Jleknusa 18
MOJEJIN PACITPOCTPAHEHUA HEPBHOI'O NUMITYJIbCA.
ABTOBOJIHOBBIE ITPOLHECCHI U CEPAEYHBIE APUTMUHA

Pacnpocmpanenue nepsnozo umnyavca. Onvimol u modenv Xoouxkuna-Xaxcau. Pedyyuposannas
mooenv DumyXvro-Hazymo. Bozoyoumsiii snemenm JnokanibHot cucmemsl. [loonopocosoe u
Haonopozogoe 8030yxcoeHue. bezywue umnynvcol. [emanvHvle Mmodenu KapoOUuoOyumos.
Axcuomamuueckue Mmodenu 8030y0uUMOU cpedvl. ABmMOB0IHOBblE Npoyeccvl U cepoeyHbvle

apummuu



HepBHasi cuctema BBICHINX >KMBOTHBIX OOECTIEUMBAECT COTJIACOBAHHYIO EATEIHLHOCTH
KPOBEHOCHOM, AbIXaTEJIbHOM, BBIACIUTEILHOM, IBUTaTEIbHON U APYTUX CUCTEM opraHuzma. OHa
oOecreynBaeT BOCIPHUATHE OPraHW3MaMH CHTHAJIOB BHEIIHEH Cpelbl, co3/aBas BO3MOXHOCTh
ajanTaguy OpraHu3Ma K UW3MEHEHHUSAM YCJIOBMM cpenpl. biiaromaps HEpBHOM cucreme
obecrieunBaeTCs ICUXUYECKas IeATeIbHOCTh YeoBeKa. OCHOBHBIM CBOWCTBOM HEPBHBIX KIJIETOK
ABIIIETCS. CHOCOOHOCTh K MPOBEJCHUI0 HEPBHOIO HUMITYJbCA — PacHpOCTpaHSIOLIEHCS IO
HEPBHOMY BOJIOKHY 3JEKTpHUECKON BOJHBI. CBOMCTBO MpOBEACHUS OOYCIOBJIEHO TEM, YTO
DJIEMEHTApHBI 00BbeM MeMOpaHBI MPEICTABISAET COOOW <JIOKAJIbHBIA AKTUBHBIH JIIEMEHTY,
00J1aarouii CIOCOOHOCTRIO YCUITUBATH MTPUXOISAIIUHN JIEKTPUUECKUN CUTHAIL.

PacmipocTpanenne HEpBHOTO HMITyJbca — OJUH W3 Hauboiee SPKUX MPUMEPOB
ABTOBOJTHOBBIX MPOIIECCOB B KUBBIX cucTemax. Emie B cepenune 19 B. 01710 00HApYKEHO, YTO
HEPBHBIH UMMYJILC Yy JSATYHIKA pacmpocTpaHseTcss 0e3 BUAMMOIO 3aTyXaHus Ha OOJbIIHe

pacctosiaus (10 10 cm) (Helmholtz, 1850).

Teapmroasn Iepman Jlroasur ®@epaunana (von Helmholtz Hermann
Ludwig Ferdinand, 1821-1894) — oauH M3 KpymHEWIIMX HEMELKHX ECTECTBOMCIIBITATENEH,
pabotan B obmactu (u3MKM, MaTeMaTHKH, (u3nonoruu M mncuxonoruu. B memyapax «O
coxpaHeHuu cuibl» (1847) oH BHepBble Jal MaTEMAaTUYECKYIHO TPAKTOBKY 3aKOHA COXpPaHEHUs
SHEPruU M, MPOaHAIU3UPOBAB OOJIBIIMHCTBO H3BECTHBIX B TO BpeMs (DU3MUYECKUX SIBICHUM,
yKa3blBaJl HA BCEOOIIHOCTb 3TOr0 3aKOHA. [ eIbMroibll 3a0KuI (pyHIaMEHT TEOPUU BUXPEBOTO
JIBYDKEHUS JKUIKOCTH, BBICKA3al UCI0 00 aTOMAapHOM CTPOEHHUM 3JIEKTPUYECTBA, OOHAPYKUI U
U3MEPUJT TETNIO0OpPA30BAHKUE B MBIIIIE TEPMOIIEKTPUIESCKAM METOJIOM, pa3paboTan ydeHHe O
I[BETOBOM 3pEHMH, IOCTPOMI MOJENb yXa, pa3padboTal OQTaJIbMOCKON, MO3BOJSIOMINN

Ha6J'IIO,Z[aTB r1a3HOC JHO, U CACJTIa]l OTPOMHOC KOJIMYCCTBO APYTIUX HAYYHBIX OTKpBITPIIZ.

I'. 'enbMrosbI] BiepBble U3MEPHI CKOPOCTh PaclpOCTPAHEHUS BO30YX/IE€HUS B HEPBAX —
B ombiTax Ha Jsrymke (1850), a B 1867—1870 1. coBmecTHO ¢ pycckuM yueHbiM H. bakctom — y
YeJIOBEKa, W OMPEAETUI YCIOBHs MOPOTOBOM 3MEKTPUYECKON CTUMYJISIIIMM HEPBHOTO BOJIOKHA.
OH Takke craenan MepBYH IKCHEPUMEHTAIbHYIO NONBITKY ONPEAECIUTh PUTMHUKY HMITYJIbCOB,

MOCBIJIACMBIX MO3TOM K MBIIINE, U ONPCACINIT MECPUOa MBIIIICYHOM PCaKknun Ha pa3apaKCHUC



opraHoB 4yBcTB. B mabGopatopuu I'enbmrosblia IpoBOANI CBOU MEPBBIE ONBITHI KpyHMHEHIINN

POCCUHCKHI €CTEeCTBOUCIIBITATEb, OCHOBOIIOJIOKHUK PYCCKONW (DU3HOJOTUYECKON  IITKOJIBI

.M. Ceuenos.

CéuenoB UBan MuxaiiaoBuu (1829-1905) - Benukuit pycckuii Gu3nosor.
B cBoem kmaccuueckom Tpyne «Pedmexcet romoBHoro mosra» (1863 r.) obocHOBan
pedIIeKTOPHYIO MPUPOAY CO3HATENBbHON M Oecco3HaTeNbHOUN neaTenbHOCTH. OTKPBUT SBICHUS
[EHTPAIHLHOTO TOPMOXKCHHSI, YCTAHOBUJ HAIMYNE PUTMUYECCKUX OMOAIEKTPUUYECKUX MPOIIECCOB
B IICHTpaJIbHOW HEPBHOW cucrteme. lccrienoBanm AbIXaTelbHYIO (DYHKIHIO KPOBHU. 30K
OCHOBBI (DM3HOJIOTUM TPYyJa, BO3PACTHOM, CPABHUTEIHLHONW M JBOJIIOIMOHHOW (DHU3HOJOTHH.

YcTaHOBUII 3aKOH PAaCTBOPUMOCTH T'a30B B BOAHBIX PACTBOPAX 3JICKTPOJIUTOB.

CornacHo TpeACTaBICHUSAM, CIOXHUBIIMMCAS K Hadamy 20 CTOleTHss Ha OCHOBE
uccaenoanuii b.®. Bepuro, 1O. bepumreiina, JI. 'epMana u apyrux ydeHbIX, BO30YKICHHBIN
Y4acTOK BOJIOKHA CTAHOBHUTCS T€HEPATOPOM JJIEKTPUYECKOTO TOKa. ODTOT TOK, 3aTekas B
COCEJIHME YYacTKM HEPBHOTO BOJIOKHA, 3aCTaBISIET UX B CBOIO OYepeab I'€HEPHpPOBATH TOK,
KOTOPBIM MEpeBOAUT B BO30YKICHHOE COCTOSIHUE HOBBIE YYacTKH MU T. 1. Takum obOpazom,
HEpPBHBIC ¥ MBIIICYHBIE BOJIOKHA MO CBOEH JIEKTPUYIECKON MPHUpOIe TMOA0OHBI Kabeto, TO ecTh
MPEACTABISIIOT COOOM OTHOCHUTEIHLHO XOPOIIO MPOBOMASIINA CEpACYHUK (MpOTOIUIa3Ma),
OKPYXEHHBI 000104KOi (MeMOpaHa BOJOKHA) C OONBIIUM COMPOTHUBIEHHUEM U OONBIION
eMKOcThI0. OCHOBHast poib B (POPMHPOBAHWU M PACIPOCTPAHEHUU HMMITYJIbCA MPUHAIICHKHUT
MeMOpaHe: eClIi M3 HEPBHOTO BOJIOKHA BBIJABUTH MPOTOILIA3My M 3allOJIHUTH €r0 O00JOYKY
(MemMOpaHy) MOPCKOW BOJOW, TO TaKOE HEPBHOE BOJIOKHO MOXET B TEUEHHE JOBOJIBHO
JUIUTEJILHOTO BPEMEHHM MepeAaBaTh BO30YyXKIEHHE. YYacTOK BOJOKHAa BO30YKIaeTcs, Korjaa
Pa3HOCTh MOTEHIHUATIOB IO 00€ CTOPOHBI MEMOPAHBI JOCTUTAET HEKOTOPOT'O OPOTOBOTO YPOBHSI.
Wnade roBopsi, pa3HOCTh MOTCHIMAIOB HA MEMOpaHE CIIY)KUT MapaMeTpOM, OIPEIeIISTIONIIM
BKJIIOUEHUE MEXAaHU3MOB I'e€HEepaIiui TOKa.

