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Annomayusa. Hobeneckas mpemus no ¢usuonorun u Mmemurmae 3a 2014 rox
obuta mpucyxneHa xony O'Kudy, Moit-Bpurt Mozep u DnBapny Mozepy 3a
OTKPBITUC KJIETOK MECTa U KJIIETOK PCHICTKH, ABJIAIOIIUXCS BaXHbIMH
KOMIIOHEHTAaMH  HEHPOHHOH  CHUCTEMbl  OpPHEHTAIlMM  MJICKONHWTAIONIMX B
npoctpancTBe. [laHHBI 0030p IMOCBAIIEH OOBSCHEHHIO CYIIHOCTH CHEIAHHBIX
OTKPBITHH M OMHCAHHWI0O OCHOBHBIX CBOWMCTB KIETOK MECTa W KIETOK PEIIETKH.
Bynyt Tarke mNpuBeIeHB NPUMEPHl MaTEeMaTHYECKUX MOJIENICH OpHEeHTalHy,
OCHOBaHHBIC Ha DKCIICPUMEHTAIBHBIX PE3yJbTaTaX, MOJIYYCHHBIX HOOEIEBCKUMHM
JaypeaTamu.

Knwuesvie cuosa: cucmema npocmpancmeeHHOﬁ opuenmayuu, cUnnokKkamn,
OHMOPUHAIIbHAA Kopd, mema-pumm, (1)(,1306(1}1 npeyeccus, Kiemku mecma, KlemkKu
peuiemxu.

1. BBEJIEHUE. UCTOPUSA OTKPHITU U UX 3HAUYEHUE

HobGeneBckas mpemust no ouonoruu u Meaunune 3a 2014 rog Obuta mpHCyXJi€Ha aHIJI0-
amepukaHckoMy uccienoBarento Jkony O'Kudy m cemeliHoil mape HOPBEKCKUX YYEHBIX
OnBapny u Mbpii-bputt Mo3sepam (Ouorpadguueckue cnpaBkud cM. B [lpuiokenun) 3a
pelieHre MNpoOJieMbl, KOTOpas, Kak CcKa3aHo B pe3ontouuu HoOeneBckoro komurerTa,
«BOJIHOBaJa yMbl (UIOCOPOB M YUYEHBIX Ha MPOTSHKEHUU BEKOB: KaK MO3I CO3/aéT KapTy
MECTa U KaK Mbl MOYKEM IPOKJIAAbIBaTh MyTh 4Yepe3 OKpYXKarollee MpocTpaHcTBO. UyBCcTBO
MecCTa U CIIOCOOHOCTh HaBUTALMK — HEOTHEMJIEMbIE YacTH HaIlero cyliecTBoBaHus. UyBcTBO
MeECTa J1aeT IPEICTaBICHNUE O Halllel MO3ULMHU B IPOCTPAaHCTBE. B mporecce opueHTUpOBaHUS
OHO TEPEKIMKAETCs] C YYBCTBOM JIMCTAaHIMM, OCHOBAaHHOM Ha 3HAaHUU O MPEIbIAYIIHUX
no3unusax». M3 stoll GopMymupoBKH BpsiA M MOXHO TOHATh, B Y€M CYTh CJETaHHBIX
OTKPBITHI U HACKOJIbKO OHM IMPOJBUTAIOT HAC B IOHMMAaHUU paboThl Mo3ra. /leficTBUTENbHO
JM YK€ HU3BECTHO, KaKOBbl HEHPOHHBIE MEXAHM3MBI, IIO3BOJISAIOLIUE KUBOTHBIM
OpUEHTUPOBATLCS M TEPEIBUraThCs B MPOCTPAHCTBE, MM HAa 3TOM IYTHU CJENIaHbl JHUIIb
nepsbie maru? [Nouemy O'Kudy npunuiocs xxaare Hobenesckyro npemuto 43 rojga u nouemy
€ro OTKpBITHSI U ceiyac BBI3BIBAIOT HEOAHO3HAYHYIO OIEHKY B HEWPOOMOIIOTHYECKOM
coobmiectBe? Kakyto posib UrparoT KJIETKH MECTa U KJIETKU pelIeTKH, KaKOBbI UX CBOMcTBa?
Kak skcrepuMeHTan bHbIE JaHHbIE O HEMPOHHOM CHCTEME OpPHMEHTALIMU HCIIOJIB3YIOTCS B
MaTeMaTHYeCKOM MozenrpoBaHuu? Ha 3Ty Bompochkl Mbl mocTapaeMcsi AaTh OTBET B JAHHOMN
CTaThe.

CyTb OTKpBITHH, CieTaHHBIX HOOeNEeBCKUMU Jlaypeatamu, npocta. B 1971 rogy O'Kud u
ero corpyaHuk JlxoHnataH JOCTpOBCKM 3aperucTpupoBalid B TUIINOKaMIie (OJHOM U3
CTPYKTYp CTapoil KOpbI) KpbIC HEHPOHBI, KOTOPbIE CTAHOBUJIMCH aKTUBHBIMU IPH MONAJaHUN
CBOOOJHO TMEpEeJBUTAIOLIEHCS KpPbICBI B OMNPEAEICHHOE MECTO SKCIEePUMEHTAIbHOU



KAK JKUBOTHBIE OPUEHTUPYIOTCA B IIPOCTPAHCTBE? KJIETKHU MECTA U KJIETKU PEIIIETKH

w1aTopMBbl U TP OINPECIIEHHOM HampaBJeHUH ocH Tena Kpbichl [1]. Heckonbko mo3anee
O'Kud oOHapyXuna B THUIIOKaMIIE HEHPOHBI, aKTUBUPYIOIIHECS B OMPEICICHHOM MECTE
HKCIEPUMEHTAJIBHOTO MPOCTPAHCTBA BHE 3aBUCUMOCTU OT OpPUEHTALIMM >KUBOTHOTO U HE
pearupyoomue Ha IpOCTbIe CEHCOPHbIE CTUMYJbl HJIM MOTOpPHOE moBeAeHue [2]. Otu
HeWpoHbl ObUTM Ha3BaHbl KieTkamu Mecta (place cells). ¥V kaxaol KIETKHM MecTa «CBOE»
MECTO, IpHU IIONAJAHUM B KOTOPOE OHA HAUYMHAET pPa3psKAThCA BBICOKOYACTOTHBIMU
umnynbcamu. O0nacTe (PU3MYECKOro MPOCTPAHCTBA, TI€ KIETKA MECTa SBISETCS aKTUBHOM,
HaseiBaeTcs mosjeMm Mecta (place field). ®akTuuecku, mojge Mecta — 3TO PEUEHTUBHOE TOJIE
KJIeTkn Mecta. Teopernueckuil ananu3 pe3ynbraToB npusen O'Kuda k npennonoxeHuro, 4To
C MOMOILBIO KJIETOK MECTa JKUBOTHOE CTPOMT BHYTPEHHIOK (HE CBSI3aHHYIO C CEHCOPHBIMHU
CHTHaJIaMH) TPOCTPAHCTBEHHYIO «KapTy mecTHocTm» (Spatial map) [3], koropas mo3Boisier
OpPUEHTHPOBAThCSI B IPOCTPAHCTBE B IPOLECCE HABUTALMU U CYLIECTBOBAaHME KOTOPOH
npeackasai B 1948 rogy Dnsapn Tonmen [4].

OTKpbITHE KJIETOK MECTa BbI3BAJO SHTY3Ma3M OJHHMX HCCIIE[OBaTellell U KpUTHYECKUE
OT3bIBBI Apyrux. KpuTHka (hakTomorn4eckoro xapakrepa MocTeneHHO YTHXJIa M0 Mepe TOro,
KaK IOCJeIyIolUe 3KCIEPUMEHThl (B TOM 4YHCIIE NPOBEAEHHBIE B JPYIHX JIaOOpaTOpHUsIX
TaKMMHU BEyLIUMU HcclieoBarensiMu Mo3ra kak Opuit byxaku, Xoyapn Diixenbaywm, Jlappu
CkBaiip 1 Ap.) HE TOJIBKO HMOATBEPAMIIN CYLIECTBOBAHHE KJIETOK MECTa, HO U BBIIBMIIM MX
HEOXKUJaHHbIE CBOMCTBA. YTO e KacaeTrcs MHTEPHpPETAluud U 3HAYMMOCTH PE3YJbTaTOB
O'Kuda, To oHa ocTaercs B KaKOM-TO Mepe AUCKYCCHOHHOM /10 HACTOSILEro BpeMeHU. Bpsin
mn uccnenoBanus O'Kuda ynocromnmmcs 061 HoOeneBckoit mpeMuu, eciau Obl HE CHIIbHAS
HOJ/IEP)KKA, KOTOpyro oHM mnonydwntn B 2005 roxmy, korzma cympyramu Mosepamu M HX
COTpYIHHMKAaMHU OBUIM OTKPBITHI TaK Ha3biBaeMble KieTKU (Hehponbl) pemerku (grid cells) [5—
7]. OTH KJIETKU pacrioyioKeHbl B SHTOPHUHAIBHON KOpe, KOTOpasi MPUMBIKAET K THIIIOKAMITy U
CBSi3aHA C HHUM MPSAMBIMH M OOpaTHBIMH CBsI3IMH. TakuM 00pa3oM, CTajo SCHO, YTO
UCCIIEIOBATEIsIM  yJAJIOCh OOHApYXHUTh HE KakUe-TO BTOpPOCTENEHHble 3((eKTl, a
CYILIECTBEHHbIE KOMIIOHEHTbI HEUPOHHOM CHUCTEMbI OPUEHTALIUH.

B otiinume oT KIeTOK MecTa KJIETKH PElIeTKH pearupyroT He Ha IpeObIBaHUE )KHUBOTHOTO
B OIPE/EICHHOM MECTE IUIOCKOT0 (PU3MUECKOro MpoCTPaHCTBa, a Ha JII000E€ M3 MHOXECTBA
MOJIOXKEHUH, 00pa3yIoIIMX reKcaroHaldbHyI0 pemeTky. Kaxas kieTka peleTku UMeeT CBOIO
pelIeTKy TIOJIO)KEHUHM, B KOTOPBIX 3Ta KIJIETKa CTAaHOBUTCS AaKTUBHOM M T€HEpUPYET
BBICOKOYACTOTHbIE MMIYJbCHl. biaronaps 3ToMy >KMBOTHOE Kak Obl MMeeT Lenblii Habop
TeKCaroHaJbHBIX KOOPAWHATHBIX CHCTEM, MO3BOJISIIOIIMX €My HaJIeKHO YCTaHABIIMBATh CBOE
HOJIOXKEHHE B (PU3UUECKOM ITPOCTPAHCTBE.

[To3gHee ObUIO OKAa3aHO, YTO MOMHUMO KJIETOK MECTa U KJIETOK PELIETKU B paboTe cucTeM
OpUEHTAIlMM W HABUTAllUU YYAaCTBYIOT M JIpYTHWe TUIIbI HEHpPOHOB. DTO HEHPOHBI MMOBOPOTA
TOJIOBBI, aKTUBUPYIOLIMECS NpPU ONPEJCICHHOM HAMpaBICHUH TOJIOBBI KUBOTHOTO [8, 9],
HEHpOHBI TpaHUIIbl, AKTUBUPYIOIIMECS Ha TpaHHIle NpeasiaraeMoro K 00CiIeJ0OBaHUIO
npoctpanctBa [10], HEHpoOHBI MPOCTPAHCTBEHHOTO 3PEHUs, AKTUBUPYIOLIUECS, Koraa
KMBOTHOE CMOTPHUT Ha OIpPENENIEHHYI0 4acThb NMPOCTPAaHCTBEHHOM cpenabl [11], 1 HeWpoHBbI
BpPEMEHH, aKTUBHPYIOIINECS B ONpeAeSIeHHONW BpeMeHHoM nocnenoarensHoct [12]. CoBcem
HE/IaBHO ObUTM OMHCAaHBI HEHPOHBI, MAPKUPYIOIINE TPEXMEPHOE MPOCTPAHCTBO Y JIETYUHX
meimedt [13]. Tloka mpexaeBpeMEHHO CYIUTh O TOM, BCE JHM HEHPOHHBIE KOMIIOHEHTHI,
HE00XO0/IMMBbIE /ISl HABUTALIUU )KUBOTHBIX, H3BECTHBI.

Hano 3aMeTuTh, 4TO KJIETKM MeCTa U KJIETKU PEHIETKH yIajioch OOHApYXUTh TOJBKO Y
MJIEKOITMTAIONINX, TAKMX KaK MBIIIH, KPBICHL, 00€3bsHbl U JIoau. Kak ycTpoeHbl cucTembl
HaBUTAlMK Y pbIO WM NTULl HA HEHPOHHOM YpOBHE, H3y4€HO HAMHOTO MEHbIIIE (TIPO CUCTEMY
HaBUTAllUM y NTHUL CM., Hanpumep, [14]). B cBA3u ¢ 3TUM Bce AanpHENIIEe U3I0KEHUE
OTHOCHUTCS TOJIBKO K MJIEKOITUTAIOIIHM.

[Touemy Teopusi npoctpancTBeHHON opuenTaimu O'Kuda u Mo3epoB momyuusia Takoi
pPE30HAHC B HAay4HOI cpelle U BhI3BaJlia CTOJb HEOJHO3HAYHYIO peakuuio? Jlemo B TOM, 4TO
OHa HE YKJIAJbIBAIOTCA B TPAIUIMOHHBIE MPEJICTABICHUS O TOM, KaKyl0 pOJb HIPAOT
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KA3AHOBUMY, MbICMH

OTJeNbHBIE HEWPOHBl B pealu3allMd KOTHUTUBHBIX (yHKIMA Mo3ra. TpebOyercs, Kak
MUHUMYM, MOJIU(UKAIMS 3TUX TPEACTAaBICHUN B CBET€ HOBBIX JAHHBIX. TpPaTUIIMOHHO
CUMTAeTCs, 4TO paboTa OTAETbHBIX HEHPOHOB HE HMEET KOTHUTHBHOTO COJEpKaHMUS,
HOcUTEeJeM HH(OpPMAlMK SBIAIOTCS HE OTIElbHbIE HEHpPOHBI, a OoJiblINEe HEWPOHHBIE
ancamOiiu. He cmywaifHO, 4YTO HEHPOHHYIO MaMATh YacTO METa(OPUUYECKH OMUCHIBAIOT KaK
rojiorpaMMmy, a B KaueCTBE MaTeMaTUYeCKOW MO/ HAauOOJIbIIYIO MONMYISPHOCTh MOTyYnIIa
acconuatuBHas namATh JDxona Xomndwunma, npencraBisromas coO0il  OJHOCIOHHYIO
PEKYPPEHTHYIO HEWPOHHYIO CeTh, B KOTOpPOM MaMsTh pealu3yeTcss B BHAe Halopa
YCTOMYUBBIX COCTOSTHHI BCETO HEHPOHHOTO aHCaMOJIs, COCTABJISIONMIEro ceTh [15].

