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Annomayus. Ha ocHoBe (pa30-4aCTOTHOM MOJENN KOJUPOBAHUS HEHPOHHBIX
COOOIICHN B MO3Te MPECTaBIeHa MOJIEINb PEIIETIATHIX KIETOK B CUCTEME
TUIIOKAaMIIaJbHOTO MPOCTPAHCTBEHHOIO0 KoaupoBaHus. [lokazano, 4To
cnenuduueckas peKyppeHTHass HEWPOHHAs OpraHu3alvs MOJENU SIBIISETCS
ompeaensomuM  GakTopoM (HOpPMUPOBAHHUS HEHPOHHBIX OOBEAMHEHUN
pPa3IMYHBIX YpPOBHEW, KOAMPOBAHMUS OCHOBHBIX IPOCTPAHCTBEHHBIX
MEPEMEHHBIX — MECTa, HaIpaBJCHUs, JIMHEMHOW W YIJIOBOW CKOPOCTH
JBIDKCHUS, KOOpDAMHAIIMM aKTUBHOCTU HEUPOHHBIX aHcaMOnell B
HAaBUTALIHOHHOM NOBEACHUHU.

Knroueevte cnosa: Haesucayus, cunnokamn, OISHMOPUHAIbHAA Kopa, HeleOHHble
cemu, ClHCClM5JZb, 9ba3a, Kapma, Kiemku mecma, KlemkKu HanpaejleHus 20J/106bl,
peutemuyamoule KienKku, UHmecpuposanue mpaeKkmopuu.

1. BBEAEHHME

[locnennee necaruineTve OKa3aloCch BeChbMa  IUIOJOTBOPHBIM B HMCCIIEOBAaHUU
dbyHIaMEHTAIBHBIX MEXaHW3MOB KOJHMPOBAHMS HEHPOHHBIX cOOOImIeHHid B Mosre. Wmes
¢$a30BOro KOJIMPOBAHHSA, OCHOBAHHOTO Ha HEJIMHEHHOM B3aUMOJIEHCTBUU TMOIIOPOTOBBIX
OCIWUIALIMA HEWPOHOB B JMAaNa3oHE TeTa M TaMma YacTOT, aKTHMBHO HCCIEOBaHHas M
pealu30BaHHasi B Halled BBIYUCIUTEIBHOW Monenu [1—7] moaydwsia MHOTOYHCIICHHBIE
npsiMble ¥ KOCBEHHble moATBepxkaeHus [8—17]. bonee TOro, mnoaydyeHHbIE JaHHBIC
CBHJIETEIBCTBYIOT O TOM, YTO NPOCTPAHCTBEHHOE MO3HAHWE, KaK OJHA M3 BAXKHEHUIIUX IS
BBDKUBAHMS OPraHU3MOB THIOKAMIAIBHBIX (YHKIMHA Mo3ra [18] ocHOBaHa Ha YacTOTHO-
¢dazoBOM MexaHHW3ME KOAWpOoBaHMA. B HacTosmieidl cTartbe Mbl OCTAaHOBUMCS BHauaje Ha
HEKOTOPBIX OOIIUX MPEICTABICHUAX MPOCTPAHCTBEHHONW MH(OpPMAIMH B THUIMOKAMIAIBHON
dbopMaruu, COOTBETCTBYIOIIUX COBPEMEHHOMY MOHMMAHHIO KaK €€ pOoJid B LEJOM, Tak U
CBOMCTBEHHOH 3TOM CHCTEME CIICHAIM3alMU KJIETOK. ODTO CBSA3aHO C TEM, YTO IJIaBHOU
LEJbI0 HAIIMX WCCIIEIOBAHUN SIBIIETCS MOCTPOCHHE KOHIENTYaJbHOW HEHPOAMHAMHYECKON
MOJIETTM TPOCTPAHCTBEHHON O0Opa0OTKH CHUTHAJIOB OKPYXKEHUS H IEJICHANPABICHHOTO
MOBE/ICHUS B MO3Tre€ MJICKOMUTAIOMUX. Takas MOAeNb AOKHA OOBSCHUTH, KaK B PA3IUYHBIX
oT/enax TUITIOKaMITaJIbHOM dbopmaruu MOTYT OJIHOBPEMEHHO BO3HHUKATh
CIIEMAJIM3UPOBAHHBIE KJIETKH, MOJIYYMBIINE HA3BaHUS KJIETOK MECTA, PEIIETYATBhIX KIETOK,
JUPEKLIUOHATBHBIX KJIETOK U T. . 3/1€Cb Mbl PACCMOTPUM HEUPOAMHAMUYECKYIO MOJEIb
dbopMuUpOBaHUS pELIETYATHIX KJIETOK B MEAMATBbHOM YacTH HHTOPUHAIBHOM KOpHI (B
JaTepaJbHOM Kope uX HeT). B cremyromeid crarbe OyIeT MpeacTaBleHa MOJENb
(dbopMupOBaHHUs KJIETOK MECTa B THIIOKAMIIE, TECHO CBSI3aHHAS C PELIETUYAThIMU KIIETKAMHU.
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'unnmokammnanbHast popMarst COCTOUT U3 HECKOJIBKUX YacTel, B TOM YHUCIIE: cUNNOKAMNA
(cornu Ammonis — aMMOHOB pOT); 3youamou uzeununsl (gyrus dentatus); OCHOBaHUS
THIIIOKaMNa  cyoukyiyma  (subiculum); SHTOpUHANBHOW KOPBI, pPACIOJNIOKEHHOH B
napacunnoKamnanibHOu U3euaIuHe MO3ra. OJTO HW3BECTHbIE aHAaToMHueckue naHHble. C
oTkpbiTeM B 2005 roay pemieryaTbix KJIETOK B J0P30-KayJaJbHOM MEAMAIBHOM YYacTKe
SHTOPUHAJIBHOM KOpPBI (CM. Jajee MO TEKCTy) CTajlo $CHO, 4YTO IPOCTPAaHCTBEHHBIE
NpEeCTaBICHUS B MO3r€ HAaYMHAIOT (POPMHPOBATHCS YXKE HA BXOJAE B THUIIOKAMII, YTO
NO3BOJISIET  paccMaTpuBaTh €OUHYI0 C (QYHKIMOHAJIBHOM TOYKM 3pEHHUS CHCTEMY
IPOCTPAHCTBEHHON 00paOOTKU CHUTHAJIOB OKPY>KEHHs B TMIIIOKaMIIaIbHON (popMaruu Mo3ra
MJIEKOITUTAIOLIHX.

B nocinenHue rompl ¢ NOMOLIBIO  COBPEMEHHBIX  TEXHOJIOTMH  MPOBEACHUS
HEMpO(PU3HOIOTNYECKUX HKCIEPUMEHTOB B YCIOBHAX CBOOOJHOIO IMOBEIEHHS >KMBOTHBIX
MOJTYy4YeHbl MHOTOYMCIICHHBIE JaHHbBIE O CIEIUATN3UPOBAHHBIX KIIETKAX THUMIOKaMOATIbHON
(Gopmanuy, OSHTOPUHAIBHOW M TMapHETaIbHOM KOpbl M JAPYTUX CTPYKTYp MO3ra,
ONpEACISAIONMX MPOCTPAHCTBEHHOE BOCHpUATHE, NaMATh U mnosenaeHue. Illupoko usBecteH
dbenomeHn «kietok mectay (place cells). IlepBoHadalbHO KIETKH MECTa OBUIA OMPEIETICHBI
KaKk HEHPOHBI THUIIMOKAMIIa KPBICHL, KOTOPbIE MaKCHMaJbHO AaKTHBHBI, KOTJIa YXHBOTHOE
3aHUMAJIO OIpPENIEICHHOE MeCTO B cBoeM okpyxeHuu [19,20]. Bmectre ¢ Tem, momyssamus
KJIETOK MeCTa OTBeYaja IO-pPa3HOMY B pas3IMUYHBIX MECTaX OKpYKEHHs, OTpaxas, Io-
BUAMMOMY, pa3In4Me IPOCTPAHCTBEHHbIX BXOAOB B HHX. I[loMMMO KieTok Mecra B
THIIIOKAaMIIE MHOTHME HEWpOHBI MOCTCYOMKylIymMa M TIIyOOKHMX CJIO€B MEAUAIbHOM
SHTOPUHAIBHOM KOPBI MPOSBISAIOT aKTUBHOCTh, CUJIBHO KOPPEIMPOBAHHYIO C OpUEHTALUEH
TOJIOBBI )KUBOTHOTO [21,22]. DTH KIETKU «HANPaBJIEHUsI TOJIOBbD) MOTYT CIIYHUTh B KaueCTBE
BHYTPEHHEI0 KOMIIaca HaBUT'ALlUU OPraHU3MOB.

HccnenoBanus MOKa3bIBAIOT, YTO OTBETHI KJIETOK MECTa M KJIETOK HAlpaBJICHHUS TOJIOBBI
CBSI3aHBI B OCHOBHOM  CO  3pUTEIBHBIMU  OPUEHTUpPAMH  OKpyKeHus  [23-26].
DKCIEepUMEHTAIBHO yCTAHOBIIEHO, 4YTO JUCTaJbHBIC ((POHOBBIE) 3pUTENbHBIC HCTOUYHUKU
UMEIOT TEHJEHIMIO JOMUHHPOBATh HaJl MPOKCUMAaJIbHBIMU (TIEpEIHUN IJIaH) 3pUTEIbHBIMU
UCTOYHUKAMU B KOHTPOJIMPOBAHMU KJIETOK MecTa [27] M KJIETOK HaIpaBJIEHUS TI'OJOBBI
[28,29]. domuHMpOBaHWE (POHOBBIX MCTOYHUKOB IMPOMCXOAHUT, BO3MOXKHO, Ojaromapsi TOMy
dakTy, yTO OHHM oOecneuuBalOT Oojee CTaOWIbHBIE pepepeHThl, YeM MPOKCUMAalbHbIC
OPHUEHTUPHI NP JIBUKEHUU JKUBOTHOTO B OKpy»keHuHU. CoriacHo 3Toi rumorese, 4yeM Oonee
CTa0WJIBHO BOCIIPHUHHMMAET >KMBOTHOE QJJIOTETHUECKUI HCTOYHUK, TeM O0ojiee BBICOKO
BJIUSIHUE MCTOYHHMKA HA JUHAMHUKY KJIETOK MECTa M KJIETOK HampaBiieHHs rosioBsl [30,31].
HecmoTps Ha MX 3aBHCHMOCTh OT QIJIOTETMYECKMX CHUTHAJIOB M KJIETKM MECTa, M KJIETKH
HaIpaBJIEHUS! TOJIOBbl MOTYT COXpaHATh CTAOMJIBbHYIO HAacTpPOHMKY MeCTa W HallpaBJICHUS B
TE€4YEHUE HECKOJIbKMX MHMHYT B OTCYTCTBUE OKpY’KaroIIUX opueHTHpoB [22,32,33]. O6a Tuna
KJIETOK TPOJOJDKAIOT pa3psiKaTbes, KOTAA >KUBOTHOE JIBUXKETCS B IOJIHOM TEMHOTE, 4TO
OpernonaraeT  ydacTHe  BHYTPEHHHMX,  CBSI3aHHBIX C  JBIKEHMEM  HCTOYHHMKOB
uHpopmanuu [34].

C mocnegHUM OTKPBITHMEM pEIIeTYaThIX KJIETOK Yy KPBIC — SHTOPUHAIBHBIX HEHPOHOB,
AaKTUBHOCTb KOTOpBIX O0pa3yeT TIeKcaroHajbHble MPOCTPAHCTBEHHBIE MEPUOJUUYECKUE
pELIeTKH, TOKPBIBAIOLIME BCE OKPY)XEHHE KHMBOTHBIX [35], OTKpBUIUCH OOjblINE
NEPCIEKTUBbl  NMPOHUKHOBEHMS] B  MEXAaHHU3Mbl MPOCTPAHCTBEHHOTO  IO3HAHUS Yy
miekonuraonmx. Takoi Mo3auuyHbI HaOOp TMoJiell aKTMBHOCTH COXpaHSAETCS JAaxe,
HECMOTPS Ha TEKYyIHE U3MEHEHUS! CKOPOCTU MEPEMEIIEHHS )KUBOTHOIO U HAINPAaBJIECHMS, YTO
TOBOPUT 00 3THX KJIETKaX, KaK 4acTH COOCTBEHHOW MO3TOBOW Mempuku npeocmasienus
npocmpancmea. PemeryaTeie MO BO3HUKAIOT HE3aBUCHMO OT CHEIM(PHUSCKUX Ha3eMHBIX
OpPUEHTUPOB M KOH(pUrypauuil okpyxeHuid. OHU HAOIIOAAIOTCA HEMEMJIEHHO, KaK TOJBKO
KUBOTHOE HAUYMHAET HCCIIE0BaTh HOBOE OKPYXXEHHE, U PEIIETKH COXPAaHSITCA, KOrjaa
YIQJISIIOTCS BHEIIHNUE CEHCOPHBIE BXO/bI, HAIPUMEP, KOT'/1a BCE JIAMIIbl B AKCIIEPUMEHTAIbHOM
YCTaHOBKE BBIKJIFOUEHBI [35].
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LYKEPMAH u np.

B 10 Bpems kak KoH(Urypamus OKpY>KEHHS MOXKET ObITh HE CYIIECTBEHHA JJIsI CaMOro
NPOAYLHUPOBAHUS PEIIETYATOr0 MaTTepHa, MPOCTPAaHCTBEHHAs! a3a M OPUEHTALUs PEIIETKH,
BEPOSATHO, OIPEAEIAIOTCS HA36MHBIMU OPHEHTUPAMH M T€OMETPUUYECKUMHU TI'PAHHULIAMHU.
HekoTtopsie HaOMOACHHS IPETIONAraloT, UTO STH CBOMCTBA 3aBHCIT OT TaKUX aCCOIHAIUH C
OKpyX€HHMEM. B uacTHOCTH, KOIla 3HAKOMOE >KMBOTHOMY KBaJpaTHOE WM HPSIMOYTOJIBHOE
orpaxkaeHue nedopMUPYETCs PACTSHXKEHHEM OKpYKEHHS B OJIHOM HaIIPaBJICHUHU, PEUIeTKa
pacTaruBaeTcsi MmapamMeTpuyeckd B TOM JK€ HAIpaBICHWH, B TO BpPEMsS KaK IIar pereTKd
OCTaeTCsl  MPAKTUYECKM  HEU3MEHHBIM B  OPTOrOHAJbHOM  HampaBieHuu  [36].
[lepemaciiTabupoBaHue, BEpOSTHO, MOXKET TaK)KE BO3HUKATh B OKPYKECHUSAX, BOIM3H IPaHUII,
TaK KaK LIar U OpUEHTAlUsl PEeUIeTKH MHOIJIa MEHEE PEryJisipHbl BIOJIb mnepudepuu, 4em B
OCTaJIbHBIX MECTaX dKCHEPUMEHTAIBHOMN IIomaaku [35].

DT AaHHbIE MPEANONaraoT, YTO Y3JIbl PEIIETKH KECTKO 3aKPEIIEHbI C TeOMETPHUUECKUMU
TPaHUIIAMU U CITy’KaT HAaBUTAIMOHHBIMHM 3HAKaMH OKpykeHus. JKecTkas mpOoCTpaHCTBEHHAs
CBSI3b COBMECTHO JIOKQJIM30BAHHBIX PEHIETYATHIX KJIETOK TOBOPUT O TOM, YTO CETh BPAJI JIU
MOET MPEAOCTaBUTh MH(OpMAINIO 00 OKPYKEHHU JKUBOTHOTO WJIM KOHTEKCTE (BEpOSTHO,
9Ta (PYHKIUS OCTAeTCs 32 CECHCOPHBIMH crucTteMamH ). OIHAKO, TT0I00HOE COOOIIECTBO KIIETOK
JaeT BO3MOXKHOCTH OOECIEYHTh >KMBOTHOE TOYHOW METPUYECKO HH(OpMaIeil o ero
MO3UIMH OTHOCUTENIbHO PEPEPEeHTHBIX TOUYEK B OKpPYKEHHU. VIHTEepecHO, YTO Takue xKe
XKecTKHUe aHcamOJsIeBble CBOWCTBA HAOIIO1aIMCh B CHCTEME HAlpaBJICHUS TOJIOBBI, TI€ KJICTKH
COXpAHSAIOT pa3IMuvsg B JUPEKIMOHAIIBHOM HACTPOWKE B pPa3IW4HbIX OKpYyKeHHsX [37].
Mexay TeM, HeOOXOOUMOCTh IOCTOSIHHBIX NPEACTaBICHUH B MO3re IPOCTPAHCTBEHHBIX
OTHOIICHUN MEXIY OTHENbHBIMH MO3UIUSAMH KpaiiHe Ba)KHAa W MOXKET ObITh peau30BaHa
TOJIBKO C Y4€TOM M3MEHEHUI B CKOPOCTM M HAIpPABJICHUS JBUKEHMSI )KMBOTHOTO B TEUEHHE
BCETO BPEMEHH MpeObIBaHUS B IAHHOM OKpYykeHuH [38—41].

Kak xe pa3pemaercst 3To npotuBopeure? MHbIMH CI0BaMU, ¢ OJHON CTOPOHBI, Onarogaps
MPOCTPAHCTBEHHO PETYJISIPHOM aKTUBHOCTH PEIIeTYaThle KJIETKU MOJACPKUBAIOT METPUKY U,
TakuM o00pa3zoMm, oOecneuuBaloT 0a3y HHPOpPMAIMM O COOCTBEHHOM JIBMKEHUHM WM
«MHTETpUpPOBaHMS TpaekTopum». Hecmorps Ha TO, 4YTO 3Ta WuAEs, MO-BUIUMOMY,
CIipaBeUIMBa, pe3yibTaThl 3kcnepumeHToB Barry ¢ cotp. (2007), o Tom, 4TO pemierdaras
AKTUBHOCTb KJIETKH MOXET CJIeoBaTh AedopManuil (MCKaKEHHIO) 3HAKOMOTO OKpPY>KEHHS
[36], TpPUBHOCAT HOBBIA AacleKT B IMOHMMaHWE (YHKIUHM pelmeTyaThiX KieTok. Hamm
MOJIeJIbHBIE OKCIIEPUMEHThl UYETKO YKa3bIBAIOT Ha monono2udeckoe onucanue (B
MaTEMaTUYECKOM CMBICJIE) pEIIeTYaTbIMU KJIETKAMU IPOCTPAHCTBEHHOIO OKPY>KEHUS.
[IpocTpaHCcTBEHHO-BpEMEHHBIE MPeoOpa3oBaHus MpH AehopMarsax, 00pa3HO TOBOPs, MOYKHO
CPaBHHUTDH C PACTSHKCHHEM PE3UHOBOTO JMcTa. TakuM 00pa3oMm, pemieTdyarbie KIeTKU, BIOTHE
BEPOSATHO, MOTYT IMOJAJEPKUBATh KaK METPUUYECKOE, TaK M TOMOJOIMYECKOEe MPEACTaBICHUE
MPOCTPAHCTBEHHOTO OKPYKEHUSI.

«Knetku npocTtpancTBeHHOT0 0030pa» (spatial view cells), oOHapy»XeHHBIE Yy PUMATOB,
XapaKTepU3yIOTCS TEM, YTO HMX AaKTHBAIMs MPOUCXOJUT TOJIBKO B TOM Ccllydae, KOrjaa
JKUBOTHOE CMOTPUT B  OINpEAEICHHOE MecTo mpocTtpaHcTBa [42-46]. Kuerku
MPOCTPAHCTBEHHOT0 0030pa MPUMATOB OTJIMYAIOTCA OT KIETOK MecTa, HaWIeHHBIX Y
rpei3yHOB [47,48]. Bblcokopa3BuTOe 3peHHE U TIJIa30[BUIaTelbHas CHCTEMa IPUMATOB
MO3BOJIAIOT UM HCCIIEIOBATh U 3alIOMUHATh U3BHE TO, YTO HAXOJUTCS B TOM HIJIM UHOM MECTE
OKPYXEHMsI, TIPU 3TOM, Ja)Xk€ He Iocelas 3TUX MecT. Takue KIETKH MPOCTPaHCTBEHHOTO
0030pa MOTYT OBITH MOJIE3HBI KaK YaCTh CUCTEMBI IIPOCTPAHCTBEHHOW MaMATH, B KOTOPOl OHU
JOJKHBI 00€CTIeYUTh MPEACTABIEHUE YaCTH MPOCTPAHCTBA, HE3aBUCHMO OT TOT0, i€ TOYHO
HaxXoAuIach 00e3bsHA WM YEIOBEK, M YTO MOXET AacCOIUUPOBATHCS C COOBITHUSAMU,
IPOUCXOISAIIMMUA B 3TUX MecTax. [IpocTpaHCTBEHHbIE MPENCTaBICHUS NMPUMATOB JOJKHBI
OBITh TaK)Ke TOJE3HbI B 3alIOMHHAHUU TPACKTOPUN TMPU OCYIIECTBICHUH HABUTAIIMOHHBIX
3a1a4 U T.A.

[IpencraBieHre NTPOCTPAHCTBA B THUMIMOKAMIIE KPBICHI, KOTOPOE OrPaHUYHMBACTCA
MECTOTIOIOKEHUEM CaMOTO JKHBOTHOTO, MOKET OBITh CBS3aHO C TeM (DaKTOM, UTO 3pHUTEIbHAS
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cUCTeMa TPBI3yHOB pa3BHTa 3HAYUTENbHO ciabee, yeM y mpumartoB. C Apyroil CTOPOHBI
MPEJCTaBICHUE NPOCTPAHCTBA Y TPBI3YHOB B OOJbIIEH CTENEHH MOXET OIpeaesaThCs
OOOHATENBHOM M TaKTHJIBHOW CHUCTEMaMHU M, TaKUM OOpa3oM, OTpa)xkaeT OHMOJIOTHYECKYIO
GYHKIUIO CcaMOJOKalW3allud 3THX JKUBOTHBIX B OKpykeHUH. CylecTByeT HHTepecHas
TUIOTE3a MO MOBOAY 3TOTO Pa3jIMyusl, BO3HUKAIOUIAs U3 NPUHLUIIMAIBHO OJHOTO M TOTO K€
BBIYHMCIIUTEIILHOTO TIpoliecca y KpbiC U 00e3bsiH [49]. ABTOPBI MCCIEAOBAIINA THIIOTE3Y O TOM,
YTO y OOOUX THUIOB >KMBOTHBIX THIIMOKAMIIAIbHBIE KIETKH OTBEYalOT Ha KOMOWHAIIMIO
3pUTENIbHBIX UCTOUYHUKOB B KOPPEKTHOW MPOCTPAHCTBEHHOM CBSA3M JAPYT C APYroM. Y KpbIC,
UMEIOIUX [ITUPOKOE 3pUTENHHOE MOJIe, TaKass KOMOMHAIIUS MOXET ONPEAeTUTh MECTO. 3aT0 Y
PUMATOB, BKJIIOYAsl JIIOJIEH, KOTOphIE UMEIOT 3HAYUTEIHHO 0oJiee y3Koe 3pUTENIbHOE I0JIe U
fovea, HampaBl€HHOE TOJBKO K YaCTH OKPYKEHHs, TOT >K€ CaMblii THIOKaMIIaIbHbIHI
MEXaHM3M MOI TMPHUBECTH K TMOSBJICHUIO KJIETOK IMPOCTPAHCTBEHHOro  0030pa.
BrraucnurenbHas Mozeb, B KOTOPOM HEHMPOHBI OPraHU30BBIBAIHMCH C MOMOIIBIO O0yUYCHHS
OTBEYATh HAa KOMOMHAILIMIO HEGOIBIIOrO YHCIIA 3PUTEIBHBIX HCTOYHIKOB B T071e 3peHs ¢ 30°
PELETITUBHBIM TI0JIEM, NMPHUXOJIWIA K KIETKaM CO 3pUTEIbHBIMH CBOMCTBaMH, MOJOOHBIMHU
KJIETKaM TIPOCTPAHCTBEHHOTO 0030pa MpuMaroB. Ta e camas MOJelb, HO C IUPOKUM 270°
PELEITUBHBIM TI0JIEM HAllOMUHANA KJIETKH CO 3pUTEIbHBIMH CBOMCTBaMH, MOJOOHBIMHU
KIeTkaM Mecta Kpbichl [49]. Takum o00pa3om, oONIMH THUNMOKAMITAJILHBIA MEXaHU3M,
(YHKIMOHUPYIOUIMIA C pa3HBIMU pa3MepaMu 3pHUTEIbHBIX PEIENTUBHBIX MOJEH, MOXET
OOBSICHUTH OINpECIICHHbIE 3pUTENIbHbIE CBOMCTBA KJIETOK MeECTa TIPHI3YHOB M KIETOK
IPOCTPAHCTBEHHOT'O 0030pa MPUMATOB.

