ATV A LVIKIEE UL ALLIIL WDV IKIN L D VULV DALIAYLE

YJIK 577.352.5:612.822.3
C. I1. PomaHoB

MOJEJTHPOBAHHE CBOHCTB HOHHOIO KAHAIJIA
H HUCCAEXOBAHHE EIro POJIH
B $OPMHPOBAHHH UMIIYJIbCHOH AKTHBHOCTH HEWPOHA

[Ipennoxen paboTaoliuii B peajbHOM MacuitaGe BpPeMEeHH 3MeKTPOHHHIE aHaJjor HeApoHa,
TNOCJ/IeI0BATENbHOCTh IIpe0OPA30BAHKSI CHTHAJIOB B KOTODOM COOTBETCTBYET MNPOLECCAaM, NpO-
HCXOAfIIAM B CHHAIICE, IIOCTCHHANTHYECKOH MeMOpaHe M coMe HepBHOH KJjeTkH. [Ipexacras-
JIEHHs O CHHance Kak O KJoYe H O HOCTCHHANTHYecKoH MeMOGpaHe Kak 00 HOHHOM KaHaJe
¢ H3MeHsIoWeHca Nnoj AeHCTBHEM MEAHATopa H BHYTPHKJIETOYHOro HOTEHIHaJa IIPOBOXHMO-
CTbIO, pe€a/i30BaHHble HAa (DH3HYECKOH MOJENH, NO3BOJHJH CO3JaTh AaHAJOT HEHpPOHA HA
OCHOBE TeHepaTopa HMIYJbCOB, B KOTOPOM BO3MOXHO BOCIIPOH3BECTH paGoOTy CHHANTHYE-
CKOro ammapata H CTPYKTYpPy A€HAPHTOB HeiipoHa. [Ipomecch mnpeo6pa3oBaHHs HMIYJbC-
HBIX TOTOKOB, XapaKTepHble AN HEHPOHOB DAa3/HYHBIX THIOB, HalPHMED MOTOHEHPOHOB H
KJeTOK PeHwoy, npoMOAeJHPOBaHE IIOCPEJCTBOM H3MEHEHHHi NapaMeTpOB CONPOTHBJEHUA
H eMKOCTH MemOpaHbl. Pe3yabTaTbhl HCC/leJOBAHHS HPOCTHIX HEAPOHHBIX ceTell HOKa3aJau
BO3MOXHOCTb HCIOJIb30BaHUA NPEAJIOXKEHHHX aHaJoroB [IJs H3YYEHHS NPHHUMIOB OpPraHH-
3aluK HEHAPOHHBIX CTPYKTYp H MEXaHM3MOB B3aHMOAEHCTBHs HEHPOHOB, B HaCTHOCTH, B CH-
cTeMe YMNpaBJeHUs JBHIKEHHEM.

BBEJXEHHE

B Hacrosilee BpeMsi B 3KCIE€PHMEHTAJbHBIX H MOJEJNbHBIX HCCAeNLOBAHHAX
BbISIBJISIIOTCA BCe OOJlee TOHKHe MeXaHH3Mbl OPFaHH3AUMH H (YHKLHOHHPO-
Banusa Hedpoma [10, 11]. Ilpomomkaercs H3yueHHe CBOHCTB (GOpMajbHBIX
HellpoHOB [5], a/laNTHBHBIX HeHPOMOAOOHEIX 3JaeMeHTOB [6] uiu ycrpolcTs
AJIS. MOJIe/IMPOBAHHS HeHpoHa [4], BHIIOJIHEHHBIX Ha 3JE€MEHTaX LUPPOBOH
TEXHHKH. JTH OOBbeKTH BOCIPOM3BOJAT OTHEJNbHbIE XapaKTEePUCTHKH GHOJIO-
rHYECKUX HeHPOHOB — NaMsThb, NepecTPOiiKy BeCOB BXOJOB, aJaNTalHIO H
T. 0. H PEaJH3yIoT (QYHKIHIO CyMMaTopa (HHTerpaTopa) BXOAHHIX BO3Jel-
creuil [7, 20]. Ha ocnose pesysbratoB pabor XomxkkuHa u Xaxkciu [25] B
TEOPEeTHUECKOM TJIaHe paccMaTpHBaeTcsl posab HOHHBIX kKaHanoB (HK) B re-
Hepalud PHTMHYECKOH akTHBHOCTH HelipoHoB [13, 14], a Takxke uccaeny-
eTCsl BIHsSiIHHe CBOHCTB JEHADHTOB Ha 3()(PEeKTHBHOCTb HNOCTCHHANTHYECKHX
CIBUIOB BHYTpHKJeTouHoro morennuana (IICIT) B obsacti renepatopHoit
3onbl Helipona [21, 24, 26]. IlpeacraBnenus Dxkiaca [22] o cuHamce KaxK o
KJIIOYe, H3MeHSIoLeM NIPOBOJHMOCTL MOCTcHHAaNTHYecKod MeMOpansl (ITCM),
YUMTBIBAIOTCA B MaTeMaTHYeCKHX BhipaxeHusx ¢opmupoBanus BIICII u
TIICIT To/bKO Kak CTaLMOHApHBIE YCJOBHS BO36GYKAEHHOH HJIH HeBO36yXK-
neHHoH MemOGpansl [14]. JluHaMHueckHe NOpOUECCHl B MOMEHT 3aMBIKAHHS
«KJI0Ya» B ypaBHeHHsAX OOBIYHO He PacCMAaTpPUBAIOTCH, a4 BLIABJCHHLE C
npuMeHeHHeM MeToja (GHKCAUMH HaNpsKeHHsI HeJMHEHAHOCTH BOJIbT-aMIiep-
HbIX XapaKTepucTHK [ICM OOGBACHAIOTCS NOTEHIHAJ03aBHCHMOCTBIO HACOC-
HbIX TOKOB [9, 14, 23, 27] uin HeJMHHEHHOCTHIO XapPaKTEPHCTHK ACHIPHTOB
{8, 12], no Mepe nmenonsipuzauun MeMOpaHB KOTOPHIX YMEHbINAETCS BHIXO-
pquui Tok. MaTtemaTHuecKH#l anmapaT He NO3BOJSAET HAlMISAHO IIpeNcTa-
BHTh DelleHHe CUCTEMBl HeJHHEHHBIX AH(OdepeHUHATbHBIX YpaBHEHUH, YUH-
ThiBaomux KuHeTHKy MK, n tpefyer nx JnHHeapH3aUuH, uTO BeleT K yIpo-
LUIEHHI0O H II0Tepe CYIUECTBEHHBIX CBOHCTB OOBEKTa B HCCAEIYyeMON MOJeJH.
Takune ypaBHeHuss MOryt ObITb DellieHbl B peajibHOM MacTabe BpeMeHH Ha
yCTpOlCTBAX, ABJAOIUMXCA 3JeKTPOHHBIMH aHaJoraMu He#poHa, ocobeH-
HOCTAM (POPMHPOBAHHS MMITYJbCHBIX MOTOKOB Ha BBIXOJAE KOTOPHIX H IOCBS-
HleHa JaHHad pa6ora.

