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CTPYKTYpHBII JoMeH B Oenkax cemeiictea MAGUK



BBEAEHUE

OOyuyeHne M maMmsITb — 3TO HauboJiee OUYEBHUIHBIC TMPOSIBICHUS IUIACTUUYHOCTH
HEPBHOM CHUCTEMBI, CTPYKTYPHOM OCHOBOW KOTOPOHM SIBJISIFOTCA CHHAIICBHI, IEpEeAaroliue
CUTHaJbl OT HEHpoHa K HeillpoHy. IlombITKM MOKa3aTh HENOCPEACTBEHHYIO CBSA3b MEXIY
CTPYKTYpPOH OTAEJIbHBIX CHHAINCOB W TAKUMHU CUCTEMHBIMU MPOLECCAMH, KaK IOJy4YEHUE,
00paboTka, XpaHeHHe W U3BJIeYeHHEe MHPOpPMAIH, TTOKa He nocTuriun ycrnexa (Morris et al.,
2003; ApxunoB, 2004; Segal, 2005). BoJbIIMHCTBO H3KCIEPUMEHTAIBHBIX MOJICIICH,
UCIOJIb3YEMBIX MIPHU MCCIEAOBAHUHU IJIACTUYHOCTH MO3ra (00yueHue, CTpecc U T.I1.), He 1aloT
BO3MOYKHOCTM PErMCTpAallMM BpPEMEHHOW JHMHAMUKHA CHUHANTUYECKOM AKTUBHOCTH B
U3y4YaeMbIX OTJAeNax HepBHOW cucteMbl. OaHa u3 (OpM CHHANTHYECKOH IMIACTUYHOCTH,
KOTOpasi TIO3BOJISIET COMOCTABIIATH W3MEHEHUS OHODHM3MYECKHX, OHOXMMHUYECKHX W
CTPYKTYPHBIX IapaMeTpPOB CHHAICOB C YPOBHEM HMX JJIEKTPUUYECKON AKTUBHOCTU - 3TO
nonroBpemenHass morenmmanus (JIBIT) (Bliss, Lomo, 1973; Bliss, Collingridge, 1993;
Lynch, 2004). JBII mnposiBasercs kak moBbIIEHHAasS 3(()EKTUBHOCTh CHHANTUYECKOU
NepeaYy BCIIEICTBUE KPATKOBPEMEHHOM BBICOKOYACTOTHOM CTUMYJISILIUU.

Paznuuarot panntoro (o 4 4) u nmo3aHiowo (azy ABII (6omnee 4 1) (Abraham, 2003).
JlmutenpHOCTh JIBIT KpuTHYECKH 3aBUCHUT OT JKCIPECCHHM T€HOB W CHHTe3a Oenka. Ecim
OJIOKMPOBAHBI DKCIPECCUS TEHOB W CHUHTE3 HOBBIX OEIKOB, WM (DU3UYECKUA H30JTHPOBAHBI
Tena HeWpoHoB, To B TeueHue 1-4 u JIBII 3aryxaer. CnemoBarenbHO, 00s3aTeNbHBIM
YCJIOBHEM JuTenbHOro nojpnep:xkanus JBII sBnsercs mosBieHune B CHMHAIICaX HOBBIX WIH
JOTIOTHUTENBHBIX O€JIKOB, YTO TOBOPUT B IIOJb3Yy BBICOKOM BEPOSITHOCTU CTPYKTYpPHOM
tparcdopmaruu curarcoB (Adams, Dudek, 2005).

Mexanusmel 3anycka [IBII Bo MHOroM n3ydeHsl. B nepBbie MUHYTBI I10CIE UHAYKIUU
JIBIl mracTUYHOCTH CHHAIICOB pEaNM3yeTCs TJIABHBIM O0pa3oM 3a CYET H3MEHEHHS
(GyHKIMOHANBHBIX CBOMCTB perentopoB HeilpomeanaropoB (Malenka, Nikoll, 1999).
HeonHOKkpaTHO mNpeanpUHUMAINCH MONBITKA BBIACHUTH, IpoucXomsaT gu B xoxe /[IBII
M3MEHEHHUs YuClIa W/HIM MOP(OJIOrMM CHHAINCOB; MPU ATOM Yallle BCETrO0 HCMOIb30BAIH
yIbTPACTPYKTYpHBIA ~ aHaNW3 W  TNPIKU3HEHHBbIE  HAOMIOAEHWS C  [pPUMEHEHHEM
KOH(OKaTbHOH MHUKPOCKOMHMU. B monasisromeM OONBIIMHCTBE pabOT BHUMaHUE YIENICHO
W3YYCHHUIO CHHAINCOB B paHHel ¢aze [BII. B 3ToT mepuoa MoOryT yBeIHMUMBATHCS Pa3MEPHI
JEHAPUTHBIX IIUITHUKOB, MOKET MEHATHCA UX (OpMa, IIUMKUKH MOTYT TOSIBIISITHCSI M NUCUE3ATh.
Mosxxer MeHSThCS pasmMep H  (OpMBI TaKOrO BAXKHOTO KOMIIOHEHTA CHHArca, Kak

MMOCTCUHAIITUYCCKOC YIIJIOTHCHHUC. Ho JaKC IIPHU HCIIOJBb30BaHHWH OJHOTHIIHBIX MCTOIOOB



pe3yJIbTaThl Pa3HBIX UCCIIEIOBATENCH TOBOJIBHO MpoTuBopeunBhl (Yuste, Bonhoeffer, 2001).
HecornacoBaHHOCTh pe3yJIbTaTOB C OJHOW CTOPOHBI MOXET OBITH CIIEJICTBUEM OTCYTCTBHUSA
YCTOWYMBBIX Mop(dosornueckux u3Menenui B panteit gaze JBII. Ilpu sTomMm moctoBepHBIX
JAHHBIX 00 U3MEHEHUSX YJIbTPACTPYKTypbl CHHANICOB B mo3aHen (aze JABII Taxxke HeT, XOTs
U MpEArojaraercs, 4ro HMEHHO B JTOT INEpUOJ CTPYKTYpHbIE H3MEHEHHUs HauboJee
BeposaTHHI (Luscher et al., 2000).

HecornacoBaHHOCTh  pe3y/lbTaTOB B 3HAUMTENBHOM CTENEHH MOXET OBITh
0o0yCJIOBJIEeHa OTPaHWYCHHBIMH BO3MOXXHOCTSMU METONOB. [IprKu3HEHHBIE HAOIIOACHUS
MO3BOJISIIOT B JMHAMHMKE HM3y4aTb CTPYKTYpPY CHHAIICOB, HO HE BBIABIISIIOT €€ JETaleH.
Ucnonb3oBanne cpe30oB MoO3ra WIH KyJIbTyp HEHMpPOHOB OOJEer4aer perucTpaiuio
CUHANTHUYECKON aKTUBHOCTH U J1a€T BO3MOKHOCTH MPSIMOTO HaOJIIO/ICHUS 32 CUHAIICAMH, HO
IIPYU 3TOM BCErJa OCTaeTcs A0JS HEONPEAEIEHHOCTH, B KAKOM CTENEHU CTPYKTypa CUHAIICOB
In Vitro cooTBeTcTBYET CTpYKType IN Viv0. [IpoTHBOPEUNBOCTh PE3yNIbTAaTOB OOJIBIIHHCTBA
paboT, TOCBSIICHHBIX TOUCKY YJIbTPACTPYKTYpHBIX KoppenstoB JIBII, moxer ObITh
CJICICTBMEM aHaJIN3a CHHAIICOB HA OJMHOYHBIX Cpe3ax, TOT/a Kak OoJjiee ajJeKBaTHAs OIEHKA
CTPYKTYpbl CHHAamca BO3MOYKHa IIpH HCIIOJb30BAaHUM CEpPUMHBIX cpe3oB u 3D
pekoHcTpyKunu. Ilpu  3TOM pe3ynbTaThl TOJydEHHBIE HA CEPUMHBIX Cpe3ax ¢
UCIOJIb30BaHUEM TpexMmepHo# (3D) peKkoHCTpYKIUU CUHAICOB cXOAHbI. [loaToMy n3yuenue
Mopdonoruu cuHancoB B mo3aHed ¢aze JIBII, koTopas KpUTHYECKH 3aBHCUT OT CHHTE3a
HOBBIX OEJIKOB, C MCIIOJIb30BAHMEM COBPEMEHHBIX METOZ0B MOP(HOMETPHUN MOXKET OKa3aThCs
BecbMa WH(GOPMATHBHBIM I TOHMMAHHUS B3aUMOCBSI3M MEXAY NPOJOHKUTEIHHBIM

COXpaHEHHEM BBICOKOW (PYHKIIMOHATHHOW aKTUBHOCTU CHHAIICOB U UX CTPYKTYPOH.

Ienbp paboThl cocTOsIa B CIEAYIOMIEM: ONPEACTUTbh MPOUCXOIAT JIM H3MEHEHUS
KOJIMYECTBA CHHATICOB, COOTHOIICHHSI CHHAIICOB Pa3HBIX TUTIOB M KX MOP(OJIOTHH B TIO3AHEH

¢aze JIBII uaayupoBanHoil B 3y0uaToii (hacIiuy TMIIIIOKaMIIa KpeIc in Vivo.

Hcxons n3 aToro, OblIN OIpeesIeHbl OCHOBHBIE 3a7aU UCCIIEI0BaHUS:
1. ITonyunts [IBII cuHancoB cpenHero MoyieKyJIspHOro ¢iost 3® KpbIC MyTEM TETAHUYECKON
CTUMYJISILMU NEp(YOPaHTHOTO MyTH FMINOKaMIIA.
2. IIpoananu3upoBaTh pa3sHOOOpa3He TUIIOB CHHAIICOB B CPEAHEM MOJIEKYJISIpHOM cioe 3D

Ha oCHOBE 3D peKOHCTPYKLHUH.



3. IIpoBecTu aHanW3 MJIOTHOCTH CHMHAIICOB U ONPEACIUTh COOTHOIICHUS TUIIOB CHHAICOB B
cpemHeM MolekysipHoM cioe 3® B koHTpoIte, B mo3aHel daze ABII u mpu ctumysium 6e3
nHaykuuu [IBII.

4. Ompenenuth YJIBTPACTPYKTYpHbIE HM3MEHEHHUsS CHUHANcoB B mo3nHen ¢asze JIBIT ¢

Hcrnojb3oBanuem 3D PCKOHCTPYKIHNH U aHAJIN3a CUHAIICOB HA CCpHﬁHBIX cpe3ax.

[IpoBenennas pabota siBiISETCS MEPBBIM AETAIbHBIM aHAU30M YJIbTPACTPYKTYPHBIX
W3MEHEHUN TMOCTCHHANTHYECKOTO OTnaeia cuHarcoB B mo3aHed (aze JIBII m mepBeiM
JI€TaIbHBIM aHAJIM30M CTPYKTYPbI Pa3JIMYHBIX THUIIOB CHHAICOB Ha JICHJIPUTAX IPAHYJISIPHBIX
HeHpoHOB 3yOuaroil (acuum B yacTHOcTH. BmepBbie, Ha ocHOBe 3D peKOHCTpyKIHH
JEHJPUTHBIX IMIWIHAKOB, MOKA3aHO, YTO B CPEJHEM MOJEKYJSIpHOM cioe 3d rumnmoxkamria
KPBIC CHHAIICHI MPEACTABICHbI TEMH e 4-Ms THIIaMH, KOTOpbIe paHee ObUIM ONHCaHBl Ha
NUpaMUIHBIX HelpoHax Kopel U1 CAl obnmacTu rummokamia: CHHAIChl Ha TPUOOBUIHBIX
IIMIUKAX, Ha TOHKHUX IIWINHUKAaX, HAa TEHbKOBBIX LIMIIMKAX M CHHAIChl CTBOJIOBbIE — Ha
CTBOJIaX JCHIPHUTOB. BrepBhie ycTaHOBIEHO, 4TO X0TA B mo3anHen (asze JIBII mioTHOCTH
CHMHAIICOB B TIOTEHIIMPOBAHHOW O0OJIACTM HE OTIMYAETCS OT KOHTPOJISA, MEHSIETCS
COOTHOUIEHUE CHHAIICOB Pa3HBIX THUIIOB: YBEJIWYUBACTCA J0OJISI CHUHAIICOB KOJWYECTBEHHO
JOMUHUPYIOIIETO TUIIA, HA TOHKUX IIUIIUKAX, IPU YMEHBIIEHUH YHUCJIA CTBOJIOBBIX CHHAIICOB
U CHHAICOB Ha MEHBKOBBIX HIMMUKAX. BriepBble MPOAEeMOHCTPUPOBAHO, YTO B MO3IHEH (aze
JABII 3HaunTEeNbHO yBEIWYEHBI 00bEMbl TPUOOBUAHBIX U TOHKUX IIMIUKOB, Ha 75% 1 95%
cooTBeTCTBeHHO. [loKa3aHo, 4TO ¢ yBeTU4YeHHEM 00bEeMa IMIUITUKOB YBEIUIUBAIOTCS 00BEMBI
[ICY rpuOoBUIHBIX U TOHKWX IIMIMKOB, Y TPHOOBUAHBIX — Ha 62%, y ToHKUX — Ha 84%.
CoBmemienre 3D peKOHCTPYKLUMU C PEIaKTUPOBAHUEM PEKOHCTPYHUPOBAHHBIX 3JIEMEHTOB
CHHAICa BIEpPBbIE IO3BOJIMJIO HAMNPSMYIO OLEHUTh Takue (YHKIHOHAIBHO 3HAYUMBIE
XapaKTEPUCTUKU CHHAICA KaK IUIONIA/lb KOHTAKTA IIUIIMKA C IPECUHANITUYECKUM OYTOHOM U
IJIOMIA b AKTUBHOM 30HBI CHHAmca. BcneiacTBue 3TOro, BHOEPBBIE YCTAaHOBJIEHO, YTO
yBenmuenne oowrema [ICY cBszano ¢ yBenmmuenuem miomanu [ICY skcnoHupoBaHHOW Ha
MOBEPXHOCTH munuka, a TonamHa [ICY cunarcoB cBs3aHa ¢ ypoBHEM UX (YHKIIMOHATHHOM
akTuBHOCTH. [loka3aHo, 4yTO onucaHHble paHee «cBoOoaHbIe» [ICY ABIAIOTCS KOMIIOHEHTOM
KOMIUIEKCA COPTUPOBKM MEMOpaHHBIX O€nkoB M OOHOBIeHUs cuHarca. COBOKYIHOCTb
BBISIBIICHHBIX M3MEHEHUI CHHAINCOB B Mo3nHel ¢asze JIBII mo3BonseT roBOpUTh 0 HAINYHU
cBsA3U Mexay noanepxkanvem JBII u yBennueHueM pasmMepoB CTPYKTYp, OTBETCTBEHHBIX 3a

€€ OCYHICCTBJICHUC.



I'nasa |. OB30P JIMTEPATYPbI

1. 'mnnokaMn B UcCJIeJOBAHUAX KOTHUTUBHBIX QyHKIMH

OOyueHne U MaMATh — 3TO HauOoJiee OYEBHAHBIC MPOSBICHUS TIACTUYHOCTH HEPBHOMN
cuctembl. MlcTopust METUIIMHCKOM npakTuku peneccanca (Gross, 1999) u Heiipobuonornueckux
UCCIICIOBAaHUN TPOIUIOr0 BeKa IMpHBEJa K OTKPHITUIO CHEeNU(UIECKON PO THIOKaMIia B
pasnmuuHbiX (popmax oOyuenuss u mamsta (Morris et al.,, 1982; Wallenstein et al., 1998;
Eichenbaum, 2000; Vinogradova, 2001; Frankland, Bontempi, 2005). Ycunus 6osbioro 4rcia
(Gbu3MONOroB MepBOil MOJOBUHBI MPOIIJIOT0 BeKa ObUIM COCPENOTOYEHBI Ha MOUCKE obOiacTeit
MO3ra BOBJICUEHHBIX B KOTHUTUBHBIC MPOLECCHL. DKCIIEPUMEHTHI TPOBOIUIUCH C TPUMEHEHUEM
JIOBOJILHO TPyOOW TEXHUKM YyNAJICHUS 3HAYUTENBHBIX OOBEMOB MO3TOBBIX CTPYKTYp H
TECTHUPOBAaHUEM KUBOTHBIX B ToBeAeHUeckux skcnepuMmeHTax (Lashley, 1950). IIpopsis
HameTwics B Havyane 50-X, koraa Helipoxupypr William Scoville npoonepupoBan 10 nanueHToB
CTPAJAIOUINX THKEIBIMU (pOpMaMu SIHIIETICHH, a BriocseacTBuu Scoville u Milner cooGmunnm o
noTepe MaMsITH y 4YelIoBeKa Tocie yaaneHus runmokamma (Scoville, Milner, 1957). V takmx
MAIMEeHTOB KPaTKOBPEMEHHas MaMATh — CIIOCOOHOCTD M3BJIEKATh UM OCO3HABATH OIpe/IeICHHbIC
(bakThl TOJNBKO YTO MPUBHECEHHBIE B CO3ZHAHHME — OCTAETCS WHTAKTHOM, HE HAPYIIAIOTCS TaKkKe
OTJaNEHHBIE JIETCKUE BOCIIOMUHAHMS, U 0OIIMe 0a30BbIE 3HAHUS, MMOJyUYCHHBIE B )KU3HHU paHee
(Squire et al., 1993; Corkin, 2002; Squire et al.,, 2004). Ha ocHoBammm 3TOro OBLIO
MPEINONI0KEHO, YTO THUNINOKAMII WMIpaeT BaXXHYIO pOJIb B MEPBUYHOM (HOPMUPOBAHUU U

3akpernennn namatu (Eichenbaum, 2000; Levy et al., 2004; Squire et al., 2004).

2. AHaTtomusi 1 GyHKIHMOHAJIbHBIE CBSI3H THIINIOKAMIIA

2.1. AHaToMusl TMIIIOKAMNAJIbHOM opManum B 11eJ10M

BuyTpenHue o6iacTu BUCOYHBIX J0JE€H KOpbI OOJIBLIMX MOJIYyIIApUi TOJIOBHOTO MO3ra,
UMEHYEMbIE 2UNNOKAMNAIbHOU ¢hopmayuell, TIPUBIEKAIN BHUMaHUE HEHPOAHATOMOB C CaMOIO
Hayajga OMHMCATENbHBIX MOIXOJOB K HU3yueHHIo HepBHOW cuctembl (Bennet, 1999). O6mas
WIomaab AToN (puoreHeTudecku Oolniee IpeBHEH 007aCTH KOPBI WM apXeoKOpMmMeKcd KPBICHI
HE3HAYUTENILHO YCTYyMaeT IIomaan HoBoi kopsl (1,2 u 1,5 oM’ cooTBeTCTBeHHO) (Amaral, Witter,
1995), u mo3TOMYy aHATOMHYECKH TPEICTABIIICT CO0OM Hambosee JeTKo HACHTUDUIIUPYEMYIO
yacTh TUMOnYeckoil cucrembl. Ha puc.1 A mokazaHo pacnojoXKeHre TUMIoKaMIa B MO3Te KPBICHI.
Ramon-y-Cajal (1911) pasnmensin runmokami Ha aBa otaena: fascia dentata wiu 3yGuaryro
dacuuto (3P) (Puc. 1B, B) u AmmonoB por (cornu Ammonis), a AMMOHOB por (COOCTBEHHO
THIIITOKAMIT) TOApa3fesul Ha BEpXHIOI o00jacTte (regio superior) ¢ Oosee MEJIKUMH

NUpaMUIHBIMA HEWpoHaMH U HikHIOW (regio inferior) ob6macte ¢ 0Oonee KpYyMHBIMH
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MO3XXe4OoK

rmnnokamn

BUA, criepeam BWA Cc3aau
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nykoBuLa

Puc. 1. AHatoMus THITIIOKaMITaTbHON (hOpPMAIIUU U IIUTOAPXUTCKTOHUKA 3y09aTo (acIium.

A. Ha 3D pekoHcTpykuuu Mosra Kpwickl moiyudeHHou Bock et al. (2006) mpu marautHo-
PE30HAHCHOM in Vivo UcClieIoBaHuu Moka3aHo pacrnonoxenue CA2-CA3 obmacrteil rumnmnokama.
3agHio0 (KayaanbHyto) kpoMKy CA3 obnactu oxBaThIBaeT 3youaTas dacuus (puc. b).

B. 3D pexkonctpykuus 3P BhINOIHEHA HAa CepuitHBIX cpe3ax Tommmuoir 50 mxm (Lein et al.,
2005); 3® noapa3aensoT Ha 00IacTu: JOP3adbHYIO (1), MEAUATBHYIO (M) M BEHTPAIbHYIO (B).

B. Cxema runmokammna u 3® ¢ pacrnojio)XKeHHEM KJIETOK W CBsA3€H BBHINOJHEHHAss PamoH-u-
Kaxanom (Ramon y Cajal, 1911).

I'. Cxema otaenoB rummokamMnanbHol Gopmanmu B ienom (o Amaral, Witter, 1995). O6mactu
cobctBeHHo rumnmnokammna (CA1-CA3); sybuaras dacuus (DG); cybuxyaym (S); sSHTOpUHAIbHAS
kopa (EC); yrioBoii my4ok (ab - angular bundle); mpecyoukymym (PrS); mapacyoukymym (PaS);
cioit monmumopdubix Kiaerok 3P wmmm xumiayc (Po); cimoil rpanymsipHbix KieTok 3P (g);
MoJeKyJsipHbIiA ciaoit 3@ (ml); cion HelipoHoB sHTOpHHATLHOH KopsI (I, 1L, 111, IV, IV/V). Cnon
coOcTBEeHHO rummnokamma: stratum alveus (sa); str. oriens (so); str. pyramidale (p); str. lucidum
(sl); str. radiatum (sr); str. lacunosum-moleculare.

L. Okpaiennsie no meroauke Golgi rpanynsipHble HeHpoHbI 3y0uaroil acium ¢ 0azaabHBIMU
aKcoHaMH (OTMEUEHBI CTPEIIKaMH) MITHCTHIX BOJIOKOH (13 Drakew et al.,1999); mkana 20 Mxwm.

E. Cwm. cnen. ctp. =2



NUPAMUIHBIMU HEHpoHamMH. JTa TEPMHHOJIOTHS B OCHOBHOM ObLIa 3aMelleHa TEPMUHOJIOTHEN
npemnoxxeHHo Lorente de No (1934), B koTropol rumnmokamnaibHas (Gopmarus Jeauiach Ha
3ybuaryro ¢acuuio u tpu noamoas (CAl — regio superior, CA2 u CA3 — regio inferior). B
HACTOSIIEE BPEMSI TEPMUH SUNNOKAMNANbHAA (popmayus 0OOBIYHO UCTIONB3YETCs sl ONMUCAHUS
HIECTH PAa3JIMYHBIX IO LHUTOAPXUTEKTOHUKE obnacteil. OTu obinactu BkiaoyaioT 3@ u
cobctBenno rumnmokamn (Puc. 1T"; Amaral, Witter, 1995). He cmotps Ha TO, 9yTO TepMuH COrnu
Ammonis (CA) Bctpeuaercst peske Tepmuna hippocampus (BBeaennoro [Ix. Apantuycom B 1587
I. Ha OCHOBAaHMU CXOJCTBa (POPMBI HAHHOW CTPYKTYpPHl C MOPCKAM KOHBKOM) THIIOKAMII
nonpazaensaor Ha nois CAl — CA3 (XamunbroH, 1984). Kak ucxonHas, Tak COBpeMEHHas
HOMEHKJIaTypa OT/IEJIOB THITIOKaMIaIbHON (hOPMALIUH UCTIONB3YIOTCS M CETOJTHS; TPH ONTUCAHUH
THIIOKaMIIa JINTepaType BCTPEYalOTCs TEPMUHBI, COrNU AmMmMONIS, regio superior u regio
inferior, u CA4 msa xmnyca. K runmokaMnanbHO# GopmManmy 4acto OTHOCSAT U CyOUKYJISIPHBIN
KOMIUIEKC, BKJIIOUYAIOMIMN TIpe- W MapacyOuKyJlyM, W SHTOPHUHAIBHYIO KOpPY, KOTOpas B CBOIO
odepenb MOApa3/eNeTCs Ha ABE WM OoJblIee KOJMYeCTBO obOiacTeid. ['paHUIBI OTAENBHBIX
obJylacTedl THNIOKaMIalbHOM (hOpMalUK OJHO3HAYHO /O CHX IMOp He ompeneneHsl (Amaral,

Witter, 1995; Lein et al., 2005).

2.2. JJTamuHapHas CTPYKTYpa M HUTOAPXUTEKTOHNKA 3y0uaToii (pacuun

Golgi nan nepBoe neranusupoBanHoe onucanue 3P (Bennet, 1999). B otanuue ot Kopbl
Oompmmx  monmymapuii  mosra, 3@ wu CAl1-CA3 oOnacTu TUIOKaMma  SBISIOTCS
¢uoreHeTndyeckn Oosiee IPEBHUMH CTPYKTYpaMU W UMEIOT TOJBKO OAMH cJoW HelpoHoB. Ha
KOPOHAPHBIX Cpe3ax MO3ra, PaBHOYAAIEHHBIX B CTEPEOTAKCUYECKUX KOOpAMHATAX OT bregma u
lambda (Paxinos, Watson, 1998; cm. Taxke http://braininfo.rprc.washington.edu), 3® MoxHO
npencTaBuTh B BHje 3yOma oxsateiBaromero CA3 oOmacte runmokamma (Puc. 1b, I'). Omgna
CTOpOHA ATOro 3yOIla SBIISETCS CKPBITHIM BHyTpeHHUM (Suprapyramidal, upper, dorsal, inner,
inferior, internal wau buried blade) nmuctom, a Bropast — HapyxubM (infrapyramidal, external
uiu exposed blade) nmuctom (O'Keefe, Nadel, 1978, p.107; Scharfman et al., 2002). Ha pucynkax
IT, 1E u 2b noka3ana snamuHapHas cTtpykrypa 3®P. 3D coctoutr u3 Tpé€x cino€s: 1) us

MonekyisipHoro (ML), xoTopelii B CBOIO odepensb IMOApa3AeiseTcs Ha BHYTpPEHHHH (inner —

E. OcHoBHbIE TUIIBI K1€TOK 3D: rpaHysipHble HEHPOHHI (1); mupaMuHbIe KOP3UHYATHIE KIETKU
(2); 3Be3muaThie KIETKU (3); MIIMCTBIE KJIETKH (4); BEpETCHOBUIHBIC KIETKH (5); KICTOYHBIC
THUIIBI PACIOJIOKEHHBIE TIIyOOKO B MOJIMMOP(GHOM ClI0e 00pa3yroIue JIOKaIbHbIE aKCO-aKCOHHBIE
cBs3u (6). Cron 3®: monekymnsipasiid (ML), rpanynsapusiit (GL) u cioit moauMop@HBIX KIETOK
(PL) (mo Amaral, Witter, 1995).



iML), cpennmii (medial — mML) u BHemHmit (outer — oML) cion, 2) U3 c0s TpaHyJISAPHBIX
HEHPOHOB (TPaHYJSPHBIA co¥) U 3) cios MOJIUMOPGHBIX KIETOK — XHWIyca — BHYTpPEHHEH
o0yacTu MeXAy BHYTPEHHUM U Hapyx HbIM Juctamu 3@. [Ipu onucanuu 3d Takke UCHOIB3YIOT
TEPMUHBI CY0- U CynparpaHyJIsIpHBINA CIIOM HEMOCPEICTBEHHO MO ¥ HAJl TPAaHYJISPHBIM CIIOEM.

OcHoBHast kieTouHass Macca 3® KpbICHl COCPEOTOYEHA B JOP3aIbHOM M MEIUATbHOM
otaenax runmokamnanbHo Gopmanuu (Puc.1b; Lein et al., 2005) u cocraBiser mo pa3HbIM
nanHeM oT 0,5 1o 2,4 munnnonoB HeiipoHoB (Boss et al., 1985; West et al., 1988; Miki et al.,
2005). Ha pucynkax 1/[ u 1E cxemaTH4ecku NpeACTaBIECHbl IPUHLIUINAIBHBIE WIM OCHOBHBIE
tunel knetok B 3®. Haumbonee 3ameTHbiMM KieTkamMu 3P SBISAIOTCA KIETKM 3EpHA WK
TpaHyJSIpHBIE KJIETKH C JUAMETPOM COMBI ~7 MKM oOOpa3yloniue TpaHyJspHbIA ciaoi. Ha
nomnepeyHbix cpe3ax 3d (BctaBka Ha Puc. 2A) MOXXHO BHIETbh, YTO ATOT CJIOW COCTOMUT U3 4-6
pAOOB KIETOK. JIeHIApUTHOE OEpeBO TpaHyJSPHBIX KJIETOK PpACIOJaraercs B MOJEKYJSIPHOM
cioe, o0pa3ysl YHHUITOJSIPHBIM KOHYC anmuKanbHBIX qeHapuToB (Puc. 11, E) HeckoIpKO CKAThIi B
CENTO-TEMIOPAJIbHON OCH C AMaMEeTpaMH MOMEPEYHOro CEYeHUs B amMKadbHOW 00JacTH OKOJIO
300 u 180 MKM. OTM JEHIPUTHI YCEsHbl IIUIMKAMHM, TOHKHMH BBIPOCTAMHM MeMOpaHbI
JICHJIPUTOB, HAa KOTOPBIX 00pa3yeTcsi OOJBIIMHCTBO aKCOACHAPUTHBIX CHHAINCOB. [ paHyspHbIe
KJIETKH JAI0T Havasio 1-4 anmuKalbHBIM JCHAPUTAM, MPOCTUpPAIOIIMMCS Ha paccTtostHue 10 300
MKM, 10 BepxHel rpanuipl 3. 2/3 BEeTBICHUN ACHAPUTOB MPUXOIUTCS HA TPAHYJISIPHBIN CIION U
iML. Ilpu stom 30% nnunsl neaaputos pacnonaraercs B mML u 40% B oML (Claiborne et al.,
1990). Crnenyer Takke OTMETHTb, YTO KOHMYECKYIO OPTaHU3AIMIO IEHAPUTHOTO JEPeBa MOKHO
Ha0Jr0/1aTh B OOOHATENBHOM JTYKOBHUIIE Y KJIETOK 3€pEH U y TIEPBUYHBIX JACHIPUTOB MUTPATBHBIX
KJIETOK, & TaK )K€ y CePIOBUIHBIX KIeTOK nmupudopmuoii kopsl (Price 1973; Schikorski, Stevens,
1999; Fiala, Harris, 1999). 3® u cioif rpaHyIspHBIX KJIETOK 3aKJIaJIbIBAIOTCS B dIMOpPHUOTECHE3E
3HaumTeNbHO no3aHee CA obOmacreit (Stensaas, 1967a-e; 1968; cm. Taxoke Skutella, Nitsch, 2001)
U HENpPEpHIBHO OOHOBISIOTCS B TEUCHHE BCEH KM3HM OpPraHU3Ma, B TOM YHUCIIE M y YeJOBEKa
(Eriksson et al., 1998; Gould et al., 1999). YuaunonspHasi, B prioreHeTHIeCKOM IIIaHe HanboJee
pocTasi, OpraHu3alusi ACHIPUTHOTO JepeBa TpaHyJSPHBIX HEMPOHOB TaKKe CBOWCTBEHHA
HEHpoHaM KOpbI  OOJBIIMX TONMYMIAPWA 3€MHOBOJAHBIX UM  PENTWIMA H  TaHTIUAM
0€CIIO3BOHOUHBIX: YEPBEH, MOJITIOCKOB, pakooOpa3HbIXx M HacekoMmbix (Ramon-y-Cajal, 1911,
p-84). bazanbHble HEMUENTUHU3UPOBAHHBIE aKCOHBI rpaHyspHbIX KieTok (Puc. 1/, E), o6pasys
napajuleNibHble MyYKH MIIUCTBIX BOJIOKOH, MOKUAAIOT TPAHYJISIPHBIM CIIOH, BXOIAT B XWUIYC U
nanee B CA3 (Claiborne et al., 1986; Henze et al., 2000).

Xuinyc uinu ciaoi noauMop(dHbeIX kineTok 3P pacronaraercss MOj CI0eM TpaHyJISPHBIX
kiaetok U rpaHnuuT ¢ CA3/4 oGmacteio rummokamma. B 3@ u Xmiryce MpUCYTCTBYET Takke

OOJIBIIIOE  KOJMYECTBO  HHTEPHEUPOHOB ¢ MOPGhO-QyHKIHOHATBHO  Pa3IHMYHBIMU



xapakrepuctukamu (Puc. 1.E; Freund, Buzsaki, 1996; Lubke et al., 1998). Haubosee 3ameTHBIC
KJICTKH XWiIyca — O3TO JBa THIIAa HEWPOHOB, KOpP3WHYAThIE W MINUCTHIC. [lupamumHbIe
KOpP3MHYATHIC KJIETKU MPEICTABISIOT co00i onHy u3 ¢hopm 'AMK-3prudyeckux MHTEPHEHPOHOB.
WX akcOH HauMHAETCA Ha alUKAIbHOM JCHIPHUTE M JaéT MHOXKECTBEHHBIC BETBIICHHS, KOTOpPbIC
OKaHYMBAIOTCS KOP3WHYATHIMU CIUIETCHUSMU BOKPYT TEJ IPaHyJISIPHBIX KiIeTok (Amaral, Witter,
1995). MmmcThie KJIETKH MPEACTaBISAIOT coO0H KpyMHBIE MOIU(DHUIIMPOBAHHBIE MHUPAMHIHBIC
HEHPOHBI, C TMAaMETPOM COMBI 25-35 MKM; OHU He 00pa3yroT 00Jie MM MEHEe OpPraHM30BaHHOTO
CJI0s1, MYJIBTUTIOJISIPHO OPUEHTHPYIOT CBOU JICHAPUTHI U CHIBHO BapbupyloT 1o ¢opme (Ribak et
al., 1985; Amaral, 1987). MayieHbkre 3BE319aThie KICTKH, PACIIONIOKEeHHBIE B ML, 1aroT Havaio
aKCOHaM, KOTOPBIE TaK)Ke YY4aCTBYIOT B 00pa30BaHMM KOP3WHYATHIX CIUICTEHUH B TPaHYISIPHOM
cioe. Jlpyrue KiIeTku oOpa3ylolre aKCO-aKCOHHBIC CBSI3U JIAIOT HA4yallo aKCOHAM, KOTOpBIC
OKaHYMBAIOTCS Ha HAaYaJbHOM aKCOHHOM CETMEHTE TpaHyJIpHBIX KieTok (Amaral, Witter, 1995;

Turner et al., 1998).