B 3agade 3anmomuHaHus «00BEKT-MecTO» y 00e3bsiH Rolls ¢ cotp. [50] oOHapyxwim, 4T0
HEKOTOphIe TUNIOKaMnanbHble HeHpoHb! (10%) oTBevanu mo-pasHOMY Ha pa3Hble OOBEKTHI
He3aBUCcHUMO OT Mecta. [pyrue Heiponsl (13%) oTBeuanu Ha NPOCTPAHCTBEHHBIN BUJT
HE3aBUCHMO OT TOT0, KaKOil 0OBEKT OBUT MPEACTABICH B ’TOM MECTE, a HEKOTOpbIe HEHPOHBI
(12%) orBewanu Ha KOMOWHAIMIO KOHKPETHOIO OOBEKTa M MECTO, TJie OH ObLI MOKa3aH B
KOMHAaTe. DTH pe3yJbTaThl CBUAETENBCTBYIOT O TOM, YTO CYIIECTBYIOT KaK pa3J/iebHbIE, TAK U
KOMOMHHMPOBAHHbIE TIPEJCTaBICHUS OOBEKTOB M HX MECTONOJOKEHUN B THUIIOKaMIIE
npumaToB. J[aHHOE CBOMCTBO TpedyeTcs CUCTeME SMH30JUYECKOM MaMATH, JUIsi KOTOpPOU
accoldaluu Mexay oObeKTaMu W MeCTaMU, IJle OHM HaOJI0AAI0TCs, SIBISIFOTCS Oa3UCHBIMHU.
DTOT pe3ynbTaT SIBISETCS BaXKHBIM apryMEHTOM, MTOKa3bIBAIOLINM, YTO TPEOOBaHHS CHCTEMBI
SMU30MYECKON TNaMATH 4YeJoBeKa, pas3felibHble U KOMOMHHpPOBaHHbIE HEWpOHaJIbHBIE
npecTaBieHuss OOBEKTOB U TJI€ OHM BUAHBI B OKPY>KEHHH, MPEJCTABICHBI B TUIINIOKAMIIE
npumatoB [50]. [IpocTpaHCTBEHHBIE MATTEPHBI, KOTOPBIE MOAPA3yMEBAIOT HEMPEPHIBHBIE
MPOAOKUTETIbHBIE TPEICTABICHUS MPOCTPAHCTBA B THIMOKAMIIEe, MPUBETH K TUIOTE3E O
HENPEPBIBHBIX AaTTPAaKTOPHBIX MOJAENSAX B LenoM psae pador [51-54]. ['umortesza Obuia
000CHOBaHa TEM, YTO, BO-TIEPBBIX, MPOCTPAHCTBO B CBOEH OCHOBE HEMPEPHIBHO, NUMEHHO
M03TOMY aKTUBHOCTh KJIETOK MECTa U MIPOCTPAHCTBEHHOT0 0030pa SIBJIAETCS MPUOIUZUTENBHO
["ayccoBoii GyHKIUEH pacCTOSHUSA OT MPEANOYTUTEIHLHOTO MPOCTPAHCTBEHHOTO MOJIOKEHUSI.
Bo-BTOpBIX, 3TH KJIETKHM UMEIOT LIMPOKUE MPOCTPAHCTBEHHO MeEpeKpbIBarouiuecs mois. B-
TpeTbux, oonacte CA3 rummnokamna IMeeT MHOTOUYHUCIICHHBIE PEKYPPEHTHBIE CBSI3H.

HenpepriBHast aTTpakTopHas HelpocereBas MOJENb MOXKET MOJAEpPKUBaThb aKTUBHOCTD
HEHPOHOB 7Sl IPECTABICHUS JTI000T0 MECTOTOTIOKEHUS BJOJb HEMPEPHIBHOTO (PU3HUECKOTO
U3MEpPEHMs,, B YACTHOCTH, IPOCTPAHCTBEHHOrO0 0030pa, MPOCTPAHCTBEHHON IO3ULINH,
HampaBleHuss ToioBbl M T.7. OHa wucmonb3yeT BO30YXKIAlOMIUe PEKyppPEHTHBIE
KOJJIaTepajIbHbIE CBSI3U MEXy HEHpOHAMU AJIsl OTPaXEHHs PaCCTOSIHUS MEXly HEpoHaMH B
MPOCTPAHCTBE COCTOSHUI >KMBOTHOTO (T.€. MECTa WM HAaIpaBJICHUS TOJOBBI). DTH CETU
MOTYT COXPaHATh NAKET «BbIOPOCA» HEMPOHHON aKTUBHOCTH MOCTOSIHHBIM, B TEUEHUE JOJITHUX
nepuoAoB, rae Obl OHAa HU CTapToOBaJlia /s TPEIACTABICHUS TEKYIIErO0 COCTOSHUS
(HampaBiieHMs TOJIOBBI, MO3UIMM M T. A.) XUBOTHOro. Hama HempepblBHas aTTpakTOpHas
MOJIeJIb UCTIONIB3YET AIbTEPHATUBHBIN BapHaHT CETEH C YETHBIM UKIUYECKIM TOPMOKEHUEM
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U T03BOJIICT TOAJCPXKHUBATh (Ha30BOE€ MOCTOSHCTBO IAKeTa AaKTUBHOCTU AaHCAMOJIEBBIM
y4acTHEeM HEHpPOHOB B MTPOCTPAHCTBEHHOM 00paboTKe [6].

HenpepriBHBIE aTTpaKkTOpHBIE CETH MOXOXH HAa aBTOACCOLMATHBHBIE WJIM AMCKPETHBIE
aTTPAKTOpPHBIE CeTH. [ TaBHOE MX OTIMYME COCTOMT B TOM, YTO HNATTEPHBI, COXpaHSIEMBbIE B
HENPEPBIBHBIX aTTPAKTOPHBIX CETSX, SIBISIOTCS IPOJOJKUTEIbHBIMUA NIATTEPHAMHU, C LIUPOKO
HAaCTPOCHHOW aKTHMBHOCTBIO HEHPOHOB, KOTOpas YMEHBIIAETCS, HAlpuUMep, MO THUILY
layccoBoii (yHKIMM, KOTJa paccTOSIHUE OT MECTOMOJIOXKEHHUS ONTUMAaIbHOW aKTUBHOCTH
KJIETKH u3MeHsieTca. Kpome TOro, HeMpoOHbl B TAKUX CETAX HUMEIOT HACTPOMKH, KOTOPHIE
NEepeKPHIBAIOTCS B pocTpaHcTBe. [ cpaBHEHHS aBTOACCOLMATHBHbBIE CETH OOBIYHO MMEIOT
JUCKPETHbIE (pa3InyYHbIe) MaTTePHbI (KaKIbIA MAaTTEPH UCHOIHSAETCS aKTUBHOCTHIO YAaCTHOU
cybceTn HElpoHOB), HO 0€3 HENMPEepPBIBHOTO paclpeesieHus B IpocTpaHcTBe. Cremyromee
pasyinuue COCTOUT B TOM, YTO HENPEPBIBHBIE CETU MOTYT MOAJIEPKUBATH CBOIO aKTUBHOCThH B
T1000M MECTOIOJIOKEHUH HETPEPBIBHOTO MPOCTPAHCTBA, B TO BpeMsl KaK JUCKpeTHas
aTTPAKTOPHAsI WM aBTOACCOI[MATUBHAs HEMPOHHAs CETh CMENIAET aKTUBHOCTh HEWPOHOB B
HANpaBJICHUU TPEIBAPUTEIILHO OOYUYCHHBIX ATTPAKTOPHBIX COCTOSIHMNA, W TaKUM 00pa3zoM,
BBITOJIHSET BHI30B YACTHOTO MPEIBAPUTEIHLHO 00YYEHHOT'O COCTOSTHUS.

[IpocTpaHCcTBO HENpephIBHO, a OOBEKTHBIE NPEACTaBICHUS IUCKpeTHBL. Ecim 31H
MPEJICTaBICHUS JOJIKHBI OBITh CKOMOMHHUPOBAHBI, HApUMEp, B 3allOMUHAHUM «OOBEKT-
MECTO», TO HEOOXOIUMO TOHATHh JEHCTBHE CceTed, KOTOpble KOMOWHHUPYIOT 3TH
IIPEAICTABICHUS. YK€ SKCIHEPUMEHTAIBHO II0OKAa3aHO, 4YTO AaTTPAKTOpPHBIE CETH MOTYT
COXPAHSATh U HENPEPBIBHBIE NMATTEPHBI, U IUCKPETHBIE NATTEPHBI OJHOBPEMEHHO [55,56] u
MOTYT, TaKUM OOPa30M, HCIIOJIb30BATHCA ISl 3alIOMUHAHMSI, HAIIPUMEP, MECTOIOIOKEHHS B
HETPEPhIBHOM (U3NYECKOM TPOCTPAHCTBE, YCTAHOBHB M BBIYYHUB B pE3yJbTaTe €ro
o0creToBaHus CBSI3U MEXKIY 00OBEKTaMU 1 TPAHHUIIAMH TECTOBOTO OKpYyKeHus [S7].

IIpoBeneHHBIN BBINIE aHAIW3 JIMTEPATYPHBIX JAHHBIX IPEAINOIAraeT, YTO pPELIeTYaThIe
KJIETKH, KJIETKH MecCTa, KIETKM HalpaBi€HHUs TOJIOBBl (TPbI3yHOB) WM  KJIETKH
POCTPAHCTBEHHOTO 0030pa (MPUMATOB) SBJISIOTCA YacThIO E€AWHOTO KOTE€PEHTHOTO
MIPEAICTABICHNS] MPOCTPAHCTBA, KOTOPOE OJHOTUIIHO JEHCTBYET B Pa3HbIX OKPYKEHUSX,
0€30THOCUTENHHO CO/ICPIKAHUS ITHX OKpYKeHui. Takoe BO3MOXKHO TOJBKO B CIIydae 0COOOH
OpraHM3ali BHEIIHUX (B YaCTHOCTH, 3PUTENbHBIX) U BHYTPEHHHUX (MPONPUOLIENITUBHON U
BECTHOYJISIPHO-KMHECTETUYECKONH 0OpaTHOM CBSI3M) BXOJOB, COOOIIAIOMIMX O MapameTpax
COOCTBEHHOTO  IMPOCTPAHCTBEHHOTO JIBWXKEHUS JKUBOTHOrO. OTKpBITHE peleT4aToit
AKTUBHOCTH KJIETOK OJHTOPHHAJIBHOW KOpbI BBI3BAJO IOSBIEHUE MHOTOYHUCIEHHBIX U
pa3HooOpa3HeIX Mojmeneilt (cM. B pasmene «OOcyxnaeHue»). BHuMaHMe wucciaegoBaTenen
CKOHIICHTPUPOBAHO Ha JBYX aclekTax: |) MeXaHW3Max TeHepaluu TaKUX pPerylsapHbIX
IPOCTPAHCTBEHHBIX  CTPYKTYp  aKTHUBHOCTUM  SHTOPUHAJIBHBIMM  KJI€TKaMHM U 2)
(GYHKIIMOHATIPHOM B3aUMOJICHCTBUU MEXAY pPEIIeTYaThIMH KJIETKaMU U KIETKaMu MecTa.
Bmecre ¢ Tem, naxe KpaTKuii 0030p COBPEMEHHBIX JaHHBIX, PACCMOTPEHHBIX BBIIIIE,
CBUJICTENLCTBYET O CJIOXHOCTH HEHMPOHHOW OpraHu3allii M HEOOXOJWMOCTH TMOCTPOCHHS
KOHIIENTYaJIbHON MOJIEIH BCEH CUCTEMBI IPOCTPAHCTBEHHBIX MIPEJICTABICHUN B MO3T€.

Jlpyroit BaxkHbIi (haKTOp, BEPOSITHO, CBSI3aH C CaMOll Helipocemesoti apxumekmypoti. Kak
MOKa3aHO HaMU B BBIYMCIUTENIBHBIX JKCHEPUMEHTaX KOppEIHpOBaHHAs aKTHUBHOCTh
OTJEeNbHBIX HEWPOHHBIX aHcamOieil u Hebodbmux rpynnupoBok (kBapreroB) ECI-cereit,
HEIOCPEACTBEHHO CBSA3aHA C Op2aHu3ayuell cxemul ces3ell STUX CETe U MOXKET UMETh LEJIbIiI
psaa QYHKIMOHATBHBIX MPEUMYIIECTB B MOBeAeHUECKOM cMbicie [7]. Hakonern, cBeneHUsIM O
HEHpPOHHOW OpraHM3allly, BBIOJIHSIIOMIEH NPOCTPAHCTBEHHOE KOAWPOBAaHME M 00pabOTKy
CUTHAJIOB OKPY’KE€HHUSI, HEJOCTAET Ha HAIll B3I, TOHUMAHUS HEMPOCETEBOU JMHAMUKH, KaK
CICACTBUS HEHUPOCETEBOM  ApPXUTEKTYphI, BBINOJHSIIONMEH  OmpeaeieHHble  (DYHKIIUU
MPOCTPAHCTBEHHOTO TIO3HaHUS. B yacTHOCTH, HESICHO, KaK MIPOCTPaHCTBEHHAs! HH(pOpMaLUs O
Hanpaeienuy u mecme npeocmasieHvl Ha Helpocemesom yposHe N Kak 00pabaThIBatOTCs 3TH
0a30BbIe TEPEMEHHBIC HABHTAIMU B TUIIMOKaMMANbHON (opmarmu. 31ech HA MOAETU MBI
MOKa)keM, Kak B OJHOW W TOW ke HempepbiBHOW aTTpakTopHoit ECI-cetm (even cyclic
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inhibitory network) mnpoucxoaut QyHKIMOHANbHAS IuddepeHranrs U KiacTepu3anus
HEHPOHHBIX aHcaMOJIel pelanuX 3a1a4d NPOCTPAHCTBEHHOW 00paboTKH.

[IpennokeHHass B HacCTOSILEH CTaThb€ MOJENb NPUHLIUIUAIBHO OTIUYAETCA OT
CYHIECTBYIOIIMX Mojenei (0030p Mozeneit cMm. B pazaene «O0cyxaeHnue»). Bo-nepBbix, oHa
OCHOBaHAa Ha TOPMO3HBIX HWHTEPHEUPOHHBIX CETAX C OCOOOW YETHOM IUKIMYECKOU
OpraHu3alel U, TEM HE MEHEE, SIBISETCS HENPEPHIBHOW aTTPaKTOPHOM CEThI0. BO-BTOPHIX,
3Ta CETh COJEPKUT NPUHLUIUAIBHO BaXKHBIE DJJIEMEHTBI: BHYTPEHHUE HENpOCETEBbIE
MapKepbl — JIUAarOHaJIbHBIC OCHWUIATOPBI M JBE€ OCLWUIATOPHBIE IOJCHUCTEMBI —
KOJUPYIOUIYI0O M pedepeHTHYI0 HEKOAMPYIOUIYI0, 3HAu€HHE KOTOPHIX CTaHET SICHO B
NOCIHEAYIOIEM  M3JIOKEHHH. B-TpeTpux, Hama MOJENb BIEPBBIE  IPEICKA3bIBACT
HelpoauHaMu4Yeckuii peHOMeH (YHKIMOHATIBHON CHEIMaIN3alMy PEIIeTYaThIX KIETOK U X
OTPaHUYEHHBINH «KM3HEHHBIH LMKI», B TEYEHHUE KOTOPOr0 aHCAMOJIU 3THX KJIETOK MOTYT
OCYULIECTBIISATh  MPONOPLUOHAIBHOE  (JIMHEHHOE)  KOAMPOBAaHME  IPOCTPAHCTBEHHBIX
IIEPEMEHHBIX B YHTOPUHAJIBHOM KOpE.

2. HEUPOCETEBASI MOJIEJIb TIPOCTPAHCTBEHHOM OFPABOTKH
CUI'HAJIOB

2.1. HeiipoOuoJioruyeckue 0CHOBbI MO/I€JIH

B MHOrouucieHHsIx paboTax MOCIEIHUX IBYX AECATHICTHH MOKa3aHO, YTO KIKOYeBas
poib B HEWpoceTeBOM 00pabOTKe MPUHAMICKUT TOPMO3HBIM MHTEepHelpoHam. TopmMo3HbIE
MHTCPHENPOHBI KOHTPOJIMPYIOT KOJIMYECTBO AKTHBHBIX NMHUPAMHUIHBIX KJIETOK M MX YaCTOTHI
AKTUBHOCTH C TIOMOILIBIO IPSIMOTO W BO3BpaTHOro Ttopmoxenus [58—60]. B uactHOCTH,
uHauBuayansHeie ['AMK-3prudeckne HHTEpHEHPOHBI TUIIIOKAMIIA MOTYT CUJIBHO TOPMO3UTh
Oonee ThICAYM BO3OYXKAAIOUIMX MUPAMUAHBIX HeipoHoB. CrenoBaTenbHO, KOHTPOIIb
BO30yAMMOCTH HMHTEPHEHPOHOB O00ECHEUMBAET KOHTPOJIb HAJ TUINOKaMIAJIbHBIMU
cersmu [61]. VHTEepHEHpPOHBI KOHTPOJIMPYIOT TaKK€ TaWMHUHI pa3psioB  OCHOBHBIX
MUPaMUAHBIX KIETOK [58,59,62] 1 UrparoT riIaBHYIO poJib B TEHEPALUH CETEBBIX OCLMILIAIIUN
[63,64]. YcTaHOBIIEHO, YTO B HEHPOHHBIX CETAX in Vivo NIPU pa3HOOOPA3HBIX MOBEICHUECKUX
COCTOSIHUSIX WMHTEPHEHPOHBI I'€HEPUPYIOT MOTEHIMAIbl ACHCTBHS TOUYHO (hazo-3ameprhie ¢
[UKJIaMU TeTa-, TaMMa-, U BBICOKOYACTOTHBIMH OCHILIAIUAMH [65,66]. DTO 03HAYaeT, 4To
TOPMO3HBbIE MHTEPHEHUPOHBI NPUHUMAIOT IIUPOKOE y4acTHE B TE€HEpalMM U KOOPAWHALNN
PUTMHYECKON aKTUBHOCTH B FMIINOKAMIIAJIBHBIX CETSIX MO3Ta.

MHorue u3 nepeyrciaeHHbIX (YHKUUH MHTEPHEHPOHOB, B KOHEYHOM HTOTE, 3aBUCST OT
OBICTPOTBI ¥ TOYHOCTH MpeoOpa3oBaHUs BO30YXKJAIOUIMX CHHANTUYECKHX BXOJIOB B
TOPMO3HBIM CHHANTUYECKUH BbIXOA. [lonHas mocienoBaTeIbHOCTh WHTEPHEUPOHHOU
aKTUBAllMM OT CHHAITHYECKOI'0 BO30YXKAECHUS Yepe3 ACHIPUTHYIO HHTETPALUIO K MHULUALIUN
noteHuuana aeictsus u Boiaenenus 'TAMK, moxer Bo3HUKaTh B mpejaenax Bcero 1-2 mcek
[67]. bbICTpblE TOPMO3HBIE CUTHAJIBI, TEHEPUPYEMBIE C ONPEAEICHHON 3aJCPAKKOM, ABIAIOTCS
o4eHb >(PPEKTUBHBIM CHHXPOHHM3HPYIOIIUM CpPEACTBOM B THINMTOKAMITAJIHHBIX HEHPOHHBIX
ceTax. HampoTuB, MeUleHHBI TOpPMO3HBIM CcUrHam 0e3 3aJepKKHM He SBISETCS CTOJIb
3¢ (EKTUBHBIM TSI CHHXPOHHU3AIIUH BEICOKOYACTOTHBIX OCIMJUISIIMIA raMMa aKTUBHOCTH [64].
Hamm skcnepuMenTaneHble MozaenbHble uccienoBanus ECI-cereil, kak Oyaer mokaszaHo
Janee, MOJIHOCThIO MOATBEPXKAAIOT BBIBOJ O CHHXPOHHM3ALUUHN OCLWUISTOPHOW aKTUBHOCTHU
KaK BBICOKOYACTOTHOM, TaK W B JUAla30HE MEJIECHHBIX TETa-4acToOT, M SBIAIOLIEHCS
(GyHIaMEHTaJIbHBIM HEMpoAMHAMUYECKUM ()EHOMEHOM B pealli3alliyd MPOCTPAHCTBEHHOMN
00paboTKH CUTHAJIOB.

HNHTEepecHO OTMETUTD, YTO CUCTEMATHUECKUE U JETAJIbHbIE NCCIIEI0OBAHUS CUHAITUYECKOM
U HEHUPOHHOM OpraHu3aluyd CTPUAPHOM KOpbl Mo3ra Kowku [68,69] mnokazamu, d4ro,
Harpumep, BO II — IY citosix B KaXAbIX Y4ETBIPEX M3 IISITH UCCIIEIOBAHHBIX MHTEHEHPOHHBIX
nap CHHAaITUYECKHE COEAVHEHHS OKa3aJUCh HE MPOCTO TOPMO3HBIMU, HO U PELIMIIPOKHBIMH,
T. €. B3aUMHbIMU. CyIlleCTBOBAaHUE 3JEKTPUUECKUX (ILEIEBBIX) CHHAINCOB MCKIIIOUUTEIBHO
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mexny "AMK-3pruueckuMy MHTEpHEHPOHAMH, HO HE TUpaMUIHBIMU KieTkamu [70], Takxke
CBUJETENBLCTBYET 00 MX CHHXPOHMU3HPYIOIIEH PO B KOPTUKAJIbHBIX omepanusx. Kpome
TOTO, JIEKTPOHHO-MHUKPOCKOIINYECKHE UCCIIeAOBAaHMs 00sacTH Y1 3puUTenbHOI KOphl 00€3bsH
Makak IMOKa3bIBalOT, YTO TOPMO3HOE CHHANTUYECKOE MOKPHITHE COMBI PA3IMYHBIX HAOOpPOB
MUPAMUHBIX KIETOK 5-T0 U 6-I0 CJI0€B 3HAUUTEIBHO OTJIMYAKOTCS APYT OT Apyra Kak BHYTpU
CJI0€B, TaK U MEXIy ciosiMu [71]. 3ameuaTenbpHbIe 0030PHI 110 TOPMO3HBIM MHTEPHEUPOHAM
MO>KHO HalTH B HECKOJBKHUX paboTax cepun «Interneuron diversity series» B xxypHaine Trends
in Neurosciences [66,72,73].

[TonoOHOE HIMpPOKOE MPEACTABUTENBCTBO B THIMOKAMIAIBHBIX M  KOPTHUKAJIBHBIX
CTPYKTypax MoO3ra M pa3HooOpa3sue TOPMO3HBIX HWHTEPHEHPOHHBIX CeTel, BKIIOYas
PELMIIPOKHOCTD UX CBSI3€H, Jal0OT OCHOBAHMSI MPEATOJIAraTh, YTO TIaBHYIO (PyHKIIMOHAIBHYIO
pOJIb B 3THX CTPYKTypaxX WIparOT HE OCHOBHBbIE NUPAMHUAHBIE KJIETKH, & TOPMO3HBIE CETH
MHTEPHENPOHOB. Brl/ielIeHre OCHOBHBIX MMPAaMUIHBIX HEHPOHOB (B TOM YHCIIE B MEIUAIBHON
SHTOPUHAJIBHOI KOpe) B (PYHKIMOHAIbHbBIE IPYIIbl PEHIeTYaThIX KIETOK U UX KOOPAUHALUSA,
c BBICOKOH CTETIEHbIO BEPOSTHOCTH IIPOU3BOJATCS MHOT'OYHCIIEHHBIMU
CIIEMATU3UPOBAHHBIMU  KOHCTEJUIALIMSMU  TOPMO3HBIX HMHTEPHEHPOHOB, O KOTOPBIX
ropopuiioch Bbime. Jlo6aBuM Takke, uto mnonoOHo obmactm CA3 runmokammna W B
MEIHAIIBHOM  SHTOPUHAJIBHOM  KOpPE  MPHUCYTCTBYIOT  pPEKyppeHTHble  ceTh. Bce
BBIIIIEN3JI0KEHHOE MOCITYKHJIO OCHOBAaHUEM JUJIsl IPUHATHUS B KAUECTBE OCHOBBI HEUPOCETEBOI
00pabOTKH TNPOCTPAHCTBEHHBIX CHUTHAJIOB B MEIUAIbHONW SHTOPUHAIBHON KOpe MOJEib
PEKYPPEHTHOM CETH C TOPMO3HBIMU B3auMoOJeCcTBUAMM, T. €. ECI-ceTu.

2.2. MukpocxemMHasi HeHpPOHHAasi OpPraHu3alsl THIEPKOJOHKH Ha OCHOBe ceTell €
YETHBIM IMKJIMYECKHUM TOPMOKEeHHEM

ApXHUTEKTypa HEHWPOHHOW CETH C 4YeTHhIM IuKiIndeckum Ttopmokenuem (ECI-cetn)
MPENICTaBISIET COO0M aKTUBHYIO Cpe/y CIab0CBsA3aHHBIX HETHHEWHBIX OCIIIUTTOPOB (puc. 1),
TeHEPUPYIOLIUX TPU ONPEEICHHBIX MapaMeTpax U IMOCTOSHHOM MPUTOKE SHEPTUU HU3BHE,
IIMPOKOIOJIOCHBIM  JIMana30H  HU3KOYACTOTHBIX  TETa-PUTMOB,  HU3KOAMIUIUTY]IHbIE
BBICOKOYACTOTHBIE MYJbCAllMM W TaMMa—TauykKd OCHWUISIHMM MeMOpaHHOTo MOTeHIHaa
HEHPOHOB. DTO MOJIHOCTHIO COOTBETCTBYET HEHPO(DU3MONIOTHYECKUM MAHHBIM O TOM, 4YTO
raMMa-oCIWJUTAIIMA 9acTO BCTPAMBAIOTCS BHYTPh OoJjiee MEMICHHBIX ocmmuisinui (4—12Hz)
JMana3oHa Tera-dactor [74,75].