B 5Ty KOHIENUuUI NpUIUIOCE BHOCUTh YTOYHEHHUS IO MEpPE TOr0, Kak MOSBISIOCH BCE
0oJIbIIIe TaHHBIX O HEHPOHAX, KOTOPBIE MOTYT KOJAWPOBATh OCTATOYHO CIOXKHbIE ()parMeHTHI
uHpopmanuu. Hanpumep, [[pBun Xwrob6en u Topcren Buzen eme B 60-¢ rompr XX Beka
OOHapyXWId B NEPBUYHBIX 30HaX 3PUTEIBHON KOpbl HEHPOHBI, KOTOPbIE KOJUPYIOT
KOMOMHAIlUM TPHU3HAKOB Ha u3o0paxkeHun. Kak mokazanmu 5TH wuccienoBaTeNd, «B
nepepaboTKe 3pUTEIBHON MH(POPMALMU YYaCTBYET Iesiash UepapXusi MPOCTHIX, CIOXKHBIX U
OUCHb CJIOKHBIX HEPBHBIX KIETOK, KOTOpble (YHKIMOHUPYIOT COIJIACHO MPUHIUIY
BO3paCTalOIled  WIM  IHPOTPECCUBHOM  KOHBepreHuuu. [IpuHOum  nporpeccuBHOM
KOHBEPIeHIIMU OOBSACHSAET, KaK B 3pUTEIHHONW OOJACTH KOPHI T'OJOBHOTO MO3ra MOTYT
CO3/1aBaThCsl 3aKOHUEHHBIE 00pa3bl W3 MHOTOYMCICHHBIX OTHENBHBIX OUTOB HMH(MOpMAIHH,
MOCTYINAIOIMINX OT HEHPOHOB ceTdyaTku» [16]. Bee ke qoiiroe BpeMs CUMTANOCh, YTO TaKOE
KOJIMPOBAaHUE SIBISIETCS] aTPUOYTOM TMEPBUYHBIX 30H 00pabOTKM CEHCOPHOW MH(OpMAaIuH, a
CIOXHBIE OOBEKTBI U COOBITUS TpEACTaBIEHbl B 0Oo0Jee BBICOKMX 30HaX KOPbI
pacnpeneeHHbIMU HEHPOHHBIMH CETSMHU.

Pesynmpratet O'Kuda u  MozepoB paspymialoT 3T MPEACTaBICHUS, IOCKOJIbKY
uH(popMalus O MOJIOKEHUHU B IPOCTPAHCTBE SABJIAETCS (PUHAIBHBIM PE3YJIbTATOM CIIOKHOTO
KOIAMPOBAHUS U MPOSBISETCS B CTPYKTypax Mo3ra (PHTOPHHAIBLHOM KOpE U THIIIOKaMIIE),
KOTOpBIE HAXOATCS HA CAaMOM BBICOKOM YPOBHE B ME€papXUH CTPYKTYpP MO3Ia OTHOCHUTEIBHO
XoJla mporecca o0paboTku uHpopmauuu. KoHeuHO, HE HYKHO AyMmMaThb, YTO KOHKpETHas
KJIETKa MEeCTa SIBJISIETCS XpaHWIMILEM MHaMsATH 00 3ToM MecTe. Bo-mepBbix, mons mecra
MHOTMX KJIETOK MeCTa MOTYT CHJIBbHO IepecekaTbca. Tak 4To OJHO MeCTO B (hu3nueckoM
IIPOCTPAHCTBE COOTBETCTBYET MHOXKECTBY KJIETOK MECTa B Pa3HBIX HaCTAX runmnokammna. Bo-
BTOPBIX, KJIETKH MECTA - TO JIMIIb BEPIIUHBI MUPAMHU/BI IIPECTABICHUS IPOCTPAHCTBEHHBIX
coObITUH B Mo3re. Bce nneMeHThl 3TOM mupamMuibl BaXKHBI, MIPUYEM, MO BCEH BUIUMOCTH,
KJIETKM MeCTa MMEIOT OTHOUICHHUE JIMIIb K padoueil maMaTu, a Bce 3JIEMEHTHI Ul XpaHeHUs
JOJITOBPEMEHHOW TMaMATH, B TOM 4YHCIE€ M T€, UYTO CBS3aHBl C MPOCTPAHCTBEHHBIMHU
COOBITUSIMH, PACIIOJIOKEHBI B HOBOH KOpe.

Eme onHa npuyrHa BHUMaHUS K KJIETKaM MECTa UMEeT MeAMIMHCKUM xapaktep. KneTku
MeCTa W KIETKU PELIETKHM HAaXOAATCA B CTPYKTypax MO3ra, KOTOPHIE B IIEPBYIO OYEpEIb
cTpagatoT npu Oonesnn Ansureiimepa [17,18]. Iloatomy y OonbHBIX 00JI€3HBIO
AnprreiiMepa HapylmlarOTCSi HE TOJIBKO IIPOLECCHl 3allOMMHAHMS W BCIOMMHAHHUA, HO U
MPOCTPAHCTBEHHOE oOpueHTupoBanue. I[lpeamonaraercs, uro wuccinepoBanuss O'Kuda u
Mo3epoB MOTYT OKa3aThCs MOJIE3HBIMU KaK JJIsl paHHEH JUarHOCTHKHU 0oJie3HU AJblreiimepa,
TaKk M JJs MOHMMaHMs MaTOJOTMYECKHUX IMPOLIECCOB, MPOUCXOASIIUX MpU 3TOi OOJNEe3HH B
HENpOoHaX FMNINOKaMIIa U SHTOPUHAIBHOU KOPBI.

Ilepen HoGenerckum komuterom B 2014 rony crosina HenpocTtas 3afada. [lo-Buaumomy,
OBUIO ¢ CaMOro Haydaja pelieHo, YTO B 3TOM IOy MpeMHsl JOJDKHA OBITh JaHa 3a paboThI 1O
KJIETOYHOW HEMpOOMOJIOTHH, MOCKOJIBKY B 3TOM 00JIacTH MpeMHH He mpucyxiaiuch ¢ 1981
rojia, Korja jaypearamu ctanu Xeio0en u Buzen. Takum obpa3om, cpa3y ObUIHM OTJIOKEHBI B
CTOpOHY Pa0OTBI TI0O MOJICKYJSPHOW HEHpOOUONOTHuU (3a KOTOpBIE YK€ OBUIM BBIIAHBI
HoOeneBckue mnpemMun) M 1O MHCTPYMEHTAJIBHBIM METOAMKaM (IIPEMUU 3a KOTOPEIE,
BEpPOATHO, OyAyT BblAaHBl B JanbHeimem). Ho pgaxe mnpu chaenaHHOM oOrpaHUYeHUU
0CTaBAJIOCh HECKOJIBKO OYEBHUIHBIX TPETEHICHTOB.
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Bo-nepBbix, Tepbe JIEMO, oTkpbiBIMK B 1966 rogy AOIrOBPEMEHHYIO NOTEHLHALUIO
(long-term potentiation) — ycuieHre CHHANTHYECKON Mepeaadynd MEXAy ABYMsl HEHpOHaMH,
COXpaHsIolleecs Ha NPOTSHKEHUMM JUIMTEIBHOIO BPEMEHM IOCJIE€  BO3JEHCTBUS  Ha
CHHanTUyeckuil mnpoBomsmuid nyre [19]. Ilpenmonaraercs, 4Yro J0JTOBpeMEHHas
NOTEHLMAIMS COBMECTHO C JIOJIOBPEMEHHOM Jelpeccuell JieKaT B OCHOBE KIIETOYHBIX
MEXaHU3MOB MaMsITH U 00ydeHus. OJIHAKO 3Ta TUIOTE3a HATAJIKUBAETCS HA MHOTOUHCIICHHbBIE
IIPOTUBOPEYMS C TEOPETUUYECKUMHU IPEACTABICHUSAMU U SKCIIEPUMEHTAIBHBIMU JaHHBIMU U
JI0 CUX TOP HE MOKET CUUTATHCS OOIICTIPU3HAHHOM.

Bo-Bropsix, /[IxakomMo Pumnnosartd, OTKpPBIBIIMH CO CBOMMH COTPYJHUKaMH Tak
Ha3bIBaEMble 3€pKAJIbHBIE HEHPOHBI, KOTOpbIe BO30YKIAIOTCA KaK IpPU BBITOJIHEHUU
OIpeAEIEHHOrO IEUCTBUSA, TaK U IIPU HAOIIOJEHUU 32 BBIIIOJIHEHUEM 3TOTO AEUCTBUSI IPYTrUM
*kuBoTHBIM [20, 21]. Takue HeHpOHBI OOHApy)KEHbI y MPHMATOB W y JIIOJAEH, a TaKXKe y
HeKoTopblx nrTul. [lpenmomaraercs, 4YTO 3€pKajJbHble HEHPOHBI JAIOT KUBOTHBIM
BO3MOXXHOCTh TOHUMATh JPYr JApyra (B TOM YHKCJI€e MOHMMAaTh 3MOLMHU) U OOydaTbCs Ha
npumepe Apyrux. OnHaKo M 3/€Ch MHOTO HESICHOTO, B YAaCTHOCTU, HEM3BECTEH MEXAHU3M
(dbopMUPOBaHUS aKTHUBHOCTH 3€PKAIbHBIX HEHPOHOB, HE MMEET SBHOTO MOJATBEPXKICHUS UX
poib B OPMUPOBAHUY PEUH Y JIFOJCH U IPU ayTH3ME.

B-tperbux, Oamynn Pomnc, uccnenoBaBmmii B 80-¢ Toapl y 00€3bsiH HEWPOHBI
pacrioznaBanust Jai; (face neurons) [22,23]. Tlo3aHee aHANIOTWYHBIE HEWPOHBI OBLIH
oOHapyxeHbl y moaeil. HelipoHsl pacrio3HaBaHus JHIl U30UpATENbHO pEarupyroT Ha JHIA
WIM J1aXK€ Ha OINpPEAESICHHOE JIUI0 U CTUMYJIbl, aCCOMATUBHO C 3THUM JIMI[OM CBSI3aHHBIE.
[Tomumo sToro Posic BHec GOMBIION BKIIAJ U B APYTUe UCCIEIOBAHUS 3pUTEIIbHON CUCTEMBI,
KaK SKCIIEPUMEHTAJIbHbIE, TAK U MIYyTEM MaTeMAaTUYECKOTrO MOJEIUPOBAHUS, ABIAACH OJHUM
U3 CaMBIX TUIOJOBUTHIX YYEHBIX B 3TOH o0sacTu.

W3 cka3aHHOrO BHUJIHO, YTO PaOOTHI 10 HEHPOHHBIM CHUCTEMaM OPHEHTALUU BbIIAEPKAIN
ocTpyto KoHkypeHuuto. I[lockonbky HoOeneBckuii KOMUTET C MHOTOJETHEH 3a7epiKOit
nyOIMKYyeT MaTepuasbl O JUCKYCCUSAX, KOTOpPbIE MPOUCXOAAT IPU OIpPENEICHUH JIaypeaTos,
INPUYHMHBI CIEJTAaHHOTO BbIOOpa HE CKOPO CTaHYT M3BECTHBI. MOXHO TOJIBKO YTBEp)KIaTh, UTO
npucyxaenne HobeneBckoil mpeMun BHI30BET YCHIJIEHUE UCCIIEI0OBAaHUI B TaHHOM 00jacTu U
IIPUBJIEYET K 3TUM HCCIICJOBAHUSIM HOBBIX YYaCTHUKOB.

WuTepecHas nuckyccus mo nosony peuieHus HoGeneBckoro komurera Oblia MpoBeACHA
Ha caiite ResearchGate: http://www.researchgate.net/post/Place_cells_What does_it_prove.
[TpuBeneM HECKOJIbKO (PparMEeHTOB 3TOM TUCKYCCHUH.

«ITo orHomenuto k padoram O’Kuca u MozepoB xouercst ckazath «HY M 4yTo?». Hamr
MO3T' KOJIUPYET OKPYKEHHE, B KOTOPOM MBI )KUBEM (3BYKH, 3pUTEIIbHBIE 00pa3bl, OLIYIIEHUS),
C TIOMOIUBIO MMITYJIbCHOM AaKTUBHOCTH HEHUPOHOB. Tak 4TO HE YAMBUTEIBHO, YTO €CTh
HEWPOHBI, KOTOPHIE KOJUPYIOT Halie mosioxxeHue B mpoctpanctBe. [a, O’Kud u Mozepsl
MOATBEPAMIIN, YTO TaKHE€ HEHPOHBI IEHCTBUTENIBHO €CTh. HO 4TO B 3TOM pEBONIIOIIMOHHOTO?
Knunnueckast ponb 3THX pe3ynbTraToB MuHuUManbHa» (OmuBep Tubont, VYHUBepcurer
Kentykku, CILA).

«Mo3r uHTerpupyeT HHGOpPMaIUIo OT MHOTUX HEHPOHOB, KaX/IbIil U3 KOTOPHIX KOAUPYET
JUIIB Mayible parMeHTsl 3Toi MHpopmanuu. KineTku mecta M KJIETKH peIIeTKd KOAUPYIOT
muimb  ¢parMeHTsl HHpopManmuu O «MecTe». Her HHMKakoro cmeiciia XpaHWUTh BCHO
UHpOpPMALIMI0O O MECTe B €IUHCTBEHHOW Kierke. IIpenmonararo, 4yTo KieTka MeCTa MOXKET
CTaTh, HANpUMEp, 3€pKaJbHbIM HEHUPOHOM IIOCIE€ HECKOJIbKHUX JTHEH COOTBETCTBYIOLIETO
oOyuenus"» (Jopuan Ayp, Ctandopackuii yuusepcuret, CILIA).

«KieTku MecTa 1 KJIETKH pelIeTKH He MPOCTO KOAUPYIOT 3BYKU UJITU 3pUTENIbHbIE 00Pas3hl.
OHM y4acTBYIOT B KOJUPOBaHMM MECTa, YTO HE CBS3aHO HEMOCPEICTBEHHO C KaKOH-1100
CEHCOPHOW MOJANIbHOCTBIO. JTO aOCTpakTHas KOHIEMIMs, a HEe MpocTo (opMa WM I[BET.
HerpyaHo cka3atb uTo-TO Ha ypoBHE NOBeeHusA. HeTpyiHO Taxke cka3aTh UTO-TO Ha YPOBHE
eAMHUYHOro HeWpoHa. Ho coenmHUTH 3TH [Ba YpOBHs, CKa3aTh YTO-TO B TEPMHHAX
HEHPOHHBIX CETe O MOBEJEHWHM — 3TO OYEHb TPYAHO. BOraTcTBO OTKPBHITHIX (EHOMEHOB
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(cBs3b ¢ TeTa-puTMOM, (a3oBas IpeleccHus, MNpsAMOe M O00paTHOE MPOUTPHIBAHUE
UHpOpMaLlUY, TEepPEeHACTPauBaHUE IPOCTPAHCTBEHHOM KapThl, HPUHIMIBI OpraHU3alHuu
HEHUPOHHOW CETH, KOJUPYIOIIEH MOJO0XKEHUE B MPOCTPAHCTBE) IMO3BOJSET HPOABUHYTHCA B
UCCIICIOBAaHUAX MO3ra MIIEKONMTAIOUIMX JO YPOBHS, He MbIcaumoro npexzae» (Hopu
Hepauxman, Texuuon, 3pauins).

K »5Ttum  cyxzaeHusM MOXHO J00aBUTh MHEHME OTEUECTBEHHOIO HeHpo- W
ncuxodusuonora Oneru Capuuk: «llpucyxnennas HoGeneBckas npemus BakHa TEM, YTO
OTMEYaeT JOCTH)KEHUS HAayKH B 00JIaCTH MOHMMAHUS TOTO, YTO JIEKUT B OCHOBE «BBICIIHXY,
KOTHUTHBHBIX ~ (YHKIMH. DTO JAEMOHCTPUPYET CBS3b AKTHUBHOCTH HEHpPOHOB €
CyObEKTUBHBIMU a0CTPAaKTHBIMU «KOHLIETILUAMI», TAKUMHU KaK «MECTO», U B OUEpeAHOI pa3
[IOKA3bIBAET, 4YTO Mbl MOXEM MMEThb JOCTYyll K «BHYTPEHHEMY» MHPY OpraHHu3Ma.
CyIleCTBEHHO U TO, YTO AKIEHT U3YyYEHHsI «BBICIIUX» (YHKLIUH MO3ra CMEIaeTcs OT IOUCKa
CTPYKTYP, OCYILECTBIISIOLINX T€ WJIM MHbIC (PYHKIMH, K MMOUCKY PACHpeAeTICHHBIX MO0 MO3TY
HEHUPOHHBIX TPYII, AaKTHBUPYIOIIMXCS B COOTBETCTBUM C TOM WM HWHOM peuiaeMoin
OpraHu3MoM 3ajaucii» [24].

