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Paszoen I1I. Hetipogpusuonocuueckue 0CHOBbI KOZHUMUBHOU AKMUBHOCIU

HenpoHHoe obecneveHune
Hay4YeHust 1 namaTu'

0. . Anexcauapos, A. I'. T'opxuH,
A. A. Co3zunos, O. E. CapHuK,
E. A. Kyauna, B. B. 'aspuios

Wucruryr ncuxonorun PAH
yuraalexandrov@yandex.ru

B nacrosieii craTbe paccMaTpUBAIOTC CUCTEMHBIE 3aKOHOMEPHOCTH, JIeKAIIe B OCHOBE
Hay4YeHUd U JUHAMUKHU [TIaMATH. B KayecTBe HeﬁpOHHbIX MeXaHu3MOB Hay4YeHUd U KOHCOJIHUda-
LMW IAMATH PACCMATPUBAETCSA CTAHOBJIEHUE HOBBIX CIIEIIUATM3AII HEHPOHOB OTHOCUTEIBHO
CHCTEM BHOBB (POPMHUPYEMBIX ITOBEIeHUYECKHX aKkToB. CTaHOB/IEHHE HOBBIX CHEITUATU3AINEN B
mpoliecce UHANBUAYAIBHOTO PA3BUTHS OLIEHUBAETCSA KAK IPojoJIKeHue punorenesa. Pacema-
TPUBAIOTCA 0COOEHHOCTH HEHPOHHOTO 00eCcredeHus IIOBeJeHNsI Ha TI0CIeI0BATeNbHBIX CTal1-
AX HAyYeHHs, y TPe/ICTABUTEIeH PA3HBIX BUAOB U y WHIWBHU/OB OIHOTO BH/A, UMEIOL[UX pas-
HYI0 UCTOpPHUI0 (DOPMUPOBAHMSA BHEIIHE CXOMHOTO moBefeHus. OGCysaaeTcsa poib MPOIeccoB
CeJIeKINH, PEKOHCOIUJAIMOHHBIX MOAU(UKAIMN paHee c)OPMUPOBAHHON HAMSITH, SKCIIPEC-
CHU TeHOB, HeHporeHe3a u amonTosa B Haydennu. O60CHOBBIBAETCI CHCTEMHAs TPAKTOBKA (he-
HOMEHA JI0JITOBPEMEHHOM noreHnuanun. B 3axmouenne npegiaraercs 0600mamoIias cxemMa, B
KOTOPOH IIPECTABIEHbI BAPDHAHTHI U STAIbI (POPMUPOBAHUS IAMATH.

Karoueswle caoea:
IaMsATh, Hay4yeHue, KOHCOMUIAIUA TaMATH, PEKOHCOIUAAIUS IaMATH, allolIT03, HedporeHes,
CIeIUAIN3AINs HeMPOHOB, CHCTEMOTEHE3, SKCIIPECCUS T€HOB, I0JITOCPOYHAS OTEHITUAIU

Neuronal subserving of learning and memory

Yu. I. Alexandrov, A. G. Gorkin,
A. A. Sozinov, O. E. Svarnik,

E. A. Kuzina, V. V. Gavrilov
Institute of psychology, RAS
yuraalexandrov@yandex.ru

This article discusses systemic regularities of learning and memory dynamics. As neural
mechanisms of learning and memory consolidation we consider appearance of neurons specialized
in relation to systems of newly formed behavioral acts. The rise of new specialization in the process
of individual development is evaluated as a continuation of the phylogeny. Neuronal subserving
of learning and memory processes depends on learning stages and learning history, and also
varies in different species albeit overt behavior in all these cases may look similar. We reconsider
roles of processes of neuronal selection, reconsolidational modifications of previously formed
memory, gene expression, neurogenesis and apoptosis in learning. Systemic interpretation of
the phenomenon of long-term potentiation is also suggested. In conclusion, the article presents a
summarizing scheme of memory formation through different options and stages.

Keywords:
memory, learning, memory consolidation, memory reconsolidation, apoptosis, neurogenesis,
specialization of neurons, systemogenesis, gene expression, long-term potentiation

! Hccnenosanue noxguep:xano rpanramu PITH® (Ne 14-06-00155a) u PODPU (Nel4-06-00404a; Ne
12-06-00077a).
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BBenenue

3ajiaua HACTOAIIEH CTATHH — PACCMOTPETD SKCIIEPUMEHTAIbHBIE JAHHBIE U KOH-
IIETIUH, OIHCHIBAIOIINE JUHAMUKY aMsATH: ee (popmupoBanue de novo (pu Hay-
YEHUH) U MPOIECCHI MOCIEeAYINel akTyalIn3allui U Peopranusaruu. [10CKoabKy
CHCTEMHO-3BOJIOIIMOHHBIE TIPECTABICHU, KOTOPhIE CIYKAT METOIOIOTHUECKON
0a30¥ IpeIaraeMoro PacCMOTPEHMUsI, CYIIEeCTBEHHO OTIMYAIOTCS OT TPAIUIIMOH-
HBIX, PACCMOTPHM II€pPBbIE ITOAPOOHEE.

1. Teopusa pyHKIIHOHAIBLHBIX CHCTEM

CurCcTeMHO-9BOIIONMOHHBIE [IPECTaBIeHus C(OPMYJIUPOBAHBI B CHCTEMHOM
MICUXO(DUBHUOIOTHH, KOTOPAs SIBISETCI PA3BUTHEM TEOPUU (PYHKIIMOHAIBHBIX CH-
crem (T®C). B TOC 6nu10 paspaborano MOHATHE O CHCTEMOoObGpasymoileM dak-
TOpe, KOTOPBIi, OTPAHUYUBAET CTEIIEHH CBOOOMBI 3JIEMEHTOB CHCTEMBI, CO3JaBas
YIIOPAIOYEHHOCTh UX B3aMMOIEUCTBUsA, U OKA3bIBAETCA M30MOP(MHBIM JJIS BCEX
CHUCTEM, II03BOJIAS HCIIOIH30BATh ITOHATHE CUCTEMBI [JIs aHAIN3a CaMbIX Pa3HbIX
00BEKTOB U CUTyauuii. ITUM (PaKTOPOM SBIAETCA Pe3y/1bmamm CACTEMBI — II0JIe3-
HBII IPUCIOCOOUTENBHBIHA 3(P(IEKT B COOTHOLIEHNY OPTaHU3Ma U CPEMIbL, JOCTHUTA-
€MBbIH IIPU pearn3anuu cucTeMbl. Takum 06pasoM, B KA4eCTBe JeTePMUHAHTHI I10-
Bemenus ¢ Touku spenus TPC paccmarpuBaeTcs He npouLioe no OMHOWEHUIO K
Hemy cobvimue — cmumyn, a 6yoyuiee — pesyabmam.

Kaxnm o6pasom pesyasTaT — coObITHE, KOTOPOe HACTYIIUT B OyIyIlleM, MOKeT Jie-
TEPMHHHUPOBATH TEKYIIYI0 AKTUBHOCTD, ObITH ee npuannoii? [L.K. Anoxun perm sTor
«BPEMEHHOM [apaj0KC», UCIIOIH30BAB IOHATHE 0 MOIEIH OY/IyIIero pesyibraTa — eJH,
KOTOpas M BBICTYIIAET B KAYEeCTBE TAKOH JIeTEPMHHAHTHI, M paspaboTaB IIpencTasie-
HEe 06 aKIeITope pesyJIbTaToB AeHCTBH, (hOPMUPYEMOM JI0 PEaIbHOTO IIOSIBJICHUS Pe-
3yJbTaTa M COIEP:KAIIEM ero IPOrHo3upyeMble mapamerpsl. Takum o0pasom, AHOXHMH
YCTPaHWI IPOTUBOPEYNE MEKIY Kay3albHbIM U TeJIE0JOTMIECKIM OIICAHIEM [I0Bee-
HUS, CAENAJI TIOCIeHee IPHEMIEMbIM, B TOM JHCIIE U I «Kay3aJIACTOB», T.e. TeX HC-
creioBaTesieil, KOTopble CIUTAI0T, YTO HAYKA MMEET JIEJI0 TOJIBKO C IPUIUHHOCTHIO U 663
Hee HEeBO3MOKHO HUKAKOe 00bsCHeHre, HUKAKoH 3akoH (Bymre 1962).

B T®C yrBep:xmaercs, 94T0 1A IOHUMAHUA aKTHBHOCTH HHAWBU/IA CIEIyeT U3-
y4aTh He «(DYHKIIMU» OTHEIHHBIX OPTAHOB MM CTPYKTYP MO3Ta B MX TPAIUIIAOH-
HOM NOHUMaHUU (KaK HEeIOCPeACTBEeHHBIX OTIIPABIEHUH TOTO MIM HHOTO cybcrpa-
Ta, B TOM YKCJIe HEPBHOTO: CEHCOPHAA (DYHKIIHS, MOTOPHAA, MOTHBAI[MOHHAA, KOT-
HUTHBHAS] U IIp.), & OPTaHU3AIHIO0 I[EJIOCTHHIX COOTHOLIEHUH HHANBHAA CO CPENOi
IUIS TIOJIyYeHHUsI KOHKPETHOro pesyibrara®. PaccMorpeB (hyHKIIHMIO KaK TOCTHIKE-

2 BmnocienHee BpeMs IO aBJIeHUEM T0y4aeMOoro B HelpoHayKax (DaKTHIeCKOro MaTepuasa aBTo-
paI (1m0 Bee#t BupuMocTH, He 3HakoMble ¢ TOC, chopMyTUpOBAHHON B IIEPBOM IIOJOBHUHE IPOIILIOTO
Beka (cM., Hanp., B Anokhin, 1974)), npuxonsT  y6esxIeHNI0, YTO HEOOXOUMO OTKA3aThCS OT TPa-
IWIMOHHBIX IIPEICTABICHUH 0 BOBIEYEHHUH OT/IeIbHBIX CTPYKTYP MO3Ta B Cliellu(uIecKue IepIier-
THUBHBIE (CEHCOPHBIE), KOTHUTHBHBIE W UCIIOJHUTEIbHBIE (MOTOPHBIE) (DYHKIIMH; AKTUBHOCTD BCEX
CTPYKTYP MO3Ta 06eCIedrBaloT IIPOLIECChl, JIeKalde B OCHOBE pealu3aluy OBeleH s : aKTyalu-
3anuio Habopos cucteM, ux ceneriuio (Cisek, Kalaska 2010).
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HHue 9Toro pesymnbrara, II.K.Amoxun ompemeauns ¢hyHKYUOHAAbHYIO CHCTEMY Kak
KOMILJIEKC W30MpATeNbHO BOBJIEYEHHBIX KOMIIOHEHTOB, y KOTOPBIX B3aMMOIEH-
CTBHE W B3aMMOOTHOIIIeHHe ITprodperaeT xapakrep B3aumoCOgeiicTBrs, HAIpPaB-
JICHHOTO Ha TOJydeHue II0JIe3HOTO pesdyiabrara. [10006nas «cucmemmuas» Qyrk-
yus He moycem 6vimv A0KAAU308aHA. OHA COOMHOCUMA MOALKO C OP2ZAHUIMOM
KaK yenvim, e3aumodelicmayouum co cpedoll.

2. CucreMHaA ICUX0(PU3UOJTOTHA

MsmorosieTHre HCCAETOBAHMS, ITPOBOJUMBIE HAIIUM KOJLUIEKTHBOM, IIPHUBENN
K popMupoBanuio HAy4dHOU MIKOIEI (Anmekcammpos, lllesuenko 2004), cucreMHO-
spostroronHoro moxxoma (IlIeeipkoB 1988, 2006 Anexcamapos, KpsutoB 2005;
Anexkcaunpos 2009) 1 HOBOM IUCIMILIAHBI: CHCTEMHOM IICUX0(PHU3HUOIOTHH. OiHI/IM

M3 Han6onee Ba/HBIX 9TAIIHBIX PE3yJbTaTOB Ha 9TOM IIyTH ABUJIOCH
Ero cyTs B TOM, 4YTO ICUXUYECKUE TBJIE-

HUS, XapaKTepU3yIoIlye OPTaHN3M U II0BEIEHYECKIH aKT KaK I1eJioe, U HeHpodusu-
OJIOTHYECKHE SBJIEHMUs, IIPOTEKAIOIIYe Ha YPOBHE OTAEIbHBIX 9JIEMEHTOB, COIIOCTA-
BHIMBI TOJIBKO Yepe3 MH()OPMAI[HOHHbIE CHCTEMHBIE IIPOIIECCHI, T.€. IPOIeCChl Opra-
HU3AITUH 9JIEMEHTAPHBIX «MEeXaHU3MOB» B (PYHKIIMOHAIBHYIO crcTeMy. MHadue roBo-
ps, IICUXUYECKUe SBIEHUS He MOTYT OBbITh HAMIPSMYIO COIIOCTABJIEHBI C JIOKATIH3Ye-
MBIMH 3JIEMEHTAPHBIMUA (DU3UOJIOTMIECKUMH SBJIEHUAMU (KaK 9TO [JeIaeTcs B Tpa-
IUIUOHHON (PHU3HMOJIOTHH U IICUXOJIOTHH), 8 TOIBKO C IIPOIECCAME WX OPTaHU3aIiH.
IIpwu sToM mecuxosormyeckoe 1 PU3UOIOTHIECKOE OIMCAHNE IIOBEIEHUS OKa3hIBAIOT-
¢Sl YACTHHIMHY ONKMCAHUAMHY OJHUX U TEX JKe CHCTEMHBIX IIPOIIECCOB.

CienyeT Moq4epKHyTh, YTO IIPUBEIEHHOE CUCTEMHOE PellleHHe IICHX0(U3U0II0-
TUYECKOH MpOo06JeMbl SBIAETCH MPUHITUINAIBHO aHTUPEAYKIHOHUCTCKUM® (II0-
pobuee cm. B Anmercauapor 20046, 2005; IlIsbipros 2006). Muage roBopsi, Joruka
9TOrO PEIIeHUs OIpPeAessieT HEBO3MOMKHOCTh «T€OPETUIECKOr0 PeryKIIMOHN3Max»
(uHTEpIpeTaIUsa 3aKOHOMEPHOCTEN OJHOTO0 YPOBHSA B TEPMHUHAX TEOPUU APYTOro
YPOBHSA; CM. KJIaccuuKaImio TUoB peaykrnuonnsma B Dudai 2002), mpore roso-
P, CBEIEHHUS IICAXUIECKOTO K (DPU3HOIOTHIECKOMY.

Cneyuguueckue 3a0any CHCTEMHOU ICUXO(UBMOIOTUH, COCTOAT B

ITockonbKy cucTeMHAA IICUXO(HU3HUOIOTHI OTBEPTAET napaduzmy peaxmusHo-
cmu, popMynupysa B paMKax napaduzmbl AKMUusHOCMU TIOJOMXKEHHWe O HaIlpas-
JIeHHOU B Oyaylllee aKTUBHOCTH He TOJNHKO WHIWBHUAA, HO U OTEIbHBIX HEHPOHOB

3 AHTHPEIyKIIMOHMCTKUN XapakTep MPUBEJEeHHOTO CHCTEMHOTO PEIleHHUs ICHX0(PU3UOTIOTHIECKON
po6IeMbI MOYKHO OLIEHHUTH KAK OYeHb BAYKHYI0 0COOEHHOCTH IIOCTEIHEro. OTa BAjKHOCTb MOKET
OBITH IIPOZIEMOHCTPUPOBAHA, HATIPUMED, IIPU 00PAIeHUH K OJHON U3 KJI0YEBBIX IPOGIeM ICHXO-
JIOTHH — TIpo6IeMe CO3HAHMsA. ¥ TBEP:KIAeTCs, YT0 UMEHHO II0TOMY, 9TO «COBpEeMeHHAs HayKa ecTh
PENyKIIHOHUCTCKOE, AHATTUTHIECKOE TIPEICTABICHNE O CIAOKHBIX ABJIEHUAX, a CyObeKTUBHAA [IPU-
PO CO3HAHUS HE MOAAAETCS YIPOILEHHIO, ... TeOPH [CO3HAHMS]| HAXOMUTCS /71 HAC BHE IIPEIEIOB
nocsaraemoctn» (Kammens 2012, c. 551).
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(cM. HHKE), TIOCTONIBKY OHA 00ecIiedrBaeT BOBMOKHOCTb M30aBUTHCA TAaKKe U OT
SKJIEKTHKH, YaCTO MTOSBIAONIENCA IPYU IPUBIEYEHHUH I O0BACHEHNUS OpraHu3a-
IIUH TeJIeHAIPaBIeHHOTO TOBEIeHNU MPeNCTaBAeHUH 0 ped)IeKTOPHBIX MEXaHU3-
Max (cMm. B Asekcanapos u ap. 1999).

ITapagurMa axkTuBHOCTH. PaccMoTpeHue MOBeIeHUS KaK HAMPABIEHHO-
ro B Oymyiiee, BRIIOUYAET MOHUMAaHWE aKTHBHOCTH KAK MPUHITAMHAIBHOTO CBOH-
CTBa ;KMBOU MaTepuu; KOHKpeTHasd ;Ke hopMa MPOABIECHUSI AKTUBHOCTH 3aBHUCHUT
OT ypoBHs oprammsarnuu sToi marepuu (Anoxuu 1978). I[IpuHIun akTUBHOCTH
YTBEP:KIAeT, 4YTO JefCTBHe WHINBHUIA HANIPABIEHO B OymyIlee, UMeeT CBOIO Iellb
(Mozmenp pesyabraTa) U €10 00ycioBieHO. JleTepMuHAIIMSA MEHCTBHA MMeeT BHY-
TPEHHIOIO 10 OTHOIIEHHUIO K WHANUBULY IIPUPOY.

B rnaccuueckom Bapuante TOC Brmouaer nowamue “nyckosozo cmumyna’”.
IIpu arom mpesmomaraeTcs, 9TO BCA OPraHU3AIlU IIPOIECCOB B CHCTEMeE, OIpee-
JgeTcs TeM, KaKOH pe3yabTaT JOCTUTAeTCSd TAHHOU CHCTEMOH. A CTUMYI JIHUIIb
«3aIlyCKAeT» y:Ke CIIOKHMBIIYI0O HHTETPAITHIO SJIEMEHTOB, SBJIIETCH CBOEOOPAZHBIM
tpurrepom. U guiiib K 9TOMy CBOAUTCA €ro 3HaYeHne. Kaxymasaca Heo6X0auMoCThb
HCTIO30BAHUS TOHATHUSA «CTUMYJ» omnadaem TIPU PACCMOTPEHHH ITOBeIeHYe-
CKOTO aKTa He H30JIMPOBAHO, & KAK KOMIIOHEHTA MOBEIeHIECKOTO [KOHTHHYyMa:
TIOC/IeTOBATEIFHOCTH aKTOB, COBEPIIIAEMbIX HHAUBUIOM Ha MPOTIKEHHUU €T0 U3~
uu. Creyomui akT B KOHTHHYYMe Pealu3yeTcs Iocae JOCTHKeHHUA U OIIeHKH pe-
3yJbTaTa IPeabIIyIIero akra. JTa OIeHKa — HeoOX0oauMas 4acTh IIPOIeCCOB Opra-
HHUBAIUY cefyoiiero akra (adgepeHTHBIN CHHTe3 U IPUHATHE PeIleHus), KOTO-
pble, TAKUM 00pa3oM, MOTYT OBITH PACCMOTPEHBI KaK IIPOIECCHI TIePexoa OT OTHO-
ro aKTa K ngpyromy. Mecra 15 cTuMmyaa B TakoM KOHTHHYyyMe HetT. C TeMu usme-
HEHUAMH CPebl, KOTOPbIE TPAIUITHOHHO PACCMATPUBAIOTCA KaK CTUMYJI I JaH-
HOTO aKTa, B Je(pUHUTHBHOM ITOBEJIEHUN CBA3aHO MIPEIbIAYIilee IOBeIeHe, B paM-
Kax KOTOPOTO 9TH

— nenu. B ciydae eciay BO3HUKAET HEOKUIAAHHOE M3MEHEHUE
cpeJbl, KOTOpoe He IPEeABU/IENIOCh B PAMKAX IIPEAIIECTBYIOIIET0 eMy IIOBEIEHHUT,
JaHHOE U3MEeHEeHHe MOKeT 00yCIOBUThH pasHble BAPHAHTHI MOAUMUKAIINN KOHTH-
uyyma (Amercaunapos 2004a), HaripuMep, TOBTOP IPEPBAHHOTO AKTA WK yCTPaHe-
HHe BO3HHUKIIIETO PAacCOTIacOBaHMI 3a CYeT cucreMoreHnesa (cMm. namee «B Haua-
21e hopMuposanUs RNAMAMU — PACCOZAACOBAHUE» ).

