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OTkpbiTHE BUXPEil B HEPBHOM cUCTEMeE
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B pabote mpuBOAATCS OpHUTHHANBHBIC PE3YIbTaThl HEUPOMOJETUPOBAHUS OOBEMHOTO
pacipoCTpaHEHHs] AKCOHHBIX CHAliKOB B MUEIMHU3MPOBAaHHBIX akcoHax. IlokazaH
ropaszo OoJiee CIOXKHBIHM, YeM MPHUHATO CUNUTATh B HACTOSAIIEE BPEMs, XapakTep 3TOTO
pacnpocTpaHeHusi, TpuuéM, 0O0CHOBBIBAETCS CYILIECTBEHHOCTD BIUSHHS OCOOCHHOCTEH,
CBSI3aHHBIX UMEHHO C 00BEMHOCTBIO PACIPOCTPAaHEHUs, & UMEHHO, BUXPEBOI XapakTep
MOHHBIX TOKOB W COOTBETCTBYIOIIMX 3JIEKTPOMATHUTHBIX TIOJEH PacIpOCTPAHSIOMINXCS
crmailkoB. Ha ocHoBe aHanu3za W HEHPOMOJETUPOBAHUS  DJIEKTPOXUMUUECKUX
MEXaHU3MOB Iepelaydl BIEPBBIC MPEAIoNaraercsi, 4To cyOCTpaToM AONTrOBPEeMEHHON
MaMSATH MOTYT OBITh MHEIHHOBBIE OOONOYKH aKCOHOB, YTO MMEET BaKHOE 3HAYEHHUE B
MOHUMAaHUU PAa3BUTHS COOTBETCTBYIOIIMX TATOJOTHMA, B TOM 4dmcie Ooe3Hen
[TapkuHCcOHa U AnbIreiiMepa.

Tlloceawaemcs

¢ JIroboewvro Beunoii ceemnoni namamu
moeti Mamot u orudxcaviweeo /lpyea
CABEJIBEBOH-HOBOCEJIOBOU
HUHE AH/[PEEBHE

BBenenune

JIo HAcCTOSIEr0 BpEMEHHU PaclpOCTPAaHEHUE aKCOHHBIX CIAKOB pacCMaTPHUBAIOCH JIMIIb B
MPOJOJILHOM CEUEHUH aKCOHa, MO YMOIJYaHUIO paccMaTpuBas €ro, TakuM o0pa3oMm, B
OJIHOMEPHOM TMpocTpaHcTBe. OJHOMEPHOE paclIpOCTpaHEHHUE ClaiKa SBISETCS XOPOLIO
M3Y4YEHHBIM BOIIPOCOM CO BpeMEHHU HccaeaoBaHuil A. XoKKkuHa U A. XaKciu, 3a KOTOpbIe
uMu Obuta momyudeHa HooOeneBckas mpemuss 1963 r. bosee yTouHEHHBIE ypaBHEHHUS
TreHepalid W TPOBEJIEHUS JJIEKTPUUECKOr0 aKTHBHOTO CIaiiKa, OJHAKO, TaKXke TIO0
OJIHOMEPHOMY aKCOHHOMY BOJIOKHY, Obutn mpeioxensl 0. I'. AntomonoBsiM u A. b.
Kororoii [1]. BmocneactBue ypaBHEHHsS paclpOCTPAHEHUs CIaika MHOIOKPATHO
YTOYHSUTUCH ¥ MOAU(DUIIUPOBAIIKCE, BIUIOTH 10 HACTOSAIIETO BpeMEHH [2], TeM He MeHee, He
BBIXOJS 3a IpeAesibl OAHOMEpHOW Mojenu. OJHAKo, CHUMMETPUYHOCTH IONEPEYHBIX
CEUYEHUH 3JIEKTPUYECKOr0 AKCOHHOI'O HMITyJbCa Jajeka OT HJEaJbHOM, B CBSI3M C 4YeM
paccMOTpEHHUE JIHIb OJHOMEPHOTO €ro pacrnpoCTpaHEeHHs MO JJWHE aKCOHA, O3HayaeT
MOTEPI0 3HAYUTENIbHOM o uHpopManuu. Kpome Toro, COOTHOIIEHHUE AJMHBI U TUaMETpa
HE SIBIAIOTCS MPEHEOPEKUMO MAIIBIMH, OCOOCHHO, JUISI KOPOTKUX aKCOHOB, XapaKTEPHBIX
Uis HeokopTekca. M, HakoHel, kKak OyJeT MOKa3aHO Jajiee, B pe3ysibrare 00bEMHOTO
XapakTepa pacrnpoCTpaHEHUs CIaKOB MOTYT MPOSIBIATHCS CBEPX3(P(HEKThI, KapIuHATbHBIM
00pa3oM BIHSIOIIKE HA CaMO PacpOCTPaHEHHE, TaK U HA €T0 PE3YJIbTaTHI.
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MeToabl

boimu ucnonb3oBaHbl METOABI MAaTEMATHYECKOTO M HMUTALMOHHOIO MOJEIUPOBAHUS C
MPUBJICYEHUEM OKCIHEPTHBIX JAHHBIX TMOJYYEHHBIX WACHTU(]UKAIMEH MapaMeTpoB
JMHAMUYECKUX pachpelelEHHbIX Mojesieil peaqbHOil OMONOrMYecKoi TKaHU B KYJbTYpE.
PacnipocTpaHeHue crnailkoB HCCIIEIOBAIUCh C NPUMEHEHUEM HeUpPOIKIUCNEHYUATLHBIX
aJITOPUTMOB, pEaM30BaHHBIX B psae HeipornporneccopoB [3, 4]. B wactHocTH,
HCCIICIOBAJIOCh TPOBEJICHUE MO aKCOHY C YY&€TOM KBasu-perunpokHoro [5], a Takke
penunpokHoro [6] pacrpocTpaHeHus 3a CUET OTPaKEHUs CIIAHKOB OT IepexBaToB PaHBbe.
[lomobHast cxema NOpUMEHMMa TakXke JJI1  MOJEIUPOBAHMS  PACHPOCTPAHEHHUS
ANIEKTPUYECKON BOJIHBI, TOPOXKIEHHOM CIAWKOBBIM HMITYJIbCOM IO  pPaJuaibHbIM
HAIpPaBJIICHUSM CEYEHMSI aKCOHA C YY€TOM HUIACHTHU(PUKALUU OTIMYAIOIIUXCS MapaMeTpOB
Cpellbl pacIpOCTPAHEHUS Il KaXK0r0 MHAMBUIyaJIbHOTO HAIIPABJICHHUS.

Heiipomonens, paspaboTaHHas a1 MOAEIUPOBAHHS HEPBHOro mydka [7/] B cuiy
(GpakTambHBIX W KBa3U(PAKTAIbHBIX CBOHCTB HEWPOHOB [8] ¢ J0CTaTOYHO BBICOKOM
CTENEHbI0 TOYHOCTH OTOOpa)kaeT CBOMCTBA 0OBEMHOTO MPOBEACHUS B YEIUHEHHOM aKCOHE
C YYETOM MapajuiesIbHO-MPOI0IBHOIO PACIIPOCTPAHEHUSI KOMIIOHEHTOB CIIAMKOBOM BOJIHBI U
MEPEKPECTHBIX B3aUMOJCHUCTBUA MEXKAY HUMHU. J[UCKPETHOCTh KOMIIOHEHTOB CIIaliKa
BOCHPOHU3BOIHIIACH HEWPOCETEBBIM HEWPOIPOLECCOPOM [9], MOJETUPYIOLIAM
pacrpeeiéHHOCTh WHUIMAIBHONW 30HBI BO3HHMKHOBEHHWS CHailka M OCOOEHHOCTEH HX
CyMMapHOTO paclpoCTpaHeHUs. JTa XK€ HeUpoMojelb oOecrednmBaeT AUCKPETHU3AIUIO
pacrpenesi€EHHOM BOJIHBI CHAaiKa B IIONEPEYHOM CEUYEHUM aKCOHa. PsAnx Helpomonenei,
JIETEKTUPYIOIUX TMOKOMIIOHEHTHO-AUCKPETHBIA COCTaB CIlalika, OBbUIM TPEIJIOKEHBI H
uccreaoBanbl Hamu B [10]. TlaccuBHOE mpoOBefeHHE CIAWKOB, HAMpPHUMEP, MEKIY
nepexBataMu PaHBbe WM K€ B mpeaenax MJIOCKOCTH CEYEHHUs] aKCOHA, MOJEIHUPOBAIOCH
Heiiporporieccopamu  [11-14], ¢ yu€rom sBneHHid O00BEMHOW  HMHTEp(EpEHIUH
aneKTpruecKux BoiH [15, 16],a Taxke rpaayaibHBIM MOAIOPOrOBBIM HEHPOIIPOIIECCOPOM
KOMHCCYpaiabHOro HelipoHa [17]. Takke HCIONB30BAIKCh JaHHBIE HEHPODU3HOIOTHYCCKUX
UCCIIEOBAaHUN C MPUMEHEHUEM MUKPOIJIEKTPOAHON TEXHUKHU U 3JIEKTPOHHON MUKPOCKOIIHHI
CpPE30B TKAaHEW TOJIOBHOTO MO3ra KHWBOTHBIX M YEJIIOBEKA, & TAKXKE METOAbl ONTUYECKOMN
MUKPOCKOIIMH KJIIETOUHBIX KYJbTYp NPUKU3HEHHOTO COCTOSIHUSA.