2.3. DyHKUHOHAJIbHBIE CBA3U 3y0uaToii pacuuu

Ha puc. 2 mnokazansl (GyHKIMOHANBHBIE CBsi3u 3@ ¢ JApyruMU  OTIEIaMH
TUMTOKaMITanbHOu popmanmu. ['unmokammnanbHas Gpopmamusi IMeeT IPSMbIE BXOIBI TOJIBKO OT
JIBYX UCTOYHUKOB: 1) uepe3 6axpoMy OT MEAHMAIBHOTO CENTyMa M TMaroHajJbHOTo myuyka bpoka,
u 2) ot sHTOoprHAILHOM KOpHI (DK) (XammibtoH, 1984). OcHoBHBIM adPepeHTHHIM HCTOUYHUKOM
runmnokammna u 3@ B YaCTHOCTH SIBISIOTCS TIIyTaMaT3PrH4YecKhe BXOIbl OT HelpoHoB Il u
raBHeIM  oOpazom Il crmos wumncunarepansHoit K (Steward, Scoville, 1976; Witter,
Groenewegen, 1984; Witter et al.,, 1989; Germroth et al., 1989). Jlpyroii, MeHee MOUTHBIN
UCTOYHUK addepeHTHON HHHEpBAallMU TPEACTaBICH IMEPEKPECTHBIMH mpoekmusMu ot DK k
JOp3a’dbHBIM OTenaM rummnokamma (Steward, 1976). O6a myTy BXOAST B THNIOKAMII B COCTaBe
yrioBoro myuka (angular bundle) u, mponusbiBas cyOuKyiayMm, MPOHHMKAIOT B THIIOKAMIT
NEePICHANKYJIIPHO €ro MpoJoibHONW ocu. YacTh akcoHOB ciemyer B Str. moleculare u str.
lacunosum CA1-CA3 ob6nacreii rummokamma u oOpasyeT en passant cuHamcel Kak Ha
TEPMUHAIISAX aNUKaJIbHBIX JCHIPUTOB mupaMuaHbix HedpoHoB (Lorente de No 1934; Habets et
al., 1980; Steward, 1976),tax u Ha uHTepHeiponax (Kunkel et al., 1988). Ognako OGonbpmias
4acTh akCOHOB (opmupyromux nepdopantHeiii myTh (Van Hoesen, Pandya, 1975; Steward,
Scoville, 1976) MukpornydkaMu TEPICHAUKYJISIPHO OCH TUINIIOKaMIa MPOHU3BIBaeT Guccypy U
BXOJMT B MOJICKYJISIpHBIA cioii 3D, oOpa3ys en passant cMHaIchl Ha JIECHAPUTAX TPAHYJISIPHBIX
kietok (Otmaxos, 1993). Tonorpaduuecku neppopaHTHBIN IMyTh OPraHU30BaH TAaKUM 00pa3oM,
9yT0 U3 natepanbHOi DK aKCOHBI HANpaBISIFOTCS BO BHEUIHIOIO TPETh MOJEKYJSPHOTO CIIOS,

TOT/Ia KaKk aKCOHbI M3 MeauanbHOM oOmactm DK 00pa3yroT CHHANChl B CpeaHEH TpeTH



o—— - npoekuun JarepanbHoii OK B oML (mepdopaHTHBIii myTh)
npoexiuu narepanbHoit DK B CA3 (mephopaHTHEI MyTh)
e—» - npoekuun MeanansHoit OK B mML (riepdopaHTHBIH myTh)

1

o—— - npoekunn meauansHoii DK B CA1 (nepdopaHTHI 1myTh)

©——= - NPOCKIMH aKCOHOB IPaHYISIPHBIX KiIeTOK B CA3 (MIIHCTHIEC BOIOKHA)
o= - NIPOCKIHMHU aKCOHOB IPAHYJIAPHBIX KIeTOK B CA3 (MIIHCTBIE BOJIOKHA)
b= - NPOEKIHMH MIIMCTHIX KIETOK Xmiyca B iML

1 MM

WLLLLLLLI

MPOEKLHH OT s/Ipa IMaroHajbHOro Iyuka bpoka B xuimyc

MPOEKIHH OT siipa AUaroHanpHoro mydka bpoka 8 mML u oML

TPOEKIHH OT 5/1pa AMArOHAIBHOTO Iyuka bpoka B cy0- u cymparpaHyIspHbIif ciou
npoekuuy ot centyM B iML 1 mML

HPOEKIMH OT CYNPaMaMHILIAPHOTO spa THroTanamyca B iML

NPOEKIMH OT KOHTpanaTepaibHoro xuiayca B iML

Puc. 2. JlamunapHas opranuzanus 3youaToit gacuuu u ee GyHKIIMOHAIBHBIE CBSA3U C IPYTHMHU OTJEIaMU MO3Ta.

A. Tlonepeunslil cpe3 runnokaMnantbHOW GOpMaLUU KpbICH (OKpAacKa TONYHIMHOBBIM CUHUM). O01acTh, BbIJCIEHHAs IPSAMOYTOJIbBHUKOM, YBEIHYEHA
Ha BcraBke. b. JlamunapHas opranmzanus 3youaroil ¢acuum; B. u I'. AccoumaTuBHbIE U KOMHUCCYpaJbHBIE CBSI3M JOP3aJIbHOTO OTAENa 3y04arToii
¢dacuun. Mkama = 1 mm. [llkana va BctaBke 50 MiM. fi - pumbpus; CA1-4 - nons runmokamna; Hi - xunyc; GL - rpanymspasiii cioit; iML, mML u
OML - COOTBETCTBEHHO BHYTPEHHHM, CPEIHUN M HAPYKHBIM MOJIEKYJISIpHbIE CJI0M 3y0uaToii aciuu; ab - yriaoBoil mydek; sb - CyOuKyIyM.



moustekyssipaoro ciosi (Hjorth-Simonsen, Jeune, 1972; Hjorth-Simonsen, 1972; Wyss, 1981).
OTH NPOEKIUH Y KPbICHI HE OOraThl OUIaTepaJIbHBIMU KOMIIOHEHTAMH, KOTOPbIE COCTABISIOT HE
6onee 10% ot uncunarepansubix npoeknuid (Goldowitz et al., 1975; Steward, Scoville, 1976).
[poekun DK 3anmMaror 6omee 85% Bcex CHMHAINCOB Ha TpaHyISPHBIX KieTkax 3@ (OTmaxos,
1993) u 90% Bcex cuHarcoB Bo BHemHHX 2/3 monekynspHoro ciosi 3® (Steward, 1976;
Steward, Vinsant, 1983). CTouT OTMETHUTH, OJHAKO, YTO STH KOHTAKThl 0Opa3ylOTCS Kak Ha
JNEHAPUTAX TPaHYIAPHBIX KJIETOK, TaK U Ha JeHapuTax uHTepHeliponoB (Deller et al., 1996).
I'panynspuble kaeTku 3P Tak ke MOTyJaroT BXOAbI OT KOHTPAIATEPATbHOTO (KOMUCCYPATIBHBIC)
U WIICUJIATEpAIbHOIO (AacCOIMAaTUBHbBIE) XWiIyca. OJTH KOMHCCYPaJbHBIE U acCOIMaTUBHbIE
BOJIOKHA OKaHYMBAIOTCSI BO BHYTPEHHEH TpPEeTH MOJEKYJSPHOTO CJIOS M HE MEpEeKphIBAOTCA C
SHTOPUHANBHBIMU addepeHTaMu B cpeiHel U HapyHOH TpeTu MoieKkysipHoro cios (Gottlieb,
Cowan, 1973; Deller et al., 1995; Deller, 1998; Jackson, Scharfman, 1996). Dtot cioi,
BHYTPEHHSII ~ TPEeTh, IOJIy4aeT  JOCTaTOYHO  OONBIIOE  KOJMYECTBO  BXOJIOB  OT
CynpaMamMuUIApHOTO siapa runoTtanamyca (Wyss et al., 1979).

Jlpyroii HMCTOUYHUK BHewmHed wuHHepBauuu 3P wuger or centyma, ¢ aupdy3HoH
UHHEpBAalMed BHYTPEHHUX 2/3 MOJEKYJISIpHOTO cios. Slapo nuaroHaigpbHOro my4ka bpoka
noceuiaeT akcoHnl (coaepxkamme ACh wm [TAMK) B 3® ¢ OTHOCHUTENBHO TIJIOTHBIMU
TEPMUHAIIMU B OOJIACTM Hapy’>KHBIX 2/3 MOJIEKYJISIpHOTO CJIOd M B XWIYyC, C MEHbIIEH
IUIOTHOCTBIO TepMUHANIel B cy0- u cymparpanyispHbeix oonactsax (Kohler et al., 1984; Freund,
Antal, 1988; Dutar et al., 1995). 3a uckiaoueHHEM MaJCHbBKHX IEPEKPECTHBIX MPOCKIHHA
CeNTalbHBIC MPOSKIIMA B OCHOBHOM wurcmiaTepainbHble (Segal, Landis, 1974; Peterson, 1989).
Jlpyrue MCTOUYHUKU MHHEPBALMM UCXOAST M3 siIep CTBOJIA MO3ra (siAep LIBa U IoyIyObIX MATEH
MOCTa) M JIOKaJbHO pPAcIoIoKEHHbIX MHTepHeWpoHOB (Segal, Landis, 1974; Azmitia, Segal,

1978; Freund, Buzsaki, 1996; Deller, 1998).

JUid  runmokamma SHTOPUHAJIBHAs  KOpa  SBIETCA  OCHOBHBIM  MCTOYHHMKOM
pa3sHOOOpa3HON CeHCOpHOW HHGpOpMalMK MOJy4yaeMOil OpraHu3sMoOM, B CBOIO OdYepellb 3Ta
uHpOpMaLus TOMagaeT B TUINOKAMII TJIaBHBIM 00pa3oM uepe3 3yoOuaryio ¢aciuro. Yerko
OpraHM30BaHHAsl JIaMHUHApHasi CTpykTypa 3P olecneunBaeT BBICOKYIO CIEUU(UIHOCTh BXO/0B
W3 SHTOPUHAIBHOU KOphL. ONMHCaHHAs CTPYKTypa I0P3ajbHOTO OTea 3yOouaToit ¢aciuy u ero
(YHKLIMOHAJIbHbBIE CBSA3M, MO3BOJIIET CUUTATh 3Ty 00JacTh MO3ra OJHUM U3 Hanbosee yn00HBIX
O00BEKTOB JUIsI MCCIENOBaHMSA IUIACTUYHOCTH IIeHTpaidbHOM HepBHOH cuctemsl (UHC) u
CHUHANTHYECKON IUIACTUYHOCTU B 4acTHOCTU. CTOUT TakKe OTMETUTb, YTO MPEJCTAaBJICHHAs

3lIech B OOIMMX dYepTax OpraHu3ainus cBs3ed runmokamna u 3@ orpaHnyeHa OOBEKTOM
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UCCIIeIOBaHMs HACTOALIeH pabOThl M XapaKTepHa Ul JOp3albHOM 00JacTH rMNIOKaMIaJbHON
dopmanuu kpbickl. Opranuzanus cBsizedt apyrux o6nacreit 3@ B cenTo-TeMHopalbHOW OCH
MOYKET HECKOJIbKO OTJIMYaThcs OT BBILICTIpe/CTaBlIeHHON. Tak, Hampumep, MOKa3aHO, YTO BO
BCEX OTJeNIaX MOJIEKYJISIPHOTO CJIOS M Ha KOP3MHYATHIX KJIETKAaX XMIIyca BEHTPaJIbHOM 00iacTu
3® ob6Hapyxenbl npoekiuu HelipoHoB V-V cioe DK (Deller et al.,, 1996). Kpome Toro,
CTPYKTYPHO-(DYHKIIMOHAJIbHBIE OTJIMYUS HAONIONAIOTCS U MEXJY BHEIIHUM M BHYTPEHHUM
muctamu 3@ (Scharfman et al.,, 2002; Lein et al., 2005). CymecTByIOT U 3HAaYUTEIbHBIC
(yHKLIHMOHAJIBHBIE OTJIMYMS JOP3AIbHBIX M BEHTPAJIBHBIX OT/IEJI0B THITIIOKAMITATbHON (opManuu
(Bannerman et al, 1999; 2002). Kpome (yHKIIMOHAIBHBIX OCOOCHHOCTEH TakKou
(uIIOreHeTHYeCK KOHCEPBATUBHONW 00JIACTH MO3ra CYILECTBYIOT U MEXBHJIOBBIE PA3JINYUs BO
BHYTpPEHHEH OpraHu3aluu Mojiell runnokammnanbHoi ¢opmammu (van Groen, Wyss, 1988).
[TonoOHBIM 00pa3oM (U3MOIOTHS U OpTaHU3ALUS JIUMOMYECKOW CUCTEMBI Pa3IMYHbI Y Pa3HBIX
BUJIOB XKMBOTHBIX, HAIIPUMEP, TOT/Ia KAK OCHOBHBIE HEHPOTPAHCMHUTTEPHI CXOIHBI (TIyTamar u
["AMK), coBepIIIEHHO SIBHBIC MEXBHUIOBBIC PA3IMUUS MPOSBIISIOTCS 1T0 MHOTUM HEHPOIENTHIaM
U Kanbluil cBs3piBaromuM Oenkam (Lopes da Silva et al., 1990). Kpome Toro, cymecTByioT
SIBHbIC Pa3IM4YMsg MEXIY JHMHUSAMHU JXUBOTHBIX, CBSI3aHHBIE C HeijporeHesoM B 3D, KOTOpbIE
NPOSIBIIAIOTCS B OKCIEPUMEHTAX I10 HMCCIECIOBAHUIO (HOPMUPOBAHHS TMAMSITH CIIOCOOHOCTH K

obyuenwuto (Lipp et al., 1987; Kempermann et al., 1997; Kempermann, Gage, 2002).
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3. lonroBpeMeHHasi NOTeHIMANMA KaK GopMa CHHANTHYECKOH MJIACTHYHOCTH

3.1. MpeanochIIKH HCCIe0BAHUN CHHANITHYECKOI NJIACTHYHOCTH

OnHOM W3 TNaBHBIX 3a7ady HEWPOOHONOTMH SBISIETCS TOUCK CTPYKTYPHBIX OCHOB
o0ydYeHHs W MaMsATH, Kak HanOoJiee OYEBUIHBIX MPOSIBICHUH W3MEHYMBOCTH M TUIACTUYHOCTH
HepBHOU cuctemsl (LlImuar, Tesc, 1996; Segal, 2005). Uctopus moncka 3THX OCHOB BKJIIOYAET
nuoHepcKue paboThl KoHIA mo3anpouuioro Beka C. Pamon-u-Kaxama, E. Tanszu, 3. Jlorapo,
MPENOoNaraBIiuX, YTO CTPYKTYpHbIE U3MEHEHHsI B MO3T€ MOTYT JIe)KaTh B OCHOBE OOy4YeHUs U
namsitH (Peccarisi et al., 1994; Berlucchi, 2002). Teopus JI. Xe606a, yuenuka K. JIruumy, siBuiack
oTrojockom 3tux uneit (Brown, Milner, 2003). Xe60 mpennomnara, 94To 0JTHOBPEMEHHAs IIpe- U
MOCTCHHANTHYECKasi aKTUBHOCTh MPUBOAMT K HU3MEHEHHUIO0 3()(PEeKTUBHOCTH CHHANTHYECKON
nepenaun. bonee TouyHO OH yTBepxkAan, 4To: «Ecnu akcoH KIETKH A JOCTaTOYHO ONM30K K
kjeTke B, 4ToObI ee BO30yAHUTh, M MMOBTOPHO MJIM IOCTOSHHO BBI3BIBACT €€ BO30YXKIEHHE, TO B
OJTHOW WJIM B OOEHMX KJIETKaX MPOMCXOJAT TAaKME POCTOBBIC WIIM META0OJIMYECKHE M3MEHEHHS,
41O 3P PEKTUBHOCTD KIETKH A, KaK OJHOHM W3 KJIETOK BBI3bIBAIONIMX BO30YXJE€HUE KIETKH B,
Bo3pactaet» (Hebb, 1949, p.62). Xe06 Takxke KOHKpETH3UpOBald 001IacTh U (opMmy Takux
U3MEHEHUH: «S] CKIIOHEH CUUTATh, YTO PA3pacTaHNe CHHANTHYECKUX Y3JIOB C HEHPOOHOTAaKCHCOM
uia 0e3 HEro SBJISIETCS OCHOBOHM it OOJIerdeHus [mepenayd CUTrHajia] OT OJTHOM KJIETKU K
Ipyroii...» (tam ke, p.65). CraB momyispHOW, THUHoTe3a Xebba ompeaenuia HEHTPaTbHBINA
MOCTYJAaT Pa3IUYHBIX MOJENied acCOIMATUBHOM MaMsATH W KOTHUTHBHBIX mporeccoB (Levy,
Desmond, 1985), a BocneacTBUN CHHAIICHI, YAOBJIETBOPSIOLINE YCIOBUAM IMOCTYJIaTa, TO €CTh
CHOCOOHBIE MOIU(HUIIMPOBATHCS, CTAIM WMEHOBaThCs «cuHarmcamu Xe00a» (Rauschecker,
Singer, 1981; Levy, Steward, 1983; Brown, Milner, 2003). Yxe B mpeaucioBUH K KHUTE
«Opranuzanus noseneHus: Heliponcuxonornueckas Teopus» onpeaenseTcs IepeMeHa B3Is10B
Ha CTPYKTYpHBIE OCHOBBI MaMSATH OT crenuduyeckux obmacted Mo3ra K HEOOIBIIUM
HEHpOHANBHBIM aHcaMOIsIM: «JI100ast 4acTo MOBTOPSIOMIASsICS CTUMYJISIHS OyAeT MPUBOAUTH K
MEUICHHOMY Pa3BUTHIO «KJICTOYHBIX aHcamOuei», Hekux auddy3HbIx 00pa3oBaHUM
NPEICTaBISIIONIMX COOOW TPYMIBI KIETOK KOPHl WJIM TPOMEXKYTOUHOTO MO3ra ...» «...
CHOCOOHBIX PabOTaTh KaK 3aKPBIThIE CHUCTEMBI, KOTOpPbIe OOECIEUMBAIOT OOJIETUYEHHE APYTHX
TaKUX CHCTEM ...» U «JIeWCTBUS KaXKAOro aHcamMOJs MOKET OBITh BBI3BAHO JCHCTBHEM
npeapiaymero ...» (Hebb, 1949). OnauM 13 mOATBEP)KACHUA STUX UIEH TTOCITYKHIO OTKPBITHE
dbeHoMeHa AMUTENbHOI MOTEHIMALMU; KaK OKa3ajoCh, OIMpENEJICHHbIE CBOMCTBA CHHAICOB B
cucreme cBsizeit DK>3d ynosnerBopsitor nmpaBwiy Xeb6a (McNaughton, et al.,, 1978; Levy,
Steward, 1979; Kelso et al., 1986; Sejnowski, Tesauro, 1989; McNaughton, 2003).
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3.2. OTkpbITHE eHOMEHA T0JITOBPEMEHHO MOTEHINAIIUH

[lepBompoxoaniaMu B HUCCIENOBAaHMSIX MOTEHUIMAIMU MOXKHO Ha3BaTh Jlnoima (Lloyd,
1949) u DOxkinca u MakUuTaita (Eccles, McIntyre, 1953). Ho omHuM u3 Hambonee BaKHBIX
JOCTHKCHUH B pAaHHUX HCCIIEAOBAHUAX (DYHKIIMOHABHBIX CBS3EH SIBIJIACH pa3pad0TKa TEXHUKU
NPUTOTOBIICHUS U MOJCPKAHUS JKU3HECTIOCOOHOCTH Cpe30B Mo3ra in Vitro. B passutue >tux
METOJIOB BJIOXKWJIM BKJIaJ] MHOTHE TPymmbl yueHbIX B 50-X Havanme 60-X Mmpouuioro Beka, 6e3
Kakoro Ju00 TOJOKUTENBHOTO yclexa BIUIOTh A0 cepeauHbl 60-X, Korja uccienoBaTeld
oOpaTtmince K Haubojee CTPYKTypHO MPOCTOW 0b6jacTh KOpbl — K rummokamiy (Yamamoto,
Mcllwain, 1966; Collingridge, 1995). B 310 ke BpeMs BHHMaHHE HOPBEKCKOW TPYTIIBI TTOX
pykoBoacTBOoM Per Andersen ObIJIO COCPEAOTOYCHO HAa M3Y4YCHUH (DYHKIIMOHAJIBHBIX CBS3CH
TUMINOKAMIIa, U B YaCTHOCTH HAa «YaCTOTHOM MOTeHIManuu» mnepdopanTHoro myta (Lemo,
2003). bpiio oOHapy»KeHO, YTO HEMPEPHIBHO MO/IaBAEMbIE TECTOBBIE CTUMYJIbl aKTUBUPYIOT KaK
MEHBIIIEC YHCIIO CHHAICOB, TaK M OOJIbIIIEe B 3aBHCHMOCTH OT MHTEpBAJIA MEXIY CTUMYJIAMU
(Andersen et al., 1966, p.457; Lemo, 1966; 1971). Beiio npeanoioxkeHo, 9T0 HAOIO aeMbIi
IIPOLIECC MOXKET CIy’)KUTh METOAOM KOHTpOJs HelpoHanbHOW akTuBHOCTH (Lemo, 1966).
N3ydenne mocneaeiicTBusi KpaTKOBPEMEHHOW BBHICOKOYACTOTHOW CTUMYISALWU TepPOpaHTHOTO
MyTH TOKA3aJI0, YTO MOBBINIEHHAs 3((EKTUBHOCTh IMEpelaydl CUTHaja B OTBET HA TECTOBBIN
CTUMYJ MOXKeT JuthThes dackl U qau (Bliss, Lomo, 1973; Bliss, Garner-Medwin, 1973). Drot
(¢eHOMEH BomIeN B TEPMHUHOJOTHIO KaK «IPOJOIDKUTENbHAs moTeHnuanms» (long-lasting
potentiation) wiM Kak «miutenbHas noteHmumanus» (long-term potentiation, LTP wmm JIBII).
Ceiiuac 310 sBIcHHE B cucteme cBsized DK—>3® m3BecTHO kak romocuHanthyeckas JIBIT
(Hukomnc ¢ coast., 2003). Ilourn B 3TO e Bpemsi B oredecTBeHHOH Hayke JIBII Obuia
oOHapy»eHa B CHUCTEME CBS3CH MEXIy MINHUCTHIMH BOJIOKHAMHU TPaHYJSPHBIX KIeTok 3@ u
NPOKCHUMAJBHBIMUA ~ JCHAPUTAMH TNHPAMUAHBIX HEWpoHOoB CA3  00acTy  THIIIOKaMIIA;
«XpOHHYecKas MOTEHIMALMSD COXpaHsIach B TeueHue Henenu u Oonee (bparun, Bunorpanosa,
1973). Tlozauee [IBII Obina mokazana B pasnuuHbix obOnactsax I[HC, Bkirouas Bce OTIENbI
TMMOUYECKOM cucTeMbl, 0azajbHbIe si/ipa, KOpYy OONBIINX MONYyIIapUi, MO3XKEUOK (MIIUCTbIE
BOJIOKHA —> KJIETKH 3€pHA), CIUHHOM MO3T (1151 003.: Lynch 2004) u naxe I[THC (manp.: Baxter
et al., 1985). Muoro pa6ot nocssmiennsix JIBIT 66010 caenano Ha Mopckoit yiautke Aplysia, Ho
OoJpIllasi WX YacTh — Ha acCOIMATUBHBIX CBsA3sAX runmokamma (Malenka, Nicoll, 1999),
00pa3yIolMx TaK Ha3blBaeMyI0 «TpHcHHanTU4deckyto mnerioy (DK2>30->CA3->CA1->DK).
HNurepec x JIBII mpomomkaer Bo3pacTarh, HampuMmep, IOHCKOBBIM 3ampoc B PubMed
(http://www.ncbi.nlm.nih.gov/) mo ximoueBsIM cioBam «long-term potentiation» 3a mociemHUN

I'oJ IIOKAa3bIBACT, YTO B HCACJIIO BBIXOAUT B II€YATh OKOJIO 10 pa60T CBA3aHHBIX C Z[BH
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3.3. [lapamMeTpbl HHAYKIMU MOTEHIHAINH

Cy1iecTBYIOT pa3nuyHbie MPoToKoabl UHAYKIMH JIBII, HO Hanbonee yacTo UCmoib3yercs
BO30YKICHHE BXOMSIIUX MyTed HECKOIbKUMH CEPHSIMH BBICOKOYACTOTHBIX DSIEKTPHUYCCKHX
(100-400 I'm) ctumynoB. JUTEILHOCTh CTUMYJIOB BapbupyeT B aAuamna3zone 150-250 mc; 6omee
KOPOTKHE pa3psabl 0ojiee BBICOKOH YacCTOTHI HE BBI3BIBAIOT MATOJOTUYECKOW CYAOPOKHOU
akTUBHOCTH. Komu4ecTBO BHICOKOYACTOTHBIX Pa3psI0B U MHTEPBAJIbl MEXKAY HUMHU B Pa3IHUHbIX
9KCIIEPUMEHTaX CUJIBHO BapbHpyIOT. B paHHHX paboTax mpeamoiaraioch, 4To Ooliee cToiikas
JBII, npoaomKUTeTbHOCTBIO O MECSIIEB, MOKET OBITh BhI3BaHA 00JIEe MOIIHON CTUMYJISIIHEH
(Bliss, Garner-Medwin, 1973; Douglas, 1977). BnocnenctBun ObUIO TTOKa3aHO, 4TO Ooliee
MomHass W Oosee croiikas JIBII Bo3HWKaeT B TOM ciydae, €CIU IPOTOKOJ HWHIYKITUU
OpPTaHM30BaH C Y4eTOM XapakTepucTuk DI rummokammna Mpu UCCIEeN0BATEIbCKOM MOBEACHUN
’KMBOTHOTO, ITPU KOTOPOM JOMHHUPYIOT yactoTsl nopsika 4-71'n (O'Keefe, Nadel, 1978; Rose
et al., 1983; Larson, Lynch, 1986; Larson et al., 1986; Staubli, Lynch, 1987). HecmoTps Ha TO
YTO CYHICCTBYIOT OTJIMYUS B METOJNAX CTUMYJSIUM (UCIOJIb30BAHUE MYJbTHU- WIH
MOHOIOJIIPHBIX 3JEKTPOAOB, MOHO- WM ABYX(a3HbIE CTUMYIIbI), SIBHBIX Pa3IndyUil Mexay
BBI3BaHHBIMH (D (PeKTaMu CTUMYJIALINN TTOKa3aHO HE OBLIO.

Eme B mepBbIX paboTax MpH MCHOIB30BAHWUU PA3TUYHBIX MOAX0A0B B MHIyKuuu JIBII
obu10 TIOKa3aHo, uto JIBII obnagaeT pamom «kiaccuueckux» cBoiicts (Bi, Poo, 2001). YcnoBao
HABII paznensdior Ha accoyuamusuyro W HeaccoyuamusHyr. Accoyuamusnocms JIBII
MPOSIBIISIETCS MPU CTUMYJISIIIUM HECKOJBKUX BXOJOB K OJHOMY HEHWPOHY M IpeICTaBiseT coOoi
MOJICKYJISIPHO-KJIETOUHBII aHaJIor accoUMaTUBHOrO oOyueHus. Eciau nBa wiam Oounbliee 4ucio
CHHAIICOB y4acTBYIOT B aKTHBallMU (WJIM IOBTOPHOM aKTUBalun) HelipoHa, To /IBII npossnsercs
B OTUX «CBSI3aHHBIX» CHHAINCAX OC30THOCHUTEIIFHO BKJIATy Ka)JI0ro W3 HUX B mHAyKIwio JIBIT
(Barrionuevo, Brown, 1983) — koonepamusrnocms JIBI1. 1 naoGopor, JIBII u cBs3anHbIe ¢ HEl
MPOLECChl HE TMPOSIBISIIOTCS B CHHAMCaX, KOTOpble HEe ydacTBYylOT B wuHaykuuu JIBII —
éxoocneyuguynocms JIBII. HakomieHo yxe O0sbIIOE KOJMUYECTBO JAHHBIX O MOJEKYJISPHBIX
MEXaHM3Max Jexamux B ocHoBe accoumatruBHou [IBII. Heaccoyuamuenas JIBII Bo3HHMKaeT
BCJIE/ICTBUE IOBTOPHOM CTUMYJIALIMM OJHOTO W TOro ke Bxoja. CuuTaercs, 4TO IMyCKOBBIE

MEXaHU3MbI aCCOIIMAaTUBHOM 1 HeaccounaTuBHOM JIBII cxogHBI.

3.4. MexaHM3Mbl HHAYKIIUH MOTEHIHUAIIUH
Onno u3 knaccuaeckux cBoicTB JIBII — 3T10 ee bvicmpwiii 3anyck. Hanbonee n3yueHHbIM
Mexanu3moM 3anycka JIBII sBasercs NMDAR-3aBucumbiii. NMDAR-3aBucumas JIBII

NOKa3aHa B THUIINIOKaMIle, B 4YacTHOCTH Ha Kkoiarepansix Illaddepa, Ha TepMuHAIAX
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neppopanTHoro nytd B 3®D, a Takke B APYruX OTAEIaX MO3ra BKJIIOYas MUHAAIMHY, HOBYIO
Kopy M TanamokopTukaigbHble npoekuuu (Collingridge et al., 1983; Artola, Singer, 1987; Colino,
Malenka, 1993; Castro-Alamancos et al., 1995; Liao et al., 1995; Rogan et al., 1997; Heynen,
Bear, 2001; Sun et al., 2005). Ctumysisiiusi MPECUHANTUYECKUX BXOJOB THIIOKAMIIA TPH
OOBIYHOM  MHTEHCHUBHOCTM  CHHAaNTHYECKOW  IepeJauyd  BbI3BIBAET  BBICBOOOKIECHUE
HEHUPOTPaHCMUTTEPOB, B YACTHOCTH IJIyTamaTa, W3 TEPMHHAIM B CHUHANTHYECKYIO UICIb.
TpancmuTTep cBsi3bIBaeTCs B mepByro ouepenb ¢ AMPA peuentopamu/kananamu (AMPAR)
NOCTCHHANTHYECKOM MeMOpaHbl. OTAENBHOrO CTHMYyJia HE JocTaToyHO i 3amycka JIBIL
CruMynauus ¢ JOCTaTOYHO BBICOKOW 4YacTOTOM MNPUBOAMT K TMOCTEHNEHHOW JAENOoJIIpU3aluu
KJIETKU-MUILIEHU BCJIEACTBUE CyMMalMd BO30YXKAAIOUIMX MOCTCHMHANTHYECKMX IOTEHIHAIOB
(BIICIT). B mocrcuHanTHueckoii MeMmOpaHe TakKe HaXOISATCS TOTEHIHMAT3aBHUCUMBIE
rmyramaTHele NMDA penenropsl/kanansl (NMDAR). B cunancax, nposisomiux NMDAR-
3aBucumyto [IBII, mporpeccupyromas nenonaspu3anus Ipyu AOCTHKEHUH MOpOTra yJaisieT HOHbI
Mg®" u3 yerst NMDAR (Mayer et al., 1984; Nowak et al., 1984), cHuMast 610K IIPOBOIHMOCTH

2+ +
mit moHoB Ca™ u Na'.