B cxeMe npocTpaHCTBEHHOW OpraHU3allid MHOTOCIIOMHBIX CETE€ C YETHBIM HUKINYECKUM
TOPMOKEHHUEM, TIPUHIIUIIUATHHON OCOOCHHOCTBIO SIBIISIETCSI HAIMYUE B HEH JIBYX MOJACHCTEM
pedepentHolt (OosbIe YEpHBIE KPYXKKH) U WHOOPMAIMOHHOW (I[BETHBIE KPYXKKH),
Yyepeayrouecs Mexay coboit B onpeeneHHoM nopsiake. Pedepentrrie u nHbopMannoHHbIE
MOJTyJIH, OTJIMYAIOTCS TEM, YTO TIOCJICTHUE UMCIOT BHEITHHUE TIEpeMEHHbIC WH(POPMAIMOHHBIE
BXOJIbI, a pe(epeHTHbIE — TOJBKO MOCTOSHHBIE CMEIIEHUS MEeMOPaHHOTrO MOTEHIHAA.
PexyppeHTHbIE CBSI3U  MEXKAYy OCHWUIITOPAMH, BXOIAIIMMU B O3TU  TOJCHUCTEMBI,
o0OecrieunBarOTCsl TOPMO3HBIMU CHUHArcamMu (Malible 4epHble KpYXKH Ha puc. 1).
Marematnueckass Mojaenb cBoOomHO MacmTabupyemoit ECI-ceTw BBIMISAIUT CleayrOnIM
o0Opa3zom:

Tiﬁ =—x,—bz - Z a;y; + 8 + 5, (1),
dt JEN; A
dz,
TI—=—z+y, 1
_ k(x,—=p)s X >p
Y=o, x<p,  i=L..N,
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3/1eCh X; — MEMOpaHHBIM MOTEHIIMAN [-TO HEWPOHa; z; — IIIyOMHA WM CTCTICHb a/IallTalluu i-
ro HEHpoHa K MOCTOSHHOMY YPOBHIO BXOJHOI'O BO3JCWUCTBHUA;, 7; — IMOCTOSIHHASA BPEMEHU
BXoJa HelipoHa; T1;,b, — mapaMeTpbl, ONpPEIENSIONINe MOCTOSHHbBIE BPEMEHU M ypPOBEHBb
azanTalyy HEHMpPOHOB; p; — NOPOTI HEHPOHOB; a; — Beca TOPMO3HBIX CBsA3eH; So; u S; (1) —
MIOCTOSIHHBIA U MEPEMEHHBIN BXOJIbl HEMPOHOB, COOTBETCTBEHHO; ); — BBIXOJIHAsA AKTUBHOCTb
i-TO HEUPOHA; K — KOA((OUIIMEHT YCUIICHHSI, 71 — YHCIIO OCIMIIISATOPHBIX Y3JIOB CETH.

B yacTtHOCTH, €e oTnenbHbII MOAYIb — OCUMILIATOPHBIN y3en ECI-cetn MOXkHO 3anucaTh
B BHJIE CIICAYIOIICH CUCTEMbI ypaBHEHUH (2):

dx;
T = bz —a, v, +S,,
1 dt 212 01
ﬁ——z +y
1 dt 1 1
dx,
—= = bz, —a,y, +S,,,
2 dt 2 12771 02
dz
T,—2=-z,+y,,
2 dt 2 2
k(x,,=p,) WX, > Py,
y =
) X, < p,

Y V-

F
lﬁﬂg-ei
o o

: S
S

a0 ()
‘ )

Puc. 1. IIpocTpancTBeHHas OpraHU3aIUsl MHOTOCIOWHBIX CETE€H HEIMHEWHBIX OCHUIUIATOPOB C YETHBIM
IUKITHYECKIM TOPMOKEHHEM (PKBHUBAJIICHTHIC CXEMBI ciieBa). B moboM ciioe (KOHTYpEe) CEeTH COAEPKUTCA
YETHOE 4YHCJIO TOPMO3HBIX CBsI3€H, OTCIONa Ha3BaHue even cyclic inhibitory networks (ECl-cetn).
YepHbIMH KpY)KKaMH 00O03Hau€Hbl OCLMIUIATOPHBIE MOJYJH, 00pasyloliue pedepeHTHble CHUCTEMBI B
Ka)XJIOM KOHTYype, LBETHBIMH — MH()OPMALMOHHbIE, HA KOTOPbIE MOCTYIAIOT BHEIIHHE BO30YXKAaAIoIIUe
BXO/bl. B kKaknom citoe cBepxy-BHH3 KOJIMYECTBO HEHMPOHOB NMPOTrpecCHMBHO yMmeHblaercs. CrpaBa Ha
PUCYHKe MOKa3aH 0a30BBIH 3JEMEHT, PACIIONIOKCHHEIH B y3nmax pemerku ECI-ceTm — OCHMILISTOPHBIH
MOJyJb, COCTOSILIUI K3 JBYX HEHPOHOB. BBepxy: aHAIOroBbIM aJanTHBHBI HEHPOH € peakuuei,
[IOKa3aHHON BHYTpPM HEWpOHAa Ha CTYNEHYaTblil BX0A; BHHU3Y: YCIOBHBIM OCHMWIUISTOPHBIA HEHPOH C
3aTyXaoMUMHU OCIHULIIUSAMA. | OpH30HTANBHEIE CBS3U C COCSIHUMH Y3JIaMH OCHMIUISTOPHOHN PEmIeTKH
OCYIIECTBIITIOTCS] MEXKIY aHAIOTOBBIMU aJalITUBHBIMUA HEHPOHAMH.

[Ipu onpeneneHHbIX NapamMeTpax U COOTHOLIEHUSX AMIUIUTYJ BHEITHUX BXOJOB HEMPOHOB
TaKOW MOMAYJb CIHOCOOEH K aBTOHOMHOW TE€HEpaluh JBYX PUTMOB - BBICOKOYACTOTHOTO
(raMMa-mioJJOOHOT0) U MEIJICHHOBOJIHOBOTO (TeTa-moAo0HOro). I'eHepanus 3TUX PUTMOB
3aIyCKAaeTcsi TOCTOSHHBIM ~ ypOBHEM  BO30yXIeHHs oOoux HeipoHoB. KopoTkwii
BO30Y>KIAIOMIMI MMITYJIbC, TIOJAHHBIA Ha HEHPOH C Maloil MOCTOSIHHOW BPEMEHH BXOJa,
MPUBOIUT K CMEIICHHUIO BCETO TeTa-puTMa. Bce mapaMeTpbl U BXOJTHBIC CUTHAIBI TOAPOOHO
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yKa3aHbl B MOJAMUCSX MOJ pHCyHKaMH. OCOOCHHOCTbIO PUTMOTE€HE3a B TaKOM MOJyJe
ABIISIETCA HAJIMYME PA3JIMYHBIX PEXKMMOB I'eHepaluy KojeOaHui U cyliecTBOBaHUE (a30BBIX
NEepexoI0B MEXJIYy HUMH. B dYacTHOCTH, MOXXHO HaOMIOJAaTh PEKUM BBICOKOYACTOTHBIX
HENPEPBhIBHBIX ~ OCHWIIALIMA C  HepexoAoM K  JBYXYaCTOTHOMY  pEXUMY, T.€.
MEAJIEHHOBOJIHOBOMY, IIEPEMEXKAIOIIEMYCSl BBICOKOUYACTOTHBIMM NTauKaMu ocuuuisinuii [3]. B
TaKOW CeTH SHEprusl NMaTTePHOB BXOIHBIX HMIIYJbCHBIX CHTHAJIOB NPUBOJUT K (Da30BBIM
CMEIIEHHUAM  BBICOKOYACTOTHBIX  raMMa-TllaueK.  BblUMCIMTENBHBIE  AKCIEPUMEHTHI
MIOKa3bIBAIOT, 4TO (ha3oBas JUHAMUKAa HEHPOHOB CETH HMEET CIOXKHYIO 3aBHCHMOCTh OT
[eNoro psfa (akTOpPOB: COCTOSIHUS CETH, SHEPTHH BXOJIHBIX CHTHAJIOB, MAaTPHIBI BECOB
TOPMO3HBIX CBSI3€H, TOCTOSIHHBIX BPEMEHHU CHHANTUYECKUX BXO/0B U aJaNnTali HEHPOHOB.

PutMoreHnes oTIenbHOTO MOMAYJIS ONPEAEISIeTCS HECKOIBKUMH Pa3IMYHBIMU (PaKTOpaMU:
a) Ppa3HOCTHIO TIOTCHIIMAIOB IIOKOS O0OOWMX HEHpPOHOB Moayis — Sy; ©O) BEIUMUYUHOMN
a/IalTAllMOHHOTO TapameTpa HeHpoHa — b, CMBICT KOTOPOTO 3aKII0YAETCS B JCIPECCUBHOM
XapaKkTepe CUHAITHYECKOro BX0J1a 3TOr0 HEHpPOHA U B) COOTHOLLIEHUEM IOCTOSIHHBIX BPEMEHH
BXOZIOB 000ouX HelpoHoB. Kpome TOro, oCHM/UIATOpHBIE MOAYJIH O0JIAAAl0T TUHAMHYECKON
«MaMATBIO», T. €. MOJOOHBI «KJIETKAM C COXPAHAIOLIEHCS aKTUBHOCTBbIO», OOHApYKEHHBIM
DKCIEPUMEHTAIbHO B OJHTOpUHANBbHOM Kope [76,77]. bomnee monHoe omnucaHue
MaTeMaTHUYeCKOW MOJICIM U TUHAMUKH ITHX CeTel MOKHO HalWTH B padorax [3-5].

Cocrostaue ECI-cetn ompenensiercss oOLMM YpOBHEM MEMOpPaHHOTO MOTEHIMAIa MOKOS
BCEX OCHWIISATOPHBIX MoOaysed (pedepeHTHhIX W HHPOpManMOHHBIX). [lpm akTuBamum
BO30YKJIAIOMIKX BXOAOB HMH(GOPMAIMOHHBIX €JMHUIl MPOUCXOIUT UX ICHOJSAPU3AIMS, T. €.
BO3pacTaHWe MEMOpPaHHOIO MOTEHIMaja, YTO, B CBOK OUYepelb, BEIET K YBEJIUYECHUIO TeTa-
4acTOTHl COOTBETCTBYIOIIMX MOJIYJIEH IO ONPENENIEHHBIX IpenenoB. OTcroga cleqyer, 4To
4acToTa OCHWUIIIANA MH(OPMAIIMOHHBIX €IMHUI] CETH B YCIOBHSIX CBOOOJHOTO MOBEICHMS
JIOJDKHA TPEBBICHTh YAcCTOTY OCIIUIIIMNA peQepeHTHhIX OCHWUIATOPHBIX EAWHUI], W,
CJIEZIOBATENIbHO, TPUBECTH K OTHOCUTEIbHBIM (DA30BBIM CABHMraM IEPBBIX OTHOCUTEIIBHO
pedepenToB. OTMETUM TaKXKe, YTO B CBSI3U C PA3IUUYMEM YPOBHEW TOPMOXKEHHUS U BHEITHETO
BO30YKJI€HHs] OCLMJUIATOPOB BHEIIHUX M BHYTPEHHUX CJIOEB CETH, YaCTOTa 'e€HEpalluu TeTa-
pUTMa TPOTPECCHBHO YOBIBAa€T OT IOBEPXHOCTHOTO K BHYTPEHHUM cjosiM. braronmaps
JUHAMUYECKON MaMsATH (CHOCOOHOCTH COXPAaHATh YPOBEHb HAKOIUIEHHOTO MEMOPaHHOIO
NOTEHIMAaja HEWPOHOB M, COOTBETCTBEHHO, WX TETa-4acTOTHI), (Pa30BbIM CIBUT KaKJOTO
MH(QOPMALMOHHOTO MOAYJISl OTHOCUTEIBHO (PUKCUPOBAHHOM 4acTOTHI pehepeHTHBIX MOIyIeH
MOXET OBITh M3MepeH. DTU YacTHbHIE (Pa30Bble CABUTH OOpPa3yIOT MOMYJISILIMOHHBIA (ha30BbIN
KOJI BXOJHOIO TMAaTTepHa CHUrHAJIOB. Pe3ylbTaToM TakMX HM3MEpPEHHH SIBISETCS CEMEHUCTBO
¢da3oBbIX KpHMBBIX. B KkauecTBe mpumepa Ha puc.2 TOKa3aHa peakUus YTJIOBBIX
MH(GOPMAILIMOHHBIX €IUHUI] TOBEPXHOCTHOIO CJIOS Ha BXOJHOM TIpaJMeHTHBIA CUTHANl C
HOCTOSIHHBIM I1arOM HPUPALIEHUS aMILTUTY IbI.

[lonyuuB SHEPruI0 CEHCOPHOTO COOBITUS B BHJIE OJHOBPEMEHHOIO HMMITYJIBCHOTO
BO3JCUCTBUSL Ha BXOJbl HH(MOPMAIMOHHBIX MOAYJIEH, CeTb MPOM3BOJUT BPEMEHHYIO
pPa3BEpTKy 3TOr0 COOBITHUS, B pe3ysbTaTe KOTOPOW KaKIbli HMH(OPMALMOHHBIA MOIYJb
«3aHMMAaeT» COOTBETCTBYIOLIEE (Da30BOE MECTO B CIENYIOIIEM 3a BO3JIEHICTBUEM TeTa—LIUKJIE.

[TomoOHBIE TpeoOpa3oBaHUsl AMIUIUTYJ B TOIYJISIUOHHBIA (Da30BBIA KO SIBIISIOTCS
MHOTO3HAYHBIMM M 3aBUCSAT OT KOHTEKCTHOTO MM HecHnenu(puyeckoro BO3AEHCTBUS,
OTIPENIENISIONIETO COCTOSTHIE CETH B MOMEHT IPHXO0/1a BHEITHETO WH(POPMAIIMOHHOTO CUTHAJIA.

Bynem paznensaTs Bce BXOAHbIE BO3ACHCTBUS Ha JIB€ KaTErOpUM: Hecneunpuyeckue, T. e.
oOue Juisi Bcex HMH(OPMALMOHHBIX €IUHUI] CeTH (OJHOBPEMEHHO IOCTYIAIOLIUE Ha BCE
BXOJbl), W creuu(puyeckue, TMOCTyNAIOIIUe HCKIIOYUTEIbHO Ha TOT WIM HHOU
uHbOpMallMOHHBI Moaydb. W mycTh Hecnmenu@uueckuil BXOJ OTpa)kaeT JIMHEHHYIO
(TpaHCISLMOHHYIO) CKOPOCTh IepeMelleHUs] 00beKTa B MPOCTPAHCTBE, a CHeUU(UIECKUH
BXOJI COOTBETCTBYET YAaCTHBIM JIOKAJIbHBIM YIJIOBBIM CKOPOCTSIM IOBOPOTOB T'OJIOBBI B TOM
WIM WHOM HalpaBiCHWU NPU €ro ABWKEHHM BJOJb TpaekTopuu. W nuHelHas, W yriosas
CKOPOCTM TOBOPOTOB TOJIOBBl ~MOJIYJUPYIOT YpPOBEHb MEMOpAaHHOIrO IOTEHIHaa
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UH(GOPMAIMOHHBIX EUHUI], YTO COOTBETCTBYET COBPEMEHHBIM HEUPO(PHU3UOIOTHIECKIM
JIaHHbIM [78].
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Puc. 2. ®parMeHT OCHMIUISTOPHON aKTHBHOCTH WH(OPMAIMOHHBIX €IMHUII ITOBEPXHOCTHOTO CIIOs 6-
tucnoitnoit ECI-cetn, nemMoHCTpupyromuii (pa3oBbie CMEIICHHUs 3TUX CAWHUIL IO ICHCTBUEM MaTTepHA
TPaJMEHTHOTO BXOJHOTO CHTHAJa C MOCTOSTHHBIM IIIaroM IPHpAIIEeHHs aMIUTUTYAbl. BepxHuil Tpenm —
TeHepalusi TeTa-TaMMa OCHWUIATOPHON aKTHBHOCTH pedepeHTHOTo Moxyiia. a30Bble CMENICHHS
OTIOCPEIOBAaHBl BBICOKOYACTOTHOW HH3KOAMIUTUTYAHOW psiObro (ripples) B meHTpe pHCyHKa. XOpOIIOo
BHUIHO, YTO, HECMOTPS Ha TMOCTOSHHBIA IIAar TPHPAIICHUS TPaTUCHTHOIO BXOIHOTO IIaTTEpHA,
pacmpeneneHHoro  CpeAd  OCIIUIATOPOB  MOBEPXHOCTHOTO  CIOSl, HAONIOMaeTcs  MEepeKpBITHE
(otHOCHTENBPHOE (Da30BOE CMEIIEHHUE) IBYX OCHMJUIATOPHBIX KBapTETOB (MOKA3aHBI Yepe3 OJUH CHU3Y—
BBepx). ITo ocn abcryicc: BpeMeHHOW WHTEPBa, COOTBETCTBYIOUIMH MPUMEPHO JIBYM TETa-IMKIaM; I10
OCH OpJHMHAT: OCLWUIALMKA MEMOPAHHOTO IOTEHIMAA OCUMWIISITOPHBIX HEHpoHOB. CaMblii BEpXHUI
TPEH/I: TeHepaLysi PUTMUYECKOW aKTUBHOCTHU BBIJICJICHHOTO PeEepPEeHTHOr0 OCIMIIISTOPA, OTHOCHTEILHO
KOTOPOT'O OIPEEIISIOTCS CMeIleH s (a3 MHPOPMAIMOHHBIX OCHHIUISITOPOB.

Bciony Ha mpeicTaBleHHBIX HUXKE rpauKax KpHUBBIX (a30BBIX OTBETOB MPOUCXOIUT
1oJjiaya OJTHOTO U TOTO K€ UMITYJbCHOTO CUTHaja (aMIUIUTYyAa 1x10° u JUTUTENBHOCTD 5 yCII.
€. BpEM.), COOTBETCTBYIOUIETO HeCNEeUUu(PUUECKOMY CHUTHAITy TIOCTOSIHHOM CKOPOCTH
nerkeHust. OnpenenseTcs TeKyllee 3HaueHne MeMOpaHHOTO TOTEHIIUANA X;(?) B TeTa-IHKIIE.
[TocTostHHBINM IIar BXOAHOTO BO3JCHCTBHUS (CHTHAJIOB CKOPOCTH) OTMEUEH Ha rpaduke
BEePTHKAIBHBIMU JTHHUSIMH (pUC. 3). B COOTBETCTBUM C TEKYIIUMHU 3HAUYEHUSIMU MEMOPaHHOTO
NoTeHIMaNa HHOOPMALMOHHBIX OCHUWUIATOPHBIX HEHPOHOB MEHSAIOTCS WX TETa-4acTOTHI.
ANropuTMOM  OmpenenseTcss BpeMeHHOW uHTepBal  ((a30Boe  CMEIIEHHE) MEXIy
8bICOKOYACTMOMHOU NAYKOU pehepeHmHO20 OCYULIAmopa U COOMeemcmayuel nauKou
ungopmayuonrnozo ocyuriamopa. B cnenytromem Tera-1ukIie Bce moBTopsiercs. B pesynbrare
nojiyyaeM (ha3oBble CMEIIEHUS! KaXIOro MH(OPMALMOHHOTO OCIMILISATOpPA Ha MOCTOSIHHBIE
MPUPAIICHUS CUTHAJIOB CKOPOCTH, T. €. MHTETPAIBHYIO KPUBYIO.

Ha puc. 3 nmpeacrasnensl kpuBbie (pa3zoBbix oTBeTOB 6-croitHo ECI-ceTn B pazmnyHBIX
IUarna30HaxX BEIMYMH HecTenu(PUUecKoro BXoJa HH(POPMAIMOHHBIX OCIHUJUISTOPOB,
IPUBEIEHHBIX K OTAEIbHOMY TeTa-uukiy. [IpuBeneHue x ompeneneHHOMY pedepeHTHOMY
TETa-IIMKIIy, B JIAHHOM CJIy4ae — BOCBMOMY (IUTUTETBHOCTh TETa-IMKJIa B SKCIEPUMEHTAX
COCTaBIIslIa OKOJIO 95 YCNOBHBIX €AMHUII BPEMEHH) MO3BOJIAET KOPPEKTHO CpPaBHUBATH
BIUSHUE PA3IMYHBIX BXOJIOB MH()OPMAIMOHHBIX EAMHHII Ha X (a30Bble CMeIeHus. Takoe
MpHUBEIEHUE K €IMHOMY TeTa-I[UKIy OMpPaBJaHO TeM, UTO B JUHAMHKE, KaK OyJeT MOKa3aHo B
nanbHenIeM, n3-3a nuddy3noHHOro Mpoliecca MPOUCXOANUT «pazderanne» Ga3oBbIX KPUBBIX.

Takum o0pa3oM, ¢a3oBbie cmelleHus HMHPOPMAIUMOHHBIX E€AMHULl MPONOPIHMOHATIBHBI
aMIUTUTYIaM U JUTUTEIFHOCTSM BXOJHBIX BO3/JICHCTBUN HA OTU €IUHUIIBL. B ciydae HylIeBBIX
BXOJHBIX BO3JIEHCTBUN W PaBHBIX BEIMYMH KOHTEKCTHBIX BXOJOB (puC.3) OTHOCHUTEIbHOE
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NoJio’keHHe (Da30BBIX CTYNEHEK (OTHOCUTENILHO BEPTUKAILHON OCH) 3aBUCHUT OT MACIITa0HBIX
npeoOpa3oBaHmii (CM. Ha BCeX TpaduKax YMCICHHBIC 3HAYCHHUS HA OCSIX a0CIUCC).
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Puc. 3. UnrerpanpHas ¢dazoBas 3aBHCHMOCTh HH(POpMAarMoHHBIX eauHUL 6-crmoitHoit ECI-cetnm B
pasIHMYHBIX  JMAlla30HaX BEJIMYMH  Hecrenuduyeckoro Bxoxa (ckopocredd). B pesynbrare
MHTETPUPOBAHUS MMITYJIbCHBIX BXOIHBIX CHUTHAJOB CKOPOCTH HAaBHIaTopa IMPOHMCXOAUT IIOBBIIICHHE
YpOBHS MeMOpaHHOTO NOTEHIMalda M cJa0doe IIOBBINIEHHE 4YaCTOThl TETa-pUTMa OCLIIUISATOPOB.
WnrerpanbHele  (a3oBble KpUBBIE OTHCNBHBIX CJIOEB (BCEr0 MX MIECTb, BBHAY KOTEPEHTHOCTH
MH(OPMAMOHHBIX OCLMJUISTOPOB CJIOS), CBUAETENBCTBYIOT O CMEIICHNH TETA-LHKJIOB OTICIBHBIX CIOEB

216

Mamemamuueckas 6uonocus u buoungpopmamuxa. 2012. T. 7. Ne 1. URL: http://www.matbio.org/2012/Tsukerman2012(7_206).pdf



MOJEJIb TPOCTPAHCTBEHHOI O KOJUPOBAHUA. 1. HEUPOJUHAMUKA PELIETYATBIX KJIETOK

CCTHU BIIPABO, T. €. IOABJICHUIO I/IH(l)OpMaLlI/IOHHI)IX raMma-radeK 1mo3ke 1o BpeMEHU B pe(l)epeHTHOM TETa-
mukiie. CBepXy BHHU3 I0Ka3aHbl MyJIbTHMAcCIITa0HbIe IPe0Opa3oBaHus, O YeM CBUAETEILCTBYET YacTOTa
BEePTUKAJIBHBIX JHHANH (KOXKJOW BEPTUKAIBHON JIMHHUH COOTBETCTBYET IIOCTOSIHHAS —BEIMYHMHA
NpUpAIIEHUsT  BXOJHOTO  CHTHala, COOTBETCTBYIOLIETO  IIOCTOSHHOMH  CKOPOCTH  JIBHD)KEHHS).
OTHocuTenbHOE TMoJOXKeHHe (a3oBbIX cTyneHeK ((ha3oBasi CHHXPOHHM3ALMS) OIpeneNseTcss OOIUM
YpPOBHEM HECTIEIIU(PHUECKOTO BXOJa CKOPOCTH (CpaBHHTE Ha rpadukax CBEepXy BHH3 YHCICHHEIC
3Ha4YeHUs Ha ocsax abcuucc). O003HAYCHMS: O BepTHKATH — (pa3bl HHG)OPMAIMOHHBIX OCIIIUIATOPOB,
MPUBEJCHHBIE K OTACIHHOMY BOCBMOMY TETa-IIMKIy, T€ J>KUPHOH CIUIONTHON IMHWEW BHU3Y H
MyHKTHPHOHN JHMHWEH BBEpXy IIOKa3aHBI, COOTBETCTBEHHO, HAdalo M KOHEI[ 3Toro Tera-mukia. Ilo
TOPU30HTANM:  JMAla30H TIOCTOSHHBIX  MpHUpalleHnid  Hecrmenuduueckoro Bxoma  (CKOPOCTH)
WHPOPMALIMOHHBIX SAWHUI] ceTH. Bee BenmmumHbl — Oe3pasmepurbie. [lapamerprr cetu: 1,=0.01; T,=30;
by=10; So(4)=0.083; a, =2.27; 15=0.5; Tp=0.8; bo=27; So(0) =1; a; = 0.00]. JlnurensHOCTb
HMITYJIbCHOTO BXOJHOI'O BO3AEUCTBUA 5 yCII. €., lar IpUpalleHusl aMIUINTY bl — 1x107°, Unnmexcor 4 u
O B mapameTpax OTHOCATCSI COOTBETCTBEHHO K aHAJIOTOBOMY AaJalTHBHOMY HEHpPOHY M YCIOBHOMY
OCHMJUTATOPHOMY Helipony Moy (y3na) ECI-ceru.

B ECI-cetsix oTHOcuTenbHbIe (a3bl MHPOPMALMOHHBIX EIUHMIl YCTAaHABIUBAIOTCS W
CTaOUIM3UPYIOTCS aTTPAKTOPHOW AMHAMHUKOW, KOTOpash MNPUBOAMT K (opmMHpOBaHUIO
narrepHa. [IpocTpaHcTBeHHBIE (Da30BbIE OTHOIIEHHUS MEXIY IapaMH KJIETOK OCTaloTCs
CTaOUIBHBIMU B TIpeAeNiaX JUIMTEIbHBIX BpeMEHHbIX IIkail. Kaxnaplii cioil cetu umeer
YHHUKaJIbHYI0 007acTh (Da30BBIX NpPEACTABICHUN BHICOKOYACTOTHBIX ramMMa-llauek B TeTa-
IIUKJIE, T. €. CMEIIEH OTHOCUTEILHO COCEJHUX CIIOEB B CBSI3U C TE€M, UTO CYIIECTBYET, KaK
OTMEYEHO paHee, TPaJMEHT TETa-4yacTOT: BHEIIHEE KOJbLI0 HMeeT Haubojee BBICOKYIO
4acTOTy, BHYTpPEHHEE — HaMHM3IIyI0 4acToTy. @opMupoBaHue MHOrooOpaszus
YCTaHOBUBILUXCS OTBETOB, OJaroaapsi peKyppeHTHBIM B3aWMOJACWUCTBUSAM, W CMEIIAIOIINN
MEXaHU3M, BEJIOMBI CKOPOCTHBIMH BXOJAaMH IS MEPEXOI0B MEXIy yCTaHOBHUBIIMMHUCS
COCTOSTHUSIMHU, 00pa3yl0T OCHOBY MEXaHHW3Ma WHTETPUPOBAHUSI TPAGKTOPHHU B CeTH. BakHo
NOJYEPKHYTh, TPYNIOBON (aHcaMOJIeBbIi) CcOCO0 KOJUPOBAHUS TPAEKTOPHUM YCIOBHOTO
MPOCTPAHCTBEHHOTO IBUKEHUSI.