IMosyyeHHbIE pe3ybTATHI

MoaenupoBaHie MOKa3aj0 CIOXKHYIO JTUHAMUYECKYIO CTPYKTYPY pacinpOoCTpaHSIOIIErocs
[0 CEYEHHMI0 AKCOHHOTO craiika. Bxoxmaennme Na'-Toka W3 BHEKIETOYHOM cpensl BO
BHYTPEHHEE MPOCTPAHCTBO aKCOHA B CEYCHHWHM TMepelHero (poHTa craiika HWMeeT
LHEHTPOCTPEMUTENbHBIM  XapakTep. OJHOBPEMEHHO,  HAKOIUICHUE  MOJOKUTEIbHO
3apsiKEHHBIX HOHOB Na" 3a nepeaHuM (PpoHTOM C€03/1aéT H3OBITOUYHYIO KOHIIEHTPAIHIO
MOJIO)KUTEIBHBIX MOHOB, TaK KaK BBIXOJ BO BHEKJIETOYHOE HIPOCTPAHCTBO HOHOB K*
MPOUCXOAUT C HEKOTOPOM 3aJEpPKKOM I0OCIIE BXOJa HOHOB Na na nepenHeM (QpoHTe
cramka.
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Puc. 1. CxemaTudeckoe M300paXKeHUE 3aJCPKKU BBIXOJIA TMOJOXHUTEIBHO 3apsDKEHHBIX HOHOB
K+ w3 BHYTpeHHETO MPOCTPAaHCTBA aKCOHAa W O00pa3oBaHWE aKCHAIBLHON COCTaBJISIONICH
BXO/JISIINX HATPHUEBBIX TOKOB.

D10 00pa3yeT TMOJIOKHUTEIBHO 3apsHKCHHYI0 00JIaCTh  MEMOpaHbI,  CIEAYIOUIYIO
HEMOCPEJICTBEHHO 3a CIIAMKOM, B PE3yJIbTaTeé 4Yero, a TaKXKe IEHTPOCTPEMUTEITHLHOCTH
BXOJIAIIUX HATPUEBBIX TOKOB, 00pa3yeTcsi WX aKCHaIbHAas KyMYJSTHBHAsI COCTaBIISIOMIAS
(puc. 1). M3BecTHO, YTO aKCOHBI Ha yYacTKaxX HIDKE HAYaJbHOTO CEIMEHTa HE COoJepKat
MOBCEMECTHO TMPEJCTABICHHBIC OpPraHe/UIbl — TPaHYJSIPHBIA  JHAOTUIA3MATHYCCKHIM
PETUKYIIYM B CBOOOIHBIE puOOCOMBI. [10 cpaBHEHUIO C KPYITHBIMU JICHIPUTAMH B aKCOHAX
CONCPXKUTCS TMMapajUIeIbHO HMX TIPOJOJIBHONH OCH MHOXECTBO HEHPODUIaAMEHTOB H
OTHOCHUTEJIBHO HEOOJBIIOE KOJMYECTBO MHKpOTpyOouek. HelipodumameHTs 0OBIYHO
umerotr auameTtp okonio 0,1 HM w pasnuuHyro HeompenenéHHyw manuHy. WcciemoBanus
Imunara u JaBuacona [18] mokaszaiu, 4To KakIblid HEHPOPHIAMEHT MPEICTABIICT COOOM
CnUpanbHO CKPYYCHHYIO HHTh, TOCTPOSHHYIO U3 TIIOOYISIPHBIX OCNKOBBIX cyObeawHull. B
MPEHATAIEHOM  TEPHOJC OHTOTeHE3a aKCOHBI  COJepXaTr  OOJBIIOE  KOJHMYECTBO
MUKpPOTPYOOUYEK W OTHOCUTEIHHO HEOOJBINOE KOJUYECTBO HEHpO(HIIaMEHTAPHBIX HUTEH.
Jlanee, ¢ pa3BUTHEM OpraHM3Ma »dTO KOJUYECTBEHHOE COOTHOIICHHE CYIIECTBEHHO
CIIBUTAETCS B MOJIb3Y HEHPOPHIAMEHTOB, KOTOPbIE, KPOME TOTO, HAYMHAIOT OOBEAMHATHCS B
rpynnel. C  BO3pacTOM  YHCIIO O3TUX TPYII  YBEIWYUBAETCS U PACIHOJIOKECHHE
Helpo(duIaMEeHTOB CTaHOBHUTCS OoJjiee AUCIEPCHBIM. VI3BeCTHO Takke, 4YTO IO Mepe
B3pPOCJICHHS] OPraHNU3Ma TONIEPEYHbIE CEYCHUsT MEeMOpaH aKCOHOB BCE 0oJiee OTIIMYAIOTCS OT
UACaTbHON OKPYXHOCTH. DJIEKTPUYECKass aKTUBHOCTh aKCOHA TPU CIIAHKOBOM paspsjie
COTIPOBOXKJAETCS MOITHBIMH TOTOKAMHM BXOJSIIUX 10 TepeaHeMy (poHTy craiika
HATPUEBBIX HOHHBIX TOKOB.

A B

Puc. 2. CxemaTnueckoe n300pakxeHHE MOMEPEYHOTO CEYESHUSI aKCOHA B MOMEHT BOSHUKHOBEHUS
nepeaHero ¢GpoHTa craika. A — B3aMMHOE YpaBHOBENIMBAHUE BXOJAIINX HATPUECBBIX TOKOB,
ueanpHbBld ciydail; B — mosiBIeHHe BUXPEBOM COCTaBIIAIOIIEH BXOASILIEr0 HATPUEBOIO TOKA,
COOTBETCTBYIOILETO NMepeJHeMy (QPOHTY cliaiika B pealbHOM CITydae.
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KanueBbrii BRIXOIAMUN TOK, KaKk OBUIO IMOKa3aHO, BKIFOUAETCS TO3KE U COMPOBOXKIACT
3aHUH criajaromuii (POHT craika 10 BbIX0Ja Ha MUK pepakTepHOro nepuoja, no3TomMy B
(dopMupoBaHUM TNepeAHero (poHTa CHAMKOBOIO HMMIYJIbCa OH IPAKTHUYECKU POJIM HE
urpaer. Takum oOpazom, mnepeanuii (GpoHT cmaiika QopMHpPYyeTCs HCKIIOYUTEIHHO
BXOJISIIIIMM HATPHEBBIM TOKOM. ECITM MOCcMOTpeTh momepeyHoe cedeHue akcoHa (puc. 2),
BUJIHO, YTO HEUJEATBbHOCTh (POPMBI aKCOHHON MEMOpaHbl, OTIIMYAIOIIEHCS OT OKPYKHOCTH,
CHOCOOCTBYET HEYPaBHOBEIICHHOW B3aMMHON KOMIIGHCAIlMM BEKTOPOB  BXOSIIMX
HaTpUEBBIX TOKOB. BMmecre ¢ 3TMM Takas sBHas CYLIECTBEHHAs HECHUMMETPUYHOCTH
[ONEPEYHOr0  CEYEHUs  pealbHbIX  OMOJIOTMYECKHMX  aKCOHOB,  OOYCIIOBJIMBAET
HEPABHOMEPHOCTh KaK KOJIMYECTBEHHBIX XapaKTEPUCTHK BXOAAIIMX BHYTPh AKCOHA
CIIAaMKOBBIX HATPUEBBIX TOKOB, TaK M KA4ECTBEHHYIO HUX HEPABHOMEPHOCTb, TO €CThb MX
HanpasieHus. [lpu 3Tom B pe3yibTare anreOpanyeckoro CyMMHUPOBAHHS, MOSBISAIOIIAsACA
BHUXpEBasi COCTABJISIONIAS HATPUEBOI'O TOKA, 3aKPY4YMBAECTCS B Ty WJIM HHYIO CTOPOHY, B
3aBUCHMOCTH OT KOHKPETHOIO COOTHOLIEHHS W HAIPaBICHHOCTHM BEKTOPOB BXOISALINX
ToKOB. Kpome Toro, 3TOT 3pexT ycmnmBaeT HEOJHOPOIHOCTh IUTOIUIA3MBI, COIEPIKAIICH
pa3IuYHbIC BHJBl BKJIIOUEHUN W OpraHeill, a TaKXKe JIIEKTPOMAarHUTHBIE BIIMSHUSA CO
CTOPOHBI COCEIHUX OJIM3KO PACHOJIOKEHHBIX AaKCOHOB, YIIaKOBaHHBIX B CHHUIUTHH [19].
Takum 00pa3om, cmaiik B MONMEPEYHOM Cpe3e MPEICTAaBIAET COOOH JAOCTATOYHO CIIOKHOE
MHOT'OMEPHOE BHUXPEBOE oOpa3oBaHue, 00yCIIOBIIEHHOE COOTBETCTBYIOLIUM
CIUPAJIEBUIHBIM TEUEHUEM PE3YJbTUPYIOIIMX HOHHBIX TOKOB. Hammuue ynomsiHyTOH
CIHUPATBHON 3aKPYYCHHOCTH HEHPO(UIaMEHTAPHBIX HUTEH TaKXKe MOATBEPIKIAET 3TOT (HaKT
COOTBETCTBEHHO W3BecTHOMY ombITy B.lllayOeprepa ¢ pasmemeHuem HUTH B TpyOe co
CIUPAIBHBIM TEYEHUEM JKHJKOCTH, KOTOPAsl BCIEICTBUE ITOIO TaKKE 3aKpy4yHMBAJach B
tpéxmepHyto cnupanb [20]. Takxke wuM ObUT IIOCTaBJICH OIBIT, ITOKA3bIBAOIIHIA
oO0beMHEHNE TaKUX HUTEH (€CIM UX pa3MeIIaioch HECKOJIBKO) B TPYIIIBI IIPH CITUPATHHOM
TEYEHUH, YTO XOPOUIO HAOJI0JaeTcs IO Mepe B3POCIIEHUS! aKCOHOB B OHTOTEHE3E.