Takum oOpazom, NMDAR BeicTymaeTr B pojau TpUITEpa, a B
onpeneneHueix ¢opmax JIBII m B ponm nmerekropa COBHAJACHHUS CHUTHAIOB. JloCTaTOYHBIN
ypoBerb BIICII u cBsi3piBaHHE riyTamara OTKpbiBaeT MOHHBIA kKaHai NMDAR. Bxomsmmii
gepes kanan Ca’’ GBICTPO MOXHMMAET €ro BHYTPUKICTOUYHYK KoHieHtpammio ([Ca’’]i) u
cBs3bIBaeTCs C Oenkom kanbMmoxyiauHoM (CaM), KOTOpelii B CBOIO OYepedb AaKTUBUPYET
KanpMonysuH 3aBucuMyto nporenHkuHaszy II (CaMKII). AxtuBauus CaMKII, no-suaumomy,
sBisieTcss (uHATBHBIM 3BeHOM B 3amycke JIBII. AxrtuBaas CaMKII 1) docdopummpyer
NOTLHAT3aBUCUMbIE  KallMeBble€  KaHajbl,  TOBBIMAs WX  YYBCTBUTEIBHOCTb,  2)
dochopmupyer AMPAR cunantuyeckoil memOpaHbl, MOBBIIIAS WX MPOBOAUMOCTH, 3)
dochopunupyer BHyTpukierounsie AMPAR 1 akTuBHpYeT KackaJl aKTHBHPYEMOH MHUTOTCHOM
nporeuHknHa3bl MAPK, oOiierdas BcTpaMBaHWE W/WIM KIACTCPU3AMMUIO JTOTIOJTHUTEIBHBIX
AMPAR B noctcunantuueckoit Memopane, u nepepacnpenencane NMDAR (mis 063.: Malenka,
Nicoll, 1999; Kennedy, 2000; Dineley et al., 2001; Malinow, Malenka, 2002; Esteban, 2003;
Luthi, et al., 2004; Thomas, Huganir, 2004; Xia, Storm, 2005). CyIecTByIOT JI0Ka3aTeIbCTBA
KJIFOYEBOi ponn U Apyrux kuHa3 B reHeparun JABII. K stum depmenTam oTHOCSTCS, Hanpumep,
PKC, ntAM®-3aBucumast PKA, Src tuposunkunassl, u ap. (Tanaka, Nishizuka, 1994; Brandon
et al., 1997; Nestler, 2001; Salter, Kalia, 2004; Wong, Scott, 2004; Kennedy et al., 2005).
BykBanbHO B mocieHUe HECKOJIBKO JIET 3HAYUTENBHO BO3POC UHTEPEC K CEMEMCTBY MalleHbKUX
Rab I'T®as3, koTopbie y4acTBYIOT B COPTHPOBKE MEMOpPAHHBIX OCJIKOB (BKJIFOYAS PEIEHTOPHI U

KaHaJbl) U PErYJUPYIOT UX JIOCTaBKy M BCTpAaMBaHUE B MOCTCHHANTHYECKYI0 MeMOpaHy (Brown
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et al., 2005; Gerges et al., 2005, 2006; Kennedy, Ehlers, 2006). Cunarncsl, He TPOSIBISIONINE
3aBucuMori oT NMDA peuentopos /JIBII, mo-Buaummomy, Bcerga conep:kKaT 3HAYUTEIbHOE
kommmuectBo AMPA peneniropoB (Nusser et al., 1998; Takumi et al., 1999). B HekoTopbix
NMDAR-ne3aBucumbix ¢opmax JIBIT B ponmu Tpurrepa Beictynaror He NMDA penenTopsl, a
MOTEHITHAI3aBUCUMbIC KaJbllieBble KaHabl L-tuma; Takas popma NMDAR-ne3aBucumoii JIBIT
Obula rokazaHa, HarpuMep, B MuHanuHe 1 CA3 runnokamna (Weisskopf et al., 1999; Kapur et
al., 1998). B ruranrckux cunarncax CA3 obmactu runmnokamMia Objia Tak ke mokazana NMDAR-

, Ca*"-ne3aBucumas JIBII (Mellor, Nicoll, 2001).

3.5. ®a3pl 10JITOBpPEeMEHHOI MOTEeHIUAIUHT

I[To BpemennbiM mapamerpam JIBII paspmenstor wa gaBe (¢asel: 1) panHHIOO,
IPOJIOJDKUTENBHOCTBIO 1-3 "aca, u 2) Mo3aHI00, KOTopast JUIUTCs Oosee 4 4acoB, THU U MECSLIBI.
Pannss ¢asza JIBI1 00brdHO 3amyckaeTcsi BBICOKOYACTOTHBIM TeTanycoM (Hampumep: 100 I'm, 1
¢), TOrJa Kak mo3ausist haza — TpeMs-4eThipbMs TeTannveckumu paspsaamu (Bliss, Lemo, 1973;
Frey, Morris, 1997; nns 063. Frey, Morris, 1998; Josselyn et al., 2002; Abraham, 2003).
JnurensrocTh JIBIT KpUTHYECKH 3aBHCUT OT 3KCIPECCUH T'€HOB M cHHTe3a Oelka de novo, Tora
KaK OJMHOYHBIA TETaHyC 3amycKarommid panHoo (asy /IBIl He BBI3bIBaeT 3KCIPECCUU TE€HOB.
Ecnu 6510KkupOoBaHbl 3KCIIPECCHsl T€HOB U CUHTE3 HOBBIX OEJIKOB, WIH (PU3HUECKU HU30JIMPOBAHbI
Tena HelpoHoB, To B TeueHue 1-4 g JIBII 3aryxaer. CiemoBareiabHO, 0053aT€IbHBIM YCIIOBUEM
jatensHoro  nojzaepxkanus  JIBII  gBnsercss mosBieHHME B CHHANCaX HOBBIX WM
JIOTIOJTHUTEIbHBIX OEJIKOB, 4YTO TOBOPUT B TOJb3y BBICOKOW BEPOSTHOCTH CTPYKTYpPHOM
tpancdopmanuu cunancoB (Adams, Dudek, 2005). Cunre3 de novo MPHK u GenkoB Haxoaurcs
0]l YIpPAaBJIEHUEM KHHA3, KOTOpPbIE B CBOI OYEpelb AaKTUBHPYIOT (DaKTOPbl pEryJslun
TPAHCKPUNLUU IeHOB. CUUTAETCs, YTO NEPBUYHBIM TPAHCKPUIILIMOHHBIM (PAKTOPOM B KacKaje
TeHHOM SKCIIpecCud TNPUBOJALIEH K  JIOJTOBPEMEHHBIM  CTPYKTYPHO-(QYHKIHMOHAIbHBIM
u3MeHeHusM 3 dextuBHocTu cuHarcoB siBnsiercss CREB (cm. pasnmen 6.4.). CREB-3aBucumas
aKTUBaLlMs TEHHOM AKCIIpeccuM HaOJI0JaeTcsl KaK MpH MPsAMOMl CTUMYJISILIMK HEUPOHOB, TaK U B
JKCTIEpUMEHTaX CBs3aHHBIX ¢ oOydyeHuem (Guzowski et al., 2001; Kang et al., 2001; Bozon et
al., 2003). B aktuBHOi#i popme CREB 3amyckaeT TpaHCKPHIIIIHIO MHOXECTBA T€HOB, B MEPBYIO
ouepen «reHoB panHero otBeta» (IEG), takux kak Arc, c-fos, c-jun, zif268 u ap. (Matsuo et al.,
2000; Hong et al., 2004). Cuuntaetcs, uto aktuBanusi CREB1 Heobxoauma u mocraTouHa Jjist
nogaepxkanuss  mnozgHed  ¢asst  JABII, a mpoayktet CREB-3aBucHMOIl  TpaHCKpuIIMH,
momudukaimu MPHK, OenxoBoro cuHTe3a W co3peBaHus 00pa3ylOT HOBBIM CTPOUTENBHBIN

MaTepHal sl yCrieHus cuHantuaeckux cBsseit (Lonze, Ginty, 2002; Bozon et al., 2003).
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3.6. MullleHH! 10JITOBPEMEHHOI MOTEeHINAIIUH

OnvHOYHBIN TeTaHyC BBI3bIBAET 3aTyXaromiyto paHHiow (asy [IBII, Ho Dudek u Fields
COBMECTHO ¢ TeTaHM3auueil kosarepaneil Illaddepa wncnonp3oBamy AONOIHUTENBHYIO 6-
crumyssnuio (Larson et al., 1986) akconoB nupamuanbix kietok CAl B str. alveus (Puc. 1) u
MOKa3aJin, 4TO aHTHApoMHOro mnoteHmuana nevcteust (I1J]), mocturaromero compl HEHpOHa,
nocratouno s aktuBauud MAPK u CREB kackanoB 3amyckaromux Tpanckpunuuio [EG u
JUIS TIpEJOTBpAICHUs] 3aTyXaHWs BbI3BaHHOW panHei ¢aser JIBII B str. radiatum,
COOTBETCTBEHHO, W Ui moanepxkanus nosaHeil ¢asel JBII (Dudek, Fields, 2002). Cunraercs,
YTO, B OTJIMYME OT NOBTOPHOU TETAaHMYECKOW CTUMYJISIMHU 3arycKaromen no3auow ¢azy ABII,
JEenoaspu3anus JeHAPUTa, KOTOpas BO3HHUKAET NPU OJHOKPATHON AaKTHUBALMM CHHAIICOB, IO
HaIpPaBJIEHUIO K COME 3aTyXaeT WM JIOCTaTO4HO ciaba, uToObl BbI3BaTh [1J[ B obmactu combl
(Golding, Spruston, 1998). Hutepecno, uro B skcnepumentax Dudek u Fields Omoxana
NMDAR-3aBuCHUMBIX TOKOB HE BJIMsJIA Ha aKTHBALIMIO T€HHOW SKCIIPECCHM, IIOITOMY aBTOPHI
CUMTAIOT, YTO B OWIMuYue OT perporpaanoro IIJI, curHanm cunanc—saodpo, 3amyckaeMmbli
JOKAIBHEIM TIOBbIIIeHHeM [Ca’']i B JCHAPHTHBIX CErMEHTAX, HE SBISETCS KITIOYCBBIM B
uHAyKIuK no3aHeit ¢asel JABII. B Takom cinyyae kir04eBbIM 3B€HOM B MHIYKIIMU TO3AHEN (ha3bl
JABII sBnsiercst He cHHTEe3 Oelika B II€JIOM, a MHIYKIMs TpaHckpunimu reHoB (Adams, Dudek,
2005).  CymectByer  ompeleleHHas  KOHKYpPEHLMsI 32  CBSI3bIBAHUE  MapKepoB
(roBocuHTe3upoBaHHBIX Mosekyn PHK wimm GenkoB) B HambOonee akTuBHBIX cuHancax (Frey,
Morris, 1997; Fonseca et al., 2004; Turrigiano, 2004). I[Tostomy, mo muenutro Adams u Dudek
JAJIeKO He BCE MOTEHIIMPOBAHHBIE CHHAICHI OYAYT C OJUHAKOBOW BEPOSTHOCTHIO 3aXBaThIBATH
mapkepsl (de novo cuntesupoBanubie MPHK u Oenku), a crmocoOHOCTh 3axBaTa MapKepOB
CHMHAIICAMH-MHUILIECHAMHM CKOpEE CBs3aHa C KouMdecTBOM wiaM 4acrtotou [IJ] remepupyemsbix
OTJIEIbHBIMU CHHAIICAMH, Y€M C YHCJIOM MOTEHIUpOBaHHBIX cuHarncoB (Adams, Dudek, 2005).
TeopeTruecky MOTEHIIMPOBAHHBIE CHHAICHI B OJHOM CEIMEHTE JEHApPUTA Ha KOTOphIe OyneT
OPUXOAUTh CHUTHAJ 4allle WM CWIbHEE CTaHyT «CHWJIbHEe», TOorja Kak CHHarcam
AKTUBUPOBAHHBIM OJTHOKPATHO WJIM aKTUBHPYEMBIM PEXe MPHUAETCS BEPHYTCS K HCXOAHOMY WU

naxke 6oJjiee HU3KOMY YPOBHIO aKTHUBHOCTH, CIIOCOOHOCTH K MOCTCUHANITUYECKOMY OTBETY.
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4. MeToabl aHAJIN3a CHHAIICOB

4.1. CBeToBasi MMKpPOCKOIHUSA

Peakuus cepebpenusi, ooHapyxkenHas Kamumio INonmpmxu B 1873 r (Mazzarello, 1999),
JI0ATOE BpeMsi OblJJa OCHOBHBIM METOJIOM HCCIIEIOBaHMS JICHIPUTHBIX IIMIMKOB. B mporecce
cepeOpeHus npokpaibaeTcs He 6onee 10% Bcell MOMyIAUM HEWPOHOB, YTO MO3BOJSET BHUIECTH
OpraHM3aIfI0 OTJCNBHBIX HEHPOHOB M MPOCIEKHMBATh UX OTPOCTKU. B Hactosiee Bpems, Uis
aHaNM3a JEHAPUTHBIX IIUMUKOB MO-TPEKHEMY HCIOIB3YETCs cepeOpeHue Ui XPOMHUPOBAHUE
HelipoHoB o Meroay ["onbmxku, BKITto4as ero moaudukarnmu (Hamp.: Bock et al., 2004; Knafo et
al., 2004; Hayashi et al., 2004; Johnson et al., 2004; Dhanrajan et al., 2004). C ucronbp30BaHHEM
3TOr0 MeToja ObUIO MOKa3aHO, YTO Y €CTECTBEHHBIX I'MOEpHATOPOB KOJUYECTBO IIMITMKOB Ha
JIEHApUTaX HEHPOHOB THMIIOKAMIIa 3HAYUTENIbHO CHUKEHO B cocTosiHuM ouenenenus (Ilrapk,
1970, c.155). Takoit ¢QakT mnpeamonaraer HaIWYUE JOBOJBHO OBICTPBIX TUHAMUYECKUX
W3MEHEHWH JCHIPUTHBIX MHUMHUKOB. [lo3mHee OBUIM TONYyYEeHBI JaHHBIE 1O OOpaTUMOU
peTpakiuy ACHAPUTHBIX IHUIMKOB B mpolecce 3umHen crsuku (Popov et al., 1992a; Popov et
al., 1992b). Takxe ¢ MCHOIB30BAaHHEM OKpAcKd MO ['ONbIKM ObUIM MOKa3aHbl HUKIUYECKHUE
(ryKTyaluy IJIOTHOCTU LIMIIMKOB B 3CTPaJbHOM IMKIE y Kpbic (Hamp.: Woolley et al., 1990;
1997).

HoBbie moaxomelr oOnerywim (yHKIHOHAIBHYIO HWACHTH(UKAIMIO HEHPOHOB |
CHHANTHYECKUX CBs3ed. bmaromaps pa3BUTHIO  MHKPORJIEKTPOIHOM  TEXHHKH  4epe3
MHUKPOIHIIETKY MOKHO MHBEIIMPOBATH MOJIEKYJIBI, TOJTHOCTHIO OKpAIIMBaIONe HepoH. OaHUM
U3 TaKAX TOJXOJOB SIBISETCS BHYTPHUKICTOYHAS MHBEKIMS TAKUX MAapKEPOB KaK MEPOKCHIa3a
XpeHa WM OWOUMTHH, Tocie (QuKcanuu OHU OO0pa3ylOT ONTHYECKH TIUIOTHBIM Marepual.
JIOTIONHUTENBHBIM ~ MOAXOJOM  SIBJISIETCS MMMYHOIIUTOXMMHYECKHE METOMbI, Hampumep,
ruOpuan3anus in Situ (cneuuduyueckn mMedeHsle 30HAbI Mapkupyror MPHK Helipona, koTtopas
KOJWPYET CHHTE3 KaHajla, pelenTopa, IepelaTinKka WIM CTPYKTypHOTO DJEMEHTAa) WU
n30upareabHOe  MapKUPOBAaHUWE  BHYTPUKJICTOUYHBIX WM  MEMOpPAaHHBIX  KOMIIOHEHTOB
cnenuduueckumu antutenamu (Vercelli et al., 2000). Illupokoe pacmpocTpaHeHUE MOTYUHIN
METOIbI (ITyOPECIIEHTHOTO aHaim3a (111 003. cM. crell Beimyck xypHaiaa Nature Methods. 2005.
V.2. Ne.12.). ®dnyopeclieHTHBIE MapKephl, Takue Kak Jonudep >KENThIH, MO3BOJSIOT YBHUICThH
camble TOHKHE OTPOCTKH B KHBOH KiieTke. DiayopeclieHTHhIE KapOOIMaHOBbIE KPAaCcUTENU MpU
COTMPUKOCHOBEHHH C MeMOpaHOW HeWpoHa pacTBOpsIOTCS # AUGOYHIUPYIOT TO Bcel
MOBEPXHOCTH  KIETKH. Pa3paboTaHbl yHHKalbHBIE METOJbl MPIKU3HEHHOTO aHAJIN3a
JNCHJIPUTHBIX [IMIHKOB C  HWCIHOJBh30BaHWEM JBY(QOTOHHOW J1a3epHONH  KOH(OKAIBHOM

mukpockoruu (2PLSM) (mist 063. cM. Lichtman, 1994; Vercelli et al.,, 2000; Miesenbock,
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Kevrekidis, 2005). Meroasl cBETOBOM NPMXHU3HEHHON CBETOBON MHKPOCKOMHUHU TIO3BOJISIOT
OJIHOBPEMEHHO PETHUCTPUPOBATH AIIEKTPOPUINOIOTUYECKUX TMapaMeTpbl HEUpPOHOB (Hamp.:
Engert, Bonhoeffer, 1999; Nagerl et al., 2004). [pyrum MeTOAOM MNPHXKU3HEHHOTO
UCCIICIOBAHMSI  JCHAPUTHBIX IIHWIIMKOB C  HCIIOJIB30BaHWEM JBY(DOTOHHON  Ja3epHOU
ckaHupytomeld  mukpockonuu  (2PLSM)  sBaseTcss  9Kcmpeccuss B HEHpPOHAaX  TreHa
¢ayopecuupytomero 6enka GFP win ero myrantoB — GFP, YFP, BFP u 1.1. (Lippincott-
Schwartz, Patterson, 2003, konctpykiuuu Ha ocHoBe GFP Genka Aequorea victoria u map.). B
noclieIHee JAeCITHIIETHE OOJIbIIIOe BHUMAHUE YACNSETCS TAKUM MOJX0JaM KaK BOCCTAHOBIICHUE
duyopecueniu mnocie (ortoodecrBeunBanus (fluorescence recovery after photobleaching —
FRAP) u pe3onancaomy mepeHocy sueprun (iayopecueniuu (fluorescence resonance energy
transfer — FRET) mexny GFP Bapuantamu (Zhang et al., 2002). FRET GFP BapuanToB
MO3BOJIIET HAOIIOaTh AKTHBHOCTh (DEPMEHTOB M KOH(DOPMAIIMOHHBIE COCTOSHUS HCCIEAYEMbIX
KOoMTIOHeHTOB cuHaricoB (Hamp.: Chew, 2002; Pologruto et al., 2004; Korkotian et al., 2004a,
2004b). TpanchunupoBaTh HeWpoHsl MokHO Bupycamu (Davidson, Breakefield, 2003),
Hecymmmu reH GFP. B kakoil-To Mepe 3TO NpeAcCTaBiIsIeT PEMUHUCLUEHLIUIO MeToaa [ onbaxu
(Tamamaki et al., 2000), MOCKOIBKY KOHIIEHTPALIUS BUPYCOB MOJAOMpPAETCS TaKUM 00pa3oM, 4To
TOJILKO HEKOTOpHBIE Helponbl skcnipeccupytor GFP (Maletic-Savatic et al., 1999; Malinow et al.,
1999; D’ Apuzzo, 2001). Onnako, «OKparieHHbIe» WHOUIIMPOBAHHBIE HEHPOHBI MOTYT COXPaHSTh
AKTUBHOCTh TOJIBKO B TE€YCHHME OMpPENEIEHHOTO MPOMEXYTKa BPEMEHHU, HAIPUMEpP, HECKOIbKHX
THEH, 9TO JJIs MPOJIOJDKUTEILHOTO HAOMIOIEHUS MOTPeOOBano pa3paOdOTKHU JTOMOTHUTEIbHBIX
MOJIXO/JI0B, B YaCTHOCTH IOJIy4YEHHE TPAHCTEHHBIX JIMHUN KUBOTHBIX 3Kcnpeccupytomux GFP. B
HacTosilee BpeMsi pa3pabd0TKa HOBBIX TEHETHYECKUX KOHCTPYKIUH (MHIMKATOPOB [Ca®™],
NMDA peuentopoB, CaMKII, 6enkoB IICY) na ocHoBe GFP 0GenkoB BbIBeAeHHE ITHHHIA
TPAHCTEHHBIX JKUBOTHBIX dKcrpeccupytomux GFP cnocoOcTByeT pa3BUTHIO HOBBIX MOJXOA0B B
U3y4eHUU QYHKUUN Pa3IMYHBIX KOMIIAPTMEHTOB HEHPOHOB C MCIIOJIb30BAHUEM COBMEIIEHHOTO C
3JEKTPOPU3HOTIOTHYECKUMH dKcriepuMenTamu 2PLSM-nabmonennem (mamp.: Zhang et al.,
2002; Chew et al., 2002; Ebihara et al., 2003; Ehrlich, Malinow, 2004; Nimchinsky et al., 2004;
Pologruto et al., 2004; Brecht et al.,, 2004). IlocnenHue TEXHUYECKUE IOCTIIKEHUS B ITOU
00J1aCTH TMO3BOJIAIOT JTUTEILHO HAOIIOAAaTh AMHAMUKY JCHAPUTHBIX IIHIHKOB IN VIVO B CIIOSX
KOpBI Mo3ra Ha riayoune 6onee 1 MM (Hamp.: Trachtenberg et al., 2002; Grutzendler et al., 2002;
Majewska, Sur, 2003; Holtmaat et al., 2005; Helmchen, Denk, 2005). Hpyroii moaxon,
OCHOBaHHBIM Ha JBY(HOTOHHOM (DOTONMM3E CBS3aHHBIX HEHPOTPAHCMUTTEPOB, B YACTHOCTHU
nirytamara (Pettit et al.,1997; Korkotian et al., 2004a), mo3BoJisieT MaHUTTYJIMPOBATH [ITUITHKOM,

HaOmogas ero Mmopdo-pynkimonanpable n3mMeHenus (Schiller et al., 1998; Wang et al., 2000a;
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Wang et al., 2000b; Matsuzaki et al., 2001; Korkotian et al., 20046, Tanaka et al., 2005; Sobczyk
et al., 2005).

CBETOMUKPOCKOIIUYECKUE TMOAXOABI HEOOXOMUMBI KaK JJIsi M3Y4YeHUS CBS3€d OTIEIIOB
MO3ra, Tak MW Uil TNPWKHU3HECHHBIX MCCIEAOBAaHUA HEWPOHOB M CHHANCOB. B  Takux
9KCIIEPUMEHTAaX MOKHO OJIHOBPEMEHHO MAaHUIYJIUPOBaTh OOBEKTOM, PErUCTPUPOBATH €ro
ANEKTPUYECKYIO0 aKTUBHOCTD, a B IOTIOJTHEHHE K TOMY HaOII0JIaTh €r0 CTPYKTYpPHbIE U3MEHEHUs
OT MHJUTUCEKYH]T 10 MecsitieB iN Vivo (Brecht et al., 2004; Trachtenberg et al., 2002). Onnako Bce
METOJIbI O00JIAJJAIOT Kak MPEUMYINECTBAMHU, TaK M OTpaHUYCHHSMH. B OJHOM ciydyae OHHU
TpeOyIOT BHEIPECHUS B KIETKY YYXXEPOJHBIX areHTOB, YTO, CaMO IO ceOe MOXKET, HapylIaTh
UCXOAHYIO CTPYKTYpYy W/MIU (YHKIHMH KIETKH, C JAPYTod 3TO U BBICOKAS HUTOTOKCUYHOCTH
BO30Y’KJAIOIIETO CBETAa, «BBITOpaHUe» (IyopecUUPYIOIIUX areHTOB, HECTAOMIIbHBIN ypOBEHb
aKTUBHOCTH TE€HOB (prmyopecuupyromux OeIKOB B TpPAaHCQHUUMPOBAHHBIX KJIETKaxX, U
BO3MOXXKHOCTh ~HAOJIFOJICHUS [MOAYAC JIUIIb OTJCIBHBIX KOMIIOHEHTOB CHHANTHYECKOTO
KOMIUIEKCa, Mpe- WIK MOCTCHHATca. B OTHOIIEHHH TOYHOCTH M3MEPEHHM M aJIeKBaTHOCTH HX
UHTEpIIpeTalluii MOXKHO CKa3aTh TO, YTO B HACTOSIIEEe BpeMs TUCKYTHPYETCS BOMPOC O
PaBHOMEpPHOCTH pachpeziesieHuss (IyopecUUpYIONUX areHTOB MEXAy JACHIPUTOM € €ro
OTJICTPHBIMU IUTTUKAMU ¥ KoMIapTMeHTamu neHaporuiazmbl (Helmchen, 2002; De Simoni et
al., 2004; Svoboda, 2004). CtouT OTMETUTH, YTO MPH H3YYEHUHU ITUHAMUKH U (OPMBI
JEHAPUTHBIX IIUIMHKOB HAWIyYlllee pa3pelieHne JOCTUTAeTCsl MPU HCIONb30BAaHUH MEMOpPaHHO-
cBsizanHbIX Gopm GFP (cMm. Bumeonpumiokenue k pabore Roelandse et al., 2003; cMm. Taxxke
Richards et al., 2004, 2005). OpmgHako, HECMOTpPsST Ha IIHPOKOE PACIPOCTPAHCHUE
(bIyopecleHTHBIX MeToNOB ¢ ucnonb3oBanneM GFP, kak mnpaBmio, HCHOIB3YIOTCS HX

OUTOINIA3MATUYICCKHUEC BAPHUAHTEI.

4.2. JN1eKTPOHHAsA MUKPOCKONUS

Hapsiny OeccnopHbIMH ~ JIOCTOMHCTBAMH, CYIIECTBEHHBIM HEAOCTAaTKOM  JIHOOOTO
CBETOMHKPOCKOIIMYECKOTO  METOJa  SIBJISETCS  OTHOCHTENBHO  HHU3Kas  paspelaronias
CIIOCOOHOCTh, KOTOpasi TEOPETUYECKHM HE MpPEBBIIAeT 2 A (IVIMHBI BOJHBI HCIIOJIB3YEMOTO
cBeta). Jlaxke B JyuIieM ciydae, Ipy MCIOIb30BaHUH CIIEIUANIBHBIX KOMIBIOTEPHBIX MPOrPaMM
JUIL YMCTKUA ONTHUYECKHUX IIIyMOB, pa3pelieHre KOH(OKAIbHOTO MUKPOCKONA KakK MpPaBWIIO He
npesbimaer 200 M. Tak, Hanpumep, Oemok BFP (blue fluorescence protein) Teopermuecku
MO3BOJIIET JOCTUTAaTh MAaKCUMAJILHOTO pa3pelieHus ¢ A Bo30yxaeHus ~384 HM u A amuccuu 448
uM; 448/2=224 um (Ellenberg et al., 1999; Feng et al., 2000; Zhang et al., 2002; cM. Takxe

Nature Methods V.2. Ne.12. Dec. 2005). JleHApUTHBIC IIATUKH ¥ MHOTHE KOMITOHEHTHI CHHAIICA
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CJIIMIIKOM MaJjlbl, 4YTOOBl MOXHO OBUIO aJE€KBATHO XapaKTEpU30BaThb HX HCHONb3Yys TOJIBKO
KOH(QOKaJbHYI0  MHUKpockonuio. Hampumep, TakuMe  KOMIIOHEHThl  CHHAamca  Kak
NPECUHANTUYECKNE BE3UKYJIbl MM HIMIUKOBBIN anmapar HaxosATcs 3a MpelieslaMu pa3pelieHus
CBETOBOI'0 MMKpPOCKOIIA, MOrpaHUYHbIE 00JacTH Mpe- M MOCTCUHAICca JiexaT B npenenax 10-20
oM (Peters et al, 1991, pp.147,152). C Hauanom 3((PEKTUBHOTO HCIIOIH30BAHUS AJICKTPOHHON
MHUKPOCKONIMM B OHOJOTMYECKUX HccaenoBaHusx B 1950-Xx, ¢ pa3BUTHEM TEXHUKHU
yJIBTPaMUKPOTOMUU M METOJIOB OKpAIIMBAHUS YJIBTPATOHKUX CpPE30B ObUIM pazpabOTaHbI
MHOTHE  DJIEKTPOHHO-MHUKPOCKOITMYECKUE METOJbl: OTTCHEHHE TOKENBIMU  METaJlJIaMH,
AIIEKTPOHHO-MHUKPOCKOITUYECKast THCTOXUMUSI, UMMYHODJIEKTPOHHAS MUKPOCKOTIHSA,
3JIEKTPOHHO-MUKPOCKONNYECKAs aBTOpaauorpagus, 3aMOpa’kKMBaHUE-CKaJIbIBaHHE,
3aMOpakMBaHUE-TpaBJIeHUE, KpHO(pUKCAlUs U KpUOyJibTpatromMust U ap. (MHPOHOB ¢ COaBT.,
1994). C ucnosnp30BaHUEM 3TUX METOJOB OBLIO MOJIYYEHO OOJIBIIOE KOJUYECTBO JAHHBIX 00
YIBTPACTPYKTYpEe HEWPOHOB M, B YAaCTHOCTH, CHHAIICOB. ODJIEKTPOHHBI MHKPOCKOI IIPH
WCIIOJIb30BAaHUU YJIBTPATOHKUX CPE30B NaéT OOBIUHO pasperieHue 2-3 HM. Bo3moxHBIE ke
apredakThl NP XUMHUYECKOH (ukcamuu oOpa3lloB Mo3ra MOIyT ObITb YCTpaHEHbI

napaiesIbHbIM UCIIOJIb30BaHNEM KPHO(DUKCAITUH U KPHOYJIBTPATOMUH.

4.3. Mop¢pomeTpuyecKkuii aHaIN3

4.3.1. CtepeosiornyecKkuii aHaJIM3 Ha OTMHOYHBIX cpe3ax

[Moxxomp! 17151 KOTMYECTBEHHOM OIIEHKH OOBEMHBIX XapaKTEPUCTUK U3YYaEMBIX CTPYKTYP
Ha OCHOBE aHajn3a OJMHOYHBIX Cpe30B pa3paboranbl eme B 40-x romgax mMpoOILIOrO BeKa
(Floderus 1944; Abercrombie, 1946). Ot moaxoasl «o0ycioBiIeHHO» (assumption-based) win
«mozenbHoI» (model based) crepeonorun UMenu cepbe3Hble HEIOCTATKH, HAIPUMED, TaKHUe Kak
HEOOXOIMMOCTh BBEJICHUS MOMPABOYHBIX KOI()(UIIMEHTOB B 3aBUCUMOCTH OT (DOPMBI M pazmepa
00BEKTa, MM HAJIMYKE MOTpaHUIHOTO 3 dekra nccieayemoro oobema (Williams, Rakic, 1988)
BHOCSILIETO 3HAYUTENbHbIE OIMOKM B W3MEpEHMs MpH MOJCYeTe uucia 31eMeHTOoB. OIHako
TaKhue€ METOAbl PEKOMEHIYIOTCS U  MPOJOJDKAIOT  HUCIOJb30BAaThCS B COBPEMEHHOM
MaTOJIOTOAHATOMUYECKOM M HCCheAoBaTeNbckoil mnpaktuke (ABtanawion, 2002, c.114-142;
Marrone et al., 2003). B nacrosimiee Bpems s KOJWYECTBEHHOW OIEHKH HCCIIEIYyEeMBbIX
CTPYKTYp B 00BbEME HIMPOKO MCHOIB3YIOTCS MOAXOJbI TaK HAa3bIBAEMOM «COTJIACOBAHHONY WU
«obocHOBaHHOI» cTrepeonorun («design-based stereology»), KoTopbie pa3paboTaHbl AJis
MUHMMH3aLUU KaK BPEMEHHBIX 3aTpar, Tak M cucreMaTnueckux ommbok (Geuna, 2000;
Gundersen et al., 1988; Schmitz, Hof, 2005; cm. takke Hedreen, 1999; Schmitz, Korr, 1999).