METOLHKA

JKcnepuMeHTE! ObIM TPOBEJeHb HAa 3JeKTPOHHOM aHaJsore Hefipona [3], y
KOTOPOro BpeMeHHble NapaMeTPsl HMIYJbCOB, T€HePHPYEMBIX HA BHIXOLE H
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Puc. 1. Monens u CBOHCTBa HOHHOrO KaHaja B 5JEKTPOHHOM aHAJIOre HelipoHa.

@ — 5KBUBAJIEHTHAf SJEKTPHUECKAs cXeMa NpeoOpasoBaHMs CHTHalNoB B cHHance. JIpCM — npe-, IICM —
TOCTCHHANTHYECKasy MeMGpaHa. WHIEKCH OTHOCATCS K 3/IeMEHTaM, MOAENHPYIOLU(AM TpPOLEcCH: X — Bhi-
AeleRHe M pacmaj XHMHYECKOro MNepeflaTuuKa, K — CONPOTHBNEHHe R M eMKoctb C HOHHOTO KaHana,
M — CONmpOTHBJEeHHe R M eMKocTh C ITCM. Ry — conportnBaenue nesaputa, I — «kawu», E — HCTOUHHKH

TPAJKEHTHEIX NMOTEHHHANOB, 6—2 — rpad MK 3aBHCHMOCTH CONDOTHBNEHHS <«KJoua» (6), BeJHUYHHBI MeM-
OpaHHoro noTeHnHaja (€), PasHOCTH NOTeHNMaNoB Ha JICM — ] UM TOK2a HOHHOTO KaHajia — 2 (&) (ocn
OpIHHAT, YCJ. €.} OT KOHHEHTPamuH MeimaTopa (och abcumcc, yoid. ef.). & — 3aBHCHMOCTH BEJHUHHLI
TICI1 or coOTHOLIEHHS CONPOTHBJACHHA HOHHOrO KaHana (Ry) n MemG6pamnt (R,). JluaneR ykasana Teo-

PeTHYeCKasn 3aBHCHMOCTD, CBETJILIMH KPYXKaMH — H3MEDeHHS Ha Momend. ITo ocH aeumee — R, /R,, (gor.
Macmral); MO OCH OPRMHAT — BeJMYMHA NOTeHIHaja (MSMepsieTcs OT YPOBRR «l», KOTOPDOMY COOTBeT-
CTBYeT BHYTDHKJETOUHBIR NOTEHLHAM).

Fig. 1. The synaptic model and properties of the ion channel in the electron analogue

of a neuron. Eu

NOCTyNaIOWHX HA ero BXOAH (l Mc), IpUMepHO COOTBETCTBYIOT NapaMeTpam
NOTeHUHANOB J€HCTBHS HeApOHa HEepPBHOH CHCTEMEI IO3BOHOYHBIX. Ha pHc.
1, a npeacraBieHa NPHHUMIKAJIbHAS CXeMa OJHOTO BXOAA MOJE/H, KOTOpas
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MOJEJIMPOBAHHE CBOVICTB MOHHOI'O KAHAJIA

MOXKeT paccMaTpUBaThCsl Kak 9KBUBajeHTHas cxema MK B o6nactn cuHan-
ca. OcoOeHHOCTBIO CXeMBbl AIBJseTCs BBeleHHe Kawua T [1, 2], ynpasieHue
KOTODBIM OCYILIeCTBJISIeTCSI HMHTHPYIOLUIHM Bo3JleficTBHe MeaMaTopa Ha
I[ICM nanpsaxennem Ha KoHgeHcatope Cx. Ilocrosinumie BpeMenn RxCx H
R’xCy BXOJHOH Llenu MOIENH COOTBETCTBYIOT BDEMeHH BhIAeJEeHHS H pacna-
da MejHaTopa B CHHamTHyeckKoi WiesaH. ITapamerpst R u Cy NpenCcTaBAdIOT
3KBHBaJIeHTHLIe CONMpPOTHBJIeHHe H eMkocTh VK, WyHTHpYIOMMHE CONpOTHBIIE-
HHe R, MeMOpaHpl Mpu 3aMBIKAHHH KJ104a, a R. — CONPOTHBJIEHHE BHEKJIe-
TOYHOH cpeanl B O6sactu cuHanca. Llemouku R'«C’x m R”C”¢ orpaxkaior
csoiicrBa gpyrux MK paccmarpusaeMoro cuHanca, KOTOpHe MOTYT MOAKJIO-
4aTbca K MHBIM HenoykaM R,C,; HanpsiXXeHHsA C HX BHIXOAOB CYMMHPYIOTCS
uepes CONPOTHBJIEHHST R, NeHADHTa HJIM Tesia KJAeTKH B oOJAaCTH ee reHepa-
TOPHOH 30HH. BBeleHne B Monenb 3JeKTPOHHHIX KJloueH, ympaBAsieMBIX
BXOJAHBLIM CHTHAJIOM, II03BOJIHJIO IIOCTPOHTh HEKPUTHYHBIA K KOJHYECTBY BXO-
10B aHaJor HefipoHa Ha OCHOBe reHepatopa HMIyJbcoB [15]. 3uauenus pe-
3ucTOpoB Ry u KonjeHncaropos C, OTpaKalT CBOHCTBAa MeMOpaHH HeHpOHA,
MoJesupys 3(h(deKT PACNOJNOXKeHHs] CHHANCOB HA €ro COMe H JeHAPHTAaX, a
BO3MOKHOCTb HX [apajliesIbHOro NOJAKJIOYeHHS K IeHepaTOPHOMY MeXaHH3-
My (HH3KOHOPOroBOil 30He) NO3BOJISeT PEKOHCTPYHPOBATHL JEHAPUTHHIA am-
napat HefipOHa, BOCNPOH3BOAS B MOJENSIX CBOHCTBZ MOTOHEHPOHOB, KJIETOK
Penioy, B036y:KAAIOUIAX H TOPMO3HLIX HHTEPHEHPpOHOB [19].