Tonpko uepe3 cTo jer mocie pabor ['enbMronbpiia yJanoch BBISICHUTH MEXaHH3MBI
TeHepalud HEPBHOIO HMITYJIbCa. 3/1eCh OCHOBHOM BKJaa BHecHu paboTsl A. XOIKKMHA H

3. Xakcmum (Hodgkin and Huxley, 1952; XomxkkuH,1965).



Xomxxkun Anan Jlnoiix (Hodgkin Alan Lloyd, 1914-1998) — anrnumiickuit
¢usuonor u Ouodusuk, naypear HoGeneBckoit mpemuu mno ¢uznonoruu u meaunune 1963 r.
(coBmectHO ¢ Jl>KOoHOM OkiicoM U DHAPIO XakKClM) «3a OTKPBITHS, KAacalolluecs HOHHBIX
MEXaHW3MOB BO30YXICHHS M TOPMOXCHHUS B TNepH(EepUIecKUX W IICHTPAIBHBIX YYacTKax

HCPBHBIX KJICTOK.

Xakean Duapw Puaamer (Andrew Fielding Huxley, pox. 1917) —
aHrmiickuid Helipodusuonor n 6uodusuk, nmaypear HobeneBckoit mpemun 1o (HU3HOIOTHN U
Meauiae B 1963 roxy. EnnHokpoBHBIM Opatom DHapro Obul nucarens Onmgoc Xakciau, aBToOp

HN3BCCTHOI'O pOMAaHA-daHTUYTOIINH «O JUBHBIN HOBBIN MUD».

Wx pabota Oblia BBIOJIHEHA HA AKCOHE TUTAHTCKOTO KaJbMapa, KOTOPBINA MPEICTABISICT
co00#l UIMHHYIO HWIMHIPUYECKYIO TPYOKY, OTXOISLIYI0 OT HEWpOHA, 3JIEKTPUUYECKHM CHUTHAI
pacmpocTpaHsieTcsl BAOJb BHEIIHEW MeMOpaHbl TpyOKH. DTO HEpPBHOE BOJOKHO JOCTUTAET
tommuHbl  0.5-1 MM (4TO B COTHM pa3 TMPEBBIIIAECT TOJIIMHY HEPBHBIX BOJIOKOH
MJIEKOITMTAIONINX ) U IPEJICTABISIET COOO0M OUEHB yOOHBI O0OBEKT IS TAKUX UCCIIETOBAHHIA.

[ToMMMO SKCHEPUMEHTAIBLHOTO HCCIEAOBAaHUSA, XOKKHH M XaKCIW MPEIIoKUIN
MOJIeJIb, OMUCHIBAIOIIYIO MPOIECCHl MOHHOTO TPAHCIOPTa 4yepe3 MeMOpaHy U MPOXOXKIACHHE
UMITyJIbca TOTeHLIMana BAONb MeMmOpanbl. PabGoTa OpuTaHCKMX ydYeHBIX OblIa yJIOCTOCHA
Hobenesckoit npemun 1963 r. (BmecTe ¢ capom JxxoHOM DKiicom, ABCTpaius).

Mexanu3m paboThl MEMOpPaHHOTO TEHepaTopa BBINVIIAUT CIAEAYIOIMM o0pa3om. B
COCTOSTHUM TIOKOSI MKy Hapy>KHOM MOBEPXHOCTHI0O HEPBHOTO BOJIOKHA M HAXOMAIIEHCS BHYTpU

MpOTOIUIa3MON CYIIECTBYET Pa3HOCTh MOTEHLMANIOB, cocTaBistomas npumepHo 60-90 mB,



pUYeM MOBEPXHOCTh KJIETKH 3apsDKeHa IMOJIOKHUTETBHO 10 OTHOIICHUIO K MPOTOIUIa3Me. JTa
Pa3HOCTh MOTEHLUAIOB Ha3bIBACTCS nomeHyuanom noxkos. OHa o0ycIOBIEHA TEM, YTO MOHHBIM
COCTaB MPOTOIIa3Mbl HEPBHBIX U MBIIIEYHBIX KJIETOK CHJIBHO OTJIMYAETCS OT MOHHOTO COCTaBa
OKpY Karolle BHEKJIETOYHON KMIKOCTH; B IPOTOIJIa3Me KOHIIEHTpalys noHOB Kaius B 30—50
pa3 Goubiiie, a HOHOB HaTpusi — B 10 pa3 MeHbIIe, YeM CHapYKH.

[TonoxkuTenbHO 3apsyKEHHbIE HOHBI KaJIUs, BBIXOAS Yepe3 KIETOUHYI0 MEMOpaHy HapyxKy,
CO3JAI0T MOTEHUHUAN MOoKos. VMOoHBI HaTpus (3apsDKEHHBIE TOXKE IMOJOXKHUTEIbHO), MPOXOAas B
00paTHOM HalpaBJIEHUH, CO3/IAI0T MPOTUBOIOIOXKHBIN 3(p(eKT, HO Tak Kak B COCTOSHUH MOKOS
MeMOpaHa 3HAYMTENFHO OOJiee TPOHMIAEMa Ui KalWs, 4eM JUIs HaTpHsl, MEepBBIA Mporecc
JOMUHHPYET, U B PE3yJIbTAaTe BOZHUKAET YKa3aHHAas BBIIIE PA3HOCTb MOTEHIIUAJIOB.

Korna memOpana nepexoauT B BO30YXJIEHHOE COCTOSHHE (1O BIMSHHUEM BHEUIHETO
BO3/ICUCTBUS, BO30YKICHHUS COCEIHUX YYaCTKOB MEMOpaHbl U T. J.) U30HpaTeIbHBIM 00pa3oM
MEHSIETCSl €€ MPOHUIIAEMOCTh IS Pa3IMYHBIX HOHOB. CHavYana MpOUCXOAUT PE3KOE YBEITHUCHHE
HaTPUEBOM IMPOHUIIAEMOCTH MEMOpaHbl U MOTOK IOJIOKUTENIBHO 3apsKEHHBIX MOHOB HATpUs
ycTpemiisieTcss BHYTpb KieTKu. IIpu 3ToM pa3HOCTh MOTEHIMANOB MO 00€ CTOPOHBI MEMOpPaHBI
CHauaja CHIDKAeTCsl 10 HyJA, a 3aTeM MEHSAET 3HAK: aKCoIla3Ma CTAaHOBUTCS 3apsKEHHOU
MOJIOKHUTEIBHO 110 OTHOIIEHWIO K BHEKIETOYHOH Cpele, NpUYeM pPa3HOCTh NOTEHIMAJIOB
nocturaetr B Makcumyme npumepHo 30 mB. (Takum o6pa3om, mosiHOE U3MEHEHHEe MEMOPAHHOTO
MOTEHITMANa TI0 CPAaBHEHUIO C HCXOJHBIM 3HadeHueM coctaBisier nmpumepHo 100-120 mB.)
[Tocie sToro cHoBa HauMHaeT MpeobiasaTh MOTOK HOHOB KaJlUs HapYKy, U CHCTEMa IMOCTEIIEHHO
BO3BpAIIAeTCs K MCXOJHOMY COCTOSIHHIO TOKOsl. M3MeHeHMe MoTeHUuasla MpH BO30YKICHUU

nokaszaHo Ha puc. 18.1.
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Puc. 18.1. ®opma HepBHOTO MMITyJIbca BO BpeMeHH. IloTeHIan oTCYUTHIBAeTCS OT YPOBHS MOTEHIIHANa
nokosi. [1o ocu aGcrmcec OTIIOKEHO BpeMsl B MC, TI0 OCH OpIUHAT — OTeHIHan B MB

OnpITEl ¢  HCHOJB30BAaHUEM (PAPMAKOIOTHUECKUX AareHTOB TMO3BOJIMIN Pa3JeinuTh
o + +

MPOTEKAIOIIUI MONepeK MeMOpaHbl TOK Ha COCTABIIAIOIINE, cOOTBeTCcTBYIomMe Na u K™ Tokam
2+
(Ina 1 Ix). B popMupoBaHuu TOKa IPUHUMAIOT YYacTHE U JPYTHe HOHBI, B YaCTHOCTH MOHBI Ca™ .
B monenu XomguknHa-Xakciid UX BKJIAJ XapaKTEepPU30BAIH OOITUM TOKOM «yTeukm» (I1). OOmuit
TOK /(f) mpeacTaBnsieT coO0i CyMMy TOKOB OTAEIbHBIX HOHOB uepe3 MeMOpaHy U «EMKOCTHOTO

TOKa», BEI3BAHHOTO BapHALUSIMH TpaHCMEeMOpaHHOTo noTeHuana V. Takum oOpazom:

I(t):Cd—V+Il. (18.1)
dt "

rae C — eMkocTh MeMOpaHsl, [ = Iy, + Ix + 1.

