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1. BBeaenne

1.1. UcTopuueckue 3ameyanusi

Knaccnueckne npeacrasieHus: o GeHOMeHe CHHXPOHU3AINN
OTHMPAIOTCS] HA TOHSITHE OJIM30CTH YacTOT (WM MX TapMo-
HUK) WJIM CKOOPAMHUPOBAHHOCTH (ha3 MOJACUCTEM, TPOITYIIH-
PYIOILLIUX MEPUOAMYECKUE KOJIEOaHUS. DTUMHU MOJICUCTEMAMU
MOTYT OBITH MASITHUKOBBIE YaChl, MPUKPETJICHHBIE K OHON
6anke (['roiirenc [1]), akyCTHYECKHM CBsI3aHHBIE OPTAHHBIE
TpyObl (Paseii [2]), aiekTpoHHBIe reHepaTopsl (BaH-mep-
IToxs [3], Aunponos, Butt [4]), pazinuHble MOIBI B pe30HA-
TOpe Jlazepa, 1K03e(h)COHOBCKUE KOHTAKThI, 00BbEIMHEHHbIE B
peuietky [S], u T.1.

Ecnu oOpaTuThes K TPAIUIMOHHOMY SI3BIKY JTMHAMUYE-
CKUX CHCTEM C HENPEePHIBHBIM BpPEMEHEM, TO MPOIIECC
CHHXPOHHM3ANUHU TEPHOTUYECKUX ABTOKOJICOAHUH MOXHO
OpeacTaBuTh Tak. VMMess B BuIy, YTO TIe€OMETPUYECKUM
00pa3oM aBTOKOJICOAHUI SIBJISIETCS YCTOWYMBBIA Npeesib-
HBII UKJI, TEOMETPUYECKUM O0pa30M MyJIbCAIHNA, TOPOXK-
JlaeMbIX JBYMsl (1) HEB3aMMOJEHCTBYIOLIMMHU TI'€HEPATO-
pamMu, B OOBEAMHECHHOM (a30BOM TPOCTPAHCTBE OyIeT
MPUTSITUBAIOIINNA TBYMEPHBIH (n-MepHbIit) Top. [1pu yBen-
YeHUM HapamMeTpa cBsi3u ¢ > 0 ABWXKEHUS HapUUaJIbHBIX
MOJICCTEM NEPECTAIOT OBITH He3aBUCUMBIMHU. [1pu 3TOM Ha
TOpE, KOTOPBIA OCTAETCS ATTPAKTOPOM, POXKAAETCS YCTOMU-
YUBBIA MPEEJIbHBIA UK, YTO U COOTBETCTBYET IEPEXOIY
CHUCTEMBI B PEXKUAM CHHXPOHHU3AIINH.

Bonee noapobuyro nHpopMaImio o SIBICHUSX CHHXPOHU-
3aIMY ¥ Pe30HAHCA B CHCTEME JIBYX CBS3AHHBIX T€HEPATOPOB
C peryJIsipHOM NMHAMUKOW MAeT ObSBOJbCKAS JIECTHUIA —
rpaduk 3aBECHMOCTH YUCJIA BPAILICHUSI CHCTEMBI HA TOPE OT
YacTOTBI OJJHOTO M3 reHepaTopoB. Yucio BpalleHus — 3T0
npenen otHoweHus $asz ¢, (¢)/¢@,(7), OBIBIINX He3aBHUCHU-
MbIMH Tpu ¢ =0 MapOUaJbHBIX TEHEPATOPOB: p(€) =
= lim, o [, (1)/@5(t)]. Ecnm cBsi3b omHOHAUpaBIeHHAS,
T.e. TEHEPATOP YACTOTHl | HAXOAUTCS MOJA JeHCTBUEM
TIEPUOINYECKONH CHJIBI YaCTOTHI ()7, 3ABHCUMOCTh YHCIIA
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BpALIECHUS OT MapaMeTpa w; UMEET BUJ JIECTHUIIBI, CTYIECHU
KOTOpO#l 00pa3yroT CJIOXHYIO CTPYKTYPy — KaHTOPOBO
MHOXecTBO. (DEeHOMEHY CHHXPOHM3AIMU OTBEYAET YHCIIO
BPAIICHHS, PABHOE OTHOILICHHIO IEJbIX YHCETL [ = p/q.
Yucna p M ¢ COOTBETCTBYIOT HOMeEpaM TapMOHHK, Ha
KOTOPBIX OCYIIECTBJISICTCSl CUHXpoHu3anus. Eciau cieauts
3a U3MEHEHHEM HE TOJIbKO 4aCTOTHI Wy, HO U KaKOT0-JIH00
JIPYroro mapameTpa, HalpuMep aMILTATYIbI BBIHY K TArOIIen
CIUTHI 9, TO 00JIACTH CHHXPOHU3AINH — 3TO yXKe He OTPE3KU
Ha IPSIMOM 3, @ 00JIACTU HA TIIIOCKOCTH (), (7). OOBIYHO 3TH
00JIacTH UMEIOT BHUJ S3BIKOB — TaK Ha3bIBAEMBIC SI3BIKU
ApHosbaa [6].

B3anmuoe cormacoBaHue NBUXKEHHM TPU OpraHU3AINN
CBSI3M CBOWCTBEHHO T€HEPATOPaM HE TOJBKO MEPHOIUYe-
CKHX, HO WM XaOTHYeCKMX KoJieObaHuil. ['eomeTpmuecknm
00pa3oM TakUX MapHUAJBLHBIX KOJICOAHWUN CITY)KUT CTPaH-
HbIA aTTpakTop. sl [BHXKEHHUS B3aUMOJICHCTBYIOLIMX
HEMJICHTUYHBIX XaOTUYECKUX MOJCUCTEM THIUYHO, YTO OHHU
MOTYT COTJIACOBBIBATHCS JIMIIb B CPEAHEM IO BpeMeHH [7].
IIpr 3TOM B pe3yibTaTe XaOTHUYECKON CHHXPOHU3AIUU
MOTYT CTaTh OJMHAKOBBIMHU TOTOJIOTHS MPOCKIUN CTpaH-
HBIX aTTPAKTOPOB Ha HaplMaJIbHbIE MOANPOCTPAHCTBA, UX
KOPPEJISIHOHHBIE Pa3MEPHOCTH, CIEKTPbl MOIIHOCTU Map-
IUATBHBIX Koylebannid. OqHAKO caMy pean3anui MOTYT He
COBIAAATH JIOKAJILHO BO BPEMEHH, OCTABAsCh B HEKOTOPOM
CMBICJIE TOAOOHBIMH.

B Takux ciry4yasix eCTeCTBEHHO BBECTH TAKHE MMOHSATHUS, KAK
000011IeHHASI CUHXPOHU3AIMS U CTENEHb CHHXPOHHU3AIIUU.
Oco0OeHHO BaXXHbI 9TU MOHSATUS TPUMEHUTEILHO K CUHXPO-
HU3AIMU HEWPOHOB, TEHEPHUPYIOIIUX TOCTATOYHO CIIOKHBIE
MyJIbCAIINA C HECKOJbKAMH XapaKTEePHBIMUA BpPEMEHHBIMU
Macmrabamu.

Tunuynaple KojiebaHUs, MPOAYIUPYEMblE HEUPOHOM-
reHepaTopom (meicMerkepom), TpeacTaBieHbl Ha puc. 1.
OHN MOTYyT OBITb XaOTHYECKMMH WJIHM DPErYJISPHBIMH, HO,
KaK MpaBWiIoO, B OCIIJLIOTPAMME MOXHO BBIICIUTD 3aJIIbI
(wmm GEPCTHI) KOPOTKUX HMITYJIbCOB (CIAWKOB), Yepeayro-
IIUXCS CO CPAaBHUTEJIBHO MEIJICHHBIM W3MCHEHHUEM MEM-
OpaHHOro noTeHuuaga. MoXXHO FOBOPUTh O CHHXPOHH3A-
UM, HAIPUMEpP, TOJILKO MEIJIEHHBIX ABIDKCHUH, OPHEHTH-
pysich Ha OEPCTHI, WM O MOJTHON CHHXPOHHU3AINH, BKJIFOYAs B
paccMOTpeHuE CIalKu, U T.I.
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Bpewms, 5 x 10% mc

Puc. 1. OcumnnorpaMMa koJie6aHuil, CHITAs ¢ H30JIMPOBAHHOTO )KUBOTO
HelipoHa. 3amuchk caenana ¢ LP-mefipona cromatoractpansaoro LITP
oMapa, Korjja akTUBHOCTb BCEX OCTAJIbHBIX HEMPOHOB nojasiieHa [40].

IlepBble mCCleTOBaHUS CHHXPOHHM3AIMH B HEHPOHHBIX
aHCaMOJIAX CBS3aHBI C AaHAJM30M MOBEJCHUS [EHTPATbHBIX
reHepatopoB putMma (central pattern generator, GPG, LIT'P),
YIPABISIOMINX PATMUYECKUMH JBIDKEHUSIMHU JKUBBIX Opra-
HA3MOB (IbIXaHUEM, TepeaBIKeHneM U T.A.). [lpm stom
NCIIOJIB30BAIINCh PAa3HOOOpA3HbIe AWHAMHYECKHE MOJICNN

HEWPOHOB-OCHMJUISITOPOB, B TOM YHCJE U OIHCHIBAEMbIE
CUMBOJIMYECKOW AUHAMMKON (KOHeuHble aBTOMAThI). OqHA
U3 paHHUX Pa0dOT B 9TOM HAMPABJICHUH HA SI3bIKE KOHEUHBIX
ABTOMATOB OIUCHIBAET CHHXPOHM30BAHHYIO, C YYETOM
nmocrosiHHOTO capura ¢a3, pabory LII', ympasisrorero
JIBYDKEHHEM SIIepUIHI [8].

3ameTuM, YTo ceifdac yxe OOIIeNPU3HAHO U MOATBEPXK-
JICHO Pa3HOOOPA3HBIMM JKCIEpUMEHTaMH (CM. pazjen 4),
4TO PUTMHYECKHE TBYKEHHSI )KUBBIX OPTraHM3MOB 3aIAF0TCS
LI, xoTopble BBIPAOATHIBAIOT CTAHAAPTHBIA PUTM H B
ABTOHOMHOM PEXHME, T.€. He HCIOJIb3YsI CCHCOPHYIO 00paT-
HYIO CBSI3b C JABUTATEJbHBIM amnapaToM >XUBOTHOro. ITo-
noOHast oOpaTHasi CBSI3b TE€M HE MEHEe WIpaeT BechbMa
BAXHYIO DOJIb TPH H3MEHEHUH OKPYKAIOIINX YCIOBHIA.
Brnaronmapst 9Toil CBSI3W U3MEHSIETCS BHYTPEHHUI pUTMITYE-
ckuii pucyHnok LI

UccnenoBanus muHamMuku L[IT MaJibIX HEPBHBIX CHCTEM
KayeCTBEHHO M3MEHWJIM MPEJICTABJICHUS O KOONEPATUBHOM
MMOBEJICHUU HEHPOHOB B aHCAMOJIX. Y 1aJI0Ch pa3oopaThes B
OCHOBHBIX IPHUHIUIAX CHHXPOHHON pabOThl CBSI3aHHBIX
HEWPOHOB: BBISICHATH MEXaHU3MBI (POPMHUPOBAHUS YCTONUM-
BBIX PEXHMMOB C (UKCHUPOBAHHBIM CABUTOM (ha3 MEXIY
B3aUMOJEHUCTBYIOIIMMH HeHpoHamMu (Kak, Hampumep, s
LI, ompenensiroliero puT™M IUIABAHUS MUHOTH), OOHApYy-
KHUTh CIIOCOOHOCTHU TAKUX CHCTEM K OOYYEHUIO CHHXPOHH3A-
muu. 3/1eCh BAXXHO OOpATHTh BHHMAaHHE HA COBEPIIIEHCTBO-
BaHME IKCIEPUMEHTALHON TEXHHUKH, MO3BOJISIONIEH MOJTY-
4aThb [JOCTATOYHO JUIMHHBIE peajM3alu KoJieGaHui
UHAMBUYAJLHBIX HEHPOHOB U, CIEAOBATEILHO, IPUMEHSTh
JUTsE 00pabOTKKM BECh MMEIOIIUICS B PACIOPSIKCHUH COBpE-
MEHHOU HEJINHEWHON TMHAMHUKYU APCEHAJ IPUKIIAHBIX METO-
OB (aHAJM3 JISIIIYHOBCKUX OKCIIOHEHT, pacyeT (QYHKIMT
B3auMHO#N mHDOopManmmu u T.4. [9-11]). DkcrnepuMeHTab-
HBIi MaTepuajl, HAKOIUJICHHBIA NpU aHAJIM3€ Pa3JIMYHBIX
LI, ynpaBJslFOIIUX PUTMUYECKON aKTUBHOCTBIO OECro3BO-
HOYHBIX U HA3IIHMX MTO3BOHOYHBIX, KAK HAM IMPEICTABIISIETCS,
B OJTrOKaidIiye roIbl O3BOJIUT OTBETUTH MPAKTUYECKH HA BCE
MPUHIUIHAAILHBIC BOIPOCHI, CBSI3aHHBIE C SIBJICHIEM CHHXPO-
HU3AIUU U YCTOWYUBON paOOTHI MaJIBIX HEPBHBIX CHCTEM.

CoOBepILIeHHO MHAsI CUTyalllsl ¢ MOHUMaHUEM MeXaHU3-
MOB KOONEPATUBHON PaOOTHI U MPOIECCOB CUHXPOHU3AINU
HEWPOHOB B OOJIBIINX HEPBHEIX CHCTEMaX (HAIPUMED, B KOpe
TOJIOBHOTO MO3Ta 4YeJOoBeKa 4HciIo HelipoHoB N ~ 5 x 10°).
IIpu aHanmM3e CTOJb CJIOXKHBIX CUCTEM NPAKTHYECKH HEBO3-
MO>HO ONMPATHCS Ha Pe3yJIbTAThl MPSIMBIX 3KCIEPUMEHTOB
(KOCBEHHBIE K€ OOBIYHO JOMYCKAIOT HEOTHO3HAYHOE TOJIKO-
BaHWE), 1 OCHOBHOE 3HAHNE 37eCh OA3UPYETCs HA TOCTPOCHUN
MoJiesielt, KOTOPbIE MMO3BOJISIFOT He O0Jiee YeM MPOUILITIOCT PH-
pOBaTh MPUHIUIHMAIBHYIO PAa3peIIMMOCTh TOW WM WHOU
IpoOJIEMBI, T.€. MPEIJIOKUTE BEPOSITHBIN MyTh PEIIECHUS ee
B *kuBOM Mo3re. C TOUKH 3peHUs IpeIMeTa JaHHOro 0030pa
HanboJiee BAXXHBIM COOBITHEM TMOCIEIHUX JeT SIBJISIETCS
oOHapyXeHHe B HEHPO(YHU3MOIOTHIECKHX IKCIIEPHUMEHTAX
TOoro (pakta, 4To (heHOMEH BOCHPHSITHS MOXKET OBIThH CBSI3aH
C BO3HUKHOBEHHUEM OCIMJIISITOPHON aKTUBHOCTH HEHPOHOB,
B TOM YHCJIE U B CIIy4asix, KOT/1a CTUMYJI HEOCHMJUISATOPHBIM.
DT0 OBLIO OOHAPYKEHO U JJIs1 UHAMBH/IYyaJIbHBIX HEHPOHOB, U
Ha YPOBHE HEHPOHHBIX MOIYJISAUHA (CM. pa3en 5).

1.2. Mopenu HeiipoHOB

Ha puc. 2 cxemaTtnueckun u300paKeHbl HepBHas KJeTKa U
KJeToyHass MeMOpaHa. JIj1s mocTpoeHus aIecKBaTHOW JIMHA-
MUYECKOI MOJIEIN HEWPOHA NPUHITUIHATILHO, YTO OKPYXKato-
masi ero MemoOpaHa HepeIKO MpeAcTaBIisieT co0oil 3KBHUIIO-
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Puc. 2. (a) Cxematnueckoe m3o0paxkeHne HeWpoHa: /| — TeJO KIETKH
(coma), 2 — MemOpaHna, 3 — OEHAPHTEL, 4 — aKCOH, 5 — CHHANITHYECKOe
okxonuanue. (0) Monnele kaHajbsl B MeMOpaHe Helipona: K, Na, Ca —
HOHBI KaJIHsl, HATPHS, KJIbIHS. (B) DKBUBAJICHTHAS 3JIEKTPHYECKasl cXeMa
MeMOpanbl HelipoHa: Gn,, Gk, Gca, . .. — HEJIMHEHHbIE NOHHBIE IPOBO-
numoctu; R, — comnportusiieHue yteuku; C, — €MKOCTbh MeMOpaHbI;
ENa, EX, ...— PaBHOBECHBIC TIOTEHIMAJIBI ISl COOTBETCTBYIOLIUX TOKOB.

TEHIXAJIbHYIO TOBEPXHOCTD. [103TOMY, HECMOTPS Ha BIIOJIHE
MAaKpOCKOMMYECKNE pa3Mepbl HEHpOHA, MpU aHAJIM3E €ro
9JIEKTpHUeCKOll akTUBHOCTH (4actota 4-60 I'm) HepBHYIO
KJIETKY MOXHO paccMaTpHUBATh KaK COCPEIOTOYEHHYIO B
MPOCTPAHCTBE cucTeMy. Jpyrumu cioBaMu, IepeMeHHbBIE,
OIMCHIBAIOIIME COCTOSIHUE HepoHa (MEMOpPAHHBIM MOTEH-
uaj, KOHIEHTPAIMIO TeX WM MHBIX HOHOB U T..I.), MOXHO
paccMaTpuBaTh Kak (YHKIHMH TOJILKO BpeMeHHU. Jlpyroi
BA)KHBIN BOIIPOC CBSI3aH CO CHOCOOOM ONMCAHMS AKTUBHOCTHU
HelipoHoB. ITockoybKy cocTOsiHME HEHpOHa OompeessieTcs
HepaBHOBecHOW nuddy3ueil pas3IuvHBIX 3aPSOKEHHBIX
UOHOB, [UISI MOJEJUPOBAHUSI €r0 aKTUBHOCTHU, BOOOIIE
TOBOPS, CJIENYeT HMCIOJIb30BATh KMHETHUYECKOE OIMUCAHHE.
OpmHako, Korjaa Mbl HHTepeCcyeMcsl HBHPOHOM Kak TeHepaTo-
POM HH3KOYACTOTHBIX 3JIEKTPUYECKUX MYJIbCALUNA, Takoe
OIUCaHWe, OYEeBUIAHO, W30BITOYHO. [[JIsT TOCTpOEHUS COOT-
BETCTBYIOLIEH T€OpUU BHOJHE JOCTATOYHO YPaBHEHUH ISt
cpenHux 1o BpemeHu fy < T (T — XapakTepHbI Tepuom
3JICKTPUYECKON aKTUBHOCTH HEWpPOHA) TMHAMHUYECKUX Tepe-
MEHHBIX: MEMOPAHHOTO0 MOTEHIMATIA U MaKPOCKOMIYECKUX
WOHHBIX TOKOB. [Ipu 3TOM HEHPOH MOXHO paccMaTpUBATh
KaK HEJIMHEWHYIO 3JIEKTPUYECKyrO 1enb u3 RC-3J1eMEHTOB
(puc. 2B). IcTOYHUKOM 3HEPTHH JJ11 pAaOOTHI 3TOM UCCUTIA-
THBHOHM CHUCTEMBI CIIy’KaT OMOXMMHUYECKHE MPOIECCHI, CBSI-
3aHHBIE CO B3aUMOICHCTBUEM BHYTPHUKJIETOYHON M MEXKJIe-
TOYHOU cpen (moapoOHee cM., Hampumep, B [12]).
OcmuisiTopHasi aKTUBHOCTh HEWpOHA OIpenesisieTcst
TEM, YTO 3TO HEPABHOBECHASl CUCTEMA C Pa3HOOOPA3HBIMU
OOpaTHBIMH CBSI3SIMH, B TOM YHCJIE U 3ama3bIBAIOILMMU.
NmenHo Omaromapsi 3TUM OOpaTHBIM CBSI3SIM, 3aKpPbIBatO-
M HJIA OTKPBIBAOIIAM NOHHBIE KAHAJIBI B COOTBETCTBYIO-

et asze 3JeKTPUUECKOi aKTUBHOCTH MeMOpaHbl, COCTOS-
HHUE HepoHa, OTBevarollee MOTEHINATY IIOKOSI, MOXKET CTaTh
HEYCTOMYMBBIM, U OH MpeBpalaercsi B remepatop. Takoit
TEeHepaTOp MOXHO paccMaTpuBaTh KakK IMHAMUYECKYIO
CHUCTEMY, B PaMKaxX KOTOPOM MHUKPOCKONHMYECKAs] KHHETHKA
MPOSIBIISIETCS JIUIIb KaK MaJible (PIIyKTyaluu.

Henuneiinple nuHaAMHYECKHE MOJEJINM HEHPOHOB, KOTO-
pble cTposTcs i OOBbSICHEHUSI OOHAPYKUBAEMBIX (PeHOME-
HOB U MPEJICKA3aHMs HOBBIX (B 4eM, COOCTBEHHO, U COCTOUT
Ha3HAYCHUE TEOPHH), B 3HAUUTEJIbHON CTENECHU 3aBHUCAT OT
TOro HeUPOPU3UOJOTUYECKOTO IKCIEPUMEHTA, HA KOTOPBIX
oHM onuparotcs. Tak, ais onucanus HelipoHoB LII” oObr4HO
HCIIOJIb3YIOTCSI BAPUAHTHI KJIACCHYECKOW MOJENu XOJIXK-
kuHa—Xaxkcm (1952 r.), BrroUas ee pazHooOpa3Hbie 0600-
IIEHUsl, YYATHLIBAIOIINE JIOMOJIHUTENbHbIE MEMOpaHHBIE
TOKH, UJIM, HA000POT, OoJiee YIPOIEHHBIE, UCIOIb3YIOIIINE
B KaYeCTBE IEPEMEHHBIX MeMOpaHHBbIN moTeHuuan V(f) u
HEKOTOPbIE BCIIOMOTATEJIbHbIE TOKM, ONHUCHIBAIOIINE IPO-
LecCchl JBYX THIOB — ObICTpBIe [5(f) M MemsieHHble [y(?)
(cwm., Hanpumep, [13-15]).

Tunuvnasi 0600IIEeHHAS MOJETh XOKKUHA—XaKCIH (B
mIMpoKoM cMbIciie — conductance-based model) umeer Bun

v . Pi i

Cq =1 ;gfai Ot (0 [V = i),

da;  ax,(V)—a;

dt (V)

db; b, (V) = b; )

—_— = =1,2,3,....N 1.1

dt ’Cb’(V) b 4 ) ) ) ) ) ( )
rae V(tf) — 2IeKTpUYECKHi MOTEHIHMAN KJIETOYHON MeM-

6panbl, C XapaKTepU3yeT JJIEKTPHYCCKYIO €MKOCTb MEM-
OpaHbl, i 0003HAYaeT BUJ TOKA, TEKYIIEro uepe3 MeMOpaHy,
WJIH, KaK TOBOPST, THIT HOHHOTO KaHaJIa (KaJIMeBOro, HATpuUe-

BOTO, KaJIbIIMEBOTO KaHaja, KaHAJA YTEUKH), g; — MAaKCH-
MaJjbHasi MPOBOJAMMOCTb, V; — PaBHOBECHBIH MOTEHIIAAI
(moTeHnMal pesepcuu) ISl i-ro KaHala, a; U b; — mepe-

MEHHBIE, XapaKTePU3YIOIie aKTUBALUIO U MHAKTUBALHIO i-
o KaHaJla, 3TH HePEMEHHbIE MOXXHO PACCMATPUBATD, HATIPH-
Mep, Kak BEPOSITHOCTH OTKPBITHSI MJIM 3aKPBITHSI TOTO WA
MHOTO KaHaja, a p; U ¢; NPEeACTABISIIOT COOOU UHCIO
YIPABJISIOIINX YaCTHL, JOCTATOYHOE, YTOOBI OTKPBITH WU
3aKpbITh KaHaJ (OOBIYHO 3TO IIEJIble YHUCiIa OT HYJIs [J0
HEeTBIPEX). doo, (V) U boo, (V) — cTanmMoOHApHBIE COCTOSIHHS
YPOBHSI AKTMBALIMM M WHAKTHBAIMM, OHU 3aBHCAT OT V
CHI'MOUIHBIM 00pa30oM, Tak ke KaK U XapaKTepPHbIE BpeMeHa
penakcanmu 1, (V) u 15, (V). B xiaccnyeckoit pabote Xomxk-
kuHa 1 Xakcuu [14] N = 3.

Ceiiyac nomnyJisipHbl U 00Jiee MPOCTbIE MOJEIU 10100~
voro tuna. OgHa u3 HuxX — Moeab Moppuca—Jlekapa [15]:

dv
$ = *gCamoc(V)(V* VCa) 7gKW(V7 VK)7

dw AW (V) — W] (1.2)
dr (V) ’ '
rie My (V), Woo(V),7(V) — (yHKIME CHTMOMIHOTO THIIA.
3/1ech yuTeHa BCETo JIMIIb OJHA IepeMeHHast W, OmuichIBaro-
[Iasi aKTHBALMIO HelfipoHa. ECTeCTBEHHO, YTO B paMKax
JUHAMHUYECKON MOJIENH C AByMEPHBIM (ha30BBIM IIPOCTPAH-
CTBOM HEBO3MOXXHO OIMCATH BCE JCTAJIH ANHAMUKH HEIfpOHA
U, B MEPBYIO OvYepe/lb, XaOTHUYeCKNe KojebaHms MeMOpaH-
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HOI'O IOTEHLHUaJa KJIETKU, HabJromaemMble B Pa3IMYHBIX
akcniepuMenTax [16, 17] (OCKOJIbKY CTPAHHBIN ATTPAKTOP
HE MOXET OBITh BJOXEH B ABYMEpPHOE IPOCTPAHCTBO).
ITosTomy ceifuac BeCbMa IIMPOKO HUCIOJIB3YIOTCS TpPeXMeEp-
HbIe MOJICJIN, TaKXkKe OMHUparommecs Ha popmaindM XOJIK-
KMHa—XaKcjM. DTo, Hanpumep, Mojieib Yoii [18] u ap.
®opmamu3zM XOMKKAHA U XaKCIM, OCHOBAHHBIM Ha
JETAaTbHOM aHAJIM3€ HOHHOTO TPAHCHOPTA 4Yepe3 MeM-
OpaHy, TOJIyYIJI IMUPOKOE pacnpocTpaHeHue. Ho BecbMa
MPOIYKTUBHBI U (PEHOMEHOJIOTUUECKHE MOJICIIH, OMIChIBAIO-
11IMe OCHOBHBIE OCOOEHHOCTH TMHAMUKYU HelipoHOB. OqHa u3

MojeJiell Takoro Tuma — Mojesib Po3ze—Xunamapin [19]
(6oJtee mogpoOHO cM. paznen 3):

dx

—=y4ax*—bx*—z+41,

dr

dy 2

—=c—dx" —

dt y7

dz

a:r[s(x—xo)—z]7 (1.3)
rae x — MeMOpaHHBIA MOTEHIHMAJ, y XapaKTepU3yeT
"ObicTpeie" TOKM (Hampumep, KajueBble W HATPUEBBIE), a
z — "mennennnie" TOKM, I — BHEIIHMIA TOK, a, b, ¢, d, r, s,

X0 — TOCTOSIHHBIE TAPAMETPHI.

IIpu oOcyxaeHNH AMHAMUYECKUX IPOLECCOB B KOpE
TOJIOBHOTO MO3Ta HamboJjee 4acTO HUCIOJIb3YeTCsI MOJIEb
HelipoHHOW akTuBHOCTH Buicona u Kosana (1972 r1.),
YUUTBIBAIOIIASl B3aUMOJIEHCTBHE BYX CBSI3QHHBIX IOIYJIS-
Ui HePOHOB — MOABJISIFONINX U BO30Y)narommx [20]:

dE X X

O B FelfE—fi1- ),

dI

E—I—d:cFI(geE—g,-I—Q), (1.4)

rae E u I — 6e3pa3MepHbIe BEJIMYMHBL, XapaKTepU3yOIIe
AKTUBHOCTb BO30YXJAIOIUX M TOPMO3SIIUX HEHPOHOB
COOTBETCTBEHHO. 37ech mapaMeTp ¢ < 1, MOCKOJbKY
MOCTOSIHHbIE BPEMEHM IJII TOPMOXEHHS, KaK MpaBuio,
6oJIblIIe XapaKTEePHBIX BpeMeH Bo30yxaenust, F'— QyHkus
curMougHoro Ttuma: F=1/(1+e™™) nmm F=1/2+
+(1/m) arctan x.

ITpn MopenupoBaHuu OOJBIIMX aHcaMOJiell HEHPOHOB
4acTO MCIOJIb3YIOT U COBCEM IIPOCThLIE TOYEYHbIE MOJIENIN B
Buae (Ha30BBIX OCHIJUIATOPOB, K KOTOPBIM CBOMSITCS
CHCTEMBI OCHIJLIATOPOB OOIIEr0 BHIA C MEPUOAMUSCKIM
MOBEJCHINEM N CJIA0BIMH HapHBIMH CBSI3SIMH (CM., HAIpH-
Mmep, [21], 0630p [22]):

do;
ds

N
=wi+c) Hy(0:6)),

J=1

(1.5)

uian eue 0oJiee MPOCTbIE MOLEIH HEPEKIIIOYATEIbHOIO,
CIMHOBOTO, THIA, IOJOOHbIE TEM, KOTOPbIE IIIMPOKO MPUME-
HSIOTCSI B TeOpHUHU (DA30BBIX MEPEXOJOB. Y HAC HET BO3MOXK-
HOCTH J1a)ke KpaTKO 00CYyIUTh BCE U3BECTHBIE Ceuac MOJIeN
HEWpPOHOB BBUIIy UX MHOTOYHCIIEHHOCTH. MHpopManuio o
HUX MBI HOIIBITAJINCh OOBEIMHATE B TAOJIAIIE, TOMEIICHHON B
ITpunoxenun.

Oco0Oyto poJib NpU NOCTPOECHUM JIUHAMUYECKONH Teopuu
HEPBHBIX aHCAMOJIeH UrparoT TAaKXXe U MOJENIM CHUHANTHYe-
CKHX CBsi3ed Mexay Heiponamu. CBOWCTBA 3THX CBsI3el
HEOOXOIMMO PacCMOTPETh moapoOHee.

2. [Toyemy cCHHXpOHM3ANHUSA B HEHPOHHBIX
aHCAMOJIAX OTJIMYAETCS OT CHHXPOHH3ALNH
(pu3HYeCKHX OCHIIJISATOPOB?

HepBHasi kieTka (BbIpaOOTaHHAs IBOJIFONUEH Y OTHOCH-
TEJIbHO Pa3BUTHIX OPraHU3MOB) — OUYEHb CJIIOKHOE OMOXH-
MUUecKoe ycTporcTBo. O0I1ee cTpoeHNe U TeHbl Y HEUPOHOB
Takue ke, Kak M y APYruX KJIETOK, HO Psifi OCOOEHHOCTen
pe3ko ux BeiaessieT. OHM He JeNISITCS B MOCIeIMOPHOHAIb-
HBII TIEpHOJI (T.€. HE MOTYT CIYXXHUTh CTPOUTEIHHBIM MaTe-
pHUaoM), He MPOU3BOIAT IHEPTUIO VISl OPraHu3Ma, He HeCyT
MEXaHMYECKMX HATPY30K, a BBLIMOJHSIOT JIMIIL OAHY (PyHK-
U0 — UHPOPMAIIMOHHYIO. DTO JOCTUTaeTcs Ojaroaaps
HEKOTOPBIM XapaKTePHBIM JJIsi HEUPOHOB (M TOJBKO IS
HUX) cBolicTBaM. OCHOBHOE CBOHCTBO HEHPOHOB — CIOCO0-
HOCTb K TEHEePAIIUH JICKTPUIECCKUX UMITYJIHCOB (OTMHOYHBIX
HAMITYJIbCOB — IMOTEHUUAJIOB ACHCTBUSI WM UX IOCJEI0Ba-
TeJIbHOCTH). BTopas ocobeHHOCTh — cnenuduieckasi apxu-
TeKTypa HeHpoHa (TeJO KIETKH U SPKO BBIPAXKECHHBIE
OTPOCTKH — aKCOH W JICHIPHUTHI, CBSI3bIBAIOIINE HEWPOHBI
MexXay co0oit). TpeTbsi 0COOEHHOCTh — HAJIMYUE CHUHAIICA,
0Cco00ro yCTpOHCTBA, OCYILECTBIISIOIIErO 9TH CBSI3U U yIIPaB-
Jistroriero umu (em. puc. 2). Kak Mbl yBUIUM, UMEHHO CHHATIC
urpaeT HauboJiee BaXHYIO poJib B "HEHpOHHOM" CHHXpOHU-
3anuu. Kpome TOro, cuHamnc — BaHeHIui ¢GaxTop B
CHCTEME YIPABJIEHUS PEKUMOM PaOOTHI HEPBHBIX CHCTEM.