KoHueHnTpanus Meamatopa B CHH2NTHYECKOH HIeNIH 3aBUCHT OT 4acro-
Thl CJI€J0BaHHs HMIYJbCOB N0 AAaHHOMY BXOLY W [AJIST TEKYHIEro BpeMeHH f
OT MOMEHTa INpHXOAa OYepeIHOro MMIYJbCa BHIYHCJASETCS 10 Qopmyse

Kn (t) = ((K - Kn—l) ) (1 — €Xxp (— T/Rxcx)) + Kn—l) - €Xp (__ (t - T) / R;(Cx)r

rie K — MakcHMaJbHO BO3MOXKHAs KOHUEHTpauusi Meguartopa, K., — ocra-
TOYHAs KOHIEHTpanusi MeIHaTopa B CHHANTHYECKOH IeJH K MOMEHTY IpH-
X0jla ouepeAHOro HMIYJbCa f AJHTENBHOCTBIO T II0 aKCOHY 3TOro Bxoza. Jla-
Jee HCMOJAb3yeM JBa MOJNOXKEHHS: MEAHATOp SIBJASETCS KJIOYOM, OTKpPHIBA-
omum MK [22], u nposoaumocts [ICM  perynupyercss KoHUeHTpauuel
MelHaTopa B CHHanTHueckod Ienu [11]. MakcumanbHoe oTkpeiTHE WK
onpejiesisieT Bec NAHHOTO BXO[a, KOTOPHII 3aBHCHT OT COOTHOIIEHHS COIPO-
THBJeHHH MemOpaHn u MK B obnacru cunanca. Emxocru C, MeMOpaHBI H
C« UK onpenensitor BpeMennsie napamerpel passutus [1CII, a uucno omgHo-
BpeMeHHO aKTHBHpyeMblx MK — ero ammauTyny. HeBo3MmoxKHOCTh aHaJHTH-
YECKOro pelleHHsl YpaBHEHUIH B paccMaTpHBaeMoll lenouke npeobpasoBaHHH
3acTaBu/a oOpaTHTBCA K HCCJEAOBAHHUIO 3JeKTPOHHOU Mognend. [lonyueHHBe
pe3yJibTaTel TO3BOJSIOT HENOCPeACTBEHHO CPAaBHHUTh AAHHbIE MOIEJNbHBIX H
e po(H3HOTOTHYECKHX SKCIEDHMEHTOB. ‘

PE3YJIBTATDI

Jns otoxnaectBiaeHust cBoiicts MK Ha Mojenu u3Mepsiiy HampsAKeHUe Ha
rxonaencarope C,, coorBercrBywoutee [ICI1 Hefipona, u Ha Bxoxe Rx MK B
obJacTd 'CHHANTHUYECKOH IUeJH NPH H3MEeHEHUH HAINpsXKEeHUs] Ha KOHJeHCa-
tope Cx, COOTBETCTBYIOllee BEIAE/S€MOMY B CHHANTHUECKYIO LIeJb KOJHUe-
crBy Mejuartopa. IlocienoBatedsHo ¢ Ry MOTYT BKJIOYaThCH WCTOYHHKH
HanpsAXKeHHsl, HMHTHDYIOLIMEe HACOCHYI0 (PYHKIHIO OTAEJbHBIX HOHOB 3a CyeT
rpajiHeHTHBIX 3JeKTPOXHMHUECKHX MOOTEHLUHAJOB, KOTOpHle B HALIeM ciayuae
MOJeJUPYIOTCS TOJNBKO HCTOUHHKAMH HamnpsikeHus £, u +=F. JlaHHBe H3Me-
peHUll AJsl Tpex 3HAaueHHH BeCOB BXOJAOB, XapaKTepHHX HJf MaJleHbKHX,
cpefHuX u OOJbIIHX HEeHPOHOB, NpeacTamieHnl B Tabuauue. I[lo Mepe yBenn-
yeHHs] KOHLeHTpaunu Menuaropa (Cx) Hanpsikenue Ha C, cHavasna He3Ha-
YyHUTeJbHO BO3pACTaJo, a 3aTeM Pe3Ko NajaJgo 10 yPOBHS, ONpelessieMOro
OTHolleHHeM conpotuBienuit MK u MemOpaHb, a npH aajbpHeHlleM NOBHI-
IIEHHH KOHLEHTPALWH MeAuaTopa BO3PacTajo OT MHHHMAJIbHOTO 3HAYeHHS.
XapaxkTepHo, YTO MocJe 3aMBIKaHHs KJlo4a HanpsekeHHs Ha Bxoge MK
OCTaBaJuCh HEH3MEHHBIMH JJf Da3/IMUHbLIX 3HAaYeHHH BeCOB BXOJAOB, T. €.
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C. II. POMAHOB

HanpsixeHHe B PA3JHYHBIX TOUKAX CXEMbl MOJEJNH HOHHOIO KaHajia
Potentials in Different Points of the Ion Channel Model

CX
R /R
Ko 0 ‘ 0.4 ‘ 0.8 ‘ 1,2 ’ 1.3 } 1,4 l 1.5
03 9,40 9,44 9,46 9,38 7,69 2,82 2,69
; 9.95 9,29 9,30 3.19 6,91 031 0.15
o 9,74 9,76 9,78 9,76 9,20 6,47 5,33
: 9,57 9,59 9,62 9.56 8,35 5,58 0.15
" 9,88 9,89 9,92 9,92 9,86 9,50 8,95
9,71 9,72 9,75 9,71 9,00 5,45 0.17
CX
R./R
KoM 1,6 l 2,0 \ 3,0 \ 4,0 5,0 ‘ 6,0 ’ 7,0 ) 8,0
03 2,74 3,00 3,79 4,43 5,16 5,87 6,61 732
) 0,22 0,57 158 2,54 3,54 452 5,52 6,50
o 5,36 5,52 5,99 6,44 6,90 7,35 7,82 8.27
: 0,22 0,57 158 2,54 354 4,52 5,52 6,50
8,96 9,00 9,10 9,20 9,30 9,40 9,50 9,59
10 0.23 0,57 158 2,54 354 452 5,53 6,50