Ha ocHOBe sKCTIEpUMEHTANBHBIX JaHHBIX O 3aBHCUMOCTH MTPOBOJMMOCTH MEMOPAHBI IS
pa3IMYHBIX MOHOB OT MOTEHIMANa Ha MeMOpane A. XOMKKUH 1 D. XaKCIM ONMUCATN BEJIMYNHBI
HOHHBIX TOKOB C TOMOINBIO (YHKIUN, 3aBUCSAMIMX OT «KOHIEHTPALUN» HEKOTOPBIX
TUTMOTETUYECKUX YAaCTHUI[, MEPEMEIIAININXCS B MeMOpaHe TOJ JCWCTBHUEM 3IIEKTPHUYECKOTO
nonst. Moaenbto  XOIKKUHA-XAaKCIM  HA3bIBAETCA  CIEAYIOIIAs CUCTEMA HEJIMHEHHBIX

nudepeHIATbHBIX YPAaBHCHHIN:

a OV ov _ _ _

R =CE+(V—EK)gKn4 +(V-E,)gmh+(V—-E)g,, (18.2)
dn

—=a (1-n)—f n, 18.3
7 ,d=n)=p, (18.3)



dm

E:am(l—m)—ﬂmm, (18.4)
dn
E_ah(l h) - p,h, (18.5)

3nech n, m U h — QYHKIMU NOTEHIMANa U BPEMEHH, OIPEJEIAIoNMe I0BEAECHHE HATPHEBOIO U
KaJIMEBOr0 TOKOB, @ — PaJuyC BOJOKHA, R — yJeNbHOE CONPOTHBICHUE NpoTomiaasMbl, C —
yJleJIbHas eMKOCTb MeMOpansl, E,, E, ,E), 8,8 v,>»8, — NOCTOSHHBIE IIAPAMETPHI, U, HAKOHEII,
a,a,,a,, B, B, B, — 3aiaHHble (YHKUUM [OTEHLUAIA, HUMEIOLIME CIEAYIOUUH BUI

(Hodgkin and Huxley 1952):

L 0.01(/ +10) 04V +25)
S N SN
T P10
a, =0,07exp(V /20), B. =0,125exp(V /80) (18.6)
1
=4 V /18 = —
ﬁm eXp( ) ﬂh V+3O
exp—— +1
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Kosdpdurmmenter B popmynax mnomobpanbl smrupudecku. Mogens (18.2-18.6) mo3Bomser
OIMCaTh OCHOBHBIE CBOWMCTBA MPOBOISIIETO HEPBHOTO BOJIOKHA. PacCMOTpHUM HEKOTOpHIE W3
HUX.

1. T'enepaumss uMMIyJabcoB. JlomycTuM, YTO HEPBHOE BOJIOKHO, HAXOIMBIIEECS
NEpBOHAYAJIbBHO B IIOKOC, CTUMYJHUPYCTCA Ha MPOTAKCHUMW KOPOTKOIr0O BPEMCHH BHCUHIHHUM
UCTOYHMKOM TOKa. Kak mMoka3biBaeT aHalnW3 ypaBHEHHU, NMPH 3TOM MPEXKAE BCETO HAYHET

BO3pacTaTh BenuuuHa m(V, f), 4TO TpUBENET K YBEIMYCHUIO HATPHUEBOTO TOKA, PaBHOTO
— 3
V—-E,)gy,mh, a cnenoBaTeIbHO M K YBEIMYEHUIO PA3HOCTH IOTCHIHAJIOB MEXIY

NPOTOIIa3MON W BHEIIHEH cpefod (TO ecTh YCWICHHIO Jemojspu3alvu BOJOKHA). [lpu
YBEIMYCHUH JETOJIApU3AIMN BEJIMYUHA 7 PACTET, a BEJIMYMHA /i YMEHBINACTCS, MPUUYEM 3TH
M3MEHEHHUS m U /i CBS3aHbI TaK, YTO BEIMUMHA 71"/ BXOMAIAS B BBIPAXKEHHE JUISI HATPUEBOTO
TOKa, CHayaya pacTeT, a IOTOM HaUMHAeT yObIBaTh.

2. HoamoporoBasi CTHMYJSIIIUAA, NOPOr. l3BeCTHO, YTO W3MEHEHUE MOTEHLHUAa
MEMOpaHbI MPUBOJNUT K BO30YKICHUIO HEPBHOTO BOJIOKHA M BOSHHUKHOBCHHIO B HEM UMITYJIbCa
JUIIb B TOM ClIy4ae, KOTJla 3TO Ha4aJbHOE U3MEHEHHE MPEBBIIIAET HEKOTOPYIO OIPEACIICHHYIO
BEJIMYMHY, HA3bIBAEMYIO [TIOPOIOM, a CIMIIKOM MaJible «IIOANOPOTrOBbIE» U3MEHEHHS OTEHIIMAIIA
3aTyXarT, HE MOpOoXAas umnyibca. Hamuuwe Takoro mopora aHaJOTMYHO CYLIECTBOBAHUIO
ONPEACTICHHON TeMIepaTypbl BOCIUIAMEHEHHUS, TO €CTh TEMIEPATypbl, IO KOTOPOM HYX HO

Harp€Tb JaHHOC BCIICCTBO AJIA TOrO, YTOOBI OHO 3aropeiocs.



3. Pe¢pakrepHocth. Hamuume y BCeX HEPBHBIX M MBIIIEYHBIX  BOJOKOH
pedpakTepHOCTH, TO €CTb HEKOTOPOro MepHoAa HEBO30yAMMOCTH, HACTYMAIOLIEro Iocie
IIPOXOXACHUS MMILYJIbCA, TOXKE €CTECTBEHHO BBITEKAET U3 paccMarpuBacMon Mozaenu. Kak mbl
y’Ke BUJIEJH, Yepe3 HEKOTOpPOe BpeMsl MOCiie BOSHUKHOBEHHS B BOJIOKHE MMITyJIbCa MapamMeTp 4
CTAaHOBUTCA MaJjl, a MapamMeTp n Bo3pacTaeT. B 3Tux ycinoBusx mnpu JitoOOM YBEIUYEHUU
MEMOpPaHHOr0 MOTEHIIMAIa COOTBETCTBYIOUINN KaJIMEeBBIN TOK OyAeT MPEBbIIIAaTh HATPUEBBIN, TO
€CTb J1I00ast CTUMYJIALUS OyAeT MOANOporoBoi. B aToM u cocTout siBeHne pedpakTepHOCTH.

4. Axkxomopanms. M3 skcrepuMeHTa HM3BECTHO, YTO €CJIM JEHCTBOBATh HAa HEPBHOE
BOJIOKHO TOKOM IIOCTEIIEHHO HAapacTarolled CHJbl, TO TaKO€ BO3JCUCTBUE NPHUBOJIUT K
BO3HUKHOBEHHUIO UMITYJIbCA B BOJIOKHE JIMIIBb B TOM CiIy4ac, €CIM CKOPOCTb HApPACTaHWs TOKa
IIPEBBILIAET HEKOTOPYIO ONPEAEIECHHYIO BEINYMHY; IPH CIUIIKOM MEUICHHOM YBEJINYEHUH TOKA
BOJIOKHO HE BO30Y>KAaeTcsl (3TO sIBJICHHE HA3bIBACTCSA «AKKOMOJAIMENW», MU «IIPUBBIKAHUEM)
BOJIOKHA). B Monmenn XomkknHa-Xakciau HaJMdue aKKOMOIALUWU OOBSICHACTCS TeM, YTO TpHU
MEJICHHOM HapacTaHMM TOKAa YCIEBA€T Pa3BUTHCA HATPHUEBAs WHAKTUBALMA, B CHIIy YEro
HATPUEBBI TOK HE MOYKET NPEBBICUTH KaJIMEBBIM, U MUMIIYJbC HE BO3HHUKAeT. MUHUMAaJIbHYIO
CKOPOCTh HapacTaHMs TOKAa, IPU KOTOPOM €lle BO3MOXXHO BO3HUKHOBEHHE MMIIYJIbCA, MOXHO
ONPEEIUTH C IOMOIIBIO YACIEHHOTO PEIICHNs YPaBHEHNH XOKKHUHA - XaKCIIU.

Cucrema (18.2-18.6) caumkom cCioXKHaA IS AHAJTUTHYECKOTO HCCcaeAoBaHUs. belam
IPEUIOKEHbl  YIPOILIEHHbIE MOJENHN, CHOCOOHBIE OmMcaTh Te ke cBoicTBa. HambGonee
nomyJsipHas U3 HUX — npeioxeHHas HezaBucumo OuruXeto (FitzHugh, 1961; FitzHugh, 1969)

u Harymo (Nagumo et al., 1962).

®utuXp0 Puuapa (FitzHugh Richard, 1922-2007) — amepukaHckuit
OMOo(U3MK, CHENUaTUCT B O00JacCTH MaTeMaThdeckoro wmonenupoBaHus. Co3man oHy u3
HaunOoJiee MOMyJISIPHBIX MoJieNeld BO30yAUMBIX cUCTeM — Moaeib durnxpro-Harymo, xotopas
cTasia OoOmenpuHATOW 0a30BOM MOAENbI0 B HEUPOPHU3UOIOTUH, KApAUOJWHAMUKE, TEOPUU
CUCTEeM peakuus-Tuddy3us U APyrux oomactsax. Mojenb chirpaia OOJIbIIyI0 POJIb B TOHUMAHUN

JTUHAMHYECKHX MEXaHHU3MOB MTOPOTOBBIX CBOMCTB BO30YAMMOCTH HEUPOHOB.

