM cepbe3HBIM HayYHbBIM A0-
ctukeHueM I1.I'. KocTioka MOXHO CUMTaTh UCCIE-
JIOBaHME ITPOLIECCOB BO3OYXIEHUSI M TOPMOXKCHUS
B JIBYXHEUPOHHON peIEeKTOPHOU ayre CIMHHOIO
moasra [5]. EMy, B YaCTHOCTH, yaaJIOCh OXapaKTepU-
30BaTb CMHANTUYECKUE 3aACPKKU BO30YKIAIOLIUX
1 TOPMO3HBIX MOTEHIIMAJIOB B HEMpOHAX CITMHHOIO
Mo3ra. Buayumo, 3T HeopauHApHBIE IUIST TOTO BpeE-
MEHU Pe3yJIbTaThl, 1OJOKEHHbIE HA KOH(MEPEeHLINUH,
MPUBJIEKIM BHUMaHUE OOHOTO 13 KopudeeB Heilpo-
dusnonoruun — oOynyuero HobeneBckoro naypeara
HxoHa Dkkica, kotopblii mpuriaacui I1.T. KocTioka
Ha CTaxXMPOBKY B CBOIO JabopaTtopuu B r. Kan6eppe
(ABcTpanus) [6]. OmIHUM U3 UTOrOB 3TOM ITOJIYTO-
JIOBOi HAay4yHOW KOMAaHAWPOBKU SIBMJIACh KJIaCCH-
yeckas paboTa, B KOTOpoil Obla chopMyampoBaHa
Wiaes o0 AByX CUCTeMax MpeCUHANTUYeCKON peryJs-
UM cuHanTuueckoi nepegauu [30, 31]. MHue, ogHa-
KO, TIPEACTaBJSIETCS, YTO Haubosee 3HAUYMMbIM pe-
3yJbTaTOM 3TOM MOE3AKU OBLIO COMPUKOCHOBEHUE
C TMepedoBbIMU TEXHOJOTMSIMM M TTO3HAHME BKyca
pellleHrsl caMbIX aKTyaJlbHbIX 3aJa4 Heipodusno-
Jnoruun. Bo-BcsIKOM cllydae 3agaun, KOTOpPbIe CTaBUJI
U pellaj Ha NPOTSKEHUU CBOE HAyYHOI nesiTelb-
Hoctu I1.T. KocTioK M ero yueHMKM, HECOMHEHHO,
ObLTH MUPOBOTO YpoBHS [10, 69—71].

Xots HayyHble poctukeHus I1.I°. KocTioka MHO-
rorpaHHbl, B KOHTEKCTe 0030pa OaHHBIA pazmel
choKycupoBaH Ha 0oJiee Y3KOH 1IeIN — OXapaKTepu -
30BaThb KJIIOUEBbIE PE3YIbTAThl €r0 IIKOJIbI, KOTOpPbIE
BHECJIM BECOMBbIIi BKJIaJ B pa3BUTHE SJIEKTPOPU3NO-
JIOTUU U 6UoDU3UKI MeMOpaH.

Tlomenyuan-3asucumoie Ca2+ kananwt

B Hacrosiee BpeMst posnb Ca?t Kak BTOPUYHOTO
MeInaTopa U YHHUBEPCAIBLHOTO PEryiIsiTopa BHYTPU-
KJIETOYHBIX IPOLIECCOB XOpoILIo 0obocHoBaHa [63].
OnHako MOHHAS Teopusl BO30YIMMOCTU XOMXKKWHA
1 Xakciu, pa3paboTaHHas IJISI TUTAHTCKOIO aKCo-
Ha KaJbMapa M OTBOAMVBIIAS KJIIOYEeBYIO pojib Na*
n K* kananam, nomuHupoBaia B 1950—1960-¢ rr.,
IIOCKOJIBKY BO MHOTOM ITOATBEPXKIAIach SKCIIEPU-
MEHTaMHU ¢ MUCIMHU3NPOBAHHBIMU HEPBaMU, CKE-
JICTHBIMH ¥ CEpIASYHBIMU MBIIIIIIAMU. B TO XXe BpeMs
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HUCCIIEAOBAHMUS BO30YIMMOCTA MBbIIIEYHBIX KIJIETOK
MPUHECIN Pe3yIbTaThl, KOTOPHIE TOTPEe6OBAIN KOP-
PEKTUPOBKU 3TOM JOTMBI, CTUMYIUPOBAIU UCCIIEH0-
BaHus poiu Ca** B KIeTOYHOM (PU3UOJIOTUU U TIPU-
BeJIM K OTKpBITUIO Ca?t KaHaJIoB.