NMpuMeuanns Cy— HanpsKEHHe HA KOHIEHCATOPe, HMHTHpYIOIlee KOHUEHTPAUHIO XHMUHYECKOTO
NepefaTuHKa B CHHANTHSecKofl weaw; R, R, — SKBHBANEHTHEE CONPOTHBJEHHS HOHHOrO KaHala H

MeMOpaHbl COOTBETCTBeHHO. Haj 9epTofl yKa3aHBl 3HAYEHMS HalDSIKEHHH HAa KOHJEHCATODE, HMHTHDYIO-
meM eMKOCTh MeMOGpaHbl, MOJA 4epPTOi — Ha COMPOTHBJIEHHH HOHHOrO KaHana.

napaMeTpnl KJiooua He 3aBuceau oT cBoiictB [ICM u ynpaBisiinCh TOJIBKO
MeanatopoM. XapaxTepuctuku coberBendo MK mpusenensr Ha puc. 1, 6 —
9. ConpoTHBJeHHe K/04a MOXHO BBIYHMC/IHTbH N0 3HAUYEHHSM pas3HOCTed Ha-
npsixxeHHil Ha KoHJeHcatope Cy u Ha Bxoje Rx MK. Ecnu KonuenTpanus me-
AMaTopa Obuia GaM3Ka K HyJlo, Koy o6aafan OOJBIIHM CONPOTHBJIEHHEM
(COMPOTHB/IEHHEM YTeUKH), KOTOpOEe He3HAUHTeJNbHO CHHXKAJO BeJIHUHHY
MeM6paHHOro noteHumana (puc. 1, 6), paBuylo B Moiean 10 B. Jlomoporo-
Bble H3MeHeHHs] KOHLUEeHTpalHuy MeJuaropa He3HAUHTeNbHO H3MEHSJIH conpo-
THBJEHHE KJI0Ya, MOKa JaBHHOOOpPAa3HO He HACTYNAJO €ro IOJHOe OTKPHI-
Banpe. OTpuLATe/bHAsi BEJHUHHA COIPOTHBJEHHS CBHIETEJbCTBYEeT O TOM,
NTO KJIOU IpeBpaliajcs B AKTHBHBI TreHepaTop TOKa, obecnevdBaloliHi
HanpaBJeHHOe JIBHXKeHHe HOHOB uepe3 Kanaap [TICM. V3MeHeHHe BeJHUHHEL
MeMOpaHHOro noreHmuasa (puc. 1, 8) TakxKe HOCHJO CTYNEHYATHIH Xapak-
Tep, HO MOC/Te PE3KOro Chmaja HampsiKeHHs B pesysibrate oTkphiBanus MK
[1CI1 Bo3pacras NPOMOPIHOHAJLHO YBEJHYEHHIO KOHIEHTpaIMH MeqHaTo-
pa. 2tor mpouecc, GoJiee BHIPAXKEHHbIH Yy KPYTHBIX HelipOHOB, MOXKET $B-
JSThCS OJHHM M3 MEeXaHH3MOB NpecHHamTHYeckoro TopMoxenusa [22]. Tay-
GuHa cnaja Onpelessyiach OTHOLICHMEM CONPOTHBJIEHHI OTKPBITOIO KaHasa
¥ [ICM. Uem Metiblile GBIO 3TO OTHOLIeHHe (CM. Tabaumy), Tem OOJIbLIHMH
OblJM Tlepenaj BHYTPHKJIETOYHOTO Hampsikenus B 00JACTH CHHANTHYECKOTO
BXOJa U ero BJIHSHHe Ha reHepaTopHbH MexanusMm. Ha puc. 1, e npexcras-
JeHbl rpaduxd H3MeHeHuil Toxka MK, BeluMc/ieHHOro NO pasHOCTAM Hanps-
JKeHHil Ha ero BXoJe H Bhixoje, u noresuuasna IICM, ompejeseHHOro OTHO-
CUTeNIbHO HATpSIKEeHHs, KOTOPOe CO31aBajoch KOHILEHTpalHed MeAHaropa.
B MoMeHT OTKpHiBaHHs Kiloua Tox MK Bospacraj, a 3aTeM IO Mepe yBeJH-
YeHUs KOHIEHTpalluu Meauatopa yOuBan. Ilorenmuan TICM ywmenblnaics
cKAyKOOBPA3HO M C POCTOM KOHLEHTPAIHH MeJIHaTOpa MPOROJKaN yOhIBATD,
CTAHOBSICh OTPHIATENbHBIM (HHBePCHsi TOKa) ObICTpee y MeJKHX HelipOHOB.
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Puc. 2. 3aBucumocts BIICII u HMIYJbCHLIX peakumii HefipoHa Ha aKTHBAIMIO BXOAA OT
Beca M pAaclOJOMXKEeHHS CHHAICOB.

@ — MOCTCHHANTHYECKHA OTBET, XaPAKTEPHBHIH AJI KPYNHBIX HEeHPOHOB, KOrAa BeC BXOAa Mal (MOTOHeH-
pOH); 6, 6 —TO Xe JJa CPefHHX H MeJKHX HeHDOHOB (HAanpHMep, KJeTOK Penumoy) COOTBETCTBEHHO;
¢ —TO e, 4TO H @, HO NPH YBEJHYEHHOH HacTOTe CTHMYJSUHH; J, € — NPH PACNOJOMEHHY CHHANCOB Ha
NeHApHTaX HEHpPOHOB: ] — Bhixon HeHpona, 2-— BIICII, 3 - BXoa HeitpoHa. Kaau6posga 10 wmc.

Fig. 2. Dependence of the EPSP (and pulse neuron) responses to the input activation
on the weight and arrangement of synapses.