OpHOM M3 3aMETHBIX OCOOEHHOCTEW HEMpOAMHAMUKH WH(GOPMALMOHHBIX €IMHHULl CETU
SBIISIETCS JTOKaJIbHAsA (pa30Basi KOT€PEHTHOCTh (CTYMEHbKH (HDa30BbIX KPUBBIX). Y UUTHIBAS, KaK
y’K€ YIMOMHHAJIOCh BBIIIE, YTO (ha3a aKTUBHOCTH HEHPOHOB THIMIOKAMMIAIBHON (opmaruu
Jy4Ile KOPpeIupyeT ¢ MPOCTPAHCTBEHHBIM MECTOMOJIOKEHUEM KUBOTHOTO, UEM MX YacToTa,
B Hallell HeWpoceTeBON MOJEIM MPUHATO CIEAYIOLee JOMYIIEHUE: CTYNMEHbKH (Pa3oBBIX
KPUBBIX COOTBETCTBYIOT NePUOOUUECKUM  NPOCMPAHCMBEHHLIM — NOJAM — AKMUBHOCU
pewemuamulx Kiemox (TOIPOOHOCTH najnee). ITo TeM 0oJiee MPENCTaBIACTCS Pa3yMHBIM,
YTO, HECMOTPSl Ha HEMPEPHIBHBIM XapakTep ABWKCHUS BUPTYaIbHOTO HABHUraTopa, €ro
BHYTPCHHHE HEHPOCETEBBIC IPEICTABICHUS OKPY)KEHUS OCHOBBIBAIOTCS HA TUCKPETHOU
MOCIIe0BATEILHOCTH Majioro uncia (mectu) odnacreit (puc. 3). B 3akimtoueHnn noguepkHeM
TOTIOJIOTUYECKUH (B MATEeMaTHYEeCKOM CMBICJIE) XapakTep, TOJIYYCHHBIX B CETH
MPOCTPAHCTBEHHBIX OTHOUICHHH MEXIY OTICIbHBIMHU MO3UIMSIMH B YCIOBUSX MaCIITaOHBIX
npeoOpa3oBaHuii, OCYLIECTBISEMbIX B CETM B PA3NIUYHBIX JUANa30HAX AMILUIUTY]
Hecnenuduueckoro Bxoaa (puc. 3).

AHCAMBJIEBBIN MPUHIUII NEPUOJUYECKOI'O MO3UIIMOHHOI'O U
AAPEKIIMOHAJIBHOI'O KOJIUPOBAHUA

Crnemmduueckoe mecto (mo3unms) wHGOpMAMOHHBIX enuHUIl B KoHTypax ECI-cetn
omnpeneNnseT WX NPUHAIIECKHOCTh K TOM WIM MHOM TpynnupoBke (¢pa3oBoMy KBapTeTy) U
UMEeT XapaKTEepHBIH NJIs KaKJOro KOHTypa IMPOCTPAHCTBEHHBIN IEPHOJ, 3aBUCSILUN OT
pasmepHoOcTH ceTu. Pa30Bble KBapTEThl, IPUHAIEKAIINE OAHOMY U TOMY e aHCalJIlo CeTH,
Kak Mbl yOemauMmcsi Janee, WMEIOT OJMHAKOBBI TIEpPHOJ TEHEpaluu TeTa-pUTMA.
OtHocutenbHble (a3bl MHPOPMALMOHHBIX €IUHMIl YCTaHABIMBAIOTCA U CTaOWIM3UPYIOTCS
aTTPaKTOPHON TWHAMHKON, KOTOpAsi MPUBOIUT K (POPMHUPOBAHUIO MATTEPHA, BCIEJICTBHE YETO
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MPOCTPAHCTBEHHBIE (DAa30BBIE OTHOIICHUS MEXKIY KIETKaMH OCTAIOTCS CTaOWIBHBIMU B
00JIBIINX BPEMEHHBIX Ipejienax.

3.1 bunarepanbHast cUMMeTPUSI M NPOCTPAHCTBEHHO-BPEMEHHOM  MOPAIOK
nHpopMmannoHHbix equHul ECI-ceTn

Kaxnas w3 nByx nuaronaneit ECl-cetu ompenenser ee OunarepalibHyl0 cCUMMETpHio. B
KayecTBE OCHOBHOTO pe(epEeHTHOT0 HAMPAaBJICHHSI, MOKHO BBIOpATh OJHY M3 HUX U CBA3ATH €€
CO CXEMOU TeNa TUIOTETUYECKOr0 00BheKTa. DTa JAUaroHaib MPOXOTUT depe3 pedepeHTHbIE
MOIYJIH BcCeX Koyeln ceTh. VmmynbcHble BO3AEWCTBHUS PAaBHOM  aMIUTUTYIbl (B
HOPMHPOBAHHOM JHMana3oHE 3HAYEHHUI), Te€M HE MEHee, MPUBOASAT K HEOJHOPOJHOCTH
(ba30BbBIX NpeACTaBlIEHUI, a UMEHHO, K TMOSBICHHUIO PAa3IMYHBIX TPyNN HH()OPMALMOHHBIX
CIVHHUI] B KAXKIOM CJI0€, HMCIOIIUX OJMHAKOBYIO (pa3y BBICOKOYACTOTHBIX TaMMa-
OCUWUISIIMA B TEeTa-UMKJIE. OTO TOBOPUT O HAJIMYMKM MHOTOYMCICHHBIX aHcamoOmei
WH(GOPMAIMOHHBIX OCHUJUIATOPOB, 3aHUMAIOIIUX pa3HbIe (Pa30BbIE MO3UIIMU B TETA-IIUKIIE
(puc. 4). 3pecy u ganee KpuBble (DA30BBIX OTBETOB HMMEIOT XapaKTEPHBIA BHJI C
ACUMMETPUYHBIMH CTYNEHYATHIMU BETBAMU — CTPYKTYPUPOBAHHBIMU JIEBBIMU BETBSIMH
(kaxmass Qa3zoBasgs KpuBass 3/1e€Ch NPUHAUICKUT OTACILHOMY HH(DOPMAIMOHHOMY
OCLMJIISATOPY) U JIOKANbHOM ()a30BOM KOTEPEHTHOCThIO aHcaMOJiei, SIBHO BBIPAKEHHOW B
MIPaBbIX BETBSX.

- #a0

780.339

70

B0
JTEERE] o0 00mz nome

g3

Puc. 4. CemeiictBo (a3oBbix KpuBbIX 9-THcionHON ECI-ceTn mpu 0JHOBPEMEHHOW aKTHUBAIIMU BCEX €€
BXOJIOB  BO30YXJIAIOI[MMH CUTHAJaMH  OJMHAKOBOM  aMIUIMTY/Abl ¥  JUIMTEIbHOCTH B  JBYX
MOCJIEIOBATENIbHBIX TeTa-IMKIax. KakaoMy IBETy Ha PHUCYHKE COOTBETCTBYIOT (ha30Bble KpHBBIC
MH(OPMALMOHHBIX OCHMJUISITOPOB OTAEIBHBIX CJIOEB CeTH. B ormimume OT puc. 3, OJHOBpPEMEHHas
AKTHUBaIusA BCEX BXOAOB CE€THU IMPUBOJUT K TOMY, YTO CMEIICHUE NOJHOPA3MCPHBIX r'aMMa-Ia4€K BIpaBo
BJIOJIb BPEMEHHON OCH IIOJABISCT Cla0ble IyJIbCAIlMH MEMOpPAaHHOTO IMOTEHIIMAJa, BBI3BAHHBIC BTOPHIM
BO3/ieiicTBEM. DTO, B CBOIO O4YEpe/b, BBI3bIBACT CMElIEHHE MH()OPMALMOHHBIX TETa-IMKIJIOB BHayaje
BICBO (CHIKEHHE (Da30BBIX KPUBBIX CJIeBa HAa PHCYHKE), W TIIOSBJICHUC TaMMa-TIayeK paHbIIC B
pedepenTHoM Tera-nmkie. Ilociie TMOMHOrO MOJAABJIEHHs CNAOBIX OCHMULIIUA M HEKOTOPOro
PABHOBECHOT'O COCTOSIHMSI MPOUCXOAUT IOCTEIIEHHOE CMEIEHHE raMma-radek BIpaBo (x0J (ha3oBbIX
KpHUBBIX BBepx). Kpome TOro, XOpomio 3aMeTeH BpPEMEHHOH MOpSIOK IOCIe0BATEIbHOCTH
MH()OPMALIMOHHBIX €JMHUIL (ClieBa): TMEPBBIMH B TETA-IIMKJIE IOSBISIIOTCS OCHWUISALUKA BHEIIHETO
MTOBEPXHOCTHOTO cJos (3e7ieHble (pa30BbIe KPHUBBIE), 3aT€M IIOCIEOBATEIHLHO BTOPOTO (CHHHUH IBET),
TpeThero u T. 1. ciioeB. [lociennue B Tera-nukie — MHGOPMALMOHHBIE €IMHUIBI BHYTPEHHETO JAEBATOrO
KOJIblla. AMHJ’II/ITyZlbl U OJIUTCJIIBHOCTH, I/IH(l)OpMaLlI/IOHHI)IX BXOJHBIX CHUI'HAJIOB COOTBETCTBCHHO pPAaBHbI
0.00386 6e3p. en. u 3 ycia. ea. BpeMeHH. J[JTUTEIBHOCTh HUMITYJIBCHBIX HECHECIU(DUUSCKUX BXOHBIX
BO3JEHCTBHI COCTABIAET 5 yCiI. €., lIar mpupamesus aMmanTyasl — 1x107°. Ipanuisl pedepeHTHOro
TeTa-IUKJIa BEIICICHBI 3¢JICHBIMU TOPU30HTAIBHBIME JIMHUSMH B BEPXHEH U HIDKHEH 9acTsaX rpaduka.
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MOJEJIb TPOCTPAHCTBEHHOI O KOJUPOBAHUA. 1. HEUPOJUHAMUKA PELIETYATBIX KJIETOK

OTmeTruMm, 4T0 HEOOJIBIIOE YHCIO BUAUMBIX (ha30BBIX MOJIOC HA pUC. 4 CBSA3aHO C MOJIHOMN
da3oBoli  CHHXpOHHU3AIUECH (KOTepEHTHOCTBIO)  BBICOKOYACTOTHBIX  TaMMa-TIa4eK
WH(POPMAIMOHHBIX MOJYJCH, BXOASIIMX B OIpEACTICHHbIE TPYNIHPOBKH, 3aHUMAIOIIUE
«mapennourutenbHoe» Mecto B cxeme ECI-cetn. Tak, camoe panHee B TeTa-1ukie (Ga3zoBoe
MOJIO’)KEHUE 3aHUMAET TPYIINa U3 BOCBMHU YIJIOBBIX OCHHJUISITOPOB BHEUIHETO 1-rO KOJbIa, a
camoe 1no3jaHee (a3zoBoe MOJOKEHUE MPUHAMICKUT KBAPTETY OCHUILUITOPOB BHYTPEHHETO 9-
ro Kompla. VIHBIMH CIIOBaMM, CETh YCTAHABIMBACT 6BPEMEHHOU NOPAOOK AKMueayuu
uHgopMayuoHHbLIX eOunuy Pa3IUYHBIX CcJoeB. bollee TOro, BO3HUKAET OIpEIEICHHbIN
BPEMEHHOW TIOPSIIOK M B OTIEJNBHOM CJOe, I/Ie 3aMeTHa BpeMeHHas ((hazoBas)
MOCIIE0BATEIBHOCTh — OT YIVIOBBIX K OOKOBBIM aHCamOJIsiM, 3aHUMAIOIIUM IEHTpaIbHbIE
NO3MILIMU B KoJblie (ToapoOHee cM. B CleyrolieM paszene). Takum o0pa3oMm, HECMOTpS Ha
o0uryo cumMmeTpuio, ee (a3zoBoe HapyllIeHHE MPOMCXOAUT H3-32 Pa3IUYHBIX ypOBHEH
TOPMOXKEHHSI YTJIOBBIX 3JIEMEHTOB IOBEPXHOCTHBIX EIMHHUI, YTO, B CBOIO OUYEpeab H
NPUBOJUT K BPEMEHHOM yHOPSAOYEHHON MOCIeI0BATEIIbHOCTH BBICOKOYACTOTHBIX TI'aMMa-
nauek B TeTa-1ukie. IloguepkHeM, 4To 3ToT (PeHOMEH pean3yeTcs Jake B YCIOBUSAX PaBHBIX
BXOJHBIX BO3JICHCTBUI Ha Bce WHGOPMAIMOHHBIE EAMHMIIBI CETH W, CJIeI0BaTeNIbHO, HE
CBSI3aH C acUMMeTpuel BXooB. [lanee Mbl IOKaXXeM, 4TO MOJ00HOE HapyIIeHHe CUMMETPHUU
HAOMIOAaeTCsl W B OTAEIBHOM CJIO€, 4YTO IIO3BOJISIET paccMaTpuBaTh (HYHKIHMOHAIBHYIO
CHELHANTN3ALNI0 OCHMIUIATOPHBIX TPYNIMPOBOK U CIOEB CeTH. BMecTe ¢ TeM, CHMMeTpus
TOPMO3HBIX B3aUMOJICICTBHI BO BHYTPEHHHX INTyOOKHX CJIOSIX CETH BOCCTaHABIMBAETCS, UTO,
Kak OyJeT IOKa3aHO Jajiee, MPHUBOAUT K YHHUBEPCAIBHOMY XapakTepy KOJUPOBAHHUS
COOTBETCTBYIOIINX aHCaMOJIeH.
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Puc. 5. UnrerpansHoe (azoBoe mpencrabicHue (IpaBas 4acTh PHCYHKA) MATTEpHA PACIPEACICHHOTO
IPaJMEHTHOTO CHTHAJIa Ha BXOJIC TOH JK€ CETH, YTO W Ha MpeabInyneM pucyHke 4. Ciea B yBEINYCHHOM
Macmtabe BUIHO HEoTHOponHoe (pa3oBoe KoampoBaHue B ceTd. OOmasi pa3MepHOCTh CETH COCTaBIISET
19x19 wnetiponrpix mMomyneii. Kaxxnas BepTHkanbHas JduHUS 0003HAaYaeT MIar W3MEHEHHS aMIDTHTYIIBI
MeMOPaHHOTO IOTEHIMala B pe3yJbTaTe KOHTEKCTHOTO BXOJa, B OTHAENFHOM TeTa-Iukie. [lapaMeTpsr
cetu: 74,=0.01; 7,=30; b,~10; Sp(4)=0.083; a, =2.27; 7,=0.5; T,=0.8; b,=27; So(O) =1; a; = 0.001. Bpems
JIEHCTBUSA KOHTEKCTHOTO Bxoma [558-563], nmama3oH W3MEHEHHsS aMIUIUTYIBl KOHTEKCTHOTO BXOZa
[0.0008-0.00142]. Bpewmst xeiicTBusi TaTTepHa BXOAHBIX CHUTHaJIOB [641-644], MOCTOSHHBIN IIar
M3MEHEHHs AMIUIATYBl TPaIMEHTHOro BXOomHOro curmama 1.5x107. MakcumansHoe —3HaueHnme
aMIUTUTY/Il BXOJHOTO CHTHajga cocraBisier, kak u npexnae 0.00386 y.e. YBenwueHHbIH Maciitad
(ha30BBIX KpUBBIX (ClieBa) COOTBETCTBYET YYacTKy, 0003HAYEHHOMY CHHUM ITyHKTUPOM Ha OCHOBHOM
rpaduke. Kaxaplii OCHMIUIATOPHBINA €O MMEEeT COOCTBEHHYIO LIBETOBYIO MapKHUpPOBKY. PasnuuHbiMu
BeTaMH 0003HAYCHHI ()a30BbIC KPUBBIC MH(DOPMAIIMOHHBIX SAUHUI] OTJCIBHOIO CIIOS. 3EIIEHBIM IIBETOM
MOKa3aHbl aHCAMOJIM BHEIIHETO CJIOS, YSPHBIM [[BETOB - BHYTPEHHETO CIIOSI CETH.
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OnvH W3 BaXHBIX 37eMeHTOB (azoBoro koxupoBanus B ECI-cersix 3akmiouaercss B
WCITOJIb30BAaHNHU MPHUHIIMIA PONOPLUUOHAIBHOTO KOAUPOoBaHUsA. CMBICI TaKOr0 KOAUPOBAHUS
3aKJII0YaeTcss B TOM, UTO TATTEPHBl BXOIHBIX CHTHAJIOB OTOOpaKalOTCS B BUJC
MPOMOPIUOHATBHBIX ~ OTHOCUTENBHBIX  ()a30BBIX  CMELICHUI  OMpeAeNeHHBIX TPy
MH(POPMALMOHHBIX €AUHUI] ceTU. B kauecTBe koHKpeTHOTrOo npumepa ECI-cetu 31ech u nanee
paccmoTpuM 9-cnoiiHyto ceTb. CpaBHHUM JiBa cliy4asi, KOrJa B OJHOM CJIy4yae B KadyecTBE
BXOJHBIX BO3ACHCTBUM MPUMEHSUIUCh HUMIIYJbCHBIE BXOJHBIE CHUTHAJbl OJMHAKOBOM
aMIUIUTYIbl U JUIMTEIBHOCTH, & BO BTOPOM — TPAAUEHTHBIM MPOCTPAHCTBEHHBIN CHUTHAN C
OJIMHAKOBBIM IIIATOM NPUPALICHUS MPH O0OXOJE «I0» WM «IIPOTHUB)» YACOBOHM CTpENKe»,
HauyWHas C OJTHOM M3 TJaBHBIX Oceil cuMMeTpuu. B pesynbprare, B mepBOM cliydae HMEEM
ceMelcTBO (ha30BBIX KPHBBIX, MMEIOIIEE BHJ, MOKa3aHHbIM Ha puc.4, a BO BTOPOM — Ha
puc. 5. Jlaxke mpu NEpBOM B3MVISAE HA JTOT PHUCYHOK 3aMETHO OTKIOHEHUE OT
IPOMOPLHUOHATIBLHOCTH (a30BOr0 KOAMPOBAHUS MEXIY CIOSMU M BHYTPU OTIEIBHOTO CIIOSL.
OTO CBA3aHO C IByMs IPUUNHAMU.

Bo-nepBbIX, B OCHMJUIATOPHOM KOHTYpE H3-32 €ro KBaApaTHON (HOPMBI HPOHCXOIUT
HapylIeHHe CMMMETPUU TOPMO3HBIX BECOB CBs3€il. B WacTHOCTH, CyMMapHOE TOPMOXKEHHUE
YIJIOBBIX OCHWIISATOPOB MEHbIIE, YeM LEHTPAIbHBIX OOKOBBIX eauHull. [lo 3Toil mpuuuHe
JATEHTHOCTh BBICOKOYACTOTHBIX ITAY€K YIJIOBBIX OCHUJUISITOPOB MEHBIIE, MO3TOMY OHHU
JUIUPYIOT BO BPEMEHHOW IMOCIEI0BATEIbHOCTH MH(POPMALMOHHBIX €IMHUI] KOJIbLIa B TeTa-
nukie. MMEeHHO 1o 3TOM NpUYMHE, AaXKE€ B CIy4ae pPAaBHBIX HMMIYJIBCHBIX BXOJHBIX
BO3eUCTBUI (puc. 4) HaOmonatoTcst (a3oBble pa3iIMyUsl OCHWUISTOPHBIX €IUHHI] BHYTPH
OTJIEJIBHOTO MOBEPXHOCTHOIO €JI0sl. BO-BTOPBIX, KOTJa aMILIUTYbl BXOJHBIX MUMITYJIBCHBIX
BO3/ICUCTBHUI, MOCTYMAIOMIMX HA BXOJbl MH(POPMALMOHHBIX OCIHUIATOPOB, PAa3JIUYHBI, MX
BKJIaJ] B MEMOpaHHBIN MMOTEHIIMAJ €ANHUIL TAK)KE pa3ndyeH. ITO, B CBOIO OYepe/ib, IPUBOJIUT
K Cla0blM Y4ACMOMHBIM pA3IUYUAM, T. €. (HOPMUPOBAHHIO LIEJOH IOJOCHl TE€TA-4acTOT, U
COOTBETCTBEHHO K BpPEMEHHBIM ()a30BbIM  CMEUICHHMSIM  OCHMJUISITOPHBIX  €IMHHIIL,
NPUBEJCHHBIM K pedepeHTHOMY TeTa-lukiny. CTporo TroBOps, BCe AMaroHaJbHBIC
pedepentnsie ocummiaTopbl ECI-cetn, oTHOcAIMECsT K pa3IU4HbIM CJIOSM, TaKK€ HMEIOT
pasHble TeTa-epuoAbl TreHepanuud. TakuM o0pa3oM, MeMOpaHHBIM MMOTEHIMANl KIETOK,
M3HAYaJIbHO MMEIOUIUN OJUHAKOBBIM YPOBEHb NOKOS, B JUHAMUKE B PE3YJbTATE CETEBBIX
TOPMO3HBIX B3aUMOJEHCTBHIM, 1EMOHCTPUPYET TPAAUEHT YacTOT, B COOTBETCTBUM C MO3ULIUEN
KJIETKM BHYTPU CETH. JTa MapaJurmMa HaJeXHO MPOJAEMOHCTPUPOBAHA HAMU B MOJEIIBHBIX
uccnenosanusx ECI-cereii.

3.2  Ilepmoamyeckue aHCAMOJIHM JTUPEKIHMOHAJIBHOI0 KOAMPOBAHMUS

Jlanee Mbl TpOAHANM3UPYEM MOApOOHEe HEMpOJUHAMUYECKHE XapaKTePUCTUKU
Pa3JIMYHBIX TPYNIUPOBOK OCHWLIATOPHBIX MOAYJIEH, 3aHUMAIOIINX [TEPUOIUYECKHUE ITO3UIINH
B CTpyKType HeWpoHHoro ciosi (kBaapaTHoro koHtypa) ECI-cetn. ®a3zoBble paznuuus
TPYNIIAPOBOK B peepeHTHOM TETa-IMKIE MOXHO Cpa3dy 3aMETHUTh INPH WX BBHIOOPOYHOM
otoOpakeHnH. Ha kax1oM U3 pUCyHKOB 6a — 63 OTAEIbHO MPEACTaBIEHbl KPUBbIE (PA30BbIX
OTBETOB M COOTBETCTBYIOIIME MM BOCEMb HH(DOPMAIIMOHHBIX EAMHUI] (KPYIIHBIC IIBETHBIC
KPYXKH), BbIOpaHHBIE U3 TOJHOTO ceMeiicTBa (ha30BBIX KPUBBIX Ha pHc. 5. 31ech U nainee
(da3zoBble cMeLIEHUS ObUIM BBI3BAHBI BXOJHBIM IPaUECHTHBIM IPOCTPAHCTBEHHBIM CUTHAJIOM C
OJIMHAKOBBIM WLIaroM HPHUPALICHUsI 1o WIN NPOMUE 4aco8ou Cmpenku, B 3aBUCUMOCTU OT
HamnpaBjieHUus: 00Xo/la KOHTypa, HauMHas C OJHOW M3 TJIaBHBIX oceil cummeTpuu. Berony Ha
pHCYHKaX 3Ta 0ch 0003HAYEHA CTPEJIKaMH B IPAaBOM BEPXHEM YTy PUCYHKA, BCTABIEHHOTO B
(dazoBble rpaduxy.

Kaxnplif, 3 pacCMOTPEHHBIX HIKE IMPEKIMOHAIBHBIX aHCcaMOJiel, COCTOMT U3 08yX
K6apmemos UH@GOPMAYUOHHLIX eOUHUY, KKIBIH U3 KOTOPHIX, B CBOIO OYepeb, 3aHHMAeT
cneun(uyeckoe BPEMEHHOE OKHO B TeTa-IMKIEe. B uyacTHOCTH, MpM 3aJaHHOM TpaJueHTe
BXOJIHOTO CHUTHAJIa «IPOTUB YacCOBOW CTPEIKW», KBApTET C TEM € HalpaBieHHeM o0xoja
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MOJEJIb TPOCTPAHCTBEHHOI O KOJUPOBAHUA. 1. HEUPOJUHAMUKA PELIETYATBIX KJIETOK

3aHMMaeT Oojiee paHHHE MO3UIUU (BPEMEHHOE OKHO) B TETa-IUKJIE, YeM KOHKYPEHTHBIN
kBapTeT. OTMETHM, YTO eciii Obl Bce KOAMPYIOIINE €AMHULIBI aHCaMOJIs ObUIH MHBApHAHTHBI
K 00X0JlaM «I10» M «IPOTHB YaCOBOW CTPEIKW», TO (hazosvie Kpusbie 0OOUX KEapmemos
npocmo cosnadanu, JEMOHCTPUPYS WHBAPUAHTHOCTh K 00X0AaM B OOOMX HAaNpaBiICHHSX.
OnHako, Kak MOXHO YBHAETbh B JaHHBIX [pUMEpax, H3TO HE COOTBETCTBYET
JNEHCTBUTENBHOCTU: KBapTEThl Ka)XJOr0 U3 TMPEACTAaBICHHBIX HIDKE aHcaMOyied HMeEroT
B3auMHOE (ha30BOE MEPEKPHITHE BPEMEHHBIX OKOH B T€Ta-IHKJIC.