B 1953 r. opuranckue ¢usmonoru Ilaymp Dt
(Paul Fatt, 1924—2014) u bepnapn Kair nccinemopa-
A 2JIeKTPOGU3UOIOTUISCKIE CBOMCTBA pas3ruba-
TEJIbHOI MBIIILBI Kpaba M OIMCAIM HEOXUITAHHBINA
deHomeH — I1]I coxpaHscsa npu 3aMeHe 3KCTpaKiie-
touHoro Na* Ha TBA (tetrabutylammonium) [32]. Ux
MHTEPIIpeTas JAHHOTO SIBJICHUSI OblIa 04eHb OCTO-
poxHa: “...(i) it may be that TEA remains adsorbed
to the fibre surface, but is mobilized during excitation
and temporarily transferred into the cell interior; (ii)
alternatively, influx of calcium or magnesium, or
outflux of some internal anion may be responsible”.
[Lare net ciiyera Patr u beprapa ['macoopr (Bernard
Ginsborg, 1925—2018) moka3aau, YTO MOTCHIIMAAI
IEHCTBUSI MOXET T€HEePUPOBAThCS B MBIIIILIE B YCIIO-
BUSIX, KOTIa BHEKJIETOUHBII Nat 3KBUMOJISIPHO 3aMe-
Hstercs Ha Ca?t, Sr2" wum Ba?* [33]. D10 ObIJ10 SICHBIM
CBHUIIETEILCTBOM TOro, 4ro IIJ] moxer Imommepxu-
BaTtbed BxogoM Ca?', a taxcke Sr** u Ba?'. Ananormnu-
Hble akcnepuMeHThl I1.I°. KocTioka ¢ coTpygHuKamMu
MOKAa3aJIM, YTO TMTaHTCKHWE HeWpOHBI yauTku Helix
COXPaHSIIOT CITOCOOHOCTh TeHepupoBaTh 1/ pu K-
BuMossipHoii 3aMeHe Na™ Ha Ca?" u uyro I1/] nmeer
Na* u Ca?" koMmmoHeHTH [39, 86]. HezaBucumo 310
Takke OBUIO IPOAEMOHCTPHUPOBAHO aMEpPUKAHCKU-
mu Heiipodusuoiaoramu I'emamaurom (D. Geduldig)
u KOurom (D. Junge) [37]. B cepuu pabor Kair u
MEKCUKaHCKMIA Heiipodusuonor Puxkapno Mwuenu
(Ricardo Miledy, 1927—2017) wucciienoBaiy HepB-
HO-MBIIIEYHOE COIPSDKEHNE Ha IIperapaTax JISTYIIKA
M moKazau, uto Bxoa Ca?* Heo6XoauM ISt HOpMaJlb-
HOTO BBICBOOOXIeHMST HelipoTpaHecMuTTepa ACh [65,
66]. TakuM oGpa3oM, TOCTATOYHO BBHICOKAS MPOHU-
1IaeéMOCThb BO30YAUMBIX MeMOpaH it noHoB Ca’* co-
MHEHUIA He BbI3Baia; ObIIM HESICHBI MexaHU3MbI Ca**
npoHuLaeMocT, Harpumep Ca** MOT MPOHUKATh Ye-
pe3 I13 Na*- wm K* kaHanb!.