Ha puc. 1, 0 npexcrap/iens TeopeTHueckas KpHBasi H pe3yJbTaTel MOJEJib-
Horo skcnepumenta mo ompefenenuio [1CII, Bennmunna kotoporo 6plna 06-
paTHO MPONOpPIHOHAJBHA OTHoulenuio conportusinenuit UK u [ICM. B coor-
BeTCTBHH C PHC. 1, a BhIpaxKeHHe JJIs1 ONpeJe/eHHs NOTEHIHANA HA KOHIEH-
catope Cy, MOXHO 3aIHCaTh C HCIOJb30BaHHEeM 3akoHa Owma: Ue, =EuX

XRa/(RutRz+Ru-Ry/(Rx+Rc)). Ecin UK 6811 33aKPHT, To Ry—00 M
K CONMPOTHBJEHHIO yTeukH, a Uc ~ PaBHANOCH PABHOBECHOMY BHYTPHKJIETOU-
HOMy INOTeHUHaJsy, ypoBeHb KoToporo o6osHauen Ha rpaduke I. Korgma UK
OblLTM OTKPBHITHI, CMelleHHe PaBHOBECHOrO NOTEHIHAJA ONPEeIessiioch OTHO-
weHHeM Ry-R;/(Rx+R:), KOTopoe pasjuyanoch AJSl OOJNBIIHX H MaJbIX
HeHpoHOB. UeM MeHblle Gbi10 Ry, KOTOPOe CBS3aHO C KOJHIECTBOM OJLHOBpe-
MEHHO AKTHBHPYEMBIX CHHAIICOB, TeM K MeHblieil BeqHunHe cTpemuioch Uc ,
onpeliesisis yPOBeHb MAKCHMAJbHOTO CMEIleHHS] BHYTPHKJIETOUHOIO IOTEH-
Luaja.

HuHaMuyecKHe NpoONeccH H3MeHeHHs BHYTDPHKJETOYHOrO IOTEHUHAJa H
(popmupoBanusa BIICII npu pasiHuHbBIX COOTHOMIEHHSX R./R, NMOKa3aHH Ha
puc. 2. Hem Menblue OblsI0 Ry 0 OTHOIIEHHIO K Ry, TeM Bbille Gblja aMIJIH-
tyna BIICIT i unrencuBHee Gbia 0TBeT HelipoHa.

Pasinunsa BecoB BXoA0B u HOCTOSIHHLIX BpeMeHH IICM B aHaJjiore Heii-
pOHa NO3BOJIUJIH BOCIHPOH3BECTH TNPOLECCH IIPpeoGpa3oBaHHs HMIYJIbCHBIX
NOTOKOB, XapakTepHble A OOJBUIAX, CPEeIHHX WU Majblx Heliponos. Ha
PHC. 3 NpeACTaBJIeHbl THCTOrPAMMEI MEXXHMIYJbCHEIX HHTEDBAJOB B IOCJ]E-
AOBATEJPHOCTAX HMIYJbCOB Ha BbIXOJe MoJesell HeHpoHAa NpH aKTHBALHH
BO30YK1AI0IHX BXOJOB, «PACHOJIOXKEHHBLIX» Ha JeHADHTAX HA Da3JHUHBIX
pacCcToOfHUSAX OT COMBbI KJeTKH. Pe3y/bTaThl 5KCNEPHMEHTOB NOKA3aJH, UTO
NPH OJHUX H TeX Ke CBOHCTBaX reHepaTOPHOro MeXaHH3Ma H BXOMHOH LeNH
COTPOTHBJ/IEHHEe H €MKOCTb MeMOpaHbl HefipoHa, KOPDPeJNHPYIOLIHe C ero pas-
MepaMy, BJHSJH Ha [HANla30H reHepalHH HMMOYJbCOB Ha BBIXOJE MOJENH
IPH OJHHAKOBBIX BO3/1€HCTBHAX. MaJible HeHpOHB GbIM MeHee yyBCTBHTEJb-
Hbl K HX BO30YXKJEHHIO B JHANa3oHe HH3KHX 4aCTOT, TAK KAK OHH TeHepH-
poBalu BLICOKOYACTOTHbIE MAUKH HMIYJbCOB, HO pAa3JIHYHS B OTBETAaX B
ciyuae BO30OYK/eHHs PA3HBIX BXOZOB IPOSIBJISUIMCL BO BPEMSI HX BBICOKO-
YACTOTHOH CTHMYJISIIHH.
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Puc. 8. 3aBHCHMOCTb aKTHBHOCTH He#poHa OT ero pasmepa W paclo/OKEHHs BO36YyX/aa-
JOllero CHHANTHUECKOro BXOAa Ha JEHJPHTE.

4 — CHCTOrPaMMbl PacmpefiefleHHsl MEXHMIYJAbCHBIX HHTEPBAJOB Ha BO3GYXKIEHHOM BXoje HefipoHa,
6—e — Ha BLIXOAE KDYNHBIX, CPeAHHX H MEJKHX HeHPOHOB COOTBETCTBEHHO (cOpaBa yKasaHBl KojaHue-
CTBO CHHAITHUECKHX BXOAOB H HX paccTosiHde OT COMbI KJ[eTKH) IIPE Pa3AHYHBIX HHTEHCHBHOCTAX BO3-
GyXAalLlero curaana — I—3 (BBepXy YyKasaHa CpeAHAA BeJIMUHHA MEXKHMIYJbCHOTO MHTEpBana, Mc).
ITo ocu abcuyce — BEJIHUHHA MEMKHMMIYJABCHOTO MHTepBaJja (nor. macwita6), MC; HO OCH OPJAHHAT —— Be-
pOATHOCTDL MNOABJEHUA MEXKHMIYJIbCHOTO HHTEpBaJa.

Fig. 3 Dependence of the neuronal activity on the neuron size and on the arrangement
of the exciting synaptic input on the dendrite.

TIpejcTaB/eHHEle THCTOPPAMMbl MEXHMMYJbCHBIX HHTEPBAJIOB OBl
NOJyYeHb B CTAIHOHAPHBIX YCIOBUAX BO3DOYXKJIEHUs BXOAOB HeNpEepLiBHEIMH
OC/IeI0BATENbHOCTSIMH HMIYJIbCcOB. Peaklluu HefipoHOB HaHOoJee OTYET/IH-
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Puc. 4. BaaumoneficTBue aHAIOrOB HEAPOHOB B IIPOCTOR HeHPOHHOH ceTH.

¢—¢ — OCUMJJIOrPaMMBbl CHT'HAJIOB B DPA3JHUHBIX TOUKAX CxeMbl; 0 — cxema HCcaeayeMmolt HeHpOHHOH ce-
TH. KanuGpoeka 10 Mc. /—8 Ha cXeMme — TOUKH OTBeAEHHS [NOTEHIHAJOB, KOTODhIM COOTBETCTBYIOT HO-
MGpa Jayvel ocnmagorpamm (I/—8).