B »a1oit MOZACIIM CUCTEMA IJid JIOKAJIbHBIX MPOLECCOB CBOAUTCA K CHUCTCMC H3 IBYX

ypaBHEHHIA, KOTOPYIO MOXKHO IPEJICTABUTH B O€3pa3MEPHOM BHJIE:



%:f(u)—v+la, %:bu—}/v,
f(w)=ula—u)(u-1).

HepeMeHHa;I U 31CCh BBIMIOJHACT POJIb MeM6paHHOFO noTCHIaiIa V, a vV BBIINIOJIHACT POJIb BCCX

(18.7)

TpeX MEePEMEHHBIX : m, n, h B ypaBHeHusx (18.3—18.5).

B caydae, korma [,=0, pacrnojgoXeHue TJaBHBIX HW30KJIWH HAa IUIOCKOCTH U, V
npenctaBieHo Ha puc. 18.2 a,0. I'paduku Ha pucyHKax a W O OTIMYAIOTCS BEIUYMHOU
otHomieHus b/y. Ha puc. 18.2a cucrema nMeeT 0JHO YCTOMYUBOE pPEIICHHE, COOTBETCTBYIOIIECE
HYyJIEBOMY 3HAa4€HMIO MOTEHLMana, Ha puc. 18.20 — Tpu cTalMOHApHBIX pELIEHMs, JBa M3

KOTOpbIX ycToiuuBel (0 1 S;), a TpeThe S| — HEYCTOHYMBOE.

a o

Sy
a 1\ u \ a 1\ U
v = f(u) v = flu)

Puc. 18.2. Pacnionoxenne riaaBHbIX W30KJIWH cucteMsbl (18.7) B ciyyae I, = 0 Ha ¢a30BoOi MIOCKOCTH U, v
JUISL Pa3HBIX 3HAYCHUH OTHOILIEHHS b/y. a — oIHO ycTolumMBoe craunoHapHoe cocrosnue (0, 0), 6 — nBa
YCTOWUYMBEIX cTallMOHAPHEBIX cocTostHUS (0, 0) 11 S, ¥ 0JHO HEYCTOWINBOE — CEMII0 S

v = buly

S>

C ¢ynkmueii Buna f(u) Mbl HEOTHOKPATHO BCTPEYAIUCh, €€ TrpaduK M300pakeH Ha pUC
3.1006 u 15.2B. B 3amaue o pacnpocTpaHEeHUH BOJTHBI TAKOW BUJI JIOKAITbHON (DYHKITUM MCTOYHHUKA
O3HayaJl, 4YTO «Pa3MHOXKEHUE» U «pa3ropaHue» IMpolecca HAuMHAETCS €CJIM BeIMYMHA
NEPEMEHHON © TPEBBICUT HEKOTOPOE MOPOroBOE 3HAUCHHE — BENUUMHY a. YpaBHeHus (18.7)
OTpaXKaloT TOT (akT, 4yTO OYpPHBIA POCT MOTEHIMAla HAYMHASTCS JIMIIb B Ciydae, KOTAa
3HA4YEeHUE MOTEHLMaAJa MPEBBICUT HEKOTOPBIA MOpor (BeJW4YMHY a). B mpoTruBHOM ciydae

noteHnuan 3aryxaer. [losicHuM, Kak B Takoil cucTeMe BO3HUKAET «MMITyJIbe» (puc. 18.3).



v : a B 6
' 7]
A
v
D

Puc. 18.3. a — dazosiii noprpet cucremsl (18.7) mpu 1, =0, a = 0.25; b =y = 0.002 a5 Manbix (Touka P)
U Oonbiux (TOYka A) TEPBOHAYANBHBIX OTKJIOHCHHSAX MOTCHIMANA # OT CTAIMOHAPHOTO HYJIEBOTO
3HadyeHus. [IyHKTUpoM 0003HAaYCHBI W3OKIMHA TOPU3OHTANBHBIX KacaTEeNbHBIX (MpsMas) W H30KIMHA
BEPTUKAJIBHBIX KacaTeNIbHBIX, KOTOpasi mMmeeT N-00pa3Hblil XxapakTep. O — MOBEACHNE TEPEMEHHBIX U U V
BO BPEMCHH B Cllydae, Korna Qas3oBas TpaeKTopus HauumHaeTcs B Touke 4. Cimydali HaamoporoBoro
Bo30yxkmenus (Rinzel, 1981)

Ha puc. 18.3a myHKTHUpHBIMU JIMHUSMH HU300paKEHBbI TJIABHBIC W30KJIWHBI CHCTEMBI.
3agaguM HEKOTOPOE Ha4aJIbHOE OTKIIOHEHHWE MOTeHIMala u . Eciu 3T0 OTKIIOHEHHE TEPEMEHHOM
4 Majo, MEHbIIIE BEJIMYUHBI @ BO BTOPOM ypaBHEHUH cucTeMbl 18.7 (Touka P), TO Mo KOPOTKOU
($a30BOIl TPAGKTOPHH CHUCTEMA BO3BPATUTCS B COCTOSIHHE MOKOs. Takoe moBeeHNEe HA3BIBACTCS
noonopo2osvim 6030yicoeHuem. Ecim ke OTKIIOHEHUE MEPEMEHHON U BEJIUKO, OoJiblle a (To4yKa
A), dazoBas TpacKkTOpHs HMMEET HMHOW xapakrtep. M3oOpaxkaromas TOYKa JIBHMIKETCS I10
TpaekTopun ABCD0 u [OCTHraeT H30KIMHBI BEPTHKANbHBIX KacaTelbHbIX (AB), moToMm
nBuxkeTcst BIoiib Hee (BC), 3aTeM JOBOJBHO OBICTPO MEPEXOAUT B OOJACTH OTPHUIIATEIBHBIX
3HaueHuit (CD), mepecekasi N30KJIMHY TOPU30HTAIBHBIX KacaTeIbHBIX, M TIOTOM BJIOJIb H30KIUHBI
BEPTUKAJIbHBIX KacaTEJIbHBIX BO3BpaIaercs B TOuky mokos (D). Ha puc. 18.36 m3zoOpakeHo
MOBE/ICHWE TIEPEMEHHBIX % M V BO BPEMEHU TMPU HAONOPO208OM 8030ydcOeHuu. JIoKaabHBIN
DJIIEMEHT CHUCTEMBbI, OONAMAIOIUNA TaKUM THUIIOM TIOBEICHUS, HA3BIBACTCH B8030VOUMbBIM
91EeMEHMOM.

B cnyuae, xorga paBHOBECHOE 3HAaY€HHE MMOTEHIIMajda HA MeMOpaHe HE PaBHO HYIIIO,
M30KJIMHA BEPTUKAIBHBIX KacaTelbHbIX Oy/eT mepecekaTh OCh v HE B HyJle, Kak Ha puc. 18.3a, a
B Touke v = I,. Ha puc. 18.4a-r npencraBiaeHbsl BO3MOXKHBIE CIIy4ad PaclOIOXKEHHUS TJIaBHBIX

u30KIMH B cucreme 18.7, xorma /[, #0 B cnyudasx (a) u (B) cucremMa UMEET €AMHCTBEHHOE

YCTOMYMBOE CTAILIMOHAPHOE COCTOSIHHE, HO KMHETHMKA MEPEMEHHBIX B CIIyyae a MOXET HUMETh
XapakTep UMIYJbCa, KaK MBI 3TO BUACIHU BhIE. B ciydae (0) eMWHCTBEHHOE CTAIMOHAPHOE
COCTOSIHME€ HEYyCTOWUYMBO, B CUCTEME MOXET Pean30BaThCs KoyiebaTenbHass HEYCTOWYMBOCTh U
npenenbHbId HUKI. B ciydae (r) — ABa CTallMOHApHBIX COCTOSIHMS S; U S; — yCTOHYMBBI, a

cocTosiHue S, — HeycToiunBo. CucTeMa UMEET TPUITEPHBIN XapaKTep.
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Y 0<I,<I, v L<I,<I,
PN
N
0 a \ 7] 0 6 \ u
v L>1, v
D S;
\ S, 5
0 0
/ \u / \ u
(51 Pad

Puc. 18.4. I'maBuple wu3oknuHbsl B Moxenn PuruXeto-Harymo (18.7) ans pasHbIX 3HauyeHUH
NPUWIOKEHHOTO HampsokeHus. B cioydae (a) crampoHapHOE COCTOSHME JIOKQJIBHO YCTOWYHMBO, HO
«B0O30yIMMO» B TOM CMBICJIE, YTO IPU AOCTATOYHO OOJIBIIMX OTKIOHEHHUSX M300pa’karolasl TOYKa
OTHCHIBAECT TPACKTOPHIO, COOTBETCTBYIONIYIO OMMHOYHOMY «UMITyJIbCy» (cM. puc. 18.3). B cimyuae (0)
CTaLlMOHAPHOE COCTOSHHUE HEYCTOHYMBO, BO3MOXKHO CYIIECTBOBAHWE MPENENBHOIO IHKIA |
aBTOKoneOannii (cM. TiaBy §). B ciydae (B) crammoHapHOE COCTOSHHE ycToHumBO. B ciywae (T)
COCTOSIHME S, — HEYCTOWYMBO, a S| U S3 — YCTOMYUBBI, MEXIy HUMH BO3MOKHBI epekiouenus (Murray,
1993)

PaccMoTpeHHOe BbINIE JIOKAJIBHOE TOBEJACHUE MPHBOIUT K aBTOBOJHOBBIM SIBJICHHUSIM:
pactpoCTpaHEHUIO0 UMIyJbca B ciayyasx (a) u (B_ (Bo3Oyaumasi cpena), CTOSIYMM M OeTyIINM
BOJIHAM W BO3HUKHOBEHUIO YCTOWYUBBIX HETOMOTCHHBIX pACIPEICICHUA KOHIICHTpPAIMi B
ciyuasx (0) (konebarenbHass HEYCTOMYMBOCTH) U (T) (CeayI0Bast HEYCTOMYHBOCTD ).