A
Jlnst BonHOBoro ypasHeHus ¢ norenumanom u(|gl) = Z(|(p|2 — 1)2 U BKJIIOYEHHEM
abeneBa KaanOpoBouHoro mojist U (1) hyHKIMOHAN IeHCTBUS ONPENENAETCS:
1 2 2 2 2 2 2
Fcp,a:E[le(pl +|Dy(P| +||Q|| +Z(|(p| _1) ] (1)

D,p = (¢, — iK,9), K,(x)—BemecTBeHHOE a0eneBO KaIMOPOBOYHOE MOJIE,
¥ (GYHKIHOHAJ Oy/leT MUHUMAJICH IIPU BBHIIIOJHEHHU CHCTEMbI yPABHEHHIA

((p‘l,x + Kl(f)Z) - n ((px,y + K2§01) =0
(‘P-l,y + K,0,) — n(@o.+ Ki9) =0 : (2)
1
Quy +5nlpf +9*—1) =0

nN > 0,n = £1;
Pemtenus e€ mpu N > 0 sBisitorcsi N-BUXPEBBIMH.
Orobpaxenne 0,,:T' = T, onpenensromeecs orobpakenuem 0,,:z = z", rxe:
lz| =1; z" = x+ iy —uym pynxuuu @ (2),
M03BOJISIET UCKATh PEIICHNE () B BHIE:

@y +ip, = eV (r),rpe: f(o) = 1. 3)
Jnss  sroro  orobpaxenus € = mi), modToMy KanuOpPOBOYHOE  IIOJIE€  HMMEET
ACHMIITOTHYECKUM BU]I.
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Puc. 3.Iloxe pemenuii ¢ OAMHOYHBIM BHXPEM.

B OKPECTHOCTU TOYKHU " = 0 peIICHU NMCIOT AaCMIITOTHKY:

f=cr"
4m

Pemenne ¢ oguHOYHBIM BUXpEM I @ M KaduOpoBO4HOTro moiisg BOmm3u r = 0 umeer
aCHMITOTBHI:

— T 9
K=%--H,+ 0(r=),

4
— pacxomsmuiics paaManbHBI moTeHnuan u3 Toukd ¥ = Oum 3akpy4mBarommiics
OTHOCHUTEJIBHO Heé BUXPb (puc. 3).

BrioniHe BO3MOXKHO, YTO UMEHHO CHUPAJIbHBIM XapaKTEPOM MPOCTPAHCTBEHHBIX CIANKOBBIX
paspsgoB OOBSICHSAETCS CHHUpATbHAS 3aKPYYCHHOCTh MHEITUHOBBIX O000JOYEK BOKpPYT
akCcOHOB. B 93ToM ciyuae »sieKTpuueckas AaKTUBHOCTh aKCOHOB MOXET SIBISTHCA
CTUMYJIMPYIOIIEH I OJHUTOACHAPOLUTOB, OOpa3ylolmuXx dTH OOOJOYKH, HHAYE
HEOOBSICHUMBIM SIBJISIETCS TAaKO€ MHOTOYMCIEHHOE KOJHYECTBO BHTKOB MMEJIHMHA, SIBHO
M30BITOYHOE IS DJIEKTPUUECKON U30JISIIMHA HEPBHOTO BOJIOKHA.
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b

Puc. 4. A: 3purenbHbiii HEpB B3pOCHOil Kpeickl. MY — mMuenud. VM — BHYTpeHHHI ME3aKCOH.
Muxkpokanasnbipl (T) u mukpoBonokonna (F) B akconax pasmuunoro kamubpa (1-4). BumHo
OoNbIIOE KOJIMYECTBO CJOEB MHENHHA, SBHO W30BITOYHOE [UIS BBIIOJHEHUS (QyHKIUH
anektpuueckoil n3omsuu. Yeeauuerue 45 000,poto C. Némeéek. b: ®parmMeHT MHETHHOBON
000JI0YKH CHUMKA A, BUJHO OOJIBIIOE KOJMYECTBO CIOEB.

OTcrona sICHO, KaKyto OOJbIIy0 poib urpatoT OMII B3auMoseiicTBusI B HEPBHOU CHCTEME,
BIUIOTh JI0 ONpPEAENIoniero ¢akropa B U3BECTHONM HEPEIIEHHOW 10 HACTOSIIETO BPEMEHHU
npobneme “crpykrypa-¢pyukius’ [21]. Ha puc. 4 mokasaH momepedHbIil cpe3 TpEX
MUEITMHU3UPOBAHHBIX aKCOHOB PAa3HBIX KaJMOpPOB M YYAaCTKHM MHEIWHOBOW 000JIOUYKH
YeThIpEX NPYrux akcoHOB. CrnupasibHble TUIACTUHBI 000JOYKM HAYMHAIOTCS BHYTPEHHUM
ME3aKCOHOM. B MecTe Me3akcOoHa B pPe3y/lbTaTe CMBIKAHHMS HApYKHBIX IOBEPXHOCTEU
IUIa3MaTUYECKNX MEMOpaH OTPOCTKA OJUTOACHIAPOINTA, OOpa3yloIero MHETHHOBYIO
000J104Ky, (opMupyeTCsl MpoMexyTouHas JimHus. OHa 4yepemyeTcs ¢ TJIABHOW IUIOTHOW
JIMHUEW, SBJISIOLICUCA  pPE3YyJbTaTOM IUIOTHOTO  CONPUKOCHOBEHHMS IMOBEPXHOCTEU
UTOIJIA3MATUYECKOH MeMOpaHbl OJUTOACHAPOLMTa W 3aKaHUYMBACTCS Ha HaPYXKHOU
CTOPOHE Ha YPOBHE HAPYKHOTO OTPOCTKA TaK Ha3bIBaeMoOro “si3pika”. Ha puc. 4 BUIHO, 4TO
KOJIMYECTBA CJIOEB HA PA3JIMUHBIX AKCOHAX OTJIMYAOTCS, IPU 3TOM aKCOHBI C MEHBIINM
IUAaMETPOM COJZIEpkKAT MEHbIIIE MHUEJIMHOBBIX CIOEB, UTO TAK)KE€ MOYKHO MHTEPIPETUPOBATH
MEHBIIMM OOImUM BpeMeHeM wuX akTuBanuu. OJHaKo, BO BCEX CIIy4asX XOPOIIO
MPOCMATPUBAETCS SIBHAS W30BITOYHOCTh KOJMYECTBA CJIOEB MUEIMHA JUISl BBITOJIHCHUS
(GYHKIUU 3JIEKTPUYECKONW H30JIALIMA aKCOHOB OT BHEKJIETOYHOM CpeJbl, KOTOpas sBIsETCS
MPAKTUYECKU €AMHCTBEHHOW, IPUHUMAEMOM BO BHUMAHUE B HACTOSIIIIEE BPEMSI.

AKCOHHO-IY(panTHYeCKas JIOTUKA
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Dodantuyeckue (MOCPEACTBOM 3JIEKTPOMArHuTHoro mons — OMII) B3auMoaeicTBHs
SIBJISIFOTCS TIPAKTHYCCKH HEOTHEMJICMON YacThi0 MEKHEHPOHHOIO B3aUMOMACHCTBHs [22].
DTO HEMOCPEACTBEHHO MOXET BBITEKaTh KaK U3

¢usnyecknx mpenctaBieHuid o mpupome OMII,
YUUTBIBAsE ~ CHJIBHBIM  3JIEKTPUYECKHI  XapakTep
MYJIbTUHEHPOHHOM JKCTpa- M  HUHTPAHEHPOHHOU
AKTUBHOCTH, TaK ¥ U3 MHOTOUYMCIICEHHBIX PE3yJIbTaTOB
HEHPOPHU3NOJOTHUECKUX IKCIEPUMEHTOB [23, 24] u
pe3yibratoB  MomenupoBanus [3, 4]. Opnako,
HEOOXOAMMO OTMETUTH, UTO ddanTuaeckne 3PPexTs
B MYJIbTUHEHPOHHOW AKTUBHOCTH PaCCMATPUBAIOTCS
B OCHOBHOM JIHOO BO BJIMSHUU BHELIHHUX ToOjei [24],
1100 B BUEC MEKICHIPUTHBIX B3aMMoaecTBUl [25].
: B 10 e Bpems Hambosiee MOIIHBIM 3IIEKTPHYECKUM
Puc.5. CermeHT HEpBHOro mydka ¢ | SBJIEHHEM B (YHKIMOHUPOBAHUM HEHpOHA SIBISETCS
acTpouuTapHOH  00omoukoid  (A) | aKCOHHBIM CIalWK, WMCIOIIUA K TOMY €, B CHIY

BOKpYT TPynIel | cBOed pe3KO BBIPAKEHHON HMMITYJIbCHOW (OpMEI,
MHUCJIMHA3MPOBAHHBIX (My) n | Qoraroe coaeprKaHue JOOCTATOYHO
Geswsrorrpx — (N) - HEHPHTOB | ppicoxoammmiTyiHBIX rapMOHHYECKHMX

(Neémecek S.). cocTaBisiomuX. Kpome TOro, yduThIBas ILIOTHYIO

YIIaKOBKY HEKOTOPBIX aKCOHHBIX BOJIOKOH B HEPBHBIX My4Kax (puc. 5) wim cuHIuTHsIX [26],
MOKHO TIPEIIOJNIOKUTh JIOCTATOYHO CHIIbHBbIE B3auMoBIUsHUs OMII, mopoxmaeMbix
paCIpPOCTPAHAIOUIMMUCS BIOJIb HHUX cHaikamMu. ['eHepanusi KaXJoro craika B TaKuX
IUIOTHO YIaKOBaHHBIX HEWPONWISX CIIOCOOCTBYET TIOBBIMICHUIO HECHUMMETPHYHOCTH
WOHHBIX TOKOB, BTEKAIONIMX B KAXJIOE OTICIHFHOE BOJOKHO (CM. pUC. 2), YTO YCHIIMBACT
YCJIOBHS UX BUXPEOOpa30BaHHSI.