[IpumepHO B TO Xe BpeMsI aMepUKAHCKNEC HEi-
POoPU3UOIIOTH SIMOHCKOTO IpoucxoxaeHusa Cycymy
Xarusapa (Susumu Hagiwara, 1922—1989) u Illure-
xupo Hakaxuma (Shigehiro Nakajima) uccienopanmm
I1[1 B mMbllIe paka u cepaue Jarywiku [42]. Kak u
B OKCIIEPUMMEHTAX APYTUX 3JIEKTPODU3MO0JI0TOB, BO3-
OYIMMOCTh MBIIIIEYHBIX KJIETOK 000X TUIIOB COXpa-
HSUIaCh IIPU SKBUMOJISIPHOM 3aMeHe BHEKJIETOYHOTO
Na* na Ca?*, npuueMm TTX MOJHOCTBIO MHTUOUPO-
Ban HatpueBnie I1JI, Ho He III, reHepupyeMbiec B
KaJIbIIEBHIX YCIOBUSIX, KOTOPHIC ITOJABIISIIINCH 9KC-
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TpakaeTodHbIM Mn?". [1ogmoGHbIe TaHHBIE, AKKYMY-
JINPOBABIIIMECS B Pa3IMIHBIX JJa00PATOPHSIX, CBUIC-
TEJIbCTBOBAJIM O TOM, YTO (DM3UOJIOTHYSCKH BaXKHBIMN
Bxon Ca*! B kieTku obecreunBaetrcd He Na* unu K*
KaHajlaMM, a CIeIU(pUIECKUMI TPAHCIIOPTHBIMU
MyTsIMU, BeposaTHO, Ca?" KaHaIaMu.

IlepBast moxkymeHTHpoBaHHas perucrpanus 13
Ca?" Toka B ycJIOBUsIX (pMKcALIMM TTOTEHIIMANA ObLIa
BBEITTOJIHEHA B 1967 T. HeMelIKUM (hapMaKoJIoroM Xa-
pampaom Peiitepom (Harald Reuter) Ha BojokHax
IMypkunse [102]. UM 6bu10 TOKazaHo, yto Ca?* nepe-
HocuT Bxomsmuii 113 Tok ¢ moTeHIManoM peBepcuu
150 MB, 9TO CBUIETETBCTBOBAJIO O TOM, YTO BHYTpPH-
KJIeTOYHasl KoHIeHTpauus Ca?" momkHa Oblia OBITh
Ha YeThIpe MOpsIIKa HIDKE 9KCTpaKIeTouHOM. Bekope
I13 Ca? Toku ObUIM MIEHTUMDULIMPOBAHBI B cEpaeY-
HBIX KJIETKaX Xeaymno4yka U npeacepaus [16, 104].

B wneiiponanphbix kietkax I13 Ca?* Toku ObLIn
BriepBbic onmcaHbl B 1970 r. Omerom Kpemmranem u
Hropem Marypoii, corpyaaukamu I1.T'. Koctioka [80],
1 HE3aBUCHMO aMEpPUKAaHCKUMHK Heiipodu3roaoraMu
I'emanmurom (D. Geduldig) u I'prorepom (R. Gruener)
[38]. Pazpaborannas B komanae I1.I. Kocrioka me-
TOIOJIOTHSI BHYTPUKIJIETOUHOU Iepdy3uu I103BOJIIA
MPOBECTH CEpPUI0 KJIaCCUMYeCKUX HucciaemoBaHuii 113
Ca’* XaHaJIOB B pa3JIMYHBIX HEMPOHATIbHBIX KJIIETKAX U,
B YaCTHOCTH, OYEPTUTh MX IOTECHIINAI-3aBUCHUMOCTb,
KMHETUYECKHE CBOMCTBA M YyYBCTBUTEIBHOCTD K OJIO-
KaropaM [67—69, 72]. IIpencraBisieTcsi, 4TO KITIOYe-
BBIM PE3YJIBTaTOM 3THX, BO MHOI'OM ITMOHEPCKMX pa-
60T ObLIa AeMOHCTpaLus Toro, uro 13 Ca?" kaHaibl
HaXOMITCSI TOI CTPOIMM METa0OJIMIECKUM KOHTPO-
JIeM, B YaCTHOCTH peryaupyiorcsi CAMP-3aBucumMbIM
dochoprmmpoBanuem [34, 75].