[TockonbKy BpeMEHHbIE TOCIEI0BATEIIbHOCTH HH(DOPMALIMOHHBIX €IWHUI] KBAapTETOB
NEPEKPBIBAIOTCS, BAXKHO OIPENENUTh ouepedHocmu ux akmugayuu. CuuTbiBaHHE (Ha30BOTO
KOJa OT MHMHUMAJIbHOIO 3HA4YE€HWS B HANpaBICHUM BO3pacTaHUs TIpajueHTa, JacT
JTUANPYIOMIUNA B TETa-IUKIIE KBAPTET C YIMOPSAOUYEHHON aKTUBALIMEW €IMHUIl B HANPaBJICHUU
IIPOTUB 4YAaCOBOW CTpeNKH. B TO e BpeMsl CUMTBIBAHME KOJAa B MPOTHUBOIOJIOXKHOM
HANpaBJIeHUW, T.€. B HaNpaBICHUU YyObIBaHUS (MPOTUB TpagUEHTA), OMPEACIseT
«OTCTAOIIMI KBAPTET C MOPSAKOM aKTUBALIMM €IMHUI] B HAIIPABJICHHUH 110 YaCOBOU CTPEIIKE.
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MOJEJIb TPOCTPAHCTBEHHOI O KOJUPOBAHUA. 1. HEUPOJUHAMUKA PELIETYATBIX KJIETOK
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Puc. 6. Kitactepsr HelipoHOB MUpEKIMOHANBHBIX aHcaMmOuel mepBbix 4-ex cmoeB ECI-cetn, KoMITakTHO
pacronararommxcss BONM3M €€ INaBHBIX oceil cummerpuu. CBepxy BHHM3 Ha OTHENBHBIX PUCYHKaX
NIOKa3aHbl BHIJEICHHBIC aHCAMOJsl NEpPBOTO M BTOPOrO CIIOEB ceTH. Bce 3HAYeHWs IapaMeTpoB H
HepeMeHHbIX Kak Ha puc. 4. IloBopoT BIpaBo (PHCYHOK cieBa, BHU3Y) BBI3BIBAET aKTUBALMIO €JUHHIL
IPOTHB YaCOBOH CTPEJIKH, T. €. B HAIIPABJICHUH I'paJueHTa. Torja Kak MOBOPOT BJIEBO (PHCYHOK CIIpaBa,
BHH3Y) aKTHBUPYET SJMHHIIBI [10 YaCOBOU CTpEJIKe, T. €. IPOTUB I'PAAUCHTA C TEM JKe ImaroM. B nmepBom
cjiydyac €AUWHUIIbI 3aHUMAIOT JUAUPYIOIHUE IMO3UIUHU B TETA-UUKJIC, @ BO BTOPOM JUPCKIMOHAJIBHBIC
€/IMHULIBI HECKOJILKO OTCTAIOT MO (ha3e, clielys ¢ HEKOTOPBIM IEPEKPBITHEM C MEPBBIM KBapTETOM, Kak
9TO XOPOIIO BUIHO HAa BEPXHUX PUCYHKAX.

Kaxxnas mapa KBapTeTOB, KpOME TOT0, BCETJa BXOJIUT B OJUH U TOT K€ aHCaMOlb. JTO
HNOATBEpKIaeTCA UX (ha30BOM KOrepeHTHOCThIO, BUIUMOM B MpaBbIX BETBAX rpadukon. Takum
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o0Opa3oMm, O0OLMM MpPHU3HAKOM (OPMHUPOBAHUS MHOTOUMCIICHHBIX TUPEKLIMOHAIBHBIX
aHcaMOyeil sBiseTcss HAO0Op YYaCTHUKOB — WH(GOPMAIIMOHHBIX CIWHMI] KBapTETOB,
3aHUMAOIMUX CHUMMCTPUYHLIC TICPUOAUYCCKHUC MO3UIHUU KBAJPATHOTO KOHTYpa B KaAXIOM
cinoe ECI-cetu. KorepeHTHOCTr WH(POPMAIMOHHBIX €IWHUI] aHCAMOJEH, KaK pa3IudHBIX
CJIOCB CCTHU, TaK W BHYTPU OAHOI'O M TOTO KC CJIOSA, BUAUMAA Ha IPAaBbIX BCTBIAX BCCX
rpaukoB, HUMEET BaXHYI0 OCOOCHHOCTh — BCE CTYINEHBKH JIOKAJbHON (ha30BOM
KOTE€PEHTHOCTH PACHOJAraloTCsl Ha mpex pasHOyOdeHHbIX YPOSHAX B Tpeeax TeTa-IUKIa
(cMm. puc. 6). B nmanpHeHmieM MBI TMOKaKEM, YTO OSTOT HEHUpOAMHAMUYECKUN (DEeHOMEH
COXPAHACTCA HC TOJIbKO B IMOBCPXHOCTHBIX, HO U BHYTPCHHUX CJIOAX CCTH. Bonee TOro, €ro
MO’KHO HaOIII0/IaTh B IMpoIlecce MHTETPUPOBAHMS B BeCbMa MPOAOKUTEIbHBIX BPEMEHHBIX
WHTEpBaJiaX, IOKa COXPaHIETCs MPONOPIIMOHATHFHOE KOAUPOBaHUE (CM. pasnen 4).

3.3 Ilepmoamveckue aHCaMOJIH TOIOJOTHYECKOI0 KOAMPOBAHUS

B ornmune oT pacCMOTPEHHBIX BBIIIE MHOTOYMCIICGHHBIX aHCaMOJIel TUPEKIIMOHATHLHOTO
KOJMPOBaHUs, B KaXKIOM CJIO€ TPEICTABIICH EIWHCTBCHHBIM aHCaMOJIb TOMOJOTHYECKOTO
KOAMPOBaHUSA. B BBIOOPOYHBIX MPEICTABICHUAX YETHIPEX MOBEPXHOCTHBIX TOMOJIOTHUECKHUX
ancamOieit (puc. 7), BUAHO, 4YTO WH(GOPMAIMOHHBIE IUHUIIBI UHBAPUAHMHBL K 00X00aM 8
000UX HAnNpaeieHusx, T.€. «I0» WIN «IPOTHB YacCOBOW CTPENKHW». JTO BaXKHOE YCIOBHE
BBITIOJIHSICTCSI B KWKIOM CJIO€ CETH, HE3aBHCUMO OT KOJHMYECTBEHHOTO COCTaBa
COOTBETCTBYIOIIEH BBIOOPKH HMH(POPMAIMOHHBIX €IUHUIL. MEXIy TeM, B OTIUYHE OT
NpeABIAYIIAX CIIy4aeB XapaKTEPHOW OCOOCHHOCTBIO TOMOJOTHUECKUX aHCAMOJECH SBISIOTCS
da3oBbie pa3pbIBEI MEXKIY CHUHXPOHH3UPOBAHHBIMH KIIACTEPAMH EIUHHI], 3aHUMAIOIIUX
OOKOBBIC MO3WIIMK HEHPOHHOTO KOHTYpa. Ha puCyHKe 3TH KiacTepbl BBIICIEHBI KPYITHBIMUA
[BETHBIMH KpyXKamu. He3aBucumMo oT koinuecTBa enuHUIl (cM. puc. 7), (hazosvix pazpwiéos
6cecoa mpu. OOBACHEHHIO 3TOTO ()eHOMEHAa MOXKHO TPHUIATh MPOCTON TeOMETPUUECKHUI
cMmbich. HGOpMaIMOHHBIE €IMHULIBI 32aHUMAIOT MIEPHOJNYECKHE MTO3UIIUU MIPH 00X0e BIOTh
KOHTYPOB CETH, HIMEIOIINX KBaJIpaTHyio Gopmy. MiMeHHO mosTOMY (ha3oBbIe TpeacTaBICHHUS
TPAaJUEHTHOTO CHUTHAJIA C TOCTOSIHHBIM [IaroM MpHpaIIeHus Bcerna OyIyT UMETh TpU
¢$a30BBIX pa3peiBa, 1O YHCIY YIJOB MEXIY YeThIphMS OOKOBBIMH  KIIaCcTepaMu
UH(GOPMAITMOHHBIX €IMHHII.
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Puc. 7. CemelicTBa (a30BBIX KPUBBIX aHCAMOJICH TOMOJIOTHMYECKOTO KOIMPOBAaHUS (CBEpXY-BHU3) B
MIEPBEIX YETHIpEX MOBEPXHOCTHBIX CIOSX Tow ke, uto u panee ECI-cetn. Bumna ¢a3oBas kiactepu3amus
MH(OPMAIMOHHBIX SIUHUII, 3aHUMAIOIIMX [EHTPAJIbHBIC MEPUOJUUYCCKUE MMO3HUIUH B YETHIPEX CTOPOHAX
cetu. Bce eqUHUIBI OJJHOTO CIIOsi 00pa3yroT €AMHCTBEHHBIM TOMOJOIMYECKUi aHcamOlib B OTIHYHE OT
MHOTOYHUCIICHHBIX TUPEKIIMOHAIBHBIX aHcamOiel. Bce 3Ha4YeHUs! MapaMeTpoB U MEPEMEHHBIX KaK Ha
puc. 4.

[Ipuyem 3T pa3pbIBbl UMEIOT OAMHAKOBYIO BEJIMUMHY. YeTBEpPThI HETUIMYHBIN Pa3pbiB B
OKPECTHOCTH OJHOU U3 TJIABHBIX OCEW CUMMETPHUH, MOKA3aHHBIX CTPEJIKOW Ha pHC. 7 (BHU3Y)
ompezensercss OONbLION Pa3HOCTHIO MEXIY HadadbHBIM M KOHEYHBIM 3HAUYEHUEM BXOJIHOTO
TPAJIMEHTHOIO CUTHAJA U PAaBEH JUIMHE NIEPUOJA TeTa-IUKJIa.

B 3akiitoueHnM NoJ4EpKHEM YCIOBHOE OTHECEHUE YETHIPEX PACCMOTPEHHBIX 3/1€Ch CIIOEB K
MOBEPXHOCTHBIM CJIOSIM. DTO CBSI3aHO HCKJIIOUUTEIBHO C HEHPOAMHAMUYECKUM COCTOSTHUEM
CeTH B BOCBMOM pedepeHTHOM Tera-Iukie. Jlamee Mbl MOKaXXeM, YTO TPU PACCMOTPEHUU
OUHAMUKA CETH B I[IUPOKOM JMana3oHe pe(EepeHTHBIX TEeTa-IUKIOB, KOJHYECTBO
WHGOPMAIMOHHBIX E€AMHUIl B JUPEKIMOHANBbHBIX aHcamOnsx OyJer Bo3pacTtaTh, a B
TOMOJOTMYECKUX YMEHbIIAThCsl. B KOHEUHOM wuTOre, MpU NPOAOHKUTEIBLHOM IpOLEcce
MHTETPUPOBAHUS, B TOMOJIOTHYECKUX aHCAMOIISIX OCTaHYTCS IO YEThIPE CAUHUIIBI B HEUETHBIX
koHTypax (1, 3, 5 u T. 1.) U 0 BoceMb €AUHMII B YeTHBIX (2, 4, 6 u T. A.). Bece ocranbHble
CTaHOBSTCS TUPEKIIMOHATBHO CHEIU(PUISCKIMH.

3.4  VYHuBepcajbHble HH(POPMALHOHHbIE eAUHUIbI BHYTPEHHHUX CJ10€B CeTH

[lepeiinem Temepr K pPacCMOTPEHHIO AKTUBHOCTH BHyTpeHHuX cinoeB ECI-cetu, rme
HAOJIOTaeTCSl HECKOJBbKO WHAas KapThHa (HOPMHUPOBAHHS aHCAMOJICH MPOMOPIUOHAIEHOTO
KoaupoBaHus. [Ipexae BCero, OTMETUM BOCCTAHOBIICHHE CHMMETPUHU B3aWMHBIX TOPMO3HBIX
cBsI3ell B I‘J'IyGOI(I/IX CJI0AX CCTH, CJICACTBUEM qero CTaHOBUTCA OYC€BUIAHBIM
NPOTIOPIMOHATFHOE TTO3UIIMOHHOE KOJUPOBAaHHME BXOJHOTO IMaTTepHa curHaioB. Ha puc. 8
MMpEaACTaBJICHBI MOCJIOMHO BCE TOMNOJIOTUYCCKUE chaMGHI/I I/IH(I)OpMaI_[I/IOHHBIX CANHHUII U HUX
¢da3oBble KpUBBIE, HAUWHAsg C NATOTO cliosi. Takum oOpa3zoM, ¢a3oBble TNPEICTABICHUS
BXOAHBIX IMMATTCPHOB CHUTHAJIOB MNOAACPKHUBAIOTCA YCJIOBHO pPa3sACJICHHBIMU Ha J[JBa THIIA
TOTIOJIOTUYECKUMHU aHCaMOJIIMU — TIOBEPXHOCTHBIMH M BHYTPCHHUMH. DYHKIIMOHATBHO 3TH
chaM6JII/I HMCIOT [IBa OCHOBHBIX PA3JIMYUsA: BO-IICPBBIX, MMOBECPXHOCTHBLIC chaMGJ'H/I HNMCIOT
0oJiee BRICOKOE TIPOCTPAHCTBEHHOE Pa3pelIeHUe TI0 CPABHEHUIO C BHYTPEHHUMHU aHCaMOJIISIMH,
a BO-BTOpBIX, HMX OTIHYAET XapaKTep IPOCTPAHCTBEHHOIO KOAUPOBAHUSA: IEPBBIE —
JTUCKPETHBIN (puc. 7), BTOPOl — HEMpPEephIBHBIN (pHC. §). DTO CBA3aHO C TEM, YTO B JaHHOM
CJIy4dac 1 YIJIOBBIC 3JICMCHTBI BXOIAT B TOIIOJIOTHYCCKUC chaMGJ'II/I BHYTPCHHUX CJIOCB.
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Puc. 8. Bce nndopmanvonHbie eMHUIBI BHYTPEHHUX HaubOouiee Tiyookux cioeB ECI-ceTu, HaunHas ¢
MATOrO CJIOSI, BXOAAT B K&KIOM CJO€, KaK B TOIOJOIMYCCKHIA aHCaMOJib, TaK W TUPEKIHOHATBHBIM
aHCcaMOJIb TPOMOPIUOHANEHOTO KoMupoBaHus. CBepXy BHHU3 MOCIICAOBATEIBFHO IMOKA3aHBI BBIICICHHBIC
ancamOmu (5-ro, 6-ro, 7-ro, 8-ro u 9-oro) kosen. 3aMETHO OTJIMYHE IMO3UIIMOHHOTO KOIWUPOBAHHS
BHYTPEHHUX CJIOEB OT IIOBEPXHOCTHbIX. Ha BepXHHUX pHCYHKax MJs KaXJOro CJos IOoKa3aHa
COOTBETCTBYIOIIAsl OOJIACTh TETa-IMKJA, BBINENEHHAs IyHKTHPOM. BHU3Y cxema HEHpOHHOHN ceTH ¢
BBIJICTICHHBIMH KPYITHBIMA TEMHBIMH KPYXXKaMH HH()OPMAIMOHHBIMH EAWHUIIAMH, (Pa30BbIe KpPUBEIC
KOTOPBIX NIPEJICTaBIEHbl HA BEpXHUX pUCYyHKaxX. Bce 3HaueHust napaMeTpoB U NEPEMEHHBIX KaK Ha pHC. 5.

[Ipumensis  TOT ke  NPUHOMI  HEPUOJUYECKOTrO0  IMO3UIMOHHOrO  o0XxoJa B
MPOTUBOIOJIOXKHBIX HANpPaBICHUSX BAOJb KBAJAPAaTHBIX KOHTYPOB, KaK U MPEXe, MOIYyUYUM
MHOT'OYMCJIEHHbIE aHCaMOJM JUPEKLHMOHAIBHOIO KoaupoBaHus. Takum oOpazom, eciu B
MIOBEPXHOCTHBIX CIIOSX CETH MOXKHO Ju(QepeHIpoBaTh WHPOPMANUOHHBIC €IUHHIIbI,
OTHOCS MX JIMOO K TOIMOJIOTHYECKUM, JHOO0 AMPEKIHMOHAIBHBIM aHCaMOJIsIM, TO B INIyOOKHX
CJIOSIX BCE EIWHUIBI OJHOBPEMEHHO BXOJISAT B aHCaMOIM OOOMX THIOB, T. €. SBISIOTCS
YHHMBEPCAJIbHBIMU (KOHBbIOHKTHBHBIMH).

[MomBonst wror, oTMeTHM, 4TO (YHKIHS AWpeKIHoHambHOTO KoaupoBanus ECI-cetn
OTJIMYAETCS BBICOKUM PECYpCOM peasln3ylomux e€ mHpopmauuoHHsIx enunui. [locienunee, ¢
OIHOM CTOPOHBI, O3HAYAET BBICOKYI0 TOYHOCTb YIJIOBOIO pa3pelicHHs, a C JOPYIrou —
MyJbTHUMACIITAaOHOE MpPEICTaBIE€HUE IMPOCTPAHCTBEHHOIO Aa3MMYyTaJbHOI'O OKpYy)XeHus. B
CaMOM JieJle, U3 KPYyTrOBOI'O pPacHpeneieHuss AUPEKIUOHAIBHBIX €IWHMI] CIEAYeT, YTO 4eM
OoJblIe OCTIETHUX YYaCTBYET B PaclpeesieHHH, TeM Bbllle yrioBoe pasperienue. C npyroi
CTOPOHBI, HAJMYWE MHOTOYHCIICHHBIX aHCaMOJel IUPEeKIMOHATIBHOTO KOTUPOBaHHA (B
npuMepe, NMOKa3aHHOM Ha puc. 8, TaKMX aHcaMOJel Mo YMCIy CJIO0eB C Pa3IUYHBIM YHCIOM
WHQOPMALMOHHBIX €IWHUI[ — IIITh), pPACIPENEICHHBIX B Ppa3HBIX CJOSAX, O3HA4aeT
MHOrooOpasue MacitTaboB AUPEKIMOHAIBHOTO U MO3MIIMOHHOTO KOJUPOBaHMS B HEHPOHHOMH
CeTH.
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[TomuepkHeM, eiie pa3 YHUBEPCAIBHOCTh MH(GOPMAIMOHHBIX €IMHUILI, 03HAYAIOIIYIO, YTO
OTHM M T€ K€ €JAMHUIIBI MOTYT BXOIWTh KaK B JIUPEKIMOHAJBHBIC, TAK U TOIMOJOTHYECKUE
aHcaMOIM TPOMOPIIMOHATFHOTO KOJUPOBAaHUS B 3aBHUCHMOCTH OT TIpaBHJIa BBIOOPKHU
YYaCTHHKOB KOJHMPOBAaHUS. B YacTHOCTH, MOBEPXHOCTHBIC HH(M)OPMAIIMOHHBIC E€IMHUIIBI
JTUPEKIIMOHATBHOTO KOJAUPOBAHMsI, HAauOoJee ylajJeHHbIE OT OCeH CHMMETPUH CETH, BXOAAT U
B aHCaMOJIM TOMOJOTHYECKOTO KOAMPOBaHUS. BaKHO MOTYEPKHYTh, YTO KOJIMYECTBEHHBIH
COCTaB YYaCTHHKOB 000OMX TOIMYJISIIUNA 3aBUCUT OT MeKyUje20 8peMeHU UHMeZPUposansl, T. €.
MEPEXOHOTO Tpoliecca, Kak 3To OyneT moka3aHo B cienyromeM naparpage. C 370l TOYKH
3peHusi JelIeHUE TOIOJIOTHYECKUX M JUPEKIMOHATBHBIX aHCamOIell Ha MOBEPXHOCTHBIE U
rITyOOKHUe ONpeesIeTCs] TEKYIMM BpeMEHEM HETIPEPHIBHOTO HEMPOIUHAMUYIECKOTO MpoIecca
UHTETPUPOBAHUS U, COOTBETCTBEHHO, PEPEPEHTHBIM TETA-IIUKJIOM €T0 HAOTIOACHHUS.

JIo cux TOp MBI pacCMaTPHBAJIM BCE CICIHATU3UPOBAHHBIC aHCAMOJIH, MPHUBEICHHBIC K
onpeaeNieHHOMY pedepeHTHOMY TeTa-IMKIY, B JaHHOM CIy4ae — BOCEMOMY (JITUTEIBHOCTH
OTIENFHOTO TETAa-IUKJIAa B JaHHBIX 3KCIIEPHUMEHTAaX COCTaBJIsLIa OKOJO 95 YCIOBHBIX €IMHUI
Bpemenn). Ortcroma clieqyer, 4YTO HUCHOJIb30BAaHUE TMMOAOOHOTO THMAa aHcambOnei
MPOTIOPIIMOHATHFHOTO KOAWPOBAHUS CIEAYIONIMM YPOBHEM IPOCTPAHCTBEHHOW 0OOpabOTKU
JIOJKHO HE TOJNBKO OMNPEIEISThCS  86100pOM  UHDOPMAYUOHHBIX — eOuHuy, T.e€. UX
PEKpYyTHPOBaHUEM B aHCaMOJIM OoJiee BHICOKOTO YPOBHS TOTO WIJIM MHOTO ()YHKIIMOHAIHHOTO
HA3HA4YCHUs, HO W BpPEeMEHHbIM OKHOM B TIEPEXOJHOM TIPOIECCE, COOTBETCTBYIOUIUM
OTIpEeNIeICHHOMY TeTa-IMKIy. B 3aKioueHrH OTMETHUM, YTO YHHBEpCAJbHBbIE B HalleH
TEPMHUHOJIOTHH WHpOpMalmoHHble equHUIbl ECI-ceTH OMHOBPEMEHHO YYaCTBYIOIIUME U B
JTUPEKIIMOHATBHOM, ¥ B TIO3MIIMOHHOM KOJWPOBAaHHH COOTBETCTBYIOT «KOHBIOHKTHBHBIM)
pelIeTyaTeiM KJIETKaM, OTBEUAIONIUM M HAa HAIMpaBJICHHE TOJOBHI U Ha MPOCTPAHCTBEHHOE
MOJIOXKEHUE KPBICHI B CBOOOHOM TOBeieHnH [22].

4. HEﬁPOﬂHHAMHFA OOPMHUPOBAHUSA CIIEHUAJIM3NPOBAHHDbIX
AHCAMBJIEN U3 HECHEIMONYECKUX EJUHUILl CETHU

3necb MBI pacCMOTPUM  HEHPOJMHAMHYECKMH  CaMOOPraHU3YIOLIMIICS  Impolecc
dopMupOBaHUS CTIEIMATM3UPOBAHHBIX €IUHUI] KOJUPOBAHHUS OCHOBHBIX IPOCTPAHCTBECHHBIX
NEPEeMEHHbIX TMPH TPOJOJDKUTEIBHOM  HAONIOJEHUH Tpollecca WHTETPUPOBAHUS B
paccMaTpuBaeMON MOJETH THIEPKOJIOHKH. Ha Ha4danbHBIX CTagMaX pa3BUTHA JHHAMHKH
CeTH, T. €. B Hayaje Mpolecca HHTErPUPOBAHU, Bce MH(POPMAIIMOHHBIE €AUHUIIBI SBIISIOTCS
YHUBEPCAIBHBIMH (T. €. HECHeNU(UUECKHIMU WIH «KOHBIOHKTUBHBIMHU»), KPOME BOCHMH
YIJIOBBIX €IMHUI] BHEIIHETO cjos. M3 3TUX yIJOBBIX €IUHHII (OPMHUPYETCS €AMHCTBEHHBIN
JMPEKIMOHANBHBINA aHcaMOJIb BHEUIHETo ciosi. Bee ocTtanbHble eTMHUIBI BHYTPEHHUX CIIOEB
SIBJISIFOTCS. KOHBIOHKTHBHBIMHM, YYacTBYIOUIMMH B 000OMX THIax aHcamOuneil. B mpomecce
JUTATENIFHOTO HAOJIOAEHUST MOXHO YBUETH MOCJIEIOBATENBHBIN Mepexo]] HH)OpMaIIHOHHBIX
OCIMJUIATOPOB M3 KAaTeropud YHUBEPCATBHBIX B  CICHHAIM3UPOBAHHBIC  €IUHUIIBI
JTUPEKIIMOHATBHOTO  KOJMPOBAHMS, B  pe3ysNbTaTeé KOTOPOrO OHU  NPHOOPETArOT
cnemupuyHoCTh. K YeMy NpHBOAMT [UIMTENBHBIA BPEMEHHOH WHTEpBajl HMHTETPUPOBAHUS
Tpaekropuu aBmwxenns’? Habmomgaercs cBoeoOpa3Hblil peHoMeH «paz0beranusy win (pa3oBoro
OTpbIBa aHCaMOJIel THIEpKOJIOHKU. BHavane 3T0 MpUBOIUT K 3HAYUTEIHHOMY BO3PACTAHUIO
Yrcia CIeNUaTM3UPOBAHHBIX €AMHUI] JUPEKIIMOHATBHOTO KOJAUPOBAHUS B OTAEIBHBIX CIIOSX,
0 4eM MBI YK€ yIIOMHHAIIM paHee, a B MOCIEAYIOIEM K HapyIICHHIO MPOIOPIHOHATHLHOCTH
KoaupoBaHus (puc. 9).
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Puc. 9. Bpemennoe «pasbOeranue» aHcambied uHpopmanuonHslx eaunun ECI-cetn ¢ coxpaHeHnem
YIOPSA0UEHHON TOCIIEIOBATEILHOCTH X aKTUBALUK MPU MPOJOJDKUTENILHOM OKHe HaOnoneHus (B 20-
OM pe(depeHTHOM TeTa-IMKJIe, CM. BpPEMEHHOH WHTEpBaJl BEPTUKAJILHOM oOcH). YIOpsioYeHHas
MIOCJIEIOBATEIbHOCT  AKTUBAIMK MH(MOPMALMOHHBIX EAWHHIl COXPAH’IETCS B IOCIEIOBATEIbHBIX
pedepeHTHBIX TeTa-IMKIIax, B TOM YHCIIE IPH OOJIBIION ITPOIOKUTEIEHOCTH POoLiecca HHTETPUPOBAHUS
(cmeBa Ha Bcex rpadukax). Bmecte ¢ Tem, HaOmromaeTcs XxapakTepHass 0COOEHHOCTh TaKOTO pa30eraHus
(ha30BBIX KPHUBBIX — JIOKaJbHas (a3oBasi KOTEPEHTHOCTh B TPEX MOCIIENOBATEIILHBIX MOMEHTaX BPEMEHH.
OtMmeTbTe, 9TO (a30BBIC CTYNEHBKH B NPaBBIX BETBAX (Da30BBIX KPHUBBIX BCEX CJIOEB CETH CICAYIOT Ha
OJHOM M TOM XK€ YpOBHE, T. € IIPOCTPAHCTBEHHO CMEIIEHbl B OJHOM M TOM JK€ HaNpaBJICHUH. 3aMETHO
HapylleHHe IPHHIUIIA IPOIIOPIUOHATIBHOCTH KOIUPOBAHUS B TO3JHUX TETa-IUKJIaX.