HamMu OblIO OCYIIECTBIEHO JIOTMKO-MAaTEMAaTHYECKOE MOJEIMPOBAHME MEXaHU3MOB
caMo000paboTku HH(pOpPMaLMK CHANKOBBIMH IOTOKAMHU HAa AKCOHHOM YpPOBHE HIpH
00beIMHEHNN MUEIIMHU3UPOBAHHBIX aKCOHOB B HEPBHBIN Iy4oK. B Heiipomozpenu mo [7],
puc. 6 peanuzoBaHa HEUPHCTOpHAs CETh, MOJCIUPYIOIMAs HEPBHBIA  ITyYOK.
JlononHUTENbHASA JOTHKA 33Ja€TC B3AaUMHON TOIOJIOTMEN OTIEIBHBIX aKCOHOB B HEPBHOM
IIy4Ke, KOTOpasi OIpPENENsseT XapaKTep M CTENEHb BIMAHMS MX APYr Ha Jpyra B MOMEHT
MPOXOKJICHUS CIIANKOB.
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Puc. 6. HelipuctopHblii mporueccop HEPBHOTO IMy4ka BOJOKOH mo a. ¢. 1439632 [7]:1 —
HEHpUCTOpBl, 2 — HeWpucTopHble sueiiku, 3 — MacmTaOupymoommue Onokd, 5 — Omoku
nuddepeHnupoBanus, 6 —ameMeHTHI 3aaep kK. [TokazaH (pparMeHT CETH Pa3MEPHOCThIO 2 X 2.

OTO BIUSHUE MOXKET BBIPAKATHCA B JUHAMUYECKOM CHUHXPOHHOM IIOHWKEHUU WIIU
MOBBIIICHHHA TOPOTOB COOTBETCTBYIOIIUX (COOTBETCTBEHHO PACIIONIOKEHUIO BOJIOKOH |
PHCYHKY MX aKTHBAI[MH) OTJACIbHBIX HEHPUCTOPHBIX SYCCK HEHPOHHOW ceTh mydka. [Ipu
3TOM II0JIE, CBSI3bIBAs OT/EJbHBIE BOJOKHA, U 00pa3yeT 3Ty aKCOHHYIO HEHPOHHYIO CETb,
IIPUYEM, CBSI3U HOCST JIOTMUECKHM XapakTep, peaau3ysl co00i AMHAMUYECKYI0 CUHXPOHHYIO
HEINPEPBIBHO3HAYHYIO JIOTUKY.

Takas noruka B3auMHOUW paObOTHI BOJIOKHA HEPBHOTO IMyYKa OTIUYACTCS OT TPATUIIMOHHOU
JIOTUKU JOMYCTUMOCTBIO KoJumm3ui mapagokca (A - AUA - A), KoTopble B JaHHOM

ciydae JUIss TaKOW JIOTMKHA KoJutm3usMmu He sBisitotcst (P-nocuxa [27]). Bonee ciabObie
OTPaHUYEHUS IS 3TOTO BBISBIISIIOTCS B CIEIYIOUUX COOTHOIICHUSIX:

Eciu B xoppekTHOM crpykrype S Cumrepan L, OL N Inv(Post(L)) =M, tae: M =,
= OAOM cooTHomieHre A - A sBISETCS JONMYCTHMOM Kojutn3ued mapazgokca B S (P-

KOJLTU3HUEH),
rae: Inv(inv(P)) = P —HHBEpCHs IJIsl MHOXKECTBA uTepanos L, P, npu koTopoil kaxxaomy

L; craBurcs B coorBerctBUe L O Inv(P); L~ —riaBHbii uaean L B ctpykrype S (MHOKECTBO
{L}U Pred(L));

Eciu B KOppekTHOH crpykType S Cimrepan L, OLSNInv(Pred(L))=M, rae: M =@,
= OAOM coortHomeHue A - A sBisiercsa Pxomnusuei,

rae; L —rnaBubiit guistp L B crpykrype S (MuOkecTBo {L} U Post(L)).
Ecnmu B KOppekTHO# cTpyKType S: {(L - E)ﬂ (Pred (L)) = O}D S = OLP Pxommmsus:

LN J0IycTUMA B S,
rie: 1’0 Pred(L) — 6a3oBplii tuTepai.
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Jlns  crpyktyp OGosee o0Omero BHAa BO3MOXHBI CIyd4ad, KOTAQ W3 OTHOLICHHS
A - A Heobs3atenbHo creayer, uto A =0 A =1.

Bonnbl pacnpocTpanenust BO30YKISHHS B TAKOW HEHPOHHON CETH MMEIOT BMECTE C OOBIYHO
paccMaTprUBaeMbIM KOHBEPIEHTHBIM XapaKTepoM (CXOSIIUMCS K OIHOM TOYKE), TAaKkKe M
JMBEPreHTHbI XapakTep (pacXomsfIiuMmcs #3 OJHOH Touku). I[Ilpm 3TOoM Takoe
CUMMETPUYHOE M OJHOBPEMEHHOE COCYIIECTBOBAHHE BMECTE KOHBEPIEHTHBIX W
JVBEPTeHTHBIX TEHACHIUN BO30YKICHHS OOBICHIETCS HMX KAYECTBEHHON acHMMETpHEi
[28]. Dta acummerpus TpOSIBIAETCS B PA3IUYMAX MNPEACTABUTEILCTBA KOHBEPICHIIHH,
MPOSIBIISIIONICNCS. B CyMMHPOBAHMU BO30YXIEHHH OT MHOXECTBA WCTOYHHUKOB B BHJIE
BIICII unu cnallkoB W JOUBEPreHIMU, MPEACTABISIONIEH COOOW pacxoisiuecs BOJIHBI
W3MEHEHHMs TOpOroB Bo30yxaeHus. Takum oOpazoMm, nHGOpMALIHs MOKET MepeaaBaThCcs He
TOJIKO B BUJIE MPAMOI0 BO30YXI€HHUsI, TEPEHOCUMOI'0 HEPBHBIMHU UMITYJILCAMH, HO TaK)KE B
BHJI€ TpaAyallbHbIX IPOCTPAHCTBEHHO-BOJHOBBIX HM3MEHEHUH IOPOTOB  BOJIOKOH,
PaCIpPOCTPAaHAEMBIX 110 HEPBHOMY ITY4KY B IPOAOJBHOM U IIONIEPEYHOM HAIIPaBJIEHUAX 110
ero o0beMy. BO3HUKHOBEHHE U MPOBEACHHUE CIAWKOB B ATOM CJIydae MOXKET CIY>KUTh
MEXaHU3MOM JETEKTHPOBAHMS TEKYIIMX BEJIMYWH MOPOTOB, BBINOIHSS POJb OOpaIIeHHOH
(uuBepcuonHoi) soruku [29]. [lokazaHo, YTO B3aUMHBIC BO3JCHCTBHS Ha BEIUYMHBI
noporoB dakropamu (OMII criaiikoB), SIBISIONIMMHUCS TOPOXKICHUSIMU CAMUX UMEHHO 3THX
BEJIMYMH TIOPOTOB, CIOCOOCTBYET BO3HMKHOBEHHIO YCTOMUMBO  HHUPKYIHPYIOLIUX
HEPaBHOBECHBIX TIOPOTOBBIX BOJH", OOpa3yIOUIMX YCTOWYHMBBIE OYard MOHMKEHHBIX
MOPOTOBBIX COCTOSIHUH MeMOpaH HEKOTOPBIX aKCOHOB B HEpBHOM Imydke (puc. 6). Drto
MOXKET O0OYCJIOBIMBATh CaMOOPraHU3alMI0 M CaMOMOJJEPKUBAEMOCTh OMPEIEICHHOTO
TOHUYECKOI'O0 COCTOSIHUS HEPBHOM AKTUBHOCTH aBTOHOMHO Ha YPOBHE CaMOI'O HEPBHOTO
nyyka. Helipomonenp Takke TMO3BOJNAT OTOOpaxaTh NEPEKPECTHBIE MPOJOJIBHO-
MapajuieIbHOE PACIPOCTPAHEHWE MHUKPOKOMIIOHEHTOB CIailka IO OJHOMY aKCOHY,
MOJCIUPYEMOE KBa3U-HEUPOCETEBOW HEUPHUCTOPHOM CTPYKTYPOH C yd€TOM OOBEMHOCTH
CITaiKOBOW BOJIHBI.