2.1. Cunanc. 3ana3apiBanne B MeKHEHPOHHBIX CBS3SIX
Hanuiue 3ana3apiBaHus B CBS3SIX MEXIy HeHpoHaMu 00yc-
JIOBJICHO IBYMs prurHaMH. [lepBasi — KOHEUHasI CKOPOCTh
nepegavyn MHGOPMAIMK MO KaHAJIAM CBSI3H, UTO HE CIEIH-
¢uuno jU1s1 Omosiorum. IIpu pacnmpocTpaHEeHUH JJIEKTpHYe-
CKOTO UMIyJIbCA IO aKCOHY W JCHIPHUTAM XapaKTEepHOE
BpeMsl 3amas3jbIlBaHuss MoXxeT ObITh oT 0,5 mMc (KopoTkui
AKCOH) JI0 AECSATKOB MUJUIMCEKYH]I (OUEHb JUUTMHHBINA aKCOH).
CKOpOCTh pacnpoCTpaHeHUH IMIYJIbCa B MUCITMHU3NPOBAH-
HOM HEPBHOM BOJIOKHE B 5—10 pa3 GoJblie, 4eM B HEMUEIH-
HA3UPOBAHHOM. MUEJVH, MOKPBHIBAIOIIUNA MOBEPXHOCTH
psla AKCOHOB NMO3BOHOYHBIX U U3MEHSIIOLINNA UX EMKOCTb U
CONMpOTHBJIEHUE, OOpa3yeTcsl TIUAJbHBIMH KJETKAMHU,
3AMOJHSAIOMMMH TPOCTPAHCTBO MEXAY HEHpOHAMHU U
HUTPAIONIME BaXHYIO POJIb B HX HOPMAJIBHOM (DYHKITMOHU-
poBaHNH. BTOpoit HCTOYHHK 3ama3abIBaHus OoJiee crienudu-
4eCKUl — 3TO CHHANTHYecKas 3aaepxka. UToObI MOSICHUTH
ee MeXaHu3M (M psiA IPYrux SIBJICHUH, paccMaTpUBAEMBIX
Jiajiee), OMMILIEM YCTPOUCTBO cuHarca [12, 23, 24].

Cunanc (puc. 3) COCTOUT U3 ABYX CHHANITHYECKUX OKOHYA-
HUH (TIpe/- ¥ TOCTCUHANITUYECKOT0), KOTOPbIE MOTYT pacro-
JIaraThCsl HA aKCOHE, COME I IEHAPUTE HEPBHOM KIIETKU U
pasaesieHbl CHHANITHYECKOH 1ieblo. CyIecTBYIOT CHHAICHI
JIByX TUIOB — 3JIGKTPUYECKUE U XUMUYecKHe. B anexTpuye-
CKOM CHHAIICE 3ama3[bIBAHMsI MPAKTUYECKH HET — HOHBI
HETIOCPEACTBEHHO MEePEeXOasIT U3 OJHOM HEPBHOW KJIETKH B
Npyryro, OJyiarojgapsi HEMOCPEACTBEHHOMY KOHTAKTYy 3THX
KJIETOK. OJIEKTpUYECKasi CBs3b, OCYILIECTBIIsAeMas 4epe3
TaKOW CHHAIC, MPUBOAUT K BBIPABHUBAHUIO MEMOpPAHHBIX
MOTEHIMAJIOB, T.€. YMEHBILIECHHIO CUTHAIA ommbku V; — V.
DJIeKTpUYeCKHe CHHANCH OOEeCIeynBaloT BO30YyXKIECHHE B
000WX HANpaBJIeHUsX (B3aUMHAasl CBSI3b). Y HEKOTOPBIX Oec-
MO3BOHOYHBIX (HAaNpUMep, Y NHUSBKH) Takas CBS3b UIPAET
ONpENEISIONIYI0 pOJib B CHHXPOHU3AIMM AaKTUBHOCTHU
PAa3JIMYHBIX TPYII HEHPOHOB.

B xummyeckoM cuHance nHGopMaIys nepenaercs yepes
BHEKJIETOYHYIO Cpely (3a30p MEX/y NMpeACUHANTHYECKOH U
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Puc. 3. Cxemartuueckoe M300pakeHHE XUMHYECKOTo cuHamca: | —
OpeICuHANTHYeCKass MeMOpaHa, 2 — MOCTCHHANTHYECKAasT MemOpaHa,
3 — MEXKJICTOYHOE IPOCTPAHCTBO, 4 — CHHATTHYCCKHE MY3bIPHKH, 5 —
peLenTOopsI IOCTCUHANITUYECKO MEMOPAHBI.

MOCTCHHATITHYECKOM MeMOpaHaMi B XMMHYECKOM CHHAIICE
cocrasgeT npuMepHo 150-200 A, uTo Ha mopaa0k GoJblIle,
YeM B JIEKTPUUECKOM). BHYTpH peIcCHHANTHYECKOTO OKOH-
YaHUs HaXOASTCSl CUHANTHYECKUE ITy3BIPbKU, COAEpXKallne
HelipoMeauaTopsl (HampuMep, TIIIOTAMUHOBYIO KHUCIOTY U
ee MPON3BOIHbBIE, BHI3BIBAIOIINE BO30YKICHAE, TaMMa-aMH-
HOMacisHyto KucioTy (GABA), BBI3BIBAIOIIYIO TOPMOXKe-
HUE, ¥ T.]11.). HepBHBINA UMIYJIbC, TPUXO SN B CHHATITHYE-
CKOE€ OKOHYAHUE, IIPUBOJIAT K BBIICJICHUIO HElipoMeauaTopa
yepe3 MPeJCHMHANTHYECKYI0O MeMOpaHy B CHHANTHYECKYIO
mwenb. Heiipomenuatop, mocturasi MOCTCHHANTUYECKOM
MeMOpaHbI, U3MEHSIET €€ MPOHUIIAEMOCTDb ISl Pa3JIMIHBIX
HWOHOB, YTO MPHUBOJUT K U3MEHEHHIO MEMOPAHHOTO MOTEH-
nuasna.

OueBUAHO, YTO U3-32 Y4acTHsl B paboOTe XUMHUYECKOTO
CHHAICa HEHPOMEIUATOPOB BO3HHKAET CHHAINTHYECKAS
3anepxka. Ee xapakteproe Bpems 0,3-1 mc. B ocHOBHOM,
9TO BpeMsl TPATUTCS Ha BHICBOOOXKIEHNE HEHPOMENATOPA B
MPEJICHHANITHIECKOM OKOHYAHUH.

Heo6xonuMo uMeTh B BUy, YTO B PeaJIbHBIX HEMPOHHBIX
aHcaMOJIsIX BpeMsl 3ama3/IbIBAHUs HE SBJISIETCS] TOCTOSIHHOM
BeJmunHOM. Tak, Hampumep, NOBBIIIEHHAs AKTUBHOCTH
HEMPOHHON MOMYJISIMU YMEHbIIIAeT BpeMs 3ala3IbIBaHUS.
DTO MOBBIMIAET BOCIPUUMYMBOCTH HEHPOHHOU ceTH [25] u
MOJIOKHUTEJILHO CKa3bIBAETCS HA TIPOIleccaX BHUMAHUS, KpaT-
KOBpPEMEHHOH NaMsITH, 00y4YeHHs!, KOTOPbIE IPOUCXOSIT IPU
TIOBBIIIEHHOW HEHPOHHON AKTUBHOCTH.

2.2. CunxpoHu3anus 4 nepecTpoiika MoBeJeHHs

ITepectpoiika puT™Ma ocylecTBisieTcs: 0j1aronapst TOMy, 4To
HEHPOHHBIE CTPYKTYpPBI 00Jamar0T HaOOpOM pa3JIMYHBIX
TUIIOB TOBEACHUS, PEaU3yIOLIUXCSl B 3aBUCUMOCTU OT
BHEIIHUX ycioBUH. [lpu m3MeHeHUU 3THX YCIOBUU BBIfE-
JISFOTCSI TOPMOHBI HJIH HEHPOMEINATOPBI M OCYIIIECTBIISIETCS
mepecTpoiika moBeAeHusl. Ha s3pIke HETMHEWHOW TUHAMUKHI
BO3MOJKHOCTb TaKOW MEPECTPOUKH MOXET OBITh CBsI3aHA C
MyJbTHCTAOUIBbHOCTBIO. KaxaomMy pexumy paboThl
CHCTEMBI MOXET COOTBETCTBOBATH CBOE, OTIMYHOE OT APY-
TUX, YCTOWYMBOE CHHXPOHHOE MOBEJACHUE HEHPOHOB (HATIPH-
Mep, C pa3JIMYHBIMU CIBHTaMH (a3 Mex Iy CHHXPOHU30BaH-

HbIMH HEWpOHAMH). DTO CBOKCTBO JIETKO MPOUJLIFOCTPUPO-
BaTh HA OTHOCUTEJIBHO MPOCTOM NMPUMEPE — LEHTPATHLHOM
reHepaTope puTMa. 34eChb MBI PACCMOTPHUM JIMIIb OJHUH
npumep — LII'P, ympapnsitomumii nepeaBimxeHueM JIOMA U
(cm. Taxxe paszgen 4). M3BecTHO, YTO B 3aBUCHUMOCTH OT
4aCTOTBI JBIKCHHSI HOT PEATU3YIOTCS PA3JIMYHBIC THITbI
MOXOJKU (QJUIIOPHBI): IIAr, PhICh, ajol, UHOXOAb U T.[.
Mopens nogo6uoro LII'P (cM. 0630p [22]) mpencrasiset
c000ii ceTh U3 YeThIpeX HEUPOHOB-TeHEPATOPOB. B mpocTeii-
IIUX TPHOJIVDKEHASIX TaKe HEHPOHBI MOXKHO PACCMATPHBATH
kak ¢as3oBbic ocLIATOPHl (cM. pasaen 4.3). Kak okasa-
JIOCh, B paMKaX TakoW MOJEJH Pa3HbIM aJJIIOPAM COOTBET-
CTBYIOT pa3Hble YCTOWYMBBIE CABUTU (a3 MexIy IeHepaTo-
pamMu, OTBETCTBEHHBIMH 3a ABIDKeHHE HOT. COCyIIecTBOBa-
HUE B (pa30BOM MPOCTPAHCTBE HECKOJBKHX ATTPAKTOPOB U
IIO3BOJISIET HEPBHOI cuCTEMe, HE U3MEHSIs CBOUX IapaMeT-
POB, M3MEHSTH PEXKHUM MOBEACHUS TOJ JIECHCTBHEM Iaxe
KPaTKOBPEMEHHOT0 CUrHaja (BO3HHMKAIOLLETO MPH M3MEHe-
HUU YCJIOBUH).

2.3. IlnacTH4HOCTHL U 00y4eHHe

OO6yueHre MOXHO ONPEAESUTh KaK aJeKBaTHOE U3MEHEHUE
napaMeTpoB HEHPOHHBIX aHCAMOJIeH, TpeTHA3HAUYCHHOE JJIS
BBITIOJIHEHHST (IPUOOpETEeHMs1) HOBBIX (DYHKIIHI, KOTOpOe
obecrneunBaeTCss COOTBETCTBYIOIIMM MM BO3NIEHCTBHEM —
00y4aroIMM CHUTHAJIOM. DTO CBOHCTBO HA3BIBAIOT TaKXke
IJIACTUYHOCTBIO. [1ITaCTHIHOCTD, B OTJIMYNE OT MYJIbTHCTA-
OWJILHOCTH, CBsI3aHA C MEPECTPOUKOW JMHAMUKH HEPBHOU
CHCTEMBI, TPOUCXOSIIEH Mpu U3MEHEHUH NapaMeTpoB. B
JKUBBIX HEHPOHHBIX aHCAMOJISIX peaju3yroTcs oba mexa-
HU3Ma: H MYJIbTHCTAOUIBLHOCTD, W IUTACTUYHOCTD.

Ha xjeToyHOM ypoBHE B OCHOBE OOYYCHUS JICKHUT
CIIOCOOHOCTH HeifpoHa M CHHAICa K HM3MCHCHHIO CBOHUX
CBOMCTB IIPU OIPEIEICHHBIX YCIOBHUSIX: €CJIM CHHAIC JOCTa-
TOYHO [OJI0 HAXOAWUTCS B AKTUBHOM COCTOSIHHH (T.e.
BO3OYXKJCHbI MPEJICHHANTHYECKAs] W IIOCTCHHANTHYECKAs
KJIETKH), TO 3((eKTHBHOCTH Tepedayd CHUTHAJa B HEM
yBesmmuuBaetcs. Takasi CHHanTHYecKast IaMsTh peain3yeTcs
3a CYeT CJIOXHOI0 OMOXMMUYECKOI'0 MeXaHH3Ma paboThI
cuHarncoB [24, 26, 27], B 4aCTHOCTH 3a CUET 3JICKTPHYECKOU
[28] u xumuueckoit [29] oOpaTHbIX cBs3ell. Ha Guoxumude-
CKOM YPOBHE IIPOMCXOIUT HPUOJM3UTENILHO CIeyoIee.
CTUMYJISAAST MOCTCHHANITHYECKOTO HEHpoHA MPHBOIUAT K
MOTOKY MOJIOXKHUTEIBLHO 3aPSKEHHBIX MOHOB BHYTPb HETO,
4TO BJIEYET 3a cOOON yMeHbIIEHHE MEMOPAHHOTO IOTEH-
nuana. MameHeHne MeMOpPaHHOTO MOTEHIUANA OTKPBIBAET
KaJIbLIMeBbIe KaHabl, 1 nonbl Ca’’ momanaroT B KJIeTKy. DTH
WOHBI AKTHBHUPYIOT DI (EepMEHTOB, B TOM YHCIIE U Te,
KOTOPBIE BBI3BIBAIOT PEOPTaHU3AIMIO OEIIKOB, 00pa3yFOIINX
MeMOpaHy. WoHHBIe kaHajabl B MeMOpaHe MOIUUIIM-
pytorcs, 1 3PPEeKTUBHOCTL BO30YKJICHHUS MOCTCUHANTHYE-
CKOTO HEWPOHA CUTHAJIOM, IPHIIEIIINM U3 TIPEACHHANITHYE-
CKOTO HEHpOHA, BO3pPACTAET, CHHANTHYECKAS CBS3b YCHIIH-
BaeTcs. IIpim OTHOCHTENBHO [UIMTEIHLHOM BO3ICHCTBHM Ha
MO3T KaKoro-au0o CTHMYyJa CHHANTHYECKHE CBSI3M H3Me-
HSIOTCSl TakK, YTO LEJbI KJacCc B HEKOTOPOM CMBICIIE
OJIM3KMX CTUMYJIOB OYyIeT MPUBOAMTH K (PUKCAIIMM UMEHHO
9TUX CBsized (3anmommHanue). OTIMYATENTHHOE CBOWCTBO
TaKoOW MaMSITH — acCOIMAaTHUBHOCTh. Eciam kakoi-To u3
00pa30B, yXe 3alIOMHEHHBIX HEHPOHHON CEThIO, MPENbsIB-
JISIeTCSI e C NCKa)KCHUSIMU, TO OHA BCE PABHO PACIO3HAET €ro,
COTIOCTABIIsAsI OOpa3-MPEeTeHACHT C OJHUM M3 HMCXOMHBIX,
MpeXxae 3amoMHEHHBIX. Emie 0oJiee CIOXHBIM SIBJISIETCS
3aMIOMUHAHHE CBSI3eH MEXIy pa3IMYHbIMHA CTUMYJIAMU (Kak
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npu ycjaoBHOM peduiekce). B ocHOBE Takoro 3amoMuHaHUS
MOTYT JIeXaTb CIIOXHBIE MPOIECCHl B3aUMHOTO BIIHMSIHUS
OJIM3KO PACHOJIOKEHHBIX CHHAIICOB, KXl M3 KOTOPBIX
BO30YXIAeTCsl TMpPU BO3JIEHCTBUM OJIHOIO U3 CTUMYJIOB.
Crtporo roBopsi, npu OOYyYE€HHMH pEabHBIX HEHPOHHBIX
aHcaMOJielt ”3MEHEHUIO MOABEPIratoTCs He TOJIBKO CUHAIICHI,
HO U caMM HEUpOHBI. B 3TOH CBSI3U MHTEPECHO OTMETHUThH
CJICYIOIINY 3KCIepUMEHTabHBIN (akT [26]. Ecnu BBeae-
HUEM WCKYCCTBEHHBIX HEHpPOMEIMaTOpPOB BO3MIEHCTBOBATH
Ha MeMOpaHbl HEPBHBIX KJIETOK MO3Ta HOBOPOXICHHBIX
XKUBOTHBIX TaK, YTOOBI HEWPOHBI NEpECTasId TeHEPUPOBATH
MOTEHIMAJ JEUCTBUS, TO 3T HEHPOHDI U MX CHHAIICHI YK€ HE
MOTYT B AajIbHEHIIEM HM3MEHSITbCS U Pa3BUBATHLCS, Kak B
HOPMaJIbHOM MO3re€.

ITomo6HbBIE 3KCIEPUMEHTHI MTO3BOJINIH CHOPMYITUPOBATH
HEKOTOpble mpaBuia oOyuenusi. [lpocreiimiee M3 HUX —
npaBmwio Xe66a [30, 31] cocTouT B ClIeAyOIIEM: CUHANITHYE-
CKasl CBA3b Sj MEXY i-M H j-M HEHPOHAMH YCUIIMBAETCS], ECTIH
CTUMYJI BBI3BIBAET OJHOBPEMEHHYIO IMOBBIIICHHYIO AKTHB-
HOCTb 3THX MpeJ- W HNOCTCHUHANTHYECKOrO HEHPOHOB (3TO
MPABIIJIO HEOOXOAMMO MOJIEPHU3UPOBATH B CIIyduae TOPMO-
35IIUX CBsI3ed). VIMEHHO 3TO MpaBUJIO 4acTO MCHOJIb3YETCs
npu O0yYeHUU OJTHON M3 MPOCTEHIINUX HEMPOHHBIX ceTel —
cetu Xondunaa [32], rie HePOH MOXKET HAXOUTHCS JIUIIb B
IBYX cocTosiHusx. [Tociie mpotiecca 00y4YeHus ceTh COCOOHA
K pacrno3HaBaHHiO o00pa3oB. EcTecTBEHHO, YTO B KHUBBIX
HEWPOHHBIX aHCAaMOJIIX 00yUYeHHe, paclio3HaBaHUE, 3aITOMU-
HaHUE U 3a0bIBaHME MOTYT NMPOMCXOAUTH MapalIeIbHO, HO
XapaKTepU3yIOTCs PA3HLIMU MOCTOSIHHBIMU BPEMEHH.

AnlekBaTHasi MOJEJIb HEMPOHHBIX CETEHl TOJKHA BKJIFO-
YaTh B ce0sl U AMHAMHUYECKHE YPABHEHUs Uil apaMeTpOB
cuHantriyeckux cBs3ed. Ilpumepom muddepeHumaibHOTO
ypaBHEHUS 1l CHHAITHYECKOH CBA3HM Sjj MOXKET CIIyXKUTh
Takoe ypaBHenue [33]:

ds; X ‘
T:“”’ZH:&(’_Z@_F’ (2.1)

rae I; — TOK, TeKYLIHil B KJICTKY /; £, — BpeMeHa IreHeparuu
UMITyJIbCOB B j-U KJIETKE, ¢ — TOJIOKUTEIbHBIA HMapamMeTp
(ero u3MeHeHNnEe MOXKET YUYUTHIBATH ACHCTBHE HEHPOMOTYJIsI-
TopoB), F xapaxrtepusyer 3abwiBanue. IlocTtpoenne camo-
COTJIACOBAaHHBIX MOJIeJIell HEHPOHHBIX ceTell — eio Oymy-
LLETO.

2.4. CamoperyJasiusi
HanexHo paboTaroliias HeHpOHHAS CETh JOJDKHA YCTOMYUBO
(YHKIIMOHUPOBATD ¥ IPH KOJIEOAHUSIX BXOIHBIX CUTHAJIOB, U
MpU BBIXOJE M3 CTPOSI HEKOTOPBIX HEHPOHOB (YTO BechMa
BAXXHO, NMOCKOJIbKY HEpBHBbIE KJIETKH HE BOCCTAHABJIIU-
BatoTcs). Apyrumu ciaoBamMu, HEHpOHHAs CeThb JOJDKHA
OBITH CTPYKTYPHO YCTOWYMBOH B IIMPOKOM CMbICie. B To
JKe BpeMsl, €CJTU BHEIIIHIE N3MEHEHHS BEJIMKH, TO CETh cama
JIOJDKHA TUHAMHYECKH M3MEHSIThCS, YTOOBI MOACTPOUTHCS
MoJ 5TH BHeWIHUE n3MeHeHusl. OUH U3 BO3ZMOXHBIX MeXa-
HUA3MOB — CAMOMO/TYJISILUSI, T.€. BbIIEJIEHUE CAaMOW HEHpOoH-
HOU CHCTEMOU HEHPOMOAYISITOPOB — XUMHUUECKU AaKTUBHBIX
BEIIIECTB, KOTOPbIE M3MEHAIOT (MOIYJUPYIOT) CBOMCTBA
CHHAIICOB, OCJIA0JISIsI WK ycHinBas AeiicTBue HelfipoMenna-
TOpPOB (HampuMep, OJIOKUPYS UX BBIJEJICHUE, pa3pylias ux,
0JI0KUpYSI TOCTCUHANITHYECKYIO MEMOpaHy WM, HAa000poT,
MPENATCTBYS UX PA3pYyILUCHUIO U T.1.).

CaMOMOTyJISIIASL MOXKET OBITh KaK KPaTKOBPEMEHHO,
Tak ¥ JoarospeMmeHHoil. KpaTkoBpemeHHass camMoMomyis-

Us1 OCOOCHHO THUIHUYHA JIJIsI MaJIbIX HEPBHBIX CHCTEM THUIIA
LI'. B vacTHOCTH, OHA CBOMCTBEHHA CTOMATOTACTPATILHOMY
LI omapa [34] (cMm. Takxke paszaen 3), miaBateabHomy LI
MOPCKOTO MOJLTKOCKA, Ha3biBaeMoro anrejom (clione) [35],
mwiaBatenpHoMy LT Tputona [36] u ap.

JonroBpemMeHHass caMOpEryJisinus OOHApyXUBaeTCs, B
YaCTHOCTHM, B HEHpOHAX TUIOKaMIIA, OTBETCTBEHHBIX 3a
¢GyHKIIMM TaMATH B Kope TroJjioBHOoro mosra [37]. Kax
TMOKa3ajJy HeJaBHUE JKCIEPUMEHTHI, MOJOOHBIA ke Mexa-
HU3M, CBSI3aHHBIH C JIefiCTBIEM HEHPOMEIMATOPOB, BBIIEIIsIe-
MBIX HEHPOHOM, Ha COCEJTHUE HEHPOHBI, BJIUSET U HAa MIPOIIECC
o0yueHus [38].

3. CunxpoHu3anusi Xa0THYECKHX HelpOHOB

3.1. "KuBble HelpoOHbI" M CTPAHHbIE ATTPAKTOPbI
DKCIIepUMEHTHI OCIIETHUX JIET, BBIITOJHEHHBIE B PA3JIAIHBIX
Jabopatopusix mupa [16, 17, 39, 40], moka3bIBalOT, YTO
HOpMaJIbHAsl aKTUBHOCTH OJIMHOYHOTO HEMpoHa MpeJcTa-
BIIeT coboil auHammueckuil xaoc!. K mpumepy, omHa u3
TUIIUYHBIX peau3aluii MeMOpaHHOIO HOTEHIMAIA OIUHOY-
Horo Heiipona u3 LII" omapa (lobster) npeacrabiiena Ha puc. 1
[40]. AHanu3 TOCTATOYHO JUIMHHON BPEMEHHOM peau3aliuu
(AMUTENBbHOCTRIO OKOJIO | MUH) yOexaaeT, 4To JaHHas
Xa0THYECKasl peayiu3alys JIEHCTBUTEIBHO TeHEPUPYETCS
HEKOTOPON NTMHAMHMYECKOU CHCTeMOU. [pyrumm cioBamy,
HaOJII0JTaeMBIi Xa0C €CTh CJIEJICTBUE BHYTPEHHEW TUHAMUKU
HeHpoHa M He CBS3aH C JAeicTBUEM IIyMOB. PekoHcTpyupo-
BaHHBINA 10 3TO# peanu3anuu (a30BbI TOPTPET YCTOWYM-
BOTO IIPEIEILHOTO MHOXeECTBA (B JAHHOM CIIy4ae — 3TO
CTpaHHBIN aTTPAKTOP) MPEJCTaBJIeH Ha puc. 4a. Kak BuaHO,
9TOT CTPAHHBIA ATTPAKTOP BKJIANBIBAETCS B TPEXMEPHOE
pocTpaHcTBO. Hebosblasi pa3MepHOCTh T€HEPUPYEMOTO
HEMPOHOM OMapa XaOoTHYECKOTO CHTHaja MOATBEPXKIAeTCS
7 TMPSMBIM BBIYUCIICHHEM JISIITYHOBCKUX TOKa3aTeleid (IKc-
moHeHT). Kax okazanoch, maHHas peajm3anusi obJyamaer
JIMIIb OJTHUM HEYCTOWYMBBIM HampaBiieHHEM A, = 1.5,
A_ =~ —2,0 (puc. 46). Takum 06pazom, JIAIIyHOBCKAs pa3Mep-
HOCTBb peajn3anuu paBHa D; = 2,75, 4TO HE TPOTUBOPECUUT
BO3MOJHOCTH BJIOKEHHUSI PEKOHCTPYUPOBAHHOTO aTTpPaK-
TOpa B TPEXMEPHOE IPOCTPAHCTBO 2.

IMomo6HbBIe ke pe3yJIbTAaThl CISIYIOT W U3 3KCIepUMEH-
TOB C OJJMHOYHBIM HEHPOHOM — HelcMekepoM MoOJLUTIOCKA
Oncidium [16], a Takxe ApYruMu HEMpOHAMU (CM. CCBUIKH B
[39]).

OOHapyxeHHEe U TIOITBEPK/ICHUE TOTO (paKTa, YTO MH/IU-
BUJyaJIbHBIA HEHPOH MPEJICTABIISIET COOOW IMHAMHYECKYIO
CUCTEMY, IPOAYIUPYIOIIYIO XaOTUUECKUE MY IHCAIINY, BbI3bI-
BAaeT MHOXECTBO BONPOCOB, CPEIU HUX: MOUYEMY U 3a CUET
KaKUX MEXaHH3MOB MaJjible HEpBHBIE CHCTEMBI JEMOHCTPH-

! Tlpu ananm3e MHAMBUIYAJILHON JUHAMHMKA HEWPOH M30JUPYETCS OT
cocejieit b0 pusnuecku (M3bIMACTCS U3 TAHIJINS), JTMOO XUMHYECKA —
BCE CBSI3aHHBIE C UCCIIEAYEMbBIM HEMPOHBI CUJILHO TUIIEPIIOJISIPU3YIOTCS 1,
CJIeIOBATEIBHO, HE IPOSIBIISIIOT AKTHBHOCTH.

2 JIAmyHOBCKasl pa3MEPHOCTD BBIYUCIIAETCA CleayrommM obpasom. Pac-
MOJIOKMM  JISIIIYHOBCKWE — TOKA3aTelM B MOPSIKE  yObIBAHHS
M=A>=...0... 24, ¥ yuTeM CTOJIbKO YCTOIYMBBIX HAIPABJICHUI,
CKOJIBKO HAJI0 JJIsi KOMIIEHCAIIMH PACTSDKEHUs cxkaTreM. OnpejiesieHHas
TaKuM 00Pa3oM pa3MepHOCTb aTTpakTopa D; OyIeT Jie)kaTh MEXIY M 1
m+ 1, rae m — Yucio mokasaTesiell B YKa3aHHOM MMOCJIe10BaTEIbHOCTH,
CyMMa KOTOPBIX eIle MOJOXUTEIbHA, HO MOCIe TPHOABICHUS Ay
CTAHOBHUTCS OTpHIATENbHON. [poOHasi 4acThb d Ppa3sMepHOCTH
D; =m+d(d < 1) HaXOaUTCs U3 PABEHCTBA Y 5| A + Apmip1d = 0.
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Puc. 4. XapaxkTepucTuKi JeTEPMUHUPOBAHHOTO Xa0Ca, TEHEPUPYEMOTO
LP-neiiporom [40]: (a) BOCCTAHOBJICHHBIH MO UIMHHON BpeMEHHOU
peajM3allid CTPaHHBIA aTTPaKTOp HU30JMpPOBaHHOro LP-nelipona;
(0) cruUIOLIHBIE JIMHUM — JISIHYHOBCKHE 3KCIOHEHTBHI U30JMPOBAHHOTO
LP-meitpona (4; > 0; Ay = 0; A3 = —2). IIyHKTUpHBIC JIMHHH COOTBET-
CTBYIOT JISITYHOBCKUM 3KcrtoHeHTaM LP-Helipona, Ha KOTOPBIi AEHCTBYET
yepe3 MHTHOUTOPHYIO CBsI3b XaoTmueckuit PD-melipoH (cM. Hmke IO
TEKCTY).

PYIOT peryjsipHoe (WId, BO BCSIKOM cllydae, 6oJiee ynopsigo-
yeHHoe) moBeneHue? IlpeacraBisiercs, 4YTO AUHAMMKA
aHcaMOJIsl XaOTUYECKUX I'€HEPATOPOB JOJDKHA OBITH CJIOXK-
Hee (M, YK BO BCAKOM cilydae, He Impole!), 4eM JTuHaAMHKa
OJHOTO XAOTHYECKOTO 3JeMeHTa. KakoBo AOMKHO OBITH
MHHUMAJIBHOE YHACJIO XaOTU4ecKuX HedpoHoB B LII", 4T0OBI
ero JUHaMuKa craja peryisipHoi? W, HakoHen, 3auem
ITpupose xaoTuyeckuii HelipoH? MBI ONBITAEMCS OTBETHTH
Ha 3TH BONPOCHI, PACCMOTPEB NETAJIBHO MUHHMAJIBHYIO
HEPBHYIO CHCTEMY BCETO JIMIIb M3 ABYX CBSI3AHHBIX HEHUPO-
HOB.

3.2. Peryasipuasi 4 XaoTH4eckasi JMHAMHKA JIBYX
CBSI3aHHBIX HEHPOHOB

JI7is. BBISICHEHUST MEXaHU3MOB OOCYXTaeMbIX (DEHOMEHOB
MOJIEIb XaOTHYECKOTO HelpoHa JoJDKHA ObITh 'mpocTa,
HACKOJIBKO 3TO BO3MOXHO, HO He mpore" . C Hamei Toukn
3pEHMUS, ITOMY TPeOOBAHMIO YIOBJIETBOPSIET YKE YIIOMUHAB-
masicst Mmoesb Poze—Xunamapin (1.3).