BrionHe oco3HaBasi, 4yTo Bxom HapyxHoro Ca?*
yepe3 Ca?* KaHAIIBI — 3TO JIMIIbL YaCTh CLIEHAPUS BHY-
tpukiierouHoii Ca?* curnammsanuu, I1.I. Kocrtiok
M1 €ro COTPYOHMKHU OBUIM OOHWMM M3 IIePBBIX, KTO
BHEAPWJI U Pa3BUBaJ METOHOJIOTMIO MOHUTOPUHIA
BHyTpukiierouHoro Ca?* [17, 77, 78]. CoGcTBEHHbBIE
WHTEPECHBIC PE3yJIbTAaThl U COCTOSIHHUE Ie] B 3TOM
cepe B Lesom 6wt 060061eHb I1.T°. KocTiokoMm B
MoHorpaduu, KoTopasi Oblia epBoii B 00J1aCTU BHY-
TpukierouHoi Ca?* curnamusauuu [79].

Buympuxaemounas nepgpysus

ITo Mepe HakoIUIEHUSI JaHHBIX 00 MOHHOI Mpo-
HHUIIAEMOCTHU IUIa3MaJIEMMBl Pa3IUYHBIX KIIETOK
CTAaHOBUJIOCH SICHO, YTO HMHTEPIIPETALMNS SJICKTPO-
Gu3NOoN0rnuecKUX JaHHBIX TPeOYyeT TOUHOM OLIEHKU
BEJIMYMHBI MOHHBIX TPAAUEHTOB, KOTOPBIE K TOMY K€
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(a)

(6)

Puc 8. BuyrpukierouHas nepdysusi.

MOTJIY TOCTAaTOYHO CHJIBHO BapbUpPOBAaTh B IIPOIIEC-
Ce PEeTUCTPAIlM 3a CUYEeT OOJIBIIMX MOHHBIX TOKOB,
MHHUIINUPYEMBIX AeTojsapusanneii. Kpome Toro, psim
(¢akTOB CBUIAETEILCTBOBAI O TOM, YTO MOHHBIC Ka-
HaJibl HAXOASTCS MOJ META00IMUYECKM KOHTPOJIEM,
YTO TpeOOBal0 U3YYEHHUSI COOTBETCTBYIOIIMX MeXa-
HU3MOB. Bo3HMKIa MOTpeOHOCTh B TOH WJIM MHOM
CTeNeHU KOHTPOJUPOBATh BHYTPUKIETOUHYIO CPEY,
YTO MPUBEIO K UJIee BHYTPUKIETOUHON mepdy3umu,
u komaHaa I1.I'. KocTioka Obljia OMHOM U3 MEPBLIX,
KTO OCO3HAJI TAKYI0 HEOOXOAUMOCTb [76].

B nepBoHauyanbHOM BapuaHTE MAEsl BHYTPUKIIE-
TOYHOI Tepdy3un ObLIa peaJM30BaHa MJISI TUTAHT-
CKMX HEHPOHOB YJIUTKM CJEAylolrM obpazom [7].
B menke u3 mapaduiama (parafilm) meiaanock Ko-
HUYECKOe OTBEPCTUEC C AUAMETPOM MOPHI MEHBIIIE,
yeM pasMmep KieTkM. IleHka 3akperisijiach MexX-
Iy OBYyMsI HE3aBUCUMO MNepPy3upyeMbIMU OTCEKa-
MU 32JEKTpO(PU3NONIOTMYECKO KaMmephl (puc. 8a).
Kietka nmoaBoauiiach K OTBEPCTUIO U 3acachliBajiach,
I 4ero B HMXXKHEM OTCEKE YCTaHaBIMBalOCh IO-
HUXKEHHOE IO OTHOIIEHUIO K BEPXHEMY JIaBJIEHUE.
ITocne aToro mpuKiaagbIBajiCs KpaTKOBPEMEHHbBIH
CKAQUOK MOHMXEHHOIO HAaBJICHUS, YTO IPUBOIMIO
K pa3pylIeHUIO0 4YacTU MeMOpaHbl, OOpalllcHHO B
Y3KYIO 4acTb KOHYyca, M OOecrneyurBalio JOCTaTOY-
HO OBICTpBIA (HECKOJIBbKO MUHYT) AUMPY3UOHHBIH
O0OMEH MeXXAy LIMTO30JEM M HYDKHUM OTCEKOM, 3a-
MOJHEHHBIM BHYTPUKJIETOYHBIM pacTBOpoM. OObIY-
HO 3TO TaKXKe O0eCHeYMBAIO yAy4yllIeHUe KOHTaKTa
MeMOpaHa KIEeTKM—IUIaCTUK U, CJIeI0BaTe/bHO,
3HAYUTEIbHO YMEHBIIAIO 3JIEKTPUYECKYIO YTEUKY
MEXAY HWXHUM OTCEKOM W BEPXHUM, 3aIlOJIHEH-
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HBIM 3KCTPAaKJICTOYHEIM pacTBOpPOM. B manpHeieit
MoauUKAUUU HaesT BHYTPUKICTOUHON mepdy3uu
ObUTa peann30oBaHa C ITOMOINBIO ONHON WU ABYX
nepdysupyeMmbix numnetok (puc. 86) [73]. UMeHHO
9TOT noaxox no3poaua koMaHae I1.I'. KocTioka no-
JIYYUTh psAJ MUOHEPCKUX pe3yabratoB [67, 69, 70].
Ot nepdy3upyemMoil nunetku (puc. 86) 1o meroaa
patch clamp (puc. 7) 6pU10 pyKoit oaaTh.