JAMCKpPeTHOCTH CIaiiKka B BUXPeOOpPa30BaHUU

B cooTBeTcTBHE C MOKa3aHHOW CIIOKHOW OOBEMHOM CTPYKTYpOH cmaiika, OH MOXET OBITh
MPEJICTaBlIeH KaK CyMMapHOEe OOpa30oBaHUE, COCTOSIIEEC W3 DJIEMEHTAPHBIX JHCKPETHBIX
KOMIIOHEHTOB. Y CJIOBHS T€HEPALIMU U PACIPOCTPAHEHHUS UX HE SABIISIFOTCS OJHOPOJHBIMU I10
00bEMY akcoHa B CBSI3M C HEOJHOPOAHOCTHIO HMHTPAIUTOIIA3MATHUYECKONW Cpeibl
pacnpocTpaHeHus, TeM Ooyiee, €cClIM YYHUTHIBATh MHOTOYMCIEHHBIE BKIIOYEHHS B
akcoriazMe. DT (paKkThl MOACIUPOBAIMCH HAaMH B Helipomoienu [9] Ha puc. 7.
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Puc. 7. Axco-comaTnueckuii Heiiporporeccop mo a. ¢. 1306368 [9]comepxur N 6moxos 1
MOJICJIMPOBAHMS CHHAICA, KKIBIH M3 KOTOPBIX COCTOMUT M3 COMIACYIONIMX D3JEMEHTOB 2,
MacmTadupyrmux ko3@duimerToB 3 u 3eMEHTOB 3a7epKKHU 4; OJIOK 5 MOJACTUPOBAHUS COMBI,
B KOTOPBIHA BXOJSIT BECOBBIC DIIEMEHTHI 6 M BXOJHBIC CyMMAaTOpbl 7; M OJIOKOB 8 BHI3BAHHBIX
MMOCTCHHANITHYCCKUX MOTEHIHAIOB, M QopmupoBareneii 9 cmaiika, KakIbli M3 KOTOPBIX
coctouT U3 snemenrta cpasHenus 10, ¢opmupoBarens mmmnyiascoB 11 u ¢opmuposarens 12
MOPOTOBOT0 3HAYCHHUS, BBIXOAHOW cymMMaTop 13, BBIXOJ KOTOPOTO SBISETCS AKCOHHBIM
BbixogoM 14. CooTBercTByromue 00ku 7-9 o0pa3yroT M y3inoB Bo3OyxacHus 15, a Omok 8
BBIMOJTHEH B BUJIC YIPABISIEMOT0 HHTEIPATOPA.

Ha xaxnapiii U3 cyMMaropoB 7 IOCTYHNAIOT CHUTHajbl OT BCEX N BBIXOJOB OJIOKOB
MOJIETUPOBAHMSI CHHAIICA 1 ¢ COOTBETCTBYIOIIMMH BECAMH. DTO COOTBETCTBYET PEAIbHOMY
HEHPOHY, B KOTOPOM CHUTHAaJ OT KaKJIOTO CHUHAIICA, PACIpPOCTPaHsACh, JOCTUTAET Ka)J10ro
BO30YJMMOI0 yyacTka MeMOpaHbl COMBI MM akcoHa. [Ipuuem ero amIuinTyna B MOMEHT
JOCTUXKEHUS  KaKoro-mmbo BO30YyIMMOIO y4yacTKa OINPENENSeTcsl  pacloy0KEHUEM
MOCTIeTHEr0 Ha MeMOpaHe, YTO OTPa)KaeTCsl B MOJIENIN BETMYNHON KOA(p(UITMEHTA MTepe1aun
COOTBETCTBYIOIIET0 BECOBOro 3jieMeHTa 6. B To e Bpems, myTu pacnpocTpaHEHHUs
BO30YX/I€HUSI OT CHHAIITUYECKUX KOHTAKTOB K OJHOMY BO30YAMMOMY YYacTKy pa3jIM4HBI,
CJIEIOBATENIBHO, PA3JIMYHbl M IApaMETPbl CUTHAJIOB, NPUXOMSIIMX HA ITOT y4acTOK OT
Pa3IMYHBIX CHHAIICOB IPH MPOYMX PaBHBIX YCIOBHSAX (IapaMeTpbl CaMUX CHHAIICOB H
YCJIOBHSI UX CTHUMYJISILIMK), YTO OTpaykaeTcsi MoJ00pPOM BECOBBIX AJIEMEHTOB 6 Ha BXojax
Kaxaoro I-ro cymmaropa 7. Kaxaplii MHUKPOKOMIIOHEHT CIaiiKka CreHepUpOBaHHBIM
JOKaJbHOW 30HOW COMAaTHYECKOH MeMOpaHbl CYMMHUPYETCSI BO BHYTPHAKCOHHOM
IIPOCTPAHCTBE, 00pa3ysi, TAKUM 00pa3oM, pe3yJbTUPYIOUIUH cHaiiK, pacpoCTpaHsIoUIMics
[0 aKCOHY K KJeTkaM — MumeHsMm. Yucio ¢opmuposareneil 9 cnaiika, 0JHOBpPEMEHHO
TEHEPHUPYIOIINX HMITYJIbCHI, ONPEAENSIETCS YUCIOM WU KOH(UTypauued akTHBHPOBAHHBIX
CHUHAIICOB, a TaK)X€ KOJMYECTBEHHBIMM M KAa4€CTBCHHBIMU IIOKA3aTEISIMU CHUTHAJIOB,
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NPUXOJAIIMX HA CHHANTHYECKHUE BXOJbl, U MapaMeTpaMd CaMOro HEHpoHa, B YaCTHOCTHU
YUCIIOM U JIOKanu3aluued Ha come Bo30yauMbIx y3noB 15. [IpennoxeHHas Helpomoaenb
MO>KET BOCHPOU3BOJUTH MOMNEPEUYHBIH CpPE3 aKCOHA, a HEOJAHOBPEMEHHOCTb TI€HEPALUU
MHUKPOKOMIIOHEHTOB CIlalika CHOCOOCTBYET HECHMMMETPHUYHOCTH MOTEHIUAIBHO-TOKOBOTO
IOl B IJIOCKOCTH CEYEHHUs aKCOHA, 4YTO YCHJIMBAET YCJIOBHUS HOHHO-3JIEKTPOHHOTO
BUXPEOOpa3oBaHUs.

MueJivH ¥ JUHAMHUKA €ro 00pa3oBaHus

MuenuHoBass 000J04YKa SIBJISETCA CTPOTO YNOPSAOYEHHON JIMIIONPOTENHOBOM CHUCTEMOI],
oOpa3oBaHue U perpeccusi e€ oOHapy>KMBAET TAKXKE OCTATOYHO YETKHUE 3aKOHOMEPHOCTH.
B nepudepuueckoii HepBHoit cucreme ([THC) xaxkmomy uaTepHOAaIEHOMY cermenty (MC)
— MNPOMEKYTKY MEXAYy NepexBaramMu PaHBbe — COOTBETCTBYET, Kak NPaBWIO, OJHA
mBaHHOBcKass kietka. B [JHC mo cpaBHeHMIO C JIpyrumMu oThenamMu HauOoljiee HU3KOE
KOJMYECTBEHHOE  COOTHOUIEHHME  MEXAY  MUEIMHU3UPOBAHHBIMU  BOJIOKHAMH U
onmmrogeHapornved. I[lo »3Toll mnpuuMHE OJUH OTPOCTOK OJUTOACHIAPOLIUTA MOXKET
y4acTBOBaTh B OOpa30OBaHUM TakXKe W JPYroro HHTEPHOAAIBHOTO CETMEHTa BBHIY
BO3MOXXHOM OTHAJIEHHOCTH COMBI OJUTOACHAPOIMTa OT OOpa3yeMol MM MHUEIMHOBOU
o0osiouku. OJIHAKO, HENMPEpPHIBHOCTH ILJIa3Mbl TJIMAIBHOIO NEpPUKapHOHA M MHEIMHA B
J000M cllydae COXpaHseTCs, TO €CTh JIaMeJUIbl MUEIMHA 00JIalaloT TEMHU KE CBOMCTBaMH,
YTO M IUIa3MaThyeckass mMeMmOpaHa COOTBETCTBEHHOW TIiiMd. Bce HIBaHHOBCKHE KIIETKU
(LIK), coOTBETCTBYIOIINE aKCOHY MOSBIISIOTCS JIUIIb TP JTOCTHKEHUH UM CBOCH MUIIICHH,
U 3TO SIBISIETCST MOP(OreHEeTHYeCKUM (PaKTOpoM, KaKk M TO, YTO MHUEIMHH3AINS aKCOHA
HauynHaeTcs ¢ fgoctmwkenus ero muamerpa B [IHC 1-2 mxm u 0,3 mxm B I[HC. Ilpexne
BCEr0, MHEJIMHM3ALUS MPOUCXOJUT Ha aKCOHAX, KOTOpPbIE JOCTUTal0T MAaKCUMAJIbHBIX
JIMaMETPOB BO B3POCJIOM OpraHHU3ME, YTO CBHJIETENBCTBYET O Haumbojiee JUIMTEITbHOM MX
(YHKIMOHUPOBAaHUM B BHIE DJCKTPO-MOHHOW AaKTHUBHOCTH. YBenmueHue uyucia HC
MPOUCXOAUT TOJBKO B IPOLIECCE MUEIMHU3ALMUA AKCOHA, B JAJIBHEUILIEM € NpPU POCTE
nocieqHUX 0e3 00pa3oBaHHA MHUEITUHA, MOXET MPOUCXOAUTHh TONbKO YymiuHeHue HC.
MuenuH Ha ylIbTpacTPyKTYPHOM YPOBHE SIBJISICTCS CUCTEMOM MEPHOIMUECKU (C MEepHOI0M
12-17 uM) yepeayIomUXcs TIIaBHBIX TEMHBIX JIMHUN U CBETJIBIX IIMUPOKHUX MPOMEKYTOUHBIX
CJIOEB.