Fig. 4. Interaction of the neuron analogues in the simple neuronal network,

BO OOHAPYKHBAJIHCh B MOMEHTH AKTHBALHH BXOAOB HJIH H3MEHeHHH YacTOTH
BXOJHOH MOCJH€A0BaTeJbHOCTH HMIyabcoB. Hannune UK u kimoua ma BXOJle
MO/eJsin NpHAABAJIO NpoueccaM B3aHMOIEHCTBHSA HOBBHIe cBoiicTBa [16, 17],
OTJIHYHBIE OT TeX, KOTOpble NPHUCYLIH CyMMAaTopy Aaxe ¢ MOAHGHIHPOBAH-
HbIMH CHHancamu [7, 20, 24]. D10 NPoABHIOCH B HCCAENOBAHHE 3aKOHOMeEp-
HOCTell NpeoGpasoBanns HMIYJbCHBX NOTOKOB B IPOCTON HeHPOHHOU ceTH,
KoTopasi Gbia 06pasoBaHa Pynnoil HeiipOHOB, 06beNHHEHHbIX yepe3 BO3-
Oyxpapoluue U TOPMO3HBe BXOAB. Ha puc. 4, d mokasana cxema Hccaeny-
€Ml ceTH, B KOTOPO# HelipoHH @, ¢ H d BO3BYKIATHCH BXOIHBIM CHIHAJIOM,
Heiiponer b u e Bo36ykaanuch CHHAIOM ¢ BBIXOAA HefipoHa a. Kpome Toro,
HEfpOHBI b, ¢ H d MMe/JH TOPMO3HEIE BXOLb COOTBETCTBEHHO K HelpoHaMm
¢, d ue. YXe B Takoil POCTOH CETH «ABYBXOLOBHIX» HeHDOHOB BO3HHMKAJH
B3aHMOOTHOILEHHS, pa3obpaTbCsi B 3aKOHOMEPHOCTAX (POPMHPOBAHHS MOCJIe-
JlOBATEJLHOCTH HMMIYJbCOB Ha BHIXOJAX KOTOPHIX MOXHO GOBIJIO TOJBKO MO
perucrpauusim I1CI1. Ha puc. 4, 5, 7 npusegennt cymmapusie [1CIT BO30Yy K-
AaloIlero u TOPMOZHOro BXOJOB HepoHOB d u e. B oTcyTcTBHEe BXOLHOTO
CHrHajla BCe HEHPOHR CTPYKTYpPHl OBUIH HeaKTHBHEL PaccMorpum saxkoso-
MEPHOCTH HX aKTHBAIUHH NPH BO3OYKAeHHH BXoAa I ceTH.

Heiipon a npu Masoli MHTEHCHBHOCTH BXOMHOIO CHIHasa TpaHcdopmu-
poBaj 5Ty aKTHBHOCTb Ha BHIXOAe B HENPEPHIBHYIO NOCJeL0BATEAbHOCTD
HMIYJIbCOB. YBe/HUYeHHe HHTEHCHBHOCTH NeHCTBHS BXOAa HNPHBOAHJIO K pas-
A€JIEHHIO TIOC/IEN0BATENbHOCTH HMIYJNbCOB Ha BHIXOAE HA ABE IAUKH, H Hell-
PoH orBedas no Tuny <«on — off». Tax xe oTBeuas u HelipoH b, reHepHpys
auKy HMNyJbCOB B Hauyasle Bo30yXKIeHHA BXOAA M IIPH e€ro NpeKpalleHHH.
Hefipon ¢ He B036y:xpajics nox BAHSAHHEM BXOJHONO CHIHANA MAJOMN HHTEH-
CHBHOCTH (pHC. 4, a, 4, 6, 4), HO C YBeJHYEHHEM HHTEHCHBHOCTH BXOJHOI'0O
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Puc. 5 BaaumoneiictBue MoTomeiipona — MH (a) u xaerkn Penmoy —KP (6).

]—5 — rHcTOrpaMMbl  MEAKHMINYJAbCHBIX HHTEpPBAJOB Ha BLIXOAAX HeilpOHOB MOpPU YacToTe BO3GYKHCHHS
MH 20, 30, 40, 50 u 70 I'u COOTBETCTBEHHO, 6§ — ayTOKOppeasilUOHABIE (BYHKIHH MEXHMIYJIBCHBIX HHTEp-
BaJOB Npu OTCYTcTBUM cBssy KP ¢ MH; 7, 8 — rHCTOrpaMMbl H ayTOKOPpPeIsSIHOHHEIE QYHKIHH MEX-
HMIYJbCHBIX MHTEPBAJIOB HEHPOHOB B YCJAOBHAX, KOTAa KP oxaspiBaeT TopMosHoe JdefictBHe Ha MH.

Fig. 5. Interaction between the motoneuron (a) and the Renshow cell (6).

CHTHaJla TeHepHPOBAJ MOCAEI0BaTeJbHOCTh HMIYJBCOB, IIPEPHIBAEMYIO TOD-
MO3HBIM CHTHAJIOM Mo Bxofdy 3 (8, ¢). Hellpon d npu MaJeX HHTEHCHBHOCTHAX
BXO/4 TeHepHPOBaJ TOCAE[0BATENbHOCTH HMIIY/IbCOB, KOTOPbIE NPEPHIBANUCH
TODMO3HBIMH NOCHIJIKAMH ¢ Bhixoja HefipoHa c. Hefipon e He ycmeBaJ BO3-
OYANTbCSl CHIHAJIOM Malofi MHTEHCHBHOCTH, TakK Kak TODMO3HBIE BJIHAHUSA
oKaszaJHCch GoJiee CHJIBHBIMH. 3a cueT BO30yXKIeHMS C BhIXOola HefipoHa a
TUNepPNOJspH3aNns yMeHbllagach (puc. 4, @, 7, 6, 7), HO WHTEHCHBHOCTDb
BO30YIKJeHusi Obila HeJOCTAaTOYHOH JUIsi BBI30BA IeHepalnu HMIyJ/bCca Ha
BhiXOfle Hefipona e. Toabko Mocsle NMpeKkpalleHHsi aKTHBHOCTH HA BXOlaX B
nporecce 3akpoiBadus K B pesyabrate CHHXKEHHS KOHUEHTPALHH MeEIH-
atopa MPOHCXOIMAO yBeJHYeHHe JIeNOJsPU3YIOUEro TOKa, KOTODBI BHISHI-
BaJl PeaklHio «OTAauu», 4acTo Hab/IoLaeMylo NpH PerucTpaury HelipoHHOH
AKTHBHOCTH B HeHPOPH3HOJIOTHUECKHX JKCNepHMeHTax. IloBblileHHe WHTeH-
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CHBHOCTH AeHCTBHSL Bxofa (puc. 4, g, o) IIPHBOAHJIO CHAYaMa K AeNOJspH-
salttonHomy casury IICIT u renepauuu Hefiponom e CePHH HMMYJbCOB, Ilpe-
PbIBAEMOIT TOPMO3HBLIMK BJIHSIHHSIMU C BHIXOZA HellpoHa d. Peakuust oTaaun
onpejenanacy, NpoueccaMu BOCCTAHOBJGHHS HCXOAHOIO COCTOSHUS UK npu
CHATHH BO3OYXKIEHHS C BXOJOB, a ee JJAHTENbHOCTD perJyaMeHTHpoBaJach
BPEMEHHBIMH OTHOUICHHSAMH Me3 1y IPEKpalleHHeM aKTHBHOCTH H IIpej-
IECTBYIOMIell HHTEHCHBHOCTBIO BO36YIKAAIOUIHX K TOPMO3HBEIX BJIHAHHH Ha
BX0OJlaX HelipOHOB.