AKTHBHBIN HeHMpoH. B napaaurmMe aKkTUBHOCTH KapAWHAIBHO MEHSETCI He
TOJILKO TIOHUMAaHWe (PYHKITMOHUPOBAHUA I1€I0CTHOTO WHANBUIA, HO ¥ OTAEIbHOU
KJIETKH MHOTOKJIETOYHOro opranmama. C MO3UIMM TMapajurMbl PEaKTHBHOCTH B
OCHOBE PEeaKIuH JEKUT MMPOoBeeHre BO30Y:KIeHUA 10 pedIeKTopHo# ayre (Mau
cetu). HelipoH mipu 5TOM OKas3hIBAETCA DIE€MEHTOM, BXOIAIINM B PeIEKTOPHYIO
IIyTy, a ero (pyHKIHsI — obecrieueHreM IpoBeieHud Bo30y:kaeHusA. Torma J0rudaHo
paccMoTpeTh UMITYyJIbCAIIUI0 HEHPOHA TaK: OTBET HA CTUMYJ, IIOAEWCTBOBABIINN
Ha HEKOTOPYIO YaCTh IOBEPXHOCTH HEPBHOHU KJIETKH, MOKET PaCIPOCTPAHATHCS
JlaJIbIIe IO KJIeTKEe U IeHMCTBOBATh KaK CTUMYJ Ha [PyTrUe HEPBHBIE KIETKU.
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IIpuBenenue mpencraBieHus 0 JeTEPMHUHAIINKM aKTHBHOCTH HEHPOHA B COOT-
BETCTBHE C TPeOOBAHWIMHU CHCTEMHOU HNAPAJUTMbI OBIIO JOCTUTHYTO OTKA30M OT
paccMOTPEHHU UMITYJIbCAIIMY HEHPOHOB KaK PEAKIINY HA CHHAITHYECKUH IIPUTOK
U IPHUHATHEM IIOJIOKEHHSI O TOM, YTO HEUPOH, KaK U Jrobas :KuBad KIeTKa, pea-
JIN3yeT TeHEeTUYEeCKyI0 IIPOTpaMMy, HY:KIAdCh IIPH 3TOM B MeTaboJIuTax, IIOCTY-
maroumx K HeMy ot apyrux kiaetok (IlIseipkor 2006). B cBa3u ¢ atum mocueno-
BaTEIBHOCTb COOBITHH B (DYHKIITHOHUPOBAHUY HEHPOHA CTAHOBUTCS AHAIOTHMIHOM
TOH, KOTOpas XapaKTepu3yeT aKTUBHBIH I[eJIeHAIPABIEHHBIN OPTaHU3M, a €T0 UM-
IIyJIbCaIl¥s — aHAJOTUYHOM aeicTBrio nHauBraa (Amexcarnapos u ap. 1999; Asexk-

Cawm ke HeHpoH IIpeacTaeT He Kak

«IIPOBOJHUK» WK «CyMMATOP», & KAK OPTaHU3M B OpraHu3Me, 00eClednBaOIUI
CBOH «IIOTPEOHOCTH» 3a CUeT MeTAO0IUTOB, IIOCTYIIAIOIINX OT APYTHUX SIEMEHTOB.
Heiipon obecneuusaem «nompebrocmu» ceoezo memaboausma, 066edunAACy

¢ Opyzumu dnemMeHmamis OP2aHUIMa 8 yHKYUOHAIbHYI0 cucmemy. PopMupoBa-
HHe HOJ00HBIX 00beIMHEHWI BBICTYIIAeT KaK MeTaboIndecKas KOOIepAaIus Hel-
poHOB. PacecMoTpeHue HelpoHA KAK OPraHW3Ma B OPraHM3Me COOTBETCTBYET 9BO-

JIIOIMOHHBIM IPEICTABICHUSIM O 3HAYUTEIHLHOM CXOICTBE MEWKIY 3aKOHOMEPHO-
cTsIMU 00€CIIeUeHus JKU3He eI TeIbHOCTA HeHPOHA U OJJHOKJIETOYHOTO OpraHu3Ma.
TTokasaHo, YTO OMHOKIETOYHBIE OPTAHU3MbBI B KOJIOHUSX, KAK M KJIETKHA MHOTOKJIE-
TOYHOTO OpraHu3Ma, 00ecIeunBaioT bIXaHne, TUTAHNE U ApyTrre (PyHKINMH c006-
L[ECTBA 38 CUeT KOOIEePaIluy; MeTab0au3Mbl OTIE/IbHLIX OPTAHU3MOB CHHXPOHU3HU-
pytorca (cm., Hamp., B (Weber et al.: 2012). YaoBneTBopeHe BCETO CIIEKTpa MeTa-
00JIMUECKUX «IIOTPEOHOCTEN» KI€TOK MHOTOKJIETOYHOTO OpraHnusMa obecreunBaeT-
csl pasHOOOpasueM peannsyeMbiX aKTOB. IMeoTcs apryMeHThI B IOJIb3y TOTO, YTO
HEMPOH aKTUBEH He TOJLKO B IIPOIecce MONIEePKAHNS KUSHEeNeATEIbHOCTH, HO U
P «aIBTPYHUCTHYECKOM CYHITHIE» — aIloITo3e (CM. HUKe).

HMmMmynbcarus HeHpoHa MPEeKPAIaeTes WA CHUKAETCS 10 YacTOTe IIPHU JTOCTH-
sKeHUU OPTaHU3MOM pe3yIbTaTa, KOTOPHIM Ha YPOBHE OT/IeIbHOI0 HeUPOHA BBICTY-
[maeT Kak I0JIy4eHHe IIOCHEIHUM IOTPEeOHBIX MEeTa0OJUTOB U3 €r0 MHKPOCPEIbI.
Hosprit mogxo k moHMMaHHI0 (DYHKIIMOHUPOBAHUA HEHpOHA TpebyeT W HOBOTO
TIOIX0/IA K MCCIEIOBAHUIO HEMPOHHBIX MeXaHU3MOB o0yuenus u mamaTtu (IlIsbip-
koB 1987; Anexcannpos 2012).

3. ®opmMupoBaHHe MAMATH IIPH HAYIEHUN
M CHCTE€MHadA CTPYKTypa MoBeIeHuA

3.1. Cucremorenes

Hapsany c unmeeii cucreMHOCTH, K OCHOBHBIM HAEAM, JesKanuM B ucrokax TPC,
OTHOCHUTCS WJes PasBUTHA, BOIUIOIIEHHAS B KOHIIEIIIIUN CUCINEMO2eHe3a, B COOTBET-
CTBHH C KOTOPOH YTBEPIKIAETCA, YTO TeTEPOXPOHNH B 3aKIaKAX M TeMIax (hopMu-
POBaHUA OTAEIHHBIX MOP(OIOTHIECKUX KOMIIOHEHTOB OPTaHU3Ma Ha PAHHUX ITANAX
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WHIWBUIYAIBHOTO PA3BUTHS CBI3aHbI C HEOOXOAMMOCTHIO 00pa30BaHMs «00Iieopra-
HU3MEHHBIX» I1€JI0CTHBIX (DYHKIIMOHAIBHBIX CHCTEM, KOTOPhIE TPEOYIOT BOBICUEHUS
MHOKECTBA PA3HBIX 9JIEMEHTOB M3 CAMBIX Pa3HBIX OPTaHOB U TKauel (Anoxun 1975).

B pamrax TOC y:xe nosonsro gasuo (Illesipros 1978; Cynaror 1979) 66110 060-
CHOBAHO IIPEJICTABJIEHKE O TOM, YTO CHCTEMOTeHe3 UMEeeT MECTO U ¥ B3POCJIbIX, TaK
Kak (popMHUpOBaHUE HOBOTO MOBEIEHUYECKOTO aKTa eCTh (pOpMUPOBAHNE HOBOH CH-
CTEMBI, a TAK:Ke 0 TOM, YTO IPUHIIMITHATBHBIM [JIS [TIOHUMAHUA PA3TUIUH POJIH OT-
JeJTbHBIX HEHPOHOB B 00€CIIEYeHNH TIOBEIEHUA ABISETC Yyiuem UCmOopuu ezo ¢pop-
muposanus (Alexandrov, Alexandrov 1982; Asexcarndpos 1989), T.e. ucropuu mo-
CJIe[OBATEIbHBIX CHCTEMOI€HE30B, U paspaboTaHbl CHCTEMHO-9BOJIIOIMOHHASI Te-
OpHs M CUCTEMHO-CeNeKInoHHaA Kouteniud Haydeuus (Shvyrkov 1986; IlIsbip-
k0B 2006). OToi Koumennuu co3By4ubl uaen :x. dmensmana (Edelman 1987) o
TOM, YTO B OCHOBE (DOPMHPOBAHMI HEHPOHHBIX 00BEIUHEHU — celeKius (0TOop
13 MHOJKECTBA KJIETOK MO3ra HEHPOHOB C OIIpeIeJeHHbIMU CBOMCTBAMU), a He UH-
cTpyKnus (M3MEHEeHHe CBOMCTB, «MHCTPYKTHPOBAHHUE» KJIETOK COOTBETCTBYIOIIHU-
MU CHTHAJAMHU-CTHMyJaMu). TOT ke MPUHIKI — ceJeKnuu (HO ¢ JPyrod BpeMeH-
HOM IIKAJIOH) — JIGKUT B OCHOBE DBOJIIOI[UOHHBIX M MIMMYHHBIX IIPOIIECCOB.

ITo OmenbMaHy celeKIUsa UMeeT MECTO yiKe IIPH CO3PEeBAHUM MO3Ta B PaHHEM
OHTOTeHes3e, B Iporecce KOTOPOro MHOMKECTBO HeUpoHOB rubuer. OToOpaHHbBIE
TIPY BTOM KJIETKH COCTABIIAIOT NepautHblil accopmumernm. Bmopuunwiii accopmu-
Menm (POPMHUPYETC B PE3yJIbTATe BTOPOrO HTAIA CEeIEKIIUH, IIPOUCXOAIICH IIPH
Hay4YeHHH B IIPOIIECCEe ITOBEIEHYECKOr0 B3aUMOIEUCTBHUA CO CPEIOH.

JK.-II. Illamxke Takske BbIZENSET IBA 9TAIla CEIEKI[UN: «HEHPOHHBIA NApBH-
HHM3M» Ha CAMBIX PAHHHUX CTAIUAX OHTOreHes3a, BKIYAA IIPEHATAIbHBLIN IIepHu-
011, KOT/Ia, 110 er0 MHEHHUI0, IIPOUCXOIUT OTOOP CHHAIICOB, 00ECIeUNBAIOIIUX CBAZH
MEKIy KIeTKAMU, U «MEHTAJIbHbBIM JAPBUHU3M» — Y B3POCJIOT0, CBA3AHHBIN C U3-
MeHeHHeM 3(P(PEeKTUBHOCTH CHHAIICOB. 31eCh eIMHUIIAMHA 0T60Pa, — CYUTAET aB-
TOp, — CILy:KAT He CBSI3H, a COBOKYIIHOCTH HEMPOHOB, CIIOCOOHBIX K COBMECTHOM CO-
[JIACOBAHHOU aKTUBHOCTH, OTOOPAHHBIE M3 DJIEMEHTOB, IPOIIEIIIUX [TePBbIHi HTAIl
cenexuuu (Illamxe, Kouu 2004).

B ocHoBe cenexinu, Kak B MHIUBUAYATLHOM PA3BUTHH, TAK W B SBOJIOIHH —
OCTHIKEHNE IIOJIOMKUTEILHOTO pesynbrata. Mosry wHawBHIA, KAk oTMedaeT R.
Wright (1995), Hy:xeHn ycmex (HOJIO0KHUTENTbHBIN, aIallTUBHBIN pe3yabTaT), a He
«ucrrHa». TakKe U 9BOMIOIMOHHBIE CHJIbI «IIEHAT» He UCTUHY, 4 BbIKUBAHUE BUIA
(Cacioppo, Gardner 1996). B sBomtorium oT6uparoTcs He MPU3HAKH, a IeJI0CTHBIE
OpraHusMbl, (PEHOTHUIIBI 10 KPUTEPHIO IOCTHIKEHUS/HEIOCTHKEHU Pe3ylibTaTos,
MPUCYIIMX AAaHHOU (PEHOTUIINYECKOM Bapualuu. TOJIbKO 9TH pe3ysibTaTbl U «BH-
nut» ecrectBenHbIi oT6op (IlImanwsraysen 1982; lllesipror 2006; Fodor 2007). Ot-
00p, YCIIEITHOCTh KOTOPOTO OIIPEee/aeT KAa4ecTBO JOCTUraeMbIX Pe3yIbTaToB, OCy-
IIIECTBIAIOTCI 4Yepe3 WMHIWBUAYAIbHOE PasBUTHE, BKIOUAOllee (DOPMUPOBAHHE
«IIPEeCIIeMATU3UPOBAHHBIX» (CM. HUKE) U «CIEeI[HATU3NPOBAHHBIX» HEUPOHOB.

C cucreMHBIX TO3UITAN UHIUBUIYAIBHOE PA3BUTHE, KAK YiKe 0TMEYAI0Ch, €CTh I10-
CIIeI0OBATEIbLHOCTD CHCTEMOIE€HE30B, PA3BePThIBAHNE KOTOPHIX 00ECIIeYnBAET IIOSB-
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JIeHVe HOBBIX COOTHOIIIEHMI €O cpenoii. PopMupoBaHUe CHCTEMBI B IIPOIIECCE CHCTe-
MOreHes3a paccMaTpruBaeTcd Kak (hopMUPOBAHIE HOBOTO SJIEMEHTA HHIUBU/LY AJIHHOTO
(cyOBeKTHBHOrO) OITbITA IIPH HAy4YeHHH. B ocHOBe hopMUpPOBAHUA HOBBIX (DYHKITHO-
HAJILHBIX CHCTEM [P HAYYEHUU JIESKUT CEJIEeKIIVI HeHPOHOB M3 «pe3epBa» (Ipearo-
JIO}KUTEIFHO HU3KO-AKTUBHBIX HIIH «MOJYAIINX>» KJIETOK). ITH HEUPOHBI MOTYT OBITH
COIIOCTABJIEHBI C TIEPBUYHBIM ACCOPTUMEHTOM M 0003HAYEHBI KAK NPecneyuaiusupo-
eanHble KiIeTKd. V3 Habopa 9THX KJIETOK B IPOIlecce HAYYEHHUs OTOMPAIOTCI Te, KO-
TOPBIE CNeYUAAUSUPYIOMCS OTHOCUTEIHHO CHCTEMBI (DOPMHUPYEMOTO [TOBEIEHIECKOTO
axra. CeJIeKInsa HeHPOHOB 3aBUCUT OT 0COOEHHOCTEHN MX META00IMIECKHX «ITOTPEOHO-
cTei». OTH HEHPOHBI MOTYT GBITH COMOCTABIEHBI CO BTOPHYHBIM ACCOPTUMEHTOM ITO
Inenvmany. Crienpanusanys HEHPOHOB OTHOCUTEIBHO (hOPMHUPYEMBIX CHCTEM
CTeMHasI CIIEITHATHU3AIIHIS — ITOCTOSTHHA.

To, 4TO IPH HAYIEHUHU IIPOUCXOIUT CKOPEE BOBJIEYEHNE HOBBIX HEHPOHOB, YEM
«mmepeo0yueHre» paHee «00yUeHHBIX», COTJIACYIOTCA C JAHHBIMU, IOJIYyIEHHBIMH B
paborax psama jsaboparopuit (Schmidt et al. 1976; Thompson, Best 1990; Wilson,
McNaughton 1993; Swadlow, Hicks 1997; Williams et al. 1999; Greenberg
Wilson 2004; Brecht et al. 2005; Chestek et al. 2007; Jackson et al. 2007; Fraser,
Schwartz 2012) o HaaUYUK B MO3re KUBOTHBIX PASHBIX BHUIOB 0OJBIIIOTO YKCIA
«MOJTYAIAX» KIETOK, 00 YBEJIMYEeHWH KOJNIECTBA AKTUBHBIX KJIETOK IIPH 00Y-
YEeHWH, a TAK/Ke O TOM, UTO BHOBb C()OPMHUPOBAHHBIE CIIEIUATU3AIINN HEUPOHOB
0CTaIOTCSI HEM3MEHHBIMU (B 9KCIEPHUMEHTE — B T€UEHHE BCETO MEPHOA XPOHUYe-
CKOH PErucTpaIluy: HeIelu U AaKe MeCsIlbl).

K macrosieMy BpeMeHH HaKOILIEHBI yOeIUTeNbHbIE NOKA3aTeIbCTBA HAIH-
yus HEeOHeHWporeHes3a y B3pOCAbIX mTHll u Miexomnurawoiux (Paton, Nottebohm
1984; Carleton et al. 2003), a Takke B I0JIb3y CBSI3KM HeHporeHesza C HAYYCHU-
em. Taxk mokasaHo, 4To pasBepThIBAHWE HAYYEHHUS CIIOCOOCTBYET HE TOIBKO BHLKH-
BAHWIO BHOBD ITOSIBUBIIUXCS HEHPOHOB (MIPUHITAI «HCIOIb3YH WK IIOTEPSEIIhb>;
Kempermann et al. 1988) , Ho u unTeHcuduraruu nporudepanyu (Prickaerts
et al. 2004), a mcKyccTBeHHOe yrHeTeHHe HelporeHesa HapyIlaer (hOpMHpPOBa-
aue namatu (Shors et al. 2001). tu u apyrue (Frankland et al. 2013) cxoxmbre
C HUMU JaHHbIE II03BOJIAIOT IIPEIII0IAraTh, YT0 HEOHEeHpOreHe3 BHOCUT BRI B
mporiecchl cucremorenesa (puc. 1). Cxoxmyro Touky 3penus BbickasbiBaa E.H. Co-
rosioB (2004). Utak, mo-BuANMOMY, HapsAAy C PEKPYTUPOBAHUEM KJIETOK «pes3ep-
Ba» U BHOBb ITOSIBUBIIIHECS BO B3POCIOM MO3Ty HEHPOHBI CIIEIHATU3UPYIOTCS OT-
HOCHUTEJIBHO (DOPMHUPYEMBIX IIPH HAYYEHUH CHCTEM.

Heowneiiporenes Mmoser IMeTh 3HAUYEHHE U JJIS [IOIIOJHEHN HA60POB HEHPOHOB
TIEPBUYHOTO H/HUIH BTOPUIHOTO ACCOPTUMEHTOB B yCI0BHUAX maTonorun (Xue 1998)
(puc.1). ITomonHenue, KoMIeHCUpyoOllee Tu6eIb HEHPOHOB, B TOM YKCJIE IIPEeCIie-
UATU3UPOBAHHBIX KJIETOK, MOKET IIPOUCXOIUTD, BO3MOKHO, U B HOpMe. Bricokas
CTEeIeHb IUIIOTETUIHOCTH STOTO IPEAIOIOKEHIS TOYePKUBAETCS 3HAKOM BOIIPO-
ca Ha puc. 1.
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Puc. 1. Ymepers winn usmenutsea? Teoperudeckas cxema.
PTI" - «paunue» rensr, I1I" — «nospuue» renst, ['C — rerst «cmepru». [loscHerus cu. B Texcre

3.2. PopMupoBaHNE CIIEHATHIAIAN B MHIUBHIY AJTHHOM
PAa3BUTHH KaK IMPOIOKeHHe pIuIoreHesa

IlosBneHEe HEPBHOM CUCTEMBI — «PEBOIIOIIHOHHBIM» MOMEHT B SBOJIIOIIIOHHOM
PAa3BHTHU II0OTOMY, UYTO OH CBfA3aH C IPHUHITUIINATIBHBIM BO3PaCTaHUEM CIOHKHOCTH
¥ MHAWBUAY IM3UPOBAHHOCTH moBeeHusd. [Ipu comocraBienny yCroKHeHUs opra-
HU3MOB B (bI/I.TIOI‘eHe.Be nu O6IlIeﬁ BEJIMYUHBI 'eHOMAa He BbIABJIAETCA O‘IBBI/IJIHOfI, Ips-
moti cesisu (Gregory 2001), Bo BCIKOM ciiydyae, ecIu He UCKIouaTh u3s ananusa I HK
«JIAIITHAE», «MycopHbIe» yacTu (Mapkos u ap. 2010). ®umoreHeTHUECKOMY yCIOMK-
HEHHIO OPTaHU3MOB COOTBETCTBYET B 6OJII)IHeI;'I CTEeIIEeHN HapaCTaHhue y HUX 4Yucjia
THIIOB KJIE€TOK pasHoi crnermanusanuu (Bonner 1988). IIpu sToM uMeHHO C MOSB-
JIEHHUEM U Pa3BUTHEM HepBHOI';I CHCTEMBI, BO-IIEPBLIX, IIPUHITUIINAIIEHO BO3pacTraeT
YHCIIO CYIECTBEHHO PasINJYAOIIUXCI KIETOYHBIX clienuannsanui. Pasnoobpasue
KJIeTOYHBIX CIIeIUaIn3aIiii B pa3BUTON HEPBHOU CUCTEME TPYAHO IIEPEINCINMO U,
BHMO, OTPOMHO. BO-BTOPBIX, IIOCKOJIBKY CIEIMAIN3alus HeHPOHOB yCTAHABIIN-
BaeTCd B OTHOLIIEHHNH 3JIEMEHTOB MHAUBHUAYAJIBHOI'O OIIBITA — CHUCTEM, (bopMI/Ipye—
MbIX B HHIAUBHUIYAJIbHOM PAa3BUTHUHU, B TOM YHCJI€e — B OTHOIIIEHUU UHAUBUIYaJIbHO-
CHeIM(PUIECKIX CUCTEM?, TIOCTONBKY YUCA0 PASAULAIOWUXCA HAOOPO8 KACTNOYHBLY
CNeyualIuU3ayuli cCmaro8umcs, paBHO YUCIy UHAUBUIO0B. HHaue zosops, y Kamcdo-
20 undusuda — ce0il, «uHOUBUAYANbHLI», XOTA U KyJIbTYPOCHEIA(PHUIHEIN (CM. B
Anexcandpos, Anexcandposa 2007, 2009, 2010). CriekTp NPUHITATHATHHO BO3MOIK-
HBIX THUIIOB CIIEITHAIHU3AIIUHA 3aBHCHUT OT TOTO, K KAKOMY BHAY NPUHAOJICHKUT daH-
HBIH WHIWBHU], W 3a[aeTCS IIpeclenaainsaniei HelpoHos (00pa3oBanme mepBud-
HOTO aCCOPTHMEHTA), (POPMHUPYIOIIMXCS B IIPOIlecce paHHero ouTorenesa. Kak 6nuro

4 HOI[‘-IepI{HeM, 4qTo I/IHI[I/IBI/IT.lyaJIbHO-Cl'Ie].II/I(bI/I'-IHbIMI/I yepraMu OﬁJIaI[aeT ¥ CBOMCTBEHHOE BCEM 0CO-

6sIM JAHHOTO BHUJA [IOBeeHue, (DOPMUPYIOL[eecs B KOHKPETHBIX YCIOBUAX JKU3HU JAHHOTO WH/IH-
BU/A, HATIpUMep, cocanue (cM. B Anekcanapos 1989).
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yiKe OTMEeYeHO, HEUPOHBI B COCTABE ITEPBUYHOTO ACCOPTHMEHTA AeJIAl0T WHIUBUIA
CIIOCOOHBIM K Peasid3alluy [eJbIX KJIACCOB COOTHOIIEHHH CO CPeIoi — «IIOTEeHIIH-
anpuas ncuxuka» mo A. H. Ceseproy (1922). OTu Kiacchl IpeacTaBIaioT coO00H
JIeTePMUHUPOBAHHBIE 0COOEHHOCTIMHY IIEPBUYHOTO ACCOPTUMEHTA THUAIA30HbI Pas-
HBIX TIOBEIEHYECKUX BO3MOIKHOCTEH, a He KOMIUIEKThI KOHKPETHBIX akToB. Kakoii
MMEHHO aKT B TPAHUIIAX BO3MOKHOCTEH JAHHOTO Kiacca 6yaer chopMupoBaH B Ipo-
1ecce CHCTeMOTeHe3a WHIUBHUIOM, OIPeNesseTcs 00CTOATeIbCTBAMHI ero HeloBTO-
PUMOr0 MHAWBUIYAJIBHOTO pasBuUTHA. Habop CHCTEMHBIX CIELMAIN3Allni Herpo-
HOB (BTOPHYHBIHA ACCOPTUMEHT) ¥ KAMKI0T0 HHIUBHIA YHUKAIEH.

B pamkax paccMOTpeHHUsT HHIUBHYJIbHOTO PA3BUTHS KaK (DOPMHPOBAHMS BCE
HOBBIX CHCTEMHBIX CIEI[UAIN3AINI OHTOT€HE3 MOKeT ObITh OIEHEH KaK npodoi-
Jcerue 8 meuerue HCUuHU urousuda urozenemu1eckoll AUHLL PA3BUMUS, CO-
cmoswell 8 HAPACMAHUL YUCAQ TMUN0S KACMOYHOU CReyuaiu3ayulL, T. e. Kak
mpozonkeHue guiaorenesa (cp. ¢ pmrambprorenesom B Ceseprio 2012).