3.2.1. DaexkTpuueckasi cBsi3b. PaccMOTpuM BHavajie Haubo-
Jiee TPUBBIYHYIO JUJIS YUTATENsI-PU3UKaA IJIEKTPHUECKYIO
cBs3b. Toraa Ba 3JIEKTPUYECKH CBSI3aHHBIX XAOTHYECKHX
Helipona Buja (1.3) onmchIBaroTCSl CJIEAYIOIIMMH ypaBHE-

3970 BBICKA3BIBAHKE aﬁHmTeﬁHa, KaK U3BECTHO, OTHOCUTCA K TEOPUU, HO
NPUMEHUMO, KOHEYHO, U K MOIEJISIM.
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Husimu (b =1,¢ = 1) [17]:

Yr=yitaxi—x—r+1-[c+n(0)](x1—x2), (3.1)
Ji=1—dxi—y, Z =rls(x;—x)—z],
B=pitaxs—x3 —r+1- [e+n(0)](x2 - x)

( ) -

yr=1—dx3 -y, ). (3.2)

31ech € XapaKTepU3yeT BEJIMUUHY CBS3H, UHTEPIPETUPYEMYIO
KaK IPOBOAUMOCTD CHHAIICA; #(1) — C1abblil TayCCcoB HIyM C
HYJICBBIM CPETHHM.

DJIEKTPUYECKH CBSI3AHHBIE XAOTHYECKUE TEeHEPATOPHI
nocyienaue 10-15 jeT M3ydaauch AOCTATOYHO MOIPOOHO
(cm., Hampumep, [7, 41, 42]). U3BecTHO, B YaCTHOCTH, YTO
noi00Hast cucteMa 00J1a/1aeT MHBAPUAHTHBIM MHOXECTBOM,
3amaBaeMbIM  ycaoBusimu  xy(£) = x2(1), y1(f) = y2(t) wm
z1(f) = z3(¢). Ha TakoM TpexMepHOM MHOT000pa3uu MOI-
CHUCTEMBI HEHPOHBI BEAYT ceOs1 TOXKIECCTBEHHO (CHTHAJ pac-
coriacoBaHds paBeH Hyo). Ecim 3To MHOTroOOGpasme
YCTOHYUBO, TO B CHCTEME YCTAHABIIMBACTCS PEKUM XaOTHYE-
ckoil cuHxponm3zanuu [7]. s cBs3aHHBIX HelipoHOB Po3e—
Xunamapm (1.3) MoXHO mokaszaTb, YTO OHHM Takxe [17]
XaO0THYECKH CHHXPOHHU3YIOTCS MPH JTOCTATOYHO OOJBIION
cBs3U. TeopeTHyeckuil aHaIn3 3/716Ch OTHOCHTEIBLHO MPOCT:
paccMOTpUM  CHCTEMY ypPAaBHEHHMH IS  TIEPEMEHHBIX
u(t) = x1(1) = x20), w(t) = y1(1) =32(0) 1 w(t) = 21(1)—
—2z,(t). IToctpous ¢ynkiuro JIsnyHoBa

2
wi(t
( )

2rs

2
L(t) = ! +2azgt)

I

MOXHO YOeIUThCS, YTO ITA CHCTEMA 00JIAAET YCTOUIHBBIM
cocrosiHueM paBHoBecus (u,v, w) = (0,0,0), T.e. dL/df < 0,

Korga
2
> g max|<3n(0n(0) - (7 a) (n(0) + 00) + 75
(3.3)

ITockosbky x| () u x2(t) orpanuyensl, u3 (3.3) ciemyer, 4To
9JIEKTPUYECKH CBSI3aHHBIE HeWPOHBI Po3e—Xuunmapir OyayT
CTOXACTUYECKU CHHXPOHHM3O0BAHBI, €CJH ¢ JTOCTATOYHO
BEJIHKO.

DTO MOATBEPXKAACTCS U YUCICHHBIMHU IKCIEPHUMEHTaAMHU.
Eciu He TOBOpPHTH O MajOM HHTEPBAjE € B OKPECTHOCTU
€ ~ 0,2, Te HelpoHbI BeayT ceds peryssipHo (puc. 5a,0), To
MIPY MAJIOH CBSI3U HEWPOHBI HE CAHXPOHU30BaHbI. [1pu cBsi3n
10 € < 0,5 HeHPOHBI OKA3BIBAFOTCS XAOTHYESCKU CHHXPOHHU30-
BaHHBIMHU, 3TO 'MlepeMeXarollascs CHHXpoHu3anus', T.e.
BpeMsi OT BpeMEHH OHa Hapymaercs. Korma ke CBs3b
Besmka (¢ = 0,5), HeWPOHBI MOJTHOCTHIO XAOTHYECKU CHHXPO-
HU30BaHBbI (puc. 5r). B kavecTBe OlIEHKM CTENEHN CHHXPOHH-
3aIMd B 9TUX MOJICJIBHBIX OJKCIIEPUMEHTAX HCIOJIb3YETCs
KBaJIPAT CPETHETO PACCTOSIHUSI MEX]y peau3alusiMH, Po-
JyUUPYEMBIMH CBSI3aHHBIME HEHPOHAMH,

D*(1,¢ 7§:

S j=1

—&xp(k + ‘C)] (3.4)

31ech T — BpeMEHHOM CABUT, 0OECTICYMBAIOIINI MUHUMATh-
Hyro BeJmuuHEy D?, a Ny — TIOJIHOE YHCIIO TOUeK B pean3a-
nuM. DTa OIEHKA CTENEeHM CUHXPOHM3AluU yaoOHa s
omcanus "coracoBanHoCTH" MyJIbCAIU C TPOU3BOJIBHBIM
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Puc. 5. MemOpaHHbIe TOTEHIUAIIBI IBYX X (——) U X3 (— — —) 2JIeKTpH-

YEeCKM CBSI3AHHBIX XaOTHYeCKHX HeWpoHoB Poze—Xunamapm [17]:
(a) 3aBUCHMOCTDb JIANYHOBCKHX O3KCIHOHEHT OT BEJIMYMHBI CBS3H €
(0) mpoTuBO(hA3HASI CHHXPOHU3ALUSI HEHPOHOB B O0JIACTU PETYJISIPHBIX
kosebanuii (¢ = 0,20); (B) mepemMeKaroIasicst CTOXaCTHIECKasi CHHXPOHH-
3anust (€ < 0,5); (T) moJIHAs CTOXAaCTHYeCKasi CHHXpoHm3amust (¢ > 0,5).

(ha30BBIM CIIBUTOM APYT OTHOCHTEIBHO Apyra. [TocTosHHBII
KO3 GuueHT & UCTIOIB3YeTCs 3/I€Ch ISl IPUBEICHUS CPaB-
HUBAEMBIX peajn3anuil (HaOJIr01aeMbIX) K OJTHOMY aMILIH-
TyAHOMY ypoBHio. ITomuepkHeM, YTO ONHMCAHHBIE BBIIIE
3¢ (eKThl, BOSHUKAIOIIME TIPH 3JICKTPUUECKON CBSI3U XaOTH-
YEeCKMX HEHPOHOB CHeUU(PHUYHBI HE TOJBKO ISl OMOJIOTHH.
[Momobuble xe sBJIeHHS] OOHAPYXUBAUCh W B PA3JIMIHBIX
pannodu3nUecKrX SIKCIEepUMEHTax (CM., Hanpumep, (41, 42]).

3.2.2. B3anmuasi maruouTopHas cBsizb. OOCyX/J1aeMblil BUT
CBSI3H, O-BUANMOMY, — OIMH U3 HanOoJiee TUMHIHBIX IS
MaJIbIX HEPBHBIX cucteM, B yactHocTH LI (puc. 6). Kiroue-
BYIO POJIb B OpPraHU3AIMU COTJIACOBAHHOI'O MOBEICHHS U
pEryJIIpU3anuy TUHAMUKU CBSI3aHHBIX XaOTHYECKUX HEeHpo-
HOB B 3TOM CJIy4yae Urpaet xumuueckuit cunarmc. C Moaeb-
HOM TOYKM 3peHHusl JJIsl HAC BAXXHO, YTO OCYIIECTBIIsIeMast
TakuM 00pa3oM CBsI3b MEXy HEHPOHAMU XapaKTepU3yeTCs
HaJMYUEM TOpOra W MOCTOSHHBIM YPOBHEM MOTEHIHUAasa

a 'y 0

OO

@ y

Puc. 6. Lienouxu HeiipoHoB, popmupyronme LII'P mis: (a) niaBatenbHO-
ro LII" Tritonia; (0) muI0pHYECKOTO pUTMA OMapa; (B) CEpPACUHOTO PUTMA
MEIUIUHCKON THsBKH. YepHble KPYKKH OOO3HAYaIOT HHIHOHTOPHYIO
cBs13b; T-0Opa3Hble OKOHYAHMSI — BO30YKIAIOIIYIO CBSI3b, 3HAK CONPO-
TUBJICHUSI — 3JIEKTPHYECKYIO CBsi3b. CMeEIIaHHbIC CBSI3M O0O3HAYCHBI
KOMOHMHALMSIMU CUMBOJIOB.

BOCCTAHOBJIEHUS. VIMes 3TO B BHIy, B YpaBHEHUE, OIUCHI-
Barollee AMHAMHUKY MEMOpPaHHOI0 MOTEHNIHAIA X HelpoHa,
cienyeT MOOABUTH CHHANTHYECKHH TOK, BO3HHUKAIOIIUI B
pe3yiabTaTe BO3JAEHCTBUS HA HETO OPYroro Heipona (c
TIOTEHIINAJIOM X7) B BUJIE

—le+n()][x1(2) + Ve]O[x2(t — 7c) — X] . (3.5)
3mech, Kak W IpeXJae, € XapaKTepU3yeT BEJUUYHMHY CBSI3H,
1(t) — MaJblii iyM ¢ HyJieBbIM cpeaum [17]. [ToporoBoctsb
CHHANITHYECKOTO BO3/ICUCTBUS yUTeHA (PyHKIMeH XeBucanma
O (w), X — BesimumHa mopora, V', — MOTEHIUAI peBepca TOKa
(reverse potential) m 7, — CHHaNTHYECKOE 3ama3/IbIBAHHE
(cBsI3aHHOE C XUMHUUYECKMM MEXaHM3MOM Tepefadyn Bo30yxk-
JIeHUS OT IPEJICHHANITUIECKON MeMOpPaHbI K TOCTCUHANTHYE-
CKOH).

PaccMoTpuM J0CTATOYHO TUHHYHYRO CHUTYAIMEO, KOTAA
MHIMOUTOpHAS CBS3b ABOWHAS: OT HelipoHa | K HellpoHy 2 u
OT HelipoHa 2 k HelipoHy 1. 3amMeTuM, 4TO Takas B3aMMHAas
CBSI3b pealin3yeTcs uepe3 IBa Pas3IMYHBbIX cHHamca. Mcxon-
HbIC YPABHEHUS TAKON HEPBHOM CUCTEMBI UIMEIOT BHUJL

. 2 3
Xy =y1+ax]—x{ —z1+1-

— [e+n(D)](x1 + V)O[xa(t — 1) — X]

1 zl—dx%—y], Z :r[s(xl —xo)—zl},

Yo=p;mtai—xi—zn+I-
— [e+n(0)](x2+ V)@ [xa(r — 1) — X] ,

gl =1- dx% — V2, 22 = }’[S(Xz — XO) — Zz} . (36)
B KOMITBIOTEPHBIX 3KCIIEPUMEHTAX ISl TOPMO3SILEH CBSI3H
npeanojaraiocs X = —0,85u V., = 1,4, xo = —1,6. Dxcne-
PUMEHTBI IPOBOIUIIUCH TP MAJIBIX T, IO3TOMY (pakTHYeCKn
cucremMa (3.6) IeMOHCTpUpOBaja JIMIIb KOHEUHOMEPHOE
TOBE/ICHHE.

Pe3ynbraThl 3KCIEpUMEHTOB NpPEACTABJIEHbI HA puc. 7.
OHU [IEMOHCTPHUPYIOT JBa COBEPIIEHHO 3aMevyaTeIbHbIX
(enomena. Ilpexe Bcero mpakTH4ecKd BO Bced obiactu
W3MEHEHUSI KOHTPOJIMPYEMBIX MapaMETPOB €, T, (32 UCKIIIO-
YeHUEM BEChMa MaJIOii CBSI3M) CUHANITUYECKAS CBSI3b PeryJis-

PpU3YET MOBECACHUE NHAUBUAYAJIBHO XaOTHYCCKUX HeﬁpOHOB!
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. A Puc. 8. Perynspuzauusi ntuHamuku xuBoro LP-HeiipoHa B pe3ysibrarte
-2 uHrubupyromiero BosueiictBusi PD-ueiipona [40]: (a) pa3Opoc umcia
0 200 400 600 cnaiikoB N B G€pcTe M MeXCHAMKOBBIX paccTOSHUN 1 1Sl U30JIMPOBAH-
2+ Horo LP-weiipona; (6) to xe mius LP-melipona, ympasisemoro PD-
X12 HelipoHoMm. Kak BumHO, B ciyudae (a) BO Bceil [UIMHHON pealu3amuu
1 H BCTpeYaeTcst JUib oauH "3aim" u3 6 cnaiikos u aBa u3 12. MakcuMaiib-
HOE YHCJIO 3aJIII0B COACPXKUT 8 miam 9 chnaiikoB. MexcrnailkoBble xe
ol paccrosinusi pa3dpocanbl B uaTepBasie ot 2000 g0 4000 ed. yclIOBHOTO
BpeMeHHU. [IJIs1 ympaBiisseMOro e HedpoHa pa3époc MeXCIaKOBBIX
. PACCTOSIHUI 3aMETHO MEHBIIIE.
1
-2 . : . I 2 . . . : KOT 4 HA HErO Yepe3 XUMMIECKUI CHHATIC ITOJAETCS XaOTHYe-
0 100 200 300 400 0 100 200 300 400

t t

Puc. 7. (a) [110ckoCTh MapaMeTPOB T, € AJISI IBYX XaOTUYECKUX HEHPOHOB
C B3aMMHOI MHTHOUTOPHOMH CBSI3bI0. BBImeNneHbl yeThIpe 00JIacTH CHH-
XPOHM3ALNH, NPOMLIFOCTPHPOBAHHbIE HA pHC. 6. (6) OcruiuiorpaMmbl
kojiebaHuit x; (——) M X2 (— — —) IBYX MHIUOMTOPHO CBS3aHHBIX
HEIPOHOB, OTBEYAIOIIUX PA3IMYHBIM 00JIACTSIM Ha IUIOCKOCTH HapaMeT-
pOB T, €[17].

910 (pakT, KOTOPOMY, ACUCTBUTEIILHO, CTOUT yJIUBUTHCS. B
pe3yJIbTaTe CBSI3U ABYX XaOTHYECKUX I€HEPATOPOB MBI, KaK
MpaBUIIO, HAOJIFOJaeM YCIIOKHEHHE Xaoca (T.e. YBEJIHUCHHE
Pa3MepHOCTH aTTpakTopa, poct suHTponun Kommoroposa —
Cunasi v T.7.), B KpalfHEM cJTydyae — COXpaHEHUE CIOKHOCTH
(kaKk pe3yJbTaT XaOTHYECKOW CHHXPOHHU3AIUH). 311eCh ke —
IpeBpallleHue Xaoca B TOPSIOK NPAKTUYECKH BO Bcel
3HaYUMO# oOsactu mapameTpoB. CyAs 1O pe3yibTaTam,
9TOT (PEHOMEH CBsI3aH C ACHCTBHEM CHHANTHYECKOH CBSI3H,
3ajaBaeMoi BeipakeHuem (3.5). Ho sTo mozaens. MoxHo jn
3TOT (PEHOMEH HEMOCPEICTBEHHO OOHAPYXKHUTh B IKCIEPH-
MEHTax C XuBbIMU HeiipoHamu? Ha puc. 46 u puc. 8
IPEICTABICHBI PEe3yJIbTAThl 0OPAOOTKH AOCTATOYHO JIMH-
HBIX PeAIU3alMi, MOJIYUYSHHBIX C U30JMPOBAHHOTO HEHPOHA-
redepatopa (LP-ueitpon omapa [40]) u ¢ Toro xe HeifpoHa,

3*

CKUil curHain eme ¢ omHoro Hedipona (PD, puc. 606). Kax
BUHO, XaOTHYECKOE BO3JICHCTBHE, OCYIIECTBISIEMOE Yepe3
WHTAOUTOPHYIO CBSI3b, B 3HAUYUTEJILHOM CTENICHH YIIOPSA0UH-
BaeT IOBE/ICHNE )KIBOTO HEWPOHA. DTO CIICIyeT U U3 aHaJIN3a
MOJIOXKUTEJBHBIX JISITYHOBCKUX 9KCIOHEHT (B cllydae ympa-
BJISIEMOTO HEHpOHA MOJIOXKUTENbHAS IKCIIOHEHTa B 1,5 pa3za
YMEHBIIIIACK, pUC. 40) U U3 aHAJIM3a CIIy4YaiiHOTO pa3zdpoca
BPEMEH MeXIy clakaMM U 4Hciia craiikoB B 6€pcre (cm.
puc. 8).

Hpyroi#t peHOMeH, KOTOPBII OOHAPYKUJIICS TIPU UCCIIEI0-
BaHUM CUCTEMBI (3.6), — 3TO IIACTUYHOCTh. Kak BUIIHO H3
puc. 7, maxe CpaBHHTEIHbHO HeOOJBIIOE M3MEHEHHe Tapa-
METPOB CHHANITHYECKOH CBSI3W MPUBOANT K OUPYpKAIMSIM H
Ka4eCTBEHHOMY M3MCHEHHIO PEXXMMa CHHXPOHHU3AIUH JBYX
UHTHOUTOPHO CBSI3aHHBIX HEHPOHOB. DTO MOXKET OBITh
nosjHas (a3zoBas CUHXpOHM3AIUsSI HEHPOHOB, MPOTHUBO(DA3-
Has CHHXPOHHU3ALUs WM CHHXPOHHU3aLUs C HEKOTOPBIM
MOCTOSIHHBIM CABUTOM (ha3.

3.2.3. Eme pa3 o maacruuHoct. O6Ccy1MM KpaTKO pe3yJib-
TAThI UCCJICIOBAHUS TUHAMUKH JIBYX XAOTUYECKUX HEHPOHOB
Poze—Xunamapin npu Bo3OyXkJaaronieid CUHANTUYECKOUN
CBSI3W U MPU CMEUIAHHOUN CBSI3W (2JIEKTpUUYECKAs TIIOC
unrudutopuas) [17, 43].
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JvHamMuka HEHpPOHHOHN Mapbl ¢ B3AMMHOW BO30YX/Iar0-
el CBS3bIO MOXET OBITh CMOJEIMPOBAHA TEMHU XK€ ypaB-
HeHusMH (3.6) ¢ ogHMM JMIIbL oTimuuem: V.= 0. DTo
OTJIMYKE, OJHAKO, MpUHIHIHAIbHO. [Ipu V. > 0 mpuxoss-
U Yepe3 CHHAIC CHTHAJ THIIEPIOJISIPU3YeT MOCTCHHATITH-
4ecKyr MeMOpaHy (IoAaBlisisi €6 AaKTUBHOCTB), B CIIydae ke
V. < 0 MmeMOpaHa Aenojsspu3yeTcsi ¥ BepOSITHOCTh TeHepa-
UM UMITYJIbca Bo3pacTaeT. IMEHHO OITOMY Takas CBS3b
Ha3bIBaeTCs BO30YKIaroleil. Pe3ybTaTsl aHAIN3a CHCTEMBI
(3.6) mpu V. = 0 mpeacrasiieHbl Ha puc. 9. OOHApyKUBAIOTCS
TP BHUAA CHHXPOHHON aKTMBHOCTH. OHH OTJUYAIOTCS
YUCJIIOM CHANKOB B 3aJIMaX aKTUBHOCTHU, JIUTEIHHOCTHIO
MEX]ly ClaiikaMu M aMIUIMTYA0# kojeOanuii. MOXHO Jin
HCIOJIL30BATh Pa3HOOOpa3ue PeXXUMOB CHHXPOHU3AIINAH TSI
KOHTPOJIS, CKaXXeM, YacTOThl MeJJICHHBIX MyJIbCAIUN CHH-
XpOHM30BaHHBIX HelpoHoB? Hwke mpuBereH mpumep, me-
MOHCTPUPYIOIIUN YAUBUTEIbHYIO YIOPSIOYEHHOCTh IEpe-
XOJIOB OT Oo0Jiee Me/JICHHBIX IyJIbcaliuii K 0oJiee OBICTPBIM
IpH YMEHBIIIEHUH HHTUOUTOPHOM CBSI3U.

PaccMoTpuM HEHPOHHYIO IAPY CO CMEIIIAHHO CBSI3BIO —
B3aUMHO MHTUOMTOPHOW M 3JIeKTpuueckor. Takas MUHH-
MaJibHasi HEpBHAS CCTeMa ONKUChIBaeTCs ypaBHeHUsIMH (3.6),

2, | .‘ | .
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Puc. 9. MemOpaHHble MOTEHIMAIBI X| (——) U X3 (— — —) HEHpPOHOB
Po3e — Xunamapiii, CBI3aHHBIX BO30YK/1atolIei CBsI3bt0, 7. = 4. CHHXpO-
HU3aLUsl IPUBOAUT K NEPUOaUYEcKOMY aBmkeHHro: (a) 0,05 <e < 0,1;
©)0,1 <e<0,15;(8)0,15<e < 1[17].

B MNpaBble YaCTH KOTOPBIX (a TO4YHEE, B YpaBHEHUS IS
MEMOpPAHHBIX MOTEHIHUATOB X| M X3) CJIedyeT H00aBUTH
CHHAIITHYECKMI TOK OT JJISKTPHYECKOTO CHHAICa, KaK B
ypaBHerusix (3.1). Pe3ynabraThl mcciaenoBaHWS JUHAMUKH
aToil mopenu cymmupoBaHbl Ha puc. 10. Ilpeacrasiiena
3aBUCUMOCTD IEPHOJ1a MEAJIEHHBIX KOJIeOaHU CHHXPOHU30-
BAaHHBIX HEHPOHOB OT 3HAYEHUSI UHTUOUTOPHOM CBSI3H €; IPU
(bukcupoBaHHOW 3IeKTpuueckon cBsizu ¢, = 0,1 [43]. MbI
HaOIIOIaeM 3aMevyaTeNTbHBIN (PeHOMEH — Mepuoa MyjIbca-
MU PETyJISIPHO BO3PACTAET MPU YBEJIMUEHUH €, JEMOHCTPH-
pys 3aBUCHMOCTb B BHJIE JieCTHHUIBI. Kaxmas CTymneHb
oTBevyaeT 0O0JIACTH YCTOWYMBOM TeHepanuu KojeOaHuil ¢
(bUKCUPOBAHHBIM YHUCJIOM crnaikoB. Ilepexoa Ha OmHY CTY-
MIEHBKY COOTBETCTBYET U3MEHEHHIO YHUCIIA CIAKOB B O&pcTe
Ha equHUNY. Kak U3BeCTHO, 3HAUCHNE NHTUONTOPHOI CBSI3U
3aBUCAT OT KOHICHTPAIMU PA3JIMYHBIX XUMHUYSCKUX Be-
mecTB. TakuMm oOpa3om, MOJAEIb MOJCKA3bIBAET BO3MOX-
HBIA TYTh peryJsipHOTO ympaBieHus mnepuogom LIIT c
TTOMOIIbIO KOHIIEH TPAL HEHPOMEAUATOPa, KOHTPOJUPYIO-
LIIETO NAPaAMETD €.
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Puc. 10. 3aBucuMocTh nepuoma OEPCTOB B MHUHHUMAJILHOW HEPBHOMU
cucteMe (nBa HelipoHa Pose— XuWHIMapI co CMEIIaHHOW CBS3bIO) OT
BEJIMYMHBl MHTMOUTOPHOW CBSI3M ¢ NPU TMOCTOSHHOW 3JICKTPUYECKON
cBsi3u ¢ = 0,1 u 7. = 4[43].

4. PurMuyeckasi akTHBHOCTD
MaJjbIX HeﬁpOHHbIX CHCTEM

HepBuasi cucrtema yctpoeHa Takum o0Opa3om, 4TO U B
pEeXrMe, KOTra CUTHAJ OT MBI MOJTHOCThIO OTCYTCTBYET,
OHa crocoOHa obecneduTh TpeOyeMblid PUTM MBIIIEYHOU
nesitenbHocTH. Kak otmevanocs, LII'P renepupyeT curna,
KOTOPBII 3aIyCKaeT MBIIIIBI, UCIOJIb3yeMble B PUTMHYE-
CKOM JIBHKEHHH, B HY>KHOW MOCIIEIOBATEILHOCTH (B 0030pe
[44] mpuBenenbl uctopust NpoOJIEMbl U CCBUIKM Ha paHHUE
pabotsr). LII'P moxker paboTaTh HE3aBUCHUMO U OT KOPBI
royioBHOro mosra. Kak oka3zanoch, )KUBOTHBIE, JaXe TOCIe
neriepedpany, MOTyT IPOAYyIUPOBATE CIOXKHBIE MATTEPHBI
noBeAeHus [45]. JdenepeOpupoBaHHBIE KOIIKH, HAIPUMED,
MOTYT CHApUBATHCA, POXKATH U YXa)KUBATh 32 TOTOMCTBOM.
Nwmes B BUAY 311 (aKThI, MOKHO CKa3aTh, YTO IPH IOCTPOE-
Huu tTeopuu LII'P oCHOBHBIME NpencTaBIsIIOTCA TpHU
BOINpOCA: KaKhe OCHUJUIATOPHBIE MOJAENN HEeHpoHa (WU
TPYIIBI HEHPOHOB) CIIEAYeT WCIOJB30BATL [JII OMHCAHUS
paboTsl aBTOHOMHOrOo LII'P? kakoBO HOJIKHO OBITH HMX



T. 166, Ne 4]

CUHXPOHM3ALIUS B HEMPOHHBIX AHCAMBJIAX 373

B3aUMO/CHCTBIE? KAKUM 00pa30M MOCTYMAKOIIAsI OT CEHCO-
POB U rOJIOBHOTO Mo3ra uHpopmarms ucnosbizyercs L[T'P?

Ju1st mpocTefiyx )KUBOTHBIX, HAIIPUMEP OMapa, OTBEThI
Ha 3TU BONIPOCHI B 3HAYMTEJIHLHOW CTETNIEHU YXKE MU3BECTHBI.
ITosicaum 3TOT IpUMep noApoOHee, Mest B BULy CTOMATOTa-
crpanbublit LIT'P. B pe3ynbTaTe AeTalbHBIX S9KCIEPUMEHTOB
[34] ycTpO#CTBO IEHTpAIbHBIX TEHEPATOPOB MUJIOPUUYECKOTO
U APYTUX CTOMATOTacTpaibHbIX PUTMOB OMapa U3BECTHO BO
BCEX NIeTaJIsIX — UACHTU(DUIUPOBAHBI BCe MPHHAJICKAIIE
UM HEHPOHBI M YCTAHOBJIEHBI CIOCOOBI MX KOMMYHUKAIAN
npyr ¢ apyroM. Hanpumep, nunopuyeckuit LI cocrout us 14
HEWPOHOB, 0ObEAMHEHHBIX B IIECTh (QYHKIIMOHATILHBIX TPYIIIL:
Heiiponbl LP u PY (puc. 60) ynpaBisioT CKUMAIOIIUMU
Mmyckyiamu, Hedponel VD m PD — pacmmpsrommmn,
HeiipoH IC onpenenser BcnomMoraTelbHbIN pUTM, HHTEPHEH-
poH AB siuib koopauHupyet paboty LI' u ¢ Mmyckyjiamu He
CBSI3aH.

CTtonpb eTaabHOE 3HAHUE MPUHIUNHAAIBHON CXeMBbI 1aeT
BO3MOKHOCTb MOCTPOUTH MOJIHYIO TUHAMHUYECKYIO TEOPUIO
aBTOHOMHBIX cToMaToracTpalibHbIX LII™ omapa (cm. [34]).

4.1. IIpocTpaHCTBEHHO-BPEMEHHAST CHMMETPHSI
u cermenTanus. [1pumepsni
Jaxxe TOBOPSI TOJIBKO O MEXAHWYECKUX JBIDKEHUSIX, CIIEAYEeT
AMETb B BUIY, YTO B YNPABJICHUH UMM 3aJeHCTBOBAHO
OrpOMHOE 4YHCJIO HeWpoHOB. [IpomiutrocTpupyeM 3TO Ha
npuMepe capanuy. Ee moJyieT — CJI0XHBIA mporecc, ynpa-
BJIEHUE KOTOPBLIM TpeOyeT CKOOPAMHUPOBAHHOTO ACHCTBHS
IPAaKTUYECKH BceX OpraHoB. OIHHUX TOJBKO ABUXKEHUIA,
CBSI3aHHBIX C a’poauHaMuyecKuMu 3(pPexTamMu, MOKHO
yKa3aTb HE MeHee HATH [46]: acUMMeTpHYHOE M3MEHEHHE
AMIUTATYIbI B3Maxa KpPbUIbEB, aCHMMETPHIHOE U3MEHEHUE
yrja aTakd KPbLIbEB, CABUT (a3bl NBUKCHUA KPBLIbEB
OTHOCHUTEJILHO APYT ApYra, U3TUOBI TYJIOBHIIA, U3MEHEHUE
MIOJIOXKEHUS 3aAHUX Hor. CapaHya peaju3yeT 9TH IBHKESHUS
B PA3JINYHBIX KOMOMHAIIMSIX U UCTIOIB3YET JJISl YIPABJICHUS
nmu ~ 10 % HEHPOHOB IIEHTPATLHOI HEPBHOM CUCTEMBI [46].
OnHako aHaJIU3 MPOIECCOB YNPABJIEHHS HaXe B 3TOM,
TPYAHOM, CJlydae SIBJSIETCS HaJleKo He Oe3HaIeXHBIM
nemnoM. [1pesxe Bcero 3To CBSI3aHO C TeM, YTO OOJIBIIMHCTBO
MBI, Y9aCTBYIOIINX B YIPABJICHUH HOJETOM, CETMEHTHO-
OJIHOTHUIHBIE ¥ TAKOBBIMH XK€ SIBJISTFOTCSI COOTBETCTBYIOIIINE
MOTOHeWpoHs! u ynpasiisitomue umu LITP. [Toatomy ocHoB-
Hbl€ IPUHLUIBI peau3alud pUTMa Jaxe Ul Pa3HbIX BUJOB
MEXaHUYECKUX JIBMOKCHHI OKa3bIBAIOTCS 00IIUMH [46)].
Bropoii momeHT, oOieruaromuii ucciemnopanue LI'P:
JKI3HEHHO Ba)KHBIE TBMKEHUS 00JIAJal0T BBIPAXKEHHOM MPO-
CTPaHCTBEHHO-BPEMEHHOM cuMMeTpueii. [1pu 3ToM pa3HbIM
JIMAra30HaM CKOPOCTEH MOTYT COOTBETCTBOBATH Pa3JIMYHbIC
TUOBl CUMMETPHHU, KaK 3TO HMEET MECTO Yy >XMBOTHBIX,
MepeMEIAIOIINXCS 10 TOBEPXHOCTHU C IIOMOIIBIO KOHEYHOC-
Teit. I Ha060pOT, IPOCTPAHCTBEHHO-BPEMEHHAS CHMMETPHUS
MOXET OCTaBaTbCs HEU3MEHHOH MPaKTHYeCKH BO BCEM
JMana3oHe JTOMYCTHUMBIX CKOPOCTEil, Kak, HApUMeED, y pbIO,
KOTOpBIE IUILIBYT 3a CYET TOTO, YTO "TOHAT BoHY" BIOJIBL
teja. [ToneiTku hopMann30BaTh UHTYUTUBHBIC IPEACTABIIC-
HUSl O CKOOPAMHUPOBAHHOCTH U CHHXPOHHU3ALUHU JBUKECHUIA
KOHEYHOCTEW CONPSIKEHBI C OMPEIeIEHHBIMU TPYAHOCTSIMU.
JeiicTBUTEIbHO, €clM BUJ KOJeOaHWN OTMHAKOB W OHU
OTJIMYAIOTCS JIMIIb BPEMEHHBIM CIBUTOM, TO 3TOT CIBUT
JIOJDKEH OBbITh BBIOpAaH B KayecTBE Mepbl pa3HOCTH (as.
Ecau xe xosieGaHusi HeUICHTUYHBI, TO PA3HOCTH (pa3 cTaHo-
BHTCS TAKOH JKe HeOTpeAe/ICHHOM, Kak U cama ¢asa, XOTs U B
3TOM CJIy4yae MOXHO TOBOPHTH O CHHXPOHH3AINH, MpaBia,

sk B cpeadem [7, 17] (em. Taxxke pazaen 3). s Takux
KoJieOaHu# ¢ pa3HbIM BPEMEHHBIM PHCYHKOM MOXHO Pa3yM-
HBbIM 00pa30M BBeCTH Hauajio oTcueta. Hanpumep [47], eciiu
MIPH TIEpEMEIIIEHUH T10 TIOBEPXHOCTH BCE KOHEUHOCTH KHUBOT-
HOTO TOJIBKO OJMH pa3 3a NephoJ BCTYHMAIOT Ha Hee, TO
MOMEHT COTIPUKOCHOBEHHMSI MOXHO BBIOpAaTh 3a HAYaJio
oTcyeTa (asbl U B 3HAYUTEJIBHOM Mepe yCTpaHUTh Heonpeie-
JICHHOCTB ¥ TIPOBECTH KOJIMYECTBEHHOE ONMMCAHUE TPOCTPaH-
CTBEHHO-BpeMeHHOU cummeTpuu. Ha puc. 11 cxemMaTu4Ho
MPEJICTABIICHBI AJUTIOPHI, XapaKTepHBIC IS TePEIBAKECHIS
YEeTBEPOHOTHX, a Ha PHUC. 12 — HEKOTOpbIE WILTIOCTPAIAN
9THUX AJUIIOPOB Ha MpuUMepe Haubosiee CUMIATHYHOIO ABTO-
paMm XUBOTHOTO.
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Puc. 11. (a) da30Bble COOTHOLIEHHST MEX/y IBIDKEHHSIMU KOHEYHOCTEH
YETBEPOHOTMX KMBOTHBIX IIPH PA3JIMYHBIX aJUItOpax: / — mar; 2 — pbICh;
3 — HMHOXOb; 4 — JIETKUH rajion; 5—6 — pPa3HOBUIHOCTH OBICTPOTO
rajona; 7—8 — pa3HOBUJAHOCTHU NPBIKKOB. (0) ["paduueckoe npencrasie-
HHE CHCTEM CBSI3aHHBIX OCHIUIISITOPOB C ISATHIO Pa3IMYHBIMU CHMMET-
pusimu, monenupyromumx TP, CumBosnsl O u [] 0003HAYarOT JBA
Pa3HBIX TUIIA OCUUJUIATOPOB, & INHUH ——, - - -, === — TPH PA3JIUYHbIX
THIA CBSI3M [47].