«CornacoBaHHOCTE» 3THUX IMOAXO0JO0B 3aKJIHYaeTCs B TOM, 4TO a priori HC NPHUHUMACTCA BO
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BHHUMaHue pasmep, ¢opma, MPOCTPAHCTBEHHAs OPUEHTALMS U paclpeiesieHue HCCIeoyeMbIX
cTpykTyp. Jns moacuera uucia OOBEKTOB CYHIECTBYET IENblii HAOOp CTEPEOIOTHYECKHX
dopMy, HCIONB30BAaHUE KaXIO0W M3 KOTOpBIX TpeOyeT ompexaeneHHbIx ycinoBuil (Colonnier,
Beaulieu, 1985). Pacuém ob6wema uccnemyemMoro o0bekTa/o0IacTi MpOBOIST, UCTIONB3YS TaKUe
MOJIXO/IbI KaK «HYKJICATOP» U «POTaTOp», B KOTOPBIX I MOACYETOB HEOOXOAUMO UCIIOIB30BATh
Cpe3bl TONBKO C H30TPOIHBIM CIy4YyalHBIM pachpefefieHueM o0bekToB. B 00xom »THx
orpaHHuYeHuil ObLT pa3paboTaH «ONTHUYECKUI POTATOP», MCIOIB3yEeMbIH NJIsl aHaIHM3a TOJICTHIX
cpezoB npu nomon 2PLSM (Tandrup et al.,, 1997) — noaxom Tak ke OrpaHUYCHHBIN
YCJIOBUSIMU IIOATOTOBKM Marepuania, «yCaakoi» cpesa 1o z-ocH. [[pyroi moaxox, OCHOBaHHBIN
Ha npuniune Kapambepu (KaBambepu, 1940), 3akirodaercss B CYMMHPOBAHUM ILIOIIAEH
OUEPUEHHBIX HAa KaXXJOM JECSITOM, HAIpUMEp, CPE3e UHTEPECYEMOro 00beKTa U3 CEPUU, KOTOpast
yMHOXaeTcsi Ha guctaHuuio wmexnay cpesamu  (Michel, Cruz-Orive, 1988). Ilrowaow
nogepxnocmu OOBEKTOB ONPEAETSETCS C HCIOJIb30BAHMEM TaK HA3bIBAEMOT0 METOJa «ILTar
dakupa», MpH KOTOPOM OOBEKT «IPOH3ACTCS» PABHOMEPHOW CETHIO JIMHUH JIeXKAINMX BO
B3aMMOIEPIICHIUKYISIPHBIX TUJIOCKOCTSX, a HM3MEpPEHHE IUIOUIaJM IPOU3BOJATCS HA OCHOBE
PAcCTOSHUN MEXKIy «IIMaraMu» CeTH M YHMCIOM HX TMEpPEeceYeHHil C MOBEPXHOCTHIO OOBEKTA.
OTOT METOA NMPUMEHUM TOJIBKO Ha M30TPOIHBIX Cpe3ax WM Ha Cpe3ax TOJICTHIX MO0 CPABHEHUIO C
U3MEpSIEMBbIM O00BEKTOM. M3MepeHue .uHelinvix pazmepos OOBEKTOB, a TaK K€ [UIMH
NPOTSOKEHHBIX M U3BUTBIX OOBEKTOB, TaK JK€ CBSA3aHO C HEOOXOJUMOCTBIO pabOTHl ¢
W30TPOMHBIMU CPE3aMH M TaK K€ TpeOyeT ompeneaEéHHON KOPPEKIUHA U3MEPEHUH (17151 003. CM.
Schmitz, Hof, 2005; West, 1999, taxxke cm. komMmeHnTapuu B K. TINS 1999. V. 22, No 8, c.345-
347; Benes, Lange, 2001, takxe cm. kommerTapuu B k. TINS. 2001. V. 24. Ne 7. ¢.374-380). B
OOJIBITMHCTBE TIOIXO/I0B /IS TIOACUYETA YKca 0ObEKTOB M MPUBEICHHS MTOTyUYCHHBIX 3HAYCHUN K
00BEMHBIM 3HAUEHUSIM HCIIOJIb3YETCSl TaK Ha3bIBa€MbIii HOMUHAIBHBIA 00BEM MOJACYETA, YACTO
UMEHYEMBbIIl «ONTHYECKUM JTUCCEKTOPOM» WU «pacueTHbIM Ookcom» (Williams, Rakic, 1988),
CoJIepKallM BUPTYaJbHOE MPOCTPAHCTBO BHYTPH TOJIIHU CPE3a SKBUBAJICHTHOE MPOU3BEICHUIO
IUTOINAAM PAcUeTHON paMKuW Ha TONIMHY cpe3a. Ho Mopdomerpus m MomenupoBaHue B
YAaCTHOCTHM CHHAIICOB Ha OJMHOYHBIX cpe3ax, kKak mokazanu Coggeshall u Lekan (1996), moxet
JaBaTh OYEHb OOJbIIME OMIMOKH, a CIOXHas (opMa HCCIETyeMbIX CTPYKTYpP Ha OJMHOYHBIX
cpe3ax TOpOM Jaxke He TMO3BOJIAET WACHTH(PHUIMPOBATh NPUHAAICKHOCT CEUYEHHUS K
KOHKpETHOMY THUNy o0Obekta. [loaToMy B KauecTBe albTEpHATHBBI TPU IOACYETE YHCIIA
CHHAICOB HCHOJb3YIOT aHaJIN3 TaK HA3bIBAEMOT0 «(PU3NYECKOT0» HIIH «IAPHOTO» JUCCEKTOpa
(Sterio, 1984), ananmusupys o0yiacTh pacu€THOM paMKHU Ha JBYX (POKAJIBHBIX IIOCKOCTSX B

TOJICTBIX CPE3ax HUJIM Ha ABYX CMCIKHBIX TOHKHX CpPC3ax.
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4.3.2. Oobémuasi (3D) pekoOHCTPYKIUS Ha CEPHITHBIX cpe3ax

Cuutaercs, 4T0 OCBOOOXICHHE OT HEOOXOJUMOCTH YUYUTBIBATH CIOXKHOCTH T€OMETPUU
UccieayeMbIX 00beKTOB AT OoJice HaIEKHbIC JaHHBIC, IIOCKOJIBKY B TAKOM CIIy4ae yIaJIsIOTCS
NOTCHIIMAJIbHBIE MCTOYHUKM CHCTEMAaTHYECKHX OMIMOOK BbIUMCICHHH. OIHAKO, 10 MHEHUIO
MHOTHX HCCIIeIOBAaTeNIel caMO Mo ceOe HMCIONb30BaHME ITHX CTEPEOJOrMYECKUX ITOJIXOJI0B
CTaBUT II0J] COMHEHHE HWHTEPIPETHPYEMOCTh MOJIY4YaeMbIX pE3yJbTaTOB, HE TapaHTHPYET
HETPeB3ATOCTH MOACYETOB. HecMoTpst Ha 93TO 3HAYCHHME CTEPEOJIOTHUECKOrO —aHaiu3a
000CHOBBIBaeTCs BO MHOrux pabotax (Hamp.: Saper, 1996; Coggeshall, Lekan, 1996; West,
1999). llenecooOpa3HOCTh WCIONB30BAHUS CTEPEOJIOTUUECKHX METOJ0B, KOTOpas IMOpou
omnpenensercss BopaxkeHneM «Do more less well» (Gundersen, Osterby, 1981), no cux nop
nopoii BbI3bIBaeT OypHble aebatbl (Benes, Lange, 2001, cM. takxke kommentapuu B k. TINS.
2001. V. 24. Ne 7. ¢.374-380). B pamkax 3Tux [e0aToB YIOMHHAETCS HEOOXOAMMOCTH
CPaBHEHHUS PE3yJbTaTOB MOJIYYaeMbIX Ha OCHOBE CTEPEOJOTHYECKHX MOIXOJOB M CBETOBOM
MHKpPOCKOIIMM C pe3yJbTaTaMH aHalM3a Ha CEepUHHBIX cpe3ax u 3D pexoHCTpykuuu, a
HOCJIeIHEH U B OCOOCHHOCTH PEKOHCTPYKLIMH Ha OCHOBE YJIBTPATOHKUX CPE30B OTBOAUTCS
CTOPOHHEE MECTO «30JIOTOTO cTaHmapra» B Mopdomerpun (von Bartheld, 2001). IIpumepom
JIOJDKHOTO ~ 3JIEKTPOHHO-MHUKPOCKOIIMYECKOTO  KOHTPOJSI NPIKM3HEHHBIX HAONIONCHHUH C
ucrions3oBanueM 2PLSM Mornm OBl CIy)XuUTh JHMIIb €JUHWYHBIC MyOJUKanuy (Hamp.:
Trachtenberg et al., 2002; Zito et al., 2004; Holtmaat et al., 2005; Goldberg et al., 2003a). Kpome
TOTO, HU OJMHOYHBIC CPE3bl, HU ONUCAHHBIC TUCCEKTOPBI «a Priori» He MO3BOJSIOT MPOBOAUTH
KaueCTBCHHBIM aHAIN3 00bEMHON YIBTPACTPYKTYPHI H3ydaemoro oobekta (Schmitz, Hof, 2005),
Urparoliell moJayac pemarnlylo posib B HHTEPIPETAIMU KOJUYECTBEHHBIX JaHHBIX. YacTo mpu
UCIIONIb30BAHUH CTEPEOJIOTUUECKMX PACcUeToOB (T.€. NP IEPecdeTe TaHHBIX IMOJYYCHHBIX Ha
OJMHOYHBIX Cpe3aX B OOBEMHBIC 3HAYCHHS) TIOJIyd4aeMble pa3HBIMH HCCIICIOBATEIIIMH
pe3ysIbTaThl JOBOJIBHO MPOTHBOPEUMBEI, a IOAYAC MPOCTO MPOTHUBOIOIOXKHEL. Tak, Hampumep,
aHaJM3HMPYs CHHAICHI Ha OAMHOYHBIX cpe3ax B paHHel (ase [BII mo oTHOImIEHHIO K KOHTPOITIO,
Chang u Greenough (1984) oOnapyxwin ymeHblieHre Ha 43% 4dmclia MIAIHUKOB C
BOTHYTBIMU TOJIOBKamMu, Torna kak Desmond u Levy (1986a) oOHapyxwin yBeludeHHE
yrcia BOTHYTHIX IMNUKOB Ha 48%. B panneit ¢aze [ABII Fifkova u Anderson (1981) u
MomikoB ¢ coast. (1977, 1980, 1983) oTmeyanu yBeIWYEHUE TOJIIMHBI HOXKEK IIUITUKOB,
toraa kak Chang u Greenough (1984) storo e nHabmtonanu. [IpumMepoB Takux MHOTO.

Hauano ananmza Mop¢osoriuu CHHANCcoB Ha OCHOBE 3D peKOHCTPYKIMH OBIJIO MOJIOKEHO

eme B Haudajne 60-x mponutoro Beka (Hamp. Westrum, Blackstad, 1962). Pexonctpykiuun
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BBIMOJHSUIUCh U3 COOMpAaeMbIX B CTEK BBIPE3aHHBIX W3 MapaguHa npoduielt IeHIPUTHBIX
[IMIUKOB HA CEPUIHBIX cpe3axX. 3HAYUTENTbHBIM BKIAJ B M3yuyeHHE MOP(OJIOTUU CHHAICOB Ha
ocHoBe 3B pexonctpykiuu Baecnu [[xo3zed Cmauek (Spacek, Hartmann, 1983; Spacek, 1985a-
C) ¥ TIO3]IHEE, C PAa3BUTHEM BBIUYUCIIUTEIHFHON TEXHHUKH, MTAJIbMa MEPBEHCTBA Tepenuia k KpucreHn
Xappuc (Harris, Stevens, 1988). Oqnako B ocHOBe MOP(HOMETPHUIECKOTO aHAIM3a ATUX MEPBbIX
3D pekoHCTpyKUM JCHAPUTHBIX MIWMUKOB BCE XK€ JIeKalu IUIaHUMETPUYECKHE pacueThl. B
OTIUYHE OT OOJBIIMHCTBA CTEPEOTIOTUYECKUX MOIXO0B aHAIU3 CTPYKTYp Ha OCHOBE CEPUMHBIX
Cpe30B U KoMmmbioTepHass 3D pEKOHCTPYKIHs JIeKaT B OCHOBE CTEPEOJIOTHUECKOTO aHalu3a,
KOTOPBI MOKHO Ha3BaTh «00BEMHBIM muccekTopom» («volume disector», Sorra et al., 1998;
ninn «volume-oriented analysis», Fiala, Harris, 2001a). Takoii aHanu3 uMeeT OOIIME YEePThI U C
nonxoaom KaBanmbepu U ¢ ONTHUECKUM JAUCCEKTOPOM, OJHAKO HCIONb3yeT BCe 0€3 UCKIIIOUEHUS
ceueHHs] 0OBEKTOB COOPAaHHBIX B CTEK B3aWMOBBIPOBHEHHBIX HU(PPOBBIX U300pAKEHUN CPE30B.
OTiHYaroTCs TPU 3TOM U TOIXOBI K MOTYYCHHIO KOJUYECTBEHHBIX JaHHBIX. Hampumep, npu
MOJICYETEe YHWCJIa CHHAICOB B EIWHUYHOM OObeMe HeHpomuwis (BOJIOMETPUYECKUN aHaIu3
IUIOTHOCTH CHHATICOB) YYUTHIBAIOTCA BCEX 0€3 MCKIIIOUEHUSI 0OHApY>KEHHBIE CUHAIICHI, IPU 3TOM
WCKJIFOYAETCsl U MOBTOPHBIA YUET OJHOTO M TOrO € CUHarca. Pacuér miomaaym noBEPXHOCTH,
o0béMa W  JMHEMHBIX  pa3MEpOB  ONTUMU3HPOBAHHOW  TPUAHTYJSIIMOHHOW  CETU
PEKOHCTPYHUpPOBAaHHOTO 00BEKTa HE TpeOdyeT BBeACHHMS B  pacu€Thl  IMOMPABOYHBIX
KOX((GUIIUEHTOB U BBEJICHUS JOMOTHUTEILHOW T€OMETPUHU, OTHOCUTENHFHO KOTOPOU MPOBOSATCS
u3MepeHus: (OTPE3KOB, JMHHMA, AIITUICOUIOB, chep U T.I.), MO3BOJSAS M30EKaTh MHOXKECTBA
OTpaHWYCHUHN HAKIIAJBIBAEMBIX B PaMKaX «00OCHOBAaHHOW CTEPEOJIOTHHY, a, CIEJAOBATEIBHO, U
OOJIBIIMHCTBA CUCTEMATHUECKUX OomMOOK. [ToTeHIanbHpie OMMOKY B TAKOM CITydae CBOJASTCS K
«TOTEPSHHBIM BEpXYIIKaM» OOBEKTOB Ha BEPXHEW M HIKHEH TIpaHUIle cTeKa, MOJOOHO TOMY,
KaKk TpU HUCIOJIb30BaHUU omntudeckoro muccekropa (Andersen, Gundersen, 1999), uyto Ha
OOJIBIIMX CEPUSX CPE30B JIETKO HHUBEIMPYETCS BBEJCHWEM TaK HA3bIBAEMOH OITACHON 30HBI
(«guard zone»). HecMoTpst Ha TO, YTO TOBEPXHOCTh PEKOHCTPYHUPOBAHHOTO O0OBHEKTA U3MEPSIETCS
HAnpsSMYyI0, CIIOKEHHEM IUIOM[aied BCEX TPEYTrOJbHUKOB TOBEPXHOCTH, HHOTJA MOXKHO
BCTPETUTh MHTEPECHBIE aHaxpoHU3MaMu paboTel. Hanpumep, B pabotax Kyounosoii (Kubinova
et al., 2004) onmchIBaeTcs crnenuagbHO pa3zpaboTaHHAs MporpaMma JUlsl U3MEPEHUs IUIOIIaIn
pekoHcTpyupoBaHHOTO 3D 00BeKkTa TpHW MOMOIIM MeTona «mmmar (akupay... HeodxoaumocTs
aHanu3a OONBIIMX CEpUH  CpPe30B M TONy4YeHUS OOBEMHBIX  PEKOHCTPYKIHMHA B
HEHPOOMOIOTHYECKUX HCCIEAOBAHUSAX MPOWUTIOCTPUPOBAHA MHOTUMU ITyOJIMKAIMsIMH (HATIp.
Harris, 1994; Spacek, Harris, 1997; Sorra, Harris, 1998; Sorra at al., 1998; Spacek, Harris, 1998;

Fiala, Harris, 2001a; Shoop et al., 2002; Stewart et al., 2005). [Ipeumy1iecTBa aHaIM3a CHHAIICOB
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Ha CEpUIHBIX cpe3ax MO CPaBHEHHUIO CO CTEPEOJIOTMUYECKHMMH pacueTraMu (Harpumep, MoAcueT
YHClla CHHANlCOB B 00bEeMe HEpPBHOM TKaHU) emie Ooyiee O4YEeBHAHBIL. B mociemHue Trofbl
YBEJIMYUIIOCH KOJIUYECTBO MNyONMKAaMi, B KOTOPBIX OOCYKIAeTcsi poJib CHHANTHYECKOU
nepenayn MeXIy acTpouuTamMu U Heiiponamu (Bezzi et al., 2004; Jabs et al., 2005, cm. Takxke
Conradi, 1969, puc. 12-16; Parpura et al., 1994; Zhang et al., 2004; Kreft et al., 2004; Montana
et al., 2004; Volterra, Meldolesi, 2005). OTpoCTKM THATBHBIX KJIETOK MMEIOT YHHUKAIbHYIO
MOP(}OJIOTHIO U Ha cpe3axX HEUPOMUIS Moa4ac HEOTIMUYUMBI OT OTPOCTKOB HEHPOHOB, TeM Ooliee
Ha OJMHOYHBIX cpe3ax. Kak oTMedanoch emnie Ha 3ape 3JEKTPOHHO-MHKPOCKOIMYECKOMN
MopdomeTpun cuHancoB (cM. Hanp. Gray, 1959, p. 427), onpenenuTs MPUYACTHOCTh CHHATICOB K
HEHpoHaM WM TJIMAJIbHBIM KJIETKaM BO3MOXKHO HCKJIIOUUTEIBHO C MCIOJIB30BAHUEM CEPUMHBIX
cpe3oB. IlockoiabKky OOBIYHAs CTEPEOJOTUS Ha OJUHOYHBIX Cpe3aX He IO3BOJSET
muddepeHIMPOBaTh CUHATICHI, HA HEHPOHAIBHBIE WU TIHAIBHBIC, TO U UHTEPIPETHPYEMOCTh
pe3ynbTaTOB TAaKUX H3MEpPEHUN Kak MUHUMYM COMHHUTeNbHa. HenaBHO ObUIO BBICKa3aHO
MIPEANOI0KEHHE O BO3MOKHOM HCIOJIb30BaHUU BBICOKOBOJBTHON MuKpockomuu (HVEM) nms
PEKOHCTPYKIMH mUNUKoB u cuHarcoB (Lee et al., 2005) Ha Toncteix cpe3ax (mopsiaka 100-250
HM), C MCIOJIb30BAaHUEM CTAHJAPTHBIX METOJIOB KOHTPACTUPOBAHUSA TKAHU IJIS AJIIEKTPOHHOM
mukpockonuu. HcnonszoBanme HVEM wmorno Obl 00nerduth Mpouecc peKOHCTPYKIHH,
COKpaTHUB BpeMsl BbIpaBHMBAHMS CTEKa CEPHUITHBIX CPE30B 3a CUET BBICTPAMBAHMS CTEKOB
ONTHYECKUX Cpe30B. ONHAKO KaK CBUAECTEIBCTBYIOT M CaMU aBTOPBI, MPEAJIaraéMblii METOJ
UMeeT KaKk MHUHMMYM HECKOJIBKO HEJOCTaTKOB: HHU3KHUH KOHTPACT H300pa)KCHUH, BBICOKHUN
ONITUYECKUH IIyM, HE3HAYUTEIbHBIN 00BEM HCCIIEAyeMON TKaHU H, pa3yMeeTcsl, MaTepHaIbHbIC
3arpatel HVEM-ananu3a. B oTiaudme oT MMpOKO MCTIOIB3YEeMbIX MOPGOMETPHUESCKUX METOJIOB,
COBPEMEHHBIE KOMITBIOTEPHBIE TEXHOJOTUU U MPOrpaMMHOE OOECIeueHHe COBMECTHO C
COBEPILICHCTBOBAHMEM METOJIOB IIOJIy4E€HHUS] CEpUHHBIX Cpe30B IMO3BOJSAIOT Ha 0ase
NEPCOHAIBHOTO KOMIIBIOTEpPA OXapaKTepU30BaTh HANPSAMYIO TaKHe€ IPOCTPAHCTBEHHbIE
XapaKTepUCTHKU Kak ¢opMa U OOBEMBI CHHANTUYECKUX D3JIEMEHTOB, UX MPOCTPAHCTBEHHbBIC

B3aMMOOTHOLICHMA, IJIOIIAaA UX BSaHMOHeﬁCTBYIOHlHX HOBerHOCTCﬁ U T.AO.
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5. CTpykTypa u QyHKIMH CHHAICA

[Ipu ommcanuu HEHPOHOB UX OTPOCTKU AUDDEpPEHUUpPYIOT Ha AKCOHBI M JCHJIIPUTHI
JIeHOpuThl  SBISIFOTCS  CHEIMAIM3MPOBAHHBIMA ~ OTPOCTKAMH, KOTOPBIE  IOJNyYalOT M|
00pabaThIBatOT OOJBIINYIO YacTh MOCTyMawIie Ha Helipod uHpopmaruu (Fiala, Harris, 1999).
Hennputsl Habmoaanu Karl Deiters u Joseph von Gerlach ogHako yeTko BU3yanu3upoBaTh UX
ynanocs aumb Golgi B 1873 (Sotelo, 2003). B 1889 William His Ha3Ban 3TH OTPOCTKH
neanpuramu (Euler, Denk, 2001). Golgi Habmogan MeneHbKHEe UTOJOYKM Ha WX TOBEPXHOCTH,
HO cyHuTal uX apredakToM oOKpacku. Ramon-y-Cajal Ha3zBag 3TH MaJeHBKHE BBIPOCTHI
mUnUKaMu (KCI. espina — MIMMKK) U TpeArnosarai, 4To MHIMAKA SBJISIOTCS MECTOM KOHTaKTa
AKCOHOB M JICHIAPUTOB, AaHAJOTMYHO IIIETOYKAM JMHAMO-MAIIMHBI MOTYT TIpeJaBaTh
anekTpuueckue curHanel (Ramon y Cajal, 1911 p.61). IHo3nuee, @ocrep u llleppunrron
(Sherrington, 1897) mis ompenenenust obiaacTu (QyHKIMOHAIBHOM CBSI3M MEXIy HEHpoHaMu
pednexkropHoit myru BBenu TepMmuH «synapsisy (Pearce, 2004). [MHTepecHO, 4TO B pamKax
AHTJIMCKON TpaMMaTHKH MHOKECTBEHHBIM YHCJIOM CJIOBa «synapsis» (OT rped. cvvoyil -
COCIMHEHUE, OT OCULUVOMT® - CKPEIUIATh) SABISETCA «Synapses», KOTopoe B o0uxoje
MIPEeBPATUIIOCH B YUCIIO eAMHCTBEHHOE — «synapse» (Gibson, 2001; London et al., 2002; Martin,
2002)]. HdanHOe ompeAcicHWEe WCXOAHO HE HECIO CTPYKTYPHOW Harpy3kv, W JIHIIb C
UCIIOJIb30BaHUEM 3JICKTPOHHOTO MHKpOcKora B 40-x — Havasie 50-X MPOU30IILI0 OBEIICCTBICHHE
«cuHarcay. TepMHUH «CHHAIIC» MPUOOPEN 3HAYCHHE 0CO00W CTPYKTYPHOU €IUHUIIBI (CM. HATp.:
De Robertis, Bennett, 1955; Palay, 1956; Robertson, 1956).

[Tpu onucannn Hamboee MHUPOKO PACTIPOCTPAHEHHOTO THUIA CHHANITUYECKUX KOHTAKTOB
[IHC wmiieKOmUTAIONIMX HCIOIB3YIOT OPraHM3alUI0 CHHarca xumuueckoro (Hamp.: Edwards,
1995; IMmuar, Tesc, 1996; Garner, Nash, 2001). Cunanc mpexncraBisieT co0oit
MHOTOKOMIIOHCHTHYIO JTUHAMUYECKYI0 CHCTEMY, KOTOPYIO MOXHO pa3leiiuTh Ha OCHOBHBIC
COCTABJIAIONINE KOMIIAPTMEHTHL: 1) TpecHHanTHYecKue oOJacTH aKCOHOB — aKCOHAJbHBIC
pacmupeHuss ¥ TEPMHUHAIH, 2) TOCTCHHANTHYECKHE 3JIEMEHTHI — B OCHOBHOM IIMITMKH, Ha
KOTOPBIX pacrojiaraeTcsi OOJBIIMHCTBO BO30YKIAIOMIMX CHHAICOB; 3) CHHANTHYECKYIO IIETh —
cnenu(UIecku CTPYKTYPUPOBAHHOE MPOCTPAHCTBO MEXKIY Mpe- U MOCTCUHANTHYECKOM YacThIO;
u 4) orpoctku rmuanbHbIX KieTok (Edwards, 1995; Araque et al., 1999; Nimchinsky et al., 2002;
Dityatev, Schachner, 2003; Ziv, Garner, 2004). B nanHo# paboTe BHUMaHHE COCPEIOTOUYCHO Ha

HN3YUYCHUU ITIOCTCUHAIITHYCCKOTO OTACIa CHHAIICA U B OompIIeH MEpPE€ Ha IHUIIMKOBBIX CHUHAIICAX.
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A — munukoBsii annapar; LK — nieneBoit koHTakT; OH — 3HA0COMA; DP — IHAOIUIA3MATHYECKHI PETUKYIIYM.



5.1. Knmaccudukanus 1eHAPUTHBIX IIUMHKOB

UccnenoBanusi ¢ UCMONB30BAHUEM JJIEKTPOHHON MHKpOCKONUH U 3D pPeKOHCTPYKIUMU
MIOKa3aJli, YTO BBIPOCTHI HA MOBEPXHOCTH JICHAPUTOB UMEIOT CBOM CTPYKTYPHBIE OCOOCHHOCTH
(Fiala, Harris, 1999). Ha ux ocHOBE BBIJEISIETCS HECKOJIBKO MPOU3BOIHBIX JEHAPUTHOTO CTBOJIA,
U3 KOTOPBIX Ha JEHApPUTAX TpaHYISApHBIX KiIeTok 3@ mpencTaBieHO UMb ABE (HOpPMBI:
¢unononuu u mmnuku (Puc. 3). @unononnu npencTaBiIsitoT coO00 TOHKKE BEIPOCTHI MEMOPAHBI
JeHApUTa JUIMHOMW 10 10 MKM 3amoyiHeHHbIe MUKpogmiaMeHTaMu. Kak 3T0 MOXXHO BHIETH iN
VItro oHH OBICTPO MOSIBISIFOTCS M MCYE3a0T. Y B3POCIBIX KUBOTHBIX (DUIIOMOANYU MPAKTUICCKU
HE BCTpPEYAIOTCS, HO HA OCHOBE pPE3YJIbTATOB IJIABHBIM 00pa3oM iN VIitro SKCHeprMEHTOB
npeanonaraeTcsa, 4ro (hUIOMOAMM UTPAIOT POJib B OOpa30BaHWM HOBBIX IIMIIMKOB B paHHEM
noctHatajibHOM mepuoze in vivo (Dailey, Smith, 1996; Ziv, Smith, 1996; Fiala et al., 1998;
Maletic-Savatic et al., 1999; Capani, 2001; Hasbani et al., 2001; Portera-Cailliau et al., 2003;
Petrak et al., 2005 mnsa 063. cM. Segal, 2001; Yuste, Bonhoeffer, 2001; Hering, Sheng, 2001;).
Jlns 00o3HaueHUsi BHIPOCTOB MMEIOIIMX CXOJHBbIE YEPThl U C (UIOMOAUSIMH, U C IIUMTUKAMU
4acTO MCIONB3YeTCs TePMUH «HpoTomunuk» (Hamp. Dailey, Smith, 1996; Fiala et al., 1998;
Drakew et al., 1999; Marrs et.al., 2001; Matus, 2001; Bonhoeffer, Yuste, 2002; Cohen-Cory,
2002; ITomoB ¢ coasr., 2003; Yuste, Bonhoeffer, 2004).

OpHo U3 mepBbIX onucaHui (OpMBI IIUNUKOB TpeHamiexuT Pamon-u-Kaxamy,
paznuyYaBIIeMy CpeAW JIEHAPUTHBIX IIMIMHUKOB KIETOK [lypkuHBbE MO3KEUKa IIUMUKH
TOJICTHIC/TICHPKOBBIE M TOHKHE/yminuHeHHbIe (Ramon-y-Cajal, 1911, p.60). bonee neranbHbie
XapaKTEePUCTUKU MTUTTMKOB ObuTH mpeiokenbl Kaiserman-Abramof (1969). Peters u Kaiserman-
Abramof (1969, 1970) o600mmB manHbie cBeToBoW (OKpacka mo (Golgi) u 3nMeKTpoHHON
MUKPOCKOIIUU TPEIOKUIN OTHOCUTEIHHO MPOCTYIO0 KIaCCU(DHUKAIMIO IIUITHKOB, BBIICIUB TPU
OCHOBHBIX Tuna: 1) ToHkue munuku (thin spines), y KOTOPBIX AJMHA IIUIKUKOB MPEBBIIACT UX
auaMeTp; 2) rpuOOBHIHBIE IMUMNUKKA (mushroom spines), HMEIONUE UIMHHYIO WJIH KOPOTKYIO
HOXXKY C OOJNBIION TOJIOBKOW, U 3) MEHbKOBBIE MMMUKH (stubby spines), y KOTOPBIX IJIMHA U
JMaMeTp MpaKkTudecku coBmanaioT (cM. Puc.3). Mcnone3ys 3ty kpurepuu, Spacek u Hartmann
(1983) monoxwim Hadaao MOphOMETpUH IMMMHUKOB HAa ocHoBe 3D pekoHcTpykumu, a 10 jer
cnyctss  Kristen Harris pacmupmia knaccudukanuio  Kaiserman-Abramof, wuccnemys
Mopdonoruto cuHancoB B CAl runmokamma. Harris ¢ kosieramu omnucana Ux pa3inyuHbIe THIIBI
y HOBOPOKJCHHBIX M B3pOCIbIX Kpbic. Ha ocHOBe ananu3a munukoB CAl obnactu rummokama
(Harris et.al., 1992; Sora, Harris, 1993), moBoii xopsr (Wilson et al., 1983) u 3® (Hama et al.,

1989; Trommald et.al., 1996) ObuT IpeAJIOKEH MATHIA THIT — PA3BETBICHHBIC MTUMTUKH C JIBYMSI-

28



TpeMsi TOJIOBKAMH CHSIIIUMH Ha OJHON HOXKE, HO OTHOCHTEIBHOE KOJIUYECTBO MX HEBEIUKO.
WMHorna MOXHO HaOMIOIATh MYJIBTUCHHANTHUECKUE IIUMHUKH, OOpa3ylolre KOHTAKT C
HECKOJIbKUMH TpeCHHaNnTH4YecKuMu OyroHamu (Hamp. IlomoB ¢ coast., 2003). B ocHoBe
HOMCHKJIATYPHI JIJISl aHAIM3a IIMIHKOB C WCIIOIh30BaHHEM KOH(OKaIbHOH Mukpockonuu (Koh
et al., 2002), Tak ke JnexaT KpUTEpUU NpenokeHHble B pabore Harris et al. (1992). B
NoCcJIeIHUE TObl OJarojmaps BKJIaay KOH(MOKAILHOW MHKPOCKOIMU BCE 4Yalle BCTpEYacTCs
JIEJICHNE ITUINKOB JIMIIb Ha TOJICThIE M TOHKHME WU Oomnbinne u maneHbkue (Matsuzaki et al.,
2004; Holtmaat et al., 2005). Cuurtaercsi, 4Tto CyONOIyJSUN TOHKHUX, TPHOOBHIHBIX U
MEHHKOBBIX IITUITHUKOB MPEICTABISIIOT CO00# (hyHKIIMOHATHLHO-BPEMEHHBIC SKCTPEMYMBI BHYTPHU

oJHOTO HemnpepbiBHOTO KOHTHHYYMa (hopm (Fiala, Harris, 1999; Noguchi et al., 2005).

5.2. JleHAPUTHBIE HIUMUKU IPAHYJISIPHBIX HEHPOHOB 3y0uaToii pacuumn

JenaputHoe nepeBo HEpoHOB rumnmokamma U 3@ 0OBIYHO TUIOTHO YCESIHO IIMITMKAMU;
WCKITIOUEHHE MOTYT COCTaBJIATh OC3IIMITMKOBBIC ACHAPUTHI nHTEepHEpoHOB (Lubke et al., 1998;
Arabadzisz et al., 1999; Buckmaster et al., 1995; 2002; Roussignol et al., 2005). Cuutaetcs, 4yTo B
THIIIIOKAMIIe KPBICHI HAa OJHOW TpaHyJISIpHOW/TTUPAaMUIHON KIIeTKe pacrnonaraercs okoio 10000
nmmmukoB (Andersen et al., 1990). IImoTHOCTH pacmpenencHUS NIMITHMKOB BapbUpPyeT Kak B
npenenax IEHAPUTHOTO CTBOJIA, TaK M B Pa3IMYHBIX 30HAX KOPbI B 3HAUYUTEIHHOM JHaIa3oHe
(Peters et al., 1991; Jacobs et al., 2001; Elston et al., 2005). Ha anmukanmpHBIX AEHIPUTAX
MUPAMUIHBIX HEWPOHOB, HAHMOOJBIIEE YUCIO IIUMUKOB HAOIIOMAETCS B MOJICKYJSIPHOM CJIOE
(Nimchinsky et al., 2002). Trommald u Hulleberg (1997) npoBenu ananu3 mmnukoB B mML 30
C ucrnojab3oBaHueM 3D pEeKOHCTPYKUIMHM U TOKa3aid, 4TO B mMML Ha KaXIblil MUKPOH JJIMHBI
JNEHAPUTA TMPUXOAUTCA OT OJHOTO [0 TpeX UIMIHKOB, HE3aBHUCHUMO OT MPUHAICKHOCTU
[IMITUKOB K BBHINICONUCAHHBIM THIIaM. ABTOPBI HE OOHAPYKUIN pa3rpPaHUYCHUA MEXKIy TUIIAMU
mAMAKOB. KOJMYECTBO Pa3BETBICHHBIX MIMITMKOB COCTABISIO ~2% OT BCEW TOIMYJISIHA; U3
OTJIeIbHbIE TOJIOBKM HHUKOIZIAa HE KOHTAaKTUPOBAJIM C OJHUM M TE€M K€ MPECHHANTUYECKUM
OoytoHoMm (cM. Takxke Harris, 2003). Panee Ha rpanynspubeix kietkax 3@ Laatsch u Cowan
(1966) mokazanu, uto munuku B iML kopoue, a IUNUKK, Ha 0oJiee TOHKHUX AeHapuTax B mML u
oML mmunnee u toHbine. C ucmonp3oBannemM HVEM Hama et al. (1989) mposenu anamu3
HIMIUKOB Ha JIeHApUTax MoiekyisipHoro cios 3®. Beiia moacumTaHa cymmapHas IUIOIIATb
MOBEPXHOCTH IMIUITUKOB B TiepecueTe Ha 1 um nimuHbl aenaputa. OHa coctasisuia B iML, B mML
n oML cootBercTBeHHO 4,18 MKMZ, 2,81 MKM® 1 2,40 mim?. Tlnomas MOBEPXHOCTH MIUITUKOB

cocrasisia 1/2 or miaonraay IMoBEPXHOCTHU ACHAPHUTA BO BCEX OTACIIAX MOJICKYJIAPHOTO CJIOA 30.
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5.3. Kimaccudukanusi, pacnpejieieHue U COOTHOLIEHHE TUIIOB CHHAIICOB

CornacHo kmaccudukanuu mmnukoB 1o Peters m Kaiserman-Abramof Bo MHOrmx
paboTax BBIAENSIOT 4 KAaTErOPUU CHHAINCOB: TOHKHE, TPUOOBHIHBIC, IEHPKOBBIE U CTBOJIOBBIC
CUHAICHI, COOTBETCTBEHHO Ha NIMIHMKAX TOHKHX, I'PHOOBHUIHBIX, IEHBKOBBIX W HAa CTBOJAX
nenaputoB. CorjacHo creuu@uke KOHTAKTOB OOpa3yeMbIX MEXIy HEHpOHaMH BBIAEISIOT
CUHAICHI aKCO-ACHJIPUTHBIC, aKCO-aKCOHHBIE, aKCOCOMATHUYECKHe, NEHAPO-IEHAPUTHBIC U T.I.
(Gray, 1959; Peters et al., 1991, p.150, 190-203). IIpenmeTom uccienoBaHus B IaHHOW paboTe
SIBIITFOTCSI ~ AKCO-JICHAPUTHBIC  IUIWAKOBBIE W CTBOJIOBBIE  CHHAICHl  CXEMATHYECKH
npezncrasiennsie Ha Puc. 3. Gray (1959) u Colonnier (1968) Ha ocHOBe Mopdosoruu mnpe u
MOCTCUHANITHYECKOM 00JacTH pa3aenuiau cuHarchl Ha nBa tuma. CornacHo Gray u Colonnier B
MOP(}OTOTHYECKH HETPEPHIBHOM KOHTHHYYME CHHAICOB BBIIEISIOTCS JBa IKCTPEMyMa; OJUH
COOTBETCTBYET aCUMMETPUYHBIM CHHATICaM (IIPEAIOJIOKUTEIHHO BO30YKIAIOMINM UIU THITY ),
a BTOPOH — CHMMETPHUYHBIM (TIPEATIONIOKUTENFHO TOpMO3HBIM win THmy II). Beaulieu u
Colonnier (1985; Colonnier, Beaulieu, 1985) moacunTanu, 94T0 M3 BCEX CHHAIICOB 3PHUTEIBHON
KOpbI BO30OYyxaaroumu siBisitorcss 84%, Toraa kak 79% wu3 Hux (~66% OT Bcex CHHAINCOB)
pacnojnaraiorcs Ha munukax, a 21% (~18% or Bcex CHHANCOB) Ha JEHAPUTHBIX CTBOJIAX, W
b 0,1% Ha come Helipona. Ocrtaromuecs 16% crunancoB MOphOIOTHYecKU ObUTH OTHECEHBI K
TOPMO3HBIM, U3 KOTOPbIX 31% (~5% OT Bcex cuHAmCOB) (OpMUpPOBAI CHHAICHl HAa LIUMHKAX,
62% (~10% oT Bcex CHHAICOB) Ha JACHIApHUTAx, U ocraBmuecs 7% (~1% OT Bcex CHHAICOB) Ha
comax. Apudmernka pe3ynbpratoB Beaulieu u Colonnier mpuBoauT, K CIEIYIONIMM BBIBOJAM:
71% cunancoB pacnojarajicas Ha munukax, 28% Ha npeHaputax, u Jumb 1% Ha comax
NUPAaMHUIHBIX HEHpOHOB. TakuM 00pa3oM, M3 BCeX IIMIMKOBBIX CHHANCOB 92% sBIAIOTCA
BO30y)kmarommmu, a 8% — TOPMO3HBIMH, II0O3TOMY Tpeianonaraercs Oonee 90% Bcex
Bo3Oyxmaromux cuHarncoB I[HC o6pasyercs na mmnmkax (Harris, Kater, 1994). Cxonnbie
JaHHBbIC HEJAaBHO OBLIM MONYyYeHbI s cuHarcoB 3d y KpbIC;, HE3aBHUCHMO OT PACIOJIOKEHUS
CHHAIICOB Ha JIEHJpUTE (CTBOJOBBIE WM MIUNUKOBBIE) 90% CHHANCOB COCTAaBISUIM CHUHAICHI
acumMetpudnble (Dhanrajan et al., 2004).