.- nepebpoauy
- XoICCTEpER
docdonmmng

LWEPROZ = ARMCRIER

C
Puc. 8. YaerpactpykTypa Muenuta. A — obpazoBaHue ero cioéB mBaHHOBCKOH kieTkoi (I1TK)
(3apucoBKa C BIICKTPOHHO-MHKPOCKOIUYECKOTO H300pakeHHsi Tocie (UKCAlUu mpernapara
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TUAPOKCHIOM ocMusa. PM — mnasmarnueckas MeMmOpaHa ITBAaHHOBCKOW KIIETKHM, M — TiIaBHas
nuHus, | —uHTepMennapHas nuHus, S —uromasma [IK; B — MonekynspHas MoJienis MUETHHA
n mwiazmanemmbl LK no Sjostrand;C — pacnonokeHne KOMIUICKCA JTHITUIHBIX MOJEKYI: P —
cioit mpotenna, L —cioit munmaa (Elfvin, Finean).

BHyTpn mpOMEXYTOYHOTO CJOsS OOHApPYXUBACTCS TOHKUW  TPEPHIBUCTBIM  CIIOH
MHTEepMeIUapHON JUHUKA. MUennHoBasl JlaMella COCTOMT U3 JIBYX IJIMaJbHBIX MeMOpaH U
TeHEepUPYETCsS ME3aKCOHOM, KOTOPBIH CIIUPAJIBHO OXBAaThIBAET AaKCOH U HacjauBaeT Ha cels
nameruisl MuenuHa (puc. 8). Jlamemuia MuenMHa COCTOMT M3 KOMIUIEKCA YHOPSIOYSHHO
CBSI3aHHBIX JIMIMIHBIX MoJieKynl — Qochomununos (42%), uepedbposumo (28%),
xonecrepuna (25%) u cynpdarugoB (5%). B MuenuHe comepKuTCS Topas3no OOJIbIie
KHpOB, 4eM B Jpyrux MemOpanax (78% cyxoro BemiecTBa MHUENWHA). BOJIBITUHCTBO
MUEIMHOBBIX XUPOB UMEET MOJynepuo oOHOBIeHUS 6-12 mec., mns 6enkoB — 35 gHEH.
['naBHast IMHUS MUEJIMHA BO3HUKAET MMYTEM CIMSHUS BHYTPEHHUX JINCTKOB ABYX MeMOpaH ¢
MIOCTENICHHBIM  BBbIJIABJIMBAaHUEM MHTpAIjIa3MaTHUecKoil riauanbHOM cpeabl. Cucrtema
MeMOpaH MHUENIWHA HAXOIUTCS B KpHcTaundeckou ¢aze. OOpa3oBaHHWE MHTEPMETUAPHOM
JUHUHA  COMPOBOXKIAETCS  CIAMSIHMEM JBYX BHEIIHHX JIMCTKOB IJIa3MOJIEMMBI  C
MOCTENYIOIIMM HCYE3HOBEHHEM OKpYyKawoled cpeasl. TonmumHa JIMOUAHBIX —I10JIOC
coctaBimsier 5-5,5 HM. BremHwmit cnoif, cocrosmmii U3 OETKOBBIX MOJEKYNn oOpa3yer
rHAPOQWIBHYIO  TOBEPXHOCTh.  [lomsipHBIE  aMHHOTPYIIBI,  PACMOJOKEHHBIE  Ha
MOBEPXHOCTSIX MeMOpaH OOYyCIIOBIMBAIOT IEKTPUYECKUN MOBEPXHOCTHBIN 3apsia. K Hum
OTHOCATCS CHAJIOBblE TPYHMbl IOJMCAXApUAOB, (ocdaTHbIXx Trpynn ¢Gochonunuios,
KapOOKCHIIBHBIX OEIKOBBIX TPYII MPU KOHTAKTUPOBAHUM UX C BOAHOH (hazoit. DochaTHbie
TPYNIBI  SBJSIOTCS OTPHUIIATENBHO 3apSHKCHHBIMH M HAXOIATCS HA KOHIIAX MOJICKYI
dhochorunuaoB.

Puc. 9. |: Hauaneubie cranuu muenunansanuy B [IIHC. VO —otpocTok onurofeHaporing. Me —
MmesakcoH (A. Peters). IlHauanbubie craaun Muenuauzanui B [THC. S —miBaHHOBCKAst KieTKa
(IIK), okpyxaromas rpymmy akconoB N. B — nmenenme IIK ¢ oOpa3oBaHumeMm IJTHHHBIX
OTPOCTKOB, TPOHUKAIOIINX MeXIy akcoHamu. B pesymprare C-E kaxaomy akcoHy
COOTBETCTBYET OJIUH ITHanbHEIH dnement. (Elfvin).

OHu co3maroT cjao TommuHOW 1-2 HM, OJHAKO, JAOCTAaTOYHBIM I pearupoBaHUsS Ha

BHCIIHEC JJICKTPUYICCKOC I10JIC, HAIIPUMEDP, OT CIaKOBOI'O paspsaaa. TOJIH_II/IHa CJIOSA MOXKET

_ 3,06 .
ObITh paccuMTaHa B HaHOMETpax mo ypaBHeHuio [lebas — Xrwokkensi: § = — , rae: | —
Vi
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MOHHas cuia pactBopa. Ha HavanpHON (asze MuenMHU3aUu MPOUCXOAUT YABOCHHE
ME3aKCOHa — IUIa3MaTHYecKoid MemOpaHbl riauanbHo kieTku (puc. 9 | A). Ilpu stom
MPOUCXOJIUT CIIMSHUE BHEITHUX OEITKOBBIX CIIOEB 00EMX TMOBEPXHOCTHBIX MEMOpaH TIIHH.
Jlanee NpOUCXOANT YUIMHEHNE ME3aKCOHA U CIIHPAIIbHOE HAKPYIHBAHUE €T0 Ha aKCOH (pHC.
9 | B), npuuém, MexaHH3MbI MUETUHU3AIUMK oanHakoBbl kKak B [THC, tak u B ITHC. 3arem
[UTOIUIA3MA TJIMH MPAKTUYECKU HA BCEM MPOTSIKEHUU BBITECHSETCS U OCTAETCS TOJBKO BO
BHEIITHEM W BHYTPEHHEM sI3bIKaX Me3akcoHa. OJHAKO, MHOT/Ia TaKXKe OCTAIOTCS OCTPOBKH
LUTOIIA3Mbl, KOTOpPbIE€ MOTOM MOTYT CTaThb OCHOBOW IIMHUJT-JIAHTEPMAHOBCKUX Haceuek.
Wnorna oxna IIK okpyxaet rpymmny akconoB (puc. 9 Il), a 3atem npoucxoaut eé€ aeneHue,
B pE3yNbTATE YEro aKCOH MPUOOpETaeT CBOK COOCTBEHHYIO IIIHANIbHYIO 000JouKky. [lepen
HAYaJoOM MHEJIOTeHe3a B IHUTOIUIa3Me OTYETIMBO OTMEYAETCS, YTO TIIMS CO3MaET MHUEITHH
TOJIbKO B TPHUCYTCTBUU HEHpOHA, U TaKOe MOXKET MOATBEPKAATh AIEKTPOXUMHUYECKUI
XapakTep CTUMYJILMU MHUEIOTECHE3a I'eHepalueld aKCOHHBIX CHAaWKOB. MuenuHu3anus He
sBsieTCs ogHOBpeMeHHOH (puc. 10) m HayMHAeTCs paHblle B (UIOTCHETHYECKH Oolee
CTapbIX CUCTEMAX, YTO TAK)KE€ MOKHO aCCOLMUPOBATH C JOJITOBPEMEHHOM MaMAThIO, B TOM
quclie, TeHeTUYeCKu 00ycioBlIeHHON. HellpoHbl, cBsi3aHHBIE C BBICHIMMU KOTHUTHBHBIMU
GYHKIUSAMA, MUSTHHU3UPYIOTCS MMOCIEIHUMH, YTO OOYCIIOBIMBAET CBS3h C MPUOPUTETAMU
JONTOBPEMEHHOW TAaMSTH TEHETHUYECKUX MPOrpaMM M BPEMEHHOW IOCIIEIOBATEIHBHOCTHIO
dbopMUpOBaHUS DIIEKTPUYECKON AaKTUBHOCTH HEHPOHOB pA3JIMYHBIX OT/EJIOB HEPBHOU
CHUCTEMBI B OHTOTCHE3E.
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Puc. 10.3purensubrii HepB kpeickl, yBenunuenue 47000 (H de F. Webster, A. Peters, S. L. Palay).
YacTh aKCOHOB €mIE He MMEET MHEIHHOBOH 000m0ouku (A), apyrue ke BomokHa (A; — As)
HAaXOJSATCS HA Pa3sHBIX MOCIIEI0BATEIBHBIX CTAIUSIX MHUEIUHM3AIMU. Ha HavanpHOU cTaguu A
OKPY)KEH OTPOCTKOM OJIMTOJCHJPOIIMNTA, KOTOPhI oOpasyer wme3akcon (Ma). ITo mepe
MHUETHHHU3AINN 3TOT OTPOCTOK 00pasyeT crupaib. 11, — BuyTpennunii u 11, — HapyxHbI# (“S351K")
KOHIIBI criripain. O — onuriaeHapouthl, OO — OTPOCTOK OJMIIACHAPONUTa, AC — OTPOCTOK
acTpOIHUTA.