K coxaneHnuro, HeCMOTpPS Ha OOBEAWHEHHBIC YCHIIMS
9KCHEPUMEHTATOPOB M TEOPETUKOB, MEXaHM3MBbI PabOThI
LII'P BpICIIMX TO3BOHOYHBIX IOKAa JI0O KOHIIA HE SICHBI.
OOpaTtuMcs K, BO3MOXKHO, MEHEe BIICUATIISIONINM, HO OoJiee
MPOABUHYTHIM HCCJICIOBAHUSIM C KHUBOTHBIMHU, Y KOTOPBIX
UMEETCsl BBIpAXXEHHAsT CETMEHTHAsi CTPYKTypa M TPOCTas
MpOCTpaHCTBEeHHAs cuMMeTpus. Tak kak ob1as HeiipoHHas
OpraHM3aIus JBUraTeJIbHOW CHCTEMBI TO3BOHOYHBIX OKa3bI-
BaeTCsl BECbMa KOHCEPBATUBHOW MO OTHOILIECHUIO U K MEXBH-
JIOBBIM HU3MEHEHUSIM, W K 3BOJIIOIIMOHHOMY pPa3BUTHIO,
HU3IIKE TTO3BOHOYHBIC MOXHO PacCMaTPUBATh KaK MOJICIU
BBICIIIHX.

IlepemelieHre XKUBOTHBIX € CETMEHTHOH CTPYKTYpOi
HEHPOHHO-MBIIIEYHOU cuCcTeMbl (pbIO, YepBel, pakoobpas-
HBIX U JIP.) COCTOMUT U3 MOBTOPSOIICUCS CEPUU OTHOTUITHBIX
CKOOPAVMHUPOBAHHBIX ABUKEHUH pA3JIMYHBIX CETMEHTOB.
Jtst ppIO Takoe MBUXKEHHWE UMeeT (popmy Oeryiei BOJIHBI,
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Puc. 12. Poics (a), nerkuii ranon (6) u ObIcTpbIi rasorn () [47]. p . .. . ..
pacIpoCTpaHSIONICCS] C TMOCTOSHHON CKOPOCTBIO BIOJIb p— . = 183
tena. [TogoOHBIE BOJIHBI COXPaHSIIOT CBOM CBOWCTBA Jaxe L

IpU U3MEHEHUH CKOPOCTH IJIABAHUS TaK, YTO Ha JJIMHE Teja
JKIBOTHOTO YKJIQJBIBAETCSl BCE BPEMSI OJHO M TO XK€ YUCIIO
BosH — oT 0,6 mo 1,0 [48]. CkopocTh nepemereHus
peryJmpyercss 4acToTod f W TPHOJIDKEHHO MPOMOPINO-
HasbHa el (puc. 13). EctecTBeHHO, YTO IMana3oH CKOPOCTen
7 YacTOT 3aBUCHT OT BHJAA M Pa3MepoB DPHIOBI. Tak, s
(dopenu vactorel MeHsitOTC OT 3 g0 25 . M3MeHeHus
aMIUTATY bl (pa3Maxa) ABYDKEHUN CTAHOBSITCS 3aMETHBIMU
JIMIIb TPU MAaJbIX CKOPOCTSIX, IJie OHA YMEHBIIAETCS (CM.
puc. 13) [48, 49]. Takoii MOTOPHBIH PHCYHOK HE SIBJISIETCS
IACCUBHO PACHPOCTpaHSIOLIENCS BOJIHOM, a BO3HHUKAET B
pe3yJIbTaTe COKPAIIEHHS MBIIII, YIPABISEMBIX CKOOPIUHH-
POBAaHHBIMH MOTOHEHpPOHAMH. DTH COKPALIECHUS IPU Tepe-
JIBUKEHUH PBIOBI BIIEpENl MPOUCXOMAT OT CerMeHTa K Cer-
MEHTY C TIOUYTH ITOCTOSIHHBIM CIIBUTOM (ha3bl, He 3aBUCSIIIM
OT 4YacTOThbI, YTO M OOECHEYMBAET IOCTOSIHCTBO [JIMHBI
BOJIHBI U CKOPOCTH €€ PACcIpOCTPaHEHUs BAOJIb TeJla.

®azoBbIe COOTHOIICHUS MEXIY CeTMEHTAMH BIIEPBBIE
ObLTH ommcaHb! 1715 akyJjsl [50], a 3ateM mst yrps, dopeinn,
enpra [48], munoru [51, 52] u rosoBactmka [53]. V pbIO
MaKCHMaJIbHAs 3aJepXKa, MPUXOMASIIAsCs HA OIWH Cer-
MEHT, BO BpeMs IUIaBaHWsl O€3 M3MEHEHUs HaIlpaBJICHUS
0k0J10 1-2 %, XOTs ee 3HaUYECHUE MOXKET U3MEHSITHCS U OBITh
JTake OTPUIATENBHBIM, 00ecneunBasi BO3MOXKXHOCTD ILJIaBa-
Hug Hazaz [50].

Haouroienne 3a paHHUM pa3BUTUEM KHUBOTHBIX M COTIO-
CTaBJICHUE N3MEHEHUH X HEHPOHHON CUCTEMBI U IPOCTPaH-
CTBEHHO-BPEMEHHOW CHUMMETPHH JBIKEHWI MOKAa3bIBAIOT,
Kak mpoucxoauT oOydyenue. Hampumep, y TojoBacTHKa
caMasl paHHSSI CTaaus — 3TO CTAIUSl HEYMOPSITOYEHHBIX
JIBUKEHWIA, 3aT€M OHA CMEHSETCSl CTauell, KOrJa MBIIIIIbI
BIIOJIb OJIHOM CTOPOHBI Teja CKUMAKOTCS OJHOBPEMEHHO,
o6pazys C-o06pa3Hblil 3rud, OOpaIeHHBIN MONIEPEMEHHO B
pa3Hble cToponbl. Ha OoJiee mo3IHel cTaauu pa3BUTHS 3TOT
BHJI JABWXEHUs TpaHchopMHpyeTcss B Oeryiiyro BoOJIHY (Y
pbIO) mim B cTosuyro (y caslamanip, puc. 14). Munora, kax
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Puc. 13. (a) YactoTta f(A) n nepuon 7 (O) mONEpeUHbIX CMEILICHUIA TejIa
yrpst Kak QyHKIMU cKopocTH nepeMertenus V. (6) daza(¢p) nonepeyHoro
CMEIIICHHUS TeJla YIPsl Ha PAa3JIMYHBIX PACCTOSIHUSAX L OT roJioBsl [48, 49].
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Puc. 14. BonHOBbIe ABMXEHHs IIPH IEPEMEIICHUSX aKyJbl — Oerymas
BOJIHA (2) U caJlaMaHpbl — CTOs4ast BOJIHA (0).

U TOJIOBACTHK, B IPOLECCEe Pa3BUTHUsI oOydyaeTcs IJIaBaTh
ONTUMAIIbHBIM CIOCOOOM, CMEHSISL CTOSIYYIO BOJIHY B MJa-
JICHYCCKOM BO3pacTe HA PEXUM Oeryiueil BOJHBI BO B3POC-
JIOM COCTOSTHHH.
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4.2. MexaHu3Mbl Me:KCerMeHTHOH KoOpIuHALMI

Cpenu pa3IMYHbIX MEXaHU3MOB, HA OCHOBE KOTOPBIX MOXKHO
OOBACHATL BO3HMKHOBEHME OJHOHANPABJIECHHBLIX BOJIH C
MMOCTOSIHHBIM MEKCETMEHTHBLIM CIBUIOM (has3bl, BBIAEIAM
rpaavedTHBIA, "BegoMoro" ocumMIuUIATOpa M HEB3aMMHBIX
CBsI3Eil.

4.2.1. I'pagnentHsiii Mexann3m. Hampumep, mrs mmaBaTenb-
HOW CHCTEMBI JIAHTYCTHI (MOPCKOTO paka) ObIJIO BBICKa3aHO
MIPEAINOJIOKEHUE, YTO CABUT (a3bl MEXIy B3MaxaMu IJIaB-
HUKOB €CTb Pe3yJIbTAaT ILIABHOM 3aBUCUMOCTHU COOCTBEHHBIX
4acTOT HEWPOHHBIX HEHTPOB OT KOOPAMHATHI BIOJB Teja
[54]. EcrectBennoit momenpto LII'P, peanusyrommx Takoit
MEXaHHU3M, SIBJISIETCS] IETIOYKA CBSI3aHHBIX aBTOT€HEPATOPOB
[55]. TlomoGHast MoAeNb YYUTHIBACT TakXke TOT (DakT, 4To
pUTMUYECKasi AKTUBHOCTD COXPAHSIETCS M B MAJIBIX H30JIUPO-
BAaHHBIX YaCTSAX CHMHHOI'O MO3ra (Halpumep, 1Jisi MUHOTH B
1-5 cermenTtax [49]). CyliecTBEHHO, YTO TeHEPUPYEMBbIH
TaKOM IEeMOYKOil PUTM JAOCTATOYHO aBTOHOMEH — B JKCIIe-
PUMEHTAX MapaMeTpbl PUTMOB MaJO0 MU3MEHSIOTCS O]
JIeHICTBUEM BHEIIIHUX BO3MYIIIEHUH, ITOCJIe YCTPAHEHHS KOTO-
PBIX OHM OBICTPO BOCCTaHABJIUBAIOTCS. B 4acTHOCTH, Hapy-
LIEHHOE B pe3yJIbTaTe BO3MYIUEHHS (UKTHBHOE ILIaBaHUE
MHHOTH BOCCTAHABJIMBAJIOCH YK€ 32 HECKOJBKO MEPHOIOB
[56, 57], 4TO CBOWCTBEHHO aBTOTEHEPATOPAM C CHJIBHO
MPUTSATUBAIONIUM TPEACTbHBIM IUKIOM (CM., HANpUMep,
[58)]).

AHaJIU3 MOJIEJIN B BUJE HENOYKY (ha30BBIX OCHUIUISITOPOB
nokaszan [59], uto, XoTsa B Takod cucteme U Gopmupyercs
Oerymiast BotHa, (ha30BBIN CIBUT BAOJb HEMOYKU HE TIOCTOSI-
HeH. Haburonaroruiicst B akcliepuMeHTax T'paueHT (4acToT)
BJ/IOJIb CHUHHOTO MO3Ta 3aCTaBJII€T BO3BPAIIATHCS K yUETY
9TOr0 MEXaHM3Ma JIaXe B TeX CIIyYasiX, KOrJa OH He SIBJISIETCS
OCHOBHBIM.

4.2.2. "Begomble" ocumaasropel. B monenu "Begomoro"
ocumuIATOpa Geryias BoJHa yCTAHABJIMBAETCS, €CIIH XOTSI
Obl OJIUH OCHMIIJIATOP UMEET YACTOTY BBILIE, Y€M OCTaJIbHAS
ojHOpoaHAas nenouka (puc. 15). Dtor "Bemymmii" ocrmiuis-
TOp 3amyckaer ciexyroumii 3a uuM ("BemoMplii") ¢ HekoTO-
ppiM caBuroMm ¢aszbl U T.n. OYeBHAHO, YTO IS BCEH
OCTAJIBHOW OJHOPOJHOM TENOYKH CEerMEHTOB CIBHUT (a3
OyaeT mocTOsSHHBIM. JTa Moaenb cnuaHoro LII'P ocobo
HPUBJICKATENIbHA JIETKOCTBIO OCYIIECTBIICHUS B HEl pa3iimy-
HBIX PEXKMMOB ILIABAHUS, B YACTHOCTH MEPEKJIIOYEHHS OT
[UTABaHUsl BIIEPE/] K MJIABAHUIO HA3a/, — JUIS 3TOTO JOCTa-
TOYHO MOBBICHTH YPOBEHb BO30YXJEHWsI BCErO JIUIIb Y
OJIHOTO HEHPOHA-OCIMIUIATOPA. B mob3y runoressl "Beno-
mMoro" ociuisaTopa [60] CBUAETENLCTBYIOT U SKCIIEPUMEHTI
C M30JIMPOBAHHBIM CHMHHBIM MO3roM MuHOTH. CyTh HX
CBOJIUTCS K cienyromemMy [46]. Kaxnaplii cerMeHT 3a cuer
MOBBIIIEHUs] YPOBHsI BO30ykJaeHHsl (a4 CJIeIOBATEILHO,
4aCTOTBI) MOXKET ObITh cAeian "Bemymmm". Bo3sMOXHOCTE
BIMAHUA "Bemyiero” cerMeHTa pacnpenesiesa BIOJb BCErO
MO3ra M COXPAHSAETCS TOCIIE pa3/IeeHHs €ro Ha 9acTH, IpH
9TOM KaXJas YacCTh IMPU COOTBETCTBYIOMIEM JIOKATLHOM
BO3/IEHCTBUU MOXET JEMOHCTPUPOBATH (PUKTHBHOE ILIABA-
HHe W Brepel, W Haszan. Da3oBbIA CABUT TPH JIOKATHHOM
BO3/IEACTBUU OCTAETCS OJMHAKOBBIM Il BCEX CETMEHTOB 10
TEX MOp, MOKA UX YPOBEHb BO3OYKIAEHUSA OJHOPOAEH U
MeHblIle, 4eM y "Bemyiero" cermenrta. DT HaOJIIOACHUS
COTJIACYFOTCS B 3HAYMTEJILHOM CTENEHH C AHATIM30M MOJIETb-
noro LII'P [61]. Kak oxa3ajnoch, mpu OOQUHAKOBOM YPOBHE
BO30YXKJIEHUS BCEX CETMEHTOB OHU CHHXPOHM3YIOTCS; €CIIU
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Puc. 15. [lmarpaMMa, HJUTIOCTpUpYIOMIasi CABUT (Ga3bl ¢ aKTHBHOCTH B
LENOYKE OCUMILISATOPOB: (a) € OMMHAKOBBIMH 4vactoTamu (f=1) u
ACUMMETPHYHBIMHU CBSI35IMH; (0) C CHMMETPUYHBIMHU CBSI3SIMU U BELY LM
OCHHILIATOPOM; (B) 3aBHCHMOCTH (ha30BOrO CIBHIA ¢ OT HOMepa Oc-
QUJUISITOPA 1, WUTFOCTPUPYIOIIAS HAJIMYHE IIOTPAHUYHOTO CIIOSI B CIIydae

(a) [55].

e YPOBEHb BO30OYXXIEHUS] OTHOTO M3 CETMEHTOB Ha 1-5 %
BBILLE, Y€M APYIHX, OH cTaHOBUTCA "Bemymmm" BHe 3aBUCH-
MOCTH OT €r0 MeCTa PACIOJIOKEHUS B Ienouke. Bee ocTab-
HBIE OCHUJLISITOPBLI CTAHOBATCS "BEIOMBIME" € IIOCTOSIHHBIM
caBuroM Gasbl MeXIy HUMHM B OOOMX HANPABJIEHUAX OT
"Benymero" cermenta. Takxke COINIACYIOTCS C 3KCIEPUMEH-
TAJbHBIMU JIAHHBIMHU ¥ MOJIEJIbHBIE PE3YJIBTATHI, COTJIACHO
KOTOPBIM OOJIBIIEMY Pa3JIMYUIO YPOBHEN BO3OYXKIAeHUSA
"senywero" u "Begomoro" cerMeHTa COOTBETCTBYET GOJIb-
mast (pazoBas 3aaepxka. [1pu 3agaHHON pa3HOCTH BO30YX-
JeHuit Mexay "BeaymuM" cerMeHTOM M OCTallbHBIMU (Ba3o-
BBI CABUT HE 3aBUCUT OT YPOBHS BO30OYX/IEHUs U, CJIEJOBA-
TEJbHO, YaCTOThI. JpyruMu CJIOBAMH, JUIMHA BOJIHBI,
Oeryiieil BAOJb TeJa MHUHOTH, HE3ABUCUMO OT CKOPOCTH
IUTaBaHMs JTOJDKHA OBITH MOCTOSHHOIM.

4.2.3. Mexcermentnbie cBsizu. O0a 00CYXIaBIIUXCS BBIIIIC
MEXaHU3Ma YYUTHIBAIOT BJIMSHIE BHYTPEHHUX MapaMeTpOB
CEeTMEHTHBIX T€HEPATOPOB HA MEXCErMEHTHBIN (ha30BbId
cneur. OHAKO OOHAPYKMBAEMBIC B OTICJIbHBIX IKCIICPHMECH-
Tax (DeHOMEHBI He YKJIAIbIBAFOTCSI B PAMKH TOJIBKO 3THX JBYX
MexaHu3MOB. PaccMoTpuM, K mpuMepy, MEIUIUHCKYIO
MUSIBKY, Y KOTOPOU KOJIEOAHUSI M30JIUPOBAHHOIO CErMEHTa
CIIMHHOTO MO3Ta 00JIAIAIOT PSIIOM OCOOEHHOCTEH O cpaB-
HEHUIO C UX IMOBEJCHUEM B aHCaMOJIe, KOTOPBIC 3aCTaBIISIOT
0TKa3aThCsl OT IMPEAIOJIONKEHHUS O C1a00CTH MEKCErMEHTHOI
CBSI3U 3JIEMEHTOB [62—64]. DT 0COOCHHOCTH TAaKOBBI: BO3-
OyXIeHNe OCHUILUTANMN B OJMHOYHOM 3JIEMEHTE 3aTPYIHECHO
71 TpeOyeT CHIBbHOW CTHMYJISIIIUY; B MOJHOCTHIO M30JIUPO-
BAHHOM OJIMHOYHOM IEHTPE 3MU30]bI (PUKTUBHOTO IJIaBa-
HUS OYeHb KPATKH, OOBIYHO JIMINb HECKOJBKO CEKYH]I;
(a30BbIC COOTHOLICHMS] MEXIY H30JMPOBAHHBIMH KJIET-
KaMH BHYTPH CETMEHTOB OTJIMYAOTCS OT TEX, YTO UMEIOTCS
B CErMEHTAaX, BXO/ISIIUX B COCTAB JUIMHHBIX IIeNOYeK; hopma
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KojebaHul MEeMOPAHHOrO MOTEHIMANIA OJIMHOYHOTO Cer-
MEHTa CHJIbHO Oe(opMHpOBaHA 1O CPABHEHHIO C €CTECT-
BEHHOW.

DT QakThl CBUIETEILCTBYIOT O TOM, YTO XOTSI HEHPOH-
HYIO CHCTEMY, KOTOpasi TeHEPUPYET IIaBATEIbHbIC IBIIKE-
HUSI MUSIBKM, MOXXKHO PAacCMAaTpUBATh KaK COCTOSILYIO W3
OTJEJIbHBIX CETMEHTOB, CBSI3b MEX/IY HUMU CJIeyeT CUINTATh
cubHOR. Kpome TOroO, CBSI3M MeEXIy CerMEeHTaMH He
SIBJISIFOTCSL JIOKAQJIbHBIMU — OHHU IPOCTHPAIOTCS M HA Jlalie-
KHE CerMEHTBI. B aKcriepuMeHTax Mo ONpeIeICHUIO TATbHO-
CTH CBSI3€d HCIOJIb30BaIaCh MX BBIOOpOUYHAsi OJIOKMPOBKA
ni OJIOKUPOBKA KOJIEOAHUN HEPBHBIX IEHTPOB, OCTABJISIFO-
mask BO3MOXHOCTb DPACHPOCTPAHEHUS] MEXCErMEHTHBIX
HAMITYJIBCOB 4epe3 MaJIbHUE CBSI3U, MHUHYS OJIOKHPOBAHHYIO
qacTh. Jlaxe xorma OJIOKHPOBAJINCH MSATH CETMEHTOB, 00a
KOHI[A [EMOYKH OCTABAJUCh CHHXPOHH30BAHHBIMHU, YKA3bI-
Basi HA TO, YTO CBSI3U ACHUCTBUTEJBHO SIBJISIFOTCSI IJ100aJIb-
HbIMH [64].

OnucaHHbIe BBIIIE TP MEXaHM3Ma, B TNPUHIHNIE, HE
OpPOTHBOpEYAT APYT IPYTY W MOTYT PEaIM30BBIBATHCS B
Pa3JIMYHBIX KOMOMHAIUSIX.

4.2.4. Cencopnasi oopaTHas cBsi3b. OOCyXKIaBIIASICS MEXKCET-
MEHTHasl KOOPDAWHAIUS He YYATHIBAET BIIMSHHS OOpAaTHOMU
CBsI3H, TIepeaarolieil HHPOPMAIIUIO OT CEHCOPHBIX HEUPOHOB
k LUI'P, uto He Bcerma pmomyctumo. Tak, mpu aHaause
MJIABATEIbHBIX JIBHKCHUI MUSIBKA MMEHHO C TAKUM BJIHS-
HHEM, TI0-BUAMMOMY, CBS3aHO pa3yinuue (pa3oBbIX CABUTOB Y
IJIaBaroield MUSBKM M COMHHOTO MO3ra Npu (PUKTHUBHOM
miaBanuu (12° u 8° HA OJIMH CETMEHT COOTBETCTBEHHO) [64].
O 110100HOM BJIMSIHUM CEHCOPHOM 0OPATHOMN CBSI3U TOBOPHUT
U TOBEJCHUE XUBOTHBIX B HEOPJAUHAPHBIX CUTYyalMsX.
Hanpumep, ¢ ogHOW CTOPOHBI, aKyJia ¢ paccedYeHHbIMHU
HEPBHBIMHU BOJIOKHAMHU OKOJIO TOJIOBBI MOXET MHOTO 4acOB
JIaBaTh 0e3 JOMOJHUTENbHBIX CTUMYJIOB. [Ipn 3TOM aBTO-
HOMHOCTB IJIABATEJILHOTO PUTMa JTOKA3bIBAETCS TEM, YTO OH
BbIpAa0aThIBAETCSd U B TOM CJydyae, KOTJla aKyjga OCTaeTcs
HENOABUXKHON moOcJje YyKoJia Kypape, HapaJM3YIoLIero
MbIbl [65]. I Bce ke OJTHOBPEMEHHO C 3THM YJaeTcs
OOHAPYXKUTDH BIIUSHUE CCHCOPHOW OOpAaTHOM CBSI3M HA PUTM
u ammumtyny H{I'P mimaBanmst — ecim XBOCT mapain30oBaH-
HOHM aKyJIbl 3aCTABUTh OCIMJUIAPOBATH C YACTOTOM, OTJINY-
HOU OT yacToThl aBTOoHOMHOTrO putMma LII'P, To moctynato-
mme ot [P curHaner OyyT MMeETh 4acTOTY BHEIIHETO
BozaeiicTBus [66] (!).

W3BecTHBI U Apyrue MpuMephl, KOTAa CEHCOpHAasi 00part-
Hasi CBsI3b mpuBOIUT K cuHxpoHm3anuu L[I'P. Tlpu aTom B
ciydae OJM3KUX MEPUOIIOB BO3MOJXKHA Kak mueanbHas 1:1
CHHXPOHM3AIIUS, TAK U MEePeMeXaroIasicsl, Korjga Mepuo bl
Beixona LII'P u cencopHoro Bxoga coBmaaaroT JIUIIb YacTh
BpemeHu. IlpuBeseM HECKOJBKO HPUMEPOB 3KCTPEMallb-
HOTO BIIUSIHUASI CEHCOPHOW OOpaTHO# CBSI3U, KOTOpbBIC
MOTYT OBITH TOJIE3HBI ISl TECTHPOBAHUSI aJ€KBATHOCTHU
npemiaraeMbeix mopeseii. B pabore [59] omucanbl MHTpH-
ryromge ciayyar "(GpUKTUBHOrO MUIaBaHus" U30JMPOBAHHOTO
CIMHHOTO Mo3ra MHMHOTHU. ITocie moBpexaeHHs CIMHHOTO
MO3Ta €ro 4YacTH BbIIIE U HIDKE MECTa IOBPEXICHUS
CHHXPOHM30BAJUCh B OTHOIIEHWH 2:1. AHAJIOTHYHBIC
3pdekTsl HAOIIOAAIOTCS W Yy JKHUBOTHBIX C YETBIPHMS
KoHeuHOCTsMU. [lnaBaromasi yepenaxa oOBIYHO BBIOMpAET
PUCYHOK JBIDKCHUSI HOTI, TOJOOHBIM PBICH CYXOIyTHBIX
YEeTBEPOHOTHX: JMArOHAJbHBIE HOTM ABMXKYTCS BMECTE B
(aze m nBe muaroHajbHBIC Mapbl CABUHYTHI 1O (ase Ha
MOJIIEpUOo/Ia ApYr OTHOCUTEIBHO Apyra. B ompeneseHHbIX

J1abOpATOPHBIX YCIOBUSIX MEpEeAHssE KOHEYHOCTDh Yepernaxu
MOET IBUTAThCS C yABOEHHOM 4aCTOTOM MO OTHOIIEHUIO K
4acTOTE IBM)KEHMs 3a/IHEHl KOHEYHOCTH HA TOM Xke CTOPOHE
[67].

Eme onna cepus ucciieqoBaHuil cBsi3aHa C UCIOJIH30Ba-
HueM Oerymeid jeHTbl [67-70]. B [68] moka3zaHo, YTO
JIOKOMOIIMS (XOXACHUE U Oer) Ha Oeryliuei JieHTe y Jenepe-
OpHPOBAHHBIX KOTOB YIPABJISIACH JJIEKTPUUECKOW CTHMY-
nmsamueir. C pOCTOM CTUMYJISIIAU KOThI MOTJIM U3MEHSITh
QJUTFOP C PBICH HA TaJIoN. DTU UCCJIeJOBaHUS OBLIM MOH-
(UIMpPOBaHbI C WCIOJB30BAHMEM pAa3JBOCHHON Oeryiiei
JIHTBl C ABYMsI OTIEJIbHBIMH JIEBOM M NpaBOH YacTsIMH,
JBIKYILUMHUCSL C PpasHbBIMU cKopocTsiMu. Iloka ckopoctu
OTJINYAJIMCh He OoJsiee yeM B 2-3 pasa, HaGsromaiach 1:1
CHHXPOHM3AIMS IBIKCHUH 32 JHUX HOT, OJTHAKO €CIIU CKOPO-
CTH OTJIMYaIMCh B 4-6 pa3, YCTOWYMBON CTaHOBUJIACH
cuaxpoHm3anys 2 : 1. B [71] mist onmcanust aToro peHOMEHa
PACCMOTPEHO TSATh BO3MOXHBIX BapUAHTOB YETLIPEX CBS-
3aHHBIX OCHMJIIATOPOB (puc. 110), MOIEIMPYIOIIUX 3TH
sBiIeHUsl. TeOpeTHKO-TPYNIOBON AHAJM3 TIOKa3all, YTO
cuctemMbl [ U 3 Ha puc. 110 mefiCTBUTEILHO JOMYCKAIOT
Ooudypkamu pa3pylieHus CHMMETPHUH, B pe3yJibTaTe KOTO-
PBIX HACTYMAET PEKUM CHHXPOHHM3AIHH 2 : | MEXITy OT/IC]Ib-
HBIMH TOJCUCTEMAMH.

CyMMHupYst H3JI0KEHHOE, MOKHO CKa3aTh, YTO MOTOPHAS
CHCTeMa COCTOUT U3 HEHPOHHOM YIPABJISIOIIEH CeTH, KOHEY-
HOCTEH H/WJIN TeJla C MBIIIEYHbIM allapaToM H CEHCOPHON
o0paTHOH CBsi3u. B cilyuae MOBTOPSIOIIETOCS UM CTEPEO-
TunHoro noseaenus LII'P ynpasisier putMuyeckoil nesresb-
HOCTBIO MBI J1a%e B OTCYTCTBHE CEHCOPHON OOpaTHOM
cBsi3u. PeanbHOE TMOBeneHWE — TPOMYKT AEUCTBUS BCEX
3JIEMEHTOB Helpodusnueckoit cuctembl, B kotopoir LIT'P
Tepe1aeT CUTHAJ MBIIIIAM Yepe3 MOTOHEHPOHBI, a aKCOHBI
CEHCOPHBIX HEHPOHOB MEPEHOCST CEHCOPHYIO HHPOPMAIIMIO
00paTHO K HEpBHOU cucrteMe. MOTOpHBIE HEUPOHBI SIBJIS-
FOTCSl BBIXOAHBIME (maccuBHbIME) dyieMeHTamu LI[I'P u He
y4acTBYIOT B (OPMHPOBAHUU PUTMOB. B 3aBHCHMOCTH OT
BHEIIHUX YCJIOBHI NepHoaUYecKrue KojeOaHUsl, TeHepupye-
MbIe HEHpOHAMH Pa3HBIX CETMEHTOB, MOTYT OBITh TOJHO-
CTBIO MJIM YACTUYHO CHHXPOHU30BAHBI.