B tabnuue 1 cyMMuUpOBaHbI JaHHbIE aHANTN3a COOTHOILIEHUS! TUTIOB CUHAIICOB, MOTYYCHHbIE
HE3aBUCUMBIMH TpYyMIaMH HCCIEAOBaTeNe MpU aHAIM3€ CHUHAICOB Ha CEpPHUSX CpPE30B
TUNINOKAMITA W HEOCTpHAaTyMa Y KpPBIC, MBIIICH M CYCIMKOB. 3HA4YCHHs TMPEACTABICHHBI B
MPOIEHTAaX OT OOIIETro YMCIIa YITCHHBIX CHHAICOB. Kak MOKHO BHJIETh 3HAUCHUS Pa3IMYAIOTCS,
YTO MOXET OBITh CBSI3aHO C KAaK C MEXKBUIOBBIMU Pa3IUYMSIMH, CO CleUU(UKONW OpraHuzaluu
CHHAICOB B Pa3HbIX OT/ENaX MO3ra, ¢ pa3InuusIMU 00yCIOBICHHBIMU METOUKOMN dKCIIEpUMEHTA

(in Vivo mmm In VItro) win KpuTepusMH HACHTH()UKANNKM MUMAKOB. TeM HE MEHee, BO BCEX
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ClIydasax JOMHUHUPYIOIIHUM THUIIOM CHHAIICOB ABJIAKOTCA CMHAIIChl HA TOHKUX IIHUITUKAaXx. BTOpBIMI/I

B KOJIMYCCTBCHHOM OTHOIICHUHU SABJIAKOTCA CHHAIIChI HA IHIMIIMKaX FpI/I6OBI/II[HLIX.

Tadauna 1. CooTHOIIEHHE TUTIOB CHHATICOB B HOPME

CHCTEMA | J)KHBOTHbIE obJacTh T r 1 C aBTOp/ron
in vivo KphIca men. CAl 63 28 9 —* Harris et al., 1992
in vitro KpbIca men. CA1l 54 24 18 4 Sorra, Harris, 1998
in vivo CYCIIUK nop3.CA1 76 12 6 6 Mensenes, 2004
in vivo KpbIca nop3.CA1 83 11 4 2 Mensenes, 2004
in vitro MBIIIb nop3.CA1 79 14 3 4 Stewart et al., 2005
in vivo KphIca CAl 62 35 3 —** | Capani et al., 2001
in vivo KphIca HeocTpuatyMm | 64 33 3 —** | Capani et al., 2001

* — MaHHBIE TI0 CTBOJIOBBIM CHHAITIcaM OTCyTCTBYIOT (cM. Harris et al., 1992, Fig.6 p.2693);
** _ CTBOJIOBBIC CHHAIICHI HE yunuThiBaMCh (cM. Capani et al., 2001, p.161);

Me/I., 10P3. — JOP3IbHBINA U MeauanbHbIA oTAebl CAl 001acTy runmoxkama.

T, I, I1, C — cOOTBETCTBEHHO CHHAIICHI HA IIUIHKAX TOHKUX, TPUOOBH/THBIX,

MEHbKOBBIX U CHHAIICHI CTBOJIOBHIE, Ha CTBOJIAX JIEHIPUTOB.

5.4. IlocTcuHANITHYECKOE YIJIOTHEHHE

DopMmbl NHOCMCUHANMUYECKUX YNIAOMHEHUL

OnHOM M3 OTIMYUTENBHBIX OCOOCHHOCTEW CHHAmca, a TakXke KPUTEpUeM ero
UICHTU(QUKAINY, SBISETCS DSJICKTPOHHO-IUIOTHBIM Marepuan, CBS3aHHBIH C BHYTpEHHEH
CTOPOHOM MeMOpaHBI MUNuKa — nmoctcuHanTudeckoe ymiotaenue (IICY) Tommmuo# okoso 30-
40 am (Peters et al., 1991). Laatsch u Cowan (1966), uccrnenys opranuzanuio cuHancoB B 3d, Ha
OCHOBE MX CIIy4allHO OpHUEHTHPOBAHHBIX MHpoQuiIeii Ha OAMHOYHBIX Cpe3ax paszJesIliId Bce
CHHAIICBI Ha «IpPOCTbIe» M «cloXHbIe». C UCIONb30BaHUEM CepUiHBIX cpe3oB u 3D
pexonctpykiun Peters um  Kaiserman-Abramof (1969) omny0OnukoBanu mnepBoe AeTalbHOE
ormucanne ¢opm IICY B xope ™o3ra kpeicel. [ICY ObuM TpeACTaBICHBI IIUPOKUM
MHOTOOOpazuemM (opm OT msaTHA (MakyJspHBIEC), 10 TMOJKOBHI M OyOJHMKa WU YEPHHJIBHOU
KJISIKCBI (TIepdopupoBanHble U cermeHTHpoBaHHbIe). Cpenu Beex [ICY ¢ nquamerpom ot 100 mo
900 am HanuuueM nepdopauuii ormmyanuck [ICY ¢ quamerpom 6ombme 250 M, a Bee IICY ¢
muamerpom Oonbine S00 HM HenmpemeHHO uMmenn nepdopanuu. Nieto-Sampedro ¢ coaBropamu
(1982) ucnonp3oBanu kinaccudukanuto Laatsch u Cowan (1966) u moncuutanu, uro B 3P 15-
17% Bcex CHHAmCOB TMpeiacTaBieHbl  «ciokHbMU» IICY  (meppopupoBaHHBIMH U
CErMEHTUPOBAHHBIMH) C oOTpuuaTeabHoi (cormacHo Dyson, Jones, 1980) kpuBU3HOM.
BrocnenctBun  ucnonb3oBanne 3D pPEeKOHCTPYKIMH IMOKA3aJio, YTO CETMEHTHPOBAaHHBIE H
nepdopupoBannbie [ICY coctaBmsitor 13% (5% u 8% cOOTBETCTBEHHO) OT BCEH MOMyJALUU
nmnukoB 3@ B mML, a mexny minomaznsto [ICY m pazMepamu HIMIMKOB ITPOCIEKUBACTCS

nonoxxkutenbHast koppensus (Trommald, Hulleberg, 1997). Takas e koppemnsiius moka3aHa u B
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npyrux obmactsax mosra (Peters, Kaiserman-Abramof, 1970; Lee et al., 1980; Wilson et al.,
1983; Spacek, Hartman, 1983; Harris, Stevens, 1988, 1989; Harris, 1992, cM. Takxke Sorra,
Harris, 1998 p.670). B 3aBucuMocTH OT pa3MepoB ACHIAPUTHBIN UMUK KOpPBI UMeeT oT 1 70 5
[ICY (Kaiserman-Abramof, 1969). Takum o6pa3om, paznuanbie popmer [ICY pasnensroT Ha 1Ba
OCHOBHBIX THma: 1) Makymsapubeie (¢ HempepsiBHBIM [ICY) u 2) TICY c nepdopamusmu
(mepdoprpoBaHHbIE), KOTOpbIE HAa OJMHOYHBIX IOMEPEYHBIX Cpe3ax MOpPOW BBITIAIAT Kak
otnenbHble yruioTHeHus. CermentupoBanubie [ICY cunrtarorcs moaATUnoM mneppopupoOBaHHBIX
(Sora, Harris, 1998 p.667). CBUAETEIHCTBOM 3HAUYUTEIBHOTO MHTEpeca K (DyHKIHMOHAIBHOMY
3HadeHnto nepopupoanHbix [ICY sBusercs cnenmanbHbii 0030p Calverley u Jones (1990).
Peters u Kaiserman-Abramof (1969) mnpeamonaramu, 4uro oOpa3zoBaHue mepdopanuu Ha
«CIIOKHBIX» HIUMHUKAX MPEJCTaBIsSIeT CO00M MEXaHU3M MO3BOJISIONINN YBEIHMUUTH MEPEAAOILY IO
o0acTh KOHTAaKTa 3a cYeT yBenudeHus BHemHeW rpanunsl [ICY, a wmarepuany [ICY
MPUITACHIBAIA JIMIIb aJTC3WBHBIC CBOMCTBA IMOJO0HO KOHTAKTaM SIHTEIHAIBHBIX KICTOK.
Hpyrue yteepxkaanu, uro [ICY y4acTBYIOT B KOHTPOJIE WM MOAYJISALIMU CUTHAJIA BHI3BIBAEMOTO
peuenTopamu HelpoTpancmutTepa (Blomberg et al., 1977). Otu e aBTOpbI Npeanonaraiy, 4ro
HaOJro1aemMbie niepdopali TUHAMUAYHBI IN VIVO, HEMPEPBIBHO OTKPHIBAIOTCS W 3aKPBIBAIOTCS
(Cohen et al, 1977; Cohen, Siekevitz, 1978; cm. Ttakxke Greenough et al, 1978). B
MIPOTHUBOIIOJIOKHOCTh (IMIOYEMY HETOHATHO) 3TUM B3risigam Nieto-Sampedro et al. (1982)
MPEINONIOKUIN, YTO «OTHIeTIeHHe» yacTel «cnoxkubeix» [ICY mocpenctBom mnepdopanumit
MOJKET OTpa)kKaTh OOHOBJICHHE CUHANCOB WK pelukiIuHr KomroneHToB [ICY. C oboumu 3tumMu
NPEIONI0KEHUSIMI  COTJIACYIOTCSI M pabOThl IO JIaTepalbHOW IU(B(y3UH CHHANTHYECKUX
penenTopHbIXx MHKpomoMeHOB (s 003. cm. Choquet, Triller, 2003; Triller, Choquet, 2003;
2005). Omnako BmocnencTBuu wuaes otmerienuss dactu [ICY mpeoOpazoBanack B HICIO
«pacKanblBaHUS» IIUMHKA W y4acTUs JTOr0 MexXaHm3ma B cuHanTtoreHe3de (Hamp.: Carlin,

Siekevitz, 1983; Dyson, Jones, 1984; Geinisman et al., 1987, 1993; Ganeshina et al., 2004).

Cnunynol

OcHOBaHWEeM IS HWICH «PAaCKalbIBaHUS» INUMNHKA TOCIYKWIO  HaOmroaeHne
IpeOHEBUIHBIX  BBIPOCTOB MEMOpaHbl IIUMHKA, KOTOpble MOIJM OBl  MPOAABIUBATH
IpecUHanTu4Yeckuii OyToH B obnactu nepdopauuu (cM. Puc. 3) u paspensats IICY u myn
NPECHHANTHYECKUX BE3UKYJ, C O0Opa3oBaHMEM «COBEPIICHHO pa3JelbHBIX» CHHAICOB
(Geinismann et al., 1993; Ganeshina et al., 2004). OgHako BHepBble UMEHYEMbI€ CHHHYJIaMHU
(MroJI0YKaMH) 3TH BBIPOCTHI IIMMUKOB ObuTM omucanbl B Striatum radiatum CAl runmokamia
(Westrum, Blackstad, 1962) u ¢ ucnoip3oBaHHEM CEpUHHBIX CPE30B aBTOPHI IMOKA3aJd, YTO

CIUHYJIBl PAcIoyiaratoTcsl Kak B 00JacTH nepdopaiuii, Tak 1 Ha TOJIOBKaX U HOXKKax pa3HbIX
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TUIOB IIMIIMKOB M IPOPACTalOT BHYTPb AaKCOHAJIbHOIO OyTOHa, HO HE 005S3aTENbHO
[PECUHANTHYECKOT0, @ TAKXKE pacrojaralTcs U Ha MOBEpXHOCTH JeHapuTa. Benen 3a Westrum
u Blackstad Tarrant u Routtenberg (1977) uccnenopanu criuuyiisl B 3®. CUHYIBI 3HAUUTEITHHO
BapbHUPYIOT 1O Gopme U pazmepaM; B cpeaneM ~10-150 um B quamerpe u ~75-800 HM B JyIMHY
(Westrum, Blackstad, 1962; Spacek, Harris, 2004). CiuHy 161 TUIIIEHB KOMITOHEHTOB MTPUCYIIIHX
[ICY, a cunanTuyeckas 1esib B 00JIaCTH CIMHYJ 00bIYHO cyxkaercs 10 10 HM, Tog0O6HO ToMy B
skcTpacuHantuueckoil obmactu (Chicurel, Harris, 1992). Ha oauHOuYHBIX cpe3ax BBIPOCT
MeMOpaHbl B 00nacTi nepdopauuu Jerko MPUHATH 32 MOMEPEYHO CPE3aHHYI0 IPeOHEBUIHYIO
CTPYKTYpY, a neppopuposannoe [ICY — 3a nBa oTaenbHBIX cuHAIca. J[eHiCTBUTENBHO, CIIMHYJIBI
HEpEeIKO MOXHO BUAETh B oOmactu mnepdopanuii; 40% crnuHyn TpUOOBUIHBIX IIUIUKOB
pacrionaratorcst B obnactu nepdopanuii (Spacek, Harris, 1997; Spacek, Harris, 2004). Sorra et
al. (1998) nokazanu uto B obmactu nepdopanuii IICY pacnonaratorcs tonsko 13% cniunyn wnn
He Oornee 2% BceX MIMITUKOB MMEIOT CIMHYIy B obmactu nepdopanun. Trommald u Hulleberg
(1997) mpu wusydyenuu cuHancoB 3® ¢ wucnomap3oBaHueM 3D pPEKOHCTPYKIMHM TakXke HE
HaOIoaMM  KakuX-JIMOO TpeOHEBUAHBIX CTPYKTYyp, KoTopble pazgensiu Ol IICY Ha
COBEpILEHHO pa3JieNbHbIe 00JaCTH, U OTMEYAIH, YTO TEOPUS «PACKAJIBIBAHUS JIUIICHA KAaKOTO-
mnbo cmbicna (Ttoxke cMm. y Harris et al, 2003). Kpome Toro, Hapsay ¢ TpuOOBUIHBIMU
IIMITUKAaMH, OOJIBIIOE KOJIMYECTBO TOJIOBOK TOHKUX LIMIMKOB TaKXKe MMEET CIHUHYJbI PAIOM C
makyisipaeiMu - TICY.  «llpomaBnuBasy — Onu3nexamryro  KIETKY, CIUHYJbl  00pas3yioT
JIByXMeMOpaHHbIE CTPYKTYpHI, HA KOHYMKaX KOTOPHIX HAOMIOJAIOTCA OKAHMIIEHHBIC BE3UKYJIBI.
[Ipennonaraercs, dYTO CHHHYJIB YYacTBYIOT B TPAHCCUHANTHYECKHX OHIOIMTO3EC |
curHamm3anuu (Tarrant, Routtenberg, 1977; Spacek, Harris, 1997; 2004), HO nuteparypHbIe

JaHHBIC O MOJICKYJIAPHBIX 0COOEHHOCTAX CIIMHYJ OTCYTCTBYIOT.

6. Opranuzanus NOCTCHHANITHYECKOI0 0T/AeNa

6.1. MoJiekyasipHasi OPraHU3alHsA NOCTCHHANTHYECKOT0 YIIJIOTHEHUSI

Macc-criektpomerpusi  dpakuuu I[ICY mnepemnero mosra mokaspiBaer, 4to [ICY
BKJIIOYAIOT MTOYTH YEThIpe COTHU OeNKOBbIX KOMITOHEHTOB (Peng et al., 2004; Cheng et al., 2006),
U SBISIOTCS, TakUM 0Opa3oM, CIOXHBIMH JUHAMUYECKMMHU cHCTeMaMH. Bce OenkoBble
koMroHeHTHl [ICY MOXHO pa3nenuTh Ha HECKOJIBKO OCHOBHBIX KaTeropuid: 1) memOpaHHBIE
KOMITOHEHTBI — MOJIEKYJIbI KiieTouHoi anare3un (CAM), MHTETPUHBI, PEIENTOPHI W/WIH KaHAbI;
2) mnopnmepxuBaromue Oenku  (scaffolding proteins), yuacTBymomme B  TpaHCIOpPTE
CHUHANTHUYECKUX peuentopos; 3) curHaiapHele Mosekynsl IICY; u 4) kpoccauHkepsl
nojepxkuBatonmx OenkoB IICY, murockenerHsle W MotopHbeie Oenku (Ziff, 1997; Zhang,

Benson, 2000; Sheng, Sala, 2001; Ziv, Garner, 2001; Scheiffele, 2003).
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Komnonenmwi aoeesuu

YacTb UWHTETpaNbHBIX U TMOJYHUHTETPATbHBIX OETKOB TIPEJCTaBICHA MOJEKYIaMU
00eCreynBalOIIMMH  TPAHCCUHANTUYECKYI0 aAre3ui0 M curHaiamzanuioo. OHa  BKIIOYAeT
Heliponurunsl (NL-1, -2, -3 u -4) B3aumoneicTByOIME C B-HEYPEKCUHOM MPECUHATHYECKOTO
OyToHa Ca’ -3aBHCHMBIM o0pa3oM, KOTOphle WHAYHHPYIOT KiacTepuzanuto PSD-95 wu
BcrpauBanne NMDARs B [ICY (Graf et al., 2004; Nam, Chen, 2005; Hussain, Sheng, 2005;
Chih et al., 2005; Dean, Dresbach, 2006). D¢punst (EphA u EphB) n ux peuenrtops (14
PELENTOPOB IByX TUIOB) YYaCTBYIOT B MOp(oOreHe3e MIMIHUKOB U OTBEYAIOT 32 HEHporinaibHOe
B3amMojeiicTBre B oOmactu cunarca (Murai et al., 2003; Yamaguchi, Pasquale, 2004). CAM
MPEACTABISIIOT MoJieKyJibl Hecyne Ig-nomensl: CAM HeiiponoB (NCAM), CAM cuHaricoB
(SynCAM), «6enku-opatku» (sidekicks wmu Sdk) m Hextunbl. Kak mokassiBaroT in Vitro
skcniepuMenTel, NCAM MoOryT akkymynupoBaTh TpaHc-Golgi KoMmapTMEHTHI B HeHpuTax
(Sytnyk et al., 2002). Bonbmioe 3Ha4eHHE B TPAHCCHHANTHYCCKOW CUTHATH3AI[MH OTBOIUTCS
PSA-NCAM (Kiss et al., 2001). SynCAM — Ca’-mesaBucumble CAM; yd4acTByIOT B
¢opmupoBaHuu (yHKIMOHAIBHOM akTUBHOW 30HBI (Biederer et al., 2002). Sdk Genku —
MOJICKYJIbI JIAMAHA-CTICIIM(PHUECKOTO yY3HABaHUS; CKOHIICHTPHUPOBAHBI B CUHATICAX, PErYIUPYIOT
CHUHANTOI€HE3 U SBJISIOTCSA MPEeaIMETOM akTUBHOro n3yuyeHus (Yamagata et al., 2002). Hextunsl
y4acTBYIOT B HMHMIMALMM OpPraHMU3allMM aKTUBHOM 30HBI, a MO MEpe CO3pEBaHUS CHHAICca
COBMECTHO C KajarepuHamu — B opranusanuu puncta adhaerentia, konTakra M0I00HOTO
JECMOCOMaM JMUTEIHANBHBIX KIeToK (Spacek, 1985a; Rose et al., 1995; Spacek, Harris, 1998;
Mizoguchi et al., 2002; Shapiro, Colman, 1998; Takai, Nakanishi, 2003). B mmpoko
pacnpoCTPaHEHHBIX KaJArepuHax — Ca’-3aBHCHMBIX nunonpoTenHoBbix CAM — BblIEnAOT 2
Kkjacca: knaccuueckue u mnpotokanrepunsl (Fields, Itoh, 1996; Conacci-Sorrell et al., 2002).
[TepBBie, mOCpenCcTBOM TJIaBHBIM O0Opa3oM TOMOQWIBHOTO B3aWMOJCUCTBHUS, YYacTBYIOT B
CTPYKTYpPHOH OpraHW3aludyd CHHarca, MopdoreHese ¥ IUIACTUYHOCTH  IIWIUKOB, a
POTOKAATEPUHBI, OONanarome BapraOedbHBIMU SKCTPAKIETOYHBIMU JOMEHAMH, SIBISIOTCS
yYacTHMKaMHu TpaHccuHantuieckoil curnanuzauuu (Huntley, 2002; Scheiffele, 2003). dpyroii
knacc CAM, Hecymux Ig-momeHsl, B 00JaCTH CHHAIICA — 3TO WHTETPHHBI, Ca®’-He3aBHCHUMBIC
penenTopsl  MoJieKysl 3kcTpakierounoro marpukca (Fields, Itoh, 1996). TlpeacraBineHHbIC
repepoauMepaMi  MOJICKYJIBl HWHTETPUHOB DPETYIHPYIOT BCTpawBaHue cyOobeaumann; NMDA
perenTopoB B MeMOpaHy M Y4YacTBYIOT B perysiiuu (QYHKIHMH TpecuHamnca, a ux
[IUTOIJIA3MATUYECKIE JOMEHBI BOBJICUEHBI B PA3IMUHbIC IYTH BHYTPUKJICTOYHON CUTHAU3AIINN
(Chavis, Westbrook, 2001). Ocoboe mecTo cpenu uHTerpaibHbIX OenkoB [ICY 3aHmMaroT

craprazul u3 rpynmnsl NARP-GenkoB u NARP (neuronal activity—regulated pentraxin) (Tomita
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et al.,, 2003; Vandenberghe et al., 2005). Crapra3zuH, NposBIsis OINPEICICHHYIO CTENEHb
romojiorun ¢ y-1 cyowenuuuneid kampnueBoro kanana (Bredt, Nicoll, 2003), koHTpomupyet
BcTpanBanue B MeMOpaHy AMPARS 1 kanHaTHBIX pelenTOpPOB, UX KOJIUYECTBO, KIIACTEPU3ALIHIO
u aktuBHOCTh (Schnell et al., 2002; Vandenberghe et al., 2005; Tomita et al., 2005). B
opraam3anuu [ICY wMoryT ydacTBoBaTh W JpPYrH€ PEIENTOPHBIE KOMIUIEKCHI: MOJICKYJIbI
TJIABHOTO KOMIDICKCAa THCTOCOBMECTUMOCTH Kitacca I, curmekansl, Trk penentopsl, perenTops
WHCYJIMHA, HEYperyluH u ap. (s 003. cm. Dityatev, Schachner, 2003; Scheiffele, 2003; Ziv,
Garner, 2004; Waites et al., 2005).

Peyenmopuvr enymamama

Jpyrue u HauboIiee BaXKHbIE KOMIIOHEHTHI CKOHIIeHTprpoBaHHbIe B [ICY mmnmmkoB — 310
penenTopsl  BO30OYXIAONINX HEHUPOTPAHCMHUTTEPOB. YCIEXW B TMOHUMAHUH MOJICKYJISIPHOMN
opraanm3anuu cuHarncoB [{HC gocTurHyTel uMEHHO Onarofaps M3y4EHHUIO 3THX PELENnTOpPOB U
B3anMojeicTBytomux ¢ HuMH OenkoB (Nakanishi, 1992; Hollmann, Heinemann, 1994).
QOYHKIMOHATBHO WX MOXKHO pa3lelUTh Ha HMOHOTPOIHBIE W METAa0OTPOIHBIE PELENTOPHI
(Dingledine et al., 1999). bonemas vacte peuentopo [ICY mpencraBieHa HMOHOTPOITHBIMHU
perenTopaMu riryTamaTa, MoapasaesieMbIMU Ha OCHOBE (apmakonoruu u romonorun: NMDA
(N-methyl-D-aspartate) peuentopamu (NMDAR), penenropamu AMPA (a-amino-3-hydroxy-5-
methyl-4-isoxazolepropionic acid) (AMPAR) u kaunatueimu penentopamu (Garner, Nash 2001;
Sheng, 2001; Yuzaki, 2002a). NMDAR o0pa3oBan rerepoMmyinbTumepamMu u3 4-5
TpaHcMeMOpaHHBIX cyOBenuuuI, BrIrodatommx oxHy NRI, u 3-4 NR2 (or NR2A no NR2D)
nin NR3A-NR3B cyowsenunuie (Cull-Candy et al., 2001; Matsuda et al., 2002; 2003; Erreger et
al., 2005; cm. taxke van Zundert et al., 2004; Liu et al., 2004; Schell 2003). Bo B3pociom
opranuzMe AMPAR mnpexacrasiensl cyobeaununiamu GluR1-3, koropesie 00BeIHMHSIOTCS B
dynakmonanpHbie AEMepsl TumepoB (GluR 1/GluR2 u GluR2/GIuR3) (Wenthold et al., 1996; Shi
et al., 2001). Tomomepsr GluR1 npornmaemst mist Ca®* mogo6r0 NMDAR, HO Kak IIPaBUiIO OHH
accouuupoBanbl ¢ GluR2 cyObenununamu. Ca2+—np0BoL[I/IMOCTL GluR2-copepxanux
peuentopoB oyt B 100 pa3 ke, Takum odpazoMm AMPAR nponunaems! B nepByto ouepeab
Ut ogHOBaJIeHTHBIX KaTnoHOB (Dingledine et al., 1999). TouHnble MEXaHU3MBI OJTUTOMEPU3AITIH
cyobenmuaunn. AMPAR B DOP moka HEW3BECTHBI, IO-BUAUMOMY, B HHUX 3aJeHCTBOBAaHbI
sKcTpakieTounbie N-koHieBble nomeHbl (Kuusinen et al., 1999; Leuschner, Hoch, 1999).
Kaunatueie penentopsl mnpexnctaBieHsl romomepamu  GluR5—-GluR7  cyOwpenunun — uiu

rerepoMepHbiMU ancaMOsiMu cyobeanaul GluR u KA1 i KA2 (Erreger et al., 2004).
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Konuuecmeso u pacnpeoenenue AMPAR u NMDAR 6 IICY

BHemHuii nuaMmerp TiyTamMaTHBIX penenTopoB He mpesbimaeT 10-15 HM U 0ObIYHO
KOJINYECTBO PEIENTOPOB HMHTETpUpOBaHHBIX B MeMOpany [ICY 3HauMTeNnbHO MEHBIIE TOTO,
KOTOpOe MOTJIO OBl OBITH NP WX TUIOTHOW ymakoBke (cM. Hamp. Kennedy, 2000). [Tostomy B
I[ICY nocraroyHo MecTa i BCTpaWBaHUS JIOMOJHUTEIbHBIX KOMIIOHEHTOB. OOHAKO C
UCIIOJIb30BAaHUEM UMMYHO-3JIEKTPOHHON MUKPOCKOINHUU MOKa3aHo, 4To pacnpeneneHne NMDAR
u AMPAR B IICY mmunukoB cBszaHo ¢ pasmepamu IICY. KommuectBo NMDAR cna6o
koppemupyet ¢ miomaapio [ICY, xoaddumnment koppensuuu I nexutr B auanazone 0,05-0,21
(Takumi et al,.1999; Racca et al., 2000). B cpennem numis okono 12% CHHAIICOB COICPKUT
AMPAR, HO mpakTtuuecku Bce mposiBisaioT Hammane NMDAR (Racca et al., 2000). Cunarcel, B
[ICY kotopeix orcytcTBytoT AMPARS, cumratorcs «momuaimumu» cuHancamu (Isaac et al.,
1995; Liao et al., 1995; 1999; 2001; Kullmann, 2003; Voronin, Cherubini, 2004). C apyroit
CTOPOHBI MOKa3aHO, 4TO OOibiine nmo pazMepy mmnukud u IICY umerT nponopruoHaibHO
oompmiee kommmuectBO AMPAR (Nusser et al., 1998; Nusser, 2000; Matsuzaki et al., 2001;
Ganeshina et al., 2004). B 3aBucumoctn ot pasmepa IICY uucio penentopoB BapbHpYET;
cuuraercs, uyto IICY c muamerpom ~400 M conepxkut okono 50 NMDAR, a komuuectBo
AMPAR Bapbeupyer B auanazone ot 0 (B IICY ¢ nuamerpom <180 um) mo 50, c nuHeitHOU
3aBucuMocThio (I gocturaetr 0,8) ot mmamerpa IICY (Takumi et al,.1999). C nanHbIMU
nonydyeHHbMH Takumi et al. B CA1 runnokamma cornacyrorcst ¥ pe3yibTarsl padotel Kharazia n
Weinberg (1999) na cunancax II-III cios HelipoHOB ceHCcOMOTOpHON KOphl. B pabote Racca et
al. (2000) ¢ anmanm3om uncia AMPAR Ha eauHUIy TUTOMIa I MEMOpaHBI IIUIHKA 3aHUMAaeMOU
[ICY xkoadpdunment xoppemsiuu gocturaet mnoutd 0,9. AMPAR B runmokammnaibHBIX
HIMITMKOBBIX CHHAICAX pacIpeliesieHbl paBHOMEpHO uiu 6mmke K nepumerpy [ICY. Onu tak xe
pacronaraloTcsi M B OKCTpacCHHANTHUeCKoW obOmactu MemOpanbl munuka, B OP (Rubio,
Wenthold, 1999; Shi et al., 1999) u B LIIA. NMDAR wugame pacnonaratorcs B mnearpe 1ICY
(Somogyi et al., 1998a; Somogyi et al., 19986; Kharazia, Weinberg 1999; Kennedy 2000; cwm.
takke Kopanitsa 1997; Adesnik et al., 2005). OmHako B TOTEHIMPOBAHHBIX CHHAICaX
B3anmopacrnonoxkeane NMDAR u AMPAR wmoxer wmensteest (Fux et al, 2003).
Huddepenmmansaoe pacnpenenenne noatunoB NMDAR (NR2A/NR2B) naGmronaercs u
MeXAy nomyssiusaMu mmnukoB (Sobczyk et al., 2005). Ilorennuan3aBucumasi Kooreparus
NMDAR, AMPAR ¥ uX NOATUNOB WrpaeT KIIOYEBYIO pOJib B MpoLeccax MIUTEIbHON
noteHuuanuu u nenpeccuu (Shi et al., 1999; Hrabetova et al., 2000; Wang et al., 2002; Liu et al.,
2004; Bliss, Schoepfer 2004; Barria, Malinow 2005; Lynch, 2004, p.98-99). JIBII cBs3ana c

JKCTIpEeCCHe HOBBIX WM JomnoidHuUTeIbHBIX AMPAR B cuHantmueckoit memOpane. I[lpwm
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aKTHBAIlMU CUHAICOB pernentopsl, coaepxamue GluR1 cyObenuHuipl, mo-BUIUMOMY, HTPAIOT
ponp aBaHrapaa W nepsbiMu BerpauBarorcs B [ICY, B koropeix no 3amycka [IBII AMPAR
orcyrctBoBanu (Shi et al., 1999; Hayashi et al., 2000; Shi et al., 2001). Benen 3a atum Mexay
I[ICY ® nuromiasMaTH4ecKuM ITyJIOM PEHENTOPOB CIEAYeT KOHCTHUTYTHUBHBIA PEIUKINHT
cyobenuuun; AMPAR. B xoxe Hero GluR1 3amemarorcs GluR2-comepxamumu perentopamu,
KOTOpBbIE YK€ HE3aBUCUMO OT YpPOBHS AaKTUBHOCTH MOTYT OCBOOOXIaTh M 3aHHUMATh
obnactu/cnotel [ICY ucxogno 3anumaembie GluR1-conmepkamumu penentopamu (Barry, Ziff,
2002; Sutton et al., 2006; mns 063. Sutton, Schuman, 2006). GluR1/GluR2 penenrtopsi, mo-
BUJIUMOMY, SIBJISIFOTCSI OY€Hb MOOMIIBHBIMH 3JICMEHTAMH U OBICTPO IMPOXOJAT MPOIECCHHT, TOTIa
kak GluR2/GluR3 nonwme 3anmepxkuBatorcs B DOP (mmst 003. Esteban, 2003). Ilpu Onokane
CIIOHTAHHBIX MUHHUATIOPHBIX ToTeHIuanoB mnonHas 3ameHa GluR1 na GIluR2 B cunHancax

npoucxoaut B TedeHue 12-24 u (Sutton et al., 20006).