3.3. IlarTepHBI crienuaJIn3anuii HEHPOHOB y IIpeACcTaBUTE e
Pa3HBIX BUAOB, 00yI€HHBIX BHENITHE OINHAKOBOMY IIOBEICHUN

B uccrenoBanuix, mpoBOAUMBIX B HAIIIEH J1a60PATOPHUH, OCYIIIECTBIIAETC PErt-
CTpAaIus CIIAHKOB OTAENbHBIX HEHPOHOB B XOJI€ BBIMOJIHEHUS KUBOTHBIMY ITUKIIH-
4eCKOro mmoBesienus (oapobHee cM. HUKe), COPMUPOBAHHOIO B IIPOLIecce Hayde-
Hus. Coenuanusanus HeHpPoHa OTHOCUTEIBHO CHCTEMBI OIIPE/EIAETCS I[yTeM BhI-
YHCIEHUS BEPOATHOCTH aKTUBAIIMYM HEHPOHA B OJHOM WJIM HECKOJIbKUX aKTax IU-
KJIMYECKOro moBeneHus. Eciau 9Ta BepOITHOCTD JJIA OJHOTO WJIH HECKOJIbKHUX aK-
TOB OKa3bIBAETCS PaBHA eIUHHUIIE, TAHHbBIM HEUPOH CUUTAETCS CIIeIHAIN3UPOBAH-
HbBIM, & er0 aKTHUBAIMS — «CIIeIUpUIecKoi» (rmogpobuee cM., Hamp., Alexandrov
et al. 2013). IIpumep Takoi aKTUBAITUY CHEITHATU3UPOBAHHOTO HEHPOHA, TIOSIBIIS-
————————— [oIleici NpH IIOBOPOTE JKUBOTHOTO B CTOPOHY KOP-
Lt v, | MyIIKH, IpeJCTaBJIeH HA pHUC. 2.

. no e Bepostaoers akTtuBarmuu Heiipona 4c¢20 mpu mo-
o R BOpOTe JKMBOTHOTO paBHa exuHmie. CBepxy: pac-

c, W TPBI CIIAWKOBOM aKTUBHOCTH (BEPTHKAILHAS YepTOd-

L 'w'| Ka — cHadK; pAf CIaMKOB II0 TOPM30HTAIN — CHAMKO-

. iy o b BaA aKTUBHOCTH B OTAENBbHOH peayn3alnyii) B IOCIIe-
' JOBaTEIbHBIX ITUKJIAX IIOBEIEHUs, IIOCTPOEHHBIE OT-
HOCHUTEIIbHO MOMEHTa IlepeMellleHHA I'OJIOBBI JKHBOT-
HOTO BJIOJIb CEpPeJUHBI CTEHKU KaMephbl IIPH JBHKe-
HUU K KOpMy1IKe (0603HAYEH BEPTUKAIBHOM IIyHKTHUP-
HOH nuHUel). BHU3y: rucrorpaMMa akTUBHOCTH HeEU-
poHa (110 OCH OPAUHAT — YUCIIO CIIAUKOB B OMHe, IINPU-

-1000 H 1000 ms

Puc. 2. ARTHBanHﬂ

CTIeITHATH3HPOBAHHOTO Ha OwHa 20 MUJTHCEKYH], TOPU30HTAIbHbIE IIITPUXHI
HeMPOHA [UHIYIAPHOM KOpBL, cJIeBa OTMeYaroT JAeCATKU CIIAafKOB).
O S C OmHOH CTOPOHBI, KAK 5TO OBLIO CKA3aHO BBIIIIE
JKHBOTHOT'O (KPOJIMKA) B CTOPOHY . A p ’ >
KOPMYILIKH. HEWPOHBI CIeNUAIN3UPOBAHbI OTHOCUTEIBHO CHCTEM,
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HaNpPAaBIeHHBIX HA JOCTIKEHUE pe3ynbTaToB. C ApyToi — MHIUBU OTPAKAET He (hu-
3UYECKHAN MU KAK TAKOBOM, a CBOE C HUM COOTHOIIIEHHE. JTO OTPAKEHHE CyOHEKTHB-
HO, OHO 3aBHICUT OT IleJied WHIUBHIA, 0COOEHHOCTEH er0 MHIUBUIYAIbHOU UCTOPUU
PA3BUTHA ¥ MOKET OBITH OXapaKTEPU30BaHO Yepe3 NHINBUAYATHHYI0 CTPYKTYPY Ha-
MATH (cM. HIKe). J[F000i MHIUBIU He3aBUCUMO OT €r0 BUOBOI IIPHHAIIESKHOCTH SB-
nmserca “cryctkom” (PHIO- U OHTOreHeTHuecKod maMsatu. OTcrioga JIOTHYHO IIPEeAro-
JIaraTh, YTO CTPYKTypa MaMATH PA3HBIX HHAWNBUAOB (MaHHpecTHpyeMas IaTTepHOM
CIHeNMaIu3aliy HeHPOHOB PasHbIX 00sacTeil Mo3ra’®), a TeM 6GoJiee IpenCcTaBUTes e
Pa3HBIX BHIOB, 00yJAEMBbIX B YCIOBHUAX OMMHAKOBOH «Pe3yIbTATHBHOMN» Cpenibl (OIHO
¥ TO 3Ke MHCTPYMEHTAIbHOE MHINEN00bIBATEIHLHOE TIOBEIEHIE) OKAKETCI KaK CXOI-
HOH, TaK Kak OyIeT CBsI3aHa C OJUHAKOBOI pe3yIbTATHBHOM CPeI0i, TaK U pasIndaio-
Ielicd — B CBABU C BUJOBBIMHU 0COOEHHOCTSAMH. MBI COITOCTABWIN ¥ KPBIC ¥ KPOIHUKOB
TIATTEPHBI IOBEIEHYECKOH CIeMAIN3aIiiy HEHPOHOB IIUHTY/IAPHONU KOPBI (KPOTHKHA:
3aHee muHryIapHoe moie, 29d; Vogt et al. 1986; kpbIchl: peTpociuieHraIbHAA KOPa;
Paxinos, Watson 1997) u moTopoii obacreit kopsl. ComocraBiieHre maTTepPHOB CIIe-
nuaausanuy HeipoHoB B romosiornyubix (Vogt et al. 1986; Vogt, Paxinos 2014) 06-
JIACTSX MO3Ta JKUBOTHBIX PA3HBIX BUIOB MOKET IIOMOYB B OIIPEIETIEHNH O0IINX U pas-
JIMYHBIX XapPaKTEPUCTUK CTPYKTYPHI UX TAMATH U TEM CAMBIM ITOCIY;KUTH ITPOBEPKOM
JAHHOTO MpeAmnoioKenus. JAUBOTHBIE ObLTH 06yUYeHBI CXOMHBIM 006pa3oM JI06BIBATD
THIIY B OTHOU U TOU K€ DKCIIEPUMEHTATIBHOU KJIeTKe, IIPH 9TOM B DKCIIEPHUMEHTAx C
KpbICAMH, YIUTHIBASI MEHbIIINE PasMepbl KPhIC, KIeTKa ObLTa yMEHbIIIeHA Ha TPETH 3a
CUeT TIepPeMeIleH s CTeHKH U TIPUOIMKeHNs mefaned K kopmymkam. [logpo6Ho sKe-
TIEPUMEHTAIBHBIN AU3aHH, IPOIeaypa 00yUYeHNs U PETUCTPAIIMA MHOTOKPATHO OITH-
caubl panee (cM., Hamp., Alexandrov et al. 1990b, 2013). Brpariie, omu 6bLTH CIeIyI0-
II[AMH: JKUBOTHBIX 00yJAIN HAKMMATH HA TIEIAJIH, PACIIONIOKEHHbIE B ABYX yIJIaX Ye-
THIPEXYTOIBHOH SKCIIEPUMEHTAIBHON KIETKH, AJIA ITOIyIeHN TTIOPITAN HUIIH B COOT-
BETCTBYIOIUX STUM ITEAa/IAM PA3HBIX KOPMYIIIKAX, PACIOI0KEHHBIX B JIBYX JPYTHX
yriax. [loBeneHve BBIMIANEN0 KaK [IUKINIECKAs MHOTOKPATHO [TOBTOPSIOIIASICS TI0-
CIIeJI0BATEIbHOCTD AKTOB. B KaKIOM IMKIe HAMHU BBIIEIAINCH aKThI 3aXBaTa MHIIN
B KOPMYIIIKe, IIOJXO K [IeIad, HA)KaTHe Ha [efalb U IOAX0 K KOpMyIuke. Boime-
JIeHVie UMEHHO STHX aKTOB CBA3AHO C IIPOIEIypPOil 00y4eHMs, IIOCKOJIbKY UMEHHO B
9TOU IOCIIE0BATEIHFHOCTH ITPOUCXOMUIO ObyueHne KUBOTHBIX. [IpoananusupoBana
aKTHUBHOCTD 263 HEMPOHOB, 3aperucTpupoBanHad y 10 KamoIoHHbIX KpbIc (158 Heli-
POHOB B ITUHTYJ/IIPHOM 00/1acTH KOphI y 6 KpbIc B 105 — B MOTOPHOI 00/1aCTH KOPBI Y 4
KpbIc), 1 464 metiponos —y 13 kponukos (173 Heiipona y 6 kpomnwkos u 291 —y 7 Kpo-
JINKOB, COOTBETCTBEHHO). B IUHTYISpHO 00/1aCTH KOPBI MO3Ta, KaK KPOJIUKOB, TAK U
KpbIC, HAHOOJIbIIIEe YHCI0 HEHPOHOB OKA3aJI0Ch CBA3AHO C PeaIr3alineii CHCTeM “HO-
Boro” moBezeHus (cOPMUPOBAHHOIO IIPH 00yUeHUH A00bIBATH ULy HAIKATHEM HA
meaau), B TO BpeMs Kak B MOTOPHOI 006/IaCTH KOPhI MO3Ta IIPeodIaqaT HeHPOHbI
“crappix” cucreM (aKTMBUPYIOIIUECT, HAIPUMED, B TAKUX aKTaxX KAk JIF0OOH 3axBaT

5 HO].'[ ImaTTepHoOM CHCTEMHOU CIIeIIUaIU3aIuu HeﬁpOHOB JaHHOU 00JIaCTH MO3Tra MOHUMAETCHd KOH-
erTHbIﬁ COCTaB CHCTEM, II0 OTHOLIEHUIO K KOTOPBIM CIIeITUATIU3UPOBAHDBI HeﬁpOHbI IaHHOU CTPYK-
TYPBbI, 1 KOJIHIEeCTBEHHOE COOTHOIIIeHNEe HeﬁpOHOB, IPpUHALJIEeKAINUX K PA3HBIM CHCTEeMaM.
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MUK ¥ HEMHINEBBIX 00HEKTOB WK TP ABMKeHuAXx). Kak y kpomukoB (y>=46.23;
df=1; p=0.000), Tax u y xpbic (¥*=32.23; df=1; p=0.000) romrrdecTBO “HOBBIX” HEH-
POHOB B ITUHTY/ISIPHOM KOpPE JOCTOBEPHO (IIPUMEPHO B 7 pas) MpPEeBbIIIAeT UX YUCIO0 B
MOTOPHOI Kope (puc. 3).

MoTopHas 061acTb Kopbl MO3ra

KpbiCbl KPONMKM

LMHrynspHas 061acTb Kopbl MO3ra
KpbICbl KPONUKH

1
2
3
2
5

Puc. 3. [TarrepHs! noBejeHIECKOM ClIEIMATIH3AIIMY HEHPOHOB MOTOPHOM
¥ LMHTYJIAPHOM 0671acTel KOPhI MO3ra KPOIUKOB U KPBIC.
1. HEPOHBI C HEYCTAHOBIIEHHOH CIIEITHATN3AIHeH; 2. HEHPOHBI «CTapbIX» CHCTEM;
3. HEHPOHBI «<HOBBIX» CHCTEM; 4. HEPOHBI «HOBBIX» CHCTEM: «KOPMYIIIEYHbIE;
5. HEHPOHBI «HOBBIX» CUCTEM: «IIeJJa/IbHBIE>.

CXO0mCTBO MATTEPHOB CHEIUAIU3AIMA COOTBETCTBYIOIIUX 00JacTell y KPOJIu-
KOB WM KPBIC 3aKJIIOYAIOTCS B TOM, YTO MOTOPHAS M IIUHTYJISIPHAA 00JACTH KOPbI
MO3ra y 9THX JKUBOTHBIX JOCTOBEPHO U OJHOHAIIPABJIEHHO PA3JIMYHBI 110 KOJIHYe-
CTBY HEHUPOHOB, OTHOCSIIUXCS K «CTAPBIM» U «HOBBIM» cucTemaM. Ha ocHoBaHum
STOTO MOJKHO IPEATIOJIOKUTE, UTO ¥ 000MX BHIOB BKJIA[ STHUX 00JaCTedl Mo3ra B
¢opMupoBaHuEe HOBBIX AKTOB IIOBENEHUS PA3IHYAETCA CXOMHbIM o0pasom. Orme-
YEHHOE CXOJICTBO SBJISIETCS BHIPAIKEHUEM rOMOJIOTHYHOCTH UCCIEMOBAHHBIX CTPYK-
Typ «B TEPMHHAX» CHCTEMHOM CIEI[UAIU3ANNA HEHPOHOB, aKTUBAIASI KOTOPBIX
obecrieynBaeT aKkTyaIUu3aIUio IaMATH.

B To e Bpems o0Hapy:KeHO, YTO OCOOEHHOCTAX IMATTEPHOB OTPAIKAIOTCS, II0-
BUAMMOMY, ¥ MEKBHIOBBIE pasiuuvsi. Pasnmnyus B yCTAHOBIEHHBIX HAMH IIAT-
TepHAX ITOBEIEeHYECKOU CIEI[MaTU3AINH HeHPOHOB I[MHTY/ISPHON 06JIaCTH KOPbI
MO3ra y KPbIC U Y KPOJIUKOB 3aKIIOYAINCH B TOM, YTO y KPbIC B IPYIIIE «HOBBIX»
HEMPOHOB ObLJIO CPABHUTEIBHO 0OJIbIlE KJIETOK, CBA3AHHBIX C 3aXBATOM IHIIHA B
KopMyIIKax. Eciu KoIum4ecTBO «KOPMYIIEYHBIX>» (MMEIOIIUX CIIeNU(UIECKYI0 aK-
THBAIMIO B aKTe MTOX0[a K KOPMYIIIKE V/WJIA 3aXBaTe IHIIN U3 Hee) U «IIeJajlb-
HBIX» (MMEIOIUX CIeIU(PUIECKYI0 aKTHBAIKIO IIPH MOAXOMe W/WIA HaKaTUU Ha
menanh) HEHPOHOB y KPbIC OBLIO MpuMepHO ofuHAKOBbIM (y2=2.54; df=1; p=0.87),
TO Yy KPOJHKOB «IIefa/IbHbIX» HEHPOHOB OBLIO B YeThIpe pasa 6oJbIle, 4yeM «Kop-
MyIedHbIx» (}2=14.34; df=1; p=0.0002). MosxHO peanonoKuTh, 4To HabII01ae-
MbI€ pasjauuus B Habopax HeHPOHOB MOTYT OBITH CIEICTBUEM PA3ININHI UCITOIb3Y-
€MBbIX KpPbICAMH U KPOJIHUKAMH CIIOCOO0B 3axBaTa MUIIYA W MAHUILY/ISTOPHBIX IBHU-
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JKeHHUM, KOTOpble y KpbIc ropaszno Oosee nuddepenmupoBanbl (Whishaw et al.
1998). Ilo-Bummmomy, ¢ 6ombIiei qudpepeHIualeil COOTHOIIIEHUH KPbIC CO Cpe-
IO BOOOIIE, ¢ OOJBINEH CI0KHOCTRIO ux moBemenus (Kpymuackuit 1986) cBs-
3aHa M JIOCTOBEPHO (OJIbIIIAS IIPEICTABIEHHOCTD Y HUX B I[UHTYJIAPHOMU KOpe «HO-
BBIX» HEHPOHOB (}2=4.41; df=1; p=0.03).

Taxum 06pasoM, MOyYeHHbIe HAMU JaHHbIE IO TBEPKIAIOT IIPEIII0I0KEHHE O
TOM, YTO OGECIIeYeHNE IIOBEeIeHUs U IaMATH HEHPOHAMY TOMOJIOTHYHBIX CTPYKTYP
MO3ra y IpejiCTaBUTe e PA3HbIX BUIOB MOKET NUMETh YePThl KaK CXO/ICTBA, BbIIB-
JISIEMOTO B AHAJIOTUYHON Pe3yJIbTaTUBHOH cpefie, Tak M pasiudwusi, 00yCI0BIEHHO-
r'0 BUIOBBIMH OCOOEHHOCTSIMY OPTaHU3AI[HYU IIOBEIEHMUS.

3.4. TpagumnoHHOE IPEACTABIEHUE 0 KOHCOUIAINHN IaMATHA

IIpoGnema opMUPOBAHUA ¥ KOHCONIMIAIIAN MAMATH PEIIAeTcs C MPUMEHEeHHU-
€M CaMbIX COBPEMEHHbBIX METOIOB U 6a3upyeTcs Ha COBPEMEHHBIX KOHIIEIITYaIbHBIX
cxeMax 0 (POPMUPOBAHKH «CJIEI0B» MAMATH HA KIETOYHOM WK MO3TOBOM YPOBHSX.
Ho B ocHOBe 60/IBIIMHCTBA 9THX CXEM M HCcienoBanumii — unes Jlekapra, cdopmy-
JUpPOBaHHASI UM 60s1ee mpexcom sem Ha3ad: «caedvl» Cywecmaeyom nomomy, 4mo
nopul 8 M032Y, wepe3 Komopbvle 0yx npoxodul parblie, CIMaH08Smcs ace 6oaee npo-
x00umvimu, koz0a dyx npoxodum uepes Hux choda. H dyx nezue npoxodum umenHo
wepe3 amu nopsl. B COOTBETCTBYY C 9TOM HIEel BAIKHO BBIACHUTD, KAK08bL MEXAHU3-
MbL YBeAUHEHUS NPOXOOUMOCMU NOP, 8 KAKUX M03208blX CMPyKmypax 60avuie no-
Jo6RbIX NOp, 6Ce AU NOPbL 004a0a0m CE0LCMBOM USMEHYUBOCTNU, CKOAb 00120 CO-
XPAHSCMCS NOBbLULEHHAA NPOX0OUMOCb nop ¥ T.1. Eciu mepeBecTy 9TH BOIIPOCHI
c a3pika XVII Bexa Ha cCOBpeMEHHBIH, 3aMEHUB TIOPHI HA CUHAICHL, a yXOB HA M-
IIyJIBCAITUI0 HEHPOHOB, TO COMIEP:KaHMe BOIIPOCOB MEHATH He moTpedyercsa. OuHwu, Kak
9TO HH [I€YAIHHO, BIIOJIHE COBPEMEHHBI: IIPK BCEM PasHO00PA3UH IIOIXO00B K IIOHHU-
Mauu0 Kouconugaruu (cm. 063op B Dudai 2012) B kayecTBe Hambosree 6a30B0Oi ee
3aKOHOMEPHOCTH, KaK IIPABIIIO, PACCMATPUBAETCI 00/120CPOUHOe YCUACHIEe CUHAT-
muweckozo nposedenus B myre (myrax) peduierca, HeipoceTsx u p. «l[enrpanbuas
ZIOTMA TEOPUH CHHAIITHYECKON KOHCOIHUIAIINY BKIIOYAET [IPEICTABICHNE O BhI3BAH-
HOM CTHMYJIOM («y4nUTeeM») KacKaze BHYTPHUKIETOYHBIX IIPOIIECCOB, 00YCIOBIHNBA-
IOIUX ... HI3MEHEHNe CHHANTHIeCKOH sdderTunoctr» (Dudai 2012, p. 228).

3.5. KoHcoamuaamus maMATHA C CHCTEMHOM TOYKH 3PEeHUS

C cucTeMHBIX MO3WITHN HEMPOH HE PACCMaTPUBAETCS KaK NposoOdHUK BO30Y: K-
nenus. I[TosToMy mpobieMa MeXaHU3MOB yBeaudeHus 3)(eKTHBHOCTH IIPOBEICHHU
He BO3HMKAET, U 00pasoBaHWe HOBOW IIAMATH PAacCMATPUBAETCS He Kak IIPOTope-
HYe IyTel 1 00pasoBaHue «CIIeI0B», OCYIIIECTBIIIEMOE 3a CUeT yBeIUUeHUs d(Pgek-
TUBHOCTH CHHAINTHYECKON CBSI3H MEKIy BOBJIEUEHHBLIMH HEHpPOHAMH. JITO 06paso-
BaHUe MPENCTaBIIIeT COO0M POPMUPOSAHIE HOBOLL CUCIMEMbL COBMECMHO AKMUBLL-
DPYIOWUXCA KACTMOK OP2AHU3MA, 8 MOM YUCAL U HElPOHO8, PACNOAONCCHHbLX 8 Ca-
MBLX PA3HBLX CIMPYKMYPAX MO320, He 00A3aMeAbHO CBAZAHHBLY NPAMBIMU 6AUAHU-
amu. JlaHHAS TIO3UIUS 3a1a€TCA TeOPETHIECKUMH IIOJIOKEHUIMU CUCTEMHOIO 10/~
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xoza. OmMHAKO 9KCIIEpUMEHTANTBHBIN MAaTEPUAT IIPHUBOAUT K CXOMAHBIM 3aKTIOYEHU-
SIM M aBTOPOB, CTOAIIMX HA APYTUX TeopeTwdecKux mosurusax. I'. XopH oTMeuaer,
9TO IOJIydYeHHbIE UM Pe3yIbTaThl KPOCC-KOPEeJIAIIMOHHOTO aHAIN3a HEPOHHOU akK-
tuBHOCTH obacte IMHV y 1ipimiaT (He MOATBEPKAAIOT IPEICTABIEHHA O TOM, UTO
MIpY HAYYEeHUH ITPOUCXOIUT YCUIEHNE CBA3eH MeKIy HeHPOHAMHU, «OMeEeuaiouUMU
Ha UMIIPUHT-00BEKTHI», KAK 9TO JOJIKHO ObLI0 6bI OBITH IIPH 06pasoBaHUH «Xe600B-
cKkux amcambieii». «CKopee, — 3aKII04aeT aBTOp — HEHPOHBI (hopMUPYIOT HAGOp I1a-
paIenbHo [OpraHn30BaHHbIX |, B BHAUUTENIHHON CTEIIEHH IIPSIMO He CBI3aHHBIX 3JIe-
MEHTOB, YTO 00ecIieurBaeT GobIIy0 3(P(PEKTUBHOCTL B COXPAHEHUH [IIaMATH], uem
crcTeMa HeIrocpeICTBeHHO CBA3aHHbIX aieMenToB» (Horn 2004, p.121).