JlaHHBIH 0030p IpeuiaraeT MaTepuall, Ha OCHOBE KOTOPOIo, Kak Mbl HaJleeMcCsl, YUTATelb
CMOXXET COCTaBHUTb CaMOCTOSITENbHOE IpejacTaBileHne o padorax O’Kuda m Mozepos, a
TakXe 00 UX BIUSHUM HA MaTeMaTUYeCKoe MOJIeIMPOBaHNE KOTHUTUBHBIX (QyHKIUI Mo3ra. B
pazzaene 2 OyayT NpUBEACHBI YKCIIEPUMEHTAIBHBIC TaHHBIE, IOJYYCHHBIC B JAHHON 001acTH,
a B pazzene 3 OyayT pacCMOTPEHbI IPUMEPhl MaTEMAaTHUYECKUX MOJEJeH, onuparomuxcs Ha
9T Pe3yJbTaThl U B TOW WJIM UHON Mepe UX OObsCHsIOIME. B 3aKiatoueHne Mbl IONbITaEMCS
onucaTh YCJIOBMs, IPU KOTOPBIX paboTa MokeT ObITh MpH3HaHA aocToiHoil Hobenerckoit
IPEMUH.

2. OKCIIEPUMEHTAJIBHBIE IAHHBIE

2.1. 'mnnokaMn U IHTOpUHAJIbHASA Kopa. CTpoenne U pyHKIUHN

I'unnokamIn — 3To napHasi CTpyKTypa, paclioyIoKEHHas B MEIMAIbHBIX BUCOYHBIX OTAEIaX
NoJIyllapuii B INIYOMHE IO OTHOLIEHUIO K BHMCOYHBIM JI0JIIM HOBOHM Kkophel. Ilo dopme
THITIOKaMII HEMHOTO HallOMHHAET MOPCKOro KoHbka (hippocampus), 3a 4To U moJaydus CBOe
Ha3BaHue (puc. 1).

B mnomnepedyHOM ceueHMM B TUIIOKAMIIE BBIAEISIIOT HECKOJIBKO Mosield. OCHOBHBIMU
nonsivu sBisirorest monst CA1 m CA3. Ha puc. 2 npuBezieHa cxeMa B3aMMOJICHCTBHSI TIOJEH
TUNIIOKAaMIIa ¢ APYTUMU CTPYKTypaMu mosra [25].

Puc. 1. PacmojokeHne rummokamiia B Mo3re. | MImokamIl ITokKa3aH TEMHO-CHHUM IIBCTOM, 3CJICHBIM
OBETOM IIOKazaH CTBOJ MO3ra, CHPCHCBBIM 1IBCTOM — MUHJAJIWHBI (MI/IH,HaJ'ICBI/II[HBIe Tena),
PacCmoJIOKCHHBIC Ha IEPEAHNX KOHIIAX TUIITIOKaMIIa.
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Puc. 2. Cxema B3anMOAEHCTBHS T'MIIIIOKaMIIa C IpyrUMHU cTpykTypamu Mo3ra. NC — HoBast kopa, FD —
3ybuatas u3BmwinHa, MEC — MenuanbHas sHTOpuHanbHas kopa, LEC — naTepanbHas 3HTOpUHAJIbHAS
kopa, PSB — npecyouxymom, CAl, CA3 — mons rumnokammna, MS-DB — memuansHas cenTanbHas
obnacte, LS — narepansHas centajbHas obiacte, RF — perukymnspras ¢opmanus, mRph — sapo mBa
(raphe nucleus), SUB — cy6ukymtom, MMB — meauansHoe MamMmuisipaoe sapo, MFB — menuasbHbIi
My4oK mepenHero mosra, AVT — sHTepoBeHTpanbHOE Aapo Tanamyca, PLC — 3aguss numbudeckas Kopa,
PP — mepdopaHTHBII TyTh, MOssy — wmcTeie BoJokHa, SC — kommarepamu Illaddepa, F.pre —
KOMHccypa mepegHero csoaa, F.post — komuccypa 3amHero cBojga, MTT — mMaMMuIUIOoTaTaMU4ecKui
tpakt, Cing — CHHTYJIFOM (TIOSIC).

B 3T0M1 C0)KHOM cXeMe Ba)KHO, UTO CUTHAJI HA THUIIOKAaMII IPUXOIUT OT MEIUAIBHOU U
JaTepaNbHON YacTel SHTOPUMHAIBHOM KOpBI (YaCTUYHO MPOXOASl Yepe3 MpPecyOUKYIIoM),
KOTOpBIE TIOJYy4YalOT BXOJHOM CHUTH&JI OT AacCOLMATHUBHBIX 30H HOBOM Kopbl. Curaam or
SHTOPUHAJIIBHOM KOpBI BETBHUTCA. YacTb CBs3ed OT OHTOPUHAIBHOM KOpPBI  HUJAET
HerocpeacTBeHHO B nosie CAl, a qpyrue cBs3u UAYT B 3yOuaTyro ¢acuuio ¥ OTTyza B MOJie
CA3. Dto Tak Ha3eBaemblii nepdopupyrommii myte. [Tome CA3 cszano ¢ moimem CAl
kosarepansmu Llagepa.

Kax BugHO U3 pHC. 2, TUIIIIOKAaMI [0 CaMOMY CBOEMY PAaCIOJIOKEHUIO U CBS3IM HIpaeT
HEHTPaJIbHYI0 poJib B 00paboTke uH(opmMamuu B Mo3sre. [leificTBUTENBHO, 3Ta CTPYKTypa
SBJISIETCS. BEPUIMHON MUPaMUIbl KOHBEPI€HTHBIX CBSI3€H, UIYIIUX OT MEPBUYHBIX CEHCOPHBIX
oOmacteil k OoJiee BBICOKMM oOnacTsiM Kopsl [26]. Hampumep, 3purenbHas uHpopManus
NPUXOJUT CHaydaja B 3aThUIOYHBIE JOJIM KOpHI U Jjajiee BETBUTCS HA JIBa MOTOKA, WAYIIHE
COOTBETCTBEHHO B BHCOYHBIE JOJU (ITOTOK «4TO?») U TEMEHHbIE AOJU (MOTOK «rae?»). ITu
JIBa MOTOKA COEAMHSIOTCS B ACCOIMATHBHBIX 30HAX, PACHOJIOKEHHBIX MEXAY BHCOYHOM U
TEMEHHOM 00J1acTAMH, a OTTy1a HHPOPMALIKS OCTYNAET B SHTOPUHAIBHYIO KOPY B NepeaHen
4yacTH BUCOYHOM 001acTu M Janiee B runmnokamil. B pesynprate nHdopmMaius, npuxoasias B
TUIIIOKaMIT, UMEEeT MaKCUMaJIbHO MHTETPUPOBAHHYIO (POPMY, TaK YTO B THIIOKAMIIE MOKHO
3aperuCTPUPOBATh PEAKIIMIO HEHPOHOB Ha caMble pa3HOOOPa3HbIE CTUMYJIBI.
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B otnnume oT Apyrux CTpyKTyp MO3ra, HaaeKHas UAeHTHPHUKaIK (YHKIUNA THITITOKaMIIa
JI0 CHX IOp BBI3BIBAET AUCKYCCHIO. PaznnuHble uccienoBareny (GUKCUPYIOT Takue (QyHKIHUU
TUNIOKaMIIa, KakK XpaHeHue palOoueidl maMsaTd, (QOpMHUpPOBAaHHME U BOCIPOU3BEICHHE
JOJTOBPEMEHHON NaMsTH, JEeTEeKLUMs HOBU3HBI CTUMYJOB, (OPMHUPOBAHHME CIOMKHBIX
YCIOBHBIX pPe(ICKCOB, HMHTErpalysi CUTHAJIOB pPa3HOM MOJNAIBbHOCTH, OpHEHTAIHs B
npoctpaHcTBe. HenoHATHO, KakuM 00pa3oM CpaBHUTENBHO HEOOJIbIIAs M JOBOJIBHO IIPOCTas
10 CBOEW OpPraHu3alluy CTPYKTYPa MOXKET y4acTBOBAaTh B CTOJIb PA3HBIX BUAAX JAEATEIBHOCTH
(HEKOTOpbIE COOOpPaKEHUSI O COBMEIIEHUU TMINOKaMIOM (YHKIMHA NaMATH M OpUEHTALUU
MOYKHO Haiitu B [27, 28]).

OcCHOBHBIE THUIBI HEWPOHOB B THUIIOKAMIIE — 3TO BO30YXJarolLMe NHUpaMUIaIbHbIE
HEHUpOHBl U TOPMO3HBbIE MHTEpHEHpOHBL. KieTku mecra mpencTaBieHbl NUPaMUJAIbHBIMU
HEWpOHAMH.

OCHOBHbBIE THUIIBI KOJIEOATEIbHON aKTUBHOCTH, PETUCTPUPYEMBIE B THUIIIIOKAMIE, — 3TO
tera-puTt™m (4—8 I'l y uenoBeka, 4—12 ' y rpei3yHoB) u ramma-putm (40-150 I'p). 'amma-
PUTM T'€HEpPUPYETCS B TMIIOKAMIIE, [10-BUAUMOMY, aBTOHOMHO, a TETa-pUTM IIPOELUPYETCS B
TUIIOKaMII U3 MEJUaIbHON CeNnTallbHOW 00siacTH. M3 runmnokammna Teta-puTM IpoenupyeTcs
B pa3IMyHbIe 00JaCTH KOPBI, B TOM YHCJIE B 3HTOPUHAIBHYIO KOPY.

OHTOpHHabHAsL KOpa SBJISETCS OCHOBHBIM BXOJOM B THIIIIOKAaMII CO CTOPOHBI
HEOKOPTEKCa U UTPAET BAKHYIO POJIb KaK B KPATKOBPEMEHHOMW MaMATH, TaK, 10-BUJUMOMY, U
B (opMHpOBaHUM JOJTOBPEMEHHOW MaMATH. AHATOMMYECKM HHTOpUHAJbHAs Kopa
MOJpPA3NeNAeTCs] Ha JIATEPAIBHYI0 W MEIUAIbHYIO 00JacTH, WMEIONMEe CXO0XKee
THCTOJIOTUYECKOE CTPOCHME, HO 3HAUUTENIBHO pasinyamommuecs 1o QyHkousam [29].
MenuanbHas 3HTOpUHAIbHASE KOpAa UIpaeT 3HAYUTEIbHYIO POJb B HABUTaALMU >KUBOTHOIO,
UMEHHO B HeH OOHapyXMBalOTCS KICTKM PELETKM M KIETKM II0BOpOTa TIoJoBbl. B
JATEPATIbHOM JHTOPMHAJIBHOW KOpE HEHWPOHBI, AKTHMBHOCTb KOTOPBIX MOIYJIHUPYETCS
IPOCTPAHCTBEHHBIM I10JIOKEHUEM >KMBOTHOIO, HE OOHapy)KXeHbl. Bompockl 0 TOM, Kakoro
tuna 006paboTka MHPOPMALIMU OCYIIECTBISIETCS B SHTOPHHAIBHON KOpEe U B KAKOM BHUJE ATa
uHpOpMalUs TpeJCTaBleHa, OCTAlOTCA OTKPLITHIMH. ECTh JaHHBIE, MMOKa3bIBAIOLIUE, YTO
JaTepanbHas SHTOpPHHAlbHAs KOpa INEpBOM CTpajaeT Ha HaydaJdbHBIX CTaAusX OOJIe3HU
AnbureiiMepa.

OHTOpUHANbHAST KOpa UMEET THUIHMYHOE [JIsi HEOKOpPTEeKCa IIECTUCIONHOE CTPOCHHUE.
Kaxnplii cioit o0pazoBaH NPUHIMITHAIBHBIMUA HEMpOHaMH, KOTOpbIE AAIOT KOJUIATEpald B
CBOEM CJIO€ U BBIIIEIEKAUMX CcI0AX (HeWpoHbl cinos V uHHepBupytor ciou V, VI, Il
Heiiponsl cnos I unnepBupytot ciou I, 11, I). Mckmtouenne npenctaBistoT HEUPOHBI CIOS
II, xoTOpBIE MHHEPBHUPYIOT HE TOJBKO BhIIIENEkKamMi cioi [, Ho Hrkenexamue cion 111 u B
MeHblel crenenu cinoit V. Takum o6pa3zoM, B MeIUaIbHOM 3HTOPHUHAIBHON KOpe MMeeTcs
3HAYMTENIbHAST PEKYPPEHTHOCTh HEUpOHANBHBIX ceTed [29]. TIoCKONbKY KIETKH pPEmeTKH
PETUCTPUPYIOTCSI BO BTOPOM CJIO€ MEAMAIBHON SHTOPUHAIBHOM KOPBI, HCCIIENOBATEIN
YIEJSUIM OCHOBHOE BHUMAaHHE UMEHHO 3TOMY CJ1010. OYHKIIMOHAIBHO U MOP(OJIOTUYECKU BO
BTOPOM CJIOE€ BBIAEIAETCA JABa THUIIA NPUHLUINNAIBHBIX HEWPOHOB — NHUpPAaMUAAIBHBIE U
3Be3guateie  HeWponsl [30,31]. Kierku pemeTku MpeanosokUTETbHO — SIBISIIOTCS
3B€34aThIMM HEWpPOHAaMHU. 3BE3/14YaThleé HEHPOHBI HEMOCPEACTBEHHO HE MHHEPBUPYIOT APYT
Ipyra, Mexay co0oil OHHM B3aMMOJEHCTBYIOT TOJBKO Yepe3 TOPMO3HbIE HHTEPHEHPOHBI.
[TupamuianbHbIe HEHPOHBI, BEPOSTHO, BO30YKIAIOT 3BE3AUaThle HEHPOHBI, OTHAKO UX CBS3U
MeX1y cCOOOH U ¢ IpYyrUMH HelipoHaMu n3BecTHbI Majio [30].

2.2. KiieTku Mecta

ITocne 1971 ronma OBLIM MPOBEAECHBI MHOTOUYMCIIEHHBIE SKCHEPUMEHTHI ISl M3y4eHUs
MMITYyJIbCHOM aKTMBHOCTH KJIETOK MeCTa. Pe3ylbTaThl HEKOTOPBIX SKCIIEPUMEHTOB ITPUBEACHBI
Ha puc. 3, 4. Ha puc. 3 cBepXy cxeMaTHYeCKH HM300pakeHa aKTHBHOCTH KJIETKH MeCTa IMPHU
JBUKEHUM >KMBOTHOTO B JIMHEWHOM TpPEKE, a CHM3Y IPEACTaBIEHbl pEAIbHBIE JAHHBIE
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AKTUBHOCTHU KJICTOK MCCTAa B KBAJJPAaTHOM OTI'PaAHUYCHHOM IIPOCTPAHCTBC. Kam,uaﬁ IIaHCJIb Ha
puc. 3,b M300pakaeT SKCIEPUMEHTAIBHOE MOJIE, B KOTOPOM IIepeMEeNIaeTcsi KUBOTHOE, a
OBCTOM MPCACTABJICH YPOBCHb AKTUBHOCTH PAa3JIMYHBIX HeﬁpOHOB, OoibIlIas YacTh W3
KOTOPBIX SBJISCTCS KIETKaMH MecTa. M3 pHCyHKa BHIHO, YTO KaXKaas KJIETKa MecTra
AKTUBUPYETCS TMPH MOMAJaHWHM >KUBOTHOTO B OINPEACICHHOC MECTO U MpeKpaiiaet
UMITYJIbCAINIO, KOT/Ia )KUBOTHOE 9TO MECTO MmokuaaeT. Ha puc. 4 nmokazana akTHBHOCTb OJTHOM
KJICTKU MECTa IMpU NCPEMCIICHUHN KPBICHI B SKCIICPUMCHTAJILHOM I10JIC.