[lepeuncauM Temepb OCHOBHBIC pE3yJbTATHI, IOJyYEHHBIE TPH MOJCIHPOBAHUU B
pa3IMYHbIX TeTa-IMKJIAX, B TOM YUCIIE JOCTATOYHO YJAJEHHBIX OT Hayaja MHTETPUPOBAHUS.
Takux pe3ynbTaTOB HECKOJBKO. BO-TIepBBIX, ATO M3BECTHHIM HEHpOAMHAMHYECKUN (peHOMEH
¢dazoBOro 3anupaHus OCHUUISTOPHON aKTUBHOCTH (phase locking) B Tpex mocineaoBaTeIbHbIX
¢azax Tera-uMKIa, YeTKO BHIPAKCHHBIX PETYSPHBIMU (Da30BBIMU CTYTIEHPKaMHU B KaXKIOM U3
IpPEJCTAaBICHHBIX Ha pHUC. 9 pa3auuHbIX pedepeHTHhIX TeTa-UuKiIoB. IlpucyrcTBue cpenn
(Ga30BbIX KpUBBIX TPEX CTYNEHEK JOKAIbHOU (Ha3060t Ko2epeHmHocmy TOBOPUT 00
YCTOMUMBOCTU 3TOr0 HEHPOAMHAMHUYECKOro ()eHOMEHa B IIMPOKOM JHara3oHe MpOLEeCCOB
UHTETPUPOBAHMS TPACKTOPHUH.

Kak wu3BecTHO, 3ameuaTeNbHBIH NPU3HAK SHTOPUHAIBHOM KapThl COCTOUT B €€
UCKITIOUUTENFHO PETYJISIPHON OpraHu3allid PEIIeTOK COCeIHUX KIIETOK, MMEIOUIMX OO
mar (paccTosiHUE MEXy TOJISIMU aKTHUBHOCTHU KJIETOK) M OOIIYI0 OpPUEHTALUI0. DTH PELIeTKU
IPOCTPAHCTBEHHO CMEUIEHbI, HO He TOBEpHYTHI [35]. IlonyueHHble B HAIIMX AKCIIEPUMEHTAX
pe3yJbTaThl MOJITBEPKAAIOT BBIBOJ O TPEX HAMPABICHUSAX MPOCTPAHCTBEHHOM CHMMETpHH,
OoOHapy»XEHHBIX KaK Ha >KMBOTHBIX, TaK M Ha uejoBeke [79]. DTo o3Hayaer, yTo Halla
SHTOPUHANIBbHAS KOpa, B LIEJOM, JIOJDKHA ObITh 00Jiee aKTHBHOM, KOTJa Mbl IBUKEMCS BIOJb
Oceil CHMMETPHHY HAIIUX peneTok (moapodHee cM. B pazzaeie «O0CyKIeHHUEY ).
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Puc. 10. HapymieHne nponopuuoHanbHOCTH (Ha30BOr0  KOAUPOBAHUS @) TOIOJIOTHYECKHM U 0)
JAUPEKINOHAJIbHBIM aHC&MGﬂHMI/I MOBEPXHOCTHOT'O CJIod CE€TU B IO3AHUX TETA-LUKIIaXx. Ha HmxHeMm
PUCYHKE 108 ITOKa3aHbI YETBIPC JAUPEKIHNOHAIIBHBIX chaM6ﬂﬂ C CHJIBHBIM HapyHuIcHUEeM
MPOTIOPIMOHANBEHOTO KOAMpOBaHMs. Takue HapymeHus HaONIoJaloTcsl B JMHAMHKE INPH JUIUTEIBHBIX
BPEMEHHBIX HMHTEpBaJlaX MHTETPUPOBaHUs (B IMO3AHUX TeTa IuKiax). CieBa MOKa3aHbl yBEIWYECHHBIC
MacumTabbl BPEMEHHOrO0 OKHa ()a30BBIX KPUBBIX B TETa-LIMKIIE, BBIICICHHBIE CHHUM ITyHKTUPOM Ha
OCHOBHBIX pHCYHKax (cieBa BHH3Y). OOpaTHTe BHHMaHHE Ha YHCJICHHBIC 3HAYCHHUS BEPTHUKAIBHOW
BPEMEHHOI OCH TeTa-LHUKJIa, CBUICTEIBCTBYIOIINE O IIO3JHUX TETa-LUKIIaX HAOIIOACHHUS.

Takum o00pazom, B ILIEJIOM, IO pe3yJbTaTaM HPOBEIEHHBIX 3KCIIEPUMEHTOB, MOKHO
KJaccu(uIUpoBaTh TpPU TUNA WHPOPMAIMOHHBIX EIWHHUIl CETH. Bo-NepBBIX, 3TO
TOIIOJIOTUYECKUE €IUHHULBI, 3aHMMAIOLIUE LICHTPAJIbHBIC CUMMETPUYHBIE IMO3ULIMHA BO BCEX
YeThIpeX CTOPOHAX HEHPOHHOTO KOHTYpa JaHHOTO CJIOS M MHBAPHUAHTHBIE K 00X01aM B 000MX
HalpaBJICHUSAX. OTH €IUHMIBI 00pa3yloT €JUHCTBEHHBI aHCaMOlb B KaXXIOM CJOE€ CEeTH.
UHCIeHHOCTh 3TOr0 aHcamOis, B YaCTHOCTH, HEYETHOTO NEPBOTO CIIOS, 3aBUCHT OT
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JUHAMHMKH, T.€. TEKyLIEro BPEMEHM IIpolecca M IpH JOCTATOYHO MPOAOJIKUTEIBHOM
BPEMEHHOM MHTEpBaj€ B HEM MOXET COXPAaHUTHCS EIUHCTBEHHBIH KBapTeT €AMHUIL,
3aHMMAIOILMX LIEHTPAIbHbIE CHMMETPUYHBIE NTO3ULIUU B KaXKJI0M CTOPOHE KOHTYypa. B ueTHOM
ClI0€ TaKMX CHMMETPUYHBIX TMO3UIMI OyneT [aBe B KaXIOM CTOpOHE KOHTypa H,
COOTBETCTBEHHO, aHCaMOIb OyAeT cOCTOSATh M3 JBYX KBapreToB. OcTanbHble NepeiinyT B
KaTEeropuio €MHULL AUPEKIIMOHAIBHBIX aHCaMOJIeH.

Bo-BTOpBIX, 3TO NHMPEKLIMOHAIBHBIE €IUHMIIBI, 3aHUMAIOUIME IO3ULUU B OKPECTHOCTH
000ux Oceil CHMMETPHUU HEUPOHHOW CETH. DTH CIMHMIBI CIEeHU(PUIHBI K HAMpaBICHUIO
00X0/1a «I0» U IPOTHUB YaCOBOW CTPEIKH» WM K HAINPaBICHHUIO TpaJueHTa. B HadanbHbBIX
TeTa-1IIMKJIaX 3TO MOXKET ObITh €IMHCTBEHHBIM aHCcaMmOJb, coAaep KAl OIKaliIue K ocsiMm
cummeTpun eauHUIBL. C  KaXIbIM MPOIIECIIIMM TETa-IUKIOM KOJMYECTBO EAMHHIL,
cnenugpuUeckuX K HalpaBJIEHHI0 00XOfa, BO3pAacTaeT U, COOTBETCTBEHHO, BO3PACTET YHUCIIO
JTMPEKIIMOHANBHBIX aHcamOel. Takue aHcaMOJIM BCerzia COCTOSIT U3 ABYX KBapTETOB €IMHHUII
KoaupoBaHus. 1, HakoHell, yHuBepcalibHble (KOHBIOHKTHBHbBIE) HH(OPMALIMOHHbBIE €UHUIIbI,
y4acTBYIOILIHE B 00OMX TUMax aHcamOjei, B 0COOGHHOCTH Ha HaudalbHBIX dTarax Mpolecca
WHTErPUPOBaHUA. 3aHUMAIOT OHHU TIPH ITOM sJIEpHBIE, Hanboee riIyOoKHue CI0M HEHPOHHOMN
ceru. Eme pa3 moguepkHeM, 4TO pacCMOTpEHHasl BbIIIE Kiaccupukanus WHPOPMAIMOHHBIX
eVHUI] KOAMPOBAHHUS U UX BXOXACHHE B TOT WJIM MHOM aHCaMOJIb MPONOPLHUOHAIBHOTO
KOJMPOBAaHUS 3aBHCUT OT BpPEMEHHOTo (akropa, T.e. JAMHAMHYECKOTo Ipolecca
UHTEerpupoBaHus. bonee Toro, B KOHEUHOM HUTOre, MPU OOJBIIUX BPEMEHHBIX MHTEpBAIaxX
MHTETPUPOBAHMS 32 CUET HAKOIUICHUS OUTMOOK MPOU30MAET HapyIIEHHE MTPONOPIIMOHATEHOTO
KOJAMPOBAHUS U MEPEX0] K Xa0TUYECKON TUHAMUKE.

OnucanHble BBIIIE KIETOYHBIE MEXaHU3MBI MOTYT OBITh BKJIIOYEHBI B (DYHKIIUIO
UHTETPUPOBAHUS  TpaeKTOpuH. VIHTerpupoBaHHe  TpPAaeKTOPUM  OCHOBBIBAETCS  Ha
UCTIOJIb30BaHUM JKUBOTHBIM HCTOYHHKOB COOCTBEHHOTO JBIKCHMS JUIS TOAJCPKAHUS
TOYHOTO MPEJCTABJICHUS TEKYIIETO yIjla U JAUCTAaHIUH OT €ro CTapTOBOW MO3UIMH, aXKe BO
BpEMS BBINIOJIHEHUS CJIOKHBIX TPAaeKTOpPUH B OKpPY)XEHHUU. MHOrHe BHUABI KUBOTHBIX
JEMOHCTPUPYIOT TOBEIEHYECKYIO CIIOCOOHOCTh 3allOMUHATh JIMCTaHIMIO, a Takxke
a3MMYTaJIbHBIM yroJ JUIsl BO3BPALLEHUS K CTApTOBOM no3uiuu [32-35].

5. OBCYKXIAEHUE PE3YJBTATOB MOJAEJIUNPOBAHUSA

5.1 CpaBHUTeJbHBIH aHAJM3 COBPEMEHHbIX MoJejedl TreHepauuu pemeT4aToi
AKTHBHOCTH

Uro KOOUPYIOT pelieTdyaThie KICTKH SHTOPHUHAJIBHOM KOpPhl U KaK OOBACHUTH 3TOT
YAUBUTEIbHBIA (EHOMEH MPOCTPAHCTBEHHON pETyJIpHOW AaKTHUBHOCTU? YKe B MEpPBBIX
SKCIEPUMEHTAJIbHBIX HCCIEAOBAHUSAX CTAJO SICHO, YTO MPOCTPAHCTBEHHBIE MPEACTaBICHUS
SHTOPUHAJIBHBIX KJIETOK CHJIBHO OTJIMYAIOTCAd OT TUINOKaMMIAJbHBIX KIETOK MECTa.
OHTOpHHAJIbHBIE AaHCAMOJIU COXPAHSIOT CBOIO BHYTPEHHIOK CTPYKTYPY aKTUBHOCTH 8 PA3HbIX
OKPYHCEeHUsX, TEMOHCTPUPYS TEM CaMbIM YHHUBEPCAJIbHYIO KapTy BO BCEX MPOCTPAHCTBEHHBIX
okpyxeHusix [35]. B runmokamie, HampoTHB, pa3IUYHbIe HAOOPHI KIETOK PEKPYyTHPYIOTCS B
Pa3HbIX  OKPYXEHMSIX, BEpOSTHO, B CBS3M C HEOOXOAMMOCTBIO  3alIOMHHAHUS
MHOTOUMCJICHHBIX MPHU3HAKOB OOBEKTOB OKPYXKEHHUS, aCCOIHMHUPYEMBIX C  KaXJIbIM
UCCJIETOBAaHHBIM )KMBOTHBIM IPOCTPAHCTBOM [47].

3a mocieqHUe TOAbI MPEUIOKEHO OOJbIIOE KOIWYECTBO MOJENEH, KOTOpbIE MOMXHO
pa3aenuTh NPUHIMINAIBHO Ha JIBA KJIacca: peKyppPEHTHbIE CETEBbIE MOJIEIH, OCHOBaHHbIE Ha
HETPEPBIBHON aTTpakTopHOW auHamuke [38,39,41,52], m KiIeTOYHBIC HE3aBUCHUMBIC feed-
forward monenu, ocHOBaHHBIE Ha WHTEpPPEPHUPYIOMUX BO BpeMeHH BojHax [80-84]. OOa
Kjlacca MoOJeNied OCHOBAaHbl HAa TOYHO YCTAHOBJIEHHBIX MAaTTEpHaX BXOJOB K CETH,
MOOYIUPOBAHHBIX CKOPOCMbIO, U TIPOLYLIUPYIOT MO3ULHOHHO-KOAUPOBAHHbIE OTBETHI. Takum
00pa3oM, OHU TMOCTPOEHBI Ha MPEANOCHUIKE, YTO pelierdaTas KIETOYHas CEeTh SIBISETCS
UAMOTETUYECKUM  UHIMe2pamopoM mpaekmopuu, KOTOPbI KOHBEPTUPYET pazIudHbIe
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CEHCOpPHBIE MCTOYHUKM JBM)KEHHUS JKUBOTHOI'O B IMO3UIUOHHBIE OLIEHKH. OIHAKo, BO BCEX
OCTaJIbHBIX JETAJISIX 3TH KJIACCHI MOZEIIEN CYHIIECTBEHHO Pa3InYaroTCsl.

HenpepbIBHBIE aTTpaKTOPHbIE MOJEIH BKIIIOYAIOT B ce€0sl B KaUeCTBE Ba)KHOT'O MPHU3HAKA
KJICTKH, KOTOPBIE TOIY4aloT MPSIMOM MOIYJIUPYEMBIA CKOPOCTBIO BXOJ HAIIPABJICHUS TOJOBBI
[38,39,41,52,85]. OTBEeTHI 3THX KIJIETOK C OJHOW CTOPOHBI PELIETKONOI00HBI, a C JAPYron —
JUPEKLIUOHAIBHO U30HUpaTebHbl, MOA0OHO «KOHBIOHKTHBHBIMY KII€TKaM, OOHApyKEHHBIM B
IIT u Gonee riryOOKUX CIOSAX TOP3aTbHON MeIUaTbHONW SHTOPUHAIBHON KOphI [22]. HampoTus,
BPEMEHHbIE  UHTEPQEPEHIMOHHBIE MOJENIM HE TpeOYyIOT  CyIIECTBOBAHUS  TaKUX
UHTETPaTUBHBIX KJIETOK JUIsl IPOAYyLHUPOBAaHUS  PELIETYATBIX OTBETOB, HCIOJb3YS
WJICaJTM3UPOBAHHBIC YCIOBUS OJJHOYACTOTHBIX KOTE€PEHTHBIX CUHYCOMAAIBHBIX BOJH [82—84].
OcuwuiATopHble  MHTEP(PEPEHIMOHHbIE  MOJENH, HCIOJB3YIOT — HMHTep(epeHLnOHHbIE
NaTTEePHbI, T€HEPUPYEMbIE MHOIOYMCIEHHBIMH OCHWUIALUAMU MEMOPAHHOrO MOTEHIMANa
KJIETOK 1 0OBbsCHEHHS (HOPMUPOBAHMS pPEIIETKH. MrHOBEHHBIE YaCTOTHI OCLUJUIATOPOB
OIPENIeNAIOTCA CKOPOCThIO MOOEXKKH M HalpaBieHHEM Oera KMBOTHOIO, TaK YTO IPU 3TOM
TEHEPUPYETCSl CKOpee MPOCTPAHCTBEHHBIN aTTEPH aKTUBHOCTH, YeM BpeMeHHo [20,86].

B 1e510M MOKHO OTMETHTB, YTO B HENPEPBIBHBIX aTTPAKTOPHBIX MOJEIAX OTHOCUTEIIBHAS
NpOoCTpaHCTBEHHast (aza KIETOK YCTaHABIUBACTCA M CTAOMIU3UPYETCS ammpakmopHOU
OUHaMuKou, KOTopas MPHUBOAUT K QopMHpoBaHMIO marTepHa. OTcroja cleayer, uTo
IPOCTPaHCTBEHHBIE (ha30BbIE OTHOUICHUSI MEX/Ty MapaMu KJIETOK JOJDKHBI OBITh CTAOMIBHBI B
npenenax JUIMTEIbHBIX BPEMEHHBIX IKaJ, HE3aBUCUMO OT TOTO, ABMXKETCSA JIM JKUBOTHOE MIIU
HET, HECMOTpPSd Ha HEH30€XHYI0 CTOXAaCTUYHOCTh BO BXOJaX M B OTBETAaX OJUHOYHBIX
HelipoHoB. HampoTuB, BO BpeMEHHbIX MHTEP()EPEHLUOHHBIX MOJEISAX, B KOTOPBIX
UHTEepPEepEeHIMA HMMEET MECTO pa3lelbHO B KWKIAOH KIETKe BHYTPH MEIUATbHOU
SHTOPUHAJIBHOM KOPBI, HET MEXaHM3MOB CTA0MJIM3alMM OTHOCHUTENBHBIX (ha30BbIX
OTHOILIEHUN MEXAy HelWpoHamu. HemnpepbiBHbIE aTTPAKTOPHBIE MOJEIM IIPEACKA3bIBAIOT
PEKYPPEHTHYIO CBSI3aHHOCTh JHTOPUHAIBHBIX KJIETOK, & BPEMEHHbIE MHTEP(PEPEHIIMOHHbIE
MO/IEJIN TIPOTHO3UPYIOT, UTO ITH KIETKH HE JIOJKHBI OBITh CBSA3AaHBI APYT C IPYTOM.

Taxue, nopoil mpsAMO NMPOTHUBOIOJIOKHBIE TPEOOBAHUS M OTPAHUYEHHUS BBICKA3BIBAIOTCS
CTOPOHHHKaMHM OOOMX KJIAacCOB MOJeNiell Ha MNPOAYLMpPOBAHHE pPEIIeTYaTOro MaTTepHa
AKTUBHOCTM JHTOPHUHAJIBHBIX KJIETOK. Mexay TeMm, ceddyac B OKCHEPUMEHTAIbHBIX
UCCIIEIOBAHMSX SICHO OTPE/IETICHbI OCHOBHBIE TPeOOBaHMUS, KOTOPBIM JIOJKHBI YIOBIETBOPSITh
MOJICJIA PENIeTUaThIX KIETOK (CM., Hampumep, 0030p [85]). DTo cnenyromme kputepun: 1)
reHepanusi INEpPUOAMYECKOTO IPOCTPAHCTBEHHOIO CHUTH&Ja W COXPAaHHOCTb  TaKou
HNEPUOJUYHOCTH OTJENBHBIX KJIETOK MPU N3MEHSIOIIENCS] CKOPOCTU U HAIIPABICHUS OOEKKU
KHBOTHOT'O; 2) BapHabelbHOCTh NPOCTPAHCTBEHHON NEPUOJUYHOCTH KJIETOK, T. €. pa3iuyue
IPOCTPAHCTBEHHOTO 11ara PELIETOK B Pa3IMYHBIX CJIOSIX MEAMAIBbHOM SHTOPHUHAIBHOMN KOPBI,
U, HaKOHell, 3) HaJu4yue HelpoanHaMuueckoro (heHoMeHa (pa30Boil MpeneccuH.

NMeHHO u3 Takux TpeOOBaHMN MBI MCXOAWJIM MpPHU aHAJIW3€ PE3YJIbTAaTOB HCCIIEIOBAHUS
monenu ECI-cern. OTMeTuMm Takke, YTO Hallla MOJENb BKIIOYAeT B ceOs 3JeMEHThl 000MX
KJaccoB mojenei. Kak rmokasaHo B HaluX BBIYUCIHUTENBHBIX dKkcniepuMmenTax ¢ ECI-cetsmu,
pelIeTyaTblii MaTTepH BO3HMKAET HA YPOBHE OTACIBHBIX OCLHMIUIATOPHBIX MOAYJIEH B CHILY
TEHEPUPYEMBIX MMM TETa-TaMMa-4aCTOTHBIX HEJIMHEMHBIX B3aMMOJEHCTBHNM. BmecTe ¢ TeMm,
peleHreM npoOieM CTaOMIN3alUK PeleTyaThIX MoJded aKTUBHOCTH U MPeIOTBPAILEHUIO UX
3aBUCHUMOCTH OT IIymMa M JPyTUX (PaKTOPOB, BIUSIONIMX HA CTAOMIBHOCTH CETH, CIYXKHT
PEKYPPEHTHAS CETh C YETHBIM LIUKINYECKUM TOPMOKEHHUEM.

OcTaHOBHMCS Temepb Ha HEKOTOPBIX pe3yjbTaTax, MOJTYYEHHBIX IPU HCCIEIOBAHUU
Halmed Mozenu. B cOOTBETCTBMM C NEPBBIM KPUTEPHUEM, TE€HEpalus IEPUOAUYECKOTO
IIPOCTPAHCTBEHHOI0 CUTHAja M COXPAHHOCTb TAKOW MEPUOJUYHOCTH y OTIENIBHBIX KIIETOK
MOKa3aHbl HAMU KaK IIPU MHTETPUPOBAHUHM CHUTHAJIOB B Pa3IMYHBIX AMANA30HAX CKOPOCTEN
(mecrrenuuyeckoro BXxoma) (puc.3), Tak U B CHEIMUPUICCKUX YCIOBUSAX TI'PAJTACHTHBIX
BXOJIOB CETH, MpPEJICTaBIEHHBIX Ha pHCyHKax 5-9. BrimonHeHue TpeOoOBaHHS BTOPOTO
KpUTEpUs O JIUCKPETHOM BO3pAaCTaHUM MPOCTPAHCTBEHHOIO Iara pemieToK IpHu
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CPaBHUTEIBHOM AHAJIM3€ NIOBEPXHOCTHBIX U BHYTPEHHMX CJIIOEB CETU, OTPAKEHO HA PUCYHKAX
7-8.

B nemaBHO omybOnukoBaHHOU pabore Yoshida ¢ xommeramu [87] mokasamu, 9TO KJIETKH
SHTOPUHAJIBHOMN KOPBI, KOTOpPbIE Ba)KHBI AJISl MPOCTPAHCTBEHHON HABHUTallMH, OCHMUITHPYIOT C
WHAMBUYyAIbHBIMU 4acTOTaMHM. B MX 3KCIIEpUMEHTAaxX 3TH 4YacTOTHI 3aBUCEIH OT IMO3ULIUU
KJIETOK BHYTPH SHTOPHMHAIBHON KOpbhl. B COCTOSHMM TOKOA OCHMUISILIMM MEMOpPaHHOTO
NOTEHIMAaIa KIETOK ObUIM ciadbl M HAOMIOAANHCh B IIMPOKOM JAHMana3oHe yacToT. OnHako,
KOrja MEMOpaHHBIM TMOTEHIMal CcMemancs K Oojiee MO3UTHBHBIM 3HAUEHUSIM, €ro
OCUWJUISIIMM 3aBHCEIM OT MO3MLMU KJIETKM BHYTPHM DSHTOPUHANIBbHOM Kopbl. KneTku B
JOpP3aJbHOM YacTH H3TOT0 PETMOHA MO3ra MOKa3aldd OCHWUIALUMU C Oojee BBICOKUMU
4acTOTaMH, 4YE€M KJIETKM B BEHTPAIbHBIX CJIOSAX KOpbl. KonnuecTBEeHHBIE JaHHBIE,
CBHJICTEIbCTBYIOIIME O TpaaueHTe Tera-dyactoT ECI-ceTn, panee yxe moilydeHbl HaMH B
MOJICJIbHBIX 3KCIIEpUMEHTaX [6].

Hakonen, o HelipogunamuueckoM (eHomene ¢a3zoBoit mnpeneccuu. Tera-azosas
npeleccuss B TMIIOKaMIAIbHBIX KJIETKAaX MECTa SBISIETCS OJHOW M3 XOpOLIO HM3YyYEHHBIX
napajurM BPEMEHHOTO KOJMPOBAHUS B MO3re [88] M 3aKitO4aeTcs B TOM, YTO aKTUBHOCTh
KJIETKH MecTa MPOrPECCHBHO CMEIIAETCS K paHHUM (hazaM TeTa-puTMa, 10 MEpe TOTo, Kak
KpbICa IEpeceKaeT MPOCTPAHCTBEHHO OrPAaHWYEHHOE I10JIe aKTHMBHOCTH JAHHOW KIIETKH.
Heiiponnass cxema, OTBETCTBEHHas 3a (ha30BYIO MPELECCHI0 THIMOKAMIAIbHBIX KIIETOK
MecTa, 10 CUX MOp He ycTaHOBiIeHa. Bmecte ¢ Tem, Temepb cTajio SICHO, 4To (pa3oBas
npeueccuss BOZHUKAET HE3aBUCUMO OT TMIIOKaMIla B MPOCTPAHCTBEHHO MOAYJIMPOBAHHBIX
pemerdarbix kinetkax yxe Bo II m Il cnosx meananbHONW SHTOpHUHAIBHON KOpHI [35,89], uTO
Ha OJMH CHHAIC paHee TrHUNIokammna. B Hameld wMonenu (dazoBas mpeneccus
uHpopMaimonHbix equHul ECI-ceTn nmoka3aHa B MHOTOYMCIIEHHBIX 3KcniepuMeHTax [4—7] u
XOPOIIO BBIPAYKEHA CHAIAIONIMMU BETBSAMH (Da30BbIX KPUBBIX Ha pUCYHKaX 4-9.