[IpocTpancTBeHHO pacnpenencHHas cucremMa @urnXpio-Harymo otimvaercs ot

cucteMsl (18.7) Tem, 4TO B HEl y4TEHO paclpoCTpaHEHHE MOTEHIIMANIAa B0 Kabemns: (HEpBHOTO

BOJIOKHA):
du o’u
—=f(u)-v+I[, +D—,
dt @) “ ox*
%:bu—yv, (18.8)

fw)=v(ia—u)u-1).

ITocMoTpuM, Kak BO3HUKAET OETyIInii UMITYJIbC B TaKoil cucteme (puc. 18.5).
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I=4>0

/X e

Puc. 18.5. PacnpoctpaneHre uMmyibca B Cllydae HaAIMOPOTOBOTO (2) ¥ MOAIOporoBoro (0) Bo3aencTBus.
@ — IIpU Ha4aJIbHOM OTKJIOHCHMHU MOTEHIMaIa OOJIbIIE TOPOTrOBOM BEIMYUHBI ¥ = d B CUCTEME BO3HUKAET
Oerymmuii MMITyJIbC, KOTOPBIM paclpocTpaHseTcs BIOJb HepBa 0e3 M3MeHeHHs (opMbl (yeIuHEeHHas
BonHa). Touku A, B, C, D cOOTBETCTBYIOT TouKaM Ha (a3oBoM moprpere 18.3a. 6 — mpu HavYaIbLHOM
OTKJIOHCHHMH IIOTEHIMala B TOUYKE BO30YKICHUS MEHbIIIE IIOPOTOBON BEIMUYMHBI # = g (Touka P Ha puc.
18.3a) Gerymmii UMIyJIbC OBICTPO 3aTyXaeT

JUist yripoIIeHus! Ka4eCTBEHHOTO pacCCMOTPEHHsI OyIeM CUUTATh b U Y MaJIbIMU:

b=¢l, y=eM, O0<e<l. (18.9)
[Ipu I, = 0 cuctema (18.9) mpunumMaet Bu:
2
Y DTy fwy-v.
gz ox (18.10)
P e(Lu—Mv).
ot

Paccmorpum nepennnii ppoHT umItynbca, n3odpaxenHoro Ha puc. 18.5. Ilpu ¢ — 0 u3 (18.10)
cienyert, 4to v = const. M3 puc. 18.5a BunHo, uro v =0. MBI NIPUXOIUM K OJHOMY YPaBHCHHUIO

JUIA IOTCHIIMAJIa U

ou o’u
—=D + ,
o Poat/®

npezcTasisiomero coboit  ypaBHenue IlerpoBckoro-Kommoroposa-Iluckynosa (15.1) ¢
bynakmueit f(u)=u(a—u)(u—1).
Pacnipoctpanenne ¢ponra B wmoxaenu IlerpoBckoro-Kommoroposa-IluckynoBa Mol

paccMOTpenu B JIEKIUH 15, 1 TOBOPUIIU O TOM, YTO B TaKO# cUCTeMe CKOPOCTh PaCIpOCTPaHEHUs
D .
¢GbpoHTa NOCTOSIHHA U paBHA 5 (1 - 2a) . Y4eT MeJJIeHHbIX U3MEHEHHUI BETMUMHBI V Ha YYaCTKe

tpackropun BC (puc. 18.3a, 18.50) mpuBOIUT K CIEAYIOMIEMY BBIPQKCHHUIO IS CKOPOCTH

pacmnpocTpaHeHHUs] OJUHOYHOTO uMITysbea (Murray, 1993):

c :\/g(uc —2u,+uy,).
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JHo6Gasnenne k moaenu (18.8) ypaBHEHUs, OMHUCHIBAIONIETO TPAHCMEMOPAHHBIN TIEPEHOC
roroB Ca'”, MO3BOIAET OMKCATH EPHOANYECKOE BOSHUKHOBEHHE Ma4eK MMITYJIbCOB, GEryIIiX
BJI0JIb HEpBHOTO BosiokHa (Plant, 1978; Plant, 1981).

Mopnens @uruXero-Harymo mpencraBisieT co00ii B HEKOTOPOM CMBICIE YIPOUICHHYIO
«MOJICNIb» CHCTEMbI XOJYKHHA-XaKCIH, TO3BOJIIONIYI0 HAIJISAHO YBHICTh Ha (ha30BBIX
MOPTPETaxX TE€ CBOWCTBA CHCTEMBI, KOTOPBIC OMNPEICISIOT €€ KayeCTBEHHOE IOBEJCHHE, B
YaCTHOCTH, CYIIIECTBOBAHUE ITOPOTa BO30YKICHHUSI.

B Hacrosimee BpeMs MONy4YeHBI PEHTTEHOCTPYKTYPHBIE HaHHBIE O MOJEKYJISIPHOM
CTPOCHHUM KaHAJOB, 00CCIICUNBAIONINX «BOPOTHBIC» TOKU W OCYIIECTBIISIOIINUX MEPEHOC MOHOB
Na', K™ u Ca’" uepe3 Bo3Gyanumyro MeMOpaHy HepBHOIT Ki1eTkH. C y4eTOM 3THX JaHHBIX MOJICIb
XO0KKUHA-XaKCIIH, 3apeKOMEHIOBaBINasi ceOsi Kak OYeHb XOpOIlash 3MIIMPHYECKas MOJECIb,

TpeOyeT HOBOM OMOJIOTUYECKON HHTEPIIPETALIUH.

JeTanbHble MOJeJIM KAPAHOIUTOB

Mopnens XomxKKHHA-XaKCIH OMUCHIBAET SJICKTPUYECKYI0 AKTUBHOCTh TUTAaHTCKOTO
akcoHa kanpmapa. B 1962 r. Ho6n (Noble, 1962) npemioxun uCnoab30BaTh CXOAHYI0 MOICIH
JUIs OTMCAHMS TIOTCHIIMAJIOB JCHCTBUA pabouyero MHOKapjaa W BOAUTENICH pUTMa BOJIOKOH
[Typkunbe. C TON MOpHI MOAEIb MOCTOSIHHO YCIOXHSJIACh M yCOBEPIIEHCTBOBAJIACh MO MEpPE
MOJTyYEHUs HKCIIEPUMEHTAIbHBIX PE3yIbTaTOB O JETANIAX pabOThl cucTeMbl. MHOTHE pe3yJbTaThl

ObLIH IMMOJIYYCHBI B na6opaT0pHH HoGOna u B X04e€ pa6OTBI HaJ BO3TJIABIIACMBIMHA UM IIPOCKTAMMU.

Ho6n /Iduuc (Noble Denis) — anrmiickuii Onodusuk u
Helpodusnonor. ABTOp IeTalbHBIX MOAENeH (PyHKIIMOHUPOBAHHS CepLa, PyKOBOAUTENb padoT
[0 TIPOTpaMMe «BUPTYaJbHOE CEpAIe». PyKOBOAMUTENb MEXIyHApOIHOTO MPOEKTa «DH3HOMY,
IIeTIbI0 KOTOPOTO SIBIISICTCS CO3JaHNE MOJIENEH, MHTETPUPYIONINX 3HAHUSA O ()yHKINOHUPOBAHUH

OMOJIOTUYECKUX CHCTEM OT YPOBHA 6I/IOMaKpOMOJ'IeKy1'I A0 YPOBH: LICJIOTO OpraHru3Ma.