A Ga L —
Cell 2 1000 AR fok N
Cel3 ] —
Cell4 JLLILILL

y:

Puc. 3. AKTUBHOCTH KJIETOK MECTa B TUIIIIOKaMIIe. A. AKTUBHOCTb KJIETOK MECTa NPH JBI)KEHUU KPBICHI B
nuHeiHoM Tpeke. Kaxas kineTka akTHBHA B CrielIM()UUECKOM MECTE TpeKa, Ha3bIBAEMOM II0JIEM KIICTKH
MecTta. CrpaBa Moka3aHa KapTa aKTUBHOCTH KJIETOK MECTa B 3aBUCHMOCTH OT ITOJIOKEHHS KPBICHI B TPEKe
(cuHMI — OTCYTCTBHE aKTHBHOCTH, JKENTBIH — HU3Kasl aKTUBHOCTB, KPacHBII — BBICOKAsi aKTUBHOCTH). B.
80 KapT akKTUBHOCTH, 3alMCaHHBIX OJHOBpeMeHHO B roje CAl npu mepeMenieHny KphIChl B KBaJPaTHOM
nosie. I1lecTs KIETOK, aKTHBHBIX MOCTOSIHHO, SIBJISIFOTCS, TI0-BUIUMOMY, HHTepHepoHamu [32, 33].

beuto mokazano, uto ot 30% mo 50% mnupamupanbHbix Kietok B CAl  sBisiroTcs
KJIETKaMU MecTa co crnennpuiyeckuMu nousiMu Mecta. B mone CA3 (1 1axke B SHTOpUHAIBHON
KOp€) KJIIETKH MeCTa TaK)Ke MPUCYTCTBYIOT, XOTS U B MEHbIlIEM KoauuecTBe, yeM B CAl. [lpu
HIOMEIIICHHU )KUBOTHOTO B HOBYIO OOCTAaHOBKY KJIETKH MecTa OBbICTPO (B TE€UYCHHE 5 MHHYT)
NEepecTpauBalOTCsl HAa HOBBIE IO MECTa, KOTOpbIE 3aTe€M OCTAalTCAd YCTONYMBBIMU B
3aJaHHON oOcTaHOBKe. [Ipy He3HAUNUTEIbHOM U3MEHEHUH OKPY)KAIoLIeH 00CTaHOBKU KJIETKU
MeCTa COXpaHSIOT CBOM IOJISI MECTa, XOTS MOTYT /10 HEKOTOPOW CTENEHH MEHSTh CBOIO
AKTUBHOCTb.

Puc. 4. AKTHBHOCTh OJHON KIETKH MecTa. UepHBIMH JMHUSAMH IOKa3aHa TPAeKTOPHSA IEepeMENICHHUs
KUBOTHOro. KpacHbIM IIBETOM ©OKa3aHa JOKaldu3alMsg TeX MecT, [e [JaHHas KJIeTKka MecTa
JEMOHCTPHPYET BBICOKYIO aKTUBHOCTb [34].

95

Mamemamuueckas buonozus u 6uoungopmamura. 2015. V. 10. Ne 1. URL: http://www.matbio.org/2015/Kazanovich_10_88.pdf



KA3AHOBUMY, MbICMH

Tonorpadudeckre CBONCTBA MPOCTPAHCTBA HE OTPAXKAOTCS B (HOPMUPYEMBIX IMOJISAX
MecTa, T.€. KJIIETKH MecTa ¢ OJM3KUMU IMOJIIMA MECTa MOTYT PacIiojlaraThCsl B JAJIIEKUX IPYT
OT JpyTa y4acTKax TUIIOKaMIIa.

Kaxmoe mecto KoaupyeTcsl TOIYJSIHEed KIETOK MeCTa, KOTOpbIe aKTUBHU3HPYIOTCS
OJIHOBPEMEHHO TIPH TOMAJaHUHU KPBICKHI B TaHHOE MecTO. [TopsI0K aKTUBAIIMU KIETOK MECTa C
MIEPECEKAIOIIUMUCS TIOJSIMH MECTa BOCIIPOM3BOJAUTCS KakK IO JOCTHXKCHHHM KOHIIA TpeKa B
MOMEHTBI OCTAaHOBOK [35], Tak W B TEpUOABI MEIJICHHOTO W ObICTporo cHa [36].
PeructpupoBanuchk Kak npsMoOii, Tak ¥ 0OpaTHBIN MOPSAAOK aKTUBAIlMK. B mocnemanem ciyvae
KpbIca Kak OBl «BCIIOMHHACT» CBOE JBIDKEHHE B oOpaTHOM mopsiake. OTMETHM, 4TO OHa
JIeNIaeT 3TO B YCKOPEHHOM I10 CPAaBHEHHIO C PEAIbHBIM JIBUXKECHHUEM Temre. CuuTaercs, uTo
TaKOT0 Poja «BCIIOMHHAHUS CITYKAT i (DOPMHUPOBAHHUS TOJITOBPEMEHHOM MMaMsITH.

2.3. ®a3oBas npeueccusi

OmvH ¥3 HEOXHIAHHBIX M HMHTEPECHBIX (EHOMEHOB ObUI OOHAPYKEHHBIX TIPU
MCCJICI0BAaHNM aKTUBHOCTH KJeTOoK Mecta B 90-e roapl XX Beka [37, 38], T.e. Oousbine, yeM
yepe3 20 5eT mocie OTKPBITHS KIETOK MecTa. JTOT ()eHOMEH HasbIBaeTcs (ha30BOH
npeneccuell U CXeMaTHYeCKH NPOMJUIIOCTPUPOBAH Ha pHUC. 5. 3aMETUM, YTO peELeNTUBHBIC
noJs paznuuHbiX Kietok Mecta B CAl m CA3 moryr B Ooibliel WM MEHBIICH CTENEHU
nepecekarbca. Bo Bpemsi HcCCIenOBaTEIbCKOrO IOBEAECHUS MKUBOTHOI'O B THUIIIIOKaMIIe
BO3HUKAET CHIBHBIA T€Ta-pUTM C 9acTOTOH 4—8 ['11. DTOT pUTM PETHCTPUPYETCS C TTIOMOIIBIO
BHEKJIETOUHBIX 3JIEKTPOJIOB, U3MEPSIOIUX TaK Ha3bIBa€Mbli JIOKAJIBbHBINM MOJIEBON NOTEHIIUA.
Oxka3ajioch, YTO MOMEHT I'€Hepalluy KJIETKOM MecTa Mauyky UMIIYJIbCOB MPUBSI3aH 110 BPEMEHU
K (haze TeTa-puTMa U 3aBUCHUT OT MOJIOKEHUS KUBOTHOI'O OTHOCUTEIBHO LIEHTPA MOJIS MECTa.

Place A Place B Place ¢

Puc. 5. ®azoBas mpeneccus. Kietka Mecta reHepupyeT HUMITYJIECBI B MOMEHTHI, OIEPEKAIOIINE HIIH
OTCTaIOLIUE OT MMKOB TETa-pUTMa B 3aBUCUMOCTH OT MOJ0XKEHUS )KUBOTHOTO OTHOCUTEIBHO LEHTPa MOJIs
MecTa. JTO MO3BOJSET (HOPMUPOBATH MPOCTPAHCTBEHHYIO MAMSTh C HCIOJIB30BAHUEM CHHANTHYCCKOMN
mactudHocTH [39].

PaccmoTpuM nepemenienne KUBOTHOTO B JIMHEWHOM TpeKe. ECM KUBOTHOE HaXOAUTCS B
LIEHTPE IOJISI MECTa <«3EJICHOM» KJIETKM MeCTa, TO 3Ta KJIETKa I'€HEPUPYET HUMITYJIBCHI C
MOMEHTa, KOTJla TeTa-BOJHA JocTuraer Mmakcumyma (puc.5S). Ilepemernasch nanbiie,
’KMBOTHOE TIONA/IA€T B MECTO, T'/I€ NIEPECEKAIOTCS PELENTUBHBIC MO «3EICHOW» U «KPaCHOM
KJIETOK MecTa. «3eJIeHash» KJETKa MPU 3TOM MOXKET MPOAOJIKATh pa3psKaThCs, HO TENephb
CTAaHOBUTCS AaKTUBHOM M «KpacHas» KieTka. MIMIynbChl, KOTOPbIE TEHEPUPYET «KpacHas»
KJIETKa, 3ama3JplBalOT MO OTHOLIEHWI0O K MaKCUMyMy TeTa-BojiHbl. K MoOMeHTy, Korga
JKMUBOTHOE MEPEMEIAETCA B LEHTP MOJA MECTa «KPaCHOW» KJIETKH, BOZHHKAET CIIEIYOIast
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BOJIHA TeTa-puTMa. Temepp «KpacHas» KIEeTKa HAauYMHAeT TEeHEpUPOBATh HMMIYJIbCHI C
MOMEHTA, COBMAAIONIEr0 C MUKOM TETa-BOJHBI, T€HEPAIUS UMITYIIBCOB «3€JICHOI» KICTKON
OMEpeKaeT 3TOT NMUK, a TeHepalus UMIYJIbCOB «CHUHEN» KIETKOW OTCTAaeT OT 3TOro MHKa.
AHAJIOTUYHO, TPU NPUONMKEHUH JKUBOTHOTO K IIGHTPY IOJS MECTa «CHHEH» KIIETKH dTa
KJIETKa HAYMHAET F€HEPUPOBATh UMITYJIbCHI B MOMEHT, KOI/la TETa-BOJIHA JOCTUTAET CBOETO
MakcuMyMa. «3elieHas» KJIeTKa K ITOMY BpPEMEHH YK€ He paboTaer, Tak Kak >KMBOTHOE
BBIIIUIO 3a MpPEACNibl €€ PELENTUBHOTO MOJIs, a UMITYJIbChl «KPACHOW)» KIJIETKH OIMEpPEeXaroT
MaKCHUMYM T€Ta-BOJIHBI.

[Ipeanonaraercsi, 4TO Takas BPEMEHHAS OpraHu3alyds AaKTUBHOCTH KJIETOK MecTa
HeoOXxoauMa ISl co3anusl (YCHIICHHS) HY)KHBIX CBSI3CH MEXIy KJIETKaMH MeCTa B IPOIIecce
00y4yeHUs: OpUEHTAIlMU B IpocTpaHCTBe. biiarogaps cMHANTHYECKON IIACTUYHOCTH, CBSI3U
Mexay kinerkamu Mecta B CAl wmm CA3, KOTOpbI€ pa3pspKaroTCs MOCIENOBATEIbHO C
KOPOTKOM BPEMEHHOM 3aJeP>KKOM, YCHJIMBAIOTCSI. IJTO JAa€T BO3MOXHOCTb >KMBOTHOMY
3allOMMHATh U BCIIOMHHATH IOCIJICIOBATEIBLHOCTh MEPEMEIICHUI B MPSIMOM TOpsIKe. AHTH-
MJIACTUYHOCTb, KOT/Ia YCHJIMBACTCS CBSI3b OT HEMpPOHA, pa3pspKAIOMIErocs BO BPEMEHHU UYTh
no3xke, K HEHpPOHy, KOTOpbIA cpaboTal 4YyTh paHblle, TI[O3BOJSET 3alOMUHATh U
BOCITPOM3BOJUTH TOCJIEIOBATEILHOCTh TMOJOXKEHUM B oOpaTtHoMm mopsiake. Kpome Toro,
CHHXpOHHOEe cpabOarpiBanue KieTok Mecta B CA3 u CAIl, wumeronmx OJUHAKOBBIC
pEeleNTHBHBIC OIS U CBSI3aHHBIX Kosutatepansmu llladepa, 10KHO MPUBOAUTE K YCHIICHUIO
CBSI3M MEXIY 3TMMH HEHpPOHAMHU U KOOPAMHAILMU MX aKTUBHOCTH. Bce 3TO co3maer ycnoBus
JUTSL KOJTMPOBAHUS TPACKTOPHIA IBMKCHHS i (DOPMHUPOBAHUS MPOCTPAHCTBEHHON TTAMSITH.

2.4. KneTkm pemeTkun

Knerku pemerku ObuIH BIEpBBIE OOHAPYXKEHBI BO 2/3 Clloe MEIUANBbHON YHTOPUHAIBEHON
KOPBI KPBIC [5]. AKTUBHOCTb 3TUX HEHPOHOB 00YCIIOBJIEHA MPOCTPAHCTBEHHBIM MOJOKEHUEM
KUBOTHOTO, @ IMEHHO, 3TH HEMPOHBI TEHEPUPYIOT UMIYIIBCHI, KOT/Ia )KHBOTHOE HAXOJIUTCS B
y3J1aX TeKcaroHaabHOU pemieTku (puc. 6). [loznHee kieTku pemeTku ObUTM OOHAPYKEHBI Y
JIPYTUX MJIEKOTUTAIONMUX, MbIei [40], neryunx meimeit [41], 06e3bsin [42], monei [43]. [1o
pasIMYHBIM OLEHKaM JI0Jsl KJIETOK pELIeTKH BO BTOPOM CJIO€ SHTOPHHAJIBHOM KOPBI
coctaBisieT oT 68% [44] no 26% [45]. KneTku pemeTky HalIeHbl TaKKe B IPECYOUKYITIOME U
napacyoukyitome [46].

Puc. 6. OcHOBHBIE CBOWCTBAa KJIETOK pemeTKd. A. AKTHBHOCTb KJETOK PEUIETKH TPH TEepeABMKEHUN
JKUBOTHOI'O B IPOCTPAHCTBE. Cnesa: KpaCHbIM HBETOM ITOKa3aHbl MOMEHTHI Pa3psAaA0B KICTKU PEIICTKH,
CEPBIM OTMEYCHA TPACKTOPHUA IBHKCHUSA KPBICHIL. B HEHTPEC: YCPEAHCHHAA KapTa aKTUBHOCTHU KIJIICTKHU
pemeTku. CripaBa: aBTOKOppesneorpaMMa KapTtsl pa3psanos [5]. b. Xapakrepuctuku pemerku [7].
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Pemerka kax10i KIETKH PEIETKH XapaKTEPU3YIOTCs TPEMS XapaKTepUCTUKAMU:

1. Opuenmayus pewiemxu — yriioBoe OTKJIOHEHHE OT OMIOPHOTO HAIIPABJICHUS.

2. @aza pewiemky - BEKTOP CMEUICHHUS PEIIETKM OTHOCHUTEIBHO BBIOPAHHOW TOYKHU
OTCUeTA.

3. lllaz pewémxu - pacCTOSTHAE MEXY CMEKHBIMU BEpPIIMHAMH PEIIETKH.