TTX-pezucmenmusie Na+ kananol

Kaxk yxe orMedanoch BHIIIIE, 9 TEHOB KOIMPYIOT
a-cyopemuauIbl [13 Na* kaHamoB MIIEKOIMTAIO-
mux — Na1.1-Na 1.9 [114]. Xots1 ¢ MOMeHTa onu-
caaus I13 Na* TOKOB B TMTAaHTCKOM aKCOHE KaJIbMa-
pa XOmKKIHBIM 1 XaKCJIN JOJITOS BpeMsI CUUTAIIOCH,
YTO YYBCTBUTEJIBHOCTb K HaHOMOJsIpHOMY TTX
SIBJISICTCS MIX BU3WTHOM KapTOYKO, BIIOCIECICTBUM
0Ka3ajoch, YTO B CEHCOPHBIX HEHpOHAaX M KIIETKAxX
HEKOTOPBIX Ipyrux TUIoB umeercs 113 Na* Toku, He
yyBcTBUTeNbHBIE K TTX. Emie omHoit xapakTepHoit
0c00eHHOCTD 3TUX Na* TOKOB SBJISIETCSI MeIJICHHAS
uHakTtuBaus. Ilpuopurer B oTkpblTun TTX-He-
qyBCTBUTENBHBIX 113 Na* TOKOB IIpMHAIICXKUT
I1.T'. KocTioky m ero yuennkawm [3, 74]. Ha nanHbrit
MOMEHT YCTaHOBJIEHO, UTO caMT cBsi3biBaHUSI TTX
JIOKaJIM30BaH Ha a-CyObeAMHUIIAX 1 UYTO a-CyObeau-
Huuel Na,1.1-Na 1.4, Na 1.6 u Na 1.7 popmupy-
foT TTX-uyBcTBUTenbHEIC Nat KaHaIbBI, THTHOMpYE-
MBbI€ IIPY HAHOMOJISIPHBIX KOHILIEHTPALIMSIX TOKCHHA.
Tax waseiBaemble TTX-pe3ncrenTHbie Na* KaHaIbI
¢dopmupyrorca Na 1.5, Na, 1.8, u Na, 1.9, kotoprie
WHTUOUPYIOTCA JIUIIL P MUKPOMOJISIPHBIX 033X
TTX[106].
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Ilpomon-axmusupyemvie Na+ kananwl