4.3. ®a3oBoe omiucanue. Oomas naes

da3zoBoe omnmcanme CcIa0OCBSI3aHHBIX OCHUJIISITOPOB
XOPOLIO M3BECTHO [72] M MCHOJB3YETCsl AJISI HOCTPOEHUS
CcaMbIX Pa3HOOOPA3HBIX MOJEJEH, B TOM YHCe U MoJeseil
LT'P. Jlexamee B ero OoCHOBE MPEAINOJIOKEHHE O3HAYAET
JIMIIIb, YTO MIPH OTCYTCTBHU CBSI3U OCHUIUISITOPHI AEMOHCTPH-
PYIOT YCTOWYHBOE MEPHOJMYESCKOE IBUKEHIE, & B3aUMOJICH-
CTBUE NMPUBOJNUT K MaJIbIM OTKJIOHEHUSM OT 3TOTO MEpPHO-
JIMYECKOTO JBMXXEHMs (TpeNesIbHOrO IUKIa B (pa3oBoM
npoctpaHcTBe). CyTh (pa30BBIX MOJEJIEH MOXHO TOSICHUTh
caenyromuM obpaszoM [72, 73]. VcroitunBoMy mnepuoanye-
CKOMY ABIDKEHUIO U30JIMPOBAHHOTO OCIHJIISITOPA COOTBET-
CTBYET MNpEIeTbHBIN IIUKJI, a €r0 COCTOSHHE MOJHOCTBIO
onpenenseTcst $Ha3oil ¢ — KOOPAUHATOMN, M300pakaroei
TOYkH Ha 3ToM nukJie. [locae cooTBeTcTBYIOLIETO BhIOOPA
macuitaba Bpemenu ypasuenue dx/d¢ = F(x) mist nepuonu-
4eCKOTo ABIXeHHs X(¢) = X(¢ + 2m) MOoxeT OBbITh IIpesicTa-
BJICHO B BH/IE

do
X =xo(¢), T (4.1)
rae X = Xo(¢) — mapaMeTpUYecKd 3aJaHHas OpOuTa mpe-

JIeTbHOTO MUKJIA. BBeeHHyI0 TakuM 06pazoM ¢azy MOKHO
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0000IIUTh U HA TPACKTOPUHU, OJIU3KUE K TAHHOMY Tpe/e)ib-
HOMY IMKJIY. JIJIss 3TOrO0 B €ro OKPECTHOCTH BBIOMpaeTCs
TOHKasi TpyOKa X 1 B HEell OIIpe/iesisieTCsi CKaIsipHoe TToJIe ¢(X)
TAKOE, 4TO

d
£ _ grad, oF(x) = o.

= 4.2
T (4.2)
J17151 BO3MYILEHHOU CUCTEMBI
dx
= F() + plx.1) (4.3)
AMeEM

% = grad, @ [F(x) + ep(x,1)] = o + ez(9) p(x, 1)

HJIA C TOYHOCTBIO OO0 CjlaracMbIX, MIPpONMOPHHUOHAJbHBIX 62,

% =w+ (o) p(xo(e), 1),

(4.4)
rJie B IPABOIl YaCTU CTOSAT (PYHKIUM, IEPHOANYECKUE 110 .
Ecin Bosmywenne p =3, V(X #;) BbI3BaHO B3aMMOJEH-
CTBHEM C OJHM3KHMH MO CBOMCTBAM OCHUJLIATOPAMU
(w; = wy + 20w;), TO B TOM K& IPUOIIMKEHAN

(4.5)

do, 3
T‘i =w,+e¢ Z[Zi(q)i) V(o q’j)] ’

J#i

re Vi(o;, @) = Vii(xi(9;), X;(9;)) — dynxunn, nepnomne-
CKHE TIO ;.

OueBHIHO, YTO BO3MYIIECHUS Ba3bl Yf; = ¢, — ot OymyT
MEJUIEHHBIMH (X €):

dy;
dt

N

=c Z [z:(y; + o) Vit + §;; 0f + v;) + doy] .
T

Tornma, yepemusis mo niepuony T = 21/w, mojyyaemM

dy;
3 = 2 Hilhi =) + oo,
J=1

rac

21

Z(E+ ) Vi(E+ ¢ +y;)de.
4.7)

1
Hy(; — lﬁ;) =€ E[

Jo

Bo3sBpamasce k ICXOTHBIM ITOJIHBIM (a3aM ¢, = ; + wt,
MOJIy4aeM UCKOMBIE YPAaBHEHUS

do,
dt

N
= wi+ZHij((pi_ q)j)~ (4.8)

J#i

Mertons! pacuera ¢yuxiumit H;(£) omnncanst B [21]. B wacTHO-
CTH, [Tl CBSI3aHHBIX ypaBHeHui Ban-nep-Ilomns

.55,' + 5(Xl2 — I)X, + (1 + (SCL),‘)X,‘ =
= [e1 (i1 — 2% 4 Xio1) 4+ € (X1 — 2x: + xim1)+

+6(Fip — 2%+ %) (4.9)

(YHKIHUS CBSI3M paBHA
H(®;) =¢esing, — (&2 —¢)(cosp, — 1),
Q= Pip1 — @;- (4.10)

PaccMoTpum mpuMep UCnosib30BaHUsI 3TUX YPaBHEHUI.

4.4. lleno4xa nIEHTHYHBIX OCIHU/LISITOPOB —

Moze b niasareibuoro LII'P munorn

MoesbHast CHCTeMa YIPABJICHUSI MEKCETMEHTHOM CHHXPO-
HHU3aIUell TOJDKHA YYUTHIBATH OCHOBHBIE JUHAMMYCCKUE
MEXaHU3MBI M, ECTECTBEHHO, COOTBETCTBOBATH Helpodusno-
JIOTHYECKUM JaHHBIM.

PaccmoTpum moaens mnaBatenpHOTO L[I'P MuHOTH.
IMpencrasum LII" B BUjE HEMOYKH U3 7 OJUHAKOBBIX OCIIHII-
JISTOPOB, YUUTBIBAS CBSI3U TOJIBKO C OJIMDKARIIIAMU COCEISTMU
[74, 75]:

do _

Tl‘l:w+H+((pl)7

do,

%:w+ﬂ+(¢k)+ﬂ—(—¢k), l<k<n, (4.11)
do, P

dr :CU+H (_(Pn—l)7

rne H= (=) u H'(¢) — (yHKIMH, ONMHCHIBAIOIINE BO3ICH-
CTBYIE HA TAHHBIH OCIIUIIISITOP CO CTOPOHBI COCEeH criepean
(HMCXo/sIee BO3ICHCTBUE) M c3au (BOCXO/ISIIEE BO3ICH-
crBue). M3 yclOBUS 3KCHEPUMEHTAJIBLHO HAOJII01aeMOou
YCTOWYUBOM CHHXPOHU3AINH C TOCTOSHHBIM (ha30BbIM CIBHU-
TOM BIOJIb Tenouku Ha Gyukmun H (@) u H ™ (—@) Hakna-
JIBIBAFOTCS JBA orpaHuueHus [75]: 1) cymecTByeT KOHEUHBIN
UHTEpBaJ 3Ha4YeHuil @, Ha kotopoM HT(¢) u H™ (—¢) —
COOTBETCTBEHHO MOHOTOHHO BO3PACTAIOIIAsi U MOHOTOHHO
yObIBarolasi (pyHKIMH, KOTOPbIE OOpaIllatoTCs B HYJb B
HEKOTOPBIX TOYKAX QP U ¢; BHYTPH 3TOTO HHTEpBaja
(H*(5p) = 0; H(=5,) = 0); 2) ana dynxumn [(p) =
= [H*(®) + H (—9)]/2 BeInoNHsETCA, MO KpaiiHell Mepe,
OJIHO U3 HepaBeHCTB f7 (@) < 0 mma f7(Pg) > 0.

Ilpy BBIMOJTHEHUU YHNOMSIHYTBIX YcioBui (puc. 16)
cuctema (4.11) umeeT yCTOMUYUBBIN PEeXUM CHHXPOHHU3ALUU
de,;/dt = Q ¢ MeXCerMeHTHBIM CIBUIOM @), HPUMEPHO
OIMHAKOBBIM JIJISI BCeX k, 32 MCKIIFOYCHHEM MAaJIbIX OKPECT-
HOCTei BOJIM3M KOHIIOB LEMOYKHU (CM. puc. 15). DTOoT cnBur
PaBeH @, WJIH @z B 3aBICHMOCTH OT TOT'0, KAKOE B3aUMOJICHi-
cTBue goMuHMpYeT: Bocxomswee |H ' (¢,)| > |H™ (—¢R)|
wm Huexonsinee |H~(—¢g)| > |H* (+9,)|. Yactots! cun-
XPOHU3ALUKM COOTBETCTBEHHO paBHBI Q = + H (—¢p)
wm Q=+ H*(p,). B nerpybom ciyuae |[H™(—9g)| =
= |H"(@,)| 3aBHCUMOCTb @, ONpEIENSCTCS ACTANSAMH CBSi-
3eil U BO3MOXHBIMH MaJIbIMH pa3OpocaMu COOCTBEHHBIX
4acTOT.

W3 cpaBHEHUS Pe3yJIbTATOB aHAIM3A MO/IEJIH C TAHHBIMH
9KCIIEPIMEHTOB 110 YNPaBJICHUIO (DUKTHBHBIM IIJIaBAaHHEM
MHHOTH CJEIYeT, YTO TOMUHHPYIOIIMMH SIBIISTFOTCS BOCXO-
JSIIIME CBSI3U. 3a CUET M3MCHEHHUS! BEJIMYUHBI BOCXOISIIMX
cBs3elt MoJienb (4.11) obecrieunBaeT BO3MOXHOCTB BBIOOpaA
TaKOTO MEXKCeTMEHTHOTO CIIBUTA, NMPH KOTOPOM Ha BCei
IeTTOYKe JeHCTBATEILHO YKJIABIBACTCS OJHA IJIMHA BOJHBIL.
MexaHn3M, OOCCIeYMBAIOIIMN TaKyHO CBsI3b B JTaHHOMN
MOZEJIH, OJTHAKO, OTCYTCTBYeT. BO3MOXHO, B OpraHu3aIiu
HYXHOTO ()a30BOT0 CABHUIra MPUHIUITHATIBHYIO POJIb HIPAFOT
U JJaTbHUE MEXCeTMEHTHBIE CBs3U [57, 76 —78].
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Puc. 16. Ipumep napst Gynxuumit H* () u H~ (—p), KoTopble 0671a1a10T
OTMEYEHHBIMH B TeKCTe cBoiicTBamu: —— — H T (§); — — —— H ~ (—@);

-

5. CunxpoHu3anusi HelipoHOB
B KOpe I'0JIOBHOT'O MO3ra

5.1. Bo3mo:kHas posib CHHXPOHH3ALMH

B HH(OPMALHOHHBIX NpoLeccax

N3 pe3ynbTaToOB HeAABHUX SKCIIEPUMEHTAJILHBIX UCCIIEI0BA-
HUH CJIelyeT BaKHasl pPOJib aBTOKOJICOAHUU U CBSI3aHHBIX C
HUMH TPOLECCOB CHHXPOHM3AIMM B BBICIIEH HEPBHOW [ie-
SITEILHOCTH. B TepByro ouepenb, IpH BOCIPUSATHU U 00pa-
60TKe MHDOPMAIIUK MO3TOM. 37IeCh CIIETyeT OTOBOPHUTKCS,
4TO B JAHHOM CJydae peub uier o6 obpaboTke OCHUILIO-
IpaMM, BBIpA0ATHIBAEMbIX WHAMBHUIYAJLHBIMU HEHpPOHAMU
WJTU IPOCTPAHCTBEHHO JIOKAIM30BAHHBIMU T PYIIIAMH HEUPO-
HOB, a HE O HEKOeH yCpeJHEHHOM K0J1e0aTeIbHOM aKTUBHOCTH
MO3Ta, KOTOpasi OOBIMHO aCCOIMUPYETCS C AHATIM3OM JJIEKT-
posHIedaiorpaMm (1o 3TOMy MOBoay cM. [79]).

CoOcTBeHHas KoyiebaTebHasi aKTUBHOCTD JIOKAIU30BaH-
HBIX YYaCTKOB KOPBI MOXET OBITh BBI3BaHA KaK HESITEIIb-
HOCTBIO WMHAWBHUIYAJIbHBIX HEWPOHOB, TaK W B3aUMOJIEH-
CTBHEM HEOCIMLTUPYIOIINX HEHPOHOB, OOBEAMHEHHBIX B
napy ¢ NIOMOIILIO HHTUONTOPHOM U BO30YXKIatOIIIEH CBSI3EH.
[Mpumep Mojeau, KOTOpas ONUCHIBACT MYJIbCAIUU TaKOi
napel, — yxe o0cyxaasimascs Mojeiab Buicona—Kosana
(1.4). Ota MozeNb MCMOIB3YETCS KAK 3JIEMEHTAPHBIN OJI0K
MHOTHX 00JIee CJIOKHBIX TUHAMUYECKAX CHCTEM, TI03BOJISIFO-
[IMX BBUSICHUTH MOTEHIUATbHBIE BO3MOXXHOCTH IPOIECCOB
CHHXpoHM3anuu B kope [80].

CrenyeT HOMYEpPKHYTb, YTO HEMPOHBI M HEHPOHHBIE
aHCaMOJIM KOPBI POSIBJISIIOT AKTUBHOCTH B IOBOJILHO IIUPO-
KOM JMarna3oHe 4acToT, HO, KaK MPaBUIO, 3TO HHTEPBAJ OT
10 mo 60 T'u. C mo3unuii BEIYUCIUTEIbHON TEXHUKU — 3TO

CBEPXHHU3Kas 4aCTOTA (B COBPEMEHHBIX KOMIbIOTEpaX pado-
yas yacToTa Ha 1mecth (!) mopsiakoB Beiie). [Toyemy xe B
HeapuMeTHUecKuX ACHCTBUSX, TAKAX KaK BH3YyaJbHOE BOC-
OpusiTHE ¥ PACHO3HaBaHUE 0OpPa30B, MO3T OKa3bIBAETCS
HamHorOo ObIicTpee? Kakme maem peammsyer [lpmpoma B
9TOM YHHUKaJIHbHOM HefpoKOoMITbIoTEpe?

IToka OTBETOB Ha 3TH BONPOCHI HET. Tekymme e
MPEACTABIICHUS OMUPAFOTCS MPEXE BCETO Ha UICH aHAIIOTO-
BOIi mapaJuieJIbHON 00pabOTKH CUTHAJIOB U caMOOOyYeHHe.
Kak noka3pIBaroT 3KCIEPUMEHTBI, HYKHASI JIJIs1 3TOT0 HHPOP-
Malysl COACPKUTCS He TOJbKO B 4acTOTe, HO WM B (ase
MyJIbCalliii HEHPOHOB W HEMPOHHBIX aHcamOJel (rpymim).
ITo-BuguMoMy, MMEHHO (a3oBasi CHHXPOHM3ALHUS HIPacT
HauboJlee BaXHYIO pOJIb B MOPOIECCAX BOCIPHSITHS W, B
YaCTHOCTH, 00paObOTKM 3pUTEJIbHBIX 00PA30B.

5.2. 3putennHoe BocnpusiTHE.

Pacuien/ienne npu3HakoB H 11eJI0CTHOCTH 00pa3oB
OCHOBHBIM CBOMCTBOM, XapaKTEPHBIM [JISI IIPOIIECCOB BOC-
MPUSTHS, SBJISETCS CIOCOOHOCTh MO3ra (B 4acCTHOCTH,
CHCTEMBI BUJICHHS) PACapalIeIuBATh 3JIEMEHTBI BOCIPH-
HUMAaeMOW KapTHHBI (MM CIEHBbI) Ha "KOTE€peHTHBIE KJia-
crepbl”. DTO MO3BOJISIET OIMPEIEICHHBIM 00pa30M KOIUPO-
BATh Pa3JIMYHbIE OOBEKTHI, M JaX€ UX YEPTHI, H 3aTEM
pacno3HaBaTh MX. Takoe pacmapalijieliBaHHe HAa3bIBAIOT
cerMeHTaIyeld win opranusanumeii Bocpusitusi. O0beauHe-
HUE JX¢ NMPU3HAKOB B CIWHBIA 00pa3 WU 3JIEMEHTOB B
TOJIHYIO KapTUHY Ha3biBatoT cBsi3biBaHueM (binding). Cer-
MEHTAIMIO Pa3esisioT Ha nepudepuyecKkyro U IEeHTPaJb-
ayto. [lepudepuueckass cerMeHTANnsl OCHOBBIBAETCS Ha
KOPPEJISIIA KAaYeCTBEHHBIX XapaKTEePHUCTUK CIeH (KapTHH,
0o0pa3oB) Ha 3Tane BocupusTus. L{eHTpanbHas cerMeHTaIMs
OCHOBBIBACTCS HA AIIPUOPHOM, ACCOIMUPYEMOM C aMSIThIO
3HAHMU O BOCIIPMHUMAEMOM 0OCTaHOBKE.

Bompoc 0 ToM, Kak MO3T pelaeT mpoodIeMy cerMeHTa-
UM, TIOKA OCTAeTCsl OTKPBITBIM. MBI 371eCh 00CYINM JIHIITH
THIIOTE3Y O TOM, KaK 3TO MOXET MPOUCXOJUTh, UCIIOIb3YS
MOJIEJIH, B OCHOBE KOTOPBIX JIEKAT Pe3yJbTAaThl HEJAaBHUX
OMOJIOTUYECKUX SKCIIEPUMEHTOB, IPOBEACHHBIX HA AHECTE3U-
POBAHHOM MO3T'€ KOIIIEK.

Opmna w3 HamboJsiee MOMYJISPHBIX Cedvac TUIOTe3 OIu-
paeTcst Ha TPYHILY IKCIEPUMEHTOB 110 HAOIFOJCHUIO OCITHII-
JIATOPHOW aKTUBHOCTH HEPBHBIX KJIETOK, OTBETCTBEHHBIX 3a
BOCHPUSATHE NIPH IToAa4Ye CTUMYJIa. B OCHOBY 3TOH rumoresst
nojioxena uaess ®on nep MascOypra [81, 82], B cooTBet-
CTBUM C KOTOPOW OOBEKT HWHHMIIMUPYET KOJEOATEIbHYIO
AKTHBHOCTBH HEHPOHOB, KOIUPYIOLINX Pa3JIMYHbIE CBOMCTBA
00beKTa U PACIIOJIATATOIIUXCS B PA3JIMYHBIX YACTSX 3PUTEIb-
HO¥ KOpbl. OMH M3 BO3MOXHBIX MyTell pereHust mpodiiem
CerMEHTAINK U TIOCJIEIYIOIIETO CBS3bIBAHUS — CHHXPOHHAS
AKTUBHOCTb HEHPOHOB, pa30POCAHHBIX IO PA3HBIM YYaCTKaAM
3PUTEIBHON KOPBI, HO 00pabaThIBAOIIMX MPU3HAKHA OTHOTO
ob0bekTa. Paznimunble ke 00BEKTHI IPeACTaBIICHBI TPYIIIAMEI
HEWPOHOB, OCIMJUISIIIMNA KOTOPBIX JIECHHXPOHU30BAHBI IPYT C
npyrom [83, 84].

B skcnepuMenTax ObLIO MOKA3aHO, YTO MIPH CTUMYJIUPO-
BAHMU PA3JIUYHBIX YYACTKOB CETYATKM I'PYMIBI HEHPOHOB B
KOpe, CBSI3aHHBIE C JTUMH YYaCTKaMH, BO30YXTAJIUCh U
JEMOHCTPUPOBAIA OCIHWLIATOPHYIO AKTHBHOCTH C 4acTO-
toil okoso 50 T'm. Ilpu 3TOM BHYTpPH KaXIOW TpYIIIbI
KoJieOaHUsT BCeX HEUPOHOB OBbLIM CUHXPOHHBI [85, 86].
CHHXpOHM3AIHUs KOJIEOAaHUN MEX]Ty MPOCTPAHCTBEHHO pa3-
JIeJIEHHBIMU TPYIIIaMH HEHPOHOB KOPHI HAOIFOAATaCh B IBYX
ciyyasix: 0o NMpU OJMHAKOBOM CTUMYJIMPOBAHUM CBSI3AH-
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HBIX C 3TUMHM IPYIIAMHU Y4aCTKOB CETYaTKH, JIMOO Korja
TPYHIIBI HEMPOHOB XOTsI U ObUIM MPOCTPAHCTBEHHO Da3fie-
JIEHBl B KOpe, HO BO30OYXIAINCh MPH CTUMYJIUPOBAHHU
OJIHOTO W TOTO XK€ Y4acTKa CeTYATKH, T.€. UX PEleNTOpPHbIE
moJist mepekpouiBasvch [87, 88]. HaobopoT, mpu cTuMyIupo-
BAaHUU HEMEPEKPHIBAIOILUXCS] PELENTOPHBIX MOJIEH pasind-
HBIMHU O0BEKTaMHU (HAIPUMED, C TOMOIIBEO CBETOBBIX MOJIOC,
NBIKYIIUXCS B Pa3HBIX HAMPABJICHUSX) CHHXPOHU3AINA
MEXAy BO30YXIEHHBIMH KOJIOHKAMH HEWPOHOB KOPHI HE
BO3HHKAJIO [89].

Cyas mo pe3yjbTaTaM 3KCIIEPUMEHTOB, TPYIIbI HEWpo-
HOB KOpBI (KOJIOHKHM), CBSI3aHHBIE C OJHUM U TEeM Xe
YYaCTKOM CEeTYATKU, UMEIOT Pa3Hble OPUEHTAIMOHHBIE IPe/I-
MOYTEHHsI, T.€. OTBETCTBEHHBI 3a pAa3HbIC HAMPABJICHUS
JIBIDKEHHS] CTUMYJHpyrolero oowsekta [90]. B akcnepumen-
Tax MO CTUMYJHPOBAHUIO OJHOTO YYACTKa CETYATKUA He-
CKOJIbKUMU OOBbEKTaMU, HAIPUMEDP CBETOBBIMU MOJIOCKAMH,
JNBIKYIIUMHCS B PAa3HBIX HANPABJICHUSX, T.€. HepeceKaro-
IIUMHU 3PUTEbHOE II0JIe TOJA DPAa3HBIMHU yIJIaMH, OBbLIO
MOKa3aHO, YTO KaXJIO0MYy OOBEKTY OTBEYAaeT CBOS TpyIIa
CHHXPOHHO OCIWJLIAPYIOIUX HeHpoHOB. [1pu 3TOM Mexay
TaKUMHM TpynnamMu cuaxponusma Het [87, 91]. [Tpu ctumyu-
POBAaHUM YYaCTKa CETYATKH OJHUM ABIKYIIUMCS OOBEKTOM
BCE CBSI3aHHBIE C 3THM YYaCTKOM TPYIITbI HEHPOHOB JEMOH-
CTPHUPYIOT CHHXPOHHBIE KojeOaHms. OMHAKO MEXIy pas3-
HBIMH TPYMIIAMH CYIIECTBYET MOCTOSHHBIN caBur (a3, mpo-
MOPIUOHABHBIN Pa3HUIC B UX OPUEHTAIIMOHHBIX MPEINOY-
TeHusix [92].

B [85, 93, 94] ObUIO MOATBEPKICHO BO3HUKHOBEHUE
CHHXPOHHOH AaKTHBHOCTH TPYII HEHPOHOB, OTBEYAIOIINX
COCeTHUM (Pa3JINYHBIM) YYACTKAM CETYATKHU IJ1a3a KOIIKH.
Kpome Ttoro, Obuta oOHapykeHa CHHXPOHH3AMHS MEXIY
pa3IMYHBIMU 30HaMHU KOpbl. CHHXPOHHM3AIUS MPOCTPAH-
CTBEHHO pa3JIeJICHHbIX HEHPOHOB BHYTpHW striate cortex
ObLIa IPOJEMOHCTPUPOBAHA U B 9KCTIEPUMEHTAX Ha 3PUTEIIb-
HOIT cucTeme 00e3bstH [95, 96]. [To31HEE B SKCIIEpUMEHTAaX Ha
KOIIKax OBLIO TOKa3aHo, 4TO (a3oBasi CHHXPOHH3AIMS
MOXET UMETh MECTO MEX/Iy TPYyNIaMH HEHPOHOB, PACIIOIO-
JKEHHBIX B striate cortex m extrastriate cortex [97], m maxe
MEX/y KOJOHKAMH pa3HbIX mojiymapuii mosra [98]. Ha
OCHOBAaHUH 3THX OJKCIEPHUMEHTOB OBUIM TMPEIJIOKEHBI He-
CKOJIBKO TPYII MOJIeJieil, KOTOpbIe, B NPUHIIMAIE, MOTYT
00BSICHUTE HalIro1aeMble (heHOMeHbI. HekoTopble U3 3THX
MoJiesIel paCCMOTPEHBI HUXKE.

5.3. 3purenbHoe Bocnpusitue

i npo0JieMa CBSI3M Me:K1y HelipoHaAMH

Kako#t xapakTep cBsi3el Mexay HEeHpoHaAMU KOpPBI 00Oec-
MeYnBaeT 00CYKAAEMYI0 CHHXPOHU3AIMIO HelpoHOB? OqHO
U3 TPOCTEHIINX MPEANOJIOKEHUN: CHHXPOHU3ALNS AKTUBHO-
CTU OTJIEJIbHBIX YYaCTKOB KOPBI JOCTUTaeTcs 3a CUeT IJIO-
OaJIbHBIX CBsI3ed MeXJy HelpoHamu. SICHO, OJHAKO, YTO
HEHpOHHAsl CeTh, COCTOSIIAs U3 TJI00aJIbHO CBI3aHHBIX
ocumIATopoB — "Bce co Bcemu", GyaeT OOBEIUHATH
MpU3HAKU (CHHXPOHU30BAThH OCHIJUISTOPBI), OTHOCSIIMECS
HE TOJILKO K OJHOMY, HO M K Pa3HbIM OOBEKTaMm, OIHO-
BPEMEHHO CTUMYJIMPYIOIIUM CeT4YaTKy riasa. [Toatomy
Taxasi HeHpOHHAs CeTh HE CMOXET PEIINTh JIaXKe dJIeMEeHTaP-
HYIO 3a]1a1y T€OMETPHYECKOTO PACIO3HABAHUS HECKOIBKUX
OJIMHAKOBBIX, HO MPOCTPAHCTBEHHO Pa3/ICJICHHBIX OOBEKTOB.
B T0 € Bpems cucTeMa JIOKAJIbHO CBSI3aHHBIX OCHUJUISITOPOB
JIOJDKHA obecrnevnBaTh Xopollee pasjeeHue OOBEKTOB,
MTOCKOJILKY HEWPOHBI, BO30YXICHHBIE OJHUM OOBEKTOM,
cnabo CcBsSI3aHBI ¢ HEHPOHAMU, BO3OYXKICHHBIMH JAPYTHM

00bekTOM. [lo-BHIUMOMY, CIEAYeT MPEANOJIOKHUTh, YTO B
KOpe OIHOBPEMEHHO DPEasM3yroTcsi 0ba BHOa CBsI3EH: JIO-
KaJIbHBIE — TOJILKO C COCEIsMU, U IaobaabHble — "Bee co
BceMHU'", OCYIIECTBIISIOIINECS] BHYTPU rpymi Heiiponos. Ha
CYIIECTBOBAHUE MOCIIETHUX YKA3bIBAIOT, HAIPUMED, PE3YJib-
TaThI 3KCIIEPUMEHTA, OTIMCAHHOTO B [98].

B [99] mocTpoeHa D0OCTATOYHO €CTECTBEHHAs] MOJIEJb
3PUTELHON KOPBI, XOPOIIO COTJIACYIOIIASICSI C OMUCAHHBIMU
BBIIIIE DKCTIIEpUMEHTaMU Ha Korikax [87, 89]. Monens npen-
MoJIaraeT, 4TO WMEIOTCS HEHPOHBI C CHJIbHOM B3aMMHOUN
cBs3br0 "Bee co Beemu" (BHYTPH TPYIIIIBI), AaHATOMHUYECKU
OHU OTOXIECTBIISIIOTCS C KOJIOHKAMH, HO KaxxAas rpylmma
(x0JI0HKA) CBSI3aHA JIUIIb C COCEHASIMMU:

¢;1771(Z) — a() _ (plnm(l) Jr(sanl’ﬂ Jr ilnm(t) + KOIHHI(I)JF

Ko Y I"™()+K Y 1),

m'=m=1 n'=nxl

i=1,...,N;

1" (1) 5%225@—;}“). (5.1)
J ok

Mopuenb (5.1) sBaseTCcs NpUMEpPOM MOJEJIM THUIA inte-
grate-and-fire [100, 101], xora kaxIblif HEHPOH paccMaTpH-
BaeTCs KaK HEKUI HHTErPATOP UMITYIIBLCOB, MOCTYIAIOIIIX HA
€ro BXOJ OT Apyrux Heifponos. B ypasuenunu (5.1) @/ —
nepeMeHHasl, OnuchIBaroas a3y i-ro HeipoHa B KOJIOHKE €
HOoMepoM nm (P mojaraercsi paBHOW HYJIO, €CJIU €e
3HAYEHHUE JOCTHraeT 2m); da™” — BHellIHee BO3JCHCTBUE HA
KOJIOHKY ¢ HomepoMm nm; & CIIyYalHBIA TIyM:
(Em(n)y =0, (EMOE™ (1)) = 2D Sy 850 (t — 1),
ITocrosinnbie Ky, Kg 1 K, UMEIOT CMbICJI BEJIMUUH CBSI3U B
IpeJiesiax OJHOM KOJIOHKH M MEX/Iy COCETHIMH KOJIOHKAMH B
JIByX HATpaBJICHUSIX; tj' — MOMEHT BpPEMEHH TeHepaluu
k-ro uMmItyibca j-M HEHPOHOM.

Ha pwuc. 17a cxematmyeckm wu3zobOpaxeHa perieTka,
COCTOSIIAs U3 BOCBbMHU THIIEPKOJIOHOK (MHJIEKC 1), COAepKa-
LIUX 110 BOCEMb KOJIOHOK (MHAEKC m) kKaxnas. Ilpenmosna-
raercs, 4TO B Mpelesiax KaXJI0W THIIEPKOJIOHKHU (1 = const)
pa3Hble KOJIOHKM MOJEIMPYIOT HEHPOHHBIE TOMYJISINH,
OTBETCTBEHHBbIE 3a pPa3Hble HANPABIICHUS IBIDKCHHUS, T.C.
AMEIOIINEe pa3Hble OPUCHTANMOHHBIE MPEINOYTCHUS, HO
OTBEYAIOIINE OJHOMY y4YacTKy CeT4aTKd. B cBoro ouepenp,
Ppa3Hble TUIEPKOJIOHKU MOJEIUPYIOT OMYJISILIUN, CBSI3aHHbIE
C Pa3HBIMH Y4aCTKAMU CeTUATKH. Takasi cucreMa mo3BOJISIeT
B OIpENIeIEHHON CTETeHN MOJEIUPOBATD YCIOBUS IKCIIEPH-
MEHTOB, ONTMCAHHBIX BHIIIIE.