5.2 (I)YHKIII/IOHaJIbHI)Ie ACHEKTHI MOACTUPOBAHNUA PeHICTIATHIX KJIC€TOK B ECI-cetn

PaccmoTpuM Teneph psii HOBBIX Pe3yJIbTAaTOB, MOJTYYEHHBIX B HAIIed MOJEIH, KOTOpBIE
paHee He OBUIM ONHCAaHBI B MOJICJIBHBIX HCCICIOBAHUAX. BaKHOCTh 3THUX pPE3yJIbTAaTOB
HOAYEPKUBACTCS TeM (PAKTOM, YTO OHU NPOSHOZUPYIOM 603MOMCHOCMb CYUECmE08aHUs
COOTBETCTBYIOIIUX HEHPOJAWHAMHYECKUX (PEHOMEHOB B KHMBOM opraHuzme. OnHOU U3
HanOosiee 3aMETHBIX O0COOEHHOCTEH (ha30BBIX MPEICTABICHUH  TOMOJOTMYECKUX U
JMPEKITMOHATBHBIX €IUHHII KOJUPOBAHUS SIBISIOTCS (Da30BBIE CIBUTH MEKIY aHCAMOJSIMHU,
HanOoJiee CWJIBHO BBIPDAKEHHBIE B TPABBIX BETBAX (DAa30BBIX KPHUBBIX COOTBETCTBYIOIIUX
aHcamOuieli. He3aBrcuMO OT Kosln4yecTBa €AMHUI] B aHCaMOI1e pa3IMyHOro (PyHKIMOHAIBHOTO
Ha3HauEHUs MEX1y aHCaMOJIsIMU 6ce20a Hab.tooaomes mpu ¢azoewix pazpviéa. OObsICHEHHE
UMEET MPOCTOM IeOMETPUUYECKUN CMBICH W 3aKJII0YaeTcss B TOM, 4TO Kaxabplii KoHTyp ECI-
CeTH UMeeT KBaapaTHylo ¢opMmy. ba3oBblii MexaHusm mepexoga B aHcamOmu
JMPEKIMOHATBHOTO KOAUPOBAHUS 3TO OANAHC 8030VHCOCHUS U MOPMOACEHUSA, TIOTydaeMbli
KaX/10i MH(pOpMAIMOHHON enuHHUIEH ceTu. BcenenctBue 3TOro, Kaxjas mapa yIJIOBBIX
€IWHUI] CETH, IMIOoNydass MEHBIIEe TOPMOXKEHHE, YeM OKPYXAloIlue eIUHHIBI, TpU
IOCTOSIHHOM 11are Tpajiu€HTHOTO BO30Y’KIAIOIIEro BXOJAa, AOJDKHA pa3lensiThCsl OOJBIINM
($a30BBIM pa3phpIBOM C CIUHHIIAMH, 3aHUMAIONIMMHU TIO3UIMH B OOKOBBIX KiacTepax. B
JUHAMUKE, TpU TMPOJOJDKUTEIBHOM IPOLECCe MHTETPUPOBAHUSA MPOUCXOTUT (Pa30Boi
«paspeiB» ¢ oOpa3oBaHMEM HOBBIX aHcambOieid (puc.9). I[Ipu 3TOM, OIHAKO, B JIOCTATOYHO
JUIUTEIbHOM BPEMEHHOM HMHTEpBaje MPONOPLUOHATIBHOIO KOAUPOBAHUS, YIOMSHYThIE BBIIIE
Tpu (a30BBIX pa3pbiBa, pa3ieisIONIAE CTYNEHBKH (Pa30BOM KOTEPEHTHOCTH COXPAHSIOTCS.
CrnenoBarenbHO, aHcaMOnM MH(MOPMAIMOHHBIX E€IMHHUI[ HE3aBHUCUMO OT CKOPOCTH U
HAIpaBJICHUS! TPOCTPAHCTBEHHOTO IBW)KEHUS BHPTYaJIBHOTO HABUTATOpa B CPEIEe MOTYT
UMETh OJMH M TOT € NPOCTPaHCTBEHHBIH MNepuon (Iiar), OAMHAKOBYIO OpPHEHTAIUI0, HO
pasnuyHble TpocTpaHcTBeHHBIE (asbl. [lockombKy Takux (a3 TpH, U OHH COXPAHSIOTCSA B
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nporecce JBWXKEHHA, TO 3TO MNPUBOJUT K (HOPMUPOBAHHIO TMPOCTPAHCTBEHHBIX
FeKCaroHAJIbHBIX PELIETOK C TPEMS OCSIMH CUMMETPHH, paznudaromumxcs 60 ['pan.

HHTEepecHO CpaBHUTH TOJyYEHHBIH pe3yiabTaT C OMyOJMKOBAHHOW HEIAaBHO pabOTON
Doeller ¢ cotp. [79]. Eciiu M0o3r yenoBeka Takke BKIIOUYAET B ce0s pemeTyaThie KISTKH, KaK
y KpBICBI, TO Hallla SHTOPHHAIbHAsL KOpa B LIEJIOM JIOJDKHA OBITh Oosiee aKTMBHOM, KOTJ]a MBI
JBIDKEMCS «BIEpea» MO0 «Ha3aa» BOJb TPEX IVIABHBIX OCEM CUMMETPHUU HAILIMX PEIIETOK,
U MEHee aKTUBHOW IIPU IIEPECEYEHUU ITUX OCEM B IBWKEHMM. Tak pacCy’KIaaud aBTOPBI
CTaThH, KOT/Ia UCIOJIb30BAIM BUPTyalIbHYIO peanbHOCTh U fMRI U1 n3ydenus uaterpanpHon
HEMpPOHHOW aKTUBHOCTU BO BpeMs «XOAbOb» 42 HCHBITYEMBIX [0 TE€HEPUPOBAHHOMY
KOMITbTEpOM JIaHImadTy W HaOIMI0JaIM Ha MOHUTOpE OOJacTH, TJe aKTUBHOCTh HMena
naTTepH, Kak ObUIo ckazaHo Bbime. Oka3aloch, YTO HSHTOPHUHANbHAS KOpa JEHCTBUTEIHHO
MIOKA3bIBA€T OSTOT pELIeTYAThl MAaTTepH U COOTBETCTBYIOLIME TPU OCH CHUMMETPHUU Y
OOJIBIITMHCTBA UCTIBITYEMBIX.

B skcnepuMeHTax Ha JKMBOTHBIX, KAK OTMEUYEHO BBIIIE, OPUEHTALUS PELIETOK YKECTKO
CBSi3aHA CO 3PHUTEIBHBIM CTHMYJIOM, OINPEACISAIOIINM AroleHTpUYeckoe pedepeHTHoe
HarpasyieHue. SICHO, YTO yBeIMYEHNE AUPEKIMOHAIBHO YyBCTBUTEIbHBIX €IUHUL] IPUBOIUT
K BO3pPACTaHHUIO pa3peliaroiieil CriocoOHOCTH B 33aJaHHOM IIOJI€ 3pEHHS IPU HMEIOLIeMCs
pecypce  MH(DOpPMAMOHHBIX  €QUHUL KojxupoBaHus. Haubomee BbICOKHE — pecypc
JUPEKIMOHAIBHOIO U TOIOJIOIMYECKOr0 KOAMPOBAaHUS B IOBEPXHOCTHBIX CJOSAX (KaKk B
PAaCCMOTPEHHBIX TpUMEpax ¢ 1-ro mo 4-blif CIOM CETH) TMO3BOJSET MPEANHUCHIBATH UM
(GYHKIMN KOTUPOBAHUSA U OUHAMUYECKO20 3ANOMUHAHUSA TIPOCTPAHCTBEHHOTO OKPYKECHUS.
OTOT BBIBOJ| YCWJIMBAeTCsl MOATBEPKICHHBIM HaMU B MOJEIBHBIX 3KCIIEpUMEHTax Oolee
BBICOKMM pa3peleHreM OBEPXHOCTHBIX CI0EB M0 CPABHEHHIO C TITyOOKHMH CIIOSIMH CETH.

PaccmoTpuMm nanee auHaMuueckuidl mpouecc (GOpMHUPOBAHUS —CHELUATU3UPOBAHHBIX
aHcamOiieii B HeipoceTeBol Mojenu. BHauaie, ¢ 3amyckoM mpoliecca MHTETPUPOBAHHS, B
HEPBBIX TETA-LUUKIAX (OPMUPYETCs €AMHCTBEHHbIN AUPEKIIMOHAIBHBINA aHCAMOJIb U TOJIBKO B
IIEpPBOM TIOBEPXHOCTHOM CJI0€, M3 Haubosee OJM3KO PACHOJOKEHHBIX K OCSIM CHMMETPHUU
MHQOPMALMOHHBIX eAMHUL. Bce ocTanpHble WHQOPMALMOHHBIE EIUHMLBI  SBJIAIOTCS
Hecreuu(pUIeCKUMH, YYacTBYsS KaK B TOMOJOTMYECKOM, TaK W B JAUPEKIHMOHAIHEHOM
KOoAMpoBaHUU. Jlanee, B MOCIEOYIOMMX TeTa-IUKIaX MPOUCXOAUT (pa3oBoe pacuipeHue, 6e3
HapylLIeHHUs] MPHUHIMIA TPONOPLUOHAIBHOTO KOJWPOBAHMUSA 1O ONPEIEIIEHHBIX IPEIENIOB,
XOpOIIIO 3aMEeTHOEe Ha cemeicTBax ¢a3oBbIX KpuBBIX (puc.9). Ilpum sToM HaGmromaeTcs
nocreneHHas  guddepeHnHanus ¢ MepexoJoM  MH()OPMAIMOHHBIX  €AWHUI] B
CHELMAIU3UPOBAHHBIE aHCAMOIM JAMPEKIMOHAIBHOIO KoaupoBaHMsA. B obnacTsax cerw,
OpWiIeraroIiuX K  OCAM  CHUMMETpPUH, OOpa3ylOTCsi  MHOTOYMCIIEHHbIE  aHcaMOuu
JVPEKIIMOHAIBHOTO KOJIMPOBAHMS, T.€. HAOMI0JaeTcss Kiactepu3amus HHOOPMAIMOHHBIX
ocLMIIATOpOB BOKpYr oceil cummerpun ECI-cetn. Takoe Bo3pacTaHue 4YHCIEHHOCTH
JTUPEKIIMOHHBIX €IUHUI] KOJAWPOBAHMS, 3HAUUTEIHHO YBEIMUMBAET YTJIOBYIO Pa3peIIaAlONLyIO
cnocoOHocTh. B mo3aHux Tera-mmkiax (puc. 10), ogHaKo, Mpolecc HHTETPUPOBAHUS
HEM30€KHO TPHBOAWT K IOCTENICHHOMY HAKOIUICHHIO ONIMOOK, HApyIICHHIO MPUHIUIIA
NpONOPLUUOHATIBHOIO  KoaupoBaHusi. Da3oBblii cOpoc u  OOHyJeHHE  Ipolecca
MHTETPUPOBAHUS C €r0 HAyajJoM B CIEAYIOLIMX TEeTa-IMKJIaX MO3BOJIAET BBINTH M3 3TOH
curyaiuu. OOBIUHO TMpenmojaraercs, 4ro Takhe cOpochl Ipoliecca HHTErpUpPOBAHUS
TPaeKTOPUH HABUTaTOpa JOJHKHBI IMPOMCXOANUTh HA BUAMMBIX 00BEKTaX, MOMAJAI0IINX B €ro
noje 3peHus. 3alOMMHAaHUE MECTONOJIOKEHUH JMCKPETHBIX OOBEKTOB B HENPEPHIBHOM
NPEJICTaBICHUH MPOCTPAHCTBEHHOTO OKPY’KEHUS, MOXKET OBbITh OCHOBAHO Ha HENPEPHIBHOM
aTTPaKTOPHOM MexaHu3Me [56], M COOTBETCTBEHHO, (ha30BbIi cOpoc  mporecca
MHTETPUPOBAHUS MOXKET OBbITh MPOM3BEJEH B 3TUX COCTOSIHMSIX ceTH. Takue sKCIeprUMEHTbI
CoO cOpocoM MHTErpUPOBaHMS Mbl TMPOBOAMIM B  MOJEIBHBIX  3KCIIEPUMEHTax
(HeonyOJIMKOBaHHbBIE JAHHBIE).

371ech yMECTHO MPHUBECTH HEIABHO OIyOJIMKOBAaHHBIE PE3yJIbTaThl 3KCIIEPUMEHTOB C
BUPTYaJIbHOU peaNbHOCTBIO, IPOBeIeHHbIE Ha 0aX [90]. B akciepuMeHTaIbHBIX YCIOBUSIX
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Jacobs ¢ cotp. HabmIOgANIM KIIETKH MECTa, KOTOPhIE YKa3bIBAJIM HA MPUCYTCTBUE MAIMEHTOB B
OTpe/ieNieHHbIX BUPTyalbHbIX MecTax. Ho rimaBHOe, B 3HTOpHMHAIBHONW KOpe HaOmromasncs
YHUKATbHBIA (EHOMEH KIemoK mpaeKmopuu, 9acTOTa aKTHBHOCTH KOTOPBIX MEHSJIACh B
3aBHCHUMOCTH OT TOTO, COBEpILAI BUPTYAIbHYIO X0/1b0Yy MAaIlMeHT B HANPABIECHUU 1O YACOBOU
UnY NMpomue Yacogou cmpenku, OE30THOCUTENBHO €ro MecTonoyiokeHus. Bo Bpems
HaBUTALIUM, TPACKTOPHBIE KIETKU KOAUPOBAIM TUPEKIHMOHAIbHBIE AaTTPUOYTHI TEKYIEro
KOHTEKCTa Y, BO3MOHO, BAKHBIM BXOJ K HEAUPEKIIMOHAIBHBIM THITIOKAMITATEHBIM KJIETKaM
MecTa. bbuto mokazaHo, 4YTO aKTMBHOCTH KJIETOK TPAeKTOPHUHU HamOoJiee OJIM3KO CBs3aHa 1) ¢
0OIIMM HaMpaBICHUEM I10 YaCOBOU I MIPOTUB YaCOBOI CTPEIIKU BO BPEMs TBUKCHHS, UEM C
MT'HOBEHHBIM HAaIlpaBJICHUEM MTOBOPOTa U 2) TPA€KTOPHbIE KIETKH UMEH 3HAaUUTEIbHO OoJiee
BBICOKHE YAaCTOTHl AKTHMBHOCTH BO BpeMs MPSMOJMHEHHBIX OTPE3KOB MyTH B UX
NPEIMOYTUTEILHOM HAIpPaBIEHUU, YE€M BO BpeMs MPSAMOJMHEWHBIX OTPE3KOB MYyTH B
ATBTEPHATHBHOM HAIPABJIICHUU. TpaeKTOpHBIE KIETKH KOIWPOBAIU JAUPEKINOHAIBHYIO
uHbOpMaIMIO, KOTOpas HE NpsSMO CBsi3aHa C MOBOpOTamMH. JlMpeKIHMOHATbHBIE OTBETHI
TPACKTOPHBIX KIETOK OBLIM MPEICTABICHBI HEMEIJIEHHO NPU BXOAE B OKPY)KEHUE U, TAaKUM
00pazoM, MaJOBEPOATHO, YTOOBI OHU TIPEICTABIISIIN MaMITh HA3€MHBIX OpUEHTUPOB [90].

CornacHO SKCIIEPUMEHTAIBHBIM JaHHBIM, TOJYYCHHBIM Ha CBOOOMHO JBHKYIIHXCS
Kpbicax [91], KJeTkH HampaBJeHHs TOJIOBbI AHTEPO-IOP3aJbHOrO siapa Tajamyca
CHUCTEMAaTUYECKH CMELIAIM CBO€ JUPEKIMOHAIbHOE TMPEANOYTeHUEe aKTUBHOCTH, Kak
GYHKIMIO YIJIOBOM cKOpocTH TosoBbl. KieTkn Tanmamyca Bcerja CMeEHIalid  CBOIO
JUPEKIUOHATBHYIO MUKOBYI0 aKTUBHOCTH HAJIEBO BO BPEMS MOBOPOTOB I'OJIOBHI MO YaCOBOM
CTpEJIKE U HalpaBo BO BPEMS IOBOPOTOB I'OJIOBBI MPOTHB YaCOBOM CTPENKU. DTH Pe3yIbTaThl
OpEeNoNaraloT, 4YTo TaJlaMUYeCKUe HEHPOHBI «npeduyscmeyromy 0yoyujee HanpasieHue
207106bl. B TO e BpeMst HeHPOHBI THIIIIOKAMIAIbHOM CTPYKTYpPBI MOCTCYOUKYIIITyMa, KOTOpbIE
00pa3yIoT ¢ TAJIAMUYECKUMHU HEHpPOHAMU PELUIIPOKHYIO CXeMy CBs3ei [92], coxpaHsin 0 HO
U TO )K€ IUPEKIMOHAILHOE MPEANOYTeHHE aKTUBHOCTH, O€30THOCUTENILHO YIII0BOM CKOPOCTH
rOJIOBBI, T.€. KOAMPOBAIM HACTOSILEE HaIpaBiieHWE TroioBbl. [lo MHEHHIO aBTOpOB,
PELUIPOKHO CBSA3aHHAS cHCTeMa (OPMHUPYET TalaMOKOPTUKAJIbHYIO CXEMY, BBIUHCISIONIYIO
JUPEKLIHUOHATBHOE TOJIOXKEHUE KPBIChl, UHTETPUPOBAHUEM YTJIOBOTO ABUKEHUS TOJIOBBI BO
BpemeHu [92].

Jjis TOrO, 4TOOBI OSICHUTH 3TOT JUHAMHYECKH ()EHOMEH pacCMOTPUM €To Ha MOJEITH B
KOHKPETHOM HaBHUTallMOHHOM mpumepe. IlycTh B onpeneseHHOM MecTe MPOCTPAaHCTBEHHOTO
OKPY’KE€HHsI TPEANOIaraéMoro HaBUraTopa pacloJiOKEH HCTOYHHMK CBETa, K KOTOPOMY Y
HaBUTAaTOpa €CThb HHTEpPEC, BCIEACTBHE YEro OH JOJDKEH IOBEPHYTh K CBETY TIOJIOBY.
PaccMoTpuM BHauane ciayyail pacmosoKeHHs UCTOYHMKA CBETa CIIpaBa OT HAaBUTATOpa MOJ
yriaoM ¢. B 3ToM citydae rosioa A0KHA TOBOPAYMBATHCS 110 YaCOBOM CTpesKe MpUOIMKasch
K HampaBleHHio ¢. KBapreT IUpEeKIMOHATBHO YYBCTBUTEIBHBIX KIETOK JOJKEH OBITh
MOCJIEI0BAaTENbHO aKTUBUPOBAH CJIEBA OT (O, TOCKOJIbKY HaXOXJIEHUE CJIEBAa OT (@ U MOBOPOT
MPOTUB YAaCOBOW CTPENIKHU MPEACKa3bIBAIOT MPHObITHE B ¢ B OnmxaiimeM Oyaymiem. Takum
o0Opa3oM, mocienoBaTellbHAs aKTHBAlMs AMPEKUUOHAIBHBIX €IUHHUI] IPOTHUB YacOBOH
CTpPEeJIKU M3-32 TPAJAMEHTHOTO HApacTaloIEero CUrHala Ha UX BXOJIaX, MO3BOJSET PeaaTn30oBaTh
(YHKIHIO «paHHETO OMOBEIIECHHS» O OyAyIIeM HalpaBJIeHUH TOJIOBHI.

Hanee. IlycTh HaBUraTOp MOBOpPAYMBAETCSI MPOTHUB YAaCOBOW CTPENKU, MPUOIMKAICH K
HaIpaBJIEHUIO @. B 3ToM ciyyae AMpEKIMOHATBHO YyBCTBUTENbHAS KJIETKA JI0JDKHA HAYaTh
CBOIO aKTHBHOCTh B TO BpeMs, KOI/Ia TOJIOBa HaxoguTcs cmpaBa oT ¢. Hakonem, ecrmu
HAaBUTaTOp HE MOBOPAYMBAET TOJIOBBL, TO OyIylllee M HACTOALIEE HAIPaBJICHUS TOJOBbI
coxpansitoTcsi. CreoBaTeNnbHO, TUPEKIIMOHATBHO UYyBCTBUTENbHAs KJETKa JOJDKHA BECTH
ce0s MIEHTHYHO KJIETKE, KOTOpas KOAMPYET HACTOAIICE HampaBlIieHHe TOJOBHI ¢. B wmrore,
€CJIM KJIeTKa pearupyer Ha Oy.ylilee HalpaBJICHHWE TOJIOBBI, TO OHA JOJDKHA CMEIATh CBOE
CpellHEee HalpaBJieHUEe aKTUBHOCTH HAJIEBO BO BPEMs IIOBOPOTOB I'OJIOBBI 110 YACOBOM CTpenke
U HAIpaBO BO BpeMs MOBOPOTOB T'OJIOBHI MPOTHB YacOBOM cTpenku. Eciu kieTka xomupyer
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HACTOSILIEE HApPaBJIEHUE TOJIOBBI, TO OHA JIOJKHA BCErZa MOKA3bIBaTh OJHO TO XKE CpEIHEE
HalpaBJieHUE aKTUBHOCTH.

BepHemcst Tenepp K IJIaBHOMY BONPOCY O TOM, KaKOBO HAa3HAY€HHE SHTOPUHAJIBHBIX
pelIeTyaThIX KJIETOK, UCHOJb3ysl MPU 3TOM PACCMOTPEHHBIE BBIIIE JIUTEPATYPHBIE JAHHBIE U
NOJlyuYeHHble  pe3yibpTaThl.  [lpeacraBieHHble  HaMH  pe3yJbTaThl  MOJEIMPOBAHUS
CBUJCTENBCTBYIOT O NPHUHILMUIIHMATLHO HOBOM MeXaHHW3Me OOpabOTKH MPOCTPaHCTBEHHOM
UHPOpPMALIMKM M HCIIOJIb30BAaHUsI €€ B IPOCTPAHCTBEHHOM HaBuraumu. llpexne Bcero,
OTMETHUM «TCHETHYECKH OOYCIIOBJICHHBIN, 3aIIUTHI» XapakTep HEHpoceTeBOl 00pabOTKH
IIPOCTPAHCTBEHHOI'0 OKPY’KEHUs, pealn30BaHHbI B Moaenu pekyppentHoi ECI-cetu. 3nech
MBI [OKa3aJid, 4YTO oOco0asi CXeMHas oOpraHu3alus JSTOW CeTH B  pe3ysbTare
HENPOAMHAMHUYECKOTO IPOLIECCa UHTEIPUPOBAHUS CUTHAJIOB CKOPOCTH 380H0YUOHUPYEm OT
HecelupuuecKon MO JISIUH peleTyaThIx MH(GOPMaIMOHHBIX €IMHULL K
CHEMAIN3UPOBAHHBIM E€AMHMIIAM, YYAaCTBYIOIIMM B JUPEKLIMOHAIBHBIX U TOINOJIOIMUYECKUX
aHCaMOJIsIX MPOCTPAHCTBEHHOTO KoaupoBaHus. [lomMmumMo camoro ¢akra cymiecTBOBaHHS
«KOHBIOHKTHBHBIX», JHUPEKLIUOHAJIBHBIX W IO3ULHUOHHO UYBCTBUTEJIBHBIX HEWPOHOB,
MOJIeJIbHbIE JKCHEPUMEHTHI MPEICKa3bIBAIOT HEUPOJUHAMUYECKHHM (OKM3HEHHBINH ITHKID)
aHcaMOJiell IPOMOPLHUOHATIBHOTO KOJMPOBAHMS OT CTapTa IMpOIecca WHTETPUPOBAHUS 10 UX
«pacmaza» M Iepexoda K XaoTHYecKoll JuHamuke. YTo JaeT opraHuzMy —Takas
muddepeHManus KOAUPYIOUMX eAUHUI? Bo-mepBhIX, 3TO MO3BOJISET OCYLIECTBIATH B
JnanpHEeleM (BEpOSITHO, B THUINMOKAMIIE) pa3AeibHYI0 00pabOTKy MecTa, HE3aBHCHUMO OT
HampaBieHusi. TakuM MpuMepoM sBJsieTcss (DEHOMEH THIMOKaMIaIbHBIX KIETOK MecCTa,
AKTUBHOCTH KOTOPBIX HE3aBHCHMa OT HANPaBJICHUSI BXO/1a B MOJIE KJIETKU MECTA.

Bo-BTOpBIX, TaKCOHHBIE CTpPAaTeTMM HABUTaALMM IIHPOKO pPAaCIpOCTPAHEHBI B MHUPE
’KUBOTHBIX. J|UPEKIIMOHATEHBIMUA MIPOCTPAHCTBEHHBIMH OPUEHTUPAMHU, KOTOPbIE UCTIOIB3YIOT
OpraHU3Mbl B HaBUT'ALIUOHHOM IOBEJIEHUM, U, B YACTHOCTH, B TAKCOHHOM CTpaTeruu, MOTYT
OBITh HE TOJBKO JHUCKPETHbIE OOBEKThI OKPYKEHHs, HO W TPaJUEHTHl paclpeaeleHHBIX
UCTOYHUKOB (3amaxu, 3BYK, IIOJSPU30BAHHBI CBET, MarHuUTHbIE TMOJIA M T. 1.).
CrnenoBarenbHO, TpaayalbHO H3MEHSIOLIUECS CHUTHANbI, IOCTYMAIOIIME B CEThb B BHUIE
IpajueHTa, T.€. «XapaKTEPUCTUKH, IIOKA3bIBAIOLICH HANpaBiI€HHE HAaWCKOPEHIIEro
BO3pAacTaHUs HEKOTOPOW BEJIWYMHBI, 3HAYEHUE KOTOPOM MEHSETCd OT OJHOM TOYKH
OpocTpaHCcTBAa K  Jpyroi» (ompenenenue rpaaumeHta mno  Wikipedia), sBisorcs
JTUPEKIMOHATbHBIMU ~ OPUEHTHpPAMH,  HCIOJIBb3YEMBIMU  JKMBOTHBIMH B HaBUTAlIUU.
OHTOpHHAJIbHBIE KIETKH, KaK MbI YK€ OTMEUYalIM paHee, MOKPHIBAIOT INPOCTPAaHCTBEHHOE
OKpPYEHHE T'eKCaroHaJIbHBIMHU pEIIeTKaMH, UMEIOIIMMH OJIHY U Ty K€ MPOCTPAHCTBEHHYIO
OpHEHTAIlNI0, HO CMelleHbl 1o (aze oTHocuTenbHO Apyr npyra. Otcioma cruemyer
BO3MO>KHOCTb [TOCTPOEHHUS TOMOTpapUueCcKUX KapT B MO3I€ KUBOTHBIX, TOCKOJIbKY TPaJIuE€HT
CKaJISIPHOTO TOJISl €CTh BEKTOPHOE TOJIE.