Kierkn pemerku, pacnoyioKEHHbIE pPSAAOM, HMEIOT CXOAHBbIE 3HA4YEeHMs Iara |
OpHEHTAIlMM, HO MOTYT HMeTh pasznuunbie ¢asel [5]. Illar pemeTrkn MNOCTENEHHO
YBEJIMYUBACTCS B HAMPABICHUH OT JIOp3aJbHOMN (BEepXHEH) CTOPOHBI SHTOPUHAIBHONU KOPBI K
BEHTpaIbHOU (HIKHEH) [5, 47]. 3MeHeHue 1mara MpoUCXOAUT AUCKPETHO, T.€. BETUUYUHBI
pa3IMYHBIX LIArOB PEIIeTOK 00pa3yloT KJacTephl, PACCTOSHUE MEXIY IEHTPaMU KOTOPBIX
npubi3uTenbHo kpatHo 1.4 [48]. bbulo moka3zaHo, YTO KJIETKH PEIIETKU W HEHPOHBI, HE
SBIISIONIMECS KJIIETKAMU PEIIETKH, PacloJIOKEHbI IPOCTPAHCTBEHHBIMU U (PYHKIIMOHATBHBIMU
rpynnamu. [locnennee moapa3zymeBaeT, 4YTO (YHKUUS KOPPESIHMU MEXKIY HMITYJIbCHOU
AKTUBHOCTBIO JIBYX KJIETOK PELIETKH B 3aBUCUMOCTU OT (PU3UYECKOTO PACCTOSIHUS MEXITY
3TUMH HEWpOHaMH UMeeT (POpPMYy MEKCHKAHCKOW HUISAMBI, T.€. HEWPOHBI, PACIOIOXEHHBIC
pAOOM,  pa3psKAlOTCS B OJAMHAKOBBIE  MOMEHTBI  BPEMEHHM, a  HMMIIYJbCHBIE
MOCJIEZIOBATEIbHOCTY HEWPOHOB, pACIOJOKEHHBIX Ha CpPEJHEM pacCTOSHUM, aHTU-
KoppenupoBansl [31, 49].

CrabwibHas aKTUBHOCTb KJIETOK PELIETKHU MOJAEPKUBAECTCS HE3aBUCHMO OT BU3YaJIbHBIX
CTUMYJIOB U coXxpaHserca Jaxe B TemMHoTe. C Apyroil cTOpoHbl, OBUIO MOKa3aHO, YTO
AKTUBHOCTb KJIETOK PELIETKH MOXKET MOJAEPKUBATHCSI UCKIIOYUTEIbHO BU3YaJIbHBIM BXOJIOM
[42]. AKTHBHOCTH KJIETOK pPEIICTKH BO3HHUKACT MPAKTHUYCCKH Cpasy IOCie MOoNmaJaHus
YKUBOTHOT'O B HOBYIO cpeny. Mcxons u3 atoro (pakra, mpeamosaraercs, 4To CUCTEMa KIETOK
pelieTku He TpeOyeT oOyueHus (azanTaliy K HOBOH cpeze).

[Ipu cMmeHe BU3yalbHBIX KJIHOYEW WM B HOBOW OOCTAHOBKE LIAr PEIIETKH IS KIETKU
pEIIeTKH ¥ aKTUBHOCTh KJIETKHM PEUIECTKH OCTAIOTCS HEM3MEHHBIMHU [5], a opueHTanus u ¢aza
IIPUBS3BIBAIOTCS K HOBOW CUCTEME ITPOCTPAHCTBEHHBIX KOOPUHAT.

BakHbIl acleKT SKCIIEPUMEHTAIBHBIX JAHHBIX KAacaeTcs B3aMMOOTHOLIEHMs] aKTUBHOCTHU
KJIETOK PEIIETKH U TeTa-puUTMa. B 3HTOpUHAIBHYIO KOPY TE€Ta-PUTM MOKET HMPOECIHUPOBATHCS
HE TOJIBKO W3 THUMIOKaMIa, HO U HEMOCPEJICTBEHHO M3 MEAMaIbHOM CenTalbHOW 00jacTu
(MCO). MCO ocymiecTBisieT OCHOBHOM BXOJl B THIIOKaMII CO CTOPOHBI CTBOJIAa MO3Ta H
sBisieTcst meficMekepoMm Teta-putma [50, 51]. Oxnako cBsisu w3 MCO Takke HAYyT U B
SHTOPUHAIIBHYIO KOpY, MPH 3TOM MeJauanbHas yacTh npoekiuii u3 MCO npumepHO B /aBa
pasa Oonblue, yeMm jarepanbHas. OcHOBHOM purMmudeckuil Bxox u3 MCO ocyliecTBiIsIOT
'’AMKepruueckue HEMpOHBI, KOTOpbIE CEJNEKTUBHO HWHHEPBUPYIOT HHTEPHEUPOHBI
SHTOpUHAIBHOU KOpbl. Kpome "”AMKepruuecknx npoekuuii, 3JHTOpUHaIbHas KOpa MOJy4aeT
XOJIMHEepru4eckue mpoekiuu co cropoHbl MCO. XonuHepruyeckue CenTaibHble HEHPOHBI
HECEJICKTUBHO HWHHEPBUPYIOT BCE HEHWPOHAJIbHBIE MOMYISIIMM SHTOPUHAIBHON KOPBI.
[110THOCTP  XONMHEPrMYECKMX PELENTOpOB Ha 3Be3MUaThiX HeWpoHax 2/3  cnos
SHTOPUHAIBHON KOPBI (T.€., IPEANOI0KUTEIBHO, Ha KJIETKaX PEIIeTKH) B /1BA pa3a HUXKE, YeM
Ha MUpaMUJATBHBIX HEHpOoHax Toro ke cios [31]. Takum 06pa3om, MOKHO CeNaTh BBIBOJI,
YTO KJIETKU PELIETKN HE MOIYy4YaroT HAIPSIMYI0 PUTMUUECKUNA BXOJ HA TETA-4acTOTE, a TOJIbKO
yepes Ipyrue HEHPOHHBIE TONYJISIUN SHTOPUHAIILHOU KOPBI.

JUist KJIIeTOK pelIeTKy OMUCaHO MHOTO 3((EeKTOB, CBA3aHHBIX C TeTa-puTMoM. Kak u s
KJIIETOK MECTa, JJisi KJIETOK pemeTku omnucaH 3hdext ¢$a3oBoi MPEreccuu OTHOCUTEIHHO
JOKaJbHOro Tera-putMma [52]. bonee Toro, nmpu ¢apmakonornyeckoil 6jokajae TeTa-putMma
MHTHOUTOpAaMU  XOJIMHEPTru4ecKol TpaHcMuccuu wuiau npu  Onokane MCO  tunuyHas
aKTUBHOCTh KJIETOK peleTKH OObYHO pazpymaerca [53, 54] Oapnako B creru@uueckux
CIIy4asiX aKTUBHOCTb KJIETOK PEIIETKH MOXKET COXPAHAThCS B OTCYTCTBUE TE€Ta-pUTMaA. JTHU
Cllyuad ONHUCAHbl JUId JIeTydyuX Mblmei [41] m 1 KJIETOK pemeTKd B TIIyOOKHX CIIOSIX
MeIUaTBHON SHTOPUHAIBHOU KOPHI [44].
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QOYHKIMOHAIBHBIE B3aUMOOTHOILIEHUSI KJIETOK MECTa M KIETOK PEHIETKH OCTalTCs
HessCHBIMU. C OJHOM CTOPOHBI, JOTUYHO OBIJIO OBI TPEAINOI0KUTh, YTO aKTUBHOCTH KJIETOK
MeCTa SBJISIOTCS CJEACTBUEM AaKTUBHOCTHU KJIETOK PELIETKH, IOCKOJIbKY KIETKHM MeCcTa
MIPEACTABISIIOT 00Jiee BBICOKOYPOBHEBOE MPECTaBICHHWE IMPOCTPAHCTBA. B mMonb3y 3TOM
TOYKH 3PEHHUS TOBOPHUT TOT (PAKT, YTO 3BE3q4aThie HEHPOHBI 2/3 CIOSI SHTOPUHATBHON KOPHI
JAIOT TPOCKIIMU B THUIIOKAaMII B COCTaBe MNEepPOpPUPYIOMIETO MyTH K MHPaMUIATbHBIM
Heiiponam CAl u CA3 nHanpsmyro, a Takke depe3 3ybuaryro ¢aciuio. Takum oOpasowm,
MOXXHO JyMaTh, YTO KJIETKH PEHIETKH HANpsAMYyI BO30YXKIAlOT KJIeTKH MmecTa. OgHaKo, ¢
JIPYrol CTOPOHBI, UMEETCSI MHOTO JAHHBIX, CBUICTEIbCTBYIOIIMX O TOM, YTO AKTUBHOCTh
KJIETOK MECTa, HA00OpOT, SBJISETCS BEAYIIEH 10 OTHOIIEHUIO K aKTHBHOCTH KJIETOK PEIICTKH.
Bropyto TOuky 3peHus MOANEPKUBAIOT JAHHbIE O TOM, YTO MPOEKIMU M3 TUIIOKamIa
MPUXOJAT B TIIyOOKHE CJIOM YHTOPHUHAIBHOW KOPBI, HEHPOHBI KOTOPHIX B CBOKO OuYepedb
MOCBUIAIOT CHUTHAJIBI BO BTOPOW ciiod. KpoMe TOro, mokasaHo, 4TO B OHTOIE€HE3€ KIETKHU
pEUIETKU Pa3BUBAIOTCS MOCIECIHUMH, B YaCTHOCTH, Y KpbiC Ha 17—20 AeHb MOCTHATaJILHOIO
pa3BUTHS, KOTJla BCE OCTAJIbHbIE HEHPOHHBIE CHUCTEMBI, CBSI3aHHBIC C HaBUTAIMEH (KJIETKHU
MOBOPOTA TOJIOBBI, KJIETKH TPAaHUI] U KIETKU MecTa), yxke chopmupoBansl [55]. Hakonerr
W3BECTHO, YTO NpH OJIOKajge aKTUBHOCTH B THIIOKAMII€ KJIETKH PEIIETKH TEPSIIOT CBOIO
aKTUBHOCTH [56].

3. MOJEJN

[TocTpoenne MareMaTHYeCKUX MOJIENIel OPUEHTAIIUU B IPOCTPAHCTBE SBISAETCS] OJTHUM M3
HauOoJsiee MOMYJSAPHBIX U MEPCHEKTUBHBIX HAIIPaBJICHUN HUCCIEI0BAaHUN, OPUEHTUPOBAHHBIX
KaKk Ha HEHpoOMONOrHYecKHe U MEIUIMHCKHE MPUIIOKEHUS, TaK U Ha POOOTOTEXHHUKY.
Pesynbratet O'Kuda wm MozepoB mnpuaaii 3THUM HCCIACAOBAHUSIM MOIIHBIA HMMITYJIbC,
MOPOJUBIINK COTHU myoOnukanuid. OmyOIMKOBaHHbIE PaOOTHl KAcalOTCs CIEAYIOIIUX TEM.
Kak kjeTkm MecTta M KJIETKHM PEIICTKH HCIONB3YIOTCS JUIsl OPUEHTAlMU W TIOMCKa IeNn?
Kakyto ponp B cuctemMe OpHEHTALlMK UTpaeT KoiebaTenbHas HEHpoOHHAas aKTUBHOCTH? Kak
BO3HUKAET U KaKylo pojb urpaet ¢azonas npeneccusi? Kak B3auMoAeCTBYIOT KJIETKH MECTa,
KIETKA pElIeTKM W JpPYrHe DJIEMEHThl CHCTeMbl opueHTauuu? KakoBbl HeEHpOHHBIE
MeXaHU3Mbl 00Y4EHHUs ’KUBOTHOT'O WJIM poOOTa OpUEHTAI[MN B HOBOM IpocTpaHcTBe? CBsizaHa
JIY TIPOCTPAHCTBEHHAS NAMATh C KAKUMU-TO CHEIUAIbHBIMA MEXAHU3MaMHU 3aIIOMUHAHU S WIIH
OJIHU U T€ € MEXaHU3MBbI UCTIOIb3YIOTCS ISl JIFOOBIX (POPM AMU30AUYECKOM maMaTu?

JlaHHBIH 0030p HE MPETEHAYeT Ha CKOJIbKO-HUOYAb MOJTHOE OCBEUICHUE 3TUX MOJAEIbHBIX
paboT. Mbl orpaHuYMMCs JUIIb HEOOJBUIMM YHUCIOM MPHUMEPOB, KOTOpBIE IODKHBI JaTh
oO111ee npeAcTaBICHNEe O MaTeMaTHUECKUX 3a/lauax, BO3HUKAIOIIMX B JaHHOM obmactu. O630p
pPaHHUX MOJIETIBHBIX padOT MOKHO HalTH B KHuUre [57].

3.1. Moaesb OpMeHTAIIUM B BOJHOM JIAOUPUHTE

OnmHOM W3 DKCIEPUMEHTAIBHBIX TapaJnurM, HWCIOIB3YEMbIX B HCCIIEJOBAHUSAX TI0
MPOCTPAHCTBEHHOMY OOYYEHUIO W TaMSTH, SBISETCS BOJHBIM mabupuHT Moppuca [58],
MIPEACTABISIIONTNI cOO0M OacceliH, 3aroTHeHHBIN HeMpo3padHoi Bo10i. B Gacceiine nMeercs
CKpBITasl 1oj BoJoM miuardopma. Llens skcrepuMeHTa COCTOUMT B TOM, YTOOBI OMYIIEHHOE B
BOJY JKMBOTHOE (KpbICa WJIM MBIIIb — 3TH XHBOTHBIC YMCIOT IIaBaTh, HO BOJHAs cpeja
BOCTIPUHUMAETCS MMM KaK BpaKJeOHas) HAy4HJIOCh HAXOAUTh ATy Iuardopmy (MONb3YsCh
NIPOCTPAHCTBEHHBIMH OPUEHTHPAMH) M CliacaThcsi Ha Hel. Mmeercst GONbIIOE KOIHYECTBO
OKCMIEPUMEHTAIBHBIX JTaHHBIX OTHOCHTEIBHO Mpollecca OOy4YeHHS W €ro HapyIlleHHi mnpu
Pa3IMYHBIX ATOJIOTUSIX MO3Ta.

B pabote [59] mpemnoxena poOotoTexHuyeckas mojnenb [lapsur X, oOyuaromasics
HaXOJUTh CKpbITyl0 Tuiarpopmy (puc. 7). JapBun X mepememiaercs IO TBEpHOil
MOBEPXHOCTH, HO €ro 3pUTENbHAas CHUCTEMa HE IMO03BOJISET €My BHUICTh «CKPBITYIO»
miatdopmy. OH ee 0OHApYXKUBaeT TOJBKO TOT/A, KOT/Ia HAXOAUTCS Ha TaTdopMme WA B
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HEMOoCpeACTBeHHOW Omm3octu OT Hee. OpHeHTupyeTcs poOOT IO IBETHBIM ITaHENSM,
PacIoyIoKEHHBIM BAOJIb IPaHUIL] «OacceiiHay.

. (A) N (b)
1
hidden
== platform
=
[
B3
— 1
— 1k 4
3

Puc. 7. PoGoToTexHHNUECKAsT MOJIE]b OPHEHTAMM B BOJAHOM JabupuaTte Moppuca. (A) Cxemarnueckoe
n3obpakenne «bacceiinay co ckpbitoit miatdopmoii (hidden platform), B koTopom mepemeraercst po6oT.
Hudpamu 0603HaAYEHBI pa3IHYHbIe TOUKKM Havana aBwkenus. (B) dororpadus poGoTa U OKpyKaroIIEro
npoctpaHcTsa [59].

OcoOeHHOCTh MOZENH B TOM, YTO B HEH JOCTaTOYHO TOAPOOHO M OHOJOTHYECKU
IPaBJONO00HO BOCIPOU3BEIEHBl OCHOBHBIE CTPYKTYPbl MO3ra, 3aJ€iCTBOBAHHBIE NpU
00paboTke 3pUTEIbHON MH(pOpMAIMK y KUBOTHBIX. MHpOpManus oOpabaTbiBaeTcsi B IBYX
KaHanax («rIe» W «4TO»), a THIIOKAMII MIPaeT pojb KOOPAMHATOPA HABUTAIMHA M MeCTa
xpaHeHus: paboueil mamsatu. OOy4aercst JapBuH X IMyTeM U3MEHEHUS CHIIbI CBS3CH MEXIY
HEHUpOHaMH KOPBI U TMIIIOKAaMIIa, a TAK)KE B CAMOM T'MIITIOKAMIIE.