Komnbrorepnsiii ananmm3 (5.1), BKJIFOUArOIIUN BBIYUCIIE-
HUE KPOCC-KOPPEISIUOHHBIX (PYHKIIMIA MEXAY KOJIeOaHUsIMU
B Ppa3HBIX KOJIOHKaX, Mokasan (puc. 170) cuemnyromiee:
1) BHelIHEE CTHUMYJIUPOBAHME BBI3BIBAET OCHUJLISITOPHYIO
AKTHUBHOCTb B COOTBETCTBYIOIINX KOJIOHKAX; 2) KOJIeOaHMs
BCEX OCIIWJLJIITOPOB B IIPeeiaX OTHOW KOJIOHKHA CHHXPOHHBI,
3) mpu OJTHOBPEMEHHOM CTUMYJIMPOBAHUU TPYMITHI KOJJOHOK
(m = const, n € [ny,n3]), 9TO COOTBETCTBYET BOCIPUSITHIO
IPOTSDKEHHOTO OOBEeKTa, KoJieOaHHWs BO BCEX KOJOHKAx
CHHXPOHHBI; 4) TpH OJHOBPEMEHHOM CTUMYJUPOBAHHUU
ABYX TPOCTPAHCTBEHHO pA3JC]ICHHBIX TPYMH KOJOHOK
(mV = const, nV) € ("), 7], m? = const, n® € [V, n{?],
m() % m@), 4T0 COOTBETCTBYET BOCHPHSATHIO JBYX KOPOT-
KMX OOBEKTOB, KOJICOAHUS CMHXPOHU30BAJIUCh B TpeEesiax
KOXIOM TpyNmbl, HO MEXAYy TPYyNIaMH CHHXPOHH3Ma He
Q3 (2
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Puc. 17. (a) JBymepHas perietka u3 64 KOJOHOK, ONMUChIBAEMAs ypaB-
HerusMu (5.1). Kaxplii KpyXOK € TOJOCKOW BHYTPH HPEICTABIISET
KOJIOHKY W €€ OpHEHTAIIOHHOE IpeIoYTeHne (MHaeKce n1). Vi3meHeHnio
MHJ/IEKCA N OTBEYAIOT TUIEPKOJIOHKH, CBSI3AHHBIE C PA3HBIMU YYaCTKAMU
ceTyaTKH. boJjiee TeMHbIE KPY)KKH YKa3bIBAIOT KOJIOHKH, UCIBITHIBAFOIIIAE
BHelIHee cTumyiamupoBanue (da # 0). (6) Otkimk cuctemsl (5.1) Ha
CTUMYJIIPOBAHHUE JBYMsSI Pa3HBIMU OOBEKTaMHU (KaXIOMy OOBEKTY OT-
BEYAIOT TPU KOJIOHKH) IPU Pa3HOM B3aHMHOM IOJIOKEHHH 3TUX OO0BEK-
TOB. VI300paeHbl aBTOKOppeaMoHHas QyHKIMS (IIyHKTUPHAS JINHUS)
JUTSL KOJIOHKH ¢ HOMEPOM 1 M KpOocc-KOppeJisinuoHHast (GyHKIHUs (CILIONI-
Hasi JIMHKUS) MeX1y KojoHnkamu | u 2. BzauMHasi KoppeJisiiiust OCIUILIS-
TOPHOM AKTHBHOCTH [BYX TPYHNI KOJIOHOK OBICTPO CHAJAET IpH
BO3PACTAHMU YIJIOBOTO PACCTOSHHSI MEXIy CTHMYJIMPYIOLIMMH HX
obbekTamu [99].

Ovuenb OJMU3KKE pe3yIbTAThI OBLIN MOJIYYSHBI IPU UCCIIe-
nmoBanum napyroit moxaemm [102], mpencraBistoreit coboit
JIBYMEPHYIO PELIETKY HEHPOHHBIX OCIMILIATOPOB THIA Bii-
cona— KoBana ¢ Bo30yxkmaroleil 3ana3abIBatoiieil CBI3bl0
Mexay Onmxkaiiimmmu cocensimu (puc. 18a). Kaxwrii ame-
MEHT 3TOU PEIIeTKH ONUCHIBAETCSI YPABHEHUSIMH BUIA

(1) = —20% () — W[ (- 7] + 40 + (1),
100'(1) = —a'v'(f) + w"iF[v"(t — Tei)] +n'(1). (52)

3nech v¢(t) U v¥(¢) — XapaKTEPUCTUKU AKTUBHOCTH BO30YXK-
JAIOIUX U MOJABJISIIOLIMNX HEHPOHOB, 0. XapaKTepHu3yeT
BpeMsl peJaKkCalluy; T — CHHANTHYECKAs 3a/epKKa; w —
BEJIMYMHA CHHANTHYECKOU cBsi3u (w > 0); i°(f) — BHeIIHUIA
CTEMYJ (CBSI3aHHBIH C NMPHUCYTCTBUEM OOBEKTa B IIOJIC
3penusi) u y(f) — cnabblit Genblil Wym ¢ Agucmepcuei
V[n(t)] = B*t0/12, re f— ypoBeHb LiyMa, IPHUEM BBIIOJI-
HeHo ycyoBue (19 =~ 0,5 mc) < (T =~ 20 mc), rme T — nepuon

3T 3T 0
Bpems

Puc. 18. Tpu cBsi3aHHBIC IBYyMEPHBIE PEIIETKU OCIILIATOPOB Buicona —
Kosana: (a) cieBa — H300pa)keHHe TPEX COCETHUX 3JIEMEHTOB, IPUHAT-
JISKAIMX OJHON JBYMepHOU perieTke. M300pakeHbl BO30YKAArOIINE
(é), ”HrUOUTOPHBIE (&) 3JIEMEHTBI M BHEIITHUAE CTUMYJIBI (©). CHHXPOHU-
3anus KojieOaHuid (¢ HyseBbIM (Da30BBIM CIABHIOM) OOECIICUYMBACTCS
3aMa3/IbIBAIOIICH CHHANTHYECKOW CBSI3BIO KaXXJ0rO BO30YXKIAOLIETO
HEWpPOHA C COCEJHUMHU TOPMO3SIIMMHE (IyHKTHpHAas ynHus). CrpaBa —
M300pakeHNe COCETHMX UIEMEHTOB, NPHHAMJIEKAIIUX TPEM Pa3HBIM
peteTkaM THna (5.4). 3ama3pIBaroIast CBSI3b MEX/1y JIEMEHTAMHU Kpaii-
HUX peleTOK (IUTPUXOBAHHAS JIMHUS) OOECIIEYMBAET CUHXPOHU3ALHUIO C
TMOCTOSIHHBIM CABUTOM (ha3bl; (0) OTKIMK CUCTEMBI, COCTOSILEH U3 Tpex
CBSI3aHHBIX PEIIETOK Tuna (5.4), Ha CTUMYJIMPOBAHUE IBYMSI KOPOTKHUMH
00BEKTaMHU, MUMEIOLIMMH Pa3HbIe HANPABJICHHS BYDKCHUS WM OIHUM
JUIMHHBIM O0BEKTOM. I300pakeHbl aBTOKOPpENSIUOHHAS (YHKIHS
BHYTPH CeTMEHTOB (IIyHKTHPHAS JINHUS) U KPOCC-KOPPEJISIIHOHHAS (PyHK-
LS MEXJ1y CerMEHTaMH (CILJIOLIHAS JIMHUS) PEIIETOK, UCIIBIThIBAIOIINX
BHEIIIHEE CTUMYJIMPOBAHUE. XOPOIIO BUIHO, YTO UMEET MECTO CHJIbHAS
B3aUMHasl KOPPesus KoJeOaHUi IPU CTUMYJIMPOBAHUU OJTHUM OObEK-
TOM, U TIOYTHU HET KOPPEJISIMU [IPU CTUMYJIMPOBAHUU IBYMS OO BEKTAMH,
JIBUKYLIMMHUCS B IPOTUBOIOJIOKHBIX HalIpasiieHusx [102].

TUMHAYHBIX OCHMJUISIUNA. DYHKINS CHHANTHYECKON CBSI3U
umeeT Bu pyHknmuu depmu

1
Flo(0)] exp{a[@ —v(1)]} +1°
TJIe 0 XapaKTepu3yeT ee HaKJIoH, a @ — mopor. Hanomunwm,
410 cucteMa (5.2) (paKTUUECKH OMMChIBACT HE OJUH HEHPOH, a
LEJIYIO TOMYJISIIUI0 HEMPOHOB C CHUJIBHBIMU BHYTPEHHUMU
B3aMMHBIMU CBSI35IMHU (CM., Hapumep, [103]).

B nBymMepHOIl perieTke, 0 KOTOPOU UIIET peub, KaX bl
BO30YXKIAFOIIMIA 3JIEMEHT vﬁ CHHANTUYECKU CBSI3aH C COCE/I-
HUMH BOCCMbIO HMHTHOUTOPHBIMH OJIEMEHTAMA Uy 1y -
Taxum 06pa3oMm, OJTHASI MOJIENTb 3ATIHCHIBACTCS B hopMe

dUIL; e, e ie i ie e e
T — - = —a‘vp(t) —w F[vj,(t -1 )] +i5(t) +n°(0)+

dt
+ Z n’f"'F[v]-",,,(t -],

j'=i*1
I'=l+1

(5.3)

dvf, o i i i
19 — = = —a'vy(1) + wF[vi(t = t)] +n'(0)+

dr
+ Z nf’T[pﬁ,(t —t].

=il
=11

(5.4)
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3nech CMHANTHYECKas CBSI3b W) HPEANOJaraeTcss U30TpOI-
Ho#. B [102] mpoBoAMINCH KOMIIBIOTEPHBIE 3KCIIEPUMEHTHI €
MoJ00HOM pelIeTKoN, a TakXke C PelieTKoi, B KOTOpOu
3JIEeMEHTBI ObUIM CBSI3aHBI HE TOJIBKO C BOCEMbIO OJHXKaii-
IIUMH COCEASMHU, HO U C coceAsMu HuX coceneu. Ilpm
CTUMYJUPOBAHUM OJAHOH Tpynmsl HeiipoHos (i # 0,
J1 <j <, | <1< L) nocnennue Bo30yXKAaIMCh U JIEMOH-
CTPUPOBAIM CHHXPOHHBIE KoneOanus. [lpu ctumymupoBa-
HUH IBYX TPOCTPAHCTBEHHO Pa3/IeIeHHBIX TPYI KOJIeOaHuUs
ObLTH CMHXPOHHBI BHYTPU KXKOW Tpynnbl. OTHAKO MEXIY
rpynmnaMm koJiebaHusi ObLIM CABUHYTBHI MO (ase, mMpHueM
pasHocTh (a3 yMeHbIIAJACh IPH YMEHBIICHUN PACCTOSHUS
MEXIy TPYIIIAMH B PEILEeTKe.

Monenb (5.4) MOXET CIIYXUTb CTPYKTYPHOU eIWMHUIICH
1t Oosiee cnoxHbIX Mozeneld. Hanpumep, B [104] paccmart-
pUBajlach CHCTEMa TpeX CBS3aHHBIX peweTok Buaa (5.4)
kaxnas (puc. 18a). Ilpeamosaranoch, YTO 3THU PEUICTKU
AMEIOT Pa3JInUHble OPUEHTAIMOHHBIE MPEANOYTEHUSI OTHO-
CHUTEJIbHO HAMpPABJICHUS [BIKCHUSI CTUMYJUPYIOLIETO
0o0bekTa. [IBe pereTkn OTBeYad HAIPABJICHUSIM JTBUKEHHS
BIIEpe]] M Ha3all, a TPEThbsl HE UMeJa OPUEHTAIMOHHOTO
npeanouTeHus (HeWTpanbHas pemietka). Ha puc. 186 nmoka-
3aHa CBSI3b MEX/1y COCETHUMHU 3JIEMEHTAMU B OJTHOM peleTke
(cmeBa) M MeXIy OdJIEMEHTAMH TpEX pPa3HBIX PEIIeTOK
(cmpaBa). 3ameTHM, YTO €CIM 3ama3dbIBAoOINasi CBSI3b OT
BO30YXIAIOIIET0 HEHpOHA K COCETHEMY ITOJABIISIFOILEMY
SIBJISIETCS CHHXPOHU3YIOIIEH, TO Takas e CBs3b MEXIy
COCEIHUMHU BO30OYXXIAIOIUMU HEHPOHAMH MHPHUBOIUT K
JIECHHXPOHU3AIUHU KOJIeOAHUI B HEPBHBIX KieTkax [104].

OCHOBHO# pe3yJIbTAT UCCIIEIOBAHUS TOW TPEXCIONHOMN
MOJeJIX COCTOUT B cieayrowmeM (puc. 188). Ilpu crumynupo-
BaHUU ABYMSI OOBEKTAMH, IBHXKYIIIMMUCS B OJTHOM HAIpaB-
JeHnn (M tem OoJiee OJHUM HPOTSDKEHHBIM OOBEKTOM),
KoJie0aHusl, BO30YXK/ICHHBIE B OHOM M3 PEIIETOK (OTBEYArO-
el BBIOPAHHOMY HANPABJICHUIO JBHXXCHHS OOBEKTOB),
OBLTM CHHXPOHHBI. DTOT CIy4ail MOJIHOCTBHIO COBIAJAET C
paccMOTpeHHBIM BbIie. Hao6opoT, mpu cTUMYINPOBAHUN
CHUCTEMBI ABYMSI OOBEKTAMM, IBYKYIIUMUCS B TPOTUBOIO-
JIOXKHBIX HAIpaBJIEHUSX, KoJIeOaHs BO30YXKAAINUCh B 00eux
peleTKax, mpuieM OCHMJUIATOPH B PAa3HBIX CIOSIX JEMOH-
CTPUPOBAJIM B3aUMHO HECHHXPOHHBIC KOJicOaHUsI. DTH pe-
3yJIbTATHI KAYECTBEHHO MPABIJIBHO MOJIEIUPYIOT HAOJFOIe-
HUSl 110 CHHXPOHU3AIUU aKTUBHOCTH HAa KOpE TOJIOBHOTO
Mo3ra Kok [89].

PaccmoTtpennbie Boiie Mojenu (5.1)—(5.4) (cMm. Takxke
OJm3kme pe3ysibTaThl B pabotax [105, 106]) ieMOHCTpUPYIOT
OJWH W3 BO3MOXHBIX IyTeW pelieHusl IBYX MpoOJeM 3pH-
TEJILHOT'O BOCHPHUSTHSI: pa3/ieieHuss 0ObeKTOB OJHON 3pH-
TEJILHOW CIIEHBI MO UX MPOCTPAHCTBEHHOMY ITOJIOXEHHUIO U
paszgeneHuss OOBEKTOB, MMEIOLIUX pas3Hble HAIpPaBJICHUS
nBuxkeHus. IlepByto 3 3TUX mpoOJieM YCHEIIHO pelaeT
€MHCTBEHHAS PEIIeTKa OCHILIATOPOB, JIOKAJIBHO CBSI3aH-
HBIX Jpyr ¢ apyrom. Kaxxgomy 3JeMEHTy 3TOW pelieTKd
OTBEYACT OMNpPEJICIICHHBIA YIaCTOK CETYATKH, MPU CTUMYJIH-
POBaHUK KOTOPOTO 3JIEMEHT (HEWPOH HJTU TPYIIIa HEHPOHOB)
OPOSIBJISIET  OCHMJUISITOPHYRO aKTHBHOCTh. CHHXPOHHBIE
kosiebaHus (¢ HyJeBbIM (ha30BBIM CABUTOM) MEXIY MpPO-
CTPAHCTBEHHO pa3eSIeHHBIMH 3JIEMEHTAMHU O3HAYAIOT, YTO
9THU JIEMEHTBI CTUMYJUPYIOTCS OAHAM 0O0BekToM. Haobo-
pOT, 4eM OOoJIbIIe Pa3HOCTH (a3 KoJIeOaHUA MeXTy dJIeMEH-
TaMU pEILeTKU, TeM 0oJiee pa3/ieIeHHbIMU B IPOCTPAHCTBE
cJIeyeT MPeanoIaraTb CTUMYJIMPYIOIINE UX OOBEKTHI.

Paznmenuth pasnuvHble OOBEKTHI OJHON 3PUTEILHOM
CIICHBI, B IPUHIIATIE, MOXXHO, AHAJIM3UPYS TOJBKO IPOCTPaH-

CTBEHHOE TOJIOKEHHE aKTUBHBIX (OCHMJUIMPYFOIINX) U T1ac-
CHUBHBIX HEHPOHOB, T.e. HE3ABUCHMMO OT pa3HocTH (a3 ux
kosiebanuii. OJTHAKO CYIIECTBEHHO, YTO CHHXPOHHASI aKTUB-
HOCTb [IBYX NIPOCTPAHCTBEHHO pAa3/eJIEHHbIX HEWPOHOB
MO3BOJISIET UACHTUGUIIMPOBATH UX CBS3b C OJTHUM OOBEKTOM
HETIOCPEACTBEHHO, T.€. HE MCCJIENys] COCTOSIHME HEHPOHOB,
PACIOJIOXEHHBIX MEXIY HUMH.

Jtst perieHnst 00eMx yKa3aHHBIX BBIIIE MPOOJEM BOC-
OPUSITHSL 3pUTENBHBIX OOBEKTOB HEOOXOIMMO paccMaTpH-
BATb yXe HE OJIHY, a IIEJIYI0 CUCTEMY PELIETOK (MUJIU LIETIOYKY)
OCHUJIIATOPOB, CBSI3AHHBIX (IO BEPTUKAJIH) IPYT C IPYTOM.
Kaxpgas peleTka IOJDKHA UMETb CBOE OPUEHTAIIMOHHOE
IPEINOYTEHUE, TPUIEM COCEIHUE TEMEHTHI JBYX PEILETOK
CBSI3BIBAIOT C OJHAUM M TE€M Xe€ DJJIEMEHTOM CeTUYATKH.
Hanpumep, B paccmoTpenHo# BhItIe paboTte [99] uccneqona-
JIach CHUCTEMa M3 BOCBMH 3JIEMEHTOB, MMEIOIIUX pa3HbIC
OPHMEHTAIIMOHHbIE TMpeanoYTeHus. [Ipu 3ToM Kaxxablid 31e-
MEHT IPEICTaBIISI cO00H OJHOMEPHYIO LIEMOYKY, T.€. pac-
CMATPUBAJIMCh OJIHOMEpHBIC 3pUTEIbHBbIC CleHbl. B [104]
MO/JIEIMPOBAIUCH ABYMEPHBIE 3PUTENbHBIE TOJISA, HO y4H-
TBIBAJIMCH TOJIBKO [1BA PA3JIMYHBIX TUIA OPHEHTAIMOHHBIX
MpeANnOYTeHUH (BIepe/1 NI Ha3a).

CHHXpOHHAS OCHMJUIATOPHAS AKTUBHOCTH I'PYII HEUpO-
HOB HECKOJIBKHX COCETHHX CJIO€B O3HAYAEeT, YTO B KaYeCTBE
BHEIIIHETO CTUMYJA BBICTYNAET EIMHCTBEHHBIA OOBEKT,
JBUOKYIIUICS B OIpPENeJIEHHOM HAIpPaBJICHUH, OJIM3KOM K
OPHEHTAIIMOHHBIM MPEANIOYTEHUSIM 3TUX cjioeB. 13 Hammumst
IIOCTOSIHHOTO caBura (a3 koJieOaHuit Mexay cJIosiMu clie-
JIyeT, YTO 3pUTENIbHAS CIIEHA COAEPXKUT HECKOJIbKO OOBEK-
TOB, ABIDKYLIMXCS B PA3HBIX HANIPABJICHUSX. Takue 0ObEKTHI
yIAeTCsl Pa3leuTh, OaXe €eCIW HUX MPOCTPAHCTBEHHBIE
MIOJIOKEHUS OJIN3KH VJIA COBIIAIAFOT.

B 3axiroueHue moguUepKHEM, UTO TOJIHAS TpeXMepHast
MOJie/lb, YYUTBHIBAIOIIASl KaK IBYMEPHOCTb 3pUTEIbHOMN
CIICHBI (peIIeTKU OCUUJUISATOPOB), TAK U Pa3JIMYHbIC HAMIPAB-
JIeHUsl ABWDKEHUSI BHEUTHUX OOBEKTOB (M3MEHEHHE OPUEHTa-
OUOHHOTO TPEANOYTEHHs] MPH Tepexo/le OT OMHOTO CIOS
pELIETKH K OPYrOMYy), PelIaeT He OAHY, & Cpa3y HECKOJIbKO
Mpo0OJIeM 3PUTENIbHOTO BOCIPUSTHS M MO3TOMY MpelcTa-
BJISIET HECOMHEHHBI uHTepec. [lo-Buammomy, Haumbosee
MPUHUUNHAAILHEL B MOJOOHBIX MOJENSX HE OCOOEHHOCTH
WHAUBUAYAJIbHOW TUHAMUKU HEUPOHOB, & CTPYKTYypa CBsI3E
MEX/Ty HUMU.

5.4. T'noGanbHasi KOHKYpPeHIUsI

U JIOKQJIbHAS CHHXPOHH3ALMSs

WUrak, cuaxpoHn3anus HEHPOHHONU aKTUBHOCTU B KOpPE MpH
BHEIITHEM CTUMYJIMPOBAHUM BKJIIOYAET JBA HEOOXOMUMBIX
Tporecca: CHHXpPOHHU3AIUIO (C HYJIEBBIM (Da30BBIM CIIBUTOM)
HEWPOHOB, OTBEYAIOIINX OJHOMY OOBEKTY, M JECHHXPOHHU3A-
M0 TPYNI HEWPOHOB, XpaHSAIIMX M 00pabaThIBAOIIMX
nH(OPMAIIHNIO O pa3HbIX 00bekTax. TakuM 00pa3oMm, eciiu B
10JIe 3pEeHUs] HAaXOAUTCS HECKOJIBKO OOBEKTOB, TO KaXKIOMY
73 HUX B KOPE OTBEYAIOT CBOM TPYIIbI CHHXPOHU30BAHHBIX
HEWpoHOB. ['pymIbl ke, OTBEYAIOIIUE Pa3HBIM OOBEKTAM,
OCLMJUIUPYIOT He3aBUCUMO. OJTHAKO HE3aBUCUMOCTD elIlie He
O03HA4aeT HECUHXPOHHOCTH — (a3bl KOJICOaAHUIl B pa3HBIX
Ipymmax ciliydalHO MOTYT OKa3aThCsl OJNM3KUMHU. BBumy
MHOXECTBEHHOCTH 00BEKTOB, OJTHOBPEMEHHO CTUMYJIUPYIO-
IIUX CETYATKY, BEPOSTHOCTh TAKOTO CIIyYaifHOTO COBHAaje-
HUsl OyneTr poctatoyHo Oousblnoil. Kpome Toro, nHamuuue
LIYMOB 1 KOHEYHOCTh BPEMEHH, 3aTPAYNBAEMOI0 Ha PACIIO3-
HaBaHUE OOBEKTOB, TPEOYIOT JOMYCTUTh Pa30dpoc mapamer-
pOB KoJIeOaHWil BHYTpH TPYIIBI, OTBEYAIOIICH OJHOMY
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00bekTy. SIcHO, YTO MpHU3HAKHU, OTBEYAIOLIHME OJHOMY
O0BEKTY, JOJDKHBI CBSI3BIBATBHCS, JAXKe €CIH KOoJIeOaHHS
COOTBETCTBYIOIINX HEHPOHOB HE BIIOJHE CHHXPOHHBL. DTO
eme OoJiee YBETMYMBAET BEPOSITHOCTH COBMAICHHS Kojeba-
HUU B pa3HbIX rpynmnax. Takum oGpa3oM, MpoIecc pacmnos-
HaBaHMs 00pa30B MOXET JaBaTh cobou. OHAKO B AECHCTBH-
TEJILHOCTH 3TO MPOUCXOIUT JOBOJILHO PEIKO (MJLIIO3MN), U,
CJIeIOBATEIBHO, CYIIECTBYET MEXaHU3M, O0ECHeUnBarOIIHIA
YCTOHYMBYIO NECHHXPOHM3AIMIO KOJIeOaHUA Tpymi HeWpo-
HOB, OTBEYAIOIIMX Pa3HBIM 00BEKTaM. TakuM MeXaHH3MOM
MOXET OBbITH I'J100aJIbHASI KOHKYPEHIUs KoJieOaHui MexIy
TpyNIaMH JIOKAJIbHO CHHXPOHM30BAaHHBIX HelpoHoB [107,
108].

B [107] npennoxena mMozesib HEWPOHHOU CETH, peaJiu-
3yHOIIAs 3TOT MEXaHU3M:

%= 3% — ] + 2= ik + L+ S (5.52)
. X
Vi=e [V(l + tanh F) - y,} , (5.56)
Z=d(0y —Z), (5.58)
Si= > WikSso(xe, Ox) — W2Su(Z,0x) (5.51)
keN(i)
1
Seo(x,0) = (5.5m)

1+exp[—K(x—0)]

Vpasuenus (5.5a, 6) ONUCHLIBAIOT IMHAMUKY BO30YX1ar0-
mux (x;) ¥ TopMo3sAuX (;) KJIeTok. YpasHeHue (5.5B)
XapakTepu3yeT aKTUBHOCTH IJ100ajbHOro HHrubuTopa (7).
Haxkonen, (5.5r,1) OnuCHIBatOT CBS3b MEXIYy HEHpoHamu,
(dbopmupyrommumu pemietky (puc. 19a). 3mech B — rayccos
1yM; I; — BHEIIHHUNA CTUMYJL; Wy, U W, — CHHAIITUYECKHE Beca
MeXIy i-M u k-M ocmmuisiTopamu (W) U MEXIY ria00ajib-
HBIM MHTHOMTOPOM M OCTaJIbHOM pereTkoit (w,); MHOXe-
cTBO N(i) omuchIBaeT d4eThIpe OMIDKAWIIMX cocela i-ro
Helipona. B ypaBuenun (5.58B) o, =0, ecmu x; < O, 1y
Bcex i, 1 ¢ = 1, ecnt x; > O, 10 KpaliHell Mepe 11 OJHOTO
ocruiAaTopa; @., — mopor. Ecin akTUBHOCTD BCEX OCITHII-
JISTOPOB HWXKE TMOpOra, TO TJIO0ANbHBIA HMHTHOUTOpD HE
BO30OYXJeH, cienoBaTeabHo, Z — 0 W  OCHUJUISITOPHI
perreTku He TopMo3siTcs. MHaue, eciin akTHBHOCTH XOTs OBl
OJIHOTO OCIIILISITOpa BBIIE mopora @, To Z — 1 u Bce
OCHIJIISITOPBI PEIIETKH TOPMO3SITCSI.

Cpeau ocobenHoctelt Mmomenn (5.5) cieayeT BBIACTUTH
JIOKaJIbHYIO BO30YXKIAIOIIYIO CBSI3b U TJI00ATHHYIO HHTUOH-
TOPHYIO OOPATHYIO CBSI3b, JICCHHXPOHU3YIOUIYIO TPYIIIBI
OCHUJUISITOPOB, OTOOPaXAIOMMX HHPOPMAIMIO O PAa3HBIX
00BbeKTax.

YyceHHOE MOJICIMPOBAHUE 3TOW CHUCTEMBI MOKA3alo,
YTO KQXKJIOMY M3 IPOCTPAHCTBEHHO Pa3eJICHHBIX OOBEKTOB
(cosanie, AepeBo u ropa Ha puc. 196 [107]), mocTynarommx Ha
BX0J (repemenHas /;) cuctemsl (5.5), oTBE4aeT CBOS Irpymnna
CHHXPOHM30BAHHBIX OCHMLIATOPOB. CyIECTBEHHO, 4YTO
KoJIeOaHMs B Pa3HBIX IPYMIAX JECUHXPOHU30BAHBI U HMECIOT
YCTOWYMBBINA B3aUMHBIN cABur ¢a3 (puc. 198). OnucanHbie
BEIIIIE OCOOEHHOCTH 00CYKIaeMOW MOJIENIH B 3HAUNTEILHON
CTETEeHN COTJIACYIOTCS ¢ JaHHBIMHU Helipodmsmonoruu. Kak
yXkKe OTMEYANoCh, JaTepaibubiii (uim "cocen ¢ cocemom")
XapakTep CBS3M MEXIy IpyNIaMd HEHPOHOB THIIMYCH IS
CTPYKTYPBI KOpBL. Tamamyc (Yy4acTOK HOIKOPKH, OTBET-
CTBEHHBII1 3a TIEPBUYHYIO 00PAOOTKY 3pUTEIbHOM HHPOPMA-
[IUH) BO3MEHCTBYET cpa3y Ha 3HAYHTEIHLHYIO YacTh KOPBI,

a

seese
ceese
ces e
ses e
. .
. ses e .
. .
seese

Puc. 19. (a) ApxuTekTypa IByMEpPHOW HEHPOHHOW CETH C OJIMIKHUM
B3aMMOJICHCTBIHEM MEXJIy €€ dJIeMEeHTaMHu (o) U II06aJIbHOI CBSI3bIO C
uHrubuTOpoM (e). (6) 3putespHas CleHa ¢ TpeMst 00bEKTaMH (COJIHIEM
(1), nepeBoM (2) u ropoii (3)), HCIIOJIB30BaHHAS AJISI CTUMYJIHPOBAHHUS
cucteMsl (5.5). (B) Bpemennast 3aBucumMocTb KoJyieOaHMil B KaXIOM U3
CErMEHTOB PEIIETKH, OTBEYAIOIINX PA3HBIM CTHMYJIMPYIOIINM O0BeK-
taM. Kosiebanust Bcex HEHPOHOB B IpeJeiax OJHOTO CErMEHTa MOYTH
CHHXPOHHBI, B TO BPeMsI KaK MKy Pa3HBIMH CETMEHTAMH CYIIECTBYET
MOCTOSsIHHBIIA cBur ¢as [107].

urpasi B HEKOTOPBIX CIy4asiX PoJib Ij100aJIbHOIO HHTUOH-
Topa.

EcrectBenHo, uro moxenpb (5.5) pemraer JMuib OAHY
3aJauy — 3aJa4y CerMEHTAlUW, HO HUKAaK He MPOSICHSET
npo6sieMy 00beTMHEHU S TPU3HAKOB B €/IMHBIN 00pas3.

IITaroM MMEHHO B YKa3aHHOM HAIIPaBJICHUU SIBJISIETCS
Moelb, peasioxernHas B [109]. Ee cTrpykTypHOU equHUIICH
SIBJISIETCSL yXKe Iieflas peleTka OCHILIATOPOB THma Bui-
cona—Kosana. [ToiHas cucrema coOCTOUT U3 ABYX PEILIETOK
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U UMECT BU

dmi, k k k ik
TZ' = —}/nl.’2 + F(Al’nl_z - Bm112 - @E - brl,z + 11,2) ’
drlk_z 1 k k

a (E B 1)"1,2 MECEE
dm!

d;-l = —mj, + F(CMy, — Dm{, — @' —mj,). (5.6)

3nech MHAEKCH | M 2 OTHOCSATCS K NEepBOH M BTOPOH
peleTkaM COOTBETCTBEHHO; K — HOMEp OCHHJLIATOpa B
pewetke; M = >, mfy; F— dynkuus ®epmu (5.3); mf,
u m{‘ , — TIEpEMEHHBIE, ONICHIBAIOIINE AKTHBHOCTH MHIHOH-
TOPHO ¥ k-1 9KCAUTOPHOM KJIETOK (TPYIII KJIETOK) COOTBET-
crenno; O u @F — noporosble 3Havenns (MOCTOSHHBIE)
JUISL 9KCAUTOPHBIX U UHTUOUTOPHBIX HEHpOHOB. OcOOEHHO-
CTH 3TOM MOJIEJIU 3aKJIFOYAIOTCs B ClieayroiieM: 1) moporo-
BBIC 3HAYEHUS NIl SKCAUTOPHBIX HEHPOHOB COAEPKAT KaK
nocrostuyto (@F), tak u nepemennyio (—brf,) xommo-
HEHTBI; 2) KaXkaas U3 JBYX PeLIeTOK BKJIIoYaeT N KcailTop-
HBIX HEHPOHOB M TOJILKO OJWH MHTUOUTOPHBIA. Takum
o0pa3zoM, Kaxjaasi U3 PELIEeTOK CONEPXKUT TI00abHbIN
MHTHOUTOP, KOTOPBIA MOJKEH 00eCHeYNTh KOHKYPEHIIHIO
cpenu aHcamOuieil HepOHOB, BO30YXIAeMbIX pPa3HBIMU
0ObeKTaMu.

Ipu otcyTcTBUM cBsizelt Mexay pemerkamu (A = 0)
cuctema (5.6) BemeT cebs MOJAOOHO PACCMOTPEHHOU BBIIIIC
mopesu (5.5). OqHOBpEeMEHHO MOCTYMAOIINEe HA €€ BXOJI
(mepemMeHHBIE i{"2) OOBEKTHI PA3MICISIOTCS BO BPEMEHHBIX
CepusiX, T.e. OTBEYAIOIUME UM AHCAMOIIM CHHXPOHH3OBAH-
HBIX OCHUJUISITOPOB HMMEIOT CIOBUTH (a3bl IpYr OTHOCH-
TEeJIbHO ApYra.