CucremHoOe omnucanue mporecca KOHCOTUIAIIAN, KAK MbI CIUTAEM, TOJAKHO BKIIIO-
4aTh JBE TPYIIIbI HEPasphIBHO CBI3AHHBIX IIPOIieccoB. [lepBas — mporiecesl cucmem-
HOUL cneyuaaudayuu: MOPMOIOTHIECKad U (PYHKIIMOHATbLHAT MOIU(MUKAIAA HEH-
POHOB, CBA3aHHASA C UX BOBJIEYEHHEM B 00ecIieueHne BHOBb (DOPMUPYEMOH CHCTEMBIL.

Il Toro, 4TOGBI BBECTH BTOPYIO IPYIIILY IIPOIIECCOB, HEOOXOAMMO IPUHATH BO
BHHUMAaHWUe, YTO CPOPMHUPOBAHHAA IAMATH HE ABIAETCA HEM3MEHHOM, OHA ITOCTOAHHO
Mogudunmpyercsa. B HacTosiee BpeMs 06HAPY:KEHBI MOJIEKYISPHO-0HOIOTHIeCKHe
3aKOHOMEPHOCTH PEKOHCONUIAIIMY IaMSTH, JeKaIlue B OCHOBE ee MOIu(pUKaAIuN
mociie moBTopHo# akryanusaruu (Sara 2000). AxruBarud maMmaTH, Kak 1 ee Qop-
MHUpOBaHUe, Tpebyer cuHTe3a OelKa IS PeKOHCOTUAAIIMOHHBIX ITPOIIECCOB, KOTO-
pbI€ CXOMHBI C KOHCOMUIAIMOHHBIMHU (XOTA U He uieHTuIHbI uM (Anokhin 2002)).
Takum 06pazoM, TPOTENH3ABUCUMbIE KOHCOIUIAIIMOHHBIE TIPOIECChI CBI3AHBI HE
C «HOBO», a IIKPe — C AKTYAIN3UPOBAHHOM, «aKTUBHOM» nmaMaTbio (Nader 2003).

N.I1.ITasnoB (1949) ormeuasn, yTo mpubaBiIeHWe HOBBIX YCIOBHBIX PE(IIEKCOB
npu 00y4eHnHr ceruac ke OT3bIBATCI Ha COCTOSHHUH NpeskHux. Mbl paccMarpusa-
eM HaydYeHHe KaK CIIeIHAIU3aI[hi0 HOBOM TPYIIIhl HEHPOHOB OTHOCHUTEIHHO (hop-
MHUPYEMOH CHCTEMEI U «[00aBIeHNe» IOCIeNHeH K panee chOPMUPOBAHHEBIM CHCTE-
Mawm. JIoruuHo 6bLIO MOJIAraTh, 4To 3TO Ao0aBIeHHe TpedyeT B3auMHOTO COTIacoBa-
HFSI HOBOTO 3JIeMeHTa ¢ paHee C(POPMHUPOBAHHBIMY U IPHUBOAUT K PEKOHCOIHIAITH-
OHHO¥M MOIU(PUKAIINY TIOCIeIHUX. B HacTosIee BpeMs pe3yIbTaThl UCCIeI0BAHUM
PEKOHCOIMIALMY [TAMATH, IIPOBEIEHHBIE C UCIIOIH30BAHNEM [IIHMPOKOTO CIIEKTPA 3a-
Ja4, TIO03BOJISIOT MPEII0IAraTh, YTO PEKOHCOMUIAIN, IeHCTBUTEIBHO, ABIISETCI
00IIIMM MEXaHU3MOM PEOPTaHU3AINN PaHee chOPMUPOBAHHOM TAMSTH IIPH (POPMH-
posanuu HoBoi (Hupbach et al. 2008).

Panee namu 6buiu puBeieHbl JaHHBIE, CBUAETEIBCTBYIOINE B MOJIb3Y TOTO,
4TO HEHPOHBI, IPUHAIJIEKAINE JAHHON CHCTeMe U BOBJIEKAIoIIrecs B obecrede-
HHe OIHOTO IMOBEIEHUs, [IPU BKIIOYEHUN TOM CHCTEMbI B 0OECIIeUYeHHe IPYroro
TIOBEEHHUs He MEHSIIOT CUCTEMHOM CITeIIMalIN3ali, HO IIepecTPanBaioT CBOIO aK-
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tuBHOCTH (Anexcauapos 1989). Ilos:xe, B sKcriepumenTax ¢ octpoit (Alexandrov et
al. 2001) u xpoHHYECKOH perucrpanuei HeHpoHHOH akTuBHOCTH TeTpoxamu (["op-
kuH 2011) 6bUTH TOIyYeHBI JAHHBIE, CBUIETEIbCTBYIOIINE B TI0Ib3Y IIPE/IIIOIOKe-
HHUS O PEOpPraHMU3aIliy paHee CPOPMHUPOBAHHOU CHUCTEMBI MOBEIEHYECKOTO aKTa
mocyie obyJeHus CliemyioleMy akty. Tak ¢ MCIoIb30BaHNeM XPOHWYECKOH pPeru-
CTPAIINU B CECCUAX O0YUEHUS IUKIMIECKOMY ITHINEN00bIBATEILHOMY ITOBEIEHUIO
Ha BTOPOH (B ITOC/IEI0BATEILHOCTH 00yJeHHsI) CTOPOHE KIeTKH ObLiIa 3apEeruCTPH-
pOBaHA aKTUBHOCTh HEHPOHOB, CIIEIIU(PHUIECKH AKTUBUPOBABIIIMECT B aKTax ITH-
KJIMYECKOTO MUIeq00bIBaTeIbHOTO moBenenus. Ceccusi 00yUeHUs HAYMHAIACH C
cepuu MUIe00bIBATeIbHBIX ITUKIOB HA IIEPBOH CTOPOHE KIETKH, TIOTOM OTKJIIO-
YaJIu efajb Ha IIePBOM CTOPOHe U Aenaiu 3 eKTUBHOH mefarb Ha BTOPOM, IPo-
THBOTMOJIOKHON cTOpoHe. JKUBOTHBIE OBICTPO HAYYAWCH KATh HA IEJalb HA BTO-
POl CTOPOHE U OCYIIIECTBIATH HA HEH IUKINYECKOH IMHUIef00bIBaTeIbHOE IT0Be-
neuwne. [locie peamusaruy HECKOIBKUX MECATKOB YCIIEIIHbBIX ITUKJIOB HA BTOPOU
CTOPOHE BHOBb MeHsLIH 3 EeKTUBHYIO mefaib. Takum o6pasoM, B Te4eHHE OIHON
ceccuu 00yUeHHUA JKUBOTHBIE COBEPIIIAIN HECKOIBKO CEepHUH muiien00bIBaTeIbHBIX
IIUKJIOB Ha 00EMX CTOPOHAX KIETKH. ¥ TPEX HEHPOHOB, CIIEIH(PHUIECKN aKTHBHPO-
BaBIINUXCS B MUIIEN00bIBATEIHHBIX AKTAX HA IIEPBOM CTOPOHE KIIETKH, IIOCIE IIep-
BOH CEPHU BHOBb C(DOPMHUPOBAHHBIX AKTOB HA BTOPOH CTOPOHE JOCTOBEPHO MEHSLII-
¢l MATTePH aKTHBHOCTHU HA MepBoii cropone’. [IprMep aKTHBHOCTH TAKOTO HEHPO-
Ha JaH Ha puc. 4 (cMm. takxke dparmenT A puc. 6 HACTOAIIEH CTATHH, TEMOHCTPH-
PYIOIIHNI M3MeHeHne aKTHBAIMN HEHPOHa, CIeINaTH3HPOBAHHOTO OTHOCUTEIHHO
panee chOpMHUPOBAHHOTO IOBEIEHHA, IIOC/IE 00yIEeHUI IPYTOMY TIOBEIEHHUIO).

74

01 cepia

B2 cepra

Puc. 4. Ilarrepu akTuBHOCTH HeipoHa 261204-6, criennainsupoBAHHOTO OTHOCUTEIBHO JOOBIBAHUS
nuiy u3 nepBoi kopmywmku (1F), B mocieoBaTenbHBIX cepusax MOBEIEHHS Ha IEPBOH CTOPOHE KIETKU
10 (1 cepusi) u mocie (2 cepust) ceccun (hOPMUPOBAHUS IIOBEIEHHUS Ha BTOPOU CTOPOHE.

IToguepkHeM, 4TO 9TH U3MEHEHUS BBIABJSIJINCH KAK CTATHCTUYECKH 3HAYMMBbIE IIPH aHAIN3e BCEeX
IPOAHATU3UPOBAHHBIX AKTUBAIUI HEHPOHA B IIOCIEI0BATEIbHBIX PEAlIN3aUAX JAHHOTO aKTa II0-
ciie 00y4eHHs IPYroMy aKTy. JTO IPUHIIUIIHAIBHO OTINYAEeT UX OT 00PaTUMbIX H3MEHEHHUH aKTH-
BaIUi, HA0JII0JAeMbIX IIPU IOBTOPHBIX CMEHAX OJHOTO Je(DMHUTUBHOTO IOBEICHUS Ha Apyroe (\iu
IIpY BO3BPAIIEHHUH K ITOBEIEHUIO IIOC/Ie OTIBIXA) JIUIIb B aKTHBAIIMH, BOSHUKAIOIIEH B IIEPBOM, HO
He OCTAJIbHBIX PEATN3alNIX JAHHOTO aKTa 1ocie cMeHbl (Asmekcauapos u ap. 1999a).
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ITo ocu opauHaT maHA CpPeqHAS YACTOTA WMITYIBCAIIHH B CIAMKAx B C., IT0 OCH
abcIirce mocIe0BaTeIbHOCTh aKTOB B ITUKIIE Ha 1epBoi ctopore (1F- 3anesanue B
KOPMYIIKY ¥ 3axBar numw; 1T — mpoBepouHoe 3ae3anre B KOPMYIIKY; 1m — moab-
€M TOJIOBBI M3 KOPMYIIIKH ¥ TIOBOPOT B cTOpoHy mexanu; 1C — mobeskka B yroi me-
nanu; 1R — HaxoxeHue B yIily mefaju 7o ee HAXKATHA; 1p — Ha)KaTHe Ha Tealb;
1A — mo6esxKa OT mefatu K KOpMyIiKe; 1q — HHTEPBA MEKIY ITOHEMOM TOJIOBbI U3
KOPMYIIIKH U CIIEYIOIIAM IIPOBEPOYHBIM 3aje3aHueM). 3Be3I0YKOH OTMEUYEeHbI 10~
CTOBEpHbIE M3MEHEHUS YaCTOThI AKTUBHOCTH B COOTBETCTBYIOIIUX AKTaX IT0 KPUTE-
puto Bunkoxrcora (p<0,05). Mesxay mepBoii 1 BTOPOH CEPUAME IIUKIOB HA IIEPBOH
CTOPOHE KJIeTKY ObLIA CepHs IUKIOB Ha BTOPOU cTopoHe. BunHo mocToBepHOE n3Me-
HEHUE YaCTOThI UMILYJIbCAIIH [I0CTIe IEPBOY CEPHH BHOBb CHOPMHUPOBAHHBIX AKTOB
Ha BTOpOii cTopoHe B akrax 1F (cnerudmaeckuit akt), Im u 1A.

JlaHHbIe, CBUETEIBCTBYIOIINE B IIOIb3Y IPEANIOI0KEHN O PEOPTaHU3alNy Pa-
Hee c(POPMHUPOBAHHOM CHCTEMBI IIOBEIEHIECKOr0 aKTa I0CIe 00yIeHUs CIeAYIOIEMy
aKTy OBLIN IIOJIyYeHbI HAMH U B 9KCIIEPUMEHTAX ¢ KAPTHPOBAHUEM aKTHBHOCTH MO3-
ra IyTeM aHaJIu3a DKCIIPECCUH «PAaHHUX» TeHOB Ipu o0yuenuu (Svarnik et al. 2013).

Peronconupanronnas mogudukanus, mperepresaemMas paHee c(hOpMUPOBAH-
HOM, «CTApO¥» CUCTEMOU IIPH MOSABICHWH CBA3aHHOHN C HEH HOBOU CHCTEMBI, ObLIa
Ha3BaHA HAMH «aKKOMOJAIITMOHHON» (IIPHUCIIOCOOMTENBHOM) PEKOHCOMUIAITEH
(Alexandrov et al. 2001; Anercauapos 20046). B skcmepuMeHnTax ¢ KapTUpoOBa-
HHEM aKTHBHOCTH MO3Ta IIyTeM aHaIN3a SKCIPECCHU «PAHHUX» TeHOB (reHa c-fos)
npu o0y4eHun ObLIN IOJIyYeHbI JaHHbIE, CBUIETEILCTBYIONINE B IIOJIb3Y IIPEIIIO-
JIOKEHU O PEeOopraHu3alliy paHee C(POPMHUPOBAHHON CHCTEMBI IIOBEIEHYECKOTO
aKTa mocsie o0ydenusa ciaemyiomiemy akty (Capuuk u ap. 2013). OKcriepuMeHTbI
OBLIH IIOCTPOEHBI TAKUM 00pa3oM, UTO ObLIa CO37JaHA KOHTPOJIHUPYEMAs HUCTOPUS
TIOC/IETOBATEIHLHOTO O0YUYEeHHUA ABYM HABBIKAM [JI BBIABIEHUA 3aKOHOMEPHOCTEMH
aKTUBAIMK HEUPOHOB IIEPBOTO HABBIKA IPHU opMupoBaHuu BTOporo. Msur obyua-
JIY *KUBOTHBIX CHAYaJIa HHCTPYMEHTATHHOMY MUTHEBOMY TIOBEIEHHIO. JTOT HABBIK
TpeboBaJI UCIIOJIb30BAHUSI JIKOO JIEBOM, JIHOO IIPABOM BUOPHUCCHOHN MOMYIIKH — JKH-
BOTHOE TepJIOCh BUOPHUCCHOM TOAYIIIKOM O phryar («BUOPUCCHBIN» HABBIK). SaTeM
mocJie «3aKpeIieHus » IIePBOT0 HABBIKA IyTEM €r0 TPEHUPOBKH B TEUEHHUE IATU
JHEeH, MbI 00yJaiu B IPYTOM KIETKEe JKUBOTHBIX MMHINEA00bIBATEHHOMY HABBIKY
Ha)KaTHUs Ha IeJalb, He TPeOyIeMy UCIOIb30BaHUA BUOPHCC KAK YCIOBUA (hop-
MUPOBAaHUA HABBIKA. BBITO YCTAHOBIEHO, YTO OOy4YeHHe MUIeq00bIBATeILHOMY
HaBBIKY BBI3BIBAET DKCIpeccuio c-Fos B mocToBepHO GobilieM dncsie HeHpoHOB 60-
YOHKOBOTO IIOJIS Y KMBOTHBIX 00yJaBIIHXCS IPEIBAPUTEIBHO HHCTPYMEHTAILHO-
My IUTHEBOMY («BHOPHCCHOMY>») HABBIKY, YeM B aHAJIOTMIHOM 006/1aCTH KOHTPOJIb-
HbBIX ;KMBOTHBIX, 00yYaBIIMXCS MPEIBAPUTEILHO HEHHCTPYMEHTAIBHOMY ITUThE-
BoMy HaBbIKY (puc. 5). Hamu nansbie 103BOIAIOT IPEAIIONIO0KUTD, YTO AKTHBAIIUA
aKcrpeccuu c-Fos mpu BTopoM 06y4eHHH IPOUCXOAMIA M B TeX HEHPOHAX, KOTO-
pble yiKe SABISINCH CIIeINAIN3UPOBAHHBIMY OTHOCHUTEIBHO IIEPBOT0 «BHOPHUCCHO-
ro» HABBIKA, YTO YKA3bIBAET HA IIPOLIECCHI AKKOMOAAIMOHHON PEKOHCOIUIAIUH.
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Puc. 5. Yucno Fos-nosnoxurenpHbIX KIETOK B MM2 B G0Y0HKOBOM II0ste comaroceHcopHOi Kophl (BF) nmpu
00y4eHnH NHIeA00bIBATEILHOMY HABBIKY II0C/IE IPEeIBAPUTEIBHOT0 00y4eHUS HEMHCTPYMEHTAIBHOMY
IUTHEBOMY HABBIKY (6elIble CTOIOUKY) ¥ II0CTIe IPEeIBAPUTEIHHOTO 00yYeHNs HHCTPYMEHTAIBHOMY
IUTHEBOMY HABBIKY (CEphIe CTOIOUKHY).

L - neBoe mosmymapue, R — mpasoe momymapue, ipci — ucuiaTepaIbHOe MOJyIapye M0 OTHOIIEHIIO
K BEOPHCCHOM TIOAYIIKe, HCIONB30BAHHOM IIPH BHIIOIHEHNUH IIEPBOTO IINTHEBOTO HABBIKA, cntr —
KOHTpaJIaTepaibHOe IOJIyIIapye 10 OTHOLIEHHIO K BHOPHUCCHOM IOAYIIKE, UCIIOIb30BAHHOMN IIPH
BBIIIOJIHEHUH [IEPBOTO IUTHEBOIO HABBIKA.

Hraxk, BTOpas rpynmna — mpoIrecchbl aKKOMOJAIIMOHHOM PEKOHCOMHUIAIINH, 00y-
CJIOBJIEHHBIE BKIIOYEHHEM (POPMUPYEMON CHCTEMBI B CYI[ECTBYIOUIYIO CTPYKTYPY
WHIWBU/YaJIHHOTO OIIbITA: MOP(OIOTHYECKasd U (PYyHKIIMOHAIHLHAST MOIUMDUKAIIUS
HEHpPOHOB, IPUHAJIEKAIIUX K paHee C(DOPMUPOBAHHBIM CHCTEMaM. JTa MOIM(H-
Kanus He MEeHSeT CHCTEMHYIO [IPUHAJIEKHOCTh HEHPOHOB.

B nureparype comepskuTcsi 060CHOBAHHOE IIOJIOKEHHE, B COOTBETCTBUU C KOTO-
PBIM CYHUTAETCS, YTO IIEPECTPOMKA IIAMATH MOKET [IPOUCXOANUTH KaK 3a CUeT ee «py-
TUHHOU» peopraHu3anuu (IepecTpoiKa OTHOIIEHUN MeKAY KOMIIOHEHTaMH UMEI0-
IIeHCA TaMATH), TAK U 32 CIeT «dBPUCTUIECKOr0» aKTa, BKIIOYAIINEero ()OpMUpPOBa-
H¥ie HOBOTO KOMIIOHEHTA W Moau(ukanuu y:xe umetonuxcsa (Piaget 1951). Ymoms-
HyTBIE BBIIIIE IIPOIIECCHI CHCTEMHOM CIeNMaIN3aluy U aKKOMOJAIMOHHON PEKOHCO-
JIUAAIMHE OIUCHIBAIOT BTOPOM THI IepecTpoek. UTo Kacaercs IepBOro, IPOIecChl
MOP(OIOTHIECKON U (DYHKITHOHAIBHOM MOTU(PHUKAIINY HEHPOHOB, BO3MOKHO Pa3Bo-
paumBaroIrecs Ipy HaydeHnu 6e3 (popMUPOBAHIS HOBOH CHCTEMbI, MOTYT OBITH Ha-
3BaHbI «PEOPTAHU3AIIMOHHOM» PeKoHcomuaaIel. BeposTHo, 4To OHIUM U3 II0Ka3a-
TeJel IoZ06HOr0 HAyUIeHHsI MOXKeT ObITh MeAIeHHOe HapacTaHue 3(hPeKTUBHOCTH
TIOBEeHNs, a He PEe3KUH Iepexo 0T Ieproja npod K neprony 3p¢heKTHBHOTO II0Be-
IeHUsI, IMEIOIINH MeCTo, HalIpuMep, Ipy 00yIeHIH HHCTPYMEHTAIbLHBIM aKTaM IIH-
11e100bIBATEILHOTO TIOBEEHNA, KOI/ia, KAk MbI 3HaeM, (DOPMUPYIOTCA HOBBIE Dile-
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MEHTHI OIIBITA, CBA3aHHBIE C 00yueHreM STHUM aktaMm. IlomobHoe MemIeHHoe YiIyd-
IIIeHVe TIOBEJIeHUA BBIABJIAETCA HAMHU KaK IPU MaTEMaTHIECKOM MOJETHPOBAHUU
nayudenus (KpsuioB 2007), Tak ¥ B IIOBEEHYECKHUX SKCIEPUMEHTAX HA JKUBOTHBIX.
Tax, mpu o6ydenue KpbIc B 3aa4e KOHOPCKOTO Ha KPaTKOBPEMEHHYIO IIaMSATh K-
BOTHBIM MBI IIPEABABIIANN B CIIyJaiiHOM HOPAAKE 2 3ByKOBBIX CTUMYJIA (M3 3 3BYKOB
PAas3HOM YaCTOThI), IUTEIBHOCTHIO 250 MC M OTCTaBIeHHBIX HA 1 c. 3agaJya KUBOT-
HOTO 6BIJIa IIPU COBIIQZICHUHU CTUMYJIOB IIPOBEPATH AJIA IIOJIyYEeHUA BOABI OOHY IIOKUJI-
KY,  IIPH UX PA3JIMYUHU — IPOBEPSTH APYIyIo MOMWIKy. OOyueHus IMpOBOIUIOCH Tede-
HHE OBYX HeIeJllb. 33 9TOT CPOK KXHUBOTHBIE IIJIABHO IIOBBICUJIHN OOJI0 YCIIEITHBIX I10-
BITOK ¢ 24% 1o 40%. Takas HU3KAsA BEPOATHOCTD YCIIEITHBIX PEIeHui ObLIa CBs-
3aHa C TeM, YTO KPHICHI YACTO MIPOBEPSIH OJHY U3 IIOUJIOK 0 MPeIbIBIEHU BTOPO-
ro crumynia. B Tedenue o6yderusa g0 MoqOOHBIX «JIOKHBIX CTAPTOB» CHHU3UIACH (C
npumepro 50% 10 20% IONBITOK), UTO M IPUBENO K IIOBBIIIEHU0 3(D(EeKTUBHOCTH
IIOBEIEHUA. HpI/I 9TOM, €CJI BbIYECTh «JIOKHbIE CTapThI», DOJId IIPABUJIBHOTO pelie-
HUS 3a[]a91 K0JIe6aIach OKOJIO CIIyIaliHOM, JIUIITh Ha OTIEIbHBIX OTPE3KaxX JOCTUTras
pesynbrara B 60% IIpaBHUIBHBIX PEIIEHUH.