I[JI)I MOZACIIMPOBAHUA aKTUBHOCTHU KIJICTOK CCpAla — KapJAUOUOHWTOB HMCIIOJB30BAJIM TC KC
IMPUHIMUIIBI ITOCTPOCHUSA MOICIIHN. COBpCMeHHaH MOJCJIb KapJuoOuTa BKIHOYACT CYHICCTBCHHO
OopllIee KOJIUYECTBO MCM6paHHLIX TOKOB. B HepBOﬁ MOACIN H06na, Kak U B MOJCIH

. + ot
XO0IKKUHA-XaKCIIH, CyMMapHbIi TOK MeMOpaHbl UMen Tpu KomnoHeHTa: Na , K™ 1 Tok yreukw,
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KOTOPBIH, MO KpalHeW Mepe YacTUYHO, OOBSCHAETCS 3a CUeT MOHOB XJopa. B mampHeimmx
BEpCHsIX MOJEIH ObUIa yuTeHa pois Ca’’, kak BaxHOro emomsipusyomero toka (McAllister et
al., 1975). CoBpemMeHHas cxemMa MEMOpPaHHBIX M BHYTPHKJIETOUYHBIbX TOKOB B MOJIEIH KIJIETOK
CHUHYCHOTO y3J1a cepaua kpoiuka (AnueB u Yainaxsan, 2005) npencrasiena Ha puc. 18.6. Ona
BKIIIOYAET TOJPOOHYI0 pacir@pPOBKY OCHOBHBIX MEMOpaHHBIX TOKOB, (YHKIIMOHATHHBIC
paznuuMs UCTHUHHBIX W JIATEHTHBIX BOAMUTENEH pUTMa, HW3MEHEHUS BHYTPUKICTOYHBIX
KOHIICHTpAllMii HOHOB HATpHUsS, Kauus W Kalblus, (YHKIHIO CapKOIUIa3MaTH4YeCKOro
peTukyinymMa. Mopenb MO3BOJIIET H3y4aTh MEXAHU3MBI PETYJSIUU CUCTEMBI B IIMPOKOM

JMaTia30HE YCIIOBUH KCTICPUMEHTA M OOBSICHICT MHOTHE HaOI01aeMble ()eHOMECHEI.

Inua Dcav lcag bi Doy e lus o Bsus Dkacn

Puc. 18.6. Cxema MeMOpaHHBIX M BHYTPUKJICTOYHBIEX TOKOB B MOJICIH KIETOK CHHYCHOTO y3Jia cepila
kponuka (Anues n Yaiinaxsn, 2005). Iy, —HaTpueBslit TOK; Ica 1, IcaL — Kanbuuessie Toku T u L tunos. I¢
— aKTUBHUPYEMBIA TPU THIIEPIOIIPU3ANNNA TOK, Iy, — POHOBEIN TOK, Ik, Ixs — OBICTPHIN M MeJICHHBII

KaJIUEBbIC TOKU 3aJICPKAHHOTO BBIMpsAMIICHUS, lyy, lys — KOMIIOHEHTBI YYBCTBUTEIBHOTO K 4-
aMUJONUPUIUHY TOKA, I,cn — akTuBHUpYeMblil ACX KanueBbld TOK, Iq, 1, Inak — Na-K Hacoc, In,ca — Na-Ca
O00MEHHUK, Icyp — Ca mnacoc, I,y — puaHomuHOBBIM KanbuueBeld TOK, I, — Ca Hacoc

capkoruiazmatudeckoro perukyinyma (CP), I, — kansiuensiil Tok BHyTpu CP, NSR u JSR — ceteBoit CP u
tepmuHanbabie 1ucTepusl CP, TC, TMC, CM, CQ — TponoHuH, TPONOHUH-Mg CalThbl, KalbMOAYJIHUH,
KaJIbCEKBECTPHH

Yaiigaxsin Jleeon MuxaiiaoBuyu (1928-2009) — Bematonuiicss COBETCKHNA
poccuiickuii (hU3MO0JIOT, OCHOBHBIE PAa0OTHI MO JJIEKTPODHU3UOJIOTHH BO3OYIUMBIX TKaHEH H

(1)I/I3I/IOJ'IOI"I/II/I MCXKKIICTOYHBIX B3aHMOﬂCﬁCTBHﬁ.
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AuieB Pyorin PenaroBuu — poccuiickuii OMOPHU3HK, CHEIUATUCT B
00JTacTH MaTeMaTHYeCKOTO MOICITUPOBAHHUS MPOIECCOB B BO30YIUMBIX Cpelaax, aBTOP

OpUT'HHAJIBHBIX MOI[CJ'ICﬁ mponeccoB B KApAUOMHUOLIUTAX.

AKcHOMaTHYeCKHE MOAEJM BO30YyAHUMOM cpelbl. ABTOBOJIHOBbIE IPOLECCHI M Cep/AeYHbIe
apuTMHUHN

J11s1 u3yueHwusl MPOIIECCOB B CEPJICUHON MBIIIIE HEOOXOAMMO PaCCMaTPUBATh JIBYMEPHBIC
U TpexMepHble Mojiend. [lepBbie ycniexu B aHau3e aBTOBOJHOBBIX MPOIECCOB B OMOIOTHUECKHUX
00BeKTaxX OBLIU MOJYYCHBI HE MPH WCCIICIOBAHUM yYPAaBHCHUW C YaCTHBIMH TPOM3BOJHBIMU, a
py U3y4YeHHH Topasno Oosee mpocTwix mojenei. [Inonepckoi B 3Tol obmactu Obuta pabora
Bunepa u Pozen6mora (Wiener and Rosenblueth, 1946), B koTopoii ObuT IpeniokeH MOAX0A K
aHAIM3Y BOJH B BO30YIUMBIX TKAHSX, OCHOBAHHBIM Ha M3y4yeHHH (OpMaabHOU BO30YIUMON
CpeIbI.

B Gonee obOmieit dopme Takue ke waew ObUIM pa3Buthl [enbdanmom u LleTnuHbIM
(Ienbdang u ap., 1963; T'enbdann u ap., 1966), a 3atem U ApyruMH aBTOpaMU Ha MOJENAX
KJICTOYHBIX aBTOMATOB. [Ipy mocTpoeHnn Moieiei yUUThIBAIIM, YTO MPOLECC BOSHUKHOBEHHUSI U
pacnpocTpaHeHus] BO30YKICHUS B OMOJIOTHYECKHX OOBEKTaX, B YACTHOCTH, B HEPBHBIX TKAHIX
o0aaeT psSAOM YETKO BBIPAKEHHBIX CBOWCTB, OTHPABISSCH OT KOTOPBIX MOXKHO TOCTPOHTH

Q)opMaany}o MOACIb 5TOI'O ABJICHHA.

I'énbdang U3panapr MoucéeBuu (p. 1913) - oquH U3 KpymHEHIIHX
matemaTukoB 20 Beka, OMOJIOT, MEAaror W OPraHMU3aTOp MATEeMATHYECKOTO OoOpa3zoBaHUs (10
1989 rona — B CoBerckom Cotrose, nmocie 1989 roga — B Coenunénnnix lllTatax). ABTop Gosee

800 HayuHbIx cTtateil u okono 30 MoHorpadwmii; rmaBa KpynmHOW Hay4dHOU mmikoibl. [Ipodeccop
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MockoBckoro rocynapctBeHHoro yHuBepcurera uM. M.B. Jlomonocoa (MI'Y) (1941-1990),
Patrepckoro ynuepcuteta (1990-2009). OcnoBuble Tpynbl W.M. I'enndanma oTHoOCITCS K
(GYHKIIMOHATIBHOMY aHaIHM3y, anreope u Tonojoruu. OyHIaMeHTaIbHbIC Pe3yJIbTaThl B 0071aCTH
Teopuu OO0OOMEHHBIX (YHKIUH, OOpaTHBIX 3a/ad CIEKTPAJIbHOTO aHaliu3a, KBAaHTOBOU
MEXaHUKH. ABTOpP MHOTOUYHUCIEHHBIX paboT 1Mo HEWpo(U3MOIIOTHH, KIETOYHOW MUTpalud B
TKaHEBBIX KyJIbTypax, MNPOTeOMHUKe (KIaccu(UKaUu TPETUYHOM CTPYKTYphl O€JIKOB) H

QITOPUTMU3ALIUHN KIIMHUYECKOH paboThl Bpauei.

Pacnpoctpanenne BOMH B BO30YIUMBIX TKAaHSIX OTIMYAETCS OT PACIPOCTPAHECHHUS
OOBIUHBIX AJIEKTPOMArHUTHBIX U MEXaHMYECKHUX BOJIH. Bo-mepBhIX, BOJHBI BO30YKIEHHUS MOTYT
pacripocTpaHsAThCs 0€3 3aTyXaHus 3a CUET 3alaceHHOM B KIIETKax ’Hepruu. Bo-BTOphIX, mocie
nepuoAa BO30YKIIEHUS HACTyMaeT TaK Ha3bIBaGMBI pedpakmophbvili nepuod, B TEUCHUE
KOTOPOTO KJIETKa HE pearupyeT Ha MOCTYMAaIoUIMe K HEH CHUTHaibl. DTO CBOMCTBO Jenaer
HEBO3MOKHBIM UHTEp(EpEeHIINIO U OTpakeHue BoiH. [lo okoHuanuu nepuoda pegppaxmeprnocmu
CBOICTBa KJIETOK MOJHOCTHIO BOCCTAHABIMBAIOTCS, U M0 TKAHU OMSATh MOXKET PaCHpPOCTPAHSATHCS
BOJIHA BO30YKICHHUS.

Cdhopmynupyem mpocTeifiiiee akCHOMAaTUYECKOe ONMCaHWe BO30YyIAMMOI TKaHU. Bynem
CUMTaTh, YTO TaKas TKAHb COCTOUT M3 MHOXXECTBA 3JEMEHTOB, O0JaJaIOIIUX CIIEAYIOIUMU
CBOMCTBAMM:

1. Kaxaplii ameMeHT x MHOKeCcTBa X MOXKET HaXOJUTHCSA B OJHOM M3 TPEX COCTOSHUMU:
MOKOM, BO30YKICHHE U PePPaKTEPHOCTb.

2. CocrosiHue BO30YXIEHHS MMEET HEKOTOPYIO JIUTEIBHOCTh 7 Pa3IMuYHYI0, BOOOIIE
TOBOpS, ISl Pa3HBIX X, 3aT€M DJIEMEHT MEPEXOIUT Ha BpeMs R(x) B pedpakTopHOE COCTOSHUE,
MOCJIE YEero BO3BPAIIAETCS B COCTOSTHUE MOKOSI.