Ilepucunanmuuecxkue peyenmopul

KaunaTtasie perientopsl mupoko pacnpoctpadersl B [IHC, kak B Bo30y»xgaronux, Tak u
B TOPMO3HBIX CHHAIICaX, OJHAKO HMX CHHANTHYeCKas JOKalu3auusd U (QYHKIUH TpeOyioT
nanpHermmx uccnenoBanuii (Frerking, Nicoll, 2000; Reid, Bliss, 2000; Lerma, 2003; Erreger et
al., 2004). IlomoOHBIM o00pa3oM OOCTOMT J€I0 C HCCIENOBAHUAMHU CTPYKTYpPHO-
(yHKIIMOHATBHBIX aCMEKTOB ITyTaMaTHBIX JieibTa penentopoB (O uau orphan) (Yuzaki, 2003b;
Hirai et al., 2005). MeraboTpomnHsle perienTopsl riayramara, npeacraBieHible mGluR1-mGluR8
cyObeIMHUIIAMH, YacTO acCcOUMUpOBaHbl B Buae romoaumepoB (Kunishima et al., 2000). 9
noaTunoB u3 Oonee dem 1000 mumeHtndummpoBanHbix paznuuHeix mGIluR pasgenensr Ha 3
TPYIIBI HA OCHOBE WX ToMosioruu, ¢hapmakonoruu u ¢yHkuuid (Conn, Pin, 1997; Nakanishi et
al., 1998; Schoepp, 2001). HanGonbmas miaotHocts mGIuR B MemOpane mmnukoB B CAl
HaOJroaeTcsl B MEPUCHHANTHYECKONW 00JIacTH M yObIBaeT mpu yaaieHuu oT rpanunsl [ICY
(Baude et al., 1993; Lujan et al., 1996; Somogyi et al., 1998a). DkcrpakineTounsie N-KOHIIEBBIE
nomenbl mGluRs oTBewaroT 3a  cBA3bIBaHME [iyTamara W JAPYTUX JIMTaHIOB, a
uTOIIa3MaTuieckue, 3pQexTopHbie, 00IaCTH MOJIUMENTUIHONW LENU accoluupoBaHbl ¢ G-
O6enkamu. mGIUR cocraBisIoT 3BEHO HENPsIMOM CHHANTUYECKOM mepenauu. braromaps
B3auMOCBs3M ¢ OP mmnuka u aktuBanuu G-6enkoB mGIuR 3amyckaroT BBICBOOOXKIEHUE
BTOpHYHBIX MeccemkepoB (Carman, Benovic, 1998; Hermans, Challiss, 2001), a mocpeactsom
cyOobenununl  G-0€NKOB MOIYNUPYIOT MPOBOJMMOCTh M TOTEHIMAT3aBUCUMOCTb HOHHBIX

kaHasoB (Colwell, 1996; Zamponi, Snutch, 1998; Seeburg et al., 1998).
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Jlamunapnas opeanuzayus IICY — noodeporcusarowue (scaffolding) oenxu

Crnoxnas unTerpauus komrnoHeHToB IICY obecnednBaeT CTPYKTypHYIO CTaOMIBHOCTD
cuHarca 1 3p¢PEeKTUBHOCTh CHHANTHYECKON Mepenaun; 3a AMHAMHUUYECKyro cTadmibHocTh [ICY
OTBEYAIOT KAk JIaTepalbHbIC B3aMMOACUCTBUS MEMOPAaHHBIX KOMIIOHEHTOB (PELenTOpoB,
ka"HaioB, CAM), tak u mnomaepxuBaromux (scaffolding) m murockeneTHeix OenkoB (Bredt,
Nicoll, 2003; Choquet, Triller, 2003; Shouval, 2005). B mocneanee necstuinerue HabmogaeTCS
3HAYUTENbHBIM TNporpecc B MOHUMAHUU CTPYKTYpHO-(PpyHKIMOHaNbHOW opranuzauuu IICY.
beua mpemnokeHa <«JlaMHHapHas» MOJEIb €ro MOJIEKYJSIPHOM OpraHu3alud, B KOTOPOU
komrioHeHTHl [ICY opraHu3oBaHbl B IOCIEIOBATEIbHBIE CIIOW IBYMEPHBIX OEIKOBBIX CeTel
napajuieJIbHO TocTcuHanTruaecko memopane (Kennedy, 2000; Valtschanoff, Weinberg, 2001),
KOTOpbIE HANpsAMYIO WK ONOCPEIOBAHO CBA3AHBI C PELIENITOPAMH U JOKAJIbHO U crienu(pUIeCcKU
pearupyloT Ha CUTHAJbI, IOCTYNAlOIIME C TOBEPXHOCTH IOCTCHHANTH4YeCKOoW MemOpanbl. B
MacCoBOM OTHOIIEHWW OoJbmias dYacTh OenkoB Bo ¢pakuusax [ICY mnpencraBieHa
HOJ/IEP’KUBAIOIIMMU O€JIKaMU M3 CEMENCTBA aCCOLIMMPOBAHHBIX ¢ MEMOpaHOI ryaHmiar KuHa3
(MAGUK) numeHHbIX ()epMEHTaTUBHOM akTMBHOCTH. OHM OpraHM3yIOT NHEpBbIM CIOH mHOJ
CHHAINTHYeCKO MemOpaHoil. Bee Oenku nannoit rpynmsl 6oratel PDZ (PSD-95, Discs large,
Zonula occludes) momenamu. Ito 6enkn PSD-95, PSD-93, SAP97, SAP102, GRIP u ap. (Kim,
Sheng, 2004). Ux PDZ nomeHbl cIOCOOHBI CBSI3BIBATH KAPOOKCHIIBHBIC IMTOIIIA3MAaTHUECKHE
XBOCTBI MOJIEKYJI aAre3ud M PeLenTopoB M obecreunBaloT ux kiactepuzanuio (Kornau et al.,
1997; O'Brien et al.,, 1998; Garner et al., 2000). ITocpencTBoM Takoro e MeXaHH3Ma
KoHTpoympyercss koinmdectBo AMPAR B memOpane TICY mpu JBIT (Schnell et al., 2002;
Ehrlich, Malinow, 2004). SH3 nomenst MAGUK o0ecrieunBarOT CBS3bIBAHHE KaWHATHBIX
penentopoB. GK nomensl MAGUK sBisitoTCs CBA3YIOIIMM 3BE€HOM €O BTOpBIM cioeM IICY.
IocpenctBom GKAP (6enkoB accouMupoBaHHBIX € TyaHW1IaT KWHa3HbIM gomMeHoM MAGUK)
pelenTopHbIe KIACTePhl OOBEANHSIIOTCS BTOPBIM CIOEM TOAEPKUBAOIINX OCITKOB, HECYITUMH
KOMITOHEHTaMH KOToporo siBisitorcss 6enku Shank. Shank mMoxeT accomuupoBath cam ¢ coboi
yepe3 SAM-0MeHBI ¢ 00pa30BaHUEM TOMOMYJIbTHMEPa U (OpMUPOBATH TPEXMEPHYIO CETh U3
MyabTHMEpoB Shank u aumepoB Oenka Homer. OgHOBpEeMEHHO yAEp)KHBash KOMILICKCHI
GKAP/(PSD-95/NMDAR) B IICY, Shank mocpenctBom 6enka Homer ¢ 01HOI CTOpPOHBI CBSI3aH
¢ mGluR B memOpane mnpunexameir k IICY, a ¢ apyroi — c IPsR nHa memOpanax
BHYTPHKJIETOYHBIX XpaHumuil Ca’ u mmnmkosoro ammapara (Tu et al., 1998; Xiao, 2000).
Shank moxet u HanpsiMyio B3auMoeicTBoBaTh ¢ kommuiekcom GRIP/AMPAR. Takum o6pazom
BTopoii cioit TICY mpexacraBisier coboil cucremy (T1aBHBIM oOpa3om OenkoB rpymmbl Shank)

CBS3YIOIIYI0 KOMIIOHEHTHI TiepBoro, perentopHoro ciost [ICY (Triller, Choquet, 2003). Shank
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CBA3aH C LIUTOCKEJIETOM uepe3 JBa OejKa acCOLMHUPOBAHHBIX C AKTUHOM — KOPTAKTHHOM
(cortactin) m MO3roBbIM crnekTpuHOM — QoapuHom (a-fodrin) (Zhang, Wang, 2003). NR1
cyobenuuuiitl NMDAR camu MOTYT B3aUMOACHCTBOBATH ¢ f-aKTHHOM; 3Ta CBS3b OMOCPEIOBaHA
o-aktuHHHOM, MoHamu Ca’’, xamsmoxyimzoM (CaM) u npeGpurom (Shirao, Sekino, 2001).
HenaBHo Oty momyuyeHbl JaHHBIE 00 UX CTEXHMOMETPUUYECKUX OTHOIIEHUsX Bo ¢pakuuu [ICY
(Peng et al., 2004; Cheng et al., 2006).CornacHo pe3yibTaTaMm Macc-CIEKTPOMETPHH OEJKOB
[ICY B monsapHoM oTHOmeHUU KonmuecTBO PSD-95 Ha mopsgok mnpeBbIIaeT KOJTHMYECTBO
NMDA penentopoB U B HECKOJIBKO pa3 MPEBBIIIACT KOJWYECTBO Takux OenkoB kak GKAP u
Shank. Ilpu 3TOM KOJIMYECTBO IMTOCKEIETHBIX KOMIIOHEHTOB cocTaBisieT okoio 20%, u3
KOTOPBIX K aKTUHOBOMY LIUTOCKENETY OTHOCATCS JuIb 12%. MHTepecHO, 4TO U HEKOTOpbIE
perymnstopable Oenku, HarpuMmep SynGAP, Takke MOTYT BBICTYIIaTh B POJIH MOAEPKABAIOIINX
oenmkoB (Kim et al., 2003; Cheng et al., 2006). Kimacc mnomaepxuBaronmx OEIKOB
ACCOLIMMPOBAHHBIX C MHO)KECTBOM CHUTHAJIBHBIX KOMIIOHEHTOB BKIIIOUAET HECKOJIBKO CEMEHCTB
KOTOPBIM MOCBAILIEHbI CHEeNMaIu3upoBaHHble 0030pel (Hamp.: Sheng, Kim, 2000; Sheng, Sala,
2001; Bezprozvanny, Maximov, 2001; Jelen et al., 2003; Sierralta, Mendoza 2004; Kim, Sheng,
2004; cm. taxxe Luscher, Keller, 2004).

CueHanvHble KOMNOHEHMbL

B rmuyramatopruueckux — CcHHAmcax —MOAMAEp)KUBAONIME OETKM  BBIMONHSIOT |
CTPYKTYpHBIC, U CUTHAIbHbIE (PYHKUUH, peryaupys 3pPEeKTUBHOCTh CHHANTHUECKOW Mepenadn
(Tomita et al., 2001; Ehrlich, Malinow, 2004). TICY Tak e COIEPXUT U JPYTHE CHTHAIBHBIC
KOMIIOHEHTBI, BKIIIOUYasl MPOTEHUH KUHA3bl U Qocdarasbl, BOBJICUECHHbIE B CUTHAIbHbBIE MMyTH (A5
003. cM. Sheng, Kim, 2002; Hardingham, Bading, 2003; Thomas, Huganir, 2004; Salter, Kalia
2004; Wong, Scott, 2004; DiAntonio, Hicke, 2004; Kennedy et al., 2005). 3anyck /IBIT B
3HAQYMUTEJIBHOM MEpEe 3aBUCUT OT aKTHBALUU Caz+/KaJ'H)MOILyJ'II/IH 3aBUCUMOM NMPOTEUHKHUHA3BI 11
(CaMKII), xotopast coctaBisier 2% OT Bcero koiuuectBa Oenka B runmokamne (Hudmon,
Schulman, 2002; Xia, Storm, 2005). Ona npezcraisier co0oil 60JbIION reTepoMyIbTUMED U3
JBYX OJM3KOPOJCTBEHHBIX KaTtanuTuiyeckux cyoweaunnun o u 3 (Kolodziej et al., 2000; Morris,
Torok, 2001). B nepennem Mo3re KOJIM4ECTBO 0L CyObEIUHUIL B TPU paza Oosblie cyObeAnHUI] 3.
CaMKIIB npeumytiecTBeHHO cBs3aHa ¢ f-aktuHOM, Toraa kak CaMKlIla sBisieTcst 1TuTo301bHOM
cyowenununeit (Shen et al., 1998). XonodepmeHT B Buae IBYyX 3yOUaThIX KOJEI C AUAMETPOM
0k0J10 20 nNm ¥ reKcaroHaJbHOM 0CEBOW CUMMETPHUEHN MPUBA3BIBAETCS K LIUTO30JbHBIM XBOCTAM
NR2B cyosenunut (Omkumar et al., 1996; Strack, Colbran, 1998; Leonard et al., 1999; Bayer et
al., 2001; Leonard et al., 2002). Karanutuaeckuii jomen CaMKII pacrnonaraercst BOJU3H yCThs

NMDAR, 4910 TeopeTrdecku 1mo3BojisieT GochopruaInpoBaTh HECKOIBKO OJM3IIekKAITNX OCIKOB,
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Bimroyass AMPAR u apyrue curnansnbie mosiekyibsl [ICY (Barria et al., 1997; Kennedy 2000;
Leonard et al., 2002; Barria, Malinow 2005). UnTepecHo, uto B rpynmy cyoctpatoB CaMKII,
KOTOpass HacuuThiBaeT oOkojJo 30 cuHANTUYeCKUX OEJIKOB, BXOAUT CTAaprasuH U
nocrcuHanTuaecknii Muo3nH-V (Walikonis et al., 2000; Cheney, Rodriguez, 2001; Karcher,
2001; Tomita et al., 2005). To, gro in vivo Bo ¢pakiuu IICY kounnentparms CaMKII moxer
nocturath 50%, HebeccnopHo (Colbran, 2004, cm. takxke Cheng et al., 2006). ITo apyrum
JTaHHBIM, OTAeNbHBIN mUnukK coaepkut ~10 monexyn CaMKII (Holecman et al., 2004). Tem ne
MEHee, Ha CEeTOAHSIIHUMN JeHb TocTOBepHO n3BecTHO, yTo CaMKII siBrisieTcst KimtoueBbIM 3BEHOM
CUHaNTHUYECKOH iactuaHocTy cBsizanHoi ¢ JIBIT (Giese et al., 1998; Shen et al., 2000; Lisman
et al., 2002). OO6nagasi YHHKaJIbHBIMH ayTOPETYJSITOPHBIMH CBOMCTBAMH, OHAa YCTOWYHUBO
aKTUBHUPYETCS B OTBET CHHANTHYECKYI0 CTUMYJSIHMIO Bbi3biBaromnyto JIBIT u coxpanser
aKTUBHOCTh B TeueHWe dYaca, kak mMuHUMyM (Soderling et al., 2001; Miller et al., 2005).
AytodochopumupoBanne CaMKII Taxke moBeimaer ee apuHHOCTH K NR1 m k NR2A
cyosenunuiiam (Bayer, Schulman, 2001). C onno# cropons! GpocdopuanpoBaHre KOMIIOHEHTOB
[ICY otBewaer 3a ObicTpyto ¢azy ycuineHuss 3¢GGEeKTUBHOCTH CHHANTUYECKON Tmepenadu
(MHHYTBI), a 32 Oojee UINTEIbHYI0 — aKTUBAIUs KOMIIOHEHTOB JIOKalbHOU TpaHcmsiuu MPHK
(CPEB) u aktuBamumn tpanckpuniuu JJHK (CREB) (Soderling, 2000; Wells et al., 2000;
Soderling et al., 2001; Klann, Dever, 2004). UatepecHo, 4TO ciabasi CTUMYJISIUS, B OTIIMYUE OT
TeTaHnuecko, nmpuBoauT k aktuBaruu CaMKII nump B oraenbHbix munukax (Ouyang et
al.,1997; Inagaki et al., 2000). ITpu xumugeckoit JIBI1 CaMKII akkymynupyercsi B IIMIHUKAX, a
nocraBka u BcTpauBanue CaMKII B [ICY perynupyercst akTHHOBBIM IuTOCKeneToM (Strack,

Colbran, 1998; Shen et al., 1998; Otmakhov et al., 2004).

6.2. llnTockeseT M TPAHCHOPT B JEHAPUTHBIX IIHUMHKAX

Axmurnoebill yumockenem

[{uToCKeIeT MIMITMKOB OPraHW30BaH TJIABHBIM 00pa3oM MUKpOQIIaMEHTaMu U3 B U Yy
aktuHa (Kaech et al., 1997). B nenrpanbHoil 00651aCTH TOJIOBKU IIUIUKA U B HOKKE IIUTOCKENIET
o0pa3oBaH MyykaMu (UIAMEHTOB, a Ha MEepUPEPUH — CEThIO CIJICTEHHBIX HUTEW CBSI3aHHBIX C
[ICY u yacto pacnoniokeHHbIX NapauienbHo ymiaotHeHuto (Fifkova, Delay, 1982; Landis,
Reese, 1983; Fitkova,1985; Rao, Craig, 2000). Konnenrparus akTiHa B IIAIMHKaX 3HAYUTEIHHO
BBIIIIC, YeM JICHIPHUTAX; MUKPOTPYOOUKH OOBIYHO OTCYTCTBYIOT — HCKIIFOUEHUE COCTAaBIISIOT
HIMIUKN MOJIOJBIX JKUBOTHBIX M OOJbIIME cHeruann3upoBaHHble cuHarchl (Westrum et al.,
1980; Chicurel, Harris, 1992; Kaech et al., 1997; cm. takke Fiala et al., 2003). Hecmotps Ha

OTCYTCTBHE MHUKPOTPYOOUEK IEHAPUTHBIE IMUNUKKA OOraThl OelKamMH acCOLUMHUPOBAHHBIMH C
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MukpoTpyooukamu MAP1B u MAP2, koTopbie KOJTOKJIM30BaHbI B MIUMKUKaX ¢ akTHHOM U [ICY
(Caceres et al.,, 1983; cMm. Takxke Yuen et al., 2005). ®ocpopunupoBanne MAP2 moxer
MOJIyJIUPOBaTh cTabmiIbHOCTh akTHHA (Ozer, Halpain 2000; Sanchez et al., 2000; Sanchez Martin
et al., 2000; Rodriguez et al., 2003). AKTHH cymIecTBYyeT B ABYX ¢opmax — pubpuisipuoii (f-) u
ro0ysApHO# (g-) — a Mexay f- U g-aKTHHOM CYIIECTBYET omnpeseeHHbld Oananc. HemaBHo ¢
ucnonszoBanueM FRAP u FRET Obiio mokazano, uyto Oombiias yacTh akTuHa (~85%)
IIUTOIUIA3MAaTHYECKOW CETH IIWIMUKOB HECTAaOMJIbHA M HAXOAMTCS B COCTOSIHUM HENpPEpbIBHOU
NEPErpyNIUPOBKH, & BPEMS PEKOHCTPYKLIUU CETH HE 3aBUCHUT OT pa3Mepa InnukoB (~44 c) (Star
et al., 2002). [Ipu 3TOM BBICOKOYACTOTHAsI CTUMYJISIHS HEHPOHOB NMPHUBOJAUT K AKKyMYJISIIHA
aKTHHA B IIUMMKAX U CIBUTAET OajaHC B CTOPOHY 0Opa3zoBaHus f-akTuHa. B xauecTBe ogHOrO M3
BapHAHTOB OBICTPON CTAaOWIM3alMK aKTUHOBOW cetu mpu aktuBauu NMDAR mnpennaraercs
Ca’'-3aBuCcHMOE CBS3bIBAHME AKTHHA IeJIbCOTMHOM (Furuyashiki et al., 2002; Fukazawa et al.,
2003; Okamoto et al., 2004). IHTepecHO TaK e TO, YTO MPU AKTHUBAIIUN CTAOWIN3ANNS aKTHHA
MOXET BBICTYNIaTb OCHOBHBIM 3HeprocOeperaroumM (GakTopoM B KIETKE IMPUH TaKOM
SHEProeMKOM Tpoliecce Kak mpoBeneHue curHainoB (Bernstein, Bamburg, 2003). B stom
OTHOIICHUH WHTepecHa pabora Capani et al. (2001). C ucnonb3oBaHuEM (OTOOKHCICHUS
KoMIUIeKca 303uH/dammonnHe 1 3D peKOHCTPYKIMH IIUMHKOB OBLIO TOKa3aHO, 4TO f-akTuH
CKOHLIEHTPUPOBaH B TOJIOBKE M Mexay uuctepHamu LA npemmyniecTBEHHO I'pUOOBUAHBIX
munukoB. [Ipuuem nokasano, 4ro myuku f-akTuHa cBsi3aHHble ¢ IIIA MOTYT KOHTaKTHPOBATh Kak
¢ nepucdepueii [ICY, tak u ¢ obmacteio nepdoparuu [ICY (Capani et al., 2001).

CTaOWIBHOCTh CHHAICAa MOXET OBITh ONOCPENOBaHA M B3AaUMOICHWCTBHEM AaKTHHOBOM
cetu ¢ NCAM B TICY mnocpenctBom o-kateHHHOB (Abe et al., 2004). Bruio mokaszaHo, 4To
JeTIONAPU3aIHs HEHPOHOB MIPUBOAUT K TPAHCIIOKAIMH 3-KaTeHWHA U3 JICHAPUTOB B IIUITUKH, TIC
oH cBs3biBaeT N-kaarepunbl (Murase et al, 2002). ®akrops! Tpancasuuu 1 MPHK B mmnukax
accoIMUpoBaHHbIC ¢ f-aKTHHOM Takke HaxoasaTcs mox kKoHTpojeM CAM (Smart et al., 2003), a
peryJsius KaTeHMHOB ONOCpENOBaHAa THPO3MHKMHA3HOM akTuBHOCTHIO (Fadel et al., 2001). C
AKTUHOM CBSI3aHO MHOXKECTBO JIPYTMX aKTHH CBS3BIBAIOIIMX OeNkoB, Hampumep: Arp2/3,
npodunuH, KopunuH, ¢oapuH (o- U P-CHEKTpUH), HEYpaOHH, CHUHANTONOIAWH, aKTHH(WUIMH,
NpeOpuH, TeIbCOIHMH, KAJIBIIOHWH, KallbJECMOH, KOPTAKTHH, aJylIHH U apyrue (Uit 003. cM.
Ethell, Pasquale, 2005). B3aumoneicTBUEe aKTHH CBS3BIBAIONIMX OEIKOB C OJHOH CTOPOHBI
CTaOWIN3HUPYET CTPYKTYpYy CHHAIICA, a C IPyrod peryiupyer €€ IMHaAaMHUYECKYI0 CTaOUIbHOCTb,
BCTpauBaHHe, OOHOBICHME W pEryssiuuio aktuBHocTu peuentopoB IICY (Schulz et al.,
2004). Tak, Hampumep, HemaBHO Fukazawa c coaBTOpaMu MOKa3ajld, YTO HMHIMOMpOBaHME

NOJIMMEPU3ALMK AKTHHA JATPyHKYJINHOM-A, HapyLIalOIIUM PEOPraHU3alMI0 AKTHHA, KyIUPYeT
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no3auo0 dasy JBIT in vivo (Fukazawa et al., 2003). o.-akTHHHH ¥ KaJbMOJYJIHH — PETYIHPYIOT
B3anmoeiicteue aktuHa ¢ NMDAR u tpancnopr AMPAR B mmmnukax (Shirao, Sekino, 2001;
Leonard et al., 2002; Walikonis et al., 2001; Schulz et al., 2004); cniuHOUIUH — peryaupyer
dochopunupoBanue/aktuBannio AMPAR (Hsieh-Wilson et al., 2003). PeuentopHslie kiaactepbl
GluR cTaOmIM3MpyIOTCS LUTOCKEIETOM pAa3JIMYHBIM O00pa3oM H B PA3JIUYHBIX KIIETKaX.
Pazpyiienne akTuHOBOM ceTn He BiuseT Ha kiactepusanuio NMDAR, B otnuune or AMPAR
(Allison et al., 2000), a knactepel AMPAR MeHee 4yBCTBUTEIBHBI K JETOJMMEPU3AINHN aKTHHA
B uHTepHelpoHax (Allison et al., 1998). C apyroii cropons! u camu NMDAR MoryT BiausTh Ha
cTabmwibHOCTh f-akTHHA; HampuMmep, KpaTKoBpemeHHas anmuukaimuss NMDA B KyJibType
HEHpPOHOB TMPHBOAWT K JeNojuMepm3anmuu f-akTuHa, a 3TOT JPPeKT OIoKupyercs

kanbpHeBprHOM (Halpain et al., 1998; cm.taxke Fischer et al., 2000; Furuyashiki et al., 2002).

MomopHyvie 6enku u mpancnopm cUHaANMUYecKUx peyenmopos

Hpyryio rpymnmy OlKOB B3aUMOJICHCTBYIOIIUX C IIUTOCKEIETOM IPEICTaBIISIOT
MOTOPHBIE OCTTKU U3 IBYX POJCTBEHHBIX CEMEUCTB — MHO3MHOB U KMHE3WMHOB (Brown, Bridgman,
2003; Lawrence et al., 2004; Dagenbach, Endow, 2004; cm. Taxxe Kull et al., 1998). Kunezunst
HE HAOMIONAIOTCS B IIMMHMKAX, HO B JEHAPUTAX YYacTBYIOT B TpaHCIopTe mucrepH OP,
komrnoneHToB [ICY u MPHK s nokansHoro cunTe3a 6enka (Bannai et al., 2004). ITogkmaccsl
knHe3nHoB KIF5 u KIF1A otBewaroT 3a TpancmopT Be3ukyn coaepxammx AMPAR (Schnapp,
2003). KIF5, Ttaxke HW3BECTHBIM KakK KHWHE3WH-I, B 3aBUCHMOCTH OT B3aUMOJICUCTBHS C
pa3IMYHBIMHA KUHE3WH CBSI3BIBAIOIIMMHU O€JIKaMU MOKET MEHSThH HaIlpaBJICHUE IBUKCHHUS, U TPU
ceszpiBanud GRIPI/GIuR2 nanpasnsiercst B cropony aennpura (Setou et al., 2002, cm. Taxxke
Rongo, 2001; Verhey et al., 2001; Molloy, Schmitz, 2005; Carter, Cross, 2006). KIF5s Tak e
TPAHCTIOPTUPYET OOJBIINE MYJIbTHMOJIEKYIsIpHbIe KoMmIuieKchl Hecymue MPHK mist CaMKII u
Arc, Besukynsl comepxkamme GAP43 u, xak u KIFIB — mutoxonnpun (Kanai et al., 2004;
Steward, Worley, 2001; Hirokawa, Takemura, 2005). Ilomkmacc xunesunoB KIF17
TPaHCHIOPTUPYIOT Be3uKyJibl conepxkamue NR2B cyobsenuannst NMDAR (Guillaud et al., 2003).
Kunesnn KIFC2 B nenaputax TpancnopTupyer MyiabTHBe3UKyIsipHbIe Tenblla (MBT) (Kanai et
al., 2004). bauskopoacreennsie kuHe3uHbl KIF21B u KIF21A mMoryT nocTaBisITh BE3UKYJIBI B
muctaneHeie aeHaputhl (Marszalek et al.,1999). Kak npu aHTeporpagHoM TpaHCIOpPTE U
9K30LIMTO3€, TaK U MPHU SHAOLUTO3E U PETPOrPaAHOM TPAHCIOPTE B3aUMOACHCTBHE MOTOPHBIX
OENIKOB C BE3UKYJIAMU OIOCPENOBAHO AJANTEPHBIMU U MOJACPKHUBAIOUIMMH O€IKaMU WM HX
komriekcamu (Hirokawa, Takemura, 2005). Tak, manpumep, tpancnopt GluR1 u GluR2/3
cyOovenunun onocpenoBan cBsizbiBanueM KIFS c¢ agantepusimu Oenkamu SAP-97, LIN-10 u

GRIP, ABP, PICKI1, ASF, coorBercTtBeHHo, a B Tpancnopre NMDAR mnocpencrsom KIF17
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yuactBytor PSD-93, PSD-95, SAP-97, SAP-102, mLIN-2, mLIN-7 u mLIN-10 (Setou et al.,
2000; Kneussel, 2005; Glodowski et al., 2005). TpancnopT oxaMJICHHBIX BE3HKYI TaK K€
oOecrieunBaeTcsi B3aUMOJICHICTBUEM KHWHE3MHOB ¢ aaanTtepHbiMu Oenkamu (Nakagawa et al.,
2000; Bonifacino, Traub 2003; Owen et al., 2004). Hekotopsie kune3unsl, Hanpumep KIF1Ba,
o0ecneYnBarOT TPAHCIOPT JUIb mojaepx)uBarommx Oenko (PSD-95, SAP-97 u np.) (Mok et
al., 2002; Prybylowski, Wenthold, 2004).

B nocnenHue HECKOIBKO JIET OYEHb AaKTUBHO OOCYXIAeTcs poJb TPaHCHOPTHOM
CHUCTEMbI CUHAIICOB B PEUUKIMHTE TITyTaMaTHBIX PEICITOPOB — MX SHOINUTO3a, COPTUPOBKH U
MOBTOPHOTO BCTpamBaHHs B cHHanTHuecKyro MemoOpany (Kennedy, Ehlers, 2006). AxtuBanus
pPeLMKJIMHTAa HEJAaBHO yOemuWTenbHO ToOKazaHa B paHHer ¢asze [IBII; om mnposBisercs B
TpaHCIOKaIMKu 3HI0coM u3 nenaputoB B munuku (Park et al.,, 2006b). [Ipeanomnaraercs, 4to
BCTpPAaMBAHHUE DPEILENITOPOB B MEMOpaHy W HMX SHIOLUTO3 MPOUCXOIUT B MEPUCHHANTHICCKON
obJyacTu, HanpuMep, B 00J1acTH OCHOBaHUA Imunuka. OIHAKO MOKa OJTHO3HAYHO HE OINPECIICHBI
HU 00JIaCTH BCTPAMBAHUS PEUENTOPOB, HU (YHKIMU aJalTEePHBIX OCTKOB B WHHUIIMAIIUH STHX
nporeccos. (Bredt, Nicoll, 2003; Washbourne et al., 2004; Ashby et al., 2004; Kneussel, 2005;
Adesnik et al, 2005; Kopec et al, 2006; Kennedy, Ehlers, 2006; Derkach et al., 2007). B stom
OTHOIIEHMM HWHTEPECHbl HENaBHO MosydyeHHble naHHblie Gerges et al. (2004, 2006) o6
y4aCTUM B CEJEKTUBHOM HAIPaBJIEHHOM TPAHCIOPTE CHUHANTHUYECKUX PELENTOPOB
KOMIUTIeKca OEJTKOB BE3UKYJISIPHOTO 3K30IMTO3a — 3Kk3o01mcTa. Manenpkue Rab I'Tdas3wr (Rab
5, 8, 11) m Genok exo70 sKk3ommcTa OOCCIEUMBAIOT AOCTaBKy W BcrpamBanue AMPAR B
wiazmMamemopany HenocpenctBeHHo B obmactu [ICY (Kennedy, Ehlers, 2006; Gerges et al.,
2005, 2006), HO MeXaHM3M BE3UKYJSIPHOTO TPAHCIOpPTa OMOCPEAOBAHHBIA HK30IMCTOM IOKa
c1abo UCCIeIOBaH.