[IpakTnyeckn Bce OMOXMMHMYECKHE IIPOLIECCHI
pH-3aBucuMBI, W TOTOMY IIOAACpPXKAHKWE TOMEO-
cTaza BHYTPUKIIETOYHOIO ITPOTOHA M MOHUTOPUHT
BKCTpaKieTouHoro pH sBISIIOTCS BaXHBIMH 3a-
JadyamMy (pU3MOJOTMM KIIETKU. JIJIsi MOHMTOpMHTra
BHEKJICTOYHOI'O IIPOTOHA KJIETKM HCITOJIB3YIOT He-
CKOJIbKO MOJIEKYJIIPHEIX ceHCopoB, BKIouast GPCR
(G-protein coupled receptor) perenTOpbl HECKOJIb-
KNX TUIIOB M WMOHHBIC KaHaJbl, aKTUBHOCTh KO-
TOPBIX 3aBHUCHUT OT pH 3KcTpakiaeTOUHOII Cpenbl,
Bkiaouasg ASIC, TRP, K2P [98]. MoHHbIe KaHabI
ASIC (acid-sensing ion channel) npeacraBisioT co-
00i1 IpoTOH-aKTUBUpPYeMbie Na* KaHallbl, KOTOPBIC
BOBJICUCHEI B PSAI HOPMAJBHBIX M ITATOJIOTMYECKUX
MpOIeCCOB, BKMoYas (GopMUpOBaHME O00JIEBOIO
omrymenus [98, 107, 115]. ASIC-kanHaabl GyHKIIMO-
HUPYIOT B BUAEC TOMO- WJIM T€TEPOTPUMEPOB CyOBe-
IUHUI, KOTOPHIE Yy MJICKOIMUTAIOIINX KOIUPYIOTCS
YeThIpbMS TeHaMU. MoMeHTOM OTKphITUS ASIC-Ka-
HaJIOB MOXHO CUMTAaTh IIEPBYIO PETUCTPAIIUIO IIPO-
TOH-aKTMBHPYEMOI'O TOKAa B CEHCOPHBIX HeiipoHax
KPBICHI M HeiipoOJIacTOME MBIIIM, KOTOopas ObLia
BoinojiHeHa O.A. Kpebiiranem u B.U. ITunonanyko
[81]. OHHU ke MPeanoJOXUIN CYIIECTBOBAHUE MPO-
ToH-akTUBHpYyeMbiXx Na' kaHamoB [81], 4To TTO3XKe
MOATBEPAMIIOCH MOJIEKYISIPHBIM KJIOHMPOBAaHUEM
[111], a TakXe TO, YTO 3TU KaHAJIbl MOTYT OBITh Me-
nraTopaMu 6omm [82].

P2X peyenmopu!

B Hauane 1960-xrr. 6putaHcKuii pusuonoru gap-
makonor JIxedpn bepucrok (Geoftfrey Burnstock,
1929-2020 rr.) ¥ ero yYeHUKU UCCIIEN0BaTN TaaKO-
MBIIIEIHYIO MYCKYJIATYPY TOJCTOI KHAIIIKN MOPCKOM
CBUHKM, COKpaTUTEeIbHAsI aKTUBHOCTh KOTOPOI, KaK
yXe OBLIIO M3BECTHO, KOHTPOJUPYETCSI CUMIATHIYe-
CKMM U TIapacUMIIaTUICCKUM HepBaMU, BEICBOOOXK-
JAOIIMMU HOpampeHaJIMH W aneTWiIxonuH. Mmm
ObUIO OOHApPYXKEHO, YTO B IPUCYTCTBHHM aTPOIIMHA
¥ OpeTwaus, THTUOMPYIOIINX XOJMHEPTUISCKYI0 U
aIpeHepruIecKy0 Heliponepeaadr COOTBETCTBEHHO
CTUMYJISIIIASL HEPBAa MHUIIMMPOBAJIa TUTICPITOJISIPH-
3al1I0 TJIaAKOMBILIEUHbIX KJIeToK [20]. DTo cBuae-
TEJIbCTBOBAJIO O TOM, YTO IIOMMMO alleTWJIXOJIMHA
W HOpaIpeHaJlMHa HEPB CIIOCOOCH BHICBOOOXKIATh
ele OOMH HeMPOTPAaHCMUTTEDP, KOTOPHII IT03Xe ObLT
uneHtTuuurponaH Kak ATP [21]. DTo 6bL1a paboTa,
KOTOpasi, 110 CyTH, O3HAMEHOBAJIa ITOSIBICHE HOBO-
To HampaBJieHUsI B MEXKJICTOUHBIX KOMMYHUKAIIH-
SIX — IYPUHEPTUUECKON CUTHaNMM3auuu. B manHbIi
MOMEHT M3BECTHO, YTO B T€HOME MJIEKOIIUTAIOIIIX
8 reHoB KOOMpPYIOT MeTaboTpomnHbie P2Y mypuHO-
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peuenopsl, arOHUCTaM1 KOTOPhIX BiasioTcs ATP,
ADP, UTP, UDP wnu UDP-rmoko3a, 4 reHa KOAu-
pytoT metadboTponHbie P1 pelientophl aneHo3UHa, U
7 TEHOB KOAUPYIOT MOHOTpOIHbIe P2X pelenTopsl,
KOTOpBIE SIBJSIOTCSI KATUOHHBIMU KaHaJIaMM, aKTH-
Bupyembie ATP [21].