Cy11ecTBeHHO MOAYEPKHYTH HEOOX0TUMOCTh JughghepeHyuayuu npoyeccos cu-
CMeMHOl CReyuaAU3QyUL U PeKoHCcoAudayulL, KOTOPbIe a8mopami 8 60abULUH-
cmae cayuaed He pasauvaiomcs. OOHapy:KuBaeMble B HEHPO(QU3UOIOTHIECKUX,
MOP(OJIOTHUECKUX, MOJEKYIAPHO-0MOIOTHIECKUX U APYTUX HCCIEIOBAHHUIAX MO-
ITupUKAITIA HEHPOHOB, COIYTCTBYIOI[Ee HAYUYEHHIO, MOTYT OBITH CBS3AHBI KaK C
TIePBOM, TAK U CO BTOPO#M IpymIoi mporeccos. [luddepeHInpoBaHHbIH TOIX0I K
MOMU(UKAIIAAM IEPBOUM U BTOPO# TPYIIBI — HEOOXOIUMBIH, C HAIIEH TOYKH 3pe-
HUs, KOMIIOHEHT UCCIe0BaTEIbCKON MPOrpaMMbl, HATIPABIEHHON HA BBIABIEHUE
3aKOHOMEPHOCTEH (DOPMUPOBAHUS TTAMATH.

3.6. B Hauase (hopMHUPOBAHNA MAMATH — PACCOIJIACOBAHUE

HavanpHbIM 3BEHOM Kackaga MOJIEKYIIPHO-OMOTIOTMYECKUX IIPOILeCcCOoB, 00-
YCIOBIUBAIOIINX MOP(OIOTUIECKHE MOTU(MUKAIINN HEUPOHOB, KaK B IIpoIljecce
Moporenesa (paHHUI OHTOTEHE3), TAK U IIPH KOHCOIHUIAINY TaMIATH ¥ B3POCIIBIX,
ABJAETCA YiKe YIOMSHYTAsd BBIIIE HKCIPECCUA «PAHHUX» T€HOB — KPATKOBPEMEH-
HBIU IIpoIlecc, CMeHsAeMbIH BTOPOM BOJIHOM SKCIIPECCHUU — «IIO3THUX» I'eHOB, UMe-
IOIUX HEIIOCPEJCTBEHHOE OTHOIIEHNE K MOP(OIOTUIECKUM MOAU(DPUKALINAM HEH-
poHa. B Hacrosiee Bpems CBA3b IKCIPECCUH «PAHHUX» T€HOB € IIPOIleccaMy Hay-
YeHUs, KOTOpas 0TMEeYAIach yiKe MOBOIBHO AaBHO (AHoxuH 1996), craHoBUTCA BCe
6omee oueBuaHou (Horn 2004; Kubik et al. 2007; Barry, Commins 2011; u ap.).

C pasBuBaeMbIxX 371eCh IO3UIIVIHA JIOTUIHBIM IIPEICTABIIAETCI IPEIIIOI0KEHNIEe O
TOM, YTO DKCIIPECCUS «PaHHUX» T€HOB U (POPMUPOBAHUE CIENUATU3AIINN CBA3AHbI
MeRay coboii. [leficTBUTENBHO, HAMH MOIyYeHbI JaHHbIE, CBUIETEIbCTBYOIINE B
TI0JIB3Y TOTO, YTO IKCIIPECCHS «PAHHUX» TEHOB JIE)KUT B OCHOBE (DOPMUPOBAHUS CIIE-
[MATU3aIUHd HEHPOHOB. B TeX MO3roBBIX CTPYKTypax, B KOTOPBIX ITOCe OOyd4eHus
00HapysKHUBAETC JOCTOBEPHO 60JIbIlle BHOBD CIEIHATH3NPOBAHHBIX HEHPOHOB, [0-
croBepHO OoJsiee Bbipaxkena u sxcapeccus (Capuuk 2003; Svarnik et al. 2005).
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AxTUBanus «paHHUX» TEHOB y B3POCIOTO MMEET MECTO He TOJBKO IIpU Hayde-
HUU, HO U IIPU T0OJIOJie, CTpecce, MHTOKCUKAIINY, IIOPAKEeHUIX HEPBHOU CHCTEMBI,
nmemun Mosra (cMm. B Ceapuuk 2003). I[lokasano takixe, 9T0 UCKYCCTBEHHOE H3-
MEHEHHe MHUKpPOCpebl HEHPOHOB 00yCJIOBIMBAET IOABIEHUE AKTUBHOCTH y pa-
Hee mosruaBinux kieTok (Illepcraes 1972) u skcenpeccuro panuaux reHos (Stone et
al. 1993). ITosToMy, uMest B BUAY CKA3aHHOE BBIIIE O JIeTEPMHUHAIIUNA AKTUBHOCTH
HeWpPOHA PAaCCOrIACOBAHUEM MEKIY ero «II0TPeOHOCTAMMU» U IIPUTOKOM MeTaboiu-
TOB, & TAK/KE BO3MOKHOCTh PACCMOTPETD SKCIIPECCUI0 PAHHUX FeHOB KaK Crerngu-
yeckoe rnposasienue akruBHocTH KiaeTkn (Clayton 2000), BosHHKAaOIIEH B CHUTya-
uuu Hosusnbl (Amoxun, Cymakos 1993), JIOTMYHO IIpeaIIonaraTh, 4To OOIUM IS
BCEX IEPEYNCAEHHbBIX BBIIIEe CUTYAIHH, BKIOYAsA HAyJYEeHUe, SABJIIETCI PAcco2aa-
cosanue. OHO BOBHUKAET BCIEICTBUE TOTO, YTO paHee chOPMUPOBAHHBIE CIIOCOOBI
COrIaCOBaHUs MeTab0IHUYECKUX «IIOTPEOHOCTE» HEHPOHOB 8 PAMKAX CYUecmay-
fowetl cmpyKkmypuvl RamMamy OKa3bIBAIOTCI Hed((PEKTHBHBIMU B YCIOBUAX CTOU-
KOTO M3MEHEHUI MUKPOCPEIbI HEHPOHOB.

Heiipon, kax oTMedasoch BBIIIE, MOMKET 00ECIEUHUTh «IIOTPEOHOCTH» CBOErO
MeTrabonrsma, 00beIUHIACH C APYTUMU DJIeMEHTaMU OpraHu3Ma B (DyHKIIMOHAJb-
HyI0 cucreMy. J[oCTH/KeHMe pe3ysibTaTa CHCTEMBI YCTPAHIET PacCOrIacOBAHUE
MEKIY «IIOTPEOHOCTAMU» U COCTOSHUEM MUKPOCpensl HeiipoHoB. Iloqobuasn muua-
MHKA XapaKTepu3yeT CUTYallui0 CDOPMHUPOBAHHOTO Ie(DUHUTHBHOIO IIOBEIEHUM.

Curyaruu a) Hay4YeHus B HOpMe ¥ 0) BOCCTAHOBJIEHHU IIPH IATOJIOTHH’ (HATIpH-
Mep, IOCJIe HHCYIBTOB, TPABMATHIECKUX IIOPAKEHUH MO3Ta) CIelU()UIHBL TEM, YTO
po6JIeMy COTIIACOBAHUS «IIOTPEOHOCTEH» HEIb3s PEIIUTh C UCIOIH30BAHUEM HMe-
IOIITUXCA Y MHIUBHA CIIOCOOOB COIMIACOBAHUA (T.e. B pAMKaX MMEIOIIErocs y UH/IH-
BHIA onbITa). Paccozaacosanie B TAHHOM CUTYaIluu OTIMYAETCA OT TOTO, KOTOPOe

7 IlowmcK HOBBIX ITyTel yCTPAHEHHUA PACCOITIACOBAHUSA BKIIOYAET KaK MOJHU(HKAIINH Ha YPOBHE IIOBEIEH-

YEeCKMX a[allTaliii, TaK ¥ MOJIEKyIIPHO-TeHeTHIecKHe B Mopdoorideckue mepectpoiku. Ilono6Hbre
MOAM(PUKALINY UMEIOT MECTO KaK B HOpMe, TaK U IIpu maroioruu. B «o0biennoi nayke» (folk science)
HOpPMa ¥ [IATOJIOTUS MBICTIATCS KaK IPUHIMITHAIBHO PA3IMIHbIe COCTOSHUS, IIOCTENHA — KAk e3a/arl-
THUBHBIH CJIOM HOPMAIbHBIX MEXaHU3MOB. B cobcTBEHHO ke Hayke 000CHOBAHO IIPEICTABIECHUE O TOM,
YTO IIPOIIECCHI, HA3BIBAEMbIE MATOMOTHIECKUMH, ABJAIOTCI He Ae30praHusanue Wil XaocoM, a CBoe-
00pasHbIM, BEIPAOOTAHHBIM B XO/ie DBOJIIOIMY IIPUCIIOCOOIEHHEM K BOSHUKIIIMM YCIOBHAM CYIIIECTBO-
BaHud. Her HU 0ZIHOTO IATOIOTIYECKOrO IIpoliecca, KOTOPBIH He UMel 6bI CBOEero IPOTOTHIIA B HOPME.
BepHoii oxkasbiBaercs He AUIBIOHKINA «HOPMa» -«IIaTOJIOTUA», & IPEJICTABIEHNe 0 KOHTHHYyMe COCTO-
SHUI: OT Ha3bIBAEMBIX «HOPMAIBHBIMU» K «raroyormdecknM» (Goldstein 1933; Bepuap 1937; JlaBsr-
nosckuit 1969; McEachern, Shaw 1996). AranranuoHsbie H3MEHEHNUs, BOSHUKAOIINE B YCIOBUAX I1a-
TOJIOTHH, MOTYT ObITh, KAK X B HOPMe, PACCMOTPEHBI B KAYECTBE CHCTEMHOTO IIPOIecca, 3aXBaThIBaI0-
ero Bech opraumsm (cM., Hamp., Rotenberg, Schattenstein 1990; Bepesun u ap. 1993; Rotenberg,
Schattenstein 1994), HampapIeHHOrO HA AOCTHKEHUE MIOIOKUTEIBHBIX PE3yIBTATOB M BKIIOYAIOLIE-
TO [IEpeCTPOHKY, MMEIOIIHe MeCTo TPy (POPMHUPOBAHUY H0IroBpeMeHHoi mamary B HopMme (Goldstein
1933; Anoxun 1954; Alexandrov et al. 1990a, 2001, 2013; Nestler, Aghajanian 1997). B cBs3u ¢ Tonb-
KO YTO OTMEYEHHBIM CXOJCTBOM, a TAKKe IIPH yIeTe CXOICTBA MOJIEKYIIPHO-OHOIOTMIECKIX MEXaHH3-
MOB, JIJKAII[IX B OCHOBE CO3PEBAHUA U HAYIEHHUs, He YIHBUTEIHHO, YTO PEIOBEHUIU3AIHA (peaKkTHBa-
1US Y B3POCIOT0 MEXaHH3MOB, aKTUBHPOBAHHBIX B PAHHEM OHTOreHe3e) UMeeT MECTO He TOIBKO IIPH
Hay4eHUH B HOpMe, Ho 1 pu naronoruu (Cramer, Chopp 2000). 1151 mociieyroiero 06Cy K aeHus Bak-
HO TIOTYEPKHYTbH, YTO K MEXaHU3MAaM, PEAKTUBHUPYEMBIM B YCIOBUAX IIATOIOTUH Y B3POCIOTO, OTHOCAT
u anonrorudeckyo rubens kiaerox (Yuan, Yankner 2000).

147



FO.U. Anexcanopos, A.I" I'opkun, A.A. Cosunos, O.E. Ceaprux, E.A. Kysuna, B.B. ['aépunog

MMeeT MeCTO B Ie(pMHUTHUBHOM IOBEJEHUN: OHO YCTPAHAETCS He W3BICUEHHEM W3
IMaMSITH UMEIOIIErocs MAaTePUasa, a IIOUCKOM U (PHUKCAITHEH B IMAMITH HOBBIX BapH-
aHTOB 00BEIMHEHHS IEMEHTOB, T.€. PA3BEPTHIBAHUEM IIPOIIECCOB CHCTEMOTEHE3A.

3.7. Ot paccoryiacoBaHHs Yepe3 COIIaCOBaAHHE K KOHCOIHIAIUN

B cayuae ecnu mporiecchl crcTeMOreHes3a IPOTEKAOT YCIIENIHO, (POPMUPYIOT-
¢ HOBBIE CHCTEMBI, Peaan3amui KOTOPhIX 00eCIednBaeT JOCTHKEHHE TpedyeMo-
TO pesyibTaTa CHUCTEMBI, & TAK/Ke COTJIACOBAaHWE U YIOBJIETBOPEHHE MeTabomde-
CKHUX «IIO0TpeOHOCTel» HelpoHOB. OXHAKO HOBAasA MHTErpPalllsd HE OCTAeTCA HEeU3-
menHoi. [lokazaHo, 4To cyMMapHas aKTUBHOCTH MO3Ta YeI0BEeKa N3MEHAETCA He
TOJIBKO B Iporecce o0ydeHus HABBIKY, HO U Yepes3 Jachl (M JHU) IIOCIe TOTO, KaK
110 ITOBEIEHYECKOMY KPHUTEPHUIO HUCIIBITYeMbIl yike o0yumics (cM., Hamp., B Karni
et al. 1995). B skcriepuMeHTax Ha KHBOTHBIX TAK/Ke ITOKA3aHO, YTO KAK Xapak-
TEPUCTUKH aKTHUBAIlMH HEUPOHOB, TAK M YHCIO aKTUBUPYIOIIUXCA KIETOK MEHH-
I0TCA OT IEPBBIX PE3yIbTATUBHBIX PEATU3AIAH TOBEEHNUA B TeUeHNE OCIeNyI0-
mux gacoB u aued (Erickson, Desimone 1999; Kysuna u ap. 2004; Horn 2004;
McKenzie, Eichenbaum 2011; Smith et al. 2012; u ap.).

ITonyuennsie uamu (Ceapuuk 2003; Anexcauapos, Ceapauk 2009), moxasbiBa-
0T, YTO YHCJIO KJIETOK MO3Ta, B KOTOPHIX HAOIIOIAETCA DKCIIPECCUA «PAHHUX» Te-
HOB, BO MHOTO Pa3 MPEBBIIIAET YHCIO HEHPOHOB JaHHOM 00/1aCTH, Y KOTOPHIX 06-
HapyKABAETCA CHEIMATU3AINI OTHOCUTEIHHO CHCTEMBI (DOPMHUPYEMOTO ITOBEE-
Husa. MbI ipefmonaraeM, 9T0O YaCTh U3 MHOKECTBA T€HETHYECKU aKTHBUPOBAHHBIX
KJIETOK — 3TO HEMPOHBI, CIIEIHATN3UPOBAHHbBIE OTHOCUTEIBHO CHCTEM paHee cop-
MUPOBAHHBIX aKTOB, U SKCIPECCHUA B HUX OTpaKaeT HAYAJIO IIPOoIfecca aKKOMO/a-
IIMOHHOU peroHcomupanuu. J[pyrue ABIAOTCA MPeCIeuaTn3upPOBAHHBIMU, U UX
reHeTHYecKad aKTHUBAIUA — IPEIIOCHLIKA ITepexoia KIETOK B COCTOSHHE TOTOBHO-
CTH JIJIS1 CEJIEKITNH B IIPOIecce mpoo.

Hmenno B mpoliecce mpob n3 aKTHBUPOBAHHbBIX (KAaK T€HETUIECKH, TAK, BEPOSIT-
HO, ¥ IMIIYJIECHO) KJIIETOK OMOUpaomcs Te, KOTopble IeperIyT qajiee B paspsas cie-
[AATU3UPOBAHHBIX OTHOCHTEIBHO (hopMupyemoi cucrembr®. OTpaskeHuem mpore-
KAHUA OIIMCAHHOU CeIeKITNN U H3MEeHEeHUH, IIPOUCXOAIINX B HEHPOHHOM obecriede-
HHUH HOBOTO IIOBEeHHUs, ABjsieTca ooHapy:xeanoe uamu (Kysuroit u ap. 2004) yse-
JUYeHNne OTHOCUTENIBHOTO YKCIa HEHPOHOB, Y KOTOPBIX AKTUBAIIUA ITOABIAETCA B
100% city4aeB (T.e. IpH KAMKIOH PEATH3AIAN CIICITU(PUIECKOTO I JAHHOM KJIeT-

8 BosMmomKHO, HEOTOOpAHHBIE KIETKH, BO3BPALIAIONINECT B «Pe3ePB», TAKIKe [IPeTePIIeBaloT U3MeHe-
Huf, HAOOp UX cTeleHel cBoOoabI MoguduIupyerca (CKopee Bcero, orpanuduBaercs). Taxum o6-
pasoM pesepBHBIE KIETKH IOCTOSHHO TuddePeHIIUPYIOTCS IPH KaKI0M UX BOBJIEYEHUH B IIPOIECC
CeNIeKI[UH Ha MPOTAKeHIN HHIUBHyaIbHoro passurus. [logobnas Mogudukanus, ¢ OGHOM cTOpo-
HBI, IIOJITOTABINBAET KIETKU K CIeAyIOIleMy 3IU30A4y celeKiuu. Bo BcAkoM ciydae, K Hay4eHUIO
[I0BEJIEHUIO, POJICTBEHHOMY paHee cchopMmupoBaHHOMY. Ecimu 910 Tak, To oHa Moria 6bI 6BITH pac-
CMOTpeHa B KadecTBe OXHOro u3 hakTopoB, o6ycaoBnuBaoInux deHomeH neperoca (Co3uHOB u fp.
2013). C mpyroii — mocieoBaTenbHbIe OTPAHUYIEHNUS cTene el cBOOOAbI pe3epBHBIX KIETOK Ha IPo-
THIKEHUN PAsBUTHUA, HAPALY C yMEHbIIEHUEM JYHCIa Pe3ePBHBIX KIETOK, MOITIH ObI OOBICHUTD U3-
BeCTHbIE U3MeHeHU: B H(HEKTUBHOCTH 00yIEHH, IPOUCXOASAIINE C BO3PACTOM.
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KH aKTa) 1Mo Mepe KOHCOIUIAnuu maMATH. [IpOBOAMIOCH COTIOCTaBIeHNE HATTEP-
HOB aKTMBHOCTH HEHPOHOB 33HEH NHMHTYJIAPHONH KOPBI KPhIC, 3aPETHCTPHUPOBAH-
HBIX B IIe€pBbie b qHed u ¢ 7 mo 15 genp mociae o0ydeHus IUKINIECKOMY ITOBee-
HUIO HAKATHA Ha TIelallb, YTO COOTBETCTBYET «PaHHUM» U «00JIee TI03THUM» CTaIH-
AM KOHCOIHAAITNH, IPUMEHHUTENHHO K (DQOPMUPOBAHUI0 HHCTPYMEHTATBHBIX HABBI-
koB y Kpbic (Buitrago et al. 2004). B mepBbie gHu mocite 06y4uenus ObLIO JOCTOBED-
HO MEHbIIIE CTIEIINATU3UPOBAHHBIX OTHOCUTEIHHO HOBBIX AKTOB HEMPOHOB, KOTOPbHIE
JIEMOHCTPHUPOBATIN CTAOMIBHBIE AKTUBAIIMHA BO BCEX PEATM3AINAX BBIyYEHHOTO II0-
BeJleHusd, 110 CpaBHEeHUO ¢ Hepenel nocie obydenus (Touwmbrit kpurepuit Purepa,
p=0,037). C apyroit CTOPOHBI, ¥ :KUBOTHBIX B II€PBLIE D [HEI ObLT 00HAPYIKEH 3HA-
4uMO OOJIBIIHH, YeM depes Hezesio mocie ooyuenus (Tounbrit kpurepuit Puirepa,
p=0,0054), IpoIIeHT KI€TOK, aKTUBHBIX B CBSI3U CO BHOBDH CPOPMHUPOBAHHBIMH AKTa-
M# 1 uMerorux B Hux He-100%-bre (85-90% ciiyuaeB) akTuBanuu. Bece KieTku qaH-
HOHM KaTeropyuy BXOAMIN B TPYIIILYy HEHPOHOB, UMEBIINX aKTHBAIIUN B AKTaX IIOIXO0-
Jla ¥ HAKATUA Ha Ielalb, KOTOPBIM KMBOTHBIE O0yYaINCh B MIOCIENHIOI OYepenb
nepen HagamoMm sxcuepumenta (Kysuua 2013). Ilo-BumumomMy, yMeHbBIIIEHE BapH-
aATHUBHOCTY aKTUBHOCTH MOKET OBITH CBA32HO C 3aBEPIIIEHUEM CEJIEKITUH U CTAOUIIN-
3anmed cocraBa HEUPOHOB, BOBIEKAIOIINXCA BO BHOBb C(POPMHUPOBAHHOE IOBEIE-
aue. Bo3aMo:xHO, 9TO [ MOZ00HOI cTabuansanuu HeoOXO0AuMO He TOIBKO BpeMsd,
HO U OTIpeJieIeHHOe KOJMIECTBO TIOBTOPEHUH aKTyaIu3aIiuy (pOPMHUPYEMOTO OIIbITA
(Weible et al. 2009, 2012; McKenzie et al, 2013).

IToxaszano Tak:xe, YTO HEKOTOPBIE KIETKHA AKTUBUPYIOTCA JIUIIb HA HAYATbHBIX
cramuax o0yJeHusd, a KOT/Ia OBeJeHne CTa0UIn3upyeTcs, UX aKTUBAIINH IIpeKpa-
maTesa U 0osbine He BosHukaoT (Shima et al. 1996; Wirth et al. 2003). Hacrs
W3 9TUX KJIETOK, BEPOATHO, IPUHAMIEKNAT K AaKTUBUPOBAHHBIM B IIP0obax mpecre-
HaTU3UPOBAHHBIM HeliponaM. B ciayuae, eciu pasBopauuBaeTcs MOCIe0BATENh-
Hoe 00yJeHue pAAy CXOIHBIX aKTOB (HajkaTHe Ha MeJalu, HaXOMAIIHeca B pa3HbIX
yIJIaxX SKCIIEPUMEHTATBHOM KaMepbl) aKTHBHOCTH MOJOOHBIX KIETOK B IIEPBOM
aKTe, MPEIIECTBYIOIEM B IIOCIEIOBATEILHOCTH 00yUeHHA TOMY (BTOPOMY), B OT-
HOIIIEHWH CHCTEMbI KOTOPOTO HEHPOH CHEIMATH3UPYETCA, MOKET BBITJIANETH KaK
BapWaTHUBHAS Hecmemuduyeckas akTuBHOCTD (cM. puc. 13 B Alexandrov 2008).

Kpowme Tor0, Kak TOKA3bIBAIOT HAIIIHN JaHHbIE, H3MEHEHHE COCTaBa aKTHBUPYIO-
IIAXCA KIETOK MOKET IMIPOUCXOIUTD U 328 CUET KJIETOK, CIIeIIHATN3UPOBAHHBIX OT-
HOCHUTEJIBHO paHee c(hOpMUPOBAHHOTO MTOBEJEHU, HAIPUMED, KAKOTO-TH00 aKTa
TIEPBOTO ITUKJIA, KOTOPhIE PAa3paKaioTCa B Hadane )OpMUPOBAHUA BTOPOTO, TIOCTE-
TIEHHO YMEHBIasd aKTUBHOCTb U HCKI0YAACh 3aTeM u3 ero obecreuenus (Puc. 6
B, B; cm. Taxixe nanubie B: [IlIBpiproBa 1986).