HecmoTpst Ha TO, YTO KHMHE3WHBI B IIUMHKAX OTCYTCTBYIOT, OUTOJSIPHBIA TPaHCIIOPT
00eCTIeYMBAIOT MHO3UHBL. B JICHIPUTHBIX KOMIIAPTMEHTAaX HEHPOHOB OOHApPY)KEHbI MHO3WHBI
rpymn I (MYOID), I (A u B), V (a u b) u VI. Hanpumep, muo3un-II unrerpupoBan B
uTockeneT munukoB, a Muo3uH IIB u B IICY (Husi et al, 2000; Cheng et al., 2000).
[Tockonpky STOT O€NOK accouMUpoBaH C MeMOpaHHBIMM KOMIIOHEHTaMu, Bkmrodas [A,
NpEeIoNaraeTcsi, 4To OH Y4YacTBYeT B TOJICPKaHUM (OPMBI IIUINHKA H PETYIUPYET €ro
NOJBWXKHOCTh. OHAaKO peaibHas posib MUO3MHA-II B pa3BuUTUU W (QYHKIMSIX HIMIIUKOB HE
BBISICHEHA, IMOCKOJIBKY 110 Tiepuoaa ux (HOpMHUPOBAHHSI MYTAaHTHBIE MO MUO3UHY-IIB Mbimum
norubatot (Brown, Bridgman, 2003; Ethell, Pasquale, 2005). ®yHKImoHabpHas poib B ITUITHKAX
oTBOAUTCS TOdbko MuosumHamM V u VI (Brown, Bridgman, 2003). Mwuo3un-V, obnanas

CTPYKTYPHBIMH OCOOEHHOCTSIMH, CIIOCOOEH TPaHCHOPTHPOBaTh ILMCTepHBI OP Ha Oousblive
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paccrosiaus, cszbiBaTbest ¢ GKAP u aktuBupoBats CaMKII B IICY, noctasisis et CaM (Costa
et al., 1999; Naisbitt et al., 2000; Vale, 2003; Mallik, Gross, 2004). CuuTaeTcs, YT0O MHO3UH-V B
IIMITIKAaX MOXKET Y4YacTBOBaTb B TPAHCIOPTE KOMIIOHEHTOB CHHAICa 4Yepe3 HOXKKY LIMIHKA
(Langford, 2002). Illunuku Mo3)edka *XKUBOTHBIX MYTaHTHBIX IO MHO3MHY-Va HE coAepxaT
nucrtepH OP (Miyata et al., 2000). Crnoxmioch MHEHHE, YTO MHO3MH-V MOKET WM aKTUBHO
3aTArMBaTh MUCTEPHBI OP B IIMNMKKM WM, MPUBSA3bIBAs LKCTepHbI OP Kk MeMOpaHe, nenath 3TO
MAacCUBHO B Ipoliecce oOpa3oBaHMsI WU BhITATMBaHUS Immnuka (Wagner, Hammer III 2003).
Muo3uny-V Tak k€ OTBOIUTCS POJb y4acTHMKa B TpaHcmopre OenxoB u MPHK B munuk, a
Takke B pecaiikiunre peuentopoB M4 mAChR, 4uro B cBOI0 ouepenb Takxke TpeOyeT CBsS3U
muo3uHa-V ¢ perukyiaymom (Volpicelli et al., 2002). Muo3un-VI sBisercss yHUKaIbHBIM; B
OTIIMYME OT JPYTHX OENKOB CBOETO CEMEMCTBAa OH JIBUKETCS K «—» KOHIy aKTHHOBOW HUTH
(Cramer, 2000), T.e. B HampaBJICHUU MPOTHBOIIOJIOXHOM JIBIDKEHUIO MUO3MHA-V — B CTOPOHY
HOXXKHM 1nnuka. Hanbomnpmas ero konueHTpauus B munukax Haodmonaercs B [ICY. [lockonbky
OH cBsi3aH ¢ komiuiekcom AMPAR/SAP97/AP2, npennonaraercs, yto Muo3uH-VI obecnieynBaer
SHJIOIUTO3 OKaWMIICHHBIX Be3uKys Hecynmx AMPAR (Buss et al., 2004; Qiu, 2005 Osterweil et
al., 2005).

B mmnukax HaOmiomaercss BbICOKAas KOHILEHTpPALUs JPYroro MOTOPHOTO Oenka —
nuHenHa. JlunenH mpucytctByer B [ICY, HO B KOJMYECTBEHHOM OTHOILICHMM HauOOJIbLIAS
KOHIIEHTpaIs AuHenHa Habmoaaercs Bom3u nuctepH LA, C ogHO# cTOpOHBI, TUHEHH CBSA3aH
¢ komrmiekcom GKAP/PSD-95, a ¢ npyroif oH criocoOeH B3aWMOJICHCTBOBATh C MHO3HHOM-V;
IpenoaraeTcs, YTo AMHEUH IIUIUKOB SBJISIETCS aJalTePHOI MOJIEKYJION MEX Ty BE3UKYJIaMU U
muo3uHoM mmmnuka (Naisbitt et al., 2000). Bricokast koHIIEHTpanus TUHEHMHA HaONIOAaeTcs B
00J1aCTH MEXKJIETOYHBIX KOHTAaKTOB B OJIMUTEIUANBHBIX KIIETKaX, TJE€ OH HEMOCPEICTBEHHO
CBsi3aH [}-KaTEHMHOM M  PEryJIupyeT B3aMMOJACHCTBHE aKTUHOBOTO IIMTOCKENETa ¢
MuKpoTpyOoukamu (Ligon et al., 2001). HecMoTpst Ha OTCyTCTBHE MUKPOTPYOOUEK B IIUIHKAX B
obmactu IICY Habmogaercst BRICOKasi KOHLIEHTpAIHs 3-KaTeHHHA, KOTOPasi MOBBIIIACTCS B OTBET
Ha akTuBanuio cuHarca (Murase et al, 2002). Dtor (akT He OTpHUIIAET BO3MOKHOCTH Y4YacTHs
JUHEHMHAa B JIOKAJbHOW TPAHCIOPTUPOBKE CHUHANTHYECKUX OEIKOB B HEMOCPEICTBEHHON
6muzoctu k IICY wim B meperpynmnupoBKe JHUIONPOTEMHOBBIX KJIACTEPOB CHHANTHYECKOU

MeMOpaHBI.
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6.3. DHAOMIA3MATHYECKUI PETUKYIYM

Pacnpeodenenue u ¢pynxyuu

KIfo4eBylo polb B IpPOILECCAX AKTHBALWM CHHAIICOB HMIPAeT AMHAMHKa HOHOB Ca’'
(Malenka et al., 1988). LluctepHusl rnagkoro DP SBISIOTCS y9acTBYIOT B TOJICPKaHIUH HOHHOTO
GalaHca KICTKH, B BhIOpoce, 3axsare M aernonumposarmu Ca’  (Meldolesi, 2001). CormacHo
OJIHUM JIaHHBIM, ~50% MUNHUKOB THMIOKaMIa cofepxat muctepusl JP (Spacek, Harris 1997;
Harris 1999), a no apyrum manaeiM OP MokHO 0OHapyxuTh Bo Bcex mmunukax (Harris, Kater,
1994). Jlokamusamus nonoB Ca’” B DP cBs3aHa Kak C YPOBHEM aKTHBHOCTH IIMIIMKA, TaK U
reTepOreHHOH crocobHoCThI0 mucTepH JP K cexsectpauun Ca”™ (Ungar et al., 1981; Fifkova et
al., 1983; Andrews et al.,1988; Buchs, Muller, 1996; Pozzo-Miller et al., 1997; Toni et al., 1999;
Pozzo-Miller et al., 2000; Papp et al., 2003). Tax, Hanpumep, 6sicTpyio cexBecTpammio Ca’™ B
CTBOJIOBBIX CHHAIICAX WHTEPHEUPOHOB obOecreunBaeT chnenuduueckas opranmzamus OP
(Goldberg et al., 2003a). Vuactue B perymsiuun Korentparuu [Ca’ |i B quTOILIa3Me LIHITHKOB
W JCHAPUTOB ompenensercs HamuuueM B MemOpanax OP IPsR u puanogmHOBBIX perentopos
(RyR), Henmocpeactsennbix ydactHukoB CICR (Ca*"-3aBucumoro BeicBOOOKIeHHsS Ca’') (Villa
et al.,, 1991; Walton et al., 1991; Albrecht et al., 2002; ans 063. cm. Berridge 1998; Yuste et al.,
2000; Fagni et al., 2000; Augustine et al., 2003; Verkhratsky 2005). Mexny o6semom 3P,
mwiomaasio [ICY u 00beMOM MIUIMUKOB HAOIIOMAETCS TOJOKHUTENbHAsT Koppesmnus, a cam JP
3auumaetr 10-20% o6bema munuka (Harris, Stevens, 1988). Ilpeanonaramoch, 4TO
HETNIOCPE/ICTBCHHASI CBs3b LUCTEPH OP MUNUKOB W JEHAPUTOB O0OECIIEUMBACT MEXAHU3M,
mocpeacTBOM Kotoporo Ca’ -curHai, BOSHHKAOIIHIT B CHHAIICE, MOXKET IIEPEIABATHCS HA COTHH
MUKPOH B COMY W HMHAYIHpOBaTh JKcrpeccuto TeHoB (Spacek, Harris, 1997; cm. Tak xe

Dolmetsch et al., 1998).

Llunuxosvlii annapam u KOMNOHEHMbL CUCEMbL PEYUKTUHSA

MHorue IeHAPUTHBIC TIHITMKN COACPKAT CHEIU(PUISCKH OpPraHN30BaHHYIO OpraHeIlTy —
mmmnukoBbid anmnapar (LLIA) — koropas nabmonaercs B 80% kpynubeix munukos (Gray, 1959,
Spacek, Harris, 1997). VYmnomennsle wnuctepusl A Mopdonoruuecku HaIOMUHAIOT
TUKTHOCOMBI ammapaTta lompmku (Al'), omHako mexnmy mmcrepHamu IIIA mpucyTcTByeT
3NICKTPOHHO-TUIOTHBI MaTepuan cBszaHHbI ¢ puncta adhaerentia (Spacek, 1985a; Spacek,
Harris, 1998). IIIA y xpbic 00BIYHO TIOSIBIISIETCS HA TpeTher Hexaene nocie poxacHus (Adinolfi,
1972; Spacek, Harris, 1997). IIIA, sBnsisick HEeMOCpeACTBEHHBIM TpoAokeHneM DP, nenaputa
4acTO PacIoyiaraeTcsi B HOXKKaX IUMUKOB, B IX OCHOBAHUSX MU B HETIOCPEICTBEHHOM OIM30CTH
K CTBOJIOBBIM cuHaricam. [Tpmuem IIIA mMoxHO HaOIIOMATh HE TOJBKO B CETMEHTAaX JICHIPHUTHOB,

HO W B MEPBUYHBIX cerMeHTax akcoHOB (Gray, Guillery, 1963; Jones, Powell, 1969b; 1969a;
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Fifkova, van Harreveld, 1977; Spacek, 19856; Spacek, Harris, 1997). [Ipeanonaraercsi, uto B
00pa30oBaHNM YIUIOMICHHBIX IIUCTEPH Y4acTBYIOT MUKpoTpyOouku (Westrum et al., 1980). Xors
poub LITA mo HacTosimee Bpemst He onpenenena (Steward, Schuman, 2003), HaKOTUICHBI TaHHEIE,
NO3BOJIAOIME npeanonararb, 4ro IIIA ¢ OmZHON CTOPOHBI SIBISETCA XPAaHWIMILEM U J1axke
MECTOM CHHTE3a MEMOpPaHHBIX OCJIKOB, a C JAPyrod — urpaer poisib mojgoonyto Al'. AI' oObraHO
JOCTaTOYHO YAalleH OT JACHAPUTHBIX IIMIIUKOB U JIOKAJU30BaH B TMEpPUHYKIEApHOW oO0nacTu
HEHPOHOB U B 00JIACTU MPOKCUMANBHBIX ACHIPUTOB, OJHAKO allMKaIbHBIC ACHIPUTHI 00JIaJatoT
COOCTBEHHBIM HAa0OpPOM KOMITOHEHTOB JJIsl MpPOIIECCUHTa (CO3PEBAHUS/TIMKO3HIUPOBAHNS)
oemka (Torre, Steward, 1996; Steward, Schuman, 2003). C mucrepnamu IIIA dacto
acCOITMUPOBAHBI TOMUPUOOCOMBI, a mucTepHbl DP u IIA mmnuKoB comepikatr 3JIEMEHTHI
TpancnokoHoB (Gray, Guillery, 1963; Steward, Reeves, 1988; Pierce et al., 2000; Pierce et al.,
2001; Schnell, Hebert, 2003). B IIIA npucyrcteytor NMDAR u AMPAR, ocobenHo 3to
3aMETHO B OOJIBIINX MUTUKax, nMeromux Oobmoit LITA (Nusser et al.,1998; Racca et al., 2000).
NutepecHo, uro konumdectBo GluR B IIIA HekoTOpHIX MHMMHUKOB npeBbiaeT KomrnuectBo GluR B
IICY. B pabore Nusser et al. (1998) ormeueHo HauGombiee koiauuecTBO GluRs kpymHbIX
IIMITUKOB JIOKAJIM30BaHO B IKCTPACHHANTHYECKOH 00macTH MeMOpaHbl (HOXKKa IIWIMUKA) U B
IITA. Ilosromy mnpennosaraercs, yrto B mucrepHax IIIA mnpoucxogur peopraHuzanus u
MynbTUMepH3aiusa cyobenunanil perentopoB [ICY (Nusser et al.,1998; McBain et al., 1999).
[MonnepxxuBatonue Oenku [ICY, muTOCKEeNeT WIMIMKOB W MOTOPHBIE OEIKH CTPYKTYPHO
cBizanbl ¢ IHIA, uyro Mormo Obl o0ecreuyrBaTh WHTETPALUI0 HOBOCHHTE3UPOBAHHBIX
kommoneHTOB cmHarica B I[ICY (Naisbitt et al.,, 2000). HeomHOokpaTHO OTMEUYanoOCh
pacrionoxenue IIA B HenocpenctBennoi 6auzoctu k [ICY u, yto ocobeHHO BaxkHO, CBs3hb LIIA
¢ memOpanoii [ICY mocpeacrsom muctepn OP (Dyson, Jones, 1984; Geinisman et al., 1987;
Spacek, Harris, 1997; Toni et al., 2001). Ogaako KpoMe MPOCTPAHHBIX 3aMEYaHUN 00 y4acTHH B
nepepacnpeeieHI MEMOPaHHBIX KOMIIOHEHTOB KaKUX-JIM00 MHTEPIPETANI TaKOTO )eHOMEHA
He nipeyaranock. [luctepusr OP MoryT pacnosaraTbCsi B HEOCPEACTBEHHON OIM30CTH K puncta
adhaerentia B skcTpacuHanTH4eckoil obmactu ruia3mMameMOpansl mmunuka (Spacek, Harris,
1998). C IIA accouunpoBaHbl 3HI0coMbl U MBT, KoTOpble Hapsay C OKalMIIEHHBIMHU
BE3WKYJIaMH, TJIyOOKMMH WHBAardHAIMsAMHU ITUIA3MAaTHUYECKOW MeMOpaHbl, amMOppHBIMH W
TpyO4aThIMH 53HJIOCOMaMH, BE3HMKYJaMH pa3HOro pasMepa M ¢opMbl U nucrepHamu OP
CUMTAIOTCAd YYAaCTHUKAMH pEIUKINHra cuHantuueckux OenkoB (Rosenbluth, Wissig, 1964;
Spacek, Harris, 1997; Toni et al., 2001; Cooney et al., 2002; Washbourne et al., 2004; Park et al.,
2004; Racz et al., 2004; Park et al., 2006b). BaxxH0 T0, 9TO BCE 3TH OpraHEIIIbI, PACIIOJIarasich 1Mo

nepudepuu IeHIPOIUIa3Mbl B HEMTOCPEICTBEHHOM OJIM30CTH K CTBOJIOBBIM M IMMNUKOBBIM [ICY,
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B3aMMOCBSA3aHbl, 00pa3ys €OuHYyI0 CeTh, O 4YeM YOeIUTEeNbHO CBUACTEIbCTBYIOT 3D
pexonctpykiun OP (Spacek, Lieberman, 1980; Spacek, 1985b; Martone et al., 1993; Spacek,
Harris, 1997; Cooney et al., 2002).

NuTepecno, uto munuku kietok Ilypkunbe numennsle nuctepH OP u 11IA He ciocoOHBI
nomnepxuBath [/ (Miyata et al., 2000), a penykuust JIBIT1 B CA1l runmokamMa u HapyHieHuUs
MPOCTPAHCTBEHHOTO OOYyYEeHMsI TakKe CBs3aHbl ¢ OTCyTcTBUeM I[IIA B mmMmHKax MyTaHTHBIX
#uBoTHBIX (Deller et al., 2003). CnegoBarenbHO Hanu4Ke B MUNUKaX pa3Butoit cetu OP u 1A,
KOTOpBIC COJEpKaT NOTeHIMan3aBucuMble KaHanbl, [P3R, RyR, noHOOOMEHHUMKHM HOHHBIE
TIOMITBI, SIBIIIETCS BaXKHBIM NMPU3HAKOM akTHBHOCTH cumHarca (Yuste et al., 2000; Fagni et al.,

2000; Maximov et al., 2003).

6.4. JlokaJbHbIii CHHTE3 0e/IKAa B ICHAPUTHBIX CerMeHTaX

CumraeTcs, 9To acCOMUPOBaHHBIE ¢ DP prOOCOMBI OTBEYAIOT 32 CHHTE3 MHTETPAIbHBIX
OCKOB, TOrJa Kak IMTOIJIa3MAaTHUYECKUH Tyl pHOOCOM OTBEYAaeT 3a CHHTE3 OEIKOB
muromiazMatuueckux.  Gray u Guillery (1963) HaGmromanu  ckomjieHHs  pubocoM
accoruupoBanHbIx ¢ IIIA B nenzaporuiasme, HO HE B ACHAPUTHBIX HIMMUKaX. B paboTtax koHIa
70-x Hayana 80-X T010B OBLIO MOKAa3aHO NMPUCYTCTBUE MOJIUPUOOCOM U B ACHJPUTHBIX MIUMUKAX
pasnmuunbix otaenoB IIHC (mamp.: Steward, Levy, 1982; Steward, 1983). IToaucompl IIUNTUKOB
0OBIYHO TpezcTaBiIeHbl HeOonbIMMH Kiactepamu u3 3-7 rpanyn (Chicurel, Harris, 1992). B
npolecce Pa3BUTHS KJIACTEPHI MOJIMCOM BCTPEUAIOTCS 3HAYUTEIBHO Yalle, YeM Y B3POCIHbIX
KUBOTHBIX; Ha 7-W TOCTHAaTaimbHBINH NeHb 60% IIWIMUKOB B OCHOBAaHHAX HMMEIOT ITOJIMCOMEI.
OpnHako Beies 3a 3THM YacTOTa acCOLMALUK IOJUPUOOCOM C HIMIUKAaMK yMeHbIIaeTcs. bouro
NOKa3aHO, 4YTO TIPH pEreHepaTWBHOM CHHAINTOreHe3e, mocie mepepe3ku 3ddepeHTos,
KOJINYECTBO IOJINCOM BOJIM3M JCHAPUTHBIX LIMMHUKOB yTpauBaercs (Steward, 1983). Steward u
Falk (1986) npeanonoxunu, 94To0 NOJUPUOOCOMBI SIBIISIFOTCS MapKEpOM pacTyIuX IMUNUKOB. C
ucnonszoBanueM 3D pexkoncTpykuuu Steward u Reeves noacuuranu, uyto ~25% munukos 3O B
OCHOBAHHUAX UMEIOT MOJIUCOMBI, KOTOPBIE CBA3aHbI C IUCTEepHAMHU DP MPOHUKAIOUIMMHU B LIUIHK.
B ocHOBaHMSAX HMIMNUKOB TpaHyJsIpHBIX KieTok 3® pacnomnaranock okoio 80% momupubocom
mmnukoB (Steward, 1988). Okono 60% ot Bcex mnoaupuOOCOM ACHIPUTHBIX CETMEHTOB
pacnojarajoch B OCHOBAaHWSX IIMIIMKOB, a NOJOBHHA M3 HUX CBs3aHa ¢ nucrepHamu OP. B
CTBOJIOBBIX CHHarcax pubocoMbl pacnojaratorcsi HenocpeactseHHo noxa IICY (Steward et al.,
1996 ). IlomydeHHble [JaHHbBIC CBHJICTEILCTBOBAJIM O  TOM,  YTO  ITOJMCOMBI
u nuctepHsl OP B ocHOBaHWMM  mMNUKOB, a Takke LA SBIAIOTCS KOMITOHEHTaMH

CHUCTEMBbl CHHTE3a WM MPOIIECCHMHTa OCJIKOB CBSI3aHHBIX ¢ paboroil cunamca (Steward, Reeves
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1988; cm. Tak ke Steward et al., 1997; Steward, Shuman, 2001). HegaBHo coTpynHHKamMu
naboparopun Harris Obio mokaszaHo, yTo B panHeid ¢aze JIBII mpoucxomuT TpaHciokanus
pubOCOM M3 MEHAPOIUIa3Mbl B IIWMUKUA, & KOJMYECTBO MIUMUKOB COJEPKAIIMX PUOOCOMBI
BO3pacrtaer Oosee ueM B 3 pasa (Ostroff et al., 2002). ABTOPBI CYUTAIOT, YTO HATHYHE PHOOCOM B
HIMMHUKaX MOXET CIY>KUTh MapKepOM aKTHUBHBIX CHHAIICOB/IIMIIMKOB YYacTBYIOIIUX B
noaaepxxanuu JIBII.

B mocnennue ronpl, mpojenaHa OrpoMHas padoTa MO BBIABICHUIO OTBETa OENOK
cunresupytomeid cucremsl (BCC) neHIpuTOB M MIMNMUKOB HAa CHHANTUYECKYIO aKTHUBAIIUIO, KaK
Ha YpOBHE TPAHCKPHUNIMK, TaK M HA YPOBHE PEryJSUU TpaHCsuu. [lo BpeMeHHbIM
xapaktepuctukam otBeta bCC muorme MPHK ortHocsat k MPHK renoB panHero orBeta
(Immediate Early Gene — IEG) (mamp.: Abraham et al., 1994; Steward et al., 1998; cM. Takxe
Josselyn et al., 2002; Cavallaro et al., 2002; Barco et al., 2005; Burke, Barnes, 2006 -
nrn1809.pdf). AxruBamus skcnpeccun IEG 3amyckaercs ¢ aktuBanmm CaMKIL Opgaum u3
cyocrpatoB CaMKII ¢ochopunmupyemsrx npu JIBII sBasiercs poacteennsiii pepment CaMKIV
(Kasahara et al., 2001; Kang et al., 2001). B toxe Bpems yenuuenue [Ca’ i B mo3ameit paze
JBII ysenuuupaet npoaykiuio tAMO 3a cuet anenunaruukiassl-1 (AC1) (Wang, Storm 2003)
M, COOTBETCTBEHHO, akTuBanmio PKA, perymupytomeit B cBow ouepenb akTUBHOCTH MAPK
(Huang et al., 2000). B sape neitpona CaMKII, CaMKIV, PKA u MAPK yuactBytor B
aktuBanuu NAM®-3aBucumoro ¢akropa uaunuanuu Tpanckpunimu JJHK (CAMP-responsive
element binding protein unun CREB) (Impey et al., 2004; Lonze, Ginty 2002; Bailey et al., 2004).
Cunraercs, yto CREB1 sBnsercs nepBUYHBIM TPAaHCKPUIIMOHHBIM (AKTOPOM B Kackajze
TEHHOM OKCIPECCHUM TNPUBOIAIIEH K JOJITOBPEMEHHBIM  CTPYKTYPHO-(QYHKIIMOHATHHBIM
u3MeHeHusM 3¢dexktuBHOCTH cuHarncoB (Alberini et al., 2005). Ha TpaHCreHHBIX MbIIIaX C
noctossHHO akTuBHBIM aHanoroM CREB (VP16-CREB) 0Obimo moka3aHo, 4To Jaxe ciadas
aktuBanus cuHarncoB B CAl cnocoOHa BEI3BIBATh W MOAJEpKuBaTh no3aHIow ¢azy JIBII. Pomb
KOHCTUTYTUBHO akTUBHOTO CREB cBsI3bpIBaeTCs € 3Kcrnpeccued ONpeneseHHbIX T'€HOB, B
yacTHOcTH reHoB npoauHoppuna, BDNF u CAM (Barco et al., 2005). Cuuraercs, 4to 3amyck
skcnpeccun IEG siBisieTcs qocTaTouHbIM Ui nojaepskanus nozaHen ¢assr JIBIT (Jones et al.,
2001; Bozon et al, 2003). Opmaum w©3  HauOoyiee  TOKa3aTeIbHBIX OTBETOB  Ha
JIOKAJIBHYIO CTUMYJSAIUI0 JOeHIApUTOB 3d sBIsSeTCSs CENEeKTHBHBIA W OBICTPBIA CHHTE3 H
HanpaBieHHblid TpaHcnopT Arc MPHK u3 combl HEWpOHOB B CTHUMYJIMpPOBAaHHBIE CETMEHTHI
nenaputoB (Steward et al., 1998; Palacios, Johnston 2001; Steward, Worley 2001). YBenuuenue

koHuentpanuu IEG MPHK ormeueno yxe crycts 15 mun nocine aktuBaiuu; konnenrpanus [EG
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MPHK nocturaer mopora B AeHApUTax B T€UeHUE 2-4 4acOB U 3aTEM CHIKAeTCs, K 8-12 yacam
BO3BpalIasCh K HCXOAHOMY YpoBHIO (Steward et al., 1998; Wallace et al., 1998).

HoctaBnsemass B neHaputHbele cermeHThl MPHK cymectByer B HeakTHBHOH (opme
(Huang et al., 2003), a nokayibHbII CUHTE3 Oelika 00ECIeUnBaeTCsl PErysIMed TPAHCIIALNY, KaK
Ha JTare WHUILMAIMK, TaK W 35oHTanuu. Poly-A mociaenoBarenbHOCT 3 -HETpaHCKPUOUPYyEeMOi
obmactu MPHK (3’UTR) HeoOxomuma s aktuBanuu Tpancusmuu (Wells et al., 2001).
Ucnonb3yst TpancreHHbIX KUBOTHBIX ¢ moameHor 3’UTR MPHK anms CaMKlIlo Miller ¢
COAaBTOpPaMH IOKa3ald HEOOXOAMMOCTh JIOKAaIbHOIO CHHTE3a 3TOro Oenka B ACHAPUTAX NS
HOpPMaJIbHOM paloThl CHHAICOB M moznepxkanus nozgHei ¢gassl [ABII (Miller et al., 2002; cm.
takoke Ouyang et al, 1999; Steward, 2002). CoBcemM HenaBHO, OBUIO ITOKA3aHO, YTO YKe Yepe3 5
MuH mocie wHAayknuu JIBII B nmengpurax Bo3pactraer kosmmuectBo Oenka eEF1A (dakxrtopa
AJIOHTAIMM) U COXpaHseTcs B TeueHue 3-x yacoB. [Ipu 3ToM BozneiicTBue OloKkaTopa CHHTE3a
Oenka aHM3OMHUIIMHA, OJIOKMpYIOIero JokanbHb cuHTe3 eEF1A, xynupyer u no3nHow hasy
JIBII, cHmkas BbI3BaHHBIE OTBETHI /10 YPOBHS CXOAHOro co cinaboit akrtuBauuei (Tsokas et al.,
2005; cm. takxe elF2A y Costa-Mattioli et al., 2005 u Klann, Dever, 2004).

[Tockonbky MeXOy IIMIHMKAMH W JIEHApUTAMU He Habmomaercs AuddepeHnnaIbHOro
pacnpenenenus MPHK u tpancnopra rpanyn cogepxamux MPHK npu aktuBauuu aeHIpuUTHBIX
CerMeHTOB, cumrtaercs, uro MPHK mpucyrcTByeT HEe TONBKO B ACHIPHUTAX, HO W B IIHAIHAKAX
(Kuhl, Skehel, 1998; Tiruchinapalli et al., 2003). Pa3znuuapiMM MeTOAaMHU TOKa3aHO, 4YTO
OeHaApuTHl U mumnuku conepxkat MPHK mist MmHOkecTBa OenkoB, Bkitouass koMrnoHeHTH! [ICY,
[UTOIJIA3MAaTUYECKHE, [UTOCKENEeTHbBIE © MeMOpaHHble O€lKkh, TOM 4YHciae U Oenku
ydacTBylompe B 3amycke u momiepkanuu JIBIL, ¢akTopsl peryisiiuuu TpaHCIAUUU |
nporeccuara oenka (Hamp.: Tiedge, Brosius, 1996; Martone et al., 1996; Gazzaley et al., 1997;
Gardiol et al., 1999; Tiruchinapalli et al., 2003; Raymond et al., 2000). Emie B pannux pabotax
OTMEUAJIOCh, YTO IIEPOXOBATHIN U TNagkuil DP mpencTaBieHbl Hepa3phIBHBIMU Pa3BETBICHHBIMU
muctepHamu (Hamp. Gray, Guillery, 1963; Spacek, 1970, fig.15, p.439 u Puc.3), HO BaxHO TO,
YTO KOMITOHEHTHI JIOKQJIbHOTO CHHTe3a OelKa, KOMIApTMEHTHI TpaHC-I ONBIKH CEeTH W
KOMIIOHEHThl CHCTEMbl PELUKIMHIAa CHHANTHYECKHX OEJIKOB CBSI3aHbl B EAUHYIO CUCTEMY,
pAacIoyIo’KEHHYI0 B OCHOBaHUAX cuHaricoB (Spacek, 1985b p.235; Spacek, Harris, 1997; Cooney
et al., 2002).

B  Hacrosmee BpeMs ~ 3HAYMTEIbHOE  BHUMAHUE  YJCNSETCS  HMCCIEJOBAHUIO
Herpancimpyembix MuUKpo-PHK B BCC nennputor (Martin, Kosik, 2002; Schratt et al., 2006).
HecMoTpss Ha 3HauMTenbHBIE YCHEXHW, MHOTHE JETald MEXaHHW3MOB YYacTBYIOIIUX B

CEJICKTHUBHOM JJOKa/JIM3alluid KOMIIOHCHTOB BCC ACHAPUTHBIX CCTMCHTOB MW IIHUIIMKOB HC
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packpeIThl. TeM He MeHee, HaKOIUICHO TOCTATOYHOE KOJIMYECTBO (PAKTOB IMOJITBEPIKIAIOLIUX
HAJIMYKE JIOKATBHOTO cuHTe3a Ociika. Ha usuuecku u onTuvecku W30JMPOBAaHHBIX JACHIPUTAX
OBLJIO MTOKA3aHO BCTparWBaHUeE mpeaiecTBeHHUKoB amuHOKucnot (Torre, Steward, 1992; 1996), u
cunte3 GFP OenxoB (Aakalu et al., 2001; Job, Eberwine, 2001a; Sutton et al., 2004).
HccnenoBanusiM — JIOKQJIbHOTO CHUHTE3a Oelika B JICHAPUTHBIX CETMEHTAaX ITOCBSIICHBI
cnenuanbabie 0030pbl (Schuman, 1999; Wells et al., 2000; Smith et al., 2001; Job, Eberwine,
2001b; Steward, Shuman, 2001; Jiang, Schuman, 2002; Steward, Schuman, 2003; Kelleher III et
al., 2004).

7. OYHKUHUY JeHIPUTHBIX IIHMTHKOB

«KakoBa ¢ynkius mmnukoB? Jlo cux mop y Hac He ObUIO aOCONIOTHO HHUKAKHX
npeanonoxenui» (Cajal, 1911, p.61). Pamon u Kaxan paccyxnan o ToM, 4TO IIUIHKA MOTIIH ObI
NPEACTaBIATh HEKOE TMOJ00ME KOPHEBBIX BOJIOCKOB PACTEHHMH, CIIOCOOCTBYIOIIMX MUTAHUIO
JCHIIPUTOB, a €CJM Obl IIWMUKK aKKyMYJIUPOBAIN 3JCKTPUYECKUE CHUTHAJBI, TO YBEIHUCHHE
Yyciia NIMIAKOB YBEIMYMBAJIO OBl PEICNITHBHYIO MOBEPXHOCTh JCHIpPHUTA, oOecrieunBas Ooliee
IJIOTHOE B3aUMOJICMCTBUE JACHAPUTOB C akcoHaMu (Tam sxe). C Tex mop KiIdeBas pojb
HIMTTIKOB 00CYKIIAeTCS B paMKax IepeIadll CHHANTUYECKUX CUTHAIOB. JIeHAPUTHBIM IIUITUKAM
IPUMHACHIBANIOCH Oosiee 20 pa3nuaHbIX GYHKIUH. DTH MPEANOI0KEHUS U TEOPUH CTPOUIHCH
Ha OCHOBE MOP(OJIOTHYECKUX U OMO(DU3UIECKUX UCCIEAOBAaHUMN, MATEMAaTUUECKUX MOJIETIEH,
JAHHBIX SJEKTPOPU3UOIOTHH, OMOXUMUU WIM MPWKU3HEHHBIX HAOIIOEHUN MPU MOMOIIH

nazepHoi Mukpockonuu (st 003 cMm. Shepherd, 1996).