Y2Ke Taxas IpOCTas CeTb M3 AHAJIOTOB C OrpAHUYEHHBIM YHCJAOM BXOLOB
HelpOHOB ¢ MoAeHpoBaHUeM paboTn MK CBHAETENbCTBYET O 3HAYUTEJABHOM
PasHOOGPA3HH AKTHBHOCTH OTAeJbHBIX 9/ICMEHTOB, OTJIMYAIOLIUX €€ OT Cy-
LLECTBY IOUIHX MOAeJeii HEHPOHOB M NPHOMMIKAILKX ee NOBELeHHE K 61010~
rudeckomy npororuny. Bosmoxnocts Bocnponssenenus npoueccoB npeo6-
Pa30BaHUsl CHIHAJIOB, NPHCYIUHX pPA3JHUHBIM THIAM HEHAPOHOB, MO3BOJHIA
H3YUHTb B3AHMOJAEICTBHE MOTOHEHPOHOB M KJIETOK Penuoy, kotoprie 06-
PA3YIOT Lielld BO3SBPATHOrO TOPMOXKEHHS Hd BBIXOJE CHCTeME] HenocpeacTBeH-
Horo ynpasnienns ABHxKeHusmu [19]. Ha puc. 5 IpeACTaBJeHbl pe3yJbTaThl
HCCAGLOBAHHI Ha MOJENM NMPH HAJIHYHH TOPMO3HOTO BJIHSHHS KAOTKH Pen-
Loy, BO3OyKAaeMoii mo Koamarepassm MOTOPHOrO aKCOH&, Ha MOTOHelpo-
HBL HJIM TIpu ero oTcyTcTBHU. Ecam TopMo3Has cBsizp MeX/y KJeTkaMu Pen-
IOy W MOTOHEHpOHAMH OTCYTCTBOBaJd, TO ¢ YBEJHYEHHEM HHTEHCHBHOCTH
BO3GYXKA€HHs1 MOTOHefipoHa reHepamus HMIyJIbCOB HA €ro BHIXOJAE MPOHC-
XOMHJa ¢ MEHBIIHMH MEXHUMIYJbCHBIMUH HHTepBaJdaMu. B To ke BpeMsa
KJeTka PeHuloy, reHepupoBaBsiias nauku HMITYJIbCOB, YaCTOTA CJeJ0BaHHUS
KOTOPBIX COOTBETCTBOBAJId YAaCTOTE AKTHBHOCTH MOTOHEHPOHA TIPH He3HAYH-
TEIbHOM ypOBHE ero BO30OYX/IeHHS, ¢ yBeJHYEHHeM AKTHBHOCTH MOTOHEH po-
fla NEepexolusa x HEUPepLIBHOH TeHePALHH DPA3PSAOB B 0GJIACTH Golee BHI-
COKHX yacTor. B nanHoMm cayuae 4yTOKOppeJIsLHOHHAST QYHKUHS (pHC. 5, 6)
MEKUMIYIBCHBIX HHTEPBANOB HA BTOPOM MIare JJist KaKa0ro HelipoHa npak-
THuecku saryxana. Ecau xaerka Penuoy okaseiBasa TOPMO3HOe JeficTBHe
Ha MOTOHeHPOH, NPOMCXOAUNA CTAGHIH3ALUS reHepanuu B 06JaCTH HU3KHX
4aCTOT ONPELEJICHIOro YHCla Pa3psANoB MOTOHeHpPOHOB 3a HEKOTODHIl Opo-
MEXYTOK BPeMeHH ¢ AeCHHXPOHH3alHel HX MEXHMIYJIbCHBIX HHTEPBAJIOB,
TOTAa Kak cama kjeTka PeHioy craGuausupoBana cBowo aKTHBHOCTH, NeHe-
PUPYs NauKy HMIYJbCOB B IUHPOKOM AHANA30HE H3MEHEHHS BO30YIK1eHH S
MoToHelipona [18]. B stom GJlytae ayTOKOPPeJsIIHOHHAS (GYHKUHS [JIH-
TEABHOCTel MeXKHMIYJIbCHBIX HHTEPBaJIOB MOTOHEPOHOB 3aTyxajia Ha nep-
BOM llare HE3aBHCHMO OT YPOBHs ero BO3OYM/IEHHS, 2 AHANOIHYHAS GbyHK-
UHs s KnetkH PeHioy umena kodebaTtedbHbi XapaxTep, NpHYEM IePHO-
AHYHOCTL KOJIEOAHHIT ONpeaesssach KOJHUECTBOM HMITy/IbCOB B mauke, a
ACKPEMEHT 3aTyXaHHS — HHTEHCHBHOCTBIO BO36YIKIeHUS MOTOHelpoHa. Ta-
KHM 00pasoM, npu NMOMOIIH aHaJgH3a AYTOKOPPENSUHOHHBIX PYHKLUHI MexK-
HMIYJILCHLIX HHTEPBAJIOB B LEHTPAJLHOH HEPBHOH CHCTEME MOMKHO BHISBHTE

[PYTNLL CHEUHGHYECKHX HEeHPOHOB, CBA3aHHBIX qepe3 oOpaTHbIE CBSI3H B
KOJIBLIEBbIE CTPYKTYPHI.