3. Ot KaX110r0o BO30Y>KICHHOTO 3JeMEeHTa BO30YKIEHHE PACTIPOCTPAHSIETCS] C HEKOTOPOH
CKOPOCTBIO V T10 MHOKECTBY HaXOJSIIMXCS B TIOKOE JIEMEHTOB.

4. Ecnu arieMeHT x He ObUT BO30YXJEH B TEUEHHUE HEKOTOPOI'O OIpPENEICHHOIO0 BPEMEHU
T(x), TO MO MPOIIECTBUU STOTO BPEMEHH OH CaMOIPOMU3BOJILHO TEPEXOAUT B BO30YKIECHHOE
coctosinue. Bpemsi 7(x) Ha3pIBaeTCs TMEPUOJOM CIOHTAHHOM aKTUBHOCTH OJJIEMEHTAa X.
[penenpHbIM SBIISETCS Ciydaid, koraa 7' (x) = oo, TO €CTh CIIOHTaHHAsE aKTUBHOCTh OTCYTCTBYET.

O4eBUAHO, YTO ISl MPUMEHEHUS aKCMOMAaTHYeCKON TeopuH He TpeOyeTcs IeTalbHbIX
3HaHUI 0 KMHETUKE pealibHbIX MpoieccoB. PopMasibHbIe MOAETH BO30YIUMBIX Cpell TTO3BOJISIOT
OMHCAaTh MEXAaHW3Mbl BOZHUKHOBEHHUS W B3aWMOJICHCTBUS MCTOYHUKOB BOJIH B OJIHOPOJHBIX U

HEOJHOPOJIHBIX Cpefiax.
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HpI/I IIOMOIIIN aKCUOMATUYCCKUX MO,Z[GJ'IGﬁ 6BIJ'[I/I BIICPBBIC NPCACKAa3aHbl HCTOYHUKH BOJIH
JIIBYX THIIOB: peBepOepaTophl, MPEACTABISAIONIME COOO0M Bpamarmuecs cHepudecKrue BOIHBI

(Bunep u Poszen6mor, 1961; banaxoBckuii, 1965) u Bemyuiue UEHTPBI, OCYIIECTBISIONIUE

B3aUMHBII Nepe3amnyck coceqHux siaemMeHToB cpeanl (Kpunckuii u ap.. 1967; UBanuukuit u ap.,

1978).

HBannukuii 'énpux PomanoBuy (poa. 1936) — poccuiickuii U COBETCKHIA
ouodusuk, nupekrop MHCTHTYTa TEOpeTHYECKOW W HIKCIepuMeHTanbHou Omodusmku PAH,
Crneuunanuct B o6mactu 6uonoruu kinetku. Co3zaaTenb 0Te4eCTBEHHOM Onodu3nyecKkoil HayYHOU
mKkoibl. OObeauHMIT paboThl 1O aBTOKOJEOATENbHBIM U aBTOBOJHOBBIM IIpolieccamM B
BO30YyAMMBIX Cpelax, MPOBEN psifi OPUTHHAIBHBIX HMCCIEIOBAaHHNA IO OOHAPYKEHHIO HOBBIX
KJIACCOB  JMHAMUYECKUX  ABTOBOJHOBBIX CTPYKTYp B  XHUMHUYECKHUX, (U3HYECKUX U

Ounosjoruueckux cpenax. MiBaHuikuii - oquH U3 cosnatenei nepropana (roiay0oii KpoBH).

Takum 06pa3oM, OBUIO TOJ0KEHO HAYAJIO B M3YYCHMH MOJIENEH Pa3IUYHBIX NaTOJIOTUH
CEpACYHOM MBIIIIBI U IPEXKIE BCErO — CEPACUHBIX apUTMHUM, BOZHUKAIOIIKUX IPU aHOMAJIbHBIX
peXnUMax paclpoCTpaHEHHUs BOJIH BO30yxkaeHus. OQHOM U3 Haubojee ONAacHBIX CEepACYHBIX
apuTMHUM  sBiseTcss  QUOpWIUIALMSA  KETYyJOYKOB CepAlla, IpU KOTOpPOM Hapymaercs
CUHXPOHHM3AaLUs COKpAlICHUM OTIEIbHBIX MBIIICYHBIX D3JIEMEHTOB U CEpALEC IepecTaer
HarHeTaTb KpOBb, YTO NPHUBOJIUT K JIETAIBHBIM HCXOAAaM. PaccMOTpMM mpHMeEpBbl ONMCaHUS

HEKOTOPBIX BAXKHBIX SIBIICHUH B BOS6y,I[PIMOI>i TKaHU IIPpHU IOMOIIU aKCUOMATHYCCKUX MO,I[GHGI;'I.

CuHXpoHHM3AUA

PaccmMoTpuM cpemy, B KOTOPOM TMEPHOJBI CIOHTAHHOM AaKTUBHOCTH Pa3JIMYHBIX
3JIEMEHTOB HEOAMHAKOBHI. [lokaxkem, 4TO B TakOH Cpefie MPOUCXOIUT CHHXPOHU3ALHUS, IPUYEM
pPUTM BO30Y>XKICHHsI BCEH cpeibl OMpelersieTcs pUTMOM caMoro OwicTporo snemeHTta. Ilycts
pedb UAET O JIBYX CBSI3aHHBIX MEXay co00il aneMeHTax A; u A, ¢ MepUOJaMU CIOHTAHHOM
aktuBHOCTH T u T3, mpuueMm T < T,. Korma oguH W3 31eMeHTOB BO3OYIUTCS, OH BO3OYIUT U

BTOpoi (OyaeM cUuTaTh, 4YTO BpeMs TMepeAadyd BO3OYXKICHHUS K COCETHEMY DIIEMEHTY
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npeneOpexxumo mano). Croycrs Bpemsi 7 BO30YIWUTCS CIOHTAHHO JJIEMEHT A, U Iepenact
BO30YyKJI€HHE 2JIEMEHTY A>, U HAUMHAsI C TOr0 BPEMEHM CTaHET BoauTeseM puTMa. B cpene u3
MHOT'MX 3JIEMEHTOB TaKOW MPOLECC YCTAHOBJIEHUSI HAMMEHBIIIETO MepHoia BO30YkKAEHUs 3aiiMeT
OO0JBIION TEepHOJ] BPEMEHH, KOTOPBIA 3aBUCHT OT BPEMEHH Iepeaaud BO30YKICHHUs, MEepHoaa
pedpakTepHOCTH U YHUCIIA DIEMEHTOB. Y4eT 3TUX (PAKTOPOB YCIOXKHSIET aHalu3, OJHAKO caM
(GakT CHHXPOHU3ALMM 3JIEMEHTOB C pa3IMYHBIMU IEPUOJAMHU OCTAETCsl BEPEeH NpH OOIIMX

MMPEAIIOJIOKCHUAX.

Puc. 18.7. Cxema BO3HHUKHOBEHHs peBepOepaTopa. BomHa BO30YKICHHS HIET CBEPXY BHH3; YCPHBIM
noKazaHa BO30YK/IEHHAs cpela, IITPUXOBKOW — pedpakTopHas cpeaa; ceTkol (Ha A) — HEeBO30YyIUMBIi
YYacTOK Cpelibl, KOTOPBI CTaHOBHUTCS BO30yAMMBIM (Ha B) kak pa3 B TOT MOMEHT, KOT/Aa MUMO HEro
MIPOXOJIUT BOJTHA BO30OYkneHus. B—E — manpHeimmii Xxo1 BOTHBI IPH BO3HUKHOBEHUH peBepOepaTopa

MexaHu3M CUHXPOHHU3AIMK Ba)XXeH JyIsi oOecreueHuss HOpMajdbHOM pabOThl cepila.
Krnetrkn cuHycHOro y3ma, 3aJaroliero puTM CEpACUHBIX COKpAICHHWH, 00JIalal0T CTIOHTAHHOU
AKTUBHOCTBIO, MPUYEM TMEPUOJbI CIOHTAHHONW AaKTUBHOCTH DPAa3HBIX KJIETOK OJHM3KU MEXIy

coboii. Camble OBICTpPBIC KJIETKU 33Jal0T, B COOTBETCTBHM CO CKa3aHHBIM BBIIIE, PUTM PaOOTHI
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Bcero cepaua. Ecnm kakue-nubo KJIETKM HepecTaroT (PyHKIMOHUPOBATh, POJIb BEAYIIMX
JJIEMEHTOB NEPEXOAUT K Hanbosee ObICTPBIM U3 COXpaHUBIIUXCA. Takol MeXaHM3M peryJsIsaius
o0ecrieunBaeT OOJBIIYIO HAJEKHOCTh U YCTOMYMBOCTH paboThl cepaua. V3yyeHue akTMBHOCTU
OTJENIBHBIX JIEMEHTOB Ha 00Jiee TOYHBIX MOJEINAX MMOKA3aJl0, YTO BEIyIIUM 3JIEMEHTOM MOXET
CTaTh TOJBKO TPYIIa KJIETOK C OONBIIOW YacTOTOH COOCTBEHHBIX KOJICOAHWH, KOJIMYECTBO

KJIETOK B TPYIINE OMpeaeseTcs mapaMmerpamu cucteMsl (Masypos, 2008).