Takum o00pa3zoMm, cTparerusi LeJeHaNpaBICHHOIO HABUTALMOHHOTO IMOBEICHUS MOXKET
OBITH peann30BaHa Ha OCHOBE MOCTPOCHHUS MapUIPYTOB C MCIOJIH30BAHHEM BEKTOPHOTO MO
naxe 0e3 yuacTuss MexaHu3MoB oOyueHus. [lepexoabl Mexay MHOTOYHCIEHHBIMH,
MpeIBapUTENbHO CKOH(OUTYPUPOBAHHBIMU COCTOSIHMSIMH CETH B TIpOIECCe Pa3BUTHS
OpraHu3Ma, MOTYT OCYIIECTBISThCS CHUTHaJaMH O COOCTBEHHOM JIBIDKGHHH  OT
MPONPHUOLENTUBHOW M BECTHOYNSAPHOM CHCTEM, T.€. «UHTETPUPOBAHUEM TPACKTOPHI.
['unnokamMmnanbHasi MOMYJALKA KIETOK MecCTa MOXET ObITb, 3aTeM MCIIOJIb30BaHa JUIs
0o0y4eHHUs acCOIUAIMsIM MEXAYy COCTOSHHUSAMHU (MeCTaMHu) U JeHCTBUSAMH (HampaBIeHUSMU
JIBUKEHMS), TTO3BOJISASL BBIIIOJIHATh HABUTALIMIO B HANPABICHUM LieJIeH, CKPBITHIX Pa3INYHOIO
pona mpensArcTBusMU. Kpome TOro, OTMETHM, YTO 3TOIEHTpUYECKas MOCleI0BaTeIbHAas
MapLIpyTU3allis  pealin3yeTcsi BEKTOPHBIMH  BEIMYMHAMH, T.€. aMIUIUTyJaMu |
HAIpPaBIEHUSMU, UTO COCTABIIIET OCHOBY 0a30B0il BEKTOPHOM cTpareruu HaBuranuu [93].

B 3axiroueHn# OTMETHM, YTO B OCHOBE ()eHOMEHA «BOCTIPUATHS» MPOCTPAHCTBA B HAIICH
MOJIEIM JIEKUT HE IIAaCCUBHOE OTPAXCHHE IPOCTPAHCTBEHHOW OPraHMU3allMM BHEIIHUX
CTUMYJIOB, @ aKTHBHOE IIOCTPOCHHE COOCMBEHHO20 GHYMPEHHe20 NPOCMPAHCMBEHHO20
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npeocmasnenus. Crneundudeckas opranumzauuss ECI-cetm Koaupyer omuocumenbHulii
NPOCMPAHCMBEHHbINl  NOPAOOK TIOJNEH aKTUBHOCTM WH(GOPMAIMOHHBIX €JUHUI, a He
3aBHCUMOCTh MH(OPMALMOHHBIX €IWHUI] WM HX TPYNIUPOBOK B CETHU OT OINPEAEICHHOTO
MECTOITOJIOKEHUS] MIIM YacTHOTO COOBITHS. BakHO, YTO 3TOT OTHOCHTENBHBIM HOPSIOK B
HEMpPOCETEeBOM MPOCTPAHCTBE MOXKET OBITh 3a(HUKCHPOBAaH, MOCKOJIBKY CeTh oOiazaer
JIOKaJdbHOW  (ha30BOM  KOTEPEHTHOCTHIO M pePEpEeHTHOW HEKOAUPYIOUIEH CHCTEMOM
OCLMJIISITOPOB.

CIIMCOK JIMTEPATYPBI

1. Dyxkepman B.JI., YemxoB I'H. OcHOBBI HEIMHEHHON [IWHAMUKH CEHCOPHOIO
BocnpusAtus. [. @a3oBoe KOAMPOBAaHME B OCHWUIATOPHBIX CETSIX C YETHBIM
LHUKIMYECKUM TOpMOXXeHHeM. Heupokomnviomepwl: pazpabomka, npumenerue. 2002.
Ne 7-8. C. 65-72.

2. Uyxepman B.Jl., Kynakos C.B. buonorunueckue aaropuTMbl KOJIUPOBAHUS CEHCOPHBIX
cobbITuil. Hetipokomnsromepwi: paspabomra, npumenenue. 2004, No 11. C. 15-25.

3.  Uyxepman B.Jl. Henuneiinas oumamuka cencoprHoeo eocnpusmus, uau 9mo u xax
kooupyem mo3ze. PoctoB-Ha-/lony: M3a-Bo PoctoBckoro rocynuBepcutera, 2005.
195 c.

4.  llyxepman B.JI. MaremaTuueckass Mozenb (pa3oBOro KOJUPOBAHUSI COOBITUI B MO3TE.
Mamemamuueckas 6uonozusi u ouourngopmamura. 2006. T. 1. Ne 1 C. 97-107. URL:
http://www.matbio.org/downloads/Tsukerman2006(1_97).pdf  (mara oOpareHus
29.01.2012).

5. Hyxkepman B./l., Kynakos C.B., Kapumora O.B. Ilynbcupyromme Koabl COOBITHUHHBIX
nocneaoBarenbHocTell. Mamemamuueckas ouonoeus u o6uoungopmamura. 2006. T. 1.
No 1. C. 108-122. URL: http://www.matbio.org/downloads/Tsukerman2006(1 108).pdf
(mata obpamenus 29.01.2012).

6. Lykepman B.J[., KapumoBa O.B., Kynakop C.B., Caspikun A.A. CoBpeMeHHbIE
HEHpOOHMOJIOTMYeCKre JaHHBIE H HOBO€ B HEHPOJAMHAMUKE HABUTAIIHOHHOTO
noBeneHus1. Hetipokomnosromepoi: paspabomra, npumenenue. 2010. Ne 2. C. 17-27.

7.  UHykepman B.JI. HelipoguHamMuyeckrue OCHOBBI HaBUTallMOHHOIO TNOBeICHHs. B:
Henuneunvie e6onnwr-2010. Ilon pen. T'amonoBa-I'pexoBa A.B., Hexopkuna B.U.
Hwxuuit Hosropoa: UI1® PAH, 2011. C. 396411.

8.  Lengyel M., Kwag J., Paulsen O., Dayan P. Matching storage and recall: hippocampal
spike timing dependent plasticity and phase response curves. Nat. Neuroscience. 2005.
V. 8. P. 1677-1683.

9.  Lisman J. The theta/gamma discrete phase code occuring during the hippocampal phase
precession may be a more general brain coding scheme. Hippocampus. 2005. V. 15.
P. 913-922.

10. Jacobs J., Kahana M.J., Ekstrom A.D., Fried I. Brain oscillations control timing of
single-neuron activity in humans. J. Neuroscience. 2007. V. 27. P. 3839-3844.

11. Lisman J., Buzsdki G. A neural coding scheme formed by the combined function of
gamma and theta oscillations. Schizophr Bull. 2008. V. 34. P. 974-980.

12. Panzeri S., Brunel N., Logothetis N.K., Kayser C. Sensory neural codes using
multiplexed temporal scales. Trends Neurosci. 2010. V. 33. P. 111-120.

13.  Wulff P., Ponomarenko A.A., Bartosa M., Korotkova T.M., Fuchs E.C., Bahner F.,
Both M., Tort A.B.L., Kopell N.J., Wisden W., Monyer H. Hippocampal theta rhythm
and its coupling with gamma oscillations require fast inhibition onto parvalbumin-
positive interneurons. PNAS USA. 2009. V. 106. P. 3561-3566.

14. McLelland D., Paulsen O. Neuronal oscillations and the rate-to-phase transform:
mechanism, model and mutual information. J. Physiol. 2009. V. 587. Ne 4. P. 769-785.

239

Mamemamuueckas b6uonozus u 6uoungopmamuxa. 2012. T. 7. Ne 1. URL: http://www.matbio.org/2012/Tsukerman2012(7_206).pdf



15.

16.

17.

18.

19.

20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

30.

31.

32.

33.

34.

35.

36.

LYKEPMAH u np.

Harvey C.D., Collman F., Dombeck D.A., Tank D.W. Intracellular dynamics of
hippocampal place cells during virtual navigation. Nature. 2009. V. 461. P. 941-946.
Nadasdy Z. Binding by asynchrony: the neuronal phase code. Frontiers in
Neuroscience. 2010. V. 4. P. 1-11.

Schyns P.G., Thut G., Gross J. Cracking the code of oscillatory activity. PLoS Biology.
2011.V.9.P. 1-8.

Bunorpanosa O.C. ['unnoxamn u namame. M.: Hayka, 1975. 239 c.

O'Keefe J., Burgess N. Geometric determinants of the place fields of hippocampal
neurons. Nature. 1996. V. 381. P. 425-428.

O’Keefe J., Burgess N. Dual phase and rate coding in hippocampal place cells:
theoretical significance and relationship to entorhinal grid cells. Hippocampus. 2005.
V. 15. P. 853-866.

Taube J.S., Muller R.U., Ranck J.B.Jr. Head-direction cells recorded from the
postsubiculum in freely moving rats. 1. Description and quantitative analysis. J.
Neurosci. 1990. V. 10. P. 420-435.

Taube J.S., Muller R.U., Ranck Jr.J.B. Head-direction cells recorded from the
postsubiculum in freely moving rats. II. Effects of environmental manipulations. J.
Neurosci. 1990. V. 10. P. 436-447.

Knierim J.J., Kudrimoti H.S., McNaughton B.L. Interactions between idiothetic cues
and external landmarks in the control of place cells and head direction cells. J.
Neurophysiol. 1998. V. 80. P. 425-446.

Sargolini F., Fyhn M., Hafting T., McNaughton B.L., Witter M.P., Moser M.B., Moser
E.I. Conjunctive representation of position, direction, and velocity in entorhinal cortex.
Science. 2006. V. 312. P. 758-762.

Wiener S.I., Berthoz A., Zugaro M.B. Multisensory processing in the elaboration of
place and head direction responses by limbic system neurons. Brain Res. Cogn. Brain
Res. 2002. V. 14. P. 75-90.

Zugaro M.B., Arleo A., Berthoz A., Wiener S.I. Rapid spatial reorientation and head
direction cells. J. Neurosci. 2003. V. 23. P. 3478-3482.

Cressant A., Muller R.U., Poucet B. Failure of centrally placed objects to control the
firing fields of hippocampal place cells. J. Neurosci. 1997. V. 17. P. 2531-2542.
Zugaro M.B., Berthoz A., Wiener S.I. Background but not foreground, spatial cues are
taken as references for head direction responses by rat anterodorsal thalamus neurons.
J. Neurosci. 2001. V. 21. Ne 14. RC154.

Zugaro M.B., Arleo A., Dejean C., Burguieve E., Khamassi M., Wiener S.I. Rat
anterodorsal thalamic head direction neurons depend upon dynamic visual signals to
select anchoring landmark cues. Eur. J. Neurosci. 2004. V. 20. P. 530-536.

Jeffery K.J. Learning of landmark stability and instability by hippocampal place cells.
Neuropharmacol. 1998. V. 37. P. 677-687.

Knierim J.J., Kudrimoti H.S., McNaughton B.L. Place cells, head direction cells, and
the learning of landmark stability. J. Neurosci. 1995. V. 15. P. 1648—1659.

Markus E.J., Barnes C.A., McNaughton B.L., Gladden V.L., Skaggs W.E. Spatial
information content and reliability of hippocampal CA1 neurons: Effects of visual
input. Hippocampus.1994. V. 4. P. 410-421.

Quirk G.J., Muller R.U., Kubie J.L. The firing of hippocampal place cells in the dark
depends on the rat’s recent experience. J. Neurosci. 1990. V. 10. P. 2008-2017.

Wiener S.I., Arleo A. Persistent activity in limbic system neurons: Neurophysiological
and modeling perspectives. J. Physiol. (Paris). 2003. V. 97. P. 547-555.

Hafting T., Fyhn M., Molden S., Moser M.B., Moser E.I. Microstructure of a spatial
map in the entorhinal cortex. Nature. 2005. V. 436. P. 801-806.

Barry C., Hayman R., Burgess N., Jeffery K.J. Experience-dependent rescaling of
entorhinal grids. Nat. Neurosci. 2007. V. 10. P. 682—684.

240

Mamemamuueckas 6uonocus u buoungpopmamuxa. 2012. T. 7. Ne 1. URL: http://www.matbio.org/2012/Tsukerman2012(7_206).pdf



37.

38.

39.

40.

41.

42.

43.

44,

45.

46.

47.

48.

49.

50.

51.

52.

53.

54.

55.

56.

57.

58.

MOJEJIb TPOCTPAHCTBEHHOI O KOJUPOBAHUA. 1. HEUPOJUHAMUKA PELIETYATBIX KJIETOK

Taube J.S. Head direction cells and the neurophysiological basis for a sence of
direction. Progr. Neurobiol. 1998. V. 55. P. 225-256.

Fuhs M.C, Touretzky D.S. A spin glass model of path integration in rat medial
entorhinal cortex. J. Neurosci. 2006. V. 26. P. 4266—4276.

McNaughton B.L., Battaglia F.P., Jensen O., Moser E.I., Moser M.-B. Path integration
and the neural basis of the «cognitive map». Nat. Rev. Neurosci. 2006. V. 7. P. 663—
678.

Moser E.I., Kropff E., Moser M.-B. Place cells, grid cells, and the brain’s spatial
representation system. Annu. Rev. Neurosci. 2008. V. 31. P. 69-89.

Burak Y., Fiete [.R. Accurate path integration in continuous attractor network models
of grid cells. PLoS Comput Biol. 2009. V. 5. Ne 2. €1000291.

Rolls E.T. Spatial view cells and the representation of place in the primate
hippocampus. Hippocampus. 1999. V. 9. P. 467-480.

Victor J.D., Mechler F., Ohiorhenuan I., Schmid A.M., Purpura K.P. Laminar and
orientation-dependent characteristics of spatial nonlinearities: implications for the
computational architecture of visual cortex. J. Neurophysiol. 2009. V. 102. P. 3414—
3432.

Rolls E.T., Stringer S.M. Spatial view cells in the hippocampus, and their idiothetic
update based on place and head direction. Neural Networks. 2005. V. 8. P. 1229-1241.
Rolls E.T., Xiang J.-Z. Reward-spatial view representations and learning in the
hippocampus. J. Neurosci. 2005. V. 25. P. 6167-6174.

Rolls E.T, Xiang J.-Z. Spatial view cells in the primate hippocampus, and memory
recall. Rev. Neurosci. 2006. V. 17. P. 175-200.

Kubie J.L., Muller R.U. Multiple representations in the hippocampus. Hippocampus.
1991. V. 1. Ne 3. P. 240-242.

Wilson M.A., McNaughton B.L. Dynamics of the hippocampal ensemble code for
space. Science. 1993. V. 261. P. 1055-1058.

de Araujo LLE.T., Rolls E.T., Stringer S.M. A view model which accounts for the spatial
fields of hippocampal primate spatial view cells and rat place cells. Hippocampus. 2001.
V. 11. P. 699-706.

Rolls E.T., Xiang J., Franco L. Object, space, and object-space representations in the
primate hippocampus. J. Neurophysiol. 2005. V. 94. P. 833-844.

Zhang K. Representation of spatial orientation by the intrinsic dynamics of the head-
direction cell ensemble: a theory. J. Neurosci. 1996. V. 16. P. 2112-2126.

Samsonovich A., McNaughton B.L. Path integration and cognitive mapping in a
continuous attractor neural network model. J. Neurosci. 1997. V. 17. P. 5900-5920.
Battaglia F.P., Treves A. Attractor neural networks storing multiple space
representations: a model for hippocampal place fields. Physical Review E. 1998. V. 58.
P. 7738-7753.

Stringer S.M., Trappenberg T.P., Rolls E.T., Araujo L.LE.T. Self-organizing continuous
attractor networks and path integration: one-dimensional models of head direction cells.
Network: Comp. Neur. Syst. 2002. V. 13. P. 217-242.

Rolls E.T, Stringer S.M, Trappenberg T.P. A unified model of spatial and episodic
memory. Proceed. Royal Soc. London B.2002. V. 269. P. 1087-1093.

Rolls E.T. A computational theory of episodic memory formation in the hippocampus.
Behav. Brain Res. 2010. V. 215. P.180-196.

Arleo A., Rondi-Reig L. Multimodal sensory integration and concurrent navigation
strategies for spatial cognition in real and artificial organisms. J. Integrat. Neurosci.
2007. V. 6. P. 327-366.

Cobb S.R., Buhl E.H., Halasy K., Paulsen O., Somogyi P. Synchronization of neuronal
activity in hippocampus by individual GABAergic interneurons. Nature. 1995. V. 378.
P. 75-78.

241

Mamemamuueckas b6uonozus u 6uoungopmamuxa. 2012. T. 7. Ne 1. URL: http://www.matbio.org/2012/Tsukerman2012(7_206).pdf



59.

60.

61.

62.

63.

64.

65.

66.

67.

68.

69.

70.

71.

72.

73.

74.

75.

76.

77.

78.

79.

LYKEPMAH u np.

Pouille F., Scanziani M. Enforcement of temporal fidelity in pyramidal cells by somatic
feed-forward inhibition. Science. 2001. V. 293. P. 1159-1163.

Farrant M., Nusser Z. Variations on an inhibitory theme: phasic and tonic activation of
GABA(A) receptors. Nature Rev. Neurosci. 2005. V. 6. Ne 3. P. 215-229.

McMahon L.L., Kauer J.A. Hippocampal Interneurons express a novel form of synaptic
plasticity. Neuron. 1997. V. 18. P. 295-305.

Miles R., Toth K., Gulyas A.L., Hajos N., Freund T.F. Differences between somatic and
dendritic inhibition in the hippocampus. Neuron. 1996. V. 16. P. 815-823.

Wang X-J., Buzsaki G. Gamma oscillation by synaptic inhibition in a hippocampal
interneuronal network model. J. Neurosci. 1996. V. 16. P. 6402—-6413.

Bartos M., Vida 1., Frotscher M., Meyer A., Monyer H., Geiger J.R.P., Jonas P. Fast
synaptic inhibition promotes synchronized gamma oscillations in hippocampal
interneuron networks. PNAS USA. 2002. V. 99. P. 13222-13227.

Klausberger T., Magill P.J., Marton L.F., Roberts J.D.B., Cobden P.M., Buzsaki G.,
Somogyi P. Brain-state- and cell-type-specific firing of hippocampal interneurons in
vivo. Nature. 2003. V. 421. P. 844—-848.

Whittington M.A., Traub R.D. Interneuron diversity series: Inhibitory interneurons and
network oscillations in vitro. Trends Neurosci. 2003. V. 26. P. 676—682.

Csicsvari J., Hirase H., Czurko A., Buzsaki G. Reliability and state dependence of
pyramidal cell-interneuron synapses in the hippocampus: an ensemble approach in the
behaving rat. Neuron. 1998. V. 21. P. 179-189.

Somogyi P., Tamas G., Lujan R., Buhl E.H. Salient features of synaptic organisation in
the cerebral cortex. Brain Research Reviews. 1998. V. 26. P. 113-135.

Tamas G., Somogyi P., Buhl E.H. Differentially interconnected networks of
GABAergic interneurons in the visual cortex of the cat. J. Neurosci. 1998. V. 18. P.
4255-4270.

Hestrin S., Galarreta M. Electrical synapses define networks of neocortical GABAergic
neurons. Trends Neurosci. 2005. V. 28. P. 304-309.

Lund J.S., Griffiths S., Rumberger A., Levitt J.B. Inhibitory synapse cover on the
somata of excitatory neurons in macaque monkey visual cortex. Cer. Cortex. 2001.
V. 11.P. 783-795.

Maccaferri G., Lacaille J.-C. Interneuron diversity series: hippocampal interneuron
classifications — making things as simple as possible, not simpler. Trends Neurosci.
2003. V. 26. P. 564-571.

Jonas P., Bischofberger J., Fricker D., Miles R. Interneuron diversity series: fast in, fast
out — temporal and spatial signal processing in hippocampal interneurons. Trends
Neurosci. 2004. V. 27. P. 30-40.

Bragin A., Jando G., Nadasdy Z., Hetke J., Wise K., Buzsirki G. Gamma (40—100 Hz)
oscillation in the hippocampus of the behaving rat. J. Neurosci. 1995. V. 15. P. 47-60.
Senior T.J, Huxter J.R., Allen K., O’Neill J., Csicsvari J. Gamma oscillatory firing
reveals distinct populations of pyramidal cells in the CA1 region of the hippocampus. J.
Neurosci. 2008. V. 28. P. 2274-2286.

Egorov A.V., Hamam B.N., Fransen E., Hasselmo M.E., Alonso A.A. Graded persistent
activity in entorhinal cortex neurons. Nature. 2002. V. 420. P. 173-178.

Fransen E., Tahvildari B., Egorov A.V., Hasselmo M.E., Alonso A.A. Mechanism of
graded persistent cellular activity of entorhinal cortex layer v neurons. Neuron. 2006.
V. 49. P. 735-746.

Geisler C., Robbe D., Zugaro M., Sirota A., Buzsaki G. Hippocampal place cell
assemblies are speed-controlled oscillators. PNAS USA. 2007. V. 104. P. 8149-8154.
Doeller C., Barry C., Burgess N. Evidence for grid cells in a human memory network.
Nature. 2010. V. 463. P. 657-661.

242

Mamemamuueckas 6uonocus u buoungpopmamuxa. 2012. T. 7. Ne 1. URL: http://www.matbio.org/2012/Tsukerman2012(7_206).pdf



80.

81.

82.

83.

84.

85.

86.

87.

88.

89.

90.

91.

92.

93.

MOJEJIb TPOCTPAHCTBEHHOI O KOJUPOBAHUA. 1. HEUPOJUHAMUKA PELIETYATBIX KJIETOK

Hasselmo M.E., Brandon M.P. Linking cellular mechanisms to behavior: entorhinal
persistent spiking and membrane potential oscillations may underlie path integration,
grid cell firing, and episodic memory. Hindawi Publishing Corporation, Neural
Plasticity. 2008. V. 2008. Article ID 658323.

Blair H.T., Gupta K., Zhang K. Conversion of a phase- to a rate-coded position signal
by a three-stage model of theta cells, grid cells, and place cells. Hippocampus. 2008.
V. 18. P. 1239-1255.

Burgess N., Barry C., O'Keefe J. An oscillatory interference model of grid cell firing.
Hippocampus. 2007. V. 17. P. 801-812.

Burgess N. Grid cells and theta as oscillatory interference: theory and predictions.
Hippocampus. 2008. V. 18. P. 1157-1174.

Jeewajee A., Barry C., O’Keefe J., Burgess N. Grid cells and theta as oscillatory
interference: electrophysiological data from freely moving rats. Hippocampus. 2008.
V. 18.P. 1175-1185.

Giocomo L.M., Moser M.-B., Moser E.I. Computational models of grid cells. Neuron.
2011. V. 71. P. 589-603.

Zilli E.A., Hasselmo M.E. Coupled noisy spiking neurons as velocity-controlled
oscillators in a model of grid cell spatial firing. J. Neurosci. 2010. V. 30. P. 13850—
13860.

Yoshida M., Giocomo L.M., Boardman I., Hasselmo M.E. Frequency of subthreshold
oscillations at different membrane potential voltages in neurons at different anatomical
positions on the dorso-ventral axis in the rat medial entorhinal cortex. J. Neurosci. 2011.
V.31.P. 12683-12694.

Skaggs W.E., McNaughton B.L., Wilson M.A., Barnes C.A. Theta phase precession in
hippocampal neuronal populations and the compression of temporal sequences.
Hippocampus. 1996. V. 6. P. 149—-172.

Hafting T., Fyhn M., Bonnevie T., Moser M.-B., Moser E.-I. Hippocampus-independent
phase precession in entorhinal grid cells. Nature. 2008. V. 453. P. 1248-1252.

Jacobs J., Kahana M.J., Ekstrom A.D., Mollison M.V., Fried I. A sense of direction in
human entorhinal cortex. PNAS USA. 2010. V. 107. P. 6487-6492.

Blair H.T., Sharp P.E. Anticipatory head direction signals in anterior thalamus:
evidence for a thalamocortical circuit that integrates angular head motion to compute
head direction. J. Neurosci. 1995. V. 15. P. 6260-6270.

van Groen T., Wyss M.J. The postsubicular cortex in rat: characterization of the fourth
region of the subicular cortex and its connections. Brain Res. 1990. V. 529. P. 165-177.
Jacobs L.F. From movement to transitivity: The role of hippocampal parallel maps in
configural learning. Reviews in Neurosci. 2006. V. 17. P. 99-1009.

Marepuan noctynui B pegakuuto 12.10.2011, ony6nukosan 09.04.2012.

243

Mamemamuueckas b6uonozus u 6uoungopmamuxa. 2012. T. 7. Ne 1. URL: http://www.matbio.org/2012/Tsukerman2012(7_206).pdf