Kpome Toro, nzBectHo, uto namemia muenuHa B [{HC npumepro Ha 10% ToHbIIE, YeM B
I[THC. Muenuamzanus B [IHC — mpomecc Oosiee CIOXHBIH MU 3HAYUTEILHO MEHEE
crepeoTunHbiii. Poct mMuenunoBoit o6omoukn B [ITHC mpoucxoauT B KOHIIEBBIX ydacTKax
CIUPAIBHOTO 00pa30BaHUsI, YTO MOJATBEPKIACTCS B3aMMHBIM PACIOJIOKEHUEM HAPY>KHOTO
“s13pIka” ¥ BHYTPEHHEIr0 ME3aKCOHa, PAcIoaraluxcs, Kak IpaBuiio, B OJJHOM KBaJ[paHTe.
OTO JO0Ka3bIBAa€T, YTO POCT MHUEIMHOBON OO0OJOYKH MPOUCXOAUT HE HENPEPHIBHO, a
MPEPUOIUYECKH, U TAKKE MOXKET IMOATBEPKIATH CBA3b C AIEKTPUUYECKOW AKTHUBHOCTHIO
akcoHa. [locnenoBarenbHocTh cTaauil pocta B [THC oOHapyXuBaeT HEKOTOpPbIE BapHALIMH.
B HeKOTOphIX ciaydasxX LUTOIIA3Ma WCYE3a€T U3 TVIMAJIBHBIX OTPOCTKOB B CaMOM Hayaie
MUEJIOTeHEe3a ell€ A0 MOJTHOr0 OKPYKEHMsI aKCOHA ATUMHU OTpocTKaMu. [Ipu 3TOM riaBHas
IJIOTHAST JIMHUSA OOpa3yeTcs paHbllle MHTEPMEIUAPHOM, a OKPYKAIOUIUE aKCOH OTPOCTKHU
[JIMM  CTAHOBSATCS TaHTeaeoOpasHbIMH B monepedHoM cpese (puc. 10A;) 3a cuér
IepeMELIEHNs OCHOBHOM MacChl IIUTOIUIa3Mbl BHYTPh KOHIIEBBIX pacumiupeHuid. B stom
Clly4ae OTCYTCTBYET cTajaus (OPMUPOBAHMS ME3aKCOHA M CIHPalb MUEIMHA UMEET BHI
BUTKOB, COCTOSIIMX TOJBKO W3 TVIABHOW IUIOTHOW JNUHUM. HTepMeauapHas JTUHUS MOXKET
BO3HMKAaTh YK€ B XOJ€ JAJbHEUIIEH MUEIUMHU3ALUUU T[pPU COCJUHEHUHM HapYKHBIX
noBepxHocTe cMexHbIX BUTKOB. B IIHC Moxketr HaOmomaTbes Takke MPOCKalb3bIBaHUE
BUTKOB CHOHUPAJId MHUEIUHA JIPYT OTHOCUTENIBHO Jpyra. 3HAUUTENIbHbIC YBEIMYECHUS
IUAaMETPOB aKCOHOB, HAIpPUMEpP, B HECKOJIBKO pa3 IMpHU SKCIEPUMEHTAJIbHOM OTEKE, HE
NPUBOJAT K MOBPEXKACHUSIM MHUEITMHOBBIX 000JOYEK, YTO HEBO3MOXKHO IMPH OTCYTCTBUU
CKOJIBJKEHUSI MEXKAY CIIOSMU.

Perpakuuss MueJMHa

OnurofeHIporius MMEeT OYeHb aKTUBHYIO TpouKy, emé Ooiee akTHBHYIO B Oeinom
BELIECTBE, YEM B CEPOM. DTO FOBOPUT O JIOCTATOUYHO OOJIBIIMX IHEPreTUUYECKHUX 3aTpartax,
HaNpPaBJICHHBIX MMEHHO Ha OOCIYy)KHBaHHWE MHUEIWHOBBIX 000J0ueK. [ MIoKcusi, BBI3BIBAS
MIIEMHUIO HEPBHOW TKaHM, OKAa3bIBAET OTPULIATEIbHOE BO3AECICTBUE HA OJUTOJEHAPOTIINIO, B
pe3ysbTaTe 4Yero MOTYT BO3HHUKHYTH €€ HYTPUTUBHBIE IIOBPEXKICHHs, 4YTO BEIET K
COTOOOpa3HOMY pacrajly MUEJIMHA, HAYMHAIOIIEeMYcsl ¢ IJIaBHOM nuHuu. [Ipu BamiepoBckoM
MIEPEPOKACHUN JIEUCTBYET COBCEM IPYrOM MEXaHW3M, NEPBOHAYAIBHO BIMSIOIIMNA HE Ha
OJIMTOJEHAPOTINIO, a HEMNOCPEJACTBEHHO Ha MHEIUH, HpH 3TOM pacllerJisercs
MHTEepMEANapHasl JIMHUA, TO €CTh OTPOCTKHU IJIMM OCBOOOXKAAIOTCS OT CBSI3U C MHUEIHHOM.
IIpu 3TOM BO3pacTaeT akTUBHOCTh TAKMX 3H3UMOB, Kak [J-rajakro3njasa, -Tiaroko3uaasa u
nentugasza (C. W. M. Adams [30]) Metabosu3m xoliectepuHa (CoaepkaHie KOTOPOTO B
mosre B 10 pa3 GoJblie, 4eM B JPYrux OpraHax M TKaHsX) MUEIMHA MHHUMaJeH. M3BecTHO
TaKxke, 4To riuuepodocdaruapl MuelnHa OOHApYKHUBAaOT OTHOCUTEIBHO aKTHUBHBIE
METa00JIMYECKUE M3MEHEHUS U B HOPMAJIbHOM COCTOSIHUM. TeM He MeHee, JOCTOBEPHO
U3BECTHO, YTO MPUKU3HEHHO MHEIMHOBBIE JIAMEJUIbl HE SBISIIOTCS CTAaTHUYECKUM
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06p330BaHI/IeM, d OTBCYAIOT Ha Pa3JIMYHBIC @HSHOHOFH‘IGCKI/IC CTUMYJIbl, B YaCTHOCTH,
IIOCTOAHHBIM OTCJIaMBAHUCM HNJIN CIIMAHUCM.

B3aumoneiicreue IMII moJist cnaiika ¢ 0JIMroieHAPOranen

Hapymenne ¢yHKIMM TIMH MOXET MPUBOIUTH K TMATOJOTHYECKUM (PYHKIHOHAIBHBIM
COCTOSIHUSIM HEWPOHOB. JTO HAOIIOZAeTCs, B YaCTHOCTH, MPH JAEMHUEIHHUA3ZAINN B CIIydae
HEKOTOPBIX T'€HETHYECKH OOYCJIOBIEHHBIX 3a00JIEBaHUI C YMEHBIIEHHBIM COJIEPKaHUEM
SH3UMOB MeTabonmm3ma MuenuHa. l3BecTHO Takke CHUJIBbHOE pearnpoBaHHE TJIUU Ha
pErpecCUBHBIE WM3MEHEHMS HEHMPOHOB. Tak IpuM NEPBUYHOM JECTPYKLUHH aKCOHA, a,
CJIEIOBATENIbHO, HApYIIEHUH (YHKUMU TPOBEJIEHHUS CHANKOB, MPOMCXOAUT BTOpPHYHAsS
JiereHepalysl MueJIMHa Tak ke, KaKk W Iepepe3ka akcoHa. Takoil MOpsSAOK H3MEHEHUU
ABIsIeTCST Hambosiee OBICTPHIM W HamOOJee BBIPAKEHHBIM, YTO MOXKET TaKKE CIYXHUTbH
KOCBEHHBIM TOJITBEPKJACHUEM CBSI3U SJIEKTPUUYECKONW aKTMBHOCTH AaKCOHA C Pa3BUTHEM U
MOJAJIEP’)KaHUEM 1IeJIOCTHOCTH MHENMHOBOM o00o0souku. OctpoBku nuromiasmsl K u
OJIUTOICHAPOTIINH, HAXOIAIIHECS BHYTPH MUEIIMHOBON 00OJIOUKH, MOTYT Yy4aCTBOBaTh, KaK
OCHOBHOM »3JIeMEHT, B (HaromuTo3e JeTpajupOBaHHBIX YaCTEH aKCOIUIa3Mbl. ITO
MPOUCXOJUT MOTPYKEHHEM HX B aKCOH M TOCHEAYIoIIed LUTOCerperanmeil OcCTaTKoB
akcoruiasmbl. [lpu 3ieKkTpuuecKod aKTUBHOCTH HEMpPOHOB KJIETKU TJIMH BeAyT cels
MACCHBHO, BEJIMYMHA WX MEMOPAHHOTO MOTEHIHAaJa MPEBBHIACT HEHPOHHBINA MOTEHIUAT
nokost (—60 MB) u cocrasisier 00brun0 —90 MB. Jlemonspusamus riauaaibHOW MeMOpaHbI
TIPOMCXO/UT NIPH TOBBIIIEHUH BHeIHeH KoHeHTpamuu K 1axe Ha HEOONBIIYIO BETMUHHY,
10/100HO YYBCTBUTEIHHOMY KAJTMIHTHOMY 3JIEKTPOY.