CrenyeTt OTMETUTD, YTO BriepBbie ATP-ctumynu-
pyeMbIii KaTUOHHBIN TOK ObLI 3apeTMCTPUPOBaH B
JIAAKOMBIIIEYHBIX KJIETKaX apTepuy KpOJurKa aMe-
pukaHckumu ¢pusuonoramu Kpucropepom benxa-
MoM (Christopher Benham) u ¢apmaxkosorom Pu-
yapmoM T3uenom (Richard Tsien, 1952—2016) [18].
B HeiipoHax akTuBHOCTbh P2X peLienTopoB BIiepBbie
ob1a onucaHa corpyaHukamu II1.I. KocTioka —
O.A. Kpbiiranem, C.M. Mapuenko u A.I'. O6yxo-
BbIM [83].

SAKITIOYEHUE

XOTd TIpUBENEHHBIM BEHIIIE (DAKTOIOTUUSCKUMA
MaTepuay He MCUEpITbIBAeT BCEe TPaHU M 00BEM HC-
cremoBanmii, mposomuBImxcd IlnatoHom I'puro-
ppeBYeM KOCTIOKOM M ero ydeHWMKaMM, TOJBKO
npuBeleHHbIe (DAKThl OCTAB/ISIIOT Majlo COMHEHUS
B ToM, uTto II.I'. KocTIOK 1 ero 1mikoJjia BHEC/IU CYy-
LLIECTBEHHBI METOIO0JIOTUYECKUIA 1 KOHLIENTYyalb-
HBII BKJIaJ B UCCIIENOBAHUS UOHHBIX KAHAJIOB U TEM
CaMBIM B pa3BUTHE COBPEMEHHBIX TIpeICTaBIICHUIA
0 MeXaHM3Max KJIETOUYHOI'O 2JIeKTPOreHe3a.

PaGota BhInosHeHa B pamKax ['ocygapcTBeHHOro
3amanust Ne 075-00609-24-02 ot 12.04.2024.
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PA3BUTUE MPEJICTABJIEHUI O KTETOYHOM DJIEKTPOTEHE3E...

Evolution of Conception of Cell Electrogenesis and Excitability

and Electrophysiological School of P.G. Kostuk
S. S. Kolesnikov
Institute of Cell Biophysics, Pushchino Scientific Center for Biological Research of the Russian Academy of Sciences, Pushchino,
Moscow Region, 142290 Russia
e-mail: staskolesnikov@yahoo.com

Abstract — The formation and evolution of cell physiology in USSR was associated with the academician Platon Kostuk,
an outstanding world-renowned scientist. His scientific activity occurred in the second half of 20*" century, the period of
burst-like progress in electrophysiology that provided a number of remarkable results rewarded with three Novel prizes.
In biology of that time, electrophysiology was the only field, wherein methods and approaches were developed for the
on-line analysis of physiological processes in cells and tissues. The goal of the given essay is to highlight retrospective
aspects of the bioelectricity concept and to characterize the related contribution of the electrophysiological school of
P.G. Kostuk to the field.

Keywords: electrophysiology, electrical excitability. lon channels, voltage clamp, patch clamp
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