Ipennonaraercsi, 4To mpu Hajgmuuu cBsizu (A # 0) mBe
PelIeTKU OTMCHIBAIOT pa3Hble MPU3HAKHU (Hampumep, Gpopmy
7 1IBET) OOBEKTOB, KOTOPBIE MOMAOTCS HA BXOJI CUCTEMBI B
CMeIIaHHOM BuJIe. JJIsl KOPPEKTHOTO CBSI3BIBAHUS MPU3HA-
KOB OJHOI'0 00BbEKTA UCTIOJIb3YETCs ClleAytolas HHTepecHas
uaes. bynem cuutath, YTO BCE CUTHAJIBI, OCTYNAIOLIME HA
BXOJ cHucTeMbl (5.6) colaepXaT IIyMOBbIE KOMIOHEHTBHI,
OpUYeM MOCJIEHUE KOPPETUPOBAHBI APYr C APYroM IS
CHTHAJIOB, COAEPIKAIINX pa3HbIe IPU3HAKA OJHOTO OOBEKTa
7 He KOPPETNPOBAHBI IJIs1 pa3HBIX 00BekTOB. M Tak,

i*(1) = 0,1 +0,1[p"(1) - 0,5] , (5.7)

rae p* — cyvaitnas Bermunna B natepsase (0,1) u if, = i,
T.€. OJIMHAKOBBI CUTHAI MCHIOJIL3YETCS JIJISl PA3HBIX ATpHOY-
TOB OJTHOTO OOBEKTA.

UucnenHoe MoaenupoBanue cucteMsl (5.6), (5.7) moka-
3aJ10, YTO HOCJIE KOPOTKOTO MEPEXOTHOrO MPOLECCca IPYIIIIbI
OCLMJUISITOPOB, TNPUHAJIEKAIIUE PA3HBIM peLIeTKaM U
ONMCBHIBAIOINE DAa3HbIe TPU3HAKH OIHOTO OOBEKTA,
B3aUMHO CHHXpOHU3YyIoTcs (puc. 20). B To e BpeMst Mexay
IPYIIIAMU OCIUAJUISITOPOB, OTBEYAIOIINX Pa3HBIM 00BEKTAM,
YCTaHABJIMBAETCS TIOCTOSTHHASI pa3HOCTD ¢a3. Takum obpa-
30M, JiaHHasi MOJieJib pelaet (B mpocteiieit gpopme) obe
3374l — CEIMEHTAIMUd MPHU3HAKOB M WX CBS3BIBAHUS.
3aMeTuM, 4YTO POJIb IIIyMa B IOJTOOHBIX MOJEIISX HE OTPaHU-
yuBaeTcs mpobiiemoii cesi3piBanms. lllym Takke yBeIMunBaeT
YHUCIO OOBEKTOB, KOTOPBIE MOTYT OBITh CErMEHTHPOBAHBI
omHOBpeMeHHo. IToceiHee HAIILTO MOATBEPXKICHHE B pabo-
tax [109, 116]. JoGaBum, 4TO, Kak CjeayeT M3 aHaJU3a
pPacCMOTPEHHOW MOJIENH, MPH BO3PACTAHUM YUCTA OOBEK-
TOB, OJTHOBPEMEHHO IMOCTYNAIOIINX HA BXOJ, PACTET BEPOSIT-

0 50 100 150 t

Puc. 20. 3aBUCHUMOCTbh OT BPEMEHHU OCIMJUIITOPHON aKTUBHOCTU B JIBYX
rpynnax (CIUIONIHASL ¥ MyHKTUPHAS JIMHUM) BO30YXIAIOIIUX HEHPOHOB
NIPH CTUMYJIMPOBAHUU cUCTeMBI (5.6), (5.7) AByMs pa3HbIMH OOBEKTAMHU.
I TpuxmyHKTHpHAS JIUHASI H300paxkaeT aKTUBHOCTb HEUHPOHOB, HE UCIIbI-
THIBAIOIMX cTUMyJpoBanus. Ciiydam a ¥ O OTBEYAIOT peEIIEeTKaM,
OIMCHIBAIOIINM Pa3HbIe IPU3HAKN 0OBEKTOB (Hanpumep, GopMy U IBET).
B mpe/iestax kask10i peIIeTKH CyILIeCTBYET MOCTOSHHBIN CABHT (ha3 MExK Iy
KOJIeOaHUSMH HEHPOHOB, CTUMYJIMPOBAHHBIX Pa3HbIMU O0O0bekTamu. Of-
HAKO MEX/y IPyHIaMH HEHPOHOB, OTBEYAIOLIMME PA3HBIM HPH3HAKAM
(cocemHue peIIeTKH) OJHOT0 00BEKTa, CABUT (ha3 paBeH Hyrto [109].

HOCTb OIIMOOK — CHHXPOHU3YIOTCS TPYIIIBI OCHUJLISITOPOB,
OTBEUAIOIINE PAa3HBIM OOBEKTAM, YTO NMPUBOJMUT K HJLIIO-
3USIM.

B kxoune mpeapiayiiero pasnena obcyxkaanach AOCTa-
TOYHO oOmIasi TpexMepHash MOJEIb 3PUTENBHON KOPBI,
paboraroias ¢ TAKMMHU NpPU3HAKAMU OOBEKTOB, KaK Ieo-
METPUUECKOEe TOJIOKEHHE M HANpABJICHHE IBUKEHHUS. DTa
MOJIENIb XapaKTePU30BAJIACh JTOKAJIHHBIMH CBSI3IMH MEXIY
3JIEMEHTAMHU 1 00eCIIeYnBalia CHHXPOHU3AINIO OCIUILISITOP-
HOM aKTUBHOCTH BCEX HEMPOHOB, CBA3AHHBIX C KAXIbIM M3
OOBEKTOB 3PHUTEIIBHOW CIIEHBI. YUYHUTBIBAsl PACCMOTPEHHYIO
BBHIIIE POJIb TJIOOATHPHOTO HMHTHOMTOpa B oOecreueHun
MOCTOSIHHOTO caBura (a3 koJyiebaHuid MeXIy pa3HbIMU
rpynmnamMu Bo30YXKICHHBIX HEHPOHOB, CIIEAYET ITOMOJHUTH
PACCMOTPEHHYIO MOJEb 3PUTELHON KOpBI TJI00aTbHON
obpaTtHo# cBsa3bro. [Tocneansis OymeT obecneunBaTh HAJICK-
HOE pa3JiesieHne 00BEKTOB, IMEIOIINX Pa3Hble TeOMETpHYe-
CKHe KOOPJMHATHI B MPOCTPAHCTBE M PA3HBIC HANIPABJICHUS
JIBUXKEHWUSI.

MOXHO OTMETHUTh, YTO CHCTEMBI C JIOKAJILHON BO30YX-
Jaroleil U r100anbHOM TOPMO3SIIIEH CBSI3BIO MEXIY 3Jie-
MEHTaMH BCTPEYAIOTCS HE TOJBKO MPH MOJCIUPOBAHHUU
3pUTEIbHON KOpBI. Takas xe cuTyanus THIUYHA, HATIPH-
Mep, IS MHOTHX IIporieccoB (opmoobOpazoBanus. [1pun-
1 "JIOKaNIbHOrO BO3OYXKIAEHHS U TJIO0AJBLHOTO MOaBIIe-
HUsA" MCMOJIB3YETCS MPUPOIOi st GOPMUPOBAHUS YCTOM-
YUBLIX IMPOCTPAHCTBEHHBIX CTPYKTYp B  Pa3JIMYHBIX
BapUaHTax W Ha PAa3HBIX YPOBHSAX. DTO OJUH U3 OCHOBHBIX
MPUHIUIIOB HAYaJIbHOW cTaamu MopdoreHesa, rae poib
JIOKQJILHOTO BO30YXKICHUSI WrpaeT JIOKAJIbHBIN aBTOKATa-
3, a "nansHoAelcTBYONIEEe" MHTrHOMPOBAHUE MOXET OBITE
CBSI3aHO, HaIlpuMmep, ¢ ObicTpoit nuddy3ueit uHrnOMTOpA
[110]. AHAJIOTHYHBIM TPUHIIUI PEAJIU3YETCS U B MHOTOKOM-
MOHEHTHBIX XUMHUUECKHX peaknusix Tumna bemoycosa —YKabo-
THHCKOTO, U B IIPOIIECCaX Cerperanyy B KOJOHHSIX OakTepuit
mm ame6 [111, 112]. JIokaabHOE BO30YX)IeHUE (MU JIOKAJTh-
Hasi CHHXPOHM3AIIMs), MOJKPEIJICHHOE TJIO0AJIbHOW KOHKY-
peHIMEH, TPUBOAUT K POPMUPOBAHUIO YCTONYUBBIX JIOKAJTH-
30BaHHBIX CTPYKTYP ¥ B KoHBekIMu Pastes — benapa [113], u B
HEPaBHOBECHBIX ONTHUYECKUX cpenax [114].
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5.5. CunxpoHu3anusi 1 acCONMATHBHAS MAMSITH

IpobGiema BoctpusiTUs (3pUTEIBLHOTO, CIYXOBOTO U T.1.),
OYEBHU/THO, CBsI3aHa C MpoOJieMoii maMsaTu. OOBIYHO MAMSTH
pa3leIaIoT Ha KPATKOBPEMEHHYIO W JIOJITOBPEMEHHYIO.
IlepBas geiictByeT mopsiaka 10—20 MuH, mMocjie 4ero XpaHu-
Masi B Heil mHopmanusi TepsieTcs, eCiId B pe3yjbTare
Kakoro-Jimbo CTUMYJMpPOBAHUS (HATIPUMEDP, OCO3HAHHOU
KOHIICHTpAllM BHUMAaHUs) He OyIeT mepeBelleHa B HOJITO-
BpEMEHHYIO MaMsATh. Kak yxke yIOMHHAJIOCh, B COOTBET-
CTBUU C OJHOU U3 PACIPOCTPAHEHHBIX THIIOTE3 (CM., HAMIPH-
mep, [115]) MexaHuU3M TOJATOBPEMEHHON MaMSITH 3aKJIFO-
YaeTCsl B CTPYKTYPHBIX U3MEHEHMSIX CHHANITHYECKUX CBSI3EH
MEXIy HepoHamMu. 3allOMHHAHHME )€ KPATKOBPEMEHHOU
MaMsTBIO CBSI3aHO C (HOPMHUPOBAHMEM METACTAOMIBHBIX
CTPYKTYp HEHPOHHOU aKTUBHOCTH. DTO MOTYT OBITh, HAIIPH-
Mep, TPYIIbl CHHXPOHU30BAHHBIX JIPYT C IPYrOM HEHPOHOB.
B pamkax mogoOHBIX Mojeiell pa3IM4yHbIM oOpaszaM,
XPaHSAIIIMCSI B KPATKOBPEMEHHON NaMSITH, COOTBETCTBYIOT
pa3Hble MATTEPHbI CHHXPOHU3AIUU B HEHPOHHOU CETH.
IIpeamnonaraercs, 4TO COCTOSIHAE CETH 3aBUCUT OT apaMeT-
pPOB, XapakTEepHOE BpeMsl M3MEHEHHSI KOTOPBIX MOPSIKA
BpEMEHU KpaTKoBpeMeHHo! mamsitu. ITo ucreyenun 3toro
BpEeMEHM HEHPOHHAsl CeThb NEPEXOJUT B HEBO3OYXICHHOE
cocTosiHue M MHQOpMAIHUs TepsieTcsl, €CIU TOTOJHUTEINb-
HBIIl CTUMYJl HE TEPEBOIUT BPEMEHHYIO CHHXPOHU3AIHIO
TPYIIBLl HEHPOHOB B TOCTOSIHHO JCWCTBYIOIIYEO 3a CYET
(bopMupoBaHHsI HOBBIX CHHANTHYECKUX cBsizeil. [Ipm aTom
METAacTabUIIbHOE COCTOSIHHE CETH TNEPEXOOUT B YCTONUM-
Boe — B ()a30BOM NPOCTPAHCTBE TUHAMUYECKON CHCTEMBI,
OTIMCBIBAIONIEH TOJITOBPEMEHHYIO MAMSITh, MOSBIISETCS €Ile
onuH aTTpakTtop. CyliecTBOBaHWE KOHEUHOHN 00JIacTH IpH-
TSDKEHHSI TAKHX aTTPAKTOPOB Ja€T BO3MOXHOCTH CHCTEME
pacro3HaBaTh HE TOJBKO HMICHTHYHBIA paHee 3alOMHCH-
HOMY 00pa3, HO U HECKOJIbKO UCKAXXCHHBIN MJIM HEMOJIHBIN.
B sToM 3akiirodaercst CBOMCTBO acCOIMATUBHOCTH OJIO-
BPEMEHHOHN MAMSITH.

Cyzasi 0 MMEIOIIMMCS 9KCIIEPHUMEHTAIBHBIM JTaHHBIM,
accoIMaTUBHAS MAMSTh He CIOCOOHA UCIIOIb30BATh Pa3JIny-
Hble (PyHKIMOHAIbHBIE KOMIIOHEHTHI 3aIIOMHEHHOTO O0BEK-
Ta B HOBBIX KOMOMHAIusX. JIro00# CIIOXHBIA OOBEKT 3am0-
MHHAETCS KaK eIMHOE 11€JI0€ U BOCCTAHABIUBAETCS JINOO BECh
00bexT, b0 HUyero. [ToaTomMy faxe 3pHUTEIbHBIE CICHHI,
KOTOpBIE COCTOST U3 OJMHAKOBBIX, HO TO-PA3HOMY PaCIIOJIO-
KEHHBIX 3JIEMEHTOB, 3aIIOMHHAIOTCSI HE3aBUCUMO.

Kak ynomMmuHa1och, Ipu BOCIPUSITUH JIFOOOTO CJI0KHOTO
00beKTa OTKIMK BO3HHMKAET Cpa3dy BO MHOTHX YYacTKax
KOpBI, OTBETCTBEHHBIX 3a OOpabOTKY pa3HBIX XapaKTepH-
CTHK 3TOro 00BeKkTa. DTO O3HAYAET, YTO M 3ATOMHHAETCS
00BeKT (MEHSIETCSI XapakTep CHHAITHYECKUX CBS3CH) IIeIIH-
KOM U cpa3y BO MHOTHX Y4acTKaX KOPbI FOJIOBHOTO MO3Ta.
WTak, 31ech BHOBb BO3HUKAET OOCY)XIABILIASCS BBILIE MPO-
OJjieMa: HEoO0XOIUMO, YTOOBI MPHU CTUMYJIUPOBAHUU CHH-
XPOHHBIE KOJIeOaHNS YCTAaHABIUBAJIICH CPA3y B HECKOJIBKUX
TpYIIax HEWPOHOB (OTBETCTBEHHBIX 3a Pa3Hble MPU3HAKU
OJTHOTO paHee 3aIIOMHEHHOTI'0 00BEKTa). DTU IpyMNIIbl HEHPO-
HOB JOJKHBI OTHOBPEMEHHO BO30YKAATHCSI IPU TOBTOPHOM
BOCIIpUSITUM OOBEKTA, TOXAECTBEHHOTO WJIHM OJIU3KOTO
(acconmaTHBHOCTH) K 3aIOMHEHHOMY. Momenu, mpeajarae-
MBblI€ JUTS pEIIeHHs] YKa3aHHON MpoOJeMbl, OJIM3KU K pac-
CMOTpPEHHBIM paHee (B paszgesax 5.3, 5.4). Onu, omHaxko,
UMEIOT PSS OCOOEHHOCTEH, MO3ITOMY OCTAaHOBHMCSI Ha
OJTHO¥ U3 HUX TTOAPOOHEe.

PaccmoTpum meliponnyro cets [116], amemenTamMu KOTO-
POIi SBIISIFOTCS] OCIIIJLIATOPHI TUIA Busicona — Kosana:

dx; Xi Xi i
= ——+FX{T,\-X 2o T,\-yG@) + S+ - H,} 7
dt Ty X y
dyi Yi Yi Xi
= Yyrp|l-1, 21,2,
ds r_‘,-+ { " y+ "

H,':OCJ”X,'(T)eXp[—ﬁ(l—T)] dt, i=1,...,N. (5.8)

0
3aech X; U y; — CpegHHE aKTUBHOCTHU i-X 3KCAUTOPHOU U
HHIMOMTOPHOHM IPYyNN KJIETOK COOTBETCTBEHHO, Fy  F) —
¢bynxuun Pepmiu (eMm. (5.3)) ¢ nocrossHEBIME O, 0, 1 Oy, 0,
COOTBETCTBEHHO; H; OMMCHIBAET 3aMa3/IbIBAIOIIEE CAMOTOP-
Moxenue; Qynkuus G(x)= (1 —p)x+nx*> 0<y<1)
BhIOpaHa JJIsl MOBBIIEHHUS! CTPYKTYPHOH yCTOMYMBOCTHU
cuctemsl (5.8) npu u3menenuu napamerpos. [lapameTpsr X
1 y UCHOJIb3YIOTCS U1l KOHTPOJISI CPEAHUX BEJIMUUH X; U ;.
IMepemenHnast [;(f) omuchIBaeT BHEIIHEE BO3JCHCTBUE U

S;(f) — BoO3mAeHCTBHE CO CTOPOHBI OCTAJBLHBIX HEHPOHOB
CeTH:
Si(r) = wikxe(1) (5.9)
k#i

/I Wjx — CHHATITHYECKHE BeCa.
. ogv eV

IMycte mmeeTcss p pasmuuHbBIX maTTepHOB: &' = [E]]1,

v=1,...,p. Kaxaplii TaKOH MATTEPH MOXHO PaCCMAaTPH-

BaTh KaK OJIHOMEPHYIO 3PUTEJIBHYIO CIIEHY, COCTOSIIYIO U3

KOHTPACTHBIX 00beKTOB (ToukHu ¢! = 1) 1 ona (£ = 0), T.c.

¢'=(1,1,1,1,1,1,1,0,0,0,0,0,0,0,0,0,0,0,1,0,...,0),
£ =1(0,0,0,0,0,0,1,1,1,1,1,1,1,0,0,0,0,0, 1,0, .., 0),
& =(1,0,0,0,0,0,0,0,0,0,0,0,1,1,1,1,1,1,1,0,...,0).

(5.10)

Jns 3anOMHHAHWUSI TAaKUX 3PUTEIBHBIX CIEH HEHpOHHOMN
CeThIO, cOoCTOSIIIEeH N3 N OCHMILIATOPOB, OyJaeM BBIOMpATH
CHJIy CHHANTHYECKOW CBSI3UM COTJIacCHO mpaBumiy Xebb0a,
ONpeAesISIoIEMY Wi Kak (pyHKLIUIO NEPEMHOXEHUS CTUMY-
JoB [30, 117]:

L\~ e
wi =S (E = a)(E - a).

v

(5.11)

TJIe @ — BEPOSITHOCTb TOTO, 4TO ¢; = | (OOBIYHO BHIOMpAIOT
a<0,2).

OCHOBHBIE Pe3yJIbTATHI MOJICJIUPOBAHUSI CUCTEMBI (5.8) —
(5.11) coctosr B creayrommeM [116]. Ecir Ha BXOI cCHCTEMBI
HOJAeTCs NATTePH ¢, COBIAJAOIIMI IIOUTH BO BCEX TOUKAX C
OJIHUM U3 TATTEPHOB &', COXpaHEHHBIX B CHUCTEME, T.€.
I =&, 0 < ¢ <1, To Bce HelfpoHbI, Ul KOTOPBIX &) = 1,
BO30YXKIAIOTCA U OCHMJUIUPYIOT B (pase APYr ¢ APYrom.
OcraJibHbIe HEUPOHBI OCTAFOTCS B HEBO30YKIEHHOM COCTOSI-
Hun. TakuM oOpa3oMm, cucTeMa JEeMOHCTPUPYET Ha BBIXOJIE
paHee COXpaHEHHYIO 3pHuTeNIbHYIO ciieny &', ITycTh Teneph Ha
BXOJI TIOAETCS CyNEPIO3HIMSI TPEX MaTTepHOB &, &2, &3,
OJIM3KKX K paHee 3alIOMHEHHBIM CTpYKTypam (5.10), T.e.

I=¢(1,0,1,1,1,1,1,0,1,1,1,1,1,0,1,1,1,1,1,0,...,0).

3aMeTUM, YTO BXOJHOUW CUTHAJ OyJeT TOYHO OTBEYATh
cynepno3unuu (5.10), ecnu nonoxkuts I =Ig = Ij4 = 1.
IIpy TakOM CTUMYJIMPOBAHWHA B CHCTEME BO30YXKIAIOTCS
TPH TPYIIBI CHHXPOHHO OCIHJUIMPYIOIIUX HEHPOHOB, OTBE-
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YAIOIIUX TPEeM MOCTYIUBIINM Ha BXOJ natTepHaM. Kaxapiit
MaTTepH TOYHO COBHAJaeT C paHee 3allOMHEHHBIM, T.e.
ommbKa BXOJHOTO curHaja ucnpasieHa. CyniecTBeHHO, YTO
MEXIy TPyNIaMi HeHPOHOB, OTBEYAIOIIMMH PAa3HBIM MAT-
TepHaM (3PUTEJLHBIM CIIEHAM), COXPAHSETCS MOCTOSHHAS
pa3HocTh (a3. Takum 0O6pa3oM, B KaKIblii MOMEHT Bpe-
MEHH TOJIbKO OJHA TPYIINa HEMPOHOB MMEET MAKCUMAJIbHYIO
akTuBHOCTB. CriemoBaTenbHO, cuctema (5.8)—(5.11) pasme-
JISIET 3pUTEJIbHBIE CIIEHBI, TOCTYIAOIINE HA BXOJI, U IEMOH-
CTpUpYeT UX HNPYr 3a APYroM B TOM CiIyyae, €Clid OHU
COBMAJAIOT WJI OJIM3KU K 3PUTEIHHBIM CIICHAM, OTPaKEH-
HBIM B CHHAIITHMYECKUX CBS3SIX MEXIy HelipoHamu, T.e.
3alIOMHEHHBIM paHee HEHPOHHOU ceThto. OTMETUM TaKXKe,
9TO MPEJIOKEHHAS] MOJIENIb YCHENTHO paboTaeT U B clyvae
YACTHYHOTO TEPEKPHITUSI MATTEPHOB, MOCTYIAIONINX Ha €e
Bxox, korga & = &' =1, v # p. OQHAKO eCIH YUCIIO MATTep-
HOB, IIOCTYNAIOUIMX HAa BXOJ CUCTEMBI, BEJIUKO (B AaHHOH
mopesu p = 10), TO mocjeTHUe NePECTArOT pa3IeIsaThCs U Ha
BBIXO/1€ HaOJI0TAI0TCSl HEPETYIISIPHBIE OCIUJLISIIUY.
HHTepecHO CPaBHUTHL PACCMOTPEHHYIO BBIIIE MOJEITH
ACCOIMATUBHOW MaMSTH HA OCHHUTUPYIONIMX JJIEMEHTaX C
rpaJMeHTHON MOJIeJIbIO, TPEJIOKEeHHO B paborte [118].
VIpoleHHO TaKylo MOAEIb MOXHO MPEICTABUTD B BUJIE
dx(r, 1) oV(x)
=— , (5.12)
dr ox

rae V(x) — GyHKmmoHa1 cBOOOIHOM sHepruu, yobIBaroLIeH
BJI0JIb TPAEKTOPUHN CUCTEMBI, I — MPOCTPAHCTBEHHAS] KOOP-
IMHATA dJIeMeHTa pereTKA. [1pr Mpou3BOIBHBIX HAYATBHBIX
ycioBusix cucteMa (5.12) 3BOJIFONMOHUPYET K OJHOMY U3
OJKANIIIX JIOKAJIBHBIX MUHUMYMOB B KOOPIUHAIIMOHHOM
npoctpancTse "PyHKIMOHA CBOOOTHON SHEPT UM — CTAIHO-
HapHOE COCTOsHME pelieTku" M ocraercs B HeM (IpH
OTCYTCTBUHU BO3MYIIICHUI) HEOTPAHUYEHHO JO0JIT0. YKa3aH-
Hble MUHHMYMBI MOTYT ()OPMHUPOBATBHCS B PE3yJIbTATE
M3MeHEHUSs (BBI3BAHHOTO MPOIIECCOM OOYUSHHSI) CHHATITHYE-
CKHUX CBSI3ei MEX/Ty 3JIEMEHTAMU perieTku. Takum odpazom,
KaXIbI 13 MUHIMYMOB MOXHO paccCMaTpuBaTh kak obpas,
COXpaHEHHBIN acCOoMaTUBHON maMsThio. [lepexom cucteMsl
(5.12) B ycTOWYMBOE COCTOSIHUE, CBS3AHHOE C 3TUM MUHUMY-
MOM, U IpeAcTaBisgeT coboil mpouecc "Bcnomunanus".
IMpunnunuaasHoe otimune Moneau Xomduimaa (5.12) ot
mopaenu (5.8)—(5.11) cocTouT B TOM, YTO HOCJCTHSS
MOCTPOEHA Ha OCHMJIIMPYIOLIMX JIEMEHTaX.

Mopens (5.8)—(5.11), KOHe4HO, HE YHUBEpCaJbHA.
OmHako OHA JOCTATOYHO YCHEUIHO PENIaeT BaXKHYIO IS
ACCONMMATUBHOW MaMATH 3aJady JUIMTEJIBHOTO XpPaHEHHS
00pa30B U UX KJIACCUPUKAIMYA B COOTBETCTBHHU C 3AIIOMHEH-
HoOM nH(popmanmeii (cM. Takxke [119, 120]).

5.6. IIpocTpaHCTBEHHO-BpeMEHHbIE

CTPYKTYPbI CHHXPOHHM3ALHH

Britie mpu 00CyXIeHUU TMHAMUKY OJTHOPOIHON HEUPOHHOM!
CEeTH pacCMAaTpHUBAJICS CIydad, KOrJa HEHPOHBI, aKTUBUPO-
BaHHBbIE BHEUIHMM CTUMYJIOM, BO3OYXIEHBI U JAEMOHCTpPH-
PYIOT CUHXPOHHBIE KOJIeOaHMS C HYJIEBOW pa3HOCThIO (pa3 B
npenaelax OJHON WJIM HECKOJBbKHUX TPYI, OTBEYAFOIINX
ogHOMY ctuMyidy. OcTanbHble ke (HeaKTHBUPOBAHHBIC)
HEWUpPOHBI HAaXOJSITCS B HEBO3OYXIEHHOM COCTOSHHU.
OnHAKO KaXXeTcs BIOJIHE AONMYCTUMBIM, @ BO MHOTHUX
chayvyasix Jake HeM30eXHBIM, YTO NMPH CTUMYJIMPOBAHUU
HEKOTOPOH TPYIIIBI HEMPOHOB, WU JaXKe OJHOTO HEHpOHa,
OynyT BO3OYXKIATbCS U JIPYrue KJIETKU, HETOCPEICTBEHHO
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CTUMYJIMPOBAHUIO HE MOJBeprarommuecs. V3BeCTHO, HAMIPH-
Mep, YTO NEPUOJNYECKOE CTUMYJIUPOBAHUE €IUHCTBEHHON
TOYKHM MOBEPXHOCTH KOPBI MPOAYIHUPYET HMPUCTYH SMHJIET-
CHH, T.e. TEHEPAIMIO CJIOXKHBIX MPOCTPAHCTBEHHO-BPEMEH-
HBIX MATTEPHOB 3JICKTPUUYECKOW AaKTHBHOCTH B OYEHb 0OJIb-
oM 00beMe KOPBI, COXPAHSIOIIUXCS U MOCTIe IPEKPAICHUS
crumysupoBanus [121, 122].

Bo30yxaeHne KJIeTOK, HE HWCHBITHIBAIOIIUX MPSIMOTO
BHEIIIHET O BO3/ICHCTBUSI, MPOUCXOJUT 3a CUET CBSI3EU MEXIY
HUMH U B ClIydae HerJoOaJIbHBIX CBsi3el HOCHT XapakTep
PACHPOCTPAHSIOIIEHCS] B TPOCTPAHCTBE BOJHBI. BaxHO, 4TO
XapakTep aKTUBHOCTH BO30YXXIECHHBIX HEHPOHOB (CABUT
(a3bl MeX1y COCETHUMH KJIETKAMH U T.II.) ONPEIEIISCTCS B
9TOM cJyyae He BHEIIHHM CTHUMYJIOM, a BHYTPEHHUMH
CBOMCTBAMM CaAMOM CETU U MPEXKIE BCEIO XapaAKTEPOM CBS3HU
MEXy ee dJeMeHTaMu. ECTeCTBEHHO MPEeANOJIOXUTh, YTO
MPH 3TOM B CHCTEME MOTYT PEajM30BBIBATHCS COCTOSIHUSA,
Korja BO30YXIEHHblE HEMPOHBI JEMOHCTPHUPYIOT CHHXPOH-
Hble KOJieOaHMs, OJHAKO Pa3HOCTU (a3 MeXay COCETHUMU
KJIETKaMU HE PaBHBI HYJIFO U 3aBHCST OT MX MPOCTPAHCTBEH-
HOTO ITOJIOKEHUS B PEIIETKE, T.€. MOTYT BO3HUKATH CJIOKHBIE
MPOCTPAHCTBEHHO HEOTHOPOHBIE CTPYKTYPhI. Takue cTpyk-
Typbl (COUpAJIbHbIC U TUIOCKUE BOJIHBI, COJTATOHBI OTHOAro-
ILIeH ¥ T.I1.) XOPOIIO U3BECTHBI U HAOJIFOIAFOTCS BO MHOTHX
AKTHBHBIX HEPABHOBECHBIX Cpelax, MMEIOLINX CaMylo pas-
HYIO MIPUPOIY: PU3HIECKYIO, XUMUIECKYIO, OMOTIOTHYECKYIO
u T.1. Hmwxe mMbl obcyiuM (B pamMKax MoJiejiei HeMpOHHBIX
ceTeil) ycToW4YMBOE CYIECTBOBAHHME OJHOW W3 Hambosee
HETPUBUAJIBHBIX CTPYKTYP OINMCAHHOIO THUNA — CHHUPAJIb-
HBIX BOJIH.

TeopeTnyecku CUpaIbHBIE BOJHBI AETAIBHO HCCIEI0-
BaHBI B paMKax MOJEJbLHOTO ypaBHeHus ['mH30ypra—Jlan-
nay (cM., Hapumep, [72])

ia=a+ (1+i0)V?a— (1+ip)|a|a, (5.13)
HUMEIOIIET0 TOYHOe perreHue [115]
a(r, 1) = F(r)exp{i[—ot + m¢ + Q(r)] } , (5.14)

KOTOpPOE COOTBETCTBYET CIHPAJILHOW BOJHE C TOMOJIOTHYE-
cKkuM 3apsiioM m. B Beipaxkenuu (5.14) r u ¢p — noJisipHbIe
KoopauHAThL, F(r) 1 Q(r) — HeKOTOpble H3BeCTHBIC (YHK-
nuu. Ocobast mpuBJeKaTeIbHOCTb Moeu (5.13) cocTout B
TOM, YTO OHA OMNMUCBHIBAET MPOCTPAHCTBEHHO-BPEMEHHYIO
JUHAMUKY TPOU3BOJIbHOM MPOCTPAHCTBEHHO pAacCIpe/IesicH-
HO¥ cUCTeMBI BOJIM3M KPUTUYECKOTO 3HAUCHHS [TAPAMETPOB,
OTBEYAIOIIET0 POXIACHUIO KPYMHOMACIITAOHBIX OJHOYAC-
TOTHBIX KOJIeOaHWH (YTO COOTBETCTBYEeT OuMbypkanuu
Xomda [72]).