3ameuaTeNbHbIA U HEOKUJAaHHBIA Pe3yNbTaT IKCIEPUMEHTOB C MOJIEIIBIO COCTOUT B TOM,
4yTo npHu o0ydeHuu B ee rummnokamie B noine CAl chopmupoBanuch kietku mecta (puc. 8).
D10 He ObUIO 3aMJaHUPOBAHO 3apaHee B KOHCTPYKLMM HEWPOHHOM cetu polOoTa M, IO-
BUJMMOMY, SBJISIETCS €CTECTBEHHBIM CJIEJICTBHEM OO0y4YeHMs MPOCTPAHCTBEHHOW OpHEHTAaluu
B HCKYCCTBEHHOM cucTteMe ¢  OWOJIOrMYeCKH MpaBAONOJOOHON  apXUTEKTYpoi
B3aMMOJEICTBHS TUIIIIOKaMIIa U KOPBI.

3.2. MoaeJib 1nejieHANPABJEHHOT0 MOUCKA

Wnes wucmonb3oBaTh CHHANTHYECKYIO TMOTEHIMALMIO MEXAY KIeTKaMH MecTa s
OCYIIECTBIICHUS II€JICHANPABIEHHOTO TIOMCKa (ymoMHHaBInasics B pazaene 2.3) Obuia
peann3oBaHa B BHJE MaTeMaTudeckoil mozenu B padore [60]. B aToii Mojenu mpeanokeHa
cXema 00yYeHHsI )KUBOTHOTO, KOTOPAs ITO3BOJISICT €My HaXOHUTh IIEJICBOM 00BEKT (Harpumep,
KopMmylky). llpenmonaraercs, 4YTO CHHANTUYECKHE CBSI3U MEXKIY KIETKaMU MecTa C
NepeceKaIIuMUca MoJIIMU MecTa CcOpMHUPOBAaHBI 3apaHee, TaK YTO 3ajada OO0y4deHHs
COCTOMT B YCHJICHUU OIpPEACNEHHBIX CHHANTUYECKUX CBs3€il B rpade CBszel MeExIy
KJIETKaMU MecTa.

DOta 3ajaya  pemaerca  METOAOM,  HAllOMUHAKOIMIMM  METOJ  JUHAMHYECKOTO
IIPOrpPaMMUPOBAHHUSA, COIJIACHO KOTOPOMY JJIsi HaXOKJEHHUS ONTHUMAJIbHOIO MyTH B Tpade
HAJ0 JBHUTaThCS OT KOHIIA K Hayaly, TO €CTh HauaTh C IEJEBOW BEPIIUHBI U JIBUTATHCS
MOCJIeI0BATENbHO K BCe OoJiee yalIeHHBIM OT Hee OKPECTHOCTSM JI0 TeX IOp, MOoKa MpoLecc
HE JIOMJET A0 HadadbHOM BepUIMHBI. B TepMHMHAaX MOJenu 3Ta Mpoleaypa peanuszyercs
CJIETYIOIIUM 00pa3oM.
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Puc. 8. AxtuBHOCTh KieTOK Mecta B moie CAl «rummokammay Jlapeuaa X. ITokasaHa akTHBHOCTB
YeThIpeX HEHPOHOB IPH MPOXOXKAEHHH poboTa uepe3 ux nons Mecra. OAKMH MHKCENb Ha N300pakeHUN
COOTBETCTBYET OIHOMY KBajpaTHOMy ¢yTy (H3HYecKOoro NpocTpaHCTBAa. AKTHBHOCTh HEHpPOHOB
n300pakeHa B BUJAE Tpajaluil ceporo (MakCMMajIbHOW aKTHUBHOCTH COOTBETCTBYET 4YepHbIi 1BeT). Kpyr
MOKAa3bIBACT MOJIOKECHHE TIATPopMbI [59].

B pesynbraTe HCCIIENOBATEILCKOTO IOBEJACHUS JKMBOTHOEC OOHApPY)KMBACT LICJICBOU
00BEKT. B 3TOT MOMEHT KJIeTKa MECTa, B PEIENITHBHOM I10JIe¢ KOTOPOW HAXOIUTCS IEICBOM
00BEKT, MOChLIACT BO30YKIAIOUIMHA HMMITYIbC HAa COCETHHE KJICTKM MecTa (374eCh TEpMUH
«COCEJICTBO» MOHUMAETCSI KaK COCEICTBO B rpade cBsA3eil), Te, B CBOIO OuYepe/ib, MOCHLIAIOT
UMITYyJIBCBI Ha CBOMX cocenedl m 1.1. (puc. 9). Utobel chopmupoBaTh OCTYIIYIO BOJIHY
BO30YIK/ICHHS U 3aKPbITh BO3MOXKHOCTH PAcpOCTPaHEHHs BO30YKIACHUS «HA3a.1», BBOJUTCS
OrpaHUYCHHE: KIIETKa MeCTa Iocie BO30YKICHHS CTAaHOBUTCS Ha HEKOTOPOE BpeMs
HECIIOCOOHON K MOBTOpPHOMY BO30yxaeHH0. ChopMHUpOBaBIIAsCS BOJHA BO30YKICHUS
HOCTEIICHHO YJasieTCsi OT CBOEro MCTOYHMKA. Ee pacmpocTpaHeHHEe 3aKaHYMBACTCs, KOTIa
OHA TPOWIET Yepe3 BCE KIECTKH MeCTa WM €€ JalbHEHIIeMy pacHpOCTpaHCHUIO OyaeT
NPEIATCTBOBAThH Oapbep U3 KJIETOK, Ha BPeMs MOTEPSBIINX CIIOCOOHOCTh K BO30YKICHHUIO.

a ime=0.030 me=0.050 ime=0.070 B

H

Puc. 9. PacnpocTtpanenue BosHBI BO30YXIeHUS B Mozaenu Ilonynmaka-Xondwunaa ais 1aOMPHHTOB C
KoHpurypanuei (a) u (6). Bomra Bo30yxIeHHs (ITOKa3aHa KPACHBIM IIBETOM) 3aIyCKAeTCS OT KJICTKH
MecTa, B IEHTPE PELENTHUBHOTO IOJII KOTOPOW HAXOIUTCS LENeBOM OOBeKT (KOpMyIIKa — MOKazaHa
roiyObIM LBETOM), M PACIPOCTpaHsETCs 0 BceMy JaOuUpuHTy. IToKa3aHO TpU TOJIOKEHHS BOJIHBI
BO30YKICHHS, COOTBETCTBYIOIIME TPEM MOMEHTaM BpeMeHH. PucyHku (B) M (T) MOKa3bIBAIOT, CKOJIBKO
BPEMEHH IIPOIILIO C MOMEHTA TOCIEeHEr0 BO30YKACHHS KIETKH. UEpHBIM L[BETOM IOKa3aHbl KIETKH, 10
KOTOpBIX BOJIHA BO30YXKAEHHS elle He Jouuia. DTH KIETKH B030YXkJarorcsi 0e3 orpanudenus. Jpyrue
1BeTa (0T 6eloro K KpacHOMY) IMOKAa3BIBAIOT CHOCOOHOCTH KIETKH K HOBOMY BO30YXKIEHHIO (KpacCHBIH
[IBET — MaKCHMaJIbHAsI CIIOCOOHOCTB, OEJIBII IBET — OTCYTCTBHE CITIOCOOHOCTH).

HpaBI/IJ'IO W3MEHEHHS BEJIMYMHBLI CHMHANTUYECKHUX CBS3eH (bopMmepyeTCH CJICAYIOIIUM
06p330M. CuHanThnueckas CBI3b YBCIMYNBACTCA, €CJIM OHA UACT OT KIICTKH, KOTOpOfI TOJIBKO
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YTO JOCTHIJIa BOJHA BO3OYXKACHHUS, K KJIETKe, OTKyJa 3Ta BOJHA BO30OYXIeHHs mpuiuia. B
pesyibTare B Tpade cBA3ed Mexay KIeTKaMH MecTa (OpMHpYETCsli BEKTOpPHOE IoJie
YCUJIEHHBIX CHHANTH4YeCKuX cBA3eil (puc. 10). D10 mosne M «IoJCKa3bIBaeT» KUBOTHOMY, B
KakoM HaIlpaBJI€HUHM JBUraThCs, 4TOObI M3 JIHOOOr0 HAYaJbHOIO IIOJIOKEHHSI JOCTUYb
neneBoro oobekra. Hano nBUraTeCsi 1o HampaBiIeHMIO, YKAa3bIBAEMOMY BEKTOPHBIM IIOJIEM
YCUJICHHBIX CUHAIITUYECKUX CBS3EH.

M1 onucany JIMIIb IPOCTEHINYH0 CTPATErHI0 HAaBUrallMM B pamkax monenu llonynaka-
Xondunna. Ha camom xene, 3Ta MOJenb B ONPEIEICHHON CTENEHU PabOTOCIIOCOOHA U B
YCIIOBHSX MHOXECTBEHHBIX II€Jei, W NpU HAIMYUKA IIYMOB B paboTe HEWPOHOB, U MpHU
U3MEHEHUH KOHTEKCTa (OKpysKarolled OOCTaHOBKHM). OTH JeTald MOXKHO HaWTH B caMoi
nyOnukaiuu aBTopos [60].

Puc. 10. Cunantuueckue BEKTOpHbIE NOJNs, (OPMUPYEMbIe BOJHOW BO30YKACHHS, U TPACKTOPHS
HABUTAI[MK KUBOTHOTO B JaOMPUHTAX, MOKA3aHHBIX HA puC. 9. S — cTapTOBOE MOJIOKEHHE, | — IEIEBOEC
(bunanbHOE) Mosoxkenue: (a), (6) — BEKTOpHBIE TOJS, (B), (T) — yBEIMUEHHOE M300paKeHHE BEKTOPHBIX
noJieH, (1), (€) — TpaeKTopus JTBUKECHHUS.

3.3. MoaeJsib BCIOMHHAHNSA MOCJIe10BATEIbHOCTH IPOCTPAHCTBEHHBIX COOBITHI

Kak roeopusioch B pazgene 2.3, mamsaTh O HPOCTPAHCTBE MOXKET BOCIPOU3BOJIUTHCS B
BUJIE IOCJIEJIOBATEIbHON aKTUBALMU IMOMYJISIIHUI KJIETOK MecTa B MPSIMOM WIH OOpaTHOM
MOPSIIKE B MOMEHTBI OCTaHOBOK [35] mim Bo cHe [36], a Takke y JtoJiel pyu NPUIIOMUHAHUH
AMU30/1a TEePEMENICHUsI B BUPTYyAIbHOM MPOCTpaHcTBe [61]. DTOT (pakT mocimy uin OCHOBOM
JUIs  pa3pabOTKUM MOJENM 3allOMUHAHMS IOCJEN0BATENbHOCTH COOBITUH, KOTOpas, B
YaCTHOCTH, OIKCHIBA€T 3allOMMHAHHWE U BOCIPOU3BEIECHUE IMOJIOKEHUH >KUBOTHOTO IPHU
nepeMeNIeHnu B JIMHEetHOM Tpeke (puc. 11) [62].

B monmenu mmeercsa 8 momyisinMil KJIETOK MeCTa, KaxKJaas U3 KOTOPBIX conepxur 80
kieTok. Kierku, npuHaaiexamniye oJHOW MOMyJIsSUd, UMEIOT CUIIBHO MEPECEKAOLIUECS OIS
MmecTa. [lons Mecra Bcex MOMyJSIUI HE MEPECEKAlOTCs U MOKPHIBAIOT BCE MPOCTPAHCTBO
JUHEHHOTO TpeKa, B KOTOPOM IepeMernaercs XuBOoTHoe. s ymoOcTBa M300paXkeHHs
AKTUBHOCTH MOIYJISIIMA TIPOHYMEPOBAHbI TaK, YTO OHH MOCIEA0BATEIbHO aKTUBUPYETCS MPH
MEepEMENICHUN JKMBOTHOTO ClieBa HampaBo. Bpems aKTHMBaUUM KaXIOM MNONYJsSLUU
no100paHoO TaK, YTO MOMYJSIUS OCTAETCS aKTHUBHOW B T€UEHHE MPUMEPHO OJHOTO MepHoja
TeTa-puTMa. BClIOMHHaHME NPOUCXOIUT 3a OJUH MEPUOJ TETa-puTMa IOCJIE TOro, Kak
JKUBOTHOE Jo0exano 10 KoHma Tpeka. Ha puc. 11 mnpeacraBneH mnpumep, Koraa
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MMPOCTPAHCTBCHHBIC ITOJIOKCHUS BOCHPOU3IBOIATCA IPHU BCIIOMHUHAHUU B 06paTHOM MopsAaKe
OT BOCBMOM MOMYJISILINY K MEPBOM.
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Puc. 11. 3anoMuHanue ¥ BCIIOMHHaHUE (B OOpaTHOM MOPSJIKE) MOCIEOBATEILHOCTH MOJOKEHUH MpH
NepeMeIIeHHH KPBICHI B JIMHEHHOM Tpeke. A. aKTUBHOCTb MOMYJIALUI KIETOK MecTa (YUepHBIMU TOYKaMU
MOKa3aHbl MOMEHTHI TeHEepaIliy UMITYJIbCOB), 3aTIOMUHAHNE OCYIIECTBIIACTCA B IPOMEXKYTOK BPEMEHH OT
600 mc 1o 2200 Mc, BCTIOMHUHAHKE OCYILIECTBIIAETCS B MPOMEXYTOK BpeMeHHu oT 2400 mc 1o 2600 mc. B.
yBEIMYCHHBIE ()PArMEHTHI PUCYHKA A.

JUis 3amoMUHAHUS MOCIEA0BAaTENbHOCTH IIOJOKEHUH B MOJEIM HCHOJIb3yeTCd [1Ba
npuniumna: STDP (spike-time-dependant plasticiy) u anti-STDP (anti-spike-time-dependant
plasticiy). Cornacao STDP, cuHanTU4eckue CBSA3M YCHIMBAIOTCS MEXIY JByMs HEHPOHAMH,
€CJIM NTOCTCUHANTUYECKUIA HEWPOH pa3pshKaeTcs ¢ HeOONbIIOW BpEMEHHOHN 3aepKKOH mocie
npecuHanTuieckoro Herpona. CormacHo anti-STDP, cuHanTHueckue CBS3M YCHIIUBAOTCS
MEXIy ABYMS HEMpOHaMH, €ClIM MPEeCHHANTUYECKUH HEHpOH paspskaercss ¢ HeOONbLION
BPEMEHHOH 3a/Iep’KKO Tocie OCTCHHANTHYeCKoro HelipoHa. Mcmonb3oBanne STDP mexmy
NOMYJSINMSIMM ~ KJIETOK ~ MecTa  peaJiu3yeT  3allOMHHAaHUE U BOCIPOM3BEICHHUE
NPOCTPAaHCTBEHHBIX TIOJIOKCHUH B mpsiMOM Tmopsinke, a anti-STDP - 3amomuHanue u
BOCIIpOM3BeeHNEe B oOpatHoMm mnopsiake. Ha puc. 11 mpencraBieH kak pa3 mpumep
3alIOMUHAHUS U BCIIOMHHAHHMS, UCTIONB3yromuit anti-STDP.