3anuch akKTUBHOCTH JAHHOTO HEHpPOHA ITUHTYJIAPHOH 007aCTH KOPBI KPHICHI
cielaHa Ha MPOTSKEHUHN CIAEAYOIINX MEePHUOI0B SKCIEPUMEHTA: 0 TOTO KaK JKH-
BOTHOE, yiKe 00y4eHHOe Ha)KaTHIO0 Ha IIEPBYIO Iefaib, 00yYMIOCh HAKMMATD HA
BTOPYIO, BO BpeMs 00ydYeHHs HaKaTHUIO Ha BTOPYIO HeNab U IT0cae 00yUeHus, KOT-
JIa JKUBOTHOE, yiKe yMelolllee HaiKUMaTh Ha 00e Ieaii, BHOBb IEPEXOIUT K IIOBe-
JEHUIO0 HAMKATHS Ha TIEPBYIO IeIalb.
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Puc. 6. Pactps! u rucrorpaMMbl akTHBHOCTH HeHpOHA 1445, CrienuaIn3HpOBaHHOTO OTHOCUTETIHHO
II0/IX0/1a K IIePBOH 110 OPAAKY 00ydeHNs MeJlalli U HaskaThA Ha Hee (CM. TeKCT AT 00bICHEHN ).

A. Pacrps! u rucrorpaMma IoCTPOEHbI OT OKOHYAHUSA HaKaTUA Ha IEePBYIO IIe-
JaJThb: OTMEYEHO BEPTUKAIBHOU CILIOIIHON M MyHKTUPHON JuHuamu (n=40). I'o-
PU30OHTAIBHAA CTPEJIKA PaslesseT aKTHBHOCTh HEHPOHA B OTHEIbHBIX peaan3a-
OMSIX MOBEIEHMs MOAXO0JA U HAXATHUd Ha [epPBYI0 Iefanb A0 U I0cie obyde-
HUS JKUBOTHOTO HAJKATUIO BTOPOH ITEJIAJIHU: BBIIIE CTPEIKH — YacTh PacTpa, Ipes-
CTABJIAIONIAA CHEIU(PUIECKYI0 aKTHBALMIO HEHPOHA B IIUKJINYECKOM ITHINEN00bI-
BATEIHLHOM ITOBEJEHHWH HA MEePBOH (10 MOPAAKY 00yUeHuUs) CTOPOHe 00 00ydJeHus
BTOpo# memanu (n=20), HUIKe CTPEIKH — YacTh PacTpa, IPeACTaBIAIOIIAI CIIell-
nUIeCKy0 aKTUBALINIO HEHPOHA B IIEPBOM I[UKIIE noc/ie 00y4eHuUs: BTOPOH reja-
au (n=20). ITo ocu abcruce — Bpems B Mc. BepTukanbHBIMY CTPEIKAMH ITOKA3aHbI
OKOHYAaHWe HaykaTud Ha nenainb (t=0) u cpeqHuil MHTEpPBAI BpeMeHH Hadala Ha-
skatus Ha negans (I1). Mlkana mo ocu opauHAT — YHCIO CIIAWKOB B OHOM KaHAaje
rucrorpammbl. llupuna kanana — 50 mc. @Popma craifkos, mokasaHHas Ha rpadu-
Ke A B IIpaBOM BEpPXHEM YIIIy, ObLIa CTAOMIBHOM B TEYEHHWE BCETO IIEPHUOMA PErH-
cTparnuu HelpoHa (1o, BO BpeMs U mocie obydenusa). HacTora akTHBHOCTH Ha Iep-
BOH CTOPOHE B «HECIIEIU(PUIHBIX» [JIsT HEUPOHA aKTax (0TXO0] OT KOPMYIIKH, IIO/-
XOJI K KOPMYIIKe ¥ 3aXBaT IIHUIU U3 Hee) CTajla JOCTOBEPHO HusKe (IIpu cpaBHe-
HHH 9aCTOTHI aKTUBHOCTHY B 9TUX aKTaX J[0 ¥ II0CJIe BBEIEHUA BTOPOH IeJaJIH C WC-
nosnbs3oBanueM kpurepus Wilcoxon; Bo Beex ciayuasx p<0,0001). Uro racaercs
<<C1'Ie]'_[I/I(bI/I‘-IHOI‘O>> aKTa, Ha TUCTOrpaMMe BUIHO, YTO CTPYKTypa aKTUBAaIlluu U3Me-
HIJIACH: 10 00yYEHUs BTOPOH Iefaiu aKTUBALMY P HAKaTHUU [T€PBOH 3aKaHIN-
BAJIUCH TI033Ke; 9Ta pasHuIla focroeepHa B mociaempaue 100 mc maxarusa (Wilcoxon
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test, z=2,5; p=0,012) u epsbie 100 mc moce cockoka c meganu (Wilcoxon test,
z=3,123; p=0,0017). B. Pactps! u rucrorpaMma IoCTPOEHbI OT OKOHYAHUS HaKa-
THA Ha BTOPYIO Itegajib (n=67). B Treuenue oTpaskeHHOro Ha (pparMeHTe mepuoaa
obyuenus HabI01aI0Ch HEOO0IbIIOe (II0 CPABHEHHIO CO CIIeIu()UIECKOH AKTHBHO-
CTBHIO HA MEPBOM CTOPOHE) YBEIWYEHHEe YACTOThl AKTUBHOCTH (Heclerupuieckas
aKTUBAIMAI) 9TOTO HEHpPOHA IPH HAMKATHHM HA BTOpPYyIO mexanb. B. I'padur nuua-
MHKH YaCTOThI aKTUBHOCTH (OCh OPJUHAT) 9TOr0 HEMPOHA B PA3HBIX AKTAX I[IUKIIU-
YECKOTO IMOBEeIeHHUs (BBIAEJIEHO JUHUIMHU C PA3HBIM IyHKTHPOM) IIPU O0YYEHHH
BTOPOM memasu mo mecATKaMm akToB (ock abcrmee). CpegHss dacToTa akTHBHO-
CTH B aKTe HaKaTHsA Ha BTOPYIO Ielajlb JOCTOBEPHO IPEBBIIIAIA CPEIHIOI YACTO-
Ty AaKTHBHOCTH B OCTAJIbHBIX aKTaX HA BTOPOH CTOPOHE B TEYEHHE BCErO IepUoIa
o0yuenus (IornapHbie CPABHEHUS CPeHEeH YaCTOThI AaKTUBHOCTH C TAKOBOH B [IPY-
THX aKTax Ha BTOpoi# cTtopoHe, Tect Manna-Yurau — p<0,001). B axrax mukna
Ha BTOPOH CTOpPOHE, 0003HAYEHHBIX MYHKTHPHBIMU JTHHUSIMHU, HAGI0IAIOCH J10-
CTOBEPHOE CHUIKEHKE YaCTOThl AaKTHUBHOCTH OT Hadaja K KOHITy obyuenus (Anova
X2 (n=4, df=7) = 19, 08, p = 0,0079); upu cpaBHeHUHU NEPBBIX U mociaensHux 30
aKTOB TaK:Ke ObLIH MOJIyYeHbl 3HAYUMbIE PA3IUYUs I AKTOB: ITOIX0 KO BTOPOM
nemanu: Wilcoxon z=2,83,p= 0,0046; 3anmesaune B KopmyIky: Wilcoxon z=3,63,
p=0,00028; orxox ot kKopmytkm: Wilcoxon z=2,914, p=0,0035).

AKTHUBHOCTB IIOC/IEIHUX JBYX IPYIIN KJIETOK (2 TAKKe YIOMSHYTYIO BBIIIIE MO-
IU(PUKAIUI0 «Pe3ePBHBIX» KIETOK) MOKHO PACCMOTPETHh B KauecTBe HEHPOHHOH
OCHOBBI (peHOMEHA IepeHoca HABbIKA: YCKOPEeHHue 00yJeHus JaHHOMY akKTy Iocie
MPEIIIeCTBYIONIEero 00y4YeHus CXOMHOMY IOBEIEHUIO.

Haxoner, MOKHO IIPeIIONIOKUTh, YTO II€PBbI€ MPOOHBIE aKThl y OPTAHM3MOB
C BBICOKOPA3BUTON HEPBHOM CHCTEMON OCYIIECTBIAIOTCA 34 CUeT KOAKTUBAITUU
He TOJIbKO IIEPEMEHHbBIX COCTABOB PAHee CIIEIUANIN3UPOBAHHBIX U IIPECIIeI[HaI -
3UPOBAHHBIX HEHPOHOB, HO M TAK HA3HIBAEMBIX HEHPOHOB «HOBU3HBI» (BO3MOIK-
HO, CIEIMATU3UPOBAHHBIX OTHOCUTEIBHO MCCIEN0BATEIBCKOTO MTOBEIEHUI; O] -
po6uee cMm. B Ranganath 2003; Anercanmpos 2005). Koakrusarius obecriedrBaer
KakK coBeplleHue 1mpo0, Tak u docmuoicernie npu 00yieHUl nepssvlx NOA0HCUMENb-
Hblx pesyavbmamos. Ilocne crabunusanuu MoBeJeHnsT HEeUPOHbI «HOBU3HBI», KaK
U pAL IPYTUX, PAHee CIeIUATN3NPOBAHHBIX KIIETOK, IIPEKPAIal0T aKTUBHOCTD.
ITO 03HAYAET CEPHE3HYI0 PEOPraHU3aINI0 HEHPOHHOTO 00eCIeYeHNs aKTyaan3a-
WU MaTepuaia MmaMsaTH, KOTopas UMeeT MeCTO HeCMOTPS Ha TO, UYTO aKTHBAIUU
HEHMPOHOB, CIIEIMATU3UPOBAHHBIX OTHOCUTEIHHO CHCTEMBI HOBOTO aKTa, MOTYT pe-
TUCTPUPOBATHCS YIKe C IEPBOM peayn3aiyi HOBOTO [TOBEICHUS.

B y:xe yrmoMrHAIOCH BBIIIIE SKCIIEPUMEHTAX C XPOHUUECKUM OTBEIEHHEM TETPO-
JaM¥ AKTUBHOCTH HEMPOHOB IIUHTYJISPHOM KOPBI Y KPbIC ObLIA 3aperucTPpUpOBaHA
WMIIyJIbCHAS AKTUBHOCTDH B CECCHUAX OOYUEHUS ITUKIUIECKOMY ITHIIEI00bIBATEIh-
HOMY ITOBEJIEHHIO0 HA BTOPO#H (B IIOCIEN0BATEIBHOCTH O0YJYEHWNs) CTOPOHE KIETKU
rocsie (POPMUPOBAHUS AHAJIOTUYHBIX IIMKJIOB HA IIEPBOM CTOpPoHE. B aTHx ceccusax
ObLIA 3aPErrCTPHUPOBAHA AKTUBHOCTH HEHPOHOB, CIIEIMATH3UPOBAHHBIX OTHOCH-
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TEIBHO aKTOB IHUIIE00BIBATEILHOTO ITOBEIEHNA Ha BTOPOU CTOPOHE. AKTHBAITHAN
JTUX HEUPOHOB, COOTBETCTBYIOINE KPHUTEPHIO CIEIM(PHUECKOH (IIOIyTOpaKpar-
HOE IIPEBbIIIeHNE YaCTOThl aKTUBHOCTH TAHHOH KIIETKHU B OCTATIbHBIX aKTaX II0Be-
JeHus), OBLIH 3apPEeTUCTPUPOBAHBI YiKe C IIEPBhIX Peaan3aliuii COOTBETCTBYIOIETO
BHOBB (hopMupyemMoro npu o0ydeHuu akra. [IpuMep akKTHBHOCTH TAKOTO HEHPOHA
mpuBeieH Ha puc.7. Y3 mpeacTaBieHHOr0 pUCyHKa BUIHO, UTO yiKe B TIEPBOM ITH-
111e7I00bIBATETFHOM ITUETIE (M BCEX IMOCIEAYIOIINX) HA BTOPOM CTOPOHE aKTHBHOCTD
JAHHOTO HEHPOHA COOTBETCTBYET KPUTEPHIO CIIEITU(PUIECKOH.
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Puc. 7. lunamuka akruBHOCTH HetipoHa 27904-1 B mmepBoii ceccru 00yIeHUsT
[IOBEJIEHHIO Ha BTOPO B [IOC/IE0BATEILHOCTH 00y4EHUs CTOPOHE KJIETKH.

Ha ¢dparmenTe A mpemcraBieHbl CpefHNE YaCTOThI UMITYIbCAIIUNA 3TOTO HEH-
pOHA IUHTYIIPHOUA KOPBI B akTax muinenobsrBarenbuoro (II1 — 3axBar mumu B
ropmy1ke; [12 — moBopoT rosoBe! B cropony mexpanu; 113 — mobeskka B yrou me-
nanu; 114 — maxoxmenue B yriy nemanu a0 ee Haxarus, 115 — Haxarne nemanw;
I16 — mobGesxka ot memasu k Kopmyinke; [11 — 116 akTh Ha TepBOi CTOPOHE KIIETKH,
a 111 - T116 — anamoruvHble aKTHI HA BTOPOM CTOPOHE KIIETKH) U APYrux hopMm
noBegenns (OP — opuenTuposounoro, O1 u O2 — o6oporurensuoro; 110 — morc-
rkoBoro; ITH — nmurseBoro; K® — komdoprroro). Kpureputo cnermanusanuu (Be-
POATHOCTD IOABJIEHU AKTUBAI[UY B JAHHOM aKTe = 1) COOTBETCTBOBAJIA AKTUB-
Hocth B akre [114. Ha dparmenTe B npencraBiensl 4acToThI UMITYJIBCAIIMH STO-
ro HEeHWpOHAa B MOCIEe0BATEIbHBIX peanudanuax akra 1114, IlyukTupHo# muHMEH
0603HAYEH ypoBeHb KpuTepusd akTupanuu (dacrora — 9,57 cnaiikos B c.). Ilo ocu
abcrruce mpeacTaBIeHbl HOMepa MMOCIe0BATeNbHBIX MOAX0I0B K Melalu; BepTH-
rasmbHad yepra Ha 40 axTe o3HAYaeT IPAHUILY MEKLY IIEPBOH U BTOPOH CepUIMU
LMKJIOB Ha BTOPOI cropone. Ha o6emx yacTsax pUCyHKA II0 OCH OpPJUHAT JaHA 4a-
CTOTA WMILYJILCAIIUH B CIIAHKAX B CEKYH/Y.

B pabore Smith et al.(2012) Tax:xe 0bLT 0OHApPY:KEH (peHOMEH BO3ZHHKHOBEHUS
MIPEIIOIIOKUTENBHO CIIeNn(hUIEeCKOi aKTUBHOCTH KJIETOK B IIEPBBIX IMPOOHBIX pea-
JU3aIusax HoBoro mosefeHus. OMHAKO B JAHHOM UCC/IEI0BAHUN JKUBOTHBIE He ObLIH
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TIPeIBAPUTEIBHO 00yJeHbI SKCIIEPUMEHTAIBHOM 3a1aue (KpoMe IPUBbIKAHUA K HO-
BOM 00CTAHOBKE), KAK 9TO OBLJIO B HAIIIKUX SKCIIEPHUMEHTAX IMPU 00yUeHUHN HAKATUIO
cHAYasIa Ha IEePBYI0, a IOTOM Ha BTOPYIO mefaib. Bo3aMoskHO, 3TO pasiamure — OgHa
W3 TIPUYKH, IT0 KOTOPOU aKTHUBAINH (B IUIEHC-TI0JIe HEMPOHA) TIOSBIIAINCH C TIEPBBIX
peanusanuii TOBeeHN B THIIIIOKAMITE, HO He B IMHTY/IAPHOHN (PeTpOCIIEHUBATE-
HoI) Kope. Takum 00pas3oM, Ha PAaHHUX dTANax 00yd4eHus Iporiecchl QOPMHUPOBAHMST
CIIEIMATN3AINH MOTYT IIPOTEKATH II0-PA3HOMY B PA3HBIX MO3TOBBIX CTPYKTYPaX.

B nccnemoBanmax peopraHu3aIfiii MO3TOBOTO 00ECIIEUeHN TTOBEJIEHUA B IIPOIIEC-
ce HaydyeHUs HEOTHOKPATHO MPOJEMOHCTPHPOBAHO M3MEHEHUE PONIH CTPYKTYP MO3-
ra Ha pasHbIX sranax TpeHupoBiu (Poys 1995; Kelly, Garavan 2005). I3BectHo, 9To
OT COXPAHHOCTH 00JIACTEH ITMHTYIAPHOM KOPBI MO3Ta YeI0BEKA 3aBUCAT ITOKA3aTeNn
Hay4YeHus, MaMITH U «KOTHUTUBHOTO KoHTpossi» (Hayden et al. 2010; Kosmosckuii
u ap. 2013). Ilpu sToM BHEIIIHE OIHO U TO K€ MOBEJEHNE 10 Mepe HayIeHHUs COIPO-
BOKJIAETCA aKTUBAITAEH PA3INYHbBIX 00/IaCTEH WK CIOEB ITUHTYIAPHOM KOPhI MO3TA.
C omHOIT CTOPOHBI, KaKk MeTomgaMu (DYHKITHOHAIBHOM anaroMuu Ha yesoBeke (Tracy
et al. 2003), Tak ¥ IpU perucTpaIy CyMMapHOH aKTHBHOCTH HeWpoHoB (multiunit
activity) mosra :xuBoTHBIX (Freeman, Gabriel 1999) nmokasaso, 4To B mpoIiecce Hayde-
HUA aKTHUBAIIVA TIepeHel 00/1acTy CHIKAeT A, a 3a/IHel — Bogpacraet. C apyroii cTo-
POHBI, 3aTHASI IMHTY/IIPHAA KOpa aKTUBUPYETCS IIPH BOCIIPOU3BEIEHUN aBEPCUBHOTO
noBemeHuA (1 HeoOXOquMa /I €T0 BBIIOJIHEHNI) KaK Ha PAHHUX, TAK U HA TO3THUX
sranax maydenus (Gabriel 1991; Katche et al. 2013). Taxike moxaszaHo BoBiIedYeHE
¥ HEOOXOIMMOCTh COXPAHHOCTH IIEPEeTHEH ITUHTYIAPHON KOPBI B 0OECIIeYeHre KOH-
TEKCTHOTO 3aMUPAHNA KaK Ha PAHHUX, TAK U HA MO3HUX ATANlaX HAyUYEHU A, & TAKKe
HEe0O0XOIUMOCTh TIEPEeHEN ITUHTYIAPHON KOPBI I PEKOHCOIUIAIINNA COOTBETCTBYIO-
et mamsaru (Vetere et al. 2011; Einarsson, Nader 2012).

Ecnu cienmanusarua HeMpoHA, KAK Mbl OTMEYAIHN BBIIIE, TIOCTOAHHA (T.€. eTo
nudppepeHIrausg HeobpaTuMa) U MOKeT BOSHHUKATD YiKe C IEePBBIX PeaTn3aiui
BHOBB (DOPMHPYEMOTO aKTa, TO MOKHO IPEANOIaraTh, YTO HAUOOIee CyIeCTBEeH-
HBIN BKJIA B IOAO0OHYI0 PEOPTAHU3AIINI0 BHOCUT TUHAMUKA aKTHUBHOCTH HE CITEITH-
AIN3UPOBAHHBIX OTHOCUTEIHHO (POPMHUPYEMOTO aKTa KIIETOK, a IPYTuX («HEeumIeH-
TH(UIUPOBAHHBIX») HEHPOHOB.

B mamem wuccrnenoBanuy HEHPOHHOTO OOECTIEUeHUS MTOBEIEHNUS Y KPOJIUKOB HA
TIOCTIEI0BATENBHBIX JTAlax HAyJeHUd aKTHBHOCTh HEUPOHOB ITepemHel U 3amHeil
obacreit UHTYIAPHON Kopbl Mosra (Vogt et al. 1986), KoTOpbIM, KAk 9TO TOIBKO
YTO OTMEYaJIOCh, HAa OCHOBAHHUH OJAHHBIX, IIOJIyY€HHBIX IIPHU UX JIOKAJIBbHOM IIOBPEIK-
JIeHUH, IPUITUCHIBACTCS PasHas POJIb B 06eCIieueHUH PAHHUX U MTO3HUX STAIIOB Ha-
YUEeHHUs) PETrUCTPUPOBATHN HA IIEPBOH U BTOPOH HeJeNe mocie 00yIeHN JKUBOTHBIX
HAJKATHIO HA TEeNAJIU I [OAyIeHHs IUIH. AHAIN3UPOBAIN CIeIyOIIIe I0Ka3a-
TeJIX aKTUBHOCTH HEHPOHOB: T0JIA HEHPOHOB PA3IMYHOIO TUIIA (CHEeIUaTIn3UPOBaH-
HBIX ¥ HEUJeHTU(PUIIMPOBAHHBIX, T.€. T€X, Y KOTOPBIX He ObLIA YCTAHOBJIEHA CIIeI[H-
amus3anysa B OTHOIIIEHHH aKTOB aHATH3UPYEMOTO HHCTPYMEHTATILHOTO TIOBEIEHHA),
CPEeIHsA YaCTOTa CHANUKOB M YHCIO AKTOB C «HECIEeNU(PUIeCKUMU» AKTHBALIAIMUA
(aKTI)I, B KOTOPBIX II0 4aCTOTHOMY KPHUTEPHUIO 6I)IJII/I BbIJI€JIEHbI aKTUBAIlUX, HO BeE-
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POSTHOCTD 3THX akTuBanui He mocrurana 100%). [lpu cpaBHeHHN STHX IOKA3aTe-
JIeH MeKIy TIepPBOM ¥ BTOPOH HEAEIIMU PErUCTPAIIAN BBISBIEHO, YTO Y CIIEI[AAIH-
3UPOBAHHBIX HEMPOHOB OHU BCE CTATHUCTUYECKU HEPA3TUIUMBI (0N CIIeI[AaTH3H-
POBaHHBIX HEHPOHOB OTpaskeHbI Ha puc. 8 A). B 1o :xe BpeMs y HemmeHTHMHUITIPO-
BaHHBIX HEHPOHOB cpenHAsa yactoTa (puc. 8 B) u yncio akToB, B KOTOPHIX BO3HUKA-
nu Hecnerudryueckne akruBanuu (Puc. 8 B) okasanuch pasmuyubl.
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Puc. 8. Ilokasarenu axrusHocTr Hetiponos nepenued (ITIK) u saxueit (31IK) nunryispHOi KOpbI
MO3ra KPOJIMKA HA IIepBoH (6eIble mmosist) U BTOPOU (TeMHbIE I10JIs1) HEIeNIe PErUCTPAIIH.
A: Toms crieruainsnpoBaHHbIX HEMPOHOB U3 YKC/IA 3aperucTpupoBanubix. b: CpenHee u cranmapTHas
om0k 171 [IOKA3ATEIs CPEHEH YaCTOThI CIANKOB HeH/IeHTH(HIIMPOBAHHBIX HEUPOHOB.
B: Cpeznnee u crangaprHas ommbKa 1JIsi [I0Ka3aTels YUCIA aKTOB C HECHeIn(PUIeCcKoi aKTHBAIIMeN
HeuJIeHTHPUITUPOBAaHHBIX HelpoHOB. b u B: ITapamerps! paciipenenenus moKasaTesia HaI0KeHbI
Ha 0Ch OPAMHAT C aOCOMIOTHBHIMY (2 He HOPMATHU30BAHHBIMHU) 3HAYCHUSIMI.