7.1. Monenu nacCMBHOM M AKTUBHOI MeMOpPaHbI IUNUKOB

JleHIpUTHBIE MIMITUKU CTOJIb Malbl U CTOJb UHTETPUPOBAHBI B HEHPOIWIIb, YTO MPSMOE
AMEKTPO(YUZNOTIOrUIECKOE H3YUCHHE JICKTPHYSCKUX CBOMCTB MX MeMOpaH IN Situ mpakTHYecKu
HEBO3MOXXHO. [IepBbie TeOpEeTHUECKIE MOICIN TIPE/IIOJIaraiy MaCCHBHOCTh TTOCTCUHATITHYECKOM
MeMOpaHbl. Oco00e 3HaYCHUE YACISIIOCh TOJIIIUHE W JUTMHE HOXKKHU IIUIMKA U HAJTMYHIO B HEH
muctepH OP u IIIA, yto B menmom cBommiock k ocnabnenuto BIICIT (mamp.: Wilson, 1984).
Cuutanoch, 49T0 3(PQPEKTUBHOCTh CHHAIICOB PACIOJOXKEHHBIX Ha IIHUIHAKAX COOTBETCTBYET
3 PEKTHBHOCTH CTBOJIOBBIX CHHAIICOB WM aaxe MeHblre. K cepennne 80-x pa3pabareiBaroTCs
TaK)Ke Pa3IUYHBIC MOJCIU C YYETOM aKTUBHOCTH MEMOpaHbI IMIMKA. B 3THX paboTax OBLIO
MOKa3aHO, YTO HIMIIUKA MOTYT HE MPOCTO SIBJIATHCS KOMIAPTMEHTAMHU BBICOKOM [Ca2+]i, HO U
CIIyXHUTh yCcWiHTeNnssMU cuHamTtudeckoro orBera (Miller et al., 1985; Perkel, Perkel, 1985;
Shepherd et al., 1985). Dro mnpeamonarano, 4ro B MeMOpaHEe WIWIUKA MPHUCYTCTBYIOT

NMOTCHIUAI3aBUCUMBIC KaHaJIbl; 110 AOCTHXKCHHUH IIOpOora aKTHUBALlMKM OHH OTKPBIBAKOTCA H
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ycunuBatot BIICII. Pacnpoctpanenue IIJI Mexay cocemHMMH IIMIUKAMUA B JAUCTAJIbHBIX
CerMEeHTax JAEHAPUTOB 00Cykaanock U B Apyrux padorax (Kelso et al., 1986; Segev, Rall, 1988;
Zador et al., 1990; Baer, Rinzel, 1991; Rose, Call, 1992; De Schutter, Bower, 1994a-c; Rapp et
al., 1996). Kak B MozmenpHBIX pacyerax, Tak M pacuerax Ha 0aze 3D pekoHCTpyKmui OBLIO
MOKAa3aHO, YTO TOHKAasi HOKKA IIUIMKA HE MPEMATCTBYET paclpOCTPAHEHHUIO 3apsiia K JEeHAPUTY,
HO OorpaHHunBacT AM(QY3NI0 AKTHBHPOBAHHBIX MoneKyl, Ca’’, BTODHUYHBIX MECCCHKEPOB B
cocennne mmmuku (Wickens, 1988; Harris, Stevens, 1989; Zador et al., 1990; Koch, Zador,
1993; Svoboda et al., 1996; Sabatini et al., 2002). Pa3paboTka TeXHHKU KOH(OKAILHOI
MHUKPOCKOTIMM ¥ TOTCHIIMAI3aBUCUMBIX HHAMKATOPOB TII03BOJIMJIA TPOBOJIUTH H3MEPEHUS
quHaMAKY HoHOB Ca’’ B JEHAPHTAX M IIMMHKAX; OBUIO MOMYYEHO HATISIHOE MOATBEPIKICHHE
panee mpenmnonarasiueiica (Hamp.: Fitkova et al., 1983; Malenka et al., 1988) ponu munukoB B
KOMITAPTMEHTAIU3ALUH Ca*’ npu aktuBanuu cuHarncoB (Muller, Connor, 1991; Guthrie et al.,
1991). Taxxke ObUIO NOKa3aHO, YTO HOXKKM LIMIHKOB pPA3JIMYHBIX THUIIOB HE SBISIFOTCS
abcomoTHBIM  OapsepoM st muddysun  Ca’’, Ho Bbicokme KoHmeHtparmm Ca’’
orpaHnuuBaoTca TonoBkamu munukoB (Guthrie et al.,, 1991). Ha ceromnamuuii neHb
CIIOKHIIOCh MHEHHE, YTO IIMMHKU SIBJISIOTCS KIIOUEBBIMH CIUHUIIAMH HHTETPUPYIONTUMHI
Bxomsamue curHainel (Zador et al., 1990) m ocHOBHas wWx QYHKOUSA 3aKIO9acTcs B
KOMIIAPTMEHTAIH3AIMH BBICOKHX, TOKCHYHbIX i knerkn [Ca’’]i (Yuste, Denk, 1995).
CoxpaHsieTcsi TEHIEHIUS CUMUTaTh, YTO TUCTAIBHBIM JIEHAPUTAM NpUCYIIU Kambiuenbie [1]]
(Stuart et al., 1999). Ho HHTepecHO, 4TO KOMIapTMEeHTAIM3amus BeIcoknx [Ca’ ]i B CTBONOBBIX
CUHANCaX WHTEPHEUPOHOB peryJmpyercs crenupudeckoi opranusanuedr OP, HO He
MIPOCTPAHCTBEHHON KOMIapTMEHTAIM3AIMEN Kak 3To HaOmoaaeTcs B munukax (Goldberg et al.,
2003a; 2003b). CrenoBaTenpHO, y IIMIOUKOB MOTYT ObITh M HHbIe (yHKIMH. [lo MHEHuio
Goldberg et al. mmnuku obecrieynBaeT KOMIapTMEHTANIM3aLUI0 Oojiee MeieHHbIXx, NMDAR-
3aBHCHUMBIX TOKOB Ca2+, B oramune or AMPAR-3aBucuMbix TokoB Na'. HemaBHo ¢
UCIOJIb30BaHUEM MOTEHIINAI3aBUCUMBIX HHIUKATOPOB OJIOKATOPOB PA3IMYHBIX TPOBOAMMOCTEMN
OBLIIO HANIPSIMYIO MOKA3aHO, YTO HOXKKH IIMIHUKOB HE sABIstoTca 6apbepom 1t [1J] (Nuriya et al.,
2006), mpu 3TOM aBTOPHI IIPEANIONATAIOT HANMYHME ITOTEHIMa] 3aBUCHMBIX Na' KaHaloB B
MeMOpaHe MIMMUKOB. 3a MOocJeHee ACCATHICTHE TOUYKA 3PEHHs Ha «ITaCCUBHOCTBY» MEMOpaHBI
IIMITHKA 3HAYUTEIbHO M3MeHmnach (mas 003. Johnston et al., 1996; Georgiev, 2004; Tsay,

Yuste, 2004; Migliore, Shepherd, 2002, 2005).
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7.2. ®opma ¥ GyHKUIHMM LIUNHKOB

B mnane cTaOWIBHOCTH CTPYKTYpPBI IIUMTUKOB/CHHATICOB TOMHHHUPYET JABE TOUYKH 3PCHUS
Ha uX QYHKIUH; TepBas OE30THOCHTENbHA IWHAMHYECKUM H3MeHeHHsM ¢opMbl. C OmHOMN
CTOPOHBI IUIHNKH SBIISIOTCS 00JIACTBIO TJIE TIPOUCXOAST MPOIECCHI CBA3aHHBIC M KOJICOaHUIMHU
KOHIIEHTpalUid Ca’, W COOTBETCTBEHHO, OONACTBIO B KOTOPOH 3aIlyCKaloTCsl IPOILIECCHI
CUHANTHYECKON TIJIACTUYHOCTH, TMPUBOMAAIINE K JOJITOBPEMEHHBIM HW3MEHEHUSM «CUJIBD»
CHHAIICOB, B IUIAHE mOTeHIMamaBucuMoii Ca”’ MpOBOIMMOCTH (IETEKTOpa COBIAACHHS
CUTHAJIOB) COIPSDKCHHOM ¢ JIByHANpaBlieHHOW TutacTHIHOCTRIO ([IBIT//I/1) mmnuku BeICTYHAIOT
B KAa4eCTBE BBICOKOYACTOTHOTO (uimbTpa. OOmamas >IE€KTPOTCHHOW MeMOpaHO#, IIMITHKA
SBIISIOTCA «TOPSIYMMHU 30HAMU», MOAOOHO TepexBaTaM PauBbe akcoHOB reHepupyroT I1J] u
crnocoOHbl pabotars kak ycwiurenu BIICIL. TlockonabKy IEHAPUT MOJIyYaeT MHOXKECTBO
CUHANTHYECKUX BXOJIOB, TO B IUIaHE JACHIPUTHON HWHTETpPAIlMM CUHANTHYCCKUX CUTHAJIOB
NIMITAKYA SBIISTFIOTCS yYacTHHKaMH Hu3kodactoTHou ¢ubrparuu BIICIT (mis 063. cm. Tsay,
Yuste, 2004). Eme B nmepBbIx MOAENISIX (C MACCHBHOM MEMOpaHOW IIMITMKOB) OTMEYAIOCh, YTO
dbopMa MUNUKOB MOXKET CHIBHO BIUATh HAa UX (PyHKIMOHaNbHBIE cBoiicTBa. [loaTomy BTOpas
TOYKA 3pEHUS OCHOBBIBAETCSI HA TOM, UTO 3a CUET M3MEHECHHs (DOPMBI ITUTTUKOB, U3MEHSFOTCS U
ux onekrpuueckue cBoiictBa (Holcman, Schuss, 2005; Hayashi, Majewska, 2005).
[ToaBmxHOCTh mMNMHUKOB Tpeanonaranach U padee (IlItapk, 1970; Chang, Greenough, 1984;
Woolley et al., 1990; Popov et al., 1992a; 1992b). Onnako ObicTpoe H3MeHEHUE (OPMbI
IINIUKOB BIiepBbie mpenmnonoxkun Kpuk. Kpuk 3amancs BompocoMm, €clid CyIIECTBYET
yhpaBisieMoe HW3MEHeHHe (OPMBI TONOBKA M HOXKH IIMIHAKA, TO Kak 3TO YIpaBICHHE
ocymiecTBisgeTcs Ha MoJiekyJisipaoM ypoBHe (Crick, 1982). Tlpemnaramocs MHOKECTBO Moiemei
munamukn Ca’' B NeHIpUTHBIX mmmnukax (Hamp.: Zador et al.,, 1990; Koch, Zador 1993;
Volfovsky et al., 1999; Majewska et al., 2000a; 2000b u np.), ograko ¢ mosunuu Kpuka
muaamnka Ca®’ HMKOTa He paccMaTpHBanach 10 HEJABHETrO BpeMeHH. HelaBHO B KyJbType
THIITIOKAMIIATBHBIX HefipoHOB 6bu10 mokasauo (Korkotian, Segal, 2001), uto Bxox Ca’’ B mmmmx
OPUBOTUT K OBICTpOMY (I€CSThIe AOMH CEKYHIbl) COKPAIICHUIO JUIMHBI LIUMHKA, KOTOPOE
CBSI3aHO C IoJauMepu3anuen aktuta. [Iporokomnsl crumysanuu, 3amyckatomue JABII, mpuBoasT k
YBEIIMYCHUIO MOJIMMEPU3allu akTuHa AeHapuTHBIX mmnukoB (Fukazawa et al., 2003; Okamoto
et al., 2004) u kK 3HAUUTEITLHOMY YBEJIMYCHHUIO BHEITHETO JUaMeTpa ux rojoBok (Matsuzaki et
al., 2004). HaoGopot, mpu JIJI HabmiogaeTcsi yMEHbIIEHHE pPa3MEpPOB TOJIOBOK IMTUITUKOB
(Okamoto et al., 2004; Zhou et al., 2004) u naxxe ucueznoBenue mmnukoB (Nagerl et al., 2004).
CBeToBasi MUKPOCKOITHUS HE TIO3BOJISIET OIICHUTH PEANbHYI0 MOP(OJIOTHIO IIUITNKA, BKIIOYAs €ro

00beM, IIIOIIAIb IOBEPXHOCTH, TONIIHUHY U JTMHY HOXKH. OmHako Noguchi et al. cuurarot, 9to
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€CIIM pa3Mep TOJIOBKH OTPULIATEIIBHO KOPPEIHUPYET C [Ca®"]i ronoBky u monoxurensro ¢ [Ca”'Ji
nenapuTa, To B miase xuddysun Ca’ U3 MMMKa B JEHIPHT C yBETHYCHACM TOIOBKH IINITHKA
OyJeT yBeTMYMBATHCA U MPOBOAMMOCTR/TonmrHa HOXKH (Noguchi et al., 2005). B nocnennux
paboTtax SMOHCKHX Koiuter moj pykoBoactBoM Kasai (Kasai et al., 2003) pasBuBaeTcs ujaes
TOT0, YTO TOHKHE IIUIUKHA OTBEYAIOT 3a MPOILIECCHl MOTEHIIMALMH, TOTa KaK OONbIINE IUITUKA
MOTYT TPEACTaBIATh (PU3UUYECKYIO OCHOBY MAJISl JOJTOBPEMEHHOM MaMATH, B MOTCHIMAIIMA HE
yuacTBys. [Ipuduem B kadecTBe MeXaHH3Ma MPEAOTBPAILAONIETO «IIOBTOPHYIO» MOTECHIUAIUIO
CUHAIICOB Ha OOJBIIMX IIUIUKAX TPEIaracTcsl CHIDKEHUE [Ca®']i 3a cuer Gomee OBICTpOI
maddysun Ca®" w3 mmnmka gepes mupokyio HOXKy (Matsuzaki et al., 2004; Noguchi et al.,
2005). Takas To4yka 3pEeHHs HA MEXaHU3MBI PETYJIAINUU Ca’ B mmmmkax sBISETCS
peMHUHHCLeHIIMeH «maccuBHOro» mmnuka (Noguchi et al., 2005) wu abcomoTHO
IPOTHUBOIOJIOXKHA pe3ysbraTaM Jadoparopuu Muller (1 He TOJIBKO), B KOTOPBIX CUUTACTCS, YTO
UMEHHO KpYITHbIC CHHAICHI/IIUIHAKH SBIISIOTCSI HEMOCPEICTBEHHBIMA MUIICHSIMH ITOTECHITHAIINN
(Buchs, Muller, 1996; Toni et al., 1999). CymecTByeT ¥ HECKOJIbKO OTJIMYHBINA B3TJIAIL.
Ha6monas Herpsmyio ¢myopectienmmio Ca®™ B munukax mocie ero ¢orommsa Korkotian et al.
NOKa3ald, YTO CHIYy KOMMYHHMKAIIMM MEXAy IIUIOUKOM U JEHIPUTOM HOXKa IIHIHUKA
KOHTPOJIMPYET, HO HE CTOJBKO 3a CYET O00beMa ee IHMTOIUIa3Mbl, CKOJBKO 3a CYET UIMHBI U
HAJIMYMs MEXaHH3MOB aKTHBHOrO yxaneHmsi Ca’” u3 oroii obmactu (Korkotian et al., 2004a;
2004b). B pabortax Korkotian u Segal mpeamonaranock nBa MexaHHM3Ma H3OJSIMH BBICOKOM
[Ca®"]i oT meHmpuTa, 3a CueT Y/UIMHEHHS HOXKKM ¥ 3a CueT yBenmueHus umcia momn Ca’'
Teoperuueckue pacuerst Holchman mokaszanu, uto 1o6aBneHne B MeMOpaHy HOKKH OJTHOM/IBYX
MTOMII MOKET C/IBUTaTh OajaHC B CTOPOHY KOMIAPTMEHTAIU3AI[UN BEICOKOM [Ca®"]i. Taxas Touxa
3peHus cornacyetcs ¢ qaHHbIMU Goldberg et al. Ha cTBOJIOBBIX CHHATCaX WHTEPHEUPOHOB (CM.
Boime). Hoxke WIMIMKA B TOM Ciydae OTBOAMTCS POIb axmueHozo (umbTpa HoHOB Ca’'
TG PyHANPYIONMX B AeHApoIIIa3My (cM. Takoke Sabatini et al., 2002; Araya et al., 2006).
Huddy3us yepes HOXKKY IIUIHUKA MOXET KOHTPOJIUPOBATHCS HE  TOJIBKO
dopmoit/mogsuxkHocThi0O (Holcman et al., 2004), HO W ypoBHEM aKTHBHOCTH CHHAICa,
MeMOpaHbl MIMIUKAa U AeHApuTa. B mnane nuddy3uu akTUBUPOBAHHBIX MOJEKYJT U OCIIKOB
uHTepecHa pabora Bloodgood m Sabatini (2005). CoBmemiast (hayopeclieHTHBIE METOIbI U
3JIEKTPOPU3HOIIOTHIO, aBTOPHI ToKazanmu, uto st mosiekynl GFP-Genka PAGFP (28kDa) u
MoJekya 3enenoro ¢guyopopopa HPTS (500Da, Ha ocHOBe nupaHKHA, CXOJHOTO MO pa3MepaM ¢
BTOPHYHBIM MecCeH:KepoM HAM®) HOXKa IIMNHKA SBISETCS AUHAMUYHBIM JIU(P(GY3UOHHBIM
OGapbepoM. B cpeqHeM y MIMMUKOB CONMPOTHBICHUE HOXKKUA HEBETUKO U cocTarisieT ~4-50 MOwm

(Svoboda et al., 1996). Bloodgood u Sabatini oOHapyXwWiH, 4TO y HEKOTOPHIX IIHUITUKOB
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TG Py3HOHHOE CONPSHKEHHE C JCHIPUTOM IMPAKTHYECKH OTCYTCTBYET, HO 4epe3 KaKOe-TO
BpeMsI MOXET 00paTUMO H3MEHSThCA. T.0. nuddy3uoHHBIH Oapbep, 00pa3yeMblii HOKKON
[IMIHKA, HE CTaTH4YeH, HO MuHaMu4eH. C UCIoJIb30BaHUEM OJIOKaIbl PEIENITOPOB M KaHAIOB
ObUIO TIOKa3aHO, YTO CONPOTHBICHWE HOXKH PE3KO BO3pacTaeT Mpu MOHMKEHUU
criontanHoil "TAMK-spruyeckoii akTUBHOCTH, Torja kak Onokaga AMPAR, NMDAR wu
MOTEHIMAN3aBUCUMBIX Na' KaHaloB Jumb cnabo nossimaer auddysuo. DGhexT 61oKkaam!
mupQy3u HE MPUIIUCBIBACTCS HUCKIIOUUTENbHO TopMokeHuto ["AMK-spruueckoii
Tpancmuccun. CriapeHHBIN, HO HE Pa3JeNIbHbBIN, MPOTOKOJ CTUMYJISIHH ((HOTONMU3 TiTyTamaTa
u antuapomubii [1J1) orpanmumBan muddysuto xkak PAGFP, tak u HPTS u3 romoBku
munuka. T.0. AakTUBHOE oOrpaHudeHue AuPQPy3uud BTOPUYHBIX MECCEH)XEPOB H
aKTUBHPOBAHHBIX OEJIKOB MEXJIy TOJIOBKOM INUNMKAa M ACHAPUTOM IMpU JIOCTATOYHOU
aKTUBAIMM CHHAIICA MOXET CIY)XUTh OCOOBIM (DaKTOpOM B PETyJSALUUN CHHANTUYECKON
wiactuuHocTu. Ilepemenienue O€IKOB MOXET HAaXOOUTHCA IOJA KOHTPOJIEM MOTOPHBIX
0enkoB, HO mapameTpbl nuddy3nn ManeHpkux moJjiekyn HPTS B aTux skcnepuMeHTax He
OTIIUYAIIUCH OT TAKOBBIX Y O€JIKOB. ABTOPHI CYUTAIOT, YTO CKOPOCTh AU Py3uu MoJIeKyn u3
TOJIOBKM B JEHAPUT OIpenensieTcsi HU OOBEMOM TOJOBKM, HU JJIUHOW HOXKH, HHU
ko3¢ punmeHToM 1udPy3un MOJIEKYIIbI, HO JHUIIb IJIOMAbI0 TONEPEYHOTO CEUEHUS! HOXKKH,
KOTOpasi HaXOJUTCS MOJ KOHTPOJIEM AaKTUBHOCTH IIMIHUKA W JEHAPUTA; MPHU aKTHUBALUU
COIIPOTHUBIICHUE HOXXKH MOXET Bo3pactaTh 10 1I'Om. B kauecTBe mMexaHH3Ma peryisuuu
auddy3un aBTOpBI MPEANOoIaraloT ObICTPOE CXKATHE HOXKKU B IMOMEPEYHOM CEYEHUH, UYTO

BIIOJIHE coryacyeTcs ¢ pesyibratamu Korkotian u Segal (2001).

8. Mopdosioruyeckne HU3MeHEHMS  CHHANCOB MNpPH  /I0JTOBpPeMeHHOM
NMOTeHMAIUH

Mopdomnoruueckne U3MEHEHHs] CHHAIICOB, OTpayKarolne u3MeHeHus 3¢ (HeKTUBHOCTH
cuHanTrndeckon nepenaun npu JIBII, uzygarorcs yxe 6omee 30 net (Hamp.: van Harreveld,
Fifkova, 1975). OnHako 10 cuX MOp COOTBETCTBYIOMIASI PO KOMIIOHEHTOB CHHAIITUYECKOTO
KOMIUIEKCa B IMpoleccax HEMPOHAIBHON MIACTUYHOCTU U OCOOEHHO B OOYYEHHMH U MaAMSTH
He BbisicHeHa (Lynch, 2004), a Tema B3aMMOOTHOUIEHHH MeXAy MOP(}OIOrHUEeCKUMHU
U3MEHEHUSMH M CHUHANTUYECKOM IUIACTUYHOCTBIO OCTA€TCcs MPEAMETOM JTUCKYCCHIA.
OcHoBHas uzest 3TUX UCCIEIOBAaHUI 3aKIIFOYAETCs B TOM, YTO KPaTKOBPEMEHHBIE H3MEHEHMSI
3¢ (HEeKTUBHOCTH CHHANTUYECKOW Tepenayn (MUHYTBI) ONPEACNSAIOTCS W3MEHEHUSMU Ha

MOJIEKYJIIDHOM ypOBHE, a JIOJTOBPEMEHHBIE CBS3aHBl C W3MEHEHHSIMH MOP(HOIOTHH
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CUHAIICOB W TEepecTporKoW HeWpoHabHBIX cBszeil (Bailey, Kandel, 1993; Moser, 1999;
Bailey et al., 2000; Harris et al., 2003; Levi, 2004; Segal, 2005). B 6onpmmaCcTBE padboT
Kacaromuxcsi Mopdo-QpyHKIIHMOHATBHBIX HW3MEHEeHH cuHancoB mnpu JIBII BHUManue
yAENSETCS MOCTCUHANTHYECKOW o0sactu, a 0ojee KOHKPETHO — JECHAPUTHBIM IIMITHKAM
(Segal, 2005; Thompson et al., 2005). Mopdonoruueckux padoT KacarolIUXCs U3MEHEHHH
npecuHanTudeckux OyToHOB B mporecce JIBII nHe mHOro. B ocHoBHOM 3TO paboThI
CBSI3aHHBIE C U3MEPEHUSMHU JMHAMUKU IYJOB TPECHHANTHYECKUX BE3UKYJ, OOBeMa
MPECHHANTHYECKUX OYyTOHOB, TIOMAJAN AKTUBHOW 30HBI W CTPYKTYPBI MPECHHANTUYCCKON
cetu. CBeneHUs O CTPYKTYpPHO-(YHKIMOHAIBHBIX HM3MEHEHHUSX  aCTPOINIMAIBLHOTO
mukpoaomena (Bushong et al., 2002) npu IBII orcyTcTBYIOT. DTOMY €CTh OOBEKTHUBHBIC
IPUYUHBI — METOJOJIOTUYECKAsl CII0)KHOCTh MOP(POMETPUHN KaK TaKOBOM, U B OCOOEHHOCTH
MopdoMeTpur Ha CcepHiHBIX cpe3ax U 3D pekoHCTpyKuuu €n passant OyToHOB u
THTAaHTCKOTO 00BbeMa 3aHMMAaeMOT0 AacTpPOLUTOM, a TaKXke CIOKHOCTh B ONpeAeleHUH
KPUTEPHUEB OICHKHM OOBEMHBIX XapPAKTEPUCTHK OOBEKTOB, KaK ITO OTMEYAIIOCh W paHHEE
(mamp. Fitkova, van Harreveld, 1977, p.214, 216). B nmogaBmnsirorieM OOJBIIMHCTBE padoOT
OCHOBHOE BHMMAaHHE YJICJICHO U3YUYEHUIO CUHAINCOB B paHHel ¢aze JIBII (0T mepBbIX MUHYT
710 2-X 4). X0Ts 10 Mop(dooruueckum u3meHeHussM cuHarcos npu J[BII HakomieHo Hemaio
JAHHBIX, MHOTHE U3 HUX MPOTUBOpEUUBHI (s 003. cM. Yuste, Bonhoeffer, 2001; Thompson
et al., 2005), a HekoTOopble pe3yJbTaThl PabOT MOJIY4YEHHbIE HA OIMHOYHBIX Cpe3ax C
WCIIOJIb30BAHNEM CTEPEOJIOTUYECKUX PACUETOB IMOAYAC HE TMOJIAOTCS WHTEPIPETAITIH.
HecornacoBaHHOCTh pe3yJIbTaTOB C OJHOW CTOPOHBI MOXET OBITH CIIEJICTBUEM OTCYTCTBHUSA
YCTOWYMBBIX MOP(OJIOTUYECKUX U3MEHEeHU B paHHel ¢aze [(BII, Ho mpu 3TOM pe3ynbTarhl
NOJlyYeHHbIE HA CEpUHHBIX Cpe3ax C HCMoib3oBaHMEM 3D pEeKOHCTPYKIMHM CHHAICOB
cXOAHbl. J[pyruMu orpaHMYMBAIOIIMMH MUHTEPHPETALUIO (PAKTOpaMU SBJISIOTCS PE3yJIbTAThI
MIOJIy4YEHHBIE C UCIOJb30BAaHUEM CBETOBOM MHUKPOCKONMHM WM KYJIBTHBHPOBAHUS HEHPOHOB,
0os1ee TOro HEHPOHOB C PA3TMYHBIX OHTOTEHETHUECKHUX CcTaauid. MlccienoBaHUAM CTPYKTYPHI
cuHaricoB B mo3aHed (aze JIBII mocsimens! mmmbs exumandHble padoTel (Fifkova, van
Harreveld, 1977; Chang, Greenough, 1984; Momkos, I[lerpoBckas, 1983; Weeks et al., 1999;
Stewart et al., 2000; Geinisman, 2000). VYOemuTenbHble JaHHbIE 00 W3MEHEHUSIX
yIBTPACTPYKTYpbl cuHANcoB B no3aHel ¢aze J[BII oTcyTcTBYIOT, XOTS M mpeanosiaraercs,
YTO UMEHHO B 3TOT NEPHO/Jl, CBA3AHHBIN AKTHBALIMENW SKCIPECCUU I'€HOB U C MOBBIIIEHHBIM
CHUHTE30M OelKka, CTPYKTYpHble W3MEHEHHs Haubosiee BeposTHbI (Stewart et al., 2000;

Luscher et al., 2000).
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8.1. U3MeHeHUs1 KOJIMYECTBA IIMIMHUKOB M CHHAIICOB

Cuuraercs, uro Ha panneit craauu JIBII (1o 1-2 4) B cuHamncax nephopupyromero
MyTH MOXKHO HaO00aTh U3MEHEHHUS! (POPMBI KOMIIOHEHTOB CHMHAIICOB, HEXXEIU M3MEHEHHE
konuyectBa cuHarcoB (Desmond, Levy, 1986a; 1988a; Buchs, Muller, 1996). [lpyrue
JIAHHBIC MMOKAa3bIBAIOT, YTO B Te4eHHe nepBbix 10-15 mun mocne renepanuu JIBII in vivo B
CA1l Ha TpeThb yBENMUYMBAETCS KOJUYECTBO CTBOJOBBIX cuHamcoB (Lee et al., 1980).
Pesynbratel ¢uyopecieHTHOW MHKPOCKONHMU TOKAa3bIBAIOT, YTO JAJS OOpa30BaHHsS HOBBIX
mmnukoB mocine naayknun [IBIT B kynasType Tpebyercs He menee 20 mun (Maletic-Savatic
et al., 1999; Grutzendler et al., 2002). [To npyrum nanaeiM Tpedyercs He MeHee 30 MUH IS
nposieiieHus: cuHanrtoreHeza (Kirov et al., 2004). Engert u Bonhoeffer (1999)
ctumyaupoBanu kojutarepanu Illadpdepa B KynbType cpe30B THMONOKamma B Cpele C
Beicokoii [Cd*']. B pesyibraTe NOKaNmM30BaHHOH cCynepdy3HH OTHENBHBIX CETMEHTOB
neHaputHoro nepeBa nupamua CAl  pacTBOpOM €O CTaHAAPTHOW 3KCTPAKIETOYHOU
KoHIeHTpanuerd noHos JIBII mposBisiiace TOABKO B ATOW JOKAIBHON oOjacTu HelipoHa. B
OTIIMYHME OT JAPYTUX obnacTel B cymepdy3upyeMOM ydacTKe HaOIIOMAncs POCT HOBBIX
IIMOUKOB, ciycTs 30 MHMH MOCI€ CTUMYJISILUHU, U IIHUINHKA COXPAHJIMCh BIUIOTH 10 12 4.
Trommald et al. (1996) oOHapyXuiaM yBEIWYEHHE YHUCIA DPA3BETBICHHBIX IIMITUKOB.
Andersen u Soleng (1998) Ha cBeToMukpockonuueckoM ypoBHe ciycts 30-40 MuH mocie
3amycka JIBIl HaGmromamu yBenuwvenue umcna munukoB Ha 30-40%. OmHako OT 3THX
PE3yJIbTaTOB OTIMYAIOTCS PE3YNIBTATHI MOTYYEHHBIE C MCIONIb30BaHUEM 3D pexoHCTpYKIit
cuHanicoB. Crmycrss 1 9 mocnme xumuueckoro 3amycka JIBIT in vitro Stewart et al. ne
HAOIOJaI HU W3MEHEHUSl YMCjia NIMIUKOB, HU COOTHOIIEHUN ux TUmoB (Stewart et al.,
2005). Sora u Harris u3yuyanu cunancel B CAl runnokamMnajibHbIX CIaiiCOB CIIyCTs 2 4 MOCie
reneparuu JIBIT in vitro u Takke He OOHAPYKWIU JOCTOBEPHOTO YBEIUYCHHS YHCIIA
cuHAarcoB Bcex karteropuid (Sora, Harris, 1998). KonruecTBO pa3BeTBICHHBIX IUAMUKOB MIPH
JABII yMeHbpmanocb mOYTH TPOEKPATHO, HO BCIEACTBUE WX MAJIOYUCICHHOCTH HE
noctoBepHO (Sora, Harris, 1998). Hosokawa et al. (1995) taxxe He HaOMI01a1 YBEITUICHUS
YHClia IIUIUKOB CIYCTs 3 4 mociie XumMuuecku Bbi3BaHHOU [IBII, HO oTMewanu yanuHeHue
MaJICHbKUX LIUITHKOB.

Cnycrts 8 yacoB nocie redeparuu JIBIT in vitro B CA1 Ha01r01a710Ch TOBBIIIEHHOE
KOJIMYECTBO CTBOJIOBBIX M NEHBKOBEIX cuHarcoB (Chang, Greenough, 1984). Crycts 24 gaca
nociie Teranm3anuu Weeks et al. (1999) He oOHapyXHIIM TOCTOBEPHOTO YBEIIMYEHUS OOIIETO

KOJIMYECTBA CHHAIICOB, OJJHAKO B OoJiee paHHel paboTe B aToM xe daze [IBII atu xe aBTOpHI
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cOO0Iany, 4YTO KOJHMYECTBO CHHAIICOB TOJOXKUTEIBHO KOPPEIUPYeT C YPOBHEM
noreniuanuu (Weeks et al., 1998). Stewart et al. crrycts 24 1 nocne 3amycka JIBIT in vivo
HaOIroaM yBEIMYEeHHE Yucia cuHarcoB outu Ha 50% (Stewart et al., 2000; Mezey et al.,
2004). Ha oxpamennsix nmo Golgi neitponax Rusakov et al. (1997) naobopor Habmoganu
3HAUUTENIbHOE YMEHBIIICHHE KOJUYECTBA IIUIHUKOB B ATOT ke mepuoia. JlocroBepHOTo
YBEIIMYEHUSI YUCIa aKCO-ACHAPUTHBIX cuHarcoB B 3@ croycts 13 aneit noxnepxkanus JIBII
oOHapyxeHo He 0b110 (Geinisman, 2000). BoIbIIMHCTBO 3TUX BO MHOTOM ITPOTHBOPEUNBBIX
JAHHBIX TOTYYEHO C MCIIOH30BAHMEM CBETOMUKPOCKOTIHMYECKUX METOJOB C OTPAaHHYCHHBIM

PaspCICHUEM NI C UCITIOJIb30BAHHUEM CTCPCOJIOrNICCKUX METOOOB aHalln3a.

8.2. U3MeHeHUs1 pa3MepoB IUNUKOB

Jlpyrum  TpUBIEKaTeNbHBIM  MEXaHM3MOM  yBenudeHus  dpdekTuBHOCTH
CHHANTUYECKOH Mepeiayn IMoJIaraeTcsl yBEeJIHMUEHHE pa3MEepOB CHHAIICOB WJIM JEHIPHUTHBIX
munukoB (Yuste, Bonhoeffer, 2001; Harris et al., 2003). Cumraercs, 94To B OCHOBE
YBEJIMUCHHUST Pa3MEPOB HIMIHUKOB JIGKHUT /1Ba MexaHW3Ma. [IepBrlii CBSA3aH C yBEIMYECHUEM
IPOHMLIAEMOCTH MeMOpaHbl IIMNUKA ;s Na' BCieJCTBHE aKTUBALMU (OCMOTHYECKHIA),
TOrJa Kak BTOPOM M Oosiee MpOAOKUTENbHBIA CBSI3aH C aKTUBAMEW OMOCHMHTETUYECKUX
nporueccoB (Fifkova, van Harreveld, 1977). [lpu akTiBanuu cHHANCOB rUIiokamMia in vivo, B
cpe3ax Mo3ra W B KyJIbType HEHPOHOB HabOmIofaercs oOpaTMMOe yBEITHYEHHE pa3MepoB
mmnukoB. Matsuzaki et al. wabmiomast Quyopecuennuio otaenbHbiXx munukoB (GFP
9KCIIPECCUPYEMBIN MO, TPOMOTOPOM [3-aKTHHA) B Cpe3ax TUNIOKamIa KpbhICAT OOHApYKHUIIH,
4YTO HM3MEHEHHE Pa3MEpPOB CHIIBHO BapbHPYeT MEXAY MIUIHKAMH, yBEIWYCHHUE pPa3MEpoB
MaJICHbKUX IIUIUKOB YCTOWYMBO, TOTJ1a KaK KPYIIHbIE IIUIUKH YBEIUYUBAIOTCS Cpas3y MOCIe
ctumyssimuu  (cmycts 20-60 ¢) HO BCKOpe HMX pa3Mepbl BO3BpAIAlOTCA K HCXOJHBIM
(Matsuzaki et al.,, 2004). B kynapType HEHPOHOB THIIIOKAMIIA