OBCY)X1EHUE

SJIEKTPOHHO-ABIPOUHAS IPOBOAUMOCTD NIOTyIPOBOHMKOB, KOTOpasi B Ipej-
JIOXKEHHO/ cXeMe peryaupyercs NOTeHUHasaMu, GopMHpYyeMuMH RC-uenoy-
NaMH, HMEET HEeKOTOPYl0 AHAJOrHI0 ¢ TMOTEHHHAI03aBHCHMbIMH TokamMu MK
Onosiornueckux MeMOpaH, uTo MO3BOJSET HA WX OCHOBe pellaTh B peabHOM
Macmrabe BpeMenn AH((pepeHIHAIbHEIE YPABHEHHS, ONHCBHIBAIOIIHE NMPOHC-
MOAdlIHe B HEHpPOHAX MPOLECCH NpeoGpasoBaHus HMIIyJIbCHBIX IIOTOKOB.,
XOTi pacCMOTpeHE TOJIBKO CTATHUECKHE XapakTepHCTHKH Mopenn UK,
AACKBATHOCTD TIPEJCTABMGHHI TOJATBEPIKLaeTCH XapaKTePHCTHKAMM MeM-
OpaHHBIX TOKOB B MOCTCHHANTHYECKHX poLeccax meHTPaNbHEIX HEHpPOHOB
[14]. Hekoropuie pasiuums B TPENCTAB/IEHHH MaTepHasia CBS3aHBl C TeM,
UTo y peaJdbHoro HefipoHa ¢GyHkuuu MK H3YyUarTCsl ¢ HCMOJIb30BAHHEM Me-
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TofAa (MKCAUMM BHYTPHKJETOUHBIX MOTEHIHAJOB, a Ha MOJeH MNOBEJeHHEe
WK ucciegoBajJoch HAMH TpH H3MeHEHHH KOHIEHTpAllHH MeAuaTopa Ha ero
pxoze. Haile 3akgamoueHwe o TOM, 4TO TNapaMeTphl «KJ/Kua» He 3aBUCAT OT
coficte [ICM u yupaBsJasiioTCs TOJABKO MeAHATOPOM, MOJIHOCTBIO corJjacy-
eTcst ¢ MOCTYJIATOM, COTJIacHO KOTOpOMy «cHHanTHueckne MK He MoryT GHITh
AKTHBHPOBAHLl HM3HAYaNbHO CMelleHHeM TOTeHIHMana Ha MeMOpade. ITo
cnocoben caenaTp ToJabko Meauatop» ([14], c. 308). IlpencrasienHast Ha
pHc. 1, 6 xapakTepucTHka aHajora MK NOJHOCTBIO COOTBETCTBYET HM3BECT-
HOH MOjeNy KHHeTHKH Mexanuama aktusauuu [ICM, npenmoxennoii Cru-
BREHCOHOM, OJHO M3 MOJIOXKEHHH KOTOPOH TIJIACHT, YTO KaHaj MOXeT cylle-
CTBOBATL TOJIBKO B OJHOM H3 IBYX COCTOSHHH — OTKPBITOM HJIH 33aKPBITOM.
Moneapr MK B nanHoM aHajore HeifipoHa jeJaeT ero IosejeHHe Haubonee
NpUBIUKEHHBIM K TpoleccaM NMpeo6pa3soBaHust CHIHAJIOB B GHOJIOTHYECKOM
HeiipoHe, Pe3ynbTaThl 3KCIEPUMEHTOB MOKA3aJH, UTO AEHIDHTHHIA anmapar,
rpadya’bHo 11peo6pasyst HHTEHCHBHOCTb BXOJAHBIX CHTHAJIOB, Mepejlaer HH-
dopMalKIo, TOYHOCTb H LIHPOTa AHANa3oHa KOTOPOH TeM Goablire, yeM 60Jb-
llee KOJHYECTBO (YHKUHOHAIBHO OODbeJMHEHHBIX CHHANCOB HAaXOAHTCA HA
peuzpure. MOAyJsAlKs BHIXOAHOTO MMIYJBCHOTO IOTOKA 11O BXOJAAM Heilpo-
Ha 1o3BoJisieT B (GDHKCHPOBAHHOM CTPYKType nepeiaBaTh CHUTHAJNBl B Pas3Jny-
HbIX HampasJjenusix. Mozeip Hefipona c anajgoramu MK moxer 6uITh 3 dek-
THBHO HCIOJb30BaHA KaK 3JAEMEHT [Jf MOJEeJHDOBAHHA M HCCJACJOBAHHSA
MexaHH3MOB Npeo6pa3oBaHusi CHTHAJIOB B HEHPOHHBIX CETAX CIHHAJBHOTO
YPOBHSI CHCTEMbl YNPABJIEHHS JBHKEHHSIMH, OPTaHH3allMs KOTOPHIX A0CTa-
TOUHO M3yueHa, a MX (QYHKUHOHHPOBAHHEe Ha yDOBHe B3aMMOJLEHCTBHA Hei-
POHOB B LEJNOCTHOM CTPYKTYype OCTaeTCsi PHNOTeTHYCCKHM.,

MODELLING OF THE ION CHANNEL CHARACTERISTICS AND INVESTIGATION
OF THE CHANNEL ROLE IN FORMATION OF PULSE NEURON ACTIVITY

S. P. Romanov

1. P. Pavlov Institute of Physiology,
Academy of Sciences of the USSR, Leningrad

Summary

The electron analogue of a neuron working in real time scale is suggested. The sequence
of signals’ transformation in this analogue is in line with synaptic, postsynaptic membrane
and somatic processes. Data on the synapse as on a “key” and on the postsynaptic mem-
brane as on the jon channel with conductivity changed under the influence of a mediator
and intracellular potential permit making the neuron analog on the basis of the pulse
generator with the possibility to reproduce the synaptic apparatus activity and the neu-
ronal dendrites’ structure. The processes of the impulse flow transformation characteristic
for neurons of different types, for example motoneurons and Renshow cells are modelled
by changing the parameters of the membrane resistance and capacity. The study of simple
networks has shown possible to use the suggested analogues for investigating principles
of neuronal structure organizations and mechanisms of neuronal interactions, particularly
in the motor control system.
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