Takum 00pas3oM, BBISBIEHBI Pa3MUYMs IIOKA3aTeledl aKTHBHOCTH HEHPOHOB
B XOJle BBIMIOJIHEHUS Me()MHUTUBHOTO IHINEI00bIBATEIBHOIO OBEACHUA MEKIY
IIePBOM M BTOPOM HEJESIMU TPEHHUPOBKU. OTH PA3INY¥si B HAIlIEH SKCIIEPUMEH-
TaTBLHOHN CUTYaIlH OTHOCATCA K IIOKA3aTeIIM aKTUBHOCTH HEUJIEeHTU(MUIINPOBAH-
HBIX HEHPOHOB U He BBIABIAIOTCA y HEHPOHOB C YCTAHOBIEHHOH clleuannsanuei.
Ecinu Ha ocHOBe IOJIydYeHHBIX PE3yIbTaTOB CYJUTh O TUHAMHKE IIOKazaTejael ak-
TUBHOCTY HEHPOHOB B IIPOIleCCce HAYYEHUs, TO Y HEUAEHTU(PUIIUPOBAHHBIX HEAPO-
HOB B ITlepeHel IUHTYISPHON Kope OT IIepPBOH KO BTOPOH Hejiele CHUKAETCA Cpefi-
HAA YacTOoTa CIIAlKOB, a4 B 3a{HeN TUHTYIAPHON — YBEIUUYUBAETCA YUCI0 aKTHUBA-
IUH B aKTaxX HOBOTO HoBefieHUA. HBIMHU c1oOBaMu, AMHAMUKA MO3TOBOTO obecre-
JeHHs II0BeleHUs 110 Mepe TPeHUPOBKU B MeHBIIIeH CTelleHu KacaeTcd IloKkasaTe-
el aKTUBHOCTH HEHWPOHOB, KOTOPBIE CIIEIUAIN3UPOBAHBI OTHOCUTENHHO HOBBIX
3JIEMEHTOB OIIbITA UHIWBUIA, C(POPMHUPOBAHHBIX NPU O0yIEHUU NAHHOMY IIOBe-
IeHUI0, M B 6OJIbIIIEH — TeX HEHPOHOB, CIIEIMAIN3AINA KOTOPhIX He YCTAaHOBIIEHA.
Kax mb1 o60cHOBBIBaM panee (Alexandrov et al. 1993), HeunenTHDUITTPOBAHHBIE
HEHPOHBI CIIeNUAIU3UPOBAHBI OTHOCUTEIBHO CUCTEM APYIHX IIOBEJEeHYECKUX aK-
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TOB, C(OOPMHUPOBAHHBIX [0 00YUIEHU ;KUBOTHOTO B 9KcriepumenTe. IloaTomy BhIAB-
JICHHBIE Pa3JIU4UA IIOKa3aTeseld aKTUBHOCTY STHX HEHPOHOB HA II0OCJIE0BATEIb-
HBIX STANax HAYYEHUsS MOTYT OBbITH B GOJbIIEH CTENeHH CBSI3aHBI C MPOIECCAMHU
PEOpPraHu3aIMH OIIITA, KOTOPBIH IOCIYKHII OCHOBOH 151 (POPMHUPOBAHUS HOBOTO
OTIBITA, YeM C U3MEHEHHUSIMH COCTABA CIEIUATH3UPOBAHHBIX HEHPOHOB. OTH JaH-
HbIe IOATBEPIKIAI0T BhICKA3AHHOE BhIIIIe COOOPaKeHre O TOM, YTO B UCCIIEJOBAHH-
AX TUHAMWKY TAMSTH U HaydeHus HeoO0xomumo audyepeHIupoBaTh MOKa3aTeln
¢opMHpPOBaHK HOBOTO ¥ PEOPTAHUBAIIMY IPOIILJIOTO OIIBITA.

Taxum 06paszoM, peopranusalyd MPOIIIOTO OIbITA IIPYU HAYYEHUH, BO BCAKOM
cIyJae, B YCIOBHUSAX HAIIUX SKCIEPHMEHTOB (CpaBHEHUE [0JIeH HeHPOHOB Ha Iep-
BOH ¥ BTOPO¥ HeEeJsIX PErHCTPAINU IPH eKeTHEeBHOM TPEeHUPOBKe 6e3 m3MeHe-
HUA 337]a491), HE CBA3aHA C U3MEHEeHUAMU J[0JIM HEHPOHOB, CIEIHATN3HPOBAHHBIX
OTHOCHUTENIFHO CHUCTEM HOBBIX aKTOB ImoBefeHud. OqHaK0, TOBOPSA 0 6OIbIIEH BBI-
PKEHHOCTH PEKOHCOIUAAIIMOHHBIX U3MEHEHHH, ClIeyeT y4ecTbh U BO3MOKHOCTD
HOJep:KaHUsa IIOCTOSHCTBA [0Jell HEHPOHOB Pa3HOU CIIEIHATM3AIlNU IIPU M3-
MEHEHHN COCTABOB HEMPOHOB, MPUHAMIEKAINX K KaMKIOH U3 TPYIIl CHEIHAIH-
samnuii. Pamee (Alexandrov et al. 1991) mamu 6bLI0 IOKA3aHO, YTO HPH OCTPOM
BBEJIEHUH AJIKOTOJISI COOTHOIIIEHNE HEHPOHOB PasHOM CIeIruaIn3aiu (MOTOPHOH
KOpBI) He MEHSAIOTCS (B CPABHEHUH C KOHTPOJIEM), HO Ha6op BOBJIEKAIOIIUXCS B 06e-
cIleyeHVe TTOBeIeHNA HEHPOHOB U3MEHAETCA 34 CUET PEKPYTAIUU B 3TOT IIPOIECC
KJIETOK HUKHUX CJIOEB KOPBI ¥ UCKIIOYEHUA U3 HETO KIETOK BEPXHUX CIIOEB.

3.8. KAIBTPYHCTHYHBIN CYHITH

Kax y:xe roBopuiiocs, B ciiydae OTCYTCTBHS Y OPTAHW3MA OITBITA YI0BI€TBOPEHUS
MeTab0IMYeCKUX «IIOTPeOHOCTel» KIETOK B JAHHOH CHUTYAIHH, KOT/Ia IIOBTOPHBIE
HMMILYJIbCAIIUYA KOAKTHBUPOBAHHBIX HEHPOHOB HE IIPUBOIAT K JOCTHKEHUIO PE3yIIb-
TaTa, BOSHUKAET SKCIIPECCHsS «PAHHUX» TE€HOB. JTa SKCIIPECCUS MOKET OBITH pac-
CMOTpeHa He TOJBKO KAaK HAYalo KacKaja IIPOIeCCOB, BEAYIIUX K KOHCOIUIAIINH,
HO ¥ KaK MMPeANOoChUIKA JJI AKTHBAIIAN APYTUX TPAHCKPHUIIIIHOHHBIX KOMIIOHEHTOB
— OCHOBBI IIPHUHUMAEMOT0 KJIETKOM «peIleHus KATh uin ymuparh» (Lee et al., p.
2736). Ecnu paccoriacoBanme MexIy «IIOTPEOHOCTIMU» HEHPOHOB W UX MHUKPOCPe-
I.[OfI 3aTAaruBaeTcd, HEﬁpOHbI TUIIEPAKTUBHBI, OJHA BO/JIHA IKCIIPECCHU «PAHHUX» I'e-
HOB CMEHsIeT IPYTyI0. B 9TuX ciydasx B HEHPOHAX MOTYT SKCIIPECCHPOBATHCI Te€HbI
«CMEPTH», aKTUBAIAA KOTOPBIX BEIET K ru0e/i HePBHBIX KIETOK — alonTosy (puc.
2). CremoBarenbHO, IIPH HEBO3MOYKHOCTH YCTPAHUTD PACCOTIACOBAHUE MEKIY «II0-
TPeOHOCTAMM» HEHPOHA W €r0 MUKPOCPENoH B PAMKAX MMEIOIErocs OmbITa, KaK B
HOpMe (B paHHEM OHTOTEHe3e M Y B3POCJIOr0), TaK U IIPH MATOJIOTHH Y KIETKHA HMe-
ercs CeAyIolas aJbTepPHATHBA: W3MEHHTHCA, BOBJIEKASICh B crcreMoreHes (dop-
MHPOBAHWE HOBOM CHCTEMbI), WU yMepeTs (puc. 2) (mogpobHee cM. B AJIeKCAHIPOB
2004a). BoBieuenre MOKeT HOCUTh XapaKkTep CUCTEMHOU CIIeI[HaIN3aIlini, aKKOMO-
JAITMOHHOM MJIN PeOPTaHu3aIMOHHON PEKOHCOIUIAIINHT.
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I'ubens kieTOK "acTo HabGIIOAAETCA IPYU CO3PEBAHUHU B PAHHEM OHTOTEHE3e, a
TAKKe B YCIOBHUAX [IATOJIOTHH, KOT/IA HEIIPUTOAEH UMEIO[HUHCH Y WHINBUAA OIIBIT
COrJIacoBaHUA MEeTabO0JIM3MOB KIETOK opraHu3ma. Ho He TOIBKO B 3THX CiIyda-
ax. VImeroTcs faHHble, CBUAETEIbCTBYIONINE B T0JIb3Y HAIUYHSI AIIOITO3a B MO3Te
3I0POBBIX B3POCHbIx MHAUBUIOB. [Ipeamonaraercs, 4To amonto3 HEOOXOUM I
HOPMAaJbHOTO (PDyHKIIMOHUPOBAHMS opranHusMa ;KuBOTHBIX (Leist, Jaattela 2001;
u 1p.) u pacrenuii (Camyunos 2001). OTu maHHBIE IPHU yYeTe MPEACTABICHHUSI O
TOM, YTO CUCMEMOZEHEeMUYeCKUe 3GKOHOMEPHOCIMU ABAAIOMCH 00WUM NPUHYU-
NOM Peaau3ayull npoyeccod CO3PEBArUS, HAy1eHUs Ha A000M Imane OHMozeHe-
3a, adanmayuu U 60CCIMAHOBACHUA NPLU NAMOA0ZUL TIO3BOJIUIH IPEATIOIOKUTE,
YTO anbTepPHATHBA «U3MEHUTHCA WK YMEPETh» CYIIECTBYeT U B HopMe (AyekcaH-
npos 2004a). [leiicrBurensHo, 6btu moxyuens! qannsie (llepcrues u ap. 2005;
Sherstnev et al. 2013), cBuaeTenbCTBYIOIINE B II0Ib3Y TOTO, YTO SIUMUHAIIUA HEH-
POHOB (KaK OMH M3 UCXOI0B HEUPOCEIEKIINY B PAHHEM OHTOTeHe3e, 3HaYeHue KO-
TOPOH A1 POPMUPOBAHUS IIOBEJIEHIECKOTO PEIepTyapa Ha 3TOM HTalle He BBI3bI-
BAeT COMHEHWI) BHOCUT BKJIAJ U B CHCTEMOTeHe3 y B3pocoro (puc. 2).

Dopmyrpyemas MO3UIIVS, TAKUM 06pa3oM, CBOJUTCS He K aIbTePHATHUBE «CH-
CTEeMOTeHe3 MJIH CMEPTh», & K JByM B3aNMOCBI3aHHBIM IIyTAM 00€CIIeYeHNUs CUCTe-
MoreHe3a: MOAU(UKALINA HEHPOHA WiIX ero rubenb. MoKHO MPeAIoIoKUTE, YTO
(haranbHBIA [ OTIENBHBIX KIETOK UCXOJ — FH0eb — 9TO Hen30eskHasd «IIIaTa» 3a
BO3MOKHOCTb OCYIIIECTBJIEHHS YCIIELIHOTO CHCTEMOreHe3a Ha MPOTAKEHUU BCETOo
WHIWBUIYaJIHLHOTO PA3BUTHA B TEX CUTYALWMIX, KOTJa META00JINIeCKHue «I1oTped-
HOCTH» KaKHUX-TU00 KJIETOK BCTYIAIT B HEYCTPAHMMOE IIPOTUBOPEYNEe C HOBBIMHU
crrocobaMu COTJIaCOBAHMUS «IIOTPEOHOCTEM» KIeTOK HHIUBHU/A.

[TpuHIMO aKTHBHOCTH PACIPOCTPAHAETCI HA BeCh IIEPUOJ W HA BCE ACIIEKTHI
CyIIleCTBOBAHUS HEUPOHA, BKIOUAA U IPOLIECCHI, CBI3aHHbIE C Peasn3aluel aib-
TEPHATUBBI: U3MEHUTHCA WIH yMepeThb. KamIbIil U3 9TAIOB 3IHMMUHAINHE KIEeT-
ku aBusgerca aktuBHbM (Raoul et al. 2000) u, TakuM 06pasoMm, SIUMHHALAI —
ectb cyunup (Leist, Jaattela 2001). IToT cywiu anbTPYUCTHYEH B TOM CMBICITE,
YTO KJIETKA BKJIYAET IIPOrpaMMy CAMOIUMHUHAINYU JJI TOTO, YTOOBI TAKUM IIy-
TEM YCTPAHHUTH METab0IMIeCKoe IMPOTHBOpPeUHe U 00eCIIeYUTh BHLKUBAHUE APY-
I'MX KJIETOK, IPUHAIIeKAIINX K TOMY e KJIOHy. PaHee [pyrumu aBropamu y:xe
MIPUBOJMIIACEH APTYMEHTHI B II0JIb3Y CYII[ECTBOBAHUA «AIbTPYUCTUYHOTO KIETOTHO-
ro cyuiuaa» B HepBHOU cucreme (Allsopp, Fazakerley 2000) u y oHOKIETOUHBIX
(Strassmann et al. 2000).

3.9. Ceasp ucropuu popMAPOBAHUA IAMATH U €€ CTPYKTYPbI

Hawmu nokasamo, 94To ocyIiecTeaeHue 1e(pHHATHBHOTO TIOBEIEHNUA 00eCIIeIBAET-
¢S peaM3alye He TOJIBKO HOBBIX CHCTEM, ChOPMHUPOBAHHBIX TIPH 00yIEeHHH aKTaM,
COCTaBJIAIOIINM HTO TIOBEEHINE, HO M OJJHOBPEMEHHOH peausaliuei MHOKecTBa 60-
Jlee CTaphbIX cucTeM, c)OPMUPOBAHHBIX HA MPEIBLIAYIINX dTANaX WHIUBUIYAIHLHOTO
passutusa (AnexcangpoB 1989; Alexandrov et al. 2000; IlIsbiproB 2006). Cremosa-
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TEJIBHO, PEAIU3AYUSL NOBeOeHUsL eCb, MAK CKA3QMb, PEATIM3AIUI UCTOPUH (DOPMHU-
poBaHwus MoBeneHusA (Kak (PUIo-, TAK ¥ OHTOTEHEeTUIECKOMH), T.e. MHOKECTBa CHCTEM,
KasKIas U3 KOTOPBIX (DUKCHPYET STAIl CTAHOBJIEHMUS JAHHOTO ITOBEICHHUs.

W3 maHHOTO yTBEPIKAEHUS CIIeNyeT IMPEIIIOIOKEeH e O TOM, YTO CUCTeMHAs opra-
HU3AIV JJKe BHEIlIHE OMHAKOBBIX JeHCTBUN PasJINIaeTCs, eI PA3JINIHA UCTOPHS
ux popmupoBanus. JleficTBUTEeIbHO, HAMH OBLIO TIOKA3aHO, YTO XaPAKTEPUCTUKN aK-
THBHOCTH HEHPOHOB I[UHTYJISPHOM KOPBI KPOJIMKOB, CIIEIIHAIH3NPOBAHHBIX OTHOCH-
TEJIBHO AKTOB CJIOXKHOTO MHCTPYMEHTAJIBHOIO IIOBEIEHUs, JEMOHCTPUPYIOT 0CTOBEP-
HbIE PasJIMYKs [IPU CPABHEHUH TPYII JKUBOTHBIX (KPOJIIMKOB), BELyUMBAIOIUX AKTHI
aroro mosegaenus B pasuoM mopsaake (Iopkuw, [llesuenko 1995). B sTux skcnepumen-
TaxX MOPSAIO0K O0yYEHUs pasIudajics, HO YHUCIO CTAMui 00ydeHusa O6bLI0 OMMHAKOBBIM
Yy CPaBHHMBAEMbIX TPYMI. B IPyrHX sKCIEpUMEHTAX MBI POBEPSIIN TUIIOTE3Y O CBS-
3H MEK/LY XapaKTePUCTHKAMI aKTHBHOCTH HEHPOHOB, CIEIMAIN3UPOBAHHBIX OTHOCH-
TEJIFHO CHCTEM BHOBb C(DOPMHUPOBAHHOTO [IOBEEHISI, ¥ YUCIOM ITAIIOB O0yIEHMS 9TO-
My MOBefieHn0. B OCHOBe BBIIBIKEHUS TMIIOTE3bI ObLIA caemyromas jJoruka. Havu
[IOKA3aHO, YTO B PA3HBIX 00IACTIX MO3ra UMEIOTC HEUPOHbBI, HEU3MEHHO AKTHBHUPY-
OIIHECS [IPH PeATTH3ANY Te(OUHUTHBHBIX AKTOB [IMKINIECKOr0 HHCTPYMEHTAIBLHOTO
MIOBEJIEHNUS, KAXKOMY U3 KOTOPBIX :KMBOTHOE 00yJaeTCs II0CIE0BATEIBHO II0 OJJHOMY
aKTy B JIeHb: IIOAXO]] K KOPMYIIIKE, IIOBOPOT OT KOPMYIIKH B CTOPOHY II€IAJIH, IOXO/
K [eflayid, HajkaTue Ha refaab. [I0CKoIbKy Bece akThI 3aTeM BKIIIOYEHbI B IIOCIE[0BA-
TEJIBLHOCTh BBITIOJIHEHUS JIe(DMHUTHBHOTO TOBEIEHUS, OHO OCYIIECTBJISETCS 3a CUeT
AKTyaJIM3AIUN CUCTEM OTHX aKTOB M, C/IE[0BATEIbHO, AKTUBAIIMY HEHPOHOB, CIIEIH-
AIM3UPOBAHHBIX OTHOCHUTENIBHO HUX. IIporcxosinas Takum 06pasoM mparcgopma-
Yus 9manos o0y4erus 8 CUCMeMbl AKIMO08 8bLy4UeHH020 N0e0eHULA TeaeT IPaBoMep-
HBIM IIPEITIOJIOKEHNEe 0 TOM, YTO OPraHU3aINsA aKTHBHOCTH HEHPOHOB, obecrednBa-
0II[as PeATHM3AIHI0 BHEIIHEe OJUHAKOBOIO MHCTPYMEHTAIBHOIO [IOBEAEHuUsA, 00yde-
HYe KOTOPOMY BEKJIIOYaeT Pa3Hoe YHCIIO ITAIIOB, OKasKeT s pasHoi. [l mpoBepku aTo-
TO TIPEAIOIOKEHHUI MBI COITOCTABIISIN IIATTEPHBI AKTUBHOCTA HEUPOHOB ITHHTYJISAP-
HOM KOPBI ¥ JKMBOTHBIX (KPBIC), 00YUE€HHBIX BHEIIIHE OJHOMY U TOMY K€ ITOBEJIEHHUIO,
HO C(POPMHUPOBAHHOMY B 00Y4EHHUH, BKIIOYAIOIIEM PA3HOE YHCIIO STAIIOB: OJHOITAIIHO
(xpbIca myTem pob 1 OMKUGOK 00yJasach HAXKIUMATD HA IeAITb IS 0Ly IeHIUS [IAIIH
73 KOPMYIIKH, IPUIeM IIUIA I0JABAIACH IIPK 00YIEeHUHU TOIBKO I0CIe HAKATHI HA
TIeiasib) WK ITO3TATHO (JKUBOTHBIX IIOCIEJ0BATEIHHO 00YIAH IOAXOIUTH K KOPMYIII-
Ke, OTXO[UTH OT KOPMYIIIKH, [IOAXOINUTh K IIeIald U HAKUMATh HA Hee, IPHJYeM IIH-
IIe OKPEeIUIIOCh JOCTHKEHNE KaskI0r0 U3 YIIOMIHYThIX pe3yabTaToB). Beuro 06-
HapPyHEeHO, YTO 9TU I'PYIIIIBI JKHBOTHBIX HE OTJIHYAJINUCDH II0 OTHOCHUTEJIBbHOMY YHUCITYy HO-
BBbIX HeﬁpOHOB, ClIeua/In3UPOBAHHBIX OTHOCHUTE/IBHO aKTOB BBIy4YE€HHOI'O IIOBEOIECHUI
(Tounsni kpurepuit Purriepa, p= 0.27). OgHaKo Hpu CpAaBHEHUU CyMMAPHBIX aKTH-
BaIUi Y BCEX CIIEIMATN3UPOBAHHBIX HEHPOHOB B PA3HBIX AKTAX ITUKINIECKOTO TIOBe-
IIeHUsI OKA3aJI0Ch, YTO Y KPBIC, 00yYEHHBIX II0ITAIHO, ObLIO 0OJIbIIe AKTUBALIHIA B K-
Tax MMOIX0MA U HAXKATHS HA MelaJIb, YeM Y OJHOITAIIHO 00yJEeHHbBIX JKHBOTHBIX, Y KO-
TOPBIX TAKMX aKTUBAITUH (M, ClIeJI0BATEIHHO, TAKUX HEUPOHOB) He ObLIO 00HAPYIKEHO
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(Toumnsrit kpurepuit Puiiepa, p= 0.04). 3aTo B mocieaHets rpyme KpbIc 661710 6071b-
IT1€ KJIETOK, CIEeH(PIIECK aKTUBHBIX IIPH 0TX0/ie OT KopMyIIKH (TOYHBIN KpuTepuit
Ouepa, p= 0.05). Taxxe, y mosTamHo 06y4eHHBIX JKUBOTHBIX ObLTa 60JIee BHICOKAS
9aCcTOTa AKTHBHOCTH CIIEIIHATHN3UPOBAHHBIX HEHPOHOB BO BCEX AKTAX I[UKJIMIECKOTO
nosenenus (Kpurepuit Manua-Yuruu, z= 2,19, p= 0.03). [lonyuenusie qanubie CBU-
IIeTeJILCTBYIOT B II0JIb3Y IIPEATIONOMKEHNUS O CYIIIECTBOBAHNY CBI3U MEKIY XapAKTEePH-
CTHKAMY aKTHBHOCTH HEMPOHOB, CIIEIIUAIN3UPOBAHHBIX OTHOCUTEIBHO CUCTEM BHOBb
¢(hOPMHUPOBAHHOIO ITOBEIEHUS, ¥ YUCJIOM TAIIOB O0YYEHIS 3TOMY [TOBEIEHUIO.