3.4. Moaesn (popMHPOBaHHS KJIETOK PEIICTKH

Ha cerogusmuuii neHp OOLIENPU3HAHO, YTO CHUCTEMA KJETOK PEIIETKU BBITOJIHSET
(GYHKLIMIO HMHTEIPUPOBaHMA IMYTH, B O3TOM BOIPOCE COIJIACHBI Kak  BeIylIHe
IKCIIEPUMEHTATOPbl B 3TOM 00JlacTH, Takue Kak bywxaku u Mo3sep [27], Tak U aBTOpBI
BEIYIIMX MOJCIBbHBIX paboT [63—65]. DTH mnpeacraBieHUs Jie)KaT B OCHOBE BCEX
NPEJUIOKEHHBIX MoOJeNel, OOBACHSAIOIMX MEXaHU3M IpeoOpa3oBaHUus HHOpMaLUU O
CKOPOCTH W HaIlpaBJICHUU ABW)KEHUS )KUBOTHOT'O B aKTUBHOCTB KMBOTHOTO0. Ha ceronHaimnui
JI€Hb MPEAJIOKEHO TPU OCHOBHBIX KOHLENIUU (POPMHPOBAHHS KIIETOK PEIIETKHU, KOTOPbIE
OyZAyT OMMCaHbl HIDKE.

1. OcunuiiAToOpHO-uHTEePpQEePEeHIIMOHHAsT  MOJAedb. JTa  MOJIeTb  MPOJABUTACTCS
koManioi Huna Bépmxecca ¢ coaBropamu [65—68]. Monenb ocHOBaHa Ha MPEINOIOKEHUN O
CYIIECTBOBAaHUM KOHTPOJMPYEMBIX cKopocThio ocimuisitopoB (KCO) (velocity-controlled
oscillators — VCO B tepmunosnoruu aBTopoB). KCO — 3T0 KJIETOYHBIE MOMYJISIIANA, KOTOPBIC
OPOAYUUPYIOT PUTMHUYECKUN CHUTHAl, 4YacTOTa KOTOPOrO MpPOIMOpPLUOHATbHA MPOEKIUU
CKOPOCTH [JBMXEHMSI JKMBOTHOI'O HA NPEINOYTUTENILHOE HaIlpaBJIEHHE ocuuuisitopa. B
MOJIENIA ATH HAIPaBICHUS MMEIOT IUCKpeTHhIE 3HaueHUs c¢ marom 60°. Kietkn pemerkn
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noiy4aroT Bo3Oyxkaaroumii Bxoa or KCO, a Taxke BO30YXIAIOMMA PUTMUYECKUNA BXOJ CO
CTaOMJIPHOM YaCTOTOW B JTMAIla30HE TeTa-pPUTMA.

CursHajibl 0 CKOPOCTH >KMBOTHOTO B pPa3jIMYHBIX HANpaBIeHUSX HHTEpepUpyroT Ha
KiIeTkax pemetku (puc. 12). Ilar pemeTkun B MoJaenu 3aBUCHT OT KoddduimeHTa
MPOMOPIUOHAIIBHOCTA MEXAY CKOpPOCTBIO JBUWXKEHUS >KMBOTHOro u uacrtoroit KCO.
Opuentanusa penietku 3aBUCUT OT HampabiieHnii KCO. K pgoctouHCTBaM JaHHOW MOZEIH
MOKHO OTHECTH TOT (akT, 4To (a3oBasi MpEreccHss BO3HUKAET B MOJEIH 0€3 KaKuX-ITu0o
JOTIOTHUTEJIBHBIX YCIOBUH.

®da3a umnynbca

basoBast MOIYIALHS, 90° s A
OrpaHHYMBAIOIAs / SN S -90
HMMITYJIBCALIHIO 0* & i
TIOJIOKHTEILHBIMH X 5/ A -180°
dazamu

Hopmanu-

30BaHHAs

4acToTa 0.5
HMITYJTHCOB

Puc. 12. UnTepdepeHIrs CUTHAIOB HA KIIETKE PEIISTKH MPH Pa3INYHBIX HAIPABJICHUSIX CKOPOCTH [66].
VCO — koHTponnpyembie ckopocThio octmuisitopsl, Grid cell - knerka pemerku.

2. Moaeab Ha OCHOBE CaAMOOPraHM3YOIIMXCA KapT. JTa MOJelnb ObUIa MpeiokKeHa
Crusenom ['poccoeprom u IlpaBeenom [umnu [64, 69]. [maBHBIM IpEaNONOKEHUEM MOAETU
SIBJISIETCSI CYIIECTBOBAHUE «KJIETOK TOOCh» (Stripe cells) B rimy0okux cinosix SHTOPUHATBHOM
Kopbl. CBoMCTBa KIJIETOK MOJOCHl cXoaHbl co cBoiictBamu KCO B ocHMuIATOpHO-
UHTEp(EpPEHIIMOHHON MoOJeNnn, OomnMcaHHOM Beimie. YactoTa pa3psgoB TaKUX HEHPOHOB
IIPONOPLMOHAJIbHA IPOEKIIMM BEKTOpPAa CKOPOCTH Ha BBIIEICHHOE HAIpaBIEHHE, KOTOPOE
ABJIIETCS XapaKTEPUCTUKOMN KJIeTKU 1osiockl. CIIOHM KJIETOK MOJIOCHI BO30YXK/IAeT CIOU KIETOK
pemetku (puc. 13), MaTpuua BECOB MEXAY ITHUMM CJIOSIMH HACTPaWBaETCA IO IpaBUIIAM,
CXOXuUM ¢ mpaBmiioM Xeb60a. B pesynwpraTe mporecca oOyueHus GOpMHUPYETCS yCTONYMBAs
KOMOWHAIMS aKTHBHBIX KIJIETOK DELIETKH IpH OINpPEIeJIeHHOM HAaIlpaBIeHUH JBWKCHUU
KUBOTHOTO C OIpPENEICHHON CKOPOCThIO. ABTOpPHI TaKXe PAcCMaTPUBAIOT MPOEKIMH CIIOS
KJIETOK PELIETKH Ha ol KiIeToK MecTa. COOTBETCTBYIOIIAsi MaTPULIA BECOB TaKke o0yyaercs
o npasuity Xeo0a.
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Puc. 13. YpoBHH opranusaiiu o0pabOTKH CHTHANIA O HATIPABJIEHUH M CKOPOCTH IBMXKEHHS KUBOTHOTO C
MOMOIIIBI0 caMmoopranusytomuxcst kapt (SOM) [64].

3. ArrpakropHuble Moneaun. CymecTByeT Oosblioe pa3sHOOOpasue arTpaKkTOPHBIX
MoJieeH, IPeUIOKEHHBIX PA3IMYHBIMUA aBTOpamMH. Mbl OCTAaHOBHMCSI TOJIBKO Ha OCHOBHBIX
uaesx pabot nocneaHux jget. OCHOBOHM aTTPaKTOPHBIX MOJENEH CIYKUT MPEINoIOKEeHUEe O
CYILIECTBOBAaHUM B 3HTOPUMHAIBHOM KOpE HENpephIBHBIX arTpakTopoB. [log arrpaxTtopamu
MOHUMAIOTCSI YCTONYMBBIE COCTOSHUSI HEHPOHHOW CETH, APYTMMHU CIIOBaMH, COCTOSHUS, B
KOTOPBIX MPH OTCYTCTBHH BHEITHUX CTUMYJIOB B T€UCHHE JITUTEILHOTO BPEMEHN aKTHBHBIMU
OCTalOTCs OJHU U T€ K€ HEeHpoHbl. HenmpepbIBHOCTH aTTPaKTOPOB MOAPA3yMEBAET, UYTO MEXKIY
aTTPaKTOpaMHU BO3MOXKHBI TI€PEXO0JIbl, KOTOpPbIE MOTYT IPOUCXOAUTH JHOO C TEYECHHEM
BpPEMEHHM, JUOO MOJ JEHCTBUEM BHEIIHUX CTUMYJIOB. Takum oOpa3oM, B KaKIblii MOMEHT
BPEMEHU B AaTTPAKTOPHOW CETH €CTh aKTHBHBIE HEHPOHBI, KOTOPblE KOJUPYIOT TEKyIlee
nosiokeHue. llepemernieHne akTUBHOCTH B JIpyrod aTTpakTop KOIAUPYET MepeMelleHue
KUBOTHOT'O B IIPOCTPAHCTBE.

3nech MBI pacCMOTPUM OJHO M3 Haubojee IUTHUPYEMbIX HaNpaBlIe€HUN cpenu
aTTpakTOpHBIX Moaenel [63, 70-73]. IlpumepoM MOryT CIYyXUThb HJAEH, Ppa3BUBAaEMble
bprocom MakHotonom c¢ coaBTopamu [74, 75]. OCHOBHOE MPEANONOKEHHE 3TUX PabOT
COCTOUT B TOM, YTO KJIETKH SHTOPUHAIBHONH KOpBI CIPYNIHPOBaHbl B (DYHKIMOHAJIbHBIE
kjnacteppl. CBsized MeXIy KiacTepaMd HeT. BHyTpu kiactepa HEHPOHBI HMEIOT
CHHANTUYECKUE KOHTAKTHl TOJIBKO CO CBOMMHM COCEISMH, NPH ITOM CHUJIA CBA3H YOBIBAaET C
paccTrosiHueM Mexay HeiipoHamu (puc. 14). HeilpoHsl, Haxondiuecs: Ha TpaHUIIAX KilacTepa,
WHHEPBUPYIOT HEHPOHBI HA IPOTUBOIOJIOKHOM cTOpoHE. Ha BCIO ceTh mOJaeTCsl TOHMUECKOE
topMmokeHue. [Ipenmonaraercs, 9To psAaOM pacroiOKEHHbIE HEHPOHBI UMEIOT ONM3KHe (as3bl
pELIETOK, a IMepeMelleHne LEHTpa AaKTUBHOCTH MPOMCXOJUT HE CTOJIBKO B (PU3MUECKOM
MPOCTPAHCTBE, CKOJIBKO B IPOCTPAHCTBE (ha3 PEIIETOK.

beutn mpennoxeHs! pa3znuyHble (QYHKIUM CBA3M MEXIYy HEHMpOHAMHU B 3aBHCHMOCTH OT
pasHocTu ¢a3 ux pemerok (puc. 15). OgHako o0mas uaes y BceX aBTOPOB COXPAHSIETCS (CM.
0030p [7]).
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Puc. 14. ArtpakTopHas mMozenb (GOpMHPOBaHHUS KIETOK pemieTku. A. Cxema cBs3ell BHYTpH KiacTepa
(cMm. Teker). b. YmpaBnenne ABMKEHHEM aTTPaKTOpa, CUTHAJ O HAIPAaBICHUU ABWKEHUS NPHUXOAUT OT
KJICTOK HampaBlicHHs ToyoBHL. B. [lomoxkenme «Oyropka» akTHBHOCTH B HEHPOHHOW CETH KOIHPYET
MOJIOKEHUE )KUBOTHOTO.

E /1
- { \
= |
Z 04w/ \J kf N L T \ g = 0
L2 \
a | |
= f
_: |
7 /
; b ’ 5
Phase difference Phase difference Phase difference

Puc. 15. 3aBucumMocTb BecoB cBszeil (Synaptic weight) mexnay HeifipoHamu ot pasHocTd ¢a3 (phase
difference) nx penieTox B pa3IMyuHBIX aTTPaKTOPHBIX MOAEIsX [7].

B cuny Toro, 4ro cBA3M MeXAYy HEHpoHaMH CHMMETPUYHBI U JOCTATOYHO OBICTPO
yOBIBAIOT C PAacCTOSIHMEM, B TAKOH CETH BO3MOXXHBI YCTOWYHMBBIC COCTOSIHHUSI aKTUBHOCTH, B
KOTOPBIX B KaXIblii MOMEHT BPEMEHHM aKTHBHBIM SIBIISIETCS TaK Ha3bIBAEMBIH «OYTOpPOK»»
(bump) neiiponos. Tlpu BHeIIHEM BXOJE, BO30YKMAIOIIEM COCEIHHE HEHPOHBI, OYrOpoK
AKTUBHOCTH MOXET IEepPEeMEIIaThCsl Ha COCeJHUE 00IacTH. ABTOpHI TOJAraroT, YTO TAKHM
BXOJIOM MOXET CIY)KUTh CUTHAJI OT KJIETOK IMOBOPOTA TOJOBBI, KOJUPYIOIINI HampaBlIeHUE
JIBY)KEHUS )KHBOTHOTO.

C  TOUKM  3peHHs  COOTBETCTBUSI  NPEANOCHUIOK  aTTPAKTOPHBIX  MOJENei
AKCIIEPUMEHTAIBHBIM JTAHHBIM €CTh HECKOJBKO Tpo0ieM. B dYacTHOCTH, HETOHSTHa pPOJb
Teta-putMa. [Ipu BBeleHWH B MOJAENH JNOMOJHEHHM, HapuUMep, PUTMHUYECKOTO Bxoaa [75],
MOXXHO TONYYUTh 3G(dEeKT (a30BoW MPEIECCHHU, OJTHAKO B YEM 3aKJIIOYACTCS POJb 3TOTO
SIBJICHUS, MOJeNb He omnuckiBaeT. C Opyroil CTOpOHBI, B TOCTEAHEE BpeMs aTTPaKTOPHBIC
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MOJIEIM TONYYWJIM 3HAUYUTEIbHYIO TOJJICPKKY B BUIAE paldOT, IMOKa3bIBAIOIIUX
MPOCTPAHCTBEHHYIO U (DYHKIIMOHAJIBHYIO KJAcTepU3alUI0 HEUPOHOB SHTOPUHAIBHON KOPBI
[31, 49].

Jlpyroii cymecTBeHHOW MpoOJeMOl aTTPaKTOPHBIX MOJENEH SBJISETCS CKOPOCTh
MEepPEMENICHUST aKTUBHOCTU W3 OJHOTO COCTOSHUS B COCEIHEE, KOTOPOE TEOPETUUYECKU
JOJKHO OBITh MPONOPIMOHATIBHO CKOPOCTH >KMBOTHOrO. B030yXaeHHe MO CeTH MOXKET
nepeMenaTbcs TOJNBKO ¢ 0oJiee MM MEHEE IMOCTOSIHHOM CKOpPOCTBIO, TOT/Ia Kak CKOPOCTb
YKUBOTHOT'O MOXKET CHJIBHO BapbupoBaTh. Kak monaraer OONBIIMHCTBO HCCIEAOBATENeH, 3Ta
npo0iieMa CHUMAETCs HaJTM4IueM KIIETOK PEIIETKH C Pa3HbIM MacIITaboM.

B zaxirouenue xotenoch Obl OTMETUThH €IIe OAHY M3 HEIAaBHUX CcTaTeil, KoTopas
UJICOJIOTMUECKH HECKOJIbKO OTJIMYaeTCs OT ONMUCAaHHBIX Bbimie [76]. B Heil mpemioxkeHa
Mojielb (POPMHUPOBAHUSL KJIETOK PEIIETKU 3a CYET JIOKAJbHBIX MpPaBUJ aJanTalli CBs3ei
MEXIy HEHPOHaMM B OHTOPHHAIBHOM Kope. B MOIenpHOM ceTH NPUCYTCTBYIOT
BO30Y:KIar0IIe ¥ TOPMO3HBIC HEHPOHBI (puc. 16).

Bxon, 3aparommit
MOJIOYKEHHE B
MPOCTPAHCTBE

Bxon, 3anarorumii
TIOBOPOT T'OJIOBBI

20 —E
dll B
a 1 ]
- 100 200
50r |
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1] 40 BO

Heiipon

-~ L ~
Puc. 16. Cxema mozenu [76]. I — Topmo3Hbie HelpoHbl, E- — BO30y)Kaarolie HEHPOHBI, pearupyroiime
Ha TIOBOPOT JKHBOTHOTO BrpaBo, EX — Bo3Gykaaromiye HeHpOHBI, pearnpyioNye Ha TOBOPOT KHBOTHOTO
BJIEBO.