Puc. 11. Kopa mo3xkeuka xomku: H — melipoHn, Ac — actporius, AV — TOJCThIC TIIHAIbHBIC
otpoctku, O — muroaeHaporius. CTpenkaMy MOKa3aHbl OTCTYIAIONINE TIIHATBHBIC JIAMEIUTBI.
Veeauyenue 10 000 (Wolff).
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MemOpaHHBII TOTEHIMAT HEHMPOHOB 3HAYMTEIHLHO MEHEE UYBCTBHUTEICH K H3MEHEHHSIM
BHemHell koHueHnTparuu K'. 1pu 3TOM Takke HPOUCXOAUT CHJIbHAs THApaTaLlHs
[JIMAJIBHBIX KJIETOK, MPEBbIIIAIONIasi MO YyBCTBUTEIBHOCTH HEHpOHHYIO B 5-7 pa3. Ha
ANIEKTPOHHBIX MUKpodoTorpadusx dTO OTpaxkaeTcs Oonee HHU3KOH DIIEKTPOHHOU
IIOTHOCTBIO mpenaparoB (puc. 11). [loaToMy M3 BceX KIETOYHBIX CHUCTEM MO3ra 3TO
CIOCOOCTBYET CaMOMY BBICOKOMY YpPOBHIO YYBCTBUTEIBHOCTH Ha IATOJOTHYECKHE
BO3JeiCTBUA. [IOBEpXHOCTHOE 3IEKTPUUECKOE COINPOTUBIEHUE TIJIHAIBHON MeMOpaHbl
uMeeT OombIIol pa3dpoc B 3aBUCMMOCTH OT THMA M (YHKIHUH TJIWH, a TaKXKe YCIOBHM
MeTa0oluM3Ma M 3aHMMaeT IPOMEXKYTOUYHOE 3HAYCHHE MEXJIy CONPOTHUBICHHEM
MEKKIETOYHOT0 TpocTpancTa (4 Om/cM?) M compoTHBICHHEM MeMOpaHB Heiipona (5
KOM/CMZ). HNonnplii MetabonusM rmu 0ojiee aKTUBEH, 4eM MeTabom3M HeWpoHa, 4YTo
MOATBEPKAAETCS MOBBIIICHHON aKTUBHOCTBIO AT®-a3pl, aKTUBUPYEMOW MOHAMU HATpUA U
Kajausi. OTOT MEXaHU3M HEIOCPEICTBEHHBIM 00pa30oM depe3 MEXKIETOUHYIO Cpely CBS3aH C
aKCOHHBIM METa0OJIM3MOM, Hambosee SPKO BHIPAKEHHOM B MOMEHT MPOXOXKACHHUS Craiika
no akcony. Ha nBmkenne 3apskeHHbIx noHOB Na' u K' MoKeT 3HaUYMTENbHBIM 00pasoM
BiuaATh OMII cmaiika, sBisironieecs 10CTaTOYHO MOITHBIM. MapkepHsbIit 6emok ruu — S100,
a cnenu@uuecKkd TINIHAJbHBIMU METAa0O0NMUYECKUMHU PEAKIUAMM SBJSIOTCS HHAYKLHUA
raunepo-gpocdar-1eruaporeHaspl KOPTH30JI0M U MHIYKIHSA JakTat-aeruaporeHassl (JIAT)
karexosamuHaMu. [locnenHue  OEHCTBYIOT Ha  IOBEPXHOCTHBIE — aJApPEHEPTrUYECKHE
penenTopsl, mnoBblIIaronIMe ypoBeHb HAM® BHYTpHM KIETKH, 4YTO, B CBOIO O4YEpelb,
BBI3BIBACT M3MECHEHUE TPAHCKPUIILMM M NOBbIMIEHHE conepxkanus JIJII'. M3BecTteH Taxxke
3axBaT rimedl [TAMK, Bezensemoll HeWpoHaMu, TakuM OOpa3oM, TJIHS BBICTYHAeT
peryaupyoumum (HakTopoM B MEXKKIETOYHOM MPOCTPAHCTBE, YTO CIOCOOHO MOJEIMPOBAThH
MIOCTCHHANITUYECKYIO0 PEaKLUUI0. AKTMBHOCTh IVIMKOJIM3a B KJIETKaX HEWPOIJIUMU BO MHOIO
pa3 MpeBBIIIaeT aKTUBHOCTH MPOIECCOB OKHcIeHus B mukie Kpebca, uto o0ycioBamBaeT
MOHMKEHHOE, 10 CPAaBHEHUIO C HEMpOHaMu, MOTpedeHre Kuciaopoaa kiueTkamu riuu. [pu
TIPOXOIEHHH CTaiika Mo aKCOHy HelipoHa MPOMCXOJUT HHTEHCHBHOE BhiaeneHne noHoB K
B MEXKJIETOUYHOE IPOCTPAHCTBO MEXKIYy HEMpOHAMH M IJIMEH. YUYUTHIBAs IOBBIIIEHHYIO
YYBCTBUTENBHOCTh TIHATBHOTO MeTaboam3mMa k nonam K, moBsimennoii eé rugpararnun (1o
€CTh MEXaHWYECKOW IUIACTUYHOCTH) M CIIOCOOHOCTH TPOTEKAHUS WHTEHCHBHOTO
MeTa0o0JIM3Ma MpHU MOHMKEHHOM pacxXxoje KUCIOPOAd, MOXKHO 3aKIIOUUTh, YTO PEryJisuus
IIEJIEBBIX KOHTAKTOB [31] IImMaabHBIX OTPOCTKOB C aKCOHAMH HEHPOHOB OCYIIECTBIISETCS
MCKJTFOUMTENIEHO CO CTOPOHBI IJIMH NPY MHULMALIMK 9TOro akTuBamuei norokos K, To ecTh
reHepanuen craika. 9T0 MOKHO OTHECTH TakK€ K OCTPOBKAM INIMAJIbHOW IIUTOILIa3MblI B
MHUEIIMHE ¥ CaMOMY MHEIHHY, KaK CHeuu()UIecKOMYy OKOHYAHHIO OTPOCTKOB
osmroneHaporianu. B nepunykneapnon yactu nuromasMsl LK xapakrepHo Hamnuue m-
rpany’ (IpOTaroHOBbIE IpaHylibl Paiixa), KOTOpbie 0OHAPYKHBAIOTCS TOJIBKO Y YeJOBeKa U
HEKOTOPBIX KPYIHBIX MJIEKONMUTAIOIINUX U MOSIBISIFOTCS HA BTOPOMl — TpeTuil rox xu3Hu. C
BO3PAaCTOM MX KOJMYECTBO YBEIIMYMUBAECTCS, HO CAMOE MHTEPECHOE, YTO BCTPEYAIOTCA OHU B
tonpko Tex IIIK, koTopele yxe o00pa3oBajay MHEIUHOBBIE OOOJIOYKM U HpPU 3TOM
oOHapyXuBaeTcsi 4€Tkas Koppessiuus yBenumdeHus ux konaudectBa B Tex LK, koropsie
o0pa3yroT OoJiee TOJICTBIE MHEIMHOBBIE 000J04YkW. Takxke u3BeCTeH (aKT YCHICHUS
MUTPallMd ¥ Pa3MHOXKEHUS TJIMM NPU MOBBIILIEHHON CTUMYJSIIUM HEUPOHOB U MX
BBICOKOUYACTOTHBIX Pa3psiiax, HAIPUMEDP, B IIPOLIECCE M IOCIE YPE3MEPHON JIBUTaTEIbHOU
Harpy3Kd MOTOHEHpPOHOB CIIMHHOTO MO3Ta W TOBBIMIEHHOW addepeHTHON CTUMYISIIHI
Mo3xeuka [32-33].

BriBoaBI
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1. IlpoaHanu3upoBaHa W MPOMOCIMPOBAHA HA MHOTOYMCIICHHBIX SK3UCTCHIIMAIBHBIX
HEHpOMOZENAX  CJIOXKHAass  JMHAMHUYecKas  OObEMHAs  CTPYKTyphl  CrHaiika,
PacIpOCTPAHSIONIASACSA MO0 aKCOHY M CYIIECTBEHHBIM 00pa3oM BIHUSIONIAS Ha XapakTep
3TOT'0 PaCHpPOCTPAHCHUS U €r0 PE3yJIbTAT.

2. C npuMeHEHHEM MOJCIUPOBaHUS ObLJIO OOHAPYKEHO, UTO, PACIpPOCTPAHSACH MO JTUHE

aKCOHa, 00J1aCTH BO30YKICHHSI B TIONIEPEYHOM CCUCHHH HMCIIBITHIBAIOT BpalllEHUE, TO €CTh

obOpasyeTcst Kak Obl TOTEHIIMATLHO-TOKOBBIM “BUXPH .

3. IlokasaHo, 4TO POJIb MUCIIMHA KaK U30JISITOpa 001a/1aeT SBHOH N30BITOYHOCTHIO B CMBICTIC

takoro Oosbmioro (mo 400 cioér!) uucna “o0&pThiBaHMI” aKCOHA, KaK OHTOJOTHYECKH,

TaK ¥ OHTOTCHETUYCCKH.

4. Tlpennonaraercs BaKHEWIIAs pOJIb IMOTCHIIMAIBHBIX BHXPEH B JUHAMHYECKOM

(GOpMHUPOBAHUM U NATBHEUIIIEM MOIJICPKAHUH B COOTBETCTBYIOIIEM BHUIEC MHUEIMHOBOU

000JIOUKH aKCOHOB, B CBSI3U C YEM IOCICHHSSI MOXKET SIBJISTBCS CyOCTpAaTOM CIIEOB

JOJTOBPEMEHHOM MaMATH Ha HeHPOHHOM ypoBHE [34], UTO MOKET UMETh, B TOM YHCIIE,

BaXHOC 3HAYCHUEC B MOHMMAHMHM MEXaHM3MOB Pa3BUTHS COOTBETCTBYIOIIUX IAaTOJIOTHMA,

TakuX Kak Oosie3nu [lapkuHcoHa u Anbireiimepa [35].
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