Takum 06pasoM, y KMBOTHBIX PasHBIX BHIOB OOHAPY:KEeHA 0O0INas 3aKOHOMEp-
HOCTH: OPraHu3anusa HEHPOHHONU AKTUBHOCTH B IAHHOM IIOBEJEHIH 3aBUCUT OT HUCTO-
pun (hopMHUPOBAHUA TAMATY IIPHU O0yIEHHUH JAHHOMY IIOBeJeHu0. B ocHoBe naHHOM
3aBUCAMOCTH JIEKAT MOJIEKYJISIPHO-TEHETUYECKHe ITPOIIECChI, TAKMKe 3aBHCHMbIE OT
ucropuu mosenenus. Hamu GbUIO OKA3aHO, YTO KOJIMYECTBO HEHPOHOB, MEHSIOIINX
SKCIIPECCHIO CBOMX TEHOB (IeTeKTHpyeMoe 110 sKcpeccuu Fos) nmpu o6yueHny HOBOMY
[IOBEJICHUIO 3aBUCUT OT YKCJIA STAIOB IIPeIBapUTeIsbHOro o0yuenus (CBapHUK U Ap.
2011; Svarnik et al. 2013). B qaunubIx nccneoBaHUsIX MBI TAKKe IIPOBEPSIIH, PA3JIH-
YAIOTCSA JIM MO3TOBbIE OCHOBBI IIPHOOPETEHN HABBIKOB OJJHO- M MHOTOITAIIHBIM CIIO-
cobamu. JIj1s1 TOro, 9TOOBI MOLYYUTh OTBET HA STOT BOIIPOC, MbI OOYUAIH KHUBOTHBIX
IIByX TPYIII OXHOMY M TOMY K€ ITOBEIEHHIO PasHLIMU CIIOCOOAMU: B OIWH WM He-
CKOJIBKO 9TAIIOB, 4 3aTe€M JOYYUBAIN JKUBOTHBIX 00EHMX TPYIII STOMY HABBIKY Ha IpYy-
TO¥ CTOPOHE KJIETKH U OIEHWBAIN YKCIO0 HEHPOHOB, IIOBEPrafOl[UXC N3MEHEHHIO
SKCIIPECHY T€HOB. AHAIN3 ITOKA3aJI HAIMIKE CBI3K MEKLY XapaKTePUCTHKAME PEop-
TaHU3AIHY [IPEBIAYIIEro OIbITa (OIEHEHHOTO IT0 HeUPOreHeTUIEeCKUM H3MEHEeHUAM)
pH 00y4eHUHU HABBIKY HA HOBOM CTOPOHE KJIETKH M YHCIOM STAIOB IIPEIBAPUTEIHHO-
ro obyuenusi. HecmMoTpst Ha TO, UTO JKMBOTHBIE BCEX TPYIIIL JEMOHCTPHUPOBAJIHA CXOTHOE
[OBeJIeHrEe BO BpeMs O0ydeHus Ha HOBOM CTOPOHE KJIETKH, YHUCI0 HEHPOHOB, BOBJIE-
YEHHBIX B IIEPECTPOMKH HKCIIPECCHUHU I'€HOB, Y HUX JOCTOBEPHO Pa3indaaoch. MoxHO
MIPEIIOIOKUTD, YTO 3aBUCHMOCTb HEHPOTEHETUIEeCKIUX N3MEHEHHI B MO3Te OT KCTO-
PHUH IpeABapUTENbHBIX IEPEYINBAHUH ABIAETCA BHIPAIKEHIEM IIPOIIECCOB aKKOMO/IA-
[IMOHHOU PEKOHCOIUAAIINN, O KOTOPOH IHCAJIOCH BBIIIIE,

3.10. JonrroBpeMeHHAsA IIOTEHITNAIINA:
TPAZUIIHOHHOE U CHCTEMHOE PACCMOTPEHHE

Boimie MBI IpUBeNIH CHCTEMHOE OIKCAHNE IIPOIeCcCOB POPMUPOBAHUS TAMSITH.
Ecnu 661 KTO-TO XOTEJ IPUBECTH SKCIEPUMEHTAIBHBIN APIYMEHT HMEHHO B IT0JIb-
3y aJIbTePHATUBHBIX — TPAAUIIMOHHBIX TPEACTABICHUN 0 MEXaHU3MAaX HAYUEHUT,
OH, BEPOSITHO, obparuiics K peroMeny monrospementoi morenruaruu (111, LTP),
KOTOpas CUNTAETCH MPETEeHIeHTOM Ha POJIb (DHU3HOIOTHIECKOTO MEXaHU3MAa JT0JIT0-
BpPEMEeHHOH MTaMATH U PACCMATPHUBAETCI B KAUeCTBE SKCIEePUMEHTATBHON MOIeIn
IUIACTUYHOCTH, 3aBUCUMOM OT akTuBHOCTH. Mccnenopanud [[I1 oniennBatores B Te-
yeHre pAfa JIeT KaK Hanbosiee BAJKHBIE W IIPHOPUTETHHIE B TOM YHCIIE U IIOTOMY,
YTO MAHHBIA (DEHOMEH XOPOIIIO0 YKIAAbIBAETCA B TPAAUIIHOHHYIO CXEMY, OITUCHIBA-
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o11yI0 OpMUPOBAHKE TAMATH KaK IOBBIIIIEHNE CHHATITHIECKOH 3 (PeKTHBHOCTH,
3¢ eKTUBHOCTH IIPOBEIeHU BO30Y:KIeHNI B HEHPOCETAX.

C cucremubix mosunuit genomen 1T mo:xer ObITH paccMOTPEH Kak 3JIEKTPO-
dusronorHUecKoe OMMUCcCaHue mpoIecca paccoriacopanud. Mcexond us mpeacrasie-
HHUA 00 aKTUBHOCTH HEHMPOHA KaK JETePMHUHUPOBAHHOM PACCOTIACOBAHUEM, MOK-
HO TI0JIaTaTh, YTO UCKYCCTBEHHAA dJIeKTpUdIecKas (MU XUMHYECKad) CTUMY AN,
KOTOpas 00yCIOBIUBAET No/y1weHle NPUMOKQ, He COZAACO8AHH020 C npedulecmay-
oweli AKMuBHOCMbIO HelPOHO8 U He 00YC108/1eHH020 €10, CILY:KUT MOIITHBIM (DaK-
TOPOM paccorsiacoBanus. Y moBbIeHHAas BO30YIUMOCTD KJIETKH, COXPAHSIOIIASICS
MIPYU TeCTHPOBAHUH, — OTPAKEHHE JAHHOTO PAaCCOTIACOBAHUSA. B MOIb3y CBI3bIBa-
uus JII1 ¢ oporteccom paccoriacoBaHus CBUAETENBCTBYIOT KPOME TEOPETUIECKHUX
cooOpakeHu i U JaHHbIe, yKasbiBaoiue Ha coorsercrsue J[I1 rem mpomeccam, Ko-
TOPbIE UMEIOT MECTO B IIATOJIOTHH IIPH CTOMKHUX HAPYIIIEHHUSIX CBOUCTB MeTa0O0IH-
geckoit cpenbl (McEachern, Shaw 1996; Vikman et al. 2003).

Hrak, XoTd SKCIIEpUMEHTATOPHI, PUMEHSS TeTAHUYECKOe pasapasKeHue s
naunmranuu /11, He MIaHUPYIOT BHI3BATh PaCCOTIACOBAHNE, UMEHHO €T0 OHHU BBI-
3BIBAIOT. A paccoriacoBaHMe eCTh, KaK apryMEHTHPOBAJIOCH Bblllle, HAYAIHHbIN
Jran HaydeHwus, (POPMHUPOBAHMI HOBOM maMmaTu. Torma Mo:xHO paccmorpers T1
Kak (DeHOMEH, KOTOPBIH, XOTS U 0 IPUYNHAM OTIUIHBIM OT IIPEII0IaraeMbIX HUC-
ciaepoBarensmu J[I1, Bce ke Moocem Obimb ¥ UMeEET OTHOIIEHHWE K MeXaHU3MaM
HayJYeHWs U IaMATH, MOIEIUPYS HAYATbHbIH 9TAll HAYYeHUs, B OCHOBE KOTOPOTO —
paccormnacopanre. OnHAKO HEHM3BECTHO, 001aaeT JIU MOIyIaeMoe IIPH SKCIIepH-
MenTanbHou uHAYKIUH [[I1 paccormacoBanue TeMu CBOHCTBAMH, KOTOPBIE IPUCY-
II[A €CTECTBEHHOMY PACCOTJIACOBAHHUIO IIPY HAYIEHUH.

3aMeTnM, UTO HECOOTBETCTBHE MEKIY TPASUIIMOHHBIM nouuManuem J[IT u nau-
HBIMH, HAKOIIMBIIIUMHUCS IIPY U3YUYEHUH 5TOr0 (PeHOMEHA, 3aCTABISIET IIPeIaraTh
albTEePHATHUBBI 9TOMY IIOHUMAHMIO Ja/Ke TeX ABTOPOB, KOTOPhIe HE COMHEBAIOTCS B
TOM, YTO YCHJIEHHE CHHANTHIECKUX CBSI3S3€H MEKIy HeHpOHAMU — OCHOBA (pOpPMHU-
posanusa namsaru. k. K. MakHWuepn u K. A. Illoy (1996) cunrator, 9To 3a c4eT Me-
XAaHW3MOB PETYJIAIINN PEETITOPOB HEHPOHBI IBITAIOTCA IPEIOTBPATUTH IIUTEIb-
HbIe U3MEHEHUA UX CHHANITUIECKON BO30YIUMOCTH, KOTOPHIE BPEIHbI I HEHPOHA.
III (kax u mempeccusi), AEUCTBYIOIHE IPOTUB STOH PETyJIAINH, He OCHOBA MaMs-
TH, a SBJIeHNEe, HHUIIMUPYIOIee KACKaJl IIPOIIECCOB, BEAYIIUX K PEOPTAHU3AIUN AK-
TUBHOCTH TPYIII HEHPOHOB, «CTPEMAIIUXCI» moamaep:xars romeocras. T. . Illope
u JL.JI. Matuen (1997) takixe NpUILIHA K 3aKIOUEHHIO O HECOOTBETCTBHU CBOMCTB
III, B yacTHOCTH ee [JIUTEIHHOCTH, TeM, KOTOPbIe MO/LKHBI ObLIN ObI OBITH, €CIU
661 /1 obecieunBaja MHOTOJIETHEE WM Jaike IOKU3HEHHOE COXPaHEHWe OJITO-
BpemenHo# navaTu. Ouu cuurator, uro 11 — MexanusMm, IMeOIINi OTHOIIIEHNE He
K TIOAJEP:KAHHUI0 JOATOBPEMEHHOM TaMATH, HO K HaYaIbHOMY IIEPHOIY ee (popMu-
poBanus. B monb3y sToro 3akmouenus ceunerenberByioT u nanubie M.H. Kyapsio-
Boit (2004), xoropas mokasana, 4To “3¢EeKTHBHOCTH CHHAIITHYECKOU Iepemadn’
CHIIKAETCS IIPH JOCTIKEHUN KpUTEepHA 00yUEeHH 110 CPABHEHUIO C TAKOBOH B HAYa-
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se obyuenwns. Kak BuaHO, moCIeqHIEe 3aKIIOUEHHA COTJIACYIOTCS C IIPEICTaBIeHueM
0 PaccoryiacoBaHuM KaK HAYaILHOM sTare cucremorenesa u o J[I1 xak smexrpodu-
3HOJIOTMYECKOM OIMCAHUHY IIPOIIECCa PACCOrIaCOBAHMUS.

Ucxona us sroro npeamnonoxkerus o I, MoxHO JOMyCcTUTH, YTO XOTS JTUTEIb-
Hocthb JIIT HemocraTouna mia pacemorperud JII1 B kagecTBe OCHOBBI JOJITOBPEMEH-
HOH IaMATH, OHA MOKET BCE K€ OKa3bIBATHCS JOCTATOYHOM I TOTO, YTOOBI pac-
CMOTPETh ee KakK a/1eKmpopuauoi0zuyeckoe npossaeHue 3amsaHymozo paccozia-
CO8QHUSA, BeAyIlero K rubenu HeHpoHoB. IIpoire roBops, JIOTHKA MpemiaraeMbIXx
371ech MPEICTABICHUH MIpearnojaaraer Bo3MoskHoCcTh cBasu 11 ¢ rubenbio meipo-
HOB. MIMeroTcs maHHble, CBUIETEIBCTBYIOIINE B II0JIb3Y CYIIIECTBOBAHUSA TAKOU CBi-
3u (McEachern J.C., Shaw 1996; Manahan-Vaughan et al. 1999; Ambroginia 2004).

Hrak, ¢ cucreMHON TOYKM 3peHUs, (PeHOMEH J0JTOBPEMEHHON TMOTEeHITHAIUN
(JIII, LTP) moskeT paccMaTpuBaThCI KaK MMEIOIWH OTHOIIIEHUE K MEXaHU3MaM
HAYJYEHWs U [TaMSITH, HO He II0OTOMY, YTO MOJEJTUPYeT IOBbIIIeHue 3(P(PeKTUBHOCTH
MPOBeeHusI BO30YIKIeHU B HEUPOCETAX, a IIOTOMY, YTO MOJEIHPYET PacCOTIaco-
BaHMe, CBOUCTBEHHOE HAYaJIbHBIM 3TallaM HaydeHusd.

3akjaroueHue

CymMmupyeMm mpoBeieHHOe 00CY KIeHue, BBIIEIUB CAEAYIOILYIO [T0CIeI0BATEb-
HOCTbH IIPOLIECCOB (DOPMUPOBAHUS U (PYHKIIMOHUPOBAaHUI naMaTu. Hayuenwue Ha-
YHUHAETCS C PACCOTIACOBAHUS MEKIY IMOTPEOHOCTSIMU HHAWBUAA W TEMHU BO3MOJK-
HOCTAMH HX YIOBJIETBOPEHHS, KOTOPBIE IIPENOCTABISIET eMy C)OPMUPOBAHHAS K
IAHHOMY MOMEHTY [aMsThb. JTO PACCOIJIACOBAHWE IIPOABIAETCA HA KIETOYHOM
YPOBHE B HECOOTBETCTBUH META0OIMYIECKHX «IOTPEOHOCTEH» KIeTKH W MeTabo-
JIMYECKOTO IMPUTOKA, €10 II0Jy4aeMoro. B 3HAKOMOW CHUTyalu OHO MOIKET OBITH
YCTPaHEeHO COBepIIeHueM [e(pUHUTHBHOTO noBeqeHusd (puc 9).

PaaktusauyoHHan
| poroncosmpanm

ArxomonauvonHas
pexoHconuaaLMa

J o

Puc. 9. BapuasTs! u sTansr MOAU(MUKANNIN CTPYKTYPbI HHAUBH/LYATIHHOTO OIIBITA (CM. TEKCT).
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Ha stom pucynke, A — peakruBaIius mamMsaTH B Ae(DUHATHBHOM MoBeaeHuu. Pe-
aKTHUBAIlAA MOKET OBITH CBA3aHA C HM3MEHEHHEM CTPYKTYPbI WHIHUBHIYATHHOTO
OIIBITA 34 CUET PEAKTHBAIMOHHOM PEKOHCOIUAAINH. Ty PEKOHCOIUAAIUIO MOKHO
MIPEICTABUTH U KAK MPOAOIKEHNEe (DOPMUPOBAHUSA JAHHOM [OJITOBPEMEHHOMN IIaMsi-
TH; BO MHOTHX 9KCIIEPIMEHTAIBHBIX MOJIEIAX, T/e ITOKa3hIBAI0T PeHOMEH PEKOHCO-
JTUIATAN, 38 OTHOKPATHBIM IPeIbABICHNEM 00yJatoIel CUTYAI[UH CIEeAYIOT C pas-
HBIMHU WHTEPBAJIAMU OIHO- WX MHOTOKPATHBIE «HATIOMHHAHUS» — JOYIHBAHUSA (CM,
namnp., Davis et al. 2010). B — moguduraua CTPYKTYPhl UHIUBULYATIHHOTO OIIBI-
Ta B HOBOM CHUTYaIliH, OTPAHNIHBAIOIIASICT peopranusaluei parnee cdopMupoBaH-
HBIX OTHOIIIEHUH MEKIY CHCTEMAMH — SJIEMEHTAMU WHIUBUAYATIHHOTO omibiTa. Pop-
MHPOBaHKE HOBOTO 3JIEMEHTA OIBITA He HMpoucxonuT. Jlanuas MoxuduKaims mpo-
HCXOIHT 3a CUeT PEOPTraHMU3aI[MOHHOM peKoHcoauaaruu. B — paccornacosanue, Ko-
TOpOe He MOMKET OBbITh YCTPAHEHO IIOCPECTBOM aKTYATHU3AIMM UMEOIeHcs maMs-
v (A) Wi peopranusaliny MeKCUCTEeMHBIX oTHoeHul (B) yerpansercesa dopmupo-
BaHHeM HOBO# cucreMbl. Bl — sKcpeccus «panuux» reaos (OPI") Ha mepsbix ara-
nax (pOpMUPOBAHUS 3aTPATrUBaeT, BOZMOKHO, KAK IIPECIeINaTH3NPOBAHHbBIE KIeT-
KH (Ha 9TOM | Jpyrux pparmenTax B — KpysKKe), Tak ¥ KIETKH, IPHHAIIeKAIIHE K
CHCTeMaM MMEIOIIErocs y MHANBHAA OnbITa (HA60p 9THX CHCTeM 0003HAUEH IIPAMO-
yroabpHUKOM). B2 — B mporiecce mpo6 OCyIeCTBIIAETCS CeIEeKINA: U3 MHOKECTBA aK-
TUBHUPOBABIINXCS MPECIIEIUATN3UPOBAHHBIX KJIETOK, B TOM YHCIE U ITOSBUBIINX-
51 BCJIEICTBHUE HEOHEHPoreHe3a, 0TOMPAeTCs COOTBETCTBYIOIIAT COBOKYITHOCTD (TeM-
Hble Kpy:KKH). B3 — mpu pasBepThIBaHUY CEIEKITNN HEHPOH OKA3bIBAETCA IIePe]] BbI-
60pOM: M3MEHUTHCH, BOBIEKAACh B (JOPMHUPOBAHNE HOBOU CHCTEMBI, 3aT€M KOHCO-
IUANPYeMOH (9KCIpeccus «o3xHux» reHoB — JIIIY), unu ymepers (epedepKHyTHIE
KPY#KKH; SKCIIpeccus «reHoB cmeptu» — JI'C). B4 — akkomoanmonsas moauduka-
1y KIETOK, CIEeIHaIN3HPOBAHHBIX OTHOCUTEIBHO paHee C(DOPMUPOBAHHBIX CHCTEM
(IPAMOYTOIHHUK) 00YCIOBIEHA BEKJIIOYEHHEM BHOBb C(POPMHPOBAHHON CHCTEMBI B
CTPYKTYPY HHIWBHUIYAIBHOTO OIIbITA HHIUBUIA.

B psine ciiyuaes, Korma MMEIOIIHICA Y HHAWBUIA OIBIT COBEPIICHUS [IOBEAECHUS
B HOBOY CUTYaIli{ OKa3bIBAETCA HEJIOCTATOYHBIM, MOXKET IIPOUCXOAUTH MOJU(MUKA-
O¥s CTPYKTYPBI OIBITA COOTHOLIEHHH WHIWUBUIA CO CPEIOH, OrpaHMIHBAIOIIAACST
[IePECTPOHKOM MEKCHUCTEMHBIX OTHOIIEHUH — CBA3eH MeKIy paHee c(hOpMUPOBAH-
HBIMU deMeHTamu onbITa (cucremamu) (puc.9, B). PaccormacoBanue, koropoe He
MOKeT OBITH YCTPAHEHO ITOCPEACTBOM AKTYAIM3AINH UMetoIecs namaTu (puc.9,A)
WM PEOPTraHM3aINH MEKCHCTEMHBIX OoTHOIeHuu (puc.9,b), obycrnosausaer gop-
MHPOBAHKE HOBOTO djieMeHTa onbITa (prc.9, B1-4). ®opmuposanue HOBOM HHTErpa-
uuu, KOTOPO# IIPEIIeCTByeT «BHyTPEeHHEee» TeCTUPOBAHKE U 0TO0P rumores (Ayek-
caugpos 20046), Beipaskaercs B mpobax. Ha xkimerounom ypoBHe 9T Ipo6BI 03HAYA-
10T IPOOHBIE 00bETMHEHNS aKTHBUPYIOIINXCS KIETOK; YCIelHoe 0bbequHeHne ooe-
CIIEUMBAET JOCTI:KEHNE Pe3yibTaTa U yeTpaHser paccorsiacosanue (puc.9, B2). dra
YCIELIHOCTD JOCTUTAETCsT MOAM(PUKAIIEH OSHUX KIETOK W SJIUMHHAIUEH APYIHUX
(puc.9, B3). Ilocme mocTm:xeHus MEPBBIX PE3yIbTATOB KJIETKH, IPEAIOI0KUTEhb-
HO CIIEIUATN3UPOBAHHBIE OTHOCHUTEIHHO HCCIE[0BATEIbCKOrO TOBEEHNUT, U HEKO-
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TOpbIE HEMPOHBI APYIMX aKTOB paHee chOPMUPOBAHHOIO ITOBEJEHUs, IIOCTEIIEHHO
YMEHBIIAIOT U IPEeKPaIlaioT aKTUBHOCTD. OTO, BO3MOKHO, IIPOSBJIIETCA KaK BO Bpe-
MEHHOM M3MEHEHHWH BHEIIHErO IMOBEeIeHMUs, Ka3aloch Obl, yike chOPMHUPOBAHHOTIO,
TaK ¥ B HOBOM M3MEHEHHWH COCTaBa AKTUBUPYIOIIMXCA KIeToK. [locrenennas cra-
OMIM3aIs COCTABA AKTHBUPYIOIIMXCA HEHPOHOB BhIpaKaercs B 6osee CTabMIbHOM
COOTHOIIIEHUY AKTHBAIIMN HEUPOHOB M MOBENEHUA. JKCIIPECCHUs «IIO3IHUX» I'€HOB
obecrieyrnBaeT PeopraHu3alyio 0TOOPAHHBIX KIETOK, IIPEBPAILEHNE X B IIOCTOSIHHO
CIeIHaIN3UPOBAHHBIE OTHOCUTEIHHO BHOBb C(DOPMUPOBAHHOM cucreMbl. OHA e B
Tporecce aKKOMOJAIMOHHON PEKOHCOIMIAIINY MOAUPUIIUPYET PAHEE CIIEIUATH3H-
poBanubie kirerku (puc 9, B4). Takum o0paszoM, cTaOMILHOCTD CIIEITHATA3AIHH He
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O3HA4aerT, 4To C(bOpMI/IpOBaHHaﬂ IIaMATH HEU3MEHHAa.
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