BozOyxnatonyie HEHpOHbl HE WHHEPBUPYIOT IPYT JApyra M B3aWMOJAEUCTBYIOT TOJIBKO
yepe3 TopMo3Hble. CBA3M OT BO30YXJAIOUIMX HEHPOHOB K TOPMO3HBIM OOYy4YaroTCsl IO
npaBuily XeO000BCKOM UMIYJIbCHO-BpeMeHHOW mactuyHoctu (STDP). Csizu  Mexnay
TOPMO3HBIMM HEHpOHAMU M OT TOPMO3HBIX K BO30YXJIAlOIIMM HeWpoHaMm 00ydaroTcs IO
NpaBUIly aHTU-XCOOOBCKOW HMMITYJIbCHO-BpeMeHHOW 1uiactuuHocT  (anti-STDP).  Bcee
BO30Y)XJalolue HEWPOHBI MONY4aloT cHenu(UUecKuii BXOJ, KOAMPYIOLUIMM MOJOKEHHE
KHBOTHOTO B IpocTpaHcTBe. KpoMe Toro, Bo30ykaarolye HEHpOHbI MOApa3AeIcHbl Ha JIBE
cyononyssiiuu, L u R, pearupytomue Ha MOBOPOT KUBOTHOT'O, COOTBETCTBEHHO, B JIEBYIO U
MpaByl0 CTOpPOHY. TOpMO3HbIE HEHPOHBI MPOCTPAHCTBEHHO MOJYJIUPYEMOrO BXOJa HeE
nony4aior. Ilocne HeGonbiIoro mepuoja OOy4YeHUS MpPU CIYy4alHO CreHEPHUPOBAHHBIX
HAYaJIbHBIX 3HAYEHUSX BECOB CBS3eH B MPEIOKEHHONW MoAenu (GOpMHUPYIOTCS yCTONUMBHIE
KJIETKU PELIETKH.

3.5. Moaesn B3auMOAEHCTBHA MEKAY KJIETKAMU MECTAa H KJIeTKAMHU PelleTKH

CpCIlI/I OKCIICPUMCHTATOPOB HCT CAWMHOI'O MHCHUSA O COOTHOIICHHU AKTHBHOCTHU KIICTOK
PEHICTKN MW KJIICTOK MECTA. Kaxk CICACTBUEC, B MOJCIIBHBIX pa60Tax TaKXE MPECACTAaBJICHBI
pa3JIMIHbIC TMOAXOMBI. OI[Hy N3 TICPBBIX MOI[CHGI;'I, B KOTOpOfI KJICTKU MCCTa HaAlpsAMYIO
IMOJIYHYAarOTCA M3 KJIICTOK PEIICTKU, NPCIIIOKHUIIN CaMU MEPBOOTKPBIBATEIIN KICTOK PCUICTKH C
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coaBropamu [77] (puc. 17). IlockonbKy KJIETKH PEIIETKH HANPSIMYI0 BO30YXIAIOT KJIETKU
MecTa, BO3HHMKAeT HJes, YTO IPOUCXOIUT IEPEKOAMPOBKAa HH(MOPMALUH O TIOJOKCHUU
JKUBOTHOTO W3 OJIHOTO TMPEJACTaBICHHs B Jpyroe. B muTupyemoii paboTre XOpoIIo
IPOJIEMOHCTPUPOBAHA 3Ta BO3MOXKHOCTbH. [loKa3aHO, YTO B3BENICHHAs CyMMa CHUTHAJIOB OT
KJIETOK pEUIeTKH C pa3IUYHbIMH TapaMeTpamMH OpUEeHTaluuH, (a3pl M Imara pemeTkd
NPUBOJHT K (HOPMHUPOBAHHIO YCTONUMBON aKTUBHOCTH KIJICTOK MECTa. JTa WAaes pa3aeisieTcs
MHOTUMH aBTOpaMH TeOpeTHueckux pabor [63, 64, 73].

Grid cells Place cells
dorsal MEC dorsal HPC

ventral MEC ventral HPC

Puc. 17. IlpeoGpa3oBaHue CHrHajga OT KJIETOK PELIETKH B aKTUBHOCTH KieTok Mecrta [77]. Grid cells —
kietkn pemerku, Place cells — kinerku mecta, MEC — wmenuanbHas sHTOpuHajbHas kopa, HPC —
THUIIIIOKaMII.

Bxonbl OT KJIETOK MecCTa Tak)Ke MPUXOIAT BO BTOPOU CJIOW SHTOPUHAIBHON KOpPHI 4epes
riyOOKMe CcioW, TakuM oO0pa3oM, KJIETKH MeCTa TaKkKe CIHOCOOHBI 3HAYUTEIHHO
MOJIyJIMPOBAaTh aKTUBHOCTH KIIETOK pemeToK. Mojenu npeoOpa3oBaHusi aKTHBHOCTH KIIETOK
MECTa B KJIICTKHM PEHICTKHW HIMPOKO HE O6CY)K}IaIOTC$[ B JIUTCPATYypEC, OJHAKO BO MHOI'HMX
MOJIEISIX KJIETOK PEIIETKH HCIONb3yeTCsl MPOCTPAHCTBEHHO MOAyIHpyembld Bxofd. Ero
IENBIO SIBJISICTCS CTAOMIIM3AIlHs ITapaMEeTPOB PEIICTKH BO BPEMEHU M W30eraHne HaKOTUICHUS
OIMMOKY TP HAJTMYUH IIIyMOBOM COCTaBIISAIONIECH BO BXoje (cM. 0030p [78]).

4. 3AKJIIOYEHUE

B copeBHOBaHMSX, Tle HET YETKUX KPUTEPUEB JUIs BBISBICHUS MOOEAMTENS, BCErnaa
IPUCYTCTBYET AJIEMEHT CYOBEKTUBHOCTH. DTO OTHOCHUTCS HE TOJBKO K CHOPTY, HO U K HayKe.
Pemenus HobGeneBckoro kxomurera najieko He Oe3ympedyHbl M TMOYTH BCETAA BbI3BIBAIOT
cnopsl. Tem He MeHee, mpectmx HobeneBckoit mpeMuu OCTaeTcs OY€Hb BBICOKMM, U 3TO
TOBOPHUT O TOM, YTO KPUTEPUHU, KOTOPBIMU PYyKOBOJICTBYyeTcs HoOeneBckuii KOMUTET, XOTSA U
HE HCKJIOYalOT OLIMOOK, HO B OOJBIIMHCTBE CIIy4yaeB IO3BOJIAIOT BBIJICIUTH Haumbosee
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3HaYMMBbIe Hay4YHbIC JOCTIDKEHHS. B CBS3M ¢ 3TUM MmoJie3HO OyIeT Ha mpuMepe HOOEIEeBCKUX
naypeatoB 1o ¢usuonoruu u MemunuHe 3a 2014 roxm mombITaThes CHOPMYITHMPOBATH
HEKOTOpBIE PEIENThl Ul HAayYHBIX HCCIEAOBaHMM, nenatouiue monydyeHue HobOeneBckoid
npeMun 0oJiee BEPOSTHBIM.

1. He GosiTbes nckaTh (EHOMEH, B CYIIECTBOBaHHME KOTOPOro mano Krto BepuT. Korma
O'Ku¢ HaumHas CBOM SKCIEPUMEHTHI, OHU IPOTUBOPEUMIIN YCTOSBIIUMCS IPEICTABICHUSIM O
pOJM OTAENBHBIX HEWPOHOB B 3amoMuUHaHMM uHpopMmanuu. OcoOEeHHO 3TO Kacaloch
HEHPOHOB B CTPYKTypax, OTBEYAIOLIMX 3a CIOKHYIO0 00pabOoTKy HH(OpMAIHH.

2. B oKcnepuMEHTE HCIIOJIb30BaThb BCIO MOIIb MMEIOIIMXCS HA JAHHBI MOMEHT
UHCTpyMeHTanbHbIX cpencTB. O'Kudp u Moszepsl HCHONB30BaIM caMble IEpeloBble
IKCIIEPUMEHTAJIbHbIE METO/Ibl, KOTOPbIE MMEIUCh HA MOMEHT MPOBENEHUS SKCIIEPUMEHTOB.
O'Ku¢ Obul OZHUM M3 NEPBBIX, KTO CTaJll PErUCTPUPOBATH HEHPOHHYIO AKTHUBHOCTb Y
CBOOOJHO TIepeMEUIAloIUXCs JKUBOTHBIX. M OH, m Mo3epsl Hayanu HCHOJIB30BATH
MHOTI'OKAaHAJIbHYIO PETUCTPALIMIO AKTUBHOCTH, KaK TOJIBKO 3TO CTAJIO BO3MOXKHBIM.

3. ObecneunTh MaKCHUMAJIbHYIO «OYHCTKY» HKCIEPUMEHTa OT IMOOOYHBIX (PaKTOPOB,
3aIyMIIIIOLUX  pe3yibTaThl. B HeWpo(u3MOIOrH4ecKux HUCCIeAOBaHUAX —I0JIydyaeMble
UCXOJHO JaHHbIE, KaK MPaBUJIO, COJEP’KAaT BBICOKUN YpPOBEHb ILIYMOB, B KOTOPBIX TOHET
noje3Hass uHpopmauusa. Hy)KHO MOTpaTUTh 3HAYUTENIbHBIE YCHJIUS, YTOObI YHU(UIIMPOBAThH
YCIIOBUSL DKCIEPUMEHTOB U HAMTHU MOAXOMSAIIUE CTATUCTUYECKHE METOJbI JJIS MOJABICHUS
IIyMOB.

4. B oTBET Ha KPUTHKY MCKaTh HOBBIE JKCIIEPUMEHTAJIbHBIE M TEOPETHUECKUE (PaKTHl,
HOATBEepKIatoIMe (EHOMEH U Jarolllie €ro JOMNOJIHUTENbHbIE XapaKTepUCTUKU. Pe3ynbraTsl
O'Kuda u ero xosuier B T€YEHHUE JUIUTEIBHOIO BPEMEHU IO/IBEPIaIUCh COMHEHUIO U OCTPOI
KpuTtuke. TeM He MeHee, 3TH YyuYeHble NPOSBWIM HACTOMYMBOCTH M MPOAOIDKAIN CBOU
UCCJIEIOBaHMsI, IIOCTEIIEHHO HAaKaIuluBas HOBBIE pe3yiabpTaThl. llocreneHHO K 3TOH
JeSITeIbHOCTH MOJKIIOUYUINCH Jpyrue JadopaTopuu. ITO a0 He3aBUCUMOE MOATBEPKICHHE
pesyabTatoB O'Kuda n pacmmpuiio ux noaaep>XxKy B HAydHOM COOOIIECTBE.

5. Yuuthcs W paboTaTh B XOpOIIMX JabOpaTOpHsX B pas3HbIX cTpaHax. OOmarbes u
COTPYJIHHUYATh C KOJUIEraMH, HauboJjee MpOJABUHYBLUIMMUCS B HUccienyeMoi obiactu. JTo B
HauOoJbIIeH CTETIEH OTHOCUTCS K cymnpyram Mo3sepaM, KOTOpble YYHJIUCh U paboTaiu B
Pa3HbIX CTpaHax U TECHO B3aWMOJEWCTBOBAIM C BEAYIIMMH CHEIHAINCTAMU 10 MCUXOJIOTUN
U HeHpOo(U3M0I0THH 00yUEHHSI JKUBOTHBIX.

6. Kutp nonro. 3to, KOHEYHO, OTHOCUTCA He ToiabKo K O'Kudy, 3T0 BoOOIIE TUITHYHO
JUI HOOENEeBCKUX JiaypeaToB. Mo3epsl, MONyYHBLIME NpPEeMHUI0 yepe3 9 JeT mocie CBOMX
OTKPBITHH, SBIAIOTCS MCKIIOUEHUEM. BakHble HaydHblEe pe3yibTaThl TPEOYIOT CEephe3HOM
IIPOBEPKHU, KOTOPasi HEPEAKO 3aHUMAET MHOTHUE IE€CATUIIETHS.

7. beith mobumuem Yaauu. Y O'Kuda u Mo3epoB OblM 04€Hb CUIIbHBIE KOHKYPEHTHI Ha
nony4yenue HobGeneBckoil mpemMuu. BeposTHO, B NPUHATHN PELIEHUs B MX MOJb3Yy KaKyK-TO
poJib Urpajdd BHEWIHUE (AKTOpPbl, TaKMe€ KaK CTUMYJSIIMS OIpeleleHHON olnactu
WCCJIEJOBAHMM, TOOIIPEHNE HAyYHOW Koolepaluu B EBpomne, BO3pacT NMPETEHAECHTOB U T.[.
Mo>HO cKa3aTh, UTO BBIOpAHHBIM JlaypeaTaM IMOBE3JI0, HO HEJb3sl HEe MPU3HATh UX 3aCiIyr B
TOM, 4TO TO Be3e€HHE OBIJIO PEaTN30BaAHO.
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IMPUJIOXKEHUE

Kparkas 6morpaguyeckasi cnpaBka o Ho0eJIeBCKHX JiaypeaTax no (pu3uoJI0rum u
menqumuHe 3a 2014 ropx

J:kon O'Ku¢ pommncs B Heio-Hopke B 1939 romy. SIBisercs OZHOBPEMEHHO
rpaxnannaoM CHIA u BenukoOpurtanuu. J[OKTOPCKYIO CTeNeHb MHOJIy4Ma B 28 JeT B
KaHaJckoM YHuBepcutere Maklwma. B kauecTBe mOCTAOKTOpaHTa paboTan B
YHUBEPCUTETCKOM KoJuiepke JIoH0Ha, TIe BIOCIEACTBIM CTal IPOQPeccopoM KOTHUTUBHOM
HelipoOuosnoru. B Hacrosimee Bpems sBisercs AupekropoM lLleHTpa 1o u3ydeHwHro
HEHPOHHBIX LIENIEN U MIOBEICHHUS IPU 3TOM YHUBEPCUTETE.

dnBapa Mosep poawics B Hoperuu B 1962 roay u monydusl CTENEHb JOKTOpa B
obnactu Hepodusumonoruu B 1995 rony B YHuBepcurere Ocno. CBOIW0 eATEIHHOCTh B
KauyecTBE MOCTJOKTOPAHTa BEJI BMECTE CO CBOEH KeHOM B YHUBepcurere DIuHOypra, HHOTaa
HaBeras jJaboparoputo neporo naypeara — Jlxona O'Kuda B Jlongone. B 1996 rony on
yexaa B YHHMBEPCUTET HayKH U TexHojoruil B TpoHxeliMe BMecTe cO CBOEH JKEHOU, a B 1998
rogy cran Tam npodeccopom. B Hactosimiee Bpemsi DnBapn Mosep Bosriasisier MHCTUTYT
Kapnu o cucteMHbIM HElipoHAyKaM B TOM K€ YHUBEPCUTETE.

Mbjii-bpur Mosep poxunack B 1963 rony. M3ywana ncuxosjoruro BMECTE CO CBOUM
Oynymmum wmyxem B YHuBepcutere Ocno. I[lomyunna JOKTOPCKYHO CTENeHb IO
Helipopusmonorn B 1995 romy, a 3arem paboTasia B KadecTBE IOCTIAOKTOpPAHTA B
Yuuepcurere DauHOypra, OJHAKO YacTh CBOEH IESATENbHOCTH Bella B YHUBEPCUTETCKOM
koiutemke Jlonmona. B 1996 rony Beprynack B HopBeruto u crana pabotaTh B Y HUBEPCUTETE
Hayku U TexHosorun B ropoge Tpouxeiim. B 2000 rogy Mpsii-bpurr Mozep crana tam
npodeccopoM HEUPOPHU3UOJIOTHH, a CceiiIac BO3IIIABIISACT IICHTP HEHPOHHBIX BBIYUCICHUH.

[TopTtpets! TaypeaToB npuBeaeHbI Ha puc. 18.

Puc. 18. IToptpers! naypearoB Hobenesckoii mpemuu 1o ¢usunonoruu u meauiune 3a 2014 r. (A) xox
O'Kuo. (B) Mait-bputt u Dnsapa Mo3sepsi.
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