CaMonoaep>KUBaroIIUecss CIMpabHble BOJIHBI MOTYT
BO3HHKATh, B YACTHOCTH, B BO3OYAMMBIX OMOJIOTHYECKHIX
Tkamsx [123, 124]. Tax, Oerymme crnupajibHble BOJIHBI
HaOIrOHa)IMCh B cepaeunoit [125, 126] u mepsHoit [127, 128]
TkaHsax. B [129] cnupasibHble BOJHBI ObLIM OOHAPY>KEHBI U
WCCJIeJIOBAHBI B peleTke AU Py3nOHHO-CBSI3aHHBIX HEHPOH-
HBIX OCIMJUIATOpOB Tuma Moppuca—Jlekapa (cm. paszmen
1.2). B ynoMsiHyTBIX paboTax paccMaTpHBAIHACH OAHOPOI-
HbIE Cpeibl, B KOTOPBIX CIHUPAJIH CO3aBAJUCh C MTOMOILBIO
CleMaIbHBIX HAYaJbHBIX YCJIOBHA. Pacnpocrpanstommecs
CHHPAJIbHBIE BOJIHBI MOT'YT OBITH TAK)KE BHI3BAHBI TOUEUHBIM
CTUMYJIMPOBAHIEM HEOJIHOPOTHOW CPEAbl C OTHOPOIHBIMU
HAYaJIbHBIMU YCIIOBHSIMH B OTCYTCTBHHM aHATOMHYECKHX
6apbepos [20, 130]. B [131] Takast BO3MOKHOCTb HCCIIEIOBA-
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JIach B paMKax MOJENH HEUPOHHOU CeTH, MOCTPOEHHON Ha
HelipoHax THUIa "MHTErpupoBaHue —BbIcBeunBanue" (inte-
grate-and-fire). OOcymuM pe3ynbTaThl 3TOH pabOThI MOJ-
poOHee.

JuHaMuKka paccMaTpHBaeMOM MOJIeIM HeHpOHA ONHCHI-
BaeTcs cleAyrommMm obOpa3zom. Kaxaplii HEWpoH uMeeT
nopor O(t) u Bo30yxaaeTcsi, eCii MeMOPAHHBIN MO TEHIHA
MPEBBIIAET ITOT ITOPOT, B TNPOTUBHOM Ciyyae HEHPOH
HeakTuBeH. Bo30yaMBIINCH, HEPOH TeHEPUPYET KOPOTKUIA
UMIYJIbC (CHaiK), MOCie Yero ero MeMOpaHHbIA MOTESHIHAI
M(t) namaer 10 HEKOTOPOTO MOCTOSIHHOTO 3Ha4YeHUsT M.
Mexay AByMs cliailkaMu M3MEHEHHE MEMOPaHHOTO TOTEH-
Maja yAOBJIETBOPSET YPaBHEHUIO

dm
IE:fMJrR(ISy“+Ie’“)7 e 0<M<O,
M(tp+0)=0, ecmm M(tpy—0)=0, (5.15)

rje T — HOCTOSHHAs BpeMeHH, " u [ — mepeMeHHbIE,
ONUCHIBAIOIINE CHHATITUYECKYIO CBS3b C IPYTUMH KJIETKAMU
U BHEIIIHEE BO3JCHCTBUE COOTBETCTBEHHO. M3MeHeHHe BO
BPEMEHH MOPOTOBOr0 3HaueHust O(f) MaeTcst BBIpAXKEHUEM
[132]

exp[—Ko (1 — 1/)]
I —exp[~Ko(r— 1))’

O(r) = 0y + (5.16)

rjae fy — MOMEHT BPEMEHM, OTBEYAIOIIUN MOCIETHEN
BCIIBIIIIKE AKTUBHOCTH HEHPOHA.

[penmoaraiochk, YTO CPEOHEE UYHCIIO CBSI3CH MEXITy
JBYMsl HeifipoHamu A(r) eCTh 9KCHOHEHIMAJIBLHO ClIa aroas
(YHKITUST MEXXHEWPOHHOTO pacCTOsTHUS B peretke r [133]:

A(r) = Bexp(—ar), (5.17)

r7e o, § — HEKOTOPbIe TOCTOSHHbBIE. BepOATHOCTH TOTO, YTO
MEXIy JIBYMSI HEHpPOHAMHU CYIIECTBYET ¢ CBSI3€H, IO I4H-
usietcst 3akony Ilyaccona

A(r)" exp[—A(r)] .

Py(r) = 7!

(5.18)

B pabore [131] B kauecTBe HAYAJIBHBIX YCIIOBUIT BHIOMpA-
JIOCh HEBO30YKIIEHHOE COCTOSTHUE BCceX HeiipoHOB. OuH U3
HHUX IOJBEPraJicsl BHEIIHEMY CTUMYyJupoBaHuto. I1pu 3Tux
YCIOBUSIX B CHCTEME CHavata (pOpMHUPYeTCsl LMJIUHApUYeE-
CKasl CTPYKTYpa, KOTOpas 3aTeM pa3pylIaeTcsi 1 BOZHUKAET
crimpaibHasi BoyiHA. DpoHTAM 3TOM CHHMPATLHOW BOJHBI
OTBEYAIOT HEHPOHBI, Pa3bl KOJeOAHUN KOTOPHIX CHHXPOHH-
30BaHbl. CHOpMHUPOBABIINECS CIHUPAJIbHBIE BOJHBI COXpa-
HSIOTCS U TIOCJIEe IPEKPAIIEHNUS BHELIHETO CTUMYJIMPOBAHUS,
T.e. MOXHO CKa3aTh, YTO 3TO YCTOWYMBBIE COOCTBEHHBIE
MO/bI HEHPOHHOU PEIIETKH.

CrnmpanpHble BOJIHBI ObUIH OOHApYXXEHbI M B paMKax
APYro MoieJ i HeMPOHHOM ceTH, coaepxkaiieit N axkcatop-
HbIX U M wuHruOuTOpHBIX Kjerok [134]. [ust omnucanus
JUHAMUKA MEMOPAaHHOTO MOTEHIHMANa i-T0 IKCAUTOPHOTO
(x;) 1 j-ro MHrEOUTOPHOrO ();) HEHPOHOB OBUIM BHIOPAHEI
ypaBHEHHUSI

k

— (xi = Vw2 > F(y(t — 1)),

li

% =0y = V) = 0y = Ve)os y_ Flxlt = )
k

— (= Vi)os ZF(JH(I - 1)),
7

i=1,...,N; j=1,....,M. (5.19)

3necy V; — motennuan yreuku, Vp u V; — paBHOBECHBIE
MOTEHIUAIIBI CHHATITHYECKOTO BO30YKACHNS U TOPMOKECHUS
COOTBETCTBEHHO, 0, (o = 1,2,3,4) — moCTOSIHHbIEC CHHATITH-
4ecKoil CBSI3M MeXJly HelpoHaMM, T; — 3ama3/bIBaHus,
3aBUCAIIME OT PACCTOSIHUS MeEXJy HelipoHamu. B pabore
[134] paccmaTpuBaIuCh ABA THIIA CBSA3EH MEX1y HEUpOHAMMU:
1) TobKO ¢ OMIDKAHIIMME cOCelsIMHE; 2) C OJVKaWIIIMU
COCE/ISIMHU ¥ COCEJISIMU UX COCelIel M ObLIH MCCIIeJOBAHBI IBa
THIA PEenieToK: 1) ¢ paBHBIM YHUCIOM JKCAUTOPHBIX U
MHTHOUTOPHBIX KJIETOK; 2) ¢ MpeodialaHueM SKCAUTOPHBIX
KJIETOK.

Junamuka cuctemsl (5.19) ucciieqoBajiach B OTCyTCTBUU
BHEIIHETO CTUMYJIMPOBAHUS. BBIJIO YCTAHOBIJICHO, YTO IIPU
OTpE/ICNICHHBIX 3HAYCHUSX MMAPAMETPOB B PEIIETKE C JOCTa-
TOYHO OOJIBILIUM YHCJIOM HEHPOHOB BO3HMKAET YCTOWYMBAS
CTPYKTYypa B BUJE cIMpaJibHOM BoJIHEL. C Helipodu3noioru-
YeCKOU TOUKH 3PEHHS ITOCIIeTHSISI IPEACTABIISIET COOOI BOJHY
NIETOJIIPU3ANNH, PACHPOCTPAHSIONIYIOCST B pelieTke. B
OKPECTHOCTH (PPOHTA JACTIOJISIPU3AIMH OJTHU KJICTKHU JICTOJIS-
PU30BaHbI, B TO BpeMs KakK JIPYTrue THUNEPHOJISIPU30BAHbL.
WHTepecHo, 4YTO, €CIM pa3Mepbl PEIIeTKU MPEBBILIAIOT
HEKOTOpPOE KPUTUYECKOE 3HAYCHME, B CHCTEME BO3HHUKACT
curyanusi, usBectHas kax "defect mediate turbulence" [135].
ITpu 5TOoM HabIIOMAETCS GOJIBIIIOE YHCIO (HPOHTOB IEHOJIS-
pU3aNUH, PACIPOCTPAHSIONINXCS B PA3HBIX HATPABJICHUSIX,
CMOHTAHHO BO3HUKAKONIMX W KOJUIATICHPYIOUIUX MPH CTOJI-
KHOBEHHUSX IPYT C APYTOM.

AHanu3 pacCMOTPEHHBIX MojeJell MOKa3bIBAeT, 4TO,
HECMOTpsI Ha TPUBUAJIBHYIO (OCHUJUISITOPHYIO) AHMHAMHUKY
OTAEILHBIX HEHPOHOB, UX KOJIIEKTUBHOE MOBEICHAE MOXKET
OBITH BeChbMa pa3HOOOpA3HbIM U CJIOXHBIM. B cucreme, ¢
OIHOI CTOPOHBI, MOT'YT BO3HUKATh U 3BOJIIOLUMOHUPOBATH
NATTEPHBl CHHXPOHU30BAHHBIX APYr C APYTOM HEHPOHOB,
MMEIOIIUX CJIOXHYIO MPOCTPAHCTBEHHYIO (pOopMy U HETpH-
BHAJIbHYIO 3aBUCUMOCTD (Da3 kKosieOaHmil OTACTIBHBIX KJIETOK
OT KOOPJIMHAT; C IPYT O, IPH HAJIMYWH BHEITHETO CTUMY.JIU-
poBaHUs (HAllpUMep, CTUMYJIUPOBAHUS 3PUTEIBLHOM KOPBI CO
CTOPOHBI CETYATKM) KOJUIEKTHBHASl IMHAMHUKA HEHpOHOB
CTAHOBHTCS 00Jiee MPOCTOM U ynopsigoueHHOU. CyIecTByeT
npeanoJioxkenue [136], yTo UMEHHO COOCTBEHHAS CJIOXKHAS
MPOCTPAHCTBEHHO-BPEMEHHAS] JIUHAMHUKA HEWPOHHBIX aH-
caMOJiell KOpbl OTBETCTBEHHA 3a TE OIIYIICHUS (3PHUTEJIb-
HBIE, CIYXOBBIE U T.H.), KOTOPBIC Y€JIOBEK HCIBITHIBAET BO
BpeMsI CHa, KOT'/1a BHEIITHEE CTUMYJIMPOBAHHE KOPBI CBEACHO K
MuHUMYMY. KOHeuHO, B MmeHCTBHTENHLHOCTH HEHPOHHBIE
AHCAMOJIN KOPBI HE SIBJISTFOTCS OJTHOPOTHBIMH, U UX CHHAIITH-
YeCKHe CBSI3H HeCyT HHPOPMAIHIIO 00 00BEKTaX, XPAHSIIIAXCS
B JOJITOBpeMeHHOW mnamsaTd. Ho, BO3MOXHO, WMEHHO
MO3TOMY BO3HHMKAaIOIIME BO BpeMsi CHa oOpa3sl M He
SIBJISIFOTCSL  COBEPIUEHHO OECHOPSIOYHBIMH, a BKJIIOYAIOT
peasbHbIe (paHee 3alIOMHEHHbIE) OOBEKTHI U COOBITHSI.

6. 3akarouenue

IMoasons HUTOI', MOXHO CKa3aThb, YTO MECXaHU3MBI YIIpABJIC-
HUA pI/ITMI/I‘IeCKOf;I OEATCIIBHOCTHIO XHUBBIX OPraHU3MOB
CBA3aHbI C CHHXpOHH?;aI.[HCfI B3aHMOﬂ€ﬁCTByIOLHHX He171p0-
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HOB, oOpasyromux cootBercTByromuid L[I'P. LI cregyer
paccMaTpUBATh KaK HEJTMHEHHYIO JUHAMHUYECKYIO CHCTEMY.
IIymbr B Takoil cucTeme MPUCYTCTBYIOT, HO OHH BBITIOJI-
HSIOT JIMIIb OMPEACSICHHYIO (QYHKIUIO — MEIIAI0T peasi-
30BaThCS PA3HOrO POJA IK30THYSCKUM (HJIM MATOJIOTHYE-
ckuM) pexumam pabotel L', obnacTh ycTOWYMBOCTHU
KOTOPBIX He3HauuTesibHa. KOHe4YHO, B omnmcanuum oOIIeH
kapTunbl (yHknuoHupoBanus L[I'P umeercs ele Hemalio
OenbIx msTeH. OmHAKO o0Inee MOHUMAHWE CUTYyalud M
HENPEPHIBHO MOSIBIISIIONINAECST TOHKHE JKCIEPUMEHTHI HE
TOJILKO ¢ OECMO3BOHOYHBIMU, HO U C BBICIIIMMH TMO3BOHOY-
HBIMH [IeJIAIOT TPOTHO3BI MOCTPOCHUS MOJHOW AMHAMMYE-
CKOH TEOpHH BeCbMa ONTUMHUCTUYHBIMH.

HecpaBHeHHO GoJiee TPYIHBIME MPEICTABIISIOTCS MPO-
6J1eMBI TOHNMAHUS OOIIHMX JMHAMIYECKUX W MHOOPMAIINOH-
HBIX MPHUHIUIIOB pabOThI BICIICH HEpBHOM cucTeMbl. [1po-
6J1eMBI, KOTOPBIE OOCYXJAJUCh HAMH B 3TOH CBSI3U — 3TO
npoOJieMBbl OTOOpaXeHNs BU3YAJIbHBIX KapTUH B KapTHHBI
(maTTepHbl) OWHAMHUYECKOW akTuBHOCTH KoOpbl. Ceituac
MOSIBUJINCh HE MPOTUBOPEUAINE IKCIEPUMEHTAM MOJIEIIH,
CBSI3BIBAIOIINE 3PHUTEIbHBIE 00pa3bl C CYyIMIECTBOBAHUEM
NATTEPHOB CHHXPOHHON AaKTUBHOCTU HEHPOHHBIX aHCAM-
6J1elt pa3IMYHBIX Y4aCTKOB 3PUTEJILHON KOPBI. DTH MOJEIU
MOKAa3bIBAIOT, KaK, B MPHHIUIE, MOXET OBITh pelleHa
npobjeMa COOTBETCTBUS KapThl BO30YXKICHHI KODPBI C
HaOr0aeMbIiMu oOpazamu. OJHAKO MPAKTUYECKH HUYETO
HE M3BECTHO O TOM, KaK 3Ta TepepaboTaHHas u "pas3jiokeH-
Has 1o noJjoukam' nHPOpMaLUs UCIIOJIL3YETCSI MO3TOM, KaK
OHa WM cuuThiBaeTcs. Ecim kapTy BO30YXAEHUH KOPBI,
COOTBETCTBYIOIIYIO BUANMOW KapTUHE, YIOAOOUTH dKpaHy
TEJIEBU30DA, TO, 10 00pa3Homy Beipaxeruto ®. Kpuka, "kro
Ha 3TOT d9KkpaH cmotput?" UM TeM He MeHee, eciaum He
3aIMKJINBAThCS Ha TpoOJeMe MBIIUICHUsS U, TeM OoJee,
CaMOCO3HAHUS, TO OTBET Ha MOCTABJICHHBIA BOIPOC BIIOJIHE
noctyneH. [TorpeburtesieM BbIpabaThiBaeMoOil MHPpOpMALIUU
(BO3MOXHO, HE €IMHCTBEHHBIM) SIBJISIETCS IAMSTH, KOTOPAst
caMa pacmpefieleHa B IIEHTPAJbHOW HEPBHOW CHCTEMe.
JomyctuM, MBI TOBOPUM O 3pUTENbHBIX 0oOpazax. Eciu
BHOBb 00pa30BaHHBIN 00pa3 MMOXOX Ha YK€ UMEIOIIUNCS B

Tabamua. Monenu HelipoHOB

naMsITH OPUIMHAJI (Ha S3bIKe HEIMHEHHOM AMHAMUKY MOXXHO
CKa3aTh, YTO 0Opa3-NMPETEH/ICHT MONAa aeT B 00JIaCTh MPUTSI-
JKEHMSI U3BECTHOTO o0pasza-aTTpakTopa), To oO0ydeHHas Ha
MPEIBIIYIeM OTbITE HEPBHAS CHCTEMAa YXKe 3HAeT, 4YTO
JIeNIaTh C TMOJYyYeHHOH MH(pOopManueid, Hampumep, eciii 3TO
MBIIIb B 3pUTEJILHON KOPE KOILLIKK MJIU SpKasi IorpeMyllka,
OoTpaxxeHHast B MO3ry pebenka. Ecim ke 3ToT 00pa3 HOBBIN,
TO OH 3alUCBIBACTCS B aMsATh BMecTe ¢ mH(popMmalueir oo
OTBITE OOIIEHNS C 3TUM OOBEKTOM.

CorJlacHO oueHb ecTecTBeHHOU maeosioruu B. Typumna
[137], ommchiBaeMyro JIeSITEILHOCTH HEPBHON CHCTEMBI
MOXHO OTHECTH K AaCCOLMMPOBAHHUIO (WM YNPABJICHUIO
pediekcamMu), a CIEAYIOIIYI0, BBEPX MO MEPAPXHHU, K yIpa-
BJICHHIO aCCOIMUPOBAHMEM — MbIIUIeHUI0. [Toka He siCHO,
MOJXHO JIU 3TOT YPOBEHb IeSITEIbHOCTH HEPBHOU CHCTEMBI
JIOCTATOYHO TMOJIHO OMHUCATh Ha SI3bIKE HEJIMHEWHOW TUHA-
MHKH. MBI He 3HAeM, B YACTHOCTH, KaK MepeiTH OT KAaKOro-
OO0 KOHKPETHOro obpasza u paboThl MO3ra, CBSI3aHHOMU C
OIpEJICJICHHON 1IeJIbIO, ACCOIMUPYEMOI C 3TUM 00pa3oM, K
aOCTPaKTHOMY MBIIUJICHUIO. 31eCh, MO-BHINMOMY, CYIIe-
CTBEHHBIM NPOMEXYTOYHBIM 3JIEMEHTOM CJIyKUT urpa [111,
137]. B urpe MomenupyroTcs peaibHbli 00pa3 U peajibHAs
LeJIb, OTCYTCTBYET JIMILIb CUTHAJI K PEAJIbHBIM JCHCTBHSIM.
IIpu 5TOM MO3r caMm 3aMbIKaeT B cebe memnb "obpas —
00paboTka — CpaBHEHHE C MAMSITBhE — KOMaH/Ia K GOopMHU-
POBaHKIO HOBOTO 00pa3a". A 9TO yxKe MOJICTYIIBI K aOCTPAKT-
HOMY MBIIIUICHHIO.

ABTophI npusHaTeIbHbl FO. ApiraBckomy, A. [FanoHoBY-
I'pexony, I1. PoBaty, H. PyibkoBy, M. Taro, [. TpyOerkoBy,
JI. Humpunry u B. SIxH0 3a mosI€3HBIE TUCKYCCHN.

Pa6oTa monnepxxuBanace Poccuiickum GonoM ¢yHIa-
MEHTaJIbHBIX HccieaoBanuit (mpoekt Ne 94-02-03263), don-
nom Copoca (rpaat N.NOUO000, N.NOU300), Mexmyna-
POAHBIM LEHTPOM — (HOHIOM MEPCIEKTUBHBIX MCCIIEIOBA-
Huii B Huxxaem Hosropose (rpant Ne 95-E-01, Ne 95-E-02).

7. Ilpnno:xenne

Mopens (ron) OCHOBHBIE YpaBHEHHUSI OcCHOBHBIE IEpeMEHHbIE ITpumeuanns JInteparypa
1. Hodgkin, c 2 = I — grarh(v — vng)— v — IoTeHIHas MeMoOpansl, m 1 | I[Ipu cooTBercTByrOomeM BbIOO- | [14, 138]
Huxley (1952) dt ona N h — TepeMeHHbIe aKTUBALUK U | pe MapamMeTpoB OIMUCHIBACT TH-
—gxn*(v—vg) — gr(v— vy), nHakTuBaimu Toka Nat, n — FaHTCKI/IfI aKCOH KaJbMapa. Bun
nepeMeHHble aKTUBALUM TOKa | pyHKNUH U 3HaYeHUE mapamMeT-
dm  my (u) —m K*; ZNa» €K, gL — MAaKCHUMaJlb- | POB JJIsI 9TOTO CJIyvast IpuBee-
dr T(U) HBIE IPOBOAMMOCTH Ha €MHUILY | HbI B padoTe [138]
MIOBEPXHOCTTH TOKOB HATpUS,
ﬂ _ hoo(v) = 1 KaJIsl U TOKA YTEYKH, UNa, UK,
dr 7;(v) V[ — COOTBETCTBYIOIINE TOTEH-
dn ne(v) —n IHaJIbl HX pEBEPCa; ¢ — EMKOCTh
—_—=— €IUHUIIbI TOBEPXHOCTH
dr 70 (v)
2. Connor, ITo cpaBHeHMIO C MpeAbIAYIIEH MOJEIbIO Nmeer Goxee mmpoknii amama- | [138, 139]
Walter, BKJIIOYAET B ce0sl JOMOJIHUTENILHO TOK [4 = 30H YaCTOT BCIIBIIIEK aKTUBHOC-
McKown = —g4(v—v4)A>B, TH, Y€M TPE/IbIIyIIasi MOJCIb
(1977)
d4  A.(v) -4
A )
dB - By (v) — B
dr T (v)

4%
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3. Morris, dv . v — HampspbKeHue Ha MemoOpane, | B pabore [140] moxens ucnoss- | [15, 140,
— = g[vr — v] + ngalvn — v+
Lecar (1981) dr n — o000IIeHHAsS TIepeMeHHasl, | 30Bajlach JUIS aHAJIM3a B3aMMO- 141]
+ &Moo (V) [V — V] + Lapp OIHUCHIBAIOIIAS] BOCCTAHOBJICHHE | IEUCTBHUS IBYX OCIIJLISITOPHBIX
dn AKTHBHOCTH OJHOTO U3 TOKOB, | HEHPOHOB
a A(v) [1oo (v) = ], ¢ — €MKOCTb MeMOpaHsl, lypp —
MPUJIOKEHHBIH TOK. Bee crarae-
0OBIYHO TOJIaTaeTCst .
MbIC B MPABO#l YaCTH TEPBOTO
e — 1 (1 + tanh v— Um) YPAaBHEHUS OIKCHIBAIOT HOHHBIE
o =
2 )7 TOKH
1 v—v
No == [ 1 +tanh ",
2 L0 )
n
, V=
4 = A(v) = ¢, cosh W)"
2uy
dv 3 4
4. Chay (1985) -C O gim ho (v — ) + gxn® (v — vk )+ | 3mech TpeThe ciaraemoe B mep- | TpexmepHas Mozesb, yuuthl- | [18, 142]
BOM ypaBHEHHM OINHUCHIBACT TY | BAloILas 3aBUCHMOCTb aKTUBa-
+&pP(v—wvk) +gLlv—uL), dqacth Toka KT, koTopas 3aBu- | num Toka K oT KoHIEHTpamuu
dn ne —n cur ot Ca?t Ca’t
dr ot
AP m3 heo (v —v) — kP/(1 — P) 2
i (1-P)
dt Tp
dv
5. Chay (1990) C o —&astMoo1(V = Vpast) — Bcero copepxut 6 nuHamuue- | Mojenb oCHOBaHa Ha runotese, | [142, 143]
) CKHX HepeMeHHbIX. OcTalbHble | uTo nHakTHBanus Ca’'-kamama
7gsloW'df(U7Uslow) *gKn(U*UK)* s , ,
mepeMennbie 71, d, h, XapaKkTepu- | IPOUCXOAUT 3a CUET OCETAHHS
—gr(v—mr), 3yIOIMe AKTHBAIMIO M MHAKTH- | moHOB Ca’’ Ha perentopax B
df . [Ca?) BaIlMIO, OINNCBHIBAIOTCS TaK e, | Mopax KaHaja
T (L=f) = I . /5 Kak U B Mojeian XOKKHHA —
dc e ) Xaxcan
U, — v
T _ {gslow ¢ slow _ kCaC+ kCaCr}7
t a
22+
o lca]
kCa .
6. Golovasch Cucrema 13-ro nopsjka, yuutsl- | Mogens LP-Helipona cromaro- | [13, 144,
(1990) C ﬂ = Jo — Z I BArOLIas HAJIMYKE B IIOJIHOM TOKE | FaCTPUYECKOTO TaHIjMs kpabda 145]
dr 7 /2 KOMIIOHEHT, mo-pa3Homy 3aBu- | Cancer borealis
CSIIMX OT KOHIIEHTPAIIUH HOHOB

— oqPhl
i = gialbl(v—v)), Cat

da/-
— = kj(v) |ajo(v) — a;

dr /( )[ /oc( ) /} s

v—v\]""
ajns (V) = {1 +exp< - ’)}
Sj

7. Golomb, Cucrtema 7-ro mopsaka, coaep- | PenynuupoBannas moxaenb LP- [145]
Guckenheimer, XKalasi Te ’&Ke TOKH, YTO U Ipe- | HepoHa, KOTOpasi KaUeCTBEHHO
Gueron (1993) ZIbIy1Ias, HO CO CTPYNNUPOBAH- | BOCHIPOU3BOAUT JUHAMUKY HO-

HBIMH 3aBUCHMBIMY IEPEMEHHBI- | TEHIIMAJIA MEeMOpaHbl, OMUCHI-
MU a;, bj, TUHAMHMKA KOTOPBIX | BAEMYIO IPEIbIIYILIEH MOIEIIbIO
Ka4eCTBEHHO MOX0XKa

8. Wilson, dv, = Fve, 1) + oigilvk — ve] , Up, Uj — HANPSDKEHUSs, n,, n; — | Monenupyetr ocumsuisitopayro | [20,141]
Cowan di NepEeMEHHbIC BOCCTAHOBJICHUS | SIUCHKY, COCTOSIIYIO U3 JBYX
(1973) dn, G 9KCAHTOPHBIX U MHTUOUTOPHBIX | CBSI3aHHBIX HEOCHUJUISTOPHBIX

dr (e, 1) , KJIETOK COOTBETCTBEHHO KJIETOK
do;
Ttl = F(vi,n;) + 0ege[vNa — ],
d}’l,‘
= G(vi,n;
dt (vis 1)

9. Stein, dx; al—x + 1 X; — MOTEHIMAJ MeMOpaHbl i-ro | XapakTep CBSI3U Mex1y Heipo- | [145, 146]
Leung, dt "t exp(—f — by +bz))’ HEWPOHHOI'0 OCHMJLIATOPA, ¢ — | HAMH ONpejeisiercs (QyHKIMei
Mangeron, Vi = Xi — pyi MOCTOSIHHAS. CKOPOCTU M3MeHe- | f.;. Hanpumep, unrudburopnas

. - S .
Oguztoreli ) HUS MOTEHIMANA, f.; — BO30YX- | CBSI3b MOXKET OBITh IOJIyUYeHA 3a
Zi = Xi— 4z, JTAFOILMIT CUTHAJT HA [-M OCLUJLIISI- | CYET YMEHBILICHUS f,; Ha BEJIMYH-
i=1,[1+2],[1+3]... TOpe, mapamMeTp b OmpeesiseT | Hy, IPOIOPIUOHAIbHYIO CUTHA-

3 ek THBHOCTL aganTanuu K
U3MEHEHUSIM CTUMYJIOB, p U ¢
ONpeessAI0T CKOPOCTh 3TOM
aanTanun

JIy TOAABJIAIOIIECTO OCHHUJLIA-

Topa fi = f{1 - 2,- 4jix;)
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10. Hindmarsh, dx —vtad b 4] X — MeMOpaHHbII ToTeHnual, y | PenoMeHoI0rnuecKre MoaeIn [17,19]

Rose (1984) a7 ’ - ’ XapaKTepu3yeT JAUHAMUKY Obl-
Q: Codd—y CTPBIX TOKOB, d, Z — MeJIJIEH-
dt i ’ HBIX, | — BHEIIHU TOK
% =r[s(x —xo) — 2]

11. Fitz Hugh X=X — ﬁ — Vi fors JIumb nepeMeHHbIe X; — MOTEH- | BiusiHue cBsizeit MoxeT OBITH | [147, 148]
(1961), 3 ' ouajg MeMOpaHBI U f,; — BO3- | BKJIIOUEHO TOYHO TakK Xe, KaKk B
Nagumo, yvi=xi+byi—a OyXJaromMHUil TOK MMEIOT | Moaenu 9
Arimoto, (usnostornyeckuit cMpICI, a na-

Yoshizawa pameTpsl a, b, ¢ — 3MIUpUIec-

(1962) KM€ KOHCTAHTBI
12. Monemm E - v + It + Lyn(f) 1wpn 0<v< O ©® — mnoporoBoe 3HaueHue 1no- | [IpenesbHO yNpoOIEHHBIH aHa- [138]
dr T0 yn ’ o
THIA TeHIHaja, IO JTOCTIDKEHHIO KO- | JIOT MpeAbIIyINX MOJeJeid, He
"unTerpu- o) =0 mpu v(fy) =0, Toporo "BwicBeuuBanue" | onuparommiics Ha GuOJIOrHYE-
poBaHme — OGLIMHO HelpOHA MTHOBEHHO 3aBep- | CKHE aCIeKThl FeHePAlUH U mpe-
BBICBEUMBA- [IAETCSl U OH BO3BPALIACTCS B | 0OpA30BAHMS CHUTHAJIOB B HEW-
nue" Iyn(1) = g Z S = topike) HCXO/IHOE COCTOSIHKE; MOCTOSH- | POHAX, & (PAKTHIECKH JIHIIIb MO-
spikes Hble BPEMEHH MEMOpPAaHbl Tg W [ {€TUPYIO WU TPOIeCcCchl
t t TOK CMEIIEHHS oy ONPENESIoT | GOPMHPOBAHUS U B3aUMHOTO
f)=4 [exp <_ H) - &P <_ 5)] CKOPOCTb BBICBEUMBAHKS HEMPO- | pACIIOIOKEHNSI HA BPEMEHHOM
Ha, Iy, — CMHANITUYECKHH TOK | ocH

13. Tenepatop F1 4 pu(x — pP)xi+ g xa = £1), ITo cBoeMy mpoucxoxaeHuto He | [3, 149]
Bau-nep- AMEET HUKAKOTO OTHOIICHHS K
TTons Xgi = Xi + Z AjiXj (uznosiorun wHeiipona. Vcnosb-

j 3yeTcst [UIsl UCCIIEOBAHUSI KOJI-
JICKTUBHOT'O TIOBEICHUSI aHCAM-
OJieit HeHPOHOB, HE 3aBUCSIILIETO
OT KOHKPETHOTO BbIOOpA Mo/Ie-
mu. I 9TOTO B HEKOTOPBIX
cllaraeMbIX MIPOM3BEIECHA 3aMe-
Ha X; — Xgi, MOIEIUPYIOMIAS
cuHanTHYeckue cBsi3u [149]
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Construction of a dynamical theory of neural assemblies has been a goal of physicists, mathematicians and biologists for many years
now. Experimental achievements in modern neurobiology have allowed researchers to approach this goal. Significant advances have
been made for small neural networks, which are generators of the rhytmic activities of living organisms. The subject of the present review
is the problem of synchronisation, one of the major aspects of the dynamical theory. It is shown that synchronisation plays a key role in
the activity of both minimal neural networks (neural pair) and neural ensembles with a large number of elements (cortex).
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