Masypo Muxaua EdumoBuu — poccuiickuii (Gu3uk, OHOPU3MK,
CHEIHAIUCT B OOJIACTH aHAIMTHYECKOTO W YHCICHHOTO WCCIICAOBAHUS MOJEJICH HEIMHEHHBIX

JUHAMHUYCCKUX CUCTCM.

Cpenn HapymieHHMH HOpPMaJdbHOH pabOTBI cepalla OJHO W3 CaMbIX TDKENbIX —
GbubpuIALKs, KOTJa BMECTO PUTMUYECKUX COTJIACOBAHHBIX COKpAILlEHUH B CEeplle BOSHUKAIOT
JIOKallbHbIE BO30YXKIEHUS, JHUIICHHbIE MEPHUOAUYHOCTH. HapyineHus cepaedyHoro purma
BO3HUKAIOT, KaK MPABUJIO, HA MOYBE CEPJCYHBIX 3a0ojeBaHUil (MHPApPKTHI, HEAOCTATOYHOCTH
KOPOHapHOIO KpOBOOOpalieHus: M T.[.), HapyLIAlOUIMX OJHOPOAHOCTh CEPJICYHOM TKaHU.
AHanu3 gopmanbHON BO30yAMMOM cpesibl MOKa3bIBAET, KaK JIOKaIbHAsl HEOJIHOPOAHOCTh MOXKET

MMPUBCCTH K BOBHUKHOBCHHUIO dHOMAJILHOTI'O pEiKUMaA.

PeBepOepaTop

PaccMoTpuM  nByXMepHYI0  BO30yIMMYIO Cpely, IO KOTOpOH MEepHOIUYECKH
pacnpocTpaHsieTcss BoiHa Bo30ykaeHus. IlycTb B TOT MOMEHT, korna mpoOeraer ouepenHas
BOJIHA, HEKOTOpasi 4acTh Cpebl OKa3anach BPEMEHHO 3aTOPMOXKEHHOW — HEBOCTIIPUUMYHMBON K
BO30YKIICHHIO.

Ha puc. 18.7 yepHbiM moka3aHa BO30YXJICHHAs Cpela, MTPUXOBKOW — pedpaKkTopHast
cpema, CETKOM — HEBO30YIMMBIA Y4acTOK cpenbl. [lpeamonokum, 4To B TOT MOMEHT, KOT/a
BOJIHA BO30yXJeHHs OrubaeT 3aTOPMOXKEHHYIO O0JacTh, TMOCIEOHSS BBIXOAUT U3
3aTOPMOKEHHOTO COCTOsIHUSA. Tor/a BoHA HaYHET PacCHpPOCTPAHATHCS BHYTPh 3aTOPMOXKEHHOU

panee obsactu (puc. b). Eciu pa3mepsl 3T0# 00:1aCTH JOCTATOYHO BEJIMKH, BOJIHA BO30YKICHMUS,
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npoiins mo Hel, oOOrHeT pedpaKTOPHBIM YYaCTOK W HAYHET €ro IMepHOAWYEcKH o0erarb
(mocnemoBaTenbHBIE ATambl Tpolecca u3o0Opakensl Ha puc. B, I', ). Takue cnupanm
Ha3bIBaeTCsl peBepOepaTopamu. B pesynbrate siBneHus TpaHchopMaluy puTMa peBepOepaTopsl
yepe3 HEKOTOpoe BpeMs JHO0 Hcye3aloT, JUOO MOpPOKIAAI0T HOBblE peBepOeparopsl. Ecim
peBepbepaTopoB oOpa3yercs OobIlle, YeM HCYE3aeT, B CPEIC Pa3BUBACTCS JTAaBUHOOOPA3HBII
MPOIIECC HapacTaHUs OECTOPSAIOYHON AKTUBHOCTH, AHAJOTMYHBIN peasbHON (HUOPHILIAIIT
CEpACYHON MBIIIIIBIL.

UucaeHHBI pacueT JABYXMEPHBIX paclpellelieHHbIX MOJeNeil B JaibHeHIneM MokKasal,
YTO TPU HEKOTOPHIX 3HAYCHHUSX MapaMETPOB B AKTUBHBIX KHHETHYECKUX Cpeaax BO3MOXKHA
peanu3anys ClupaibHBIX BOJH THUIIA peBepOepaTopoB. B obmem ciydae BONpoc 0 COOTBETCTBUU
AKCHOMATHUYECKUX M JAMHAMHUYECKUX MOJENEH pelIaeTcs psAaoM MaTeMaTHUYeCKUX TEOpeM,
KOTOpbIE, B YaCTHOCTH, YTBEP)KAAET, 4YTO JIIOOOW JUCKPETHBIH aBTOMAT JUHAMUYECKH
MPEICTaBUM: 00paTHOE YTBEPKIACHUE, BOOOIIIE TOBOPS, HEBEPHO.

HecmoTpss Ha aOCTPakTHOCTh W TPOCTOTY AKCHOMATHYECKHX MOJETCH BO30YAMMBIX
TKaHeil (M1 BO MHOroM, Oyiarofapsi 3TOi MpOCTOTE), OHU MO3BOJMIN PA3BUTh MPEACTABICHUS O
(yHIAMEHTAIbHBIX MEXaHU3MaxX paclpOCTPaHEHHUs] BOJH BO3OYXICHMS M O MeXaHU3Max
cepaeuHbix apuTMuid. CriupaibHbIe BOJHBI — peBepOepaTopbl — MO3BOIMIN OOBSICHUTH MHOTHE
Ba)XKHBIC SIBJICHUS B CEPACYHON TKAHH: YS3BUMOCTh, OMUHOYHYIO WJIM KPATHYIO 3KCTPACHCTOIIHIO,
bubpmmsanmu, GEeHOMEHBI “KPUTHYECKON MacCchl” (PUOPHWIUIALIMKA U CIOHTAHHOTO MPEKpaIleHUs

GbubpuIAIMN.
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Puc. 18.8. PoxxieHne MHOXeCTBa BOJH — MPOCTPAHCTBCHHO-BPEMEHHOTO Xxaoca — (GpuOpwianus. a —
WCXOJHAs CIMpalibHAs BOJIHA; O — HAYaJO pachaja CHUPAIBHON BOJHBI (B ILIEHTPE); 6 — yBEIWYCHUC
00JacTH XaOTHUYECKOTO TOBEACHUS; ¢ — KOHEYHAs CTajus pacraja crnupaibHbiXx BoJH (JIockyToB M
Muxaitnos, 2007)

Onucanue ¢ MOMOIIBIO HEIMHEHHBIX TU(QPEpeHINATbHBIX YPaBHEHHH € YaCTHBIMHU
IPOM3BOHBIMU CJIOKHOW JByMEPHON WIIM TPEXMEpPHOW BO30OYAMMOI cpenbl, KaKoW SIBISETCS
cepJieuHas TKaHb, IPEACTaBIISIET JOCTATOYHO CI0XKHYIO 3a/1a4y, celyac 3Ta 00JacTb UHTEHCUBHO
pa3BuBaetcs. llodydeHbl pe3yabTaThl MO TEOPETUYECKOMY OOOCHOBAHHIO BO3MOXHOCTH
YIPaBJIEHUS NPOCTPAHCTBEHHBIM Xa0COM C ITOMOUIbIO0 TOUYEYHBIX MEPUOJANYECKUX BO3AECHCTBUN
manoir mommHOocTH (Loskutov and Shishmarev, 1994; JlockyroB u Muxaiinos, 2007).
[IpoBonsATCS KOMIIBIOTEPHBIE U 3KCIIEPUMEHTAJIbHBIE UCCIIEI0BaHMs, HAllpaBJIEHHbIE HA MOJI00D
TaKUX BO3JCHCTBUN, KOTOpble MOTYT OBITh MPUMEHEHBl K peaJbHOM CepIeYyHONW TKaHW,

HaxOJsIIeHcs B pexkuMe (GUOPHUILTSIIIHIA.

JlockytoB Anexcanap IOpweBuu (poa. 1959) - mpodeccop kadeaps
¢u3ukn monumepoB M KpuctawwioB Pusmdeckoro daxyiaprera MI'Y. OOnacte Hay4yHbIX
WHTEPECOB BKIIIOYACT JWHAMHUYECKUI Xaoc, (pakTayibl, Teopuro Oudypkauuid, (HUHAHCOBYIO

MaTeMaTHKy, 00paboTKy HH(pOpMAIHH, 331a91 CaMOOPTaHU3aIINH.
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B MNOCJICAHUC TOJbl AKTUBHO PA3BUBAIOTCA MOACIH, B KOTOPLIX YYHUTBIBAIOTCA KakK
AJIEKTPUYECKHE, TaK U MEXaHWYeCKHe cBoicTBa cepaeunoi Tkanu (Hunter et al., 2001; Kohl and

Ravens, 2003; Solovyova et al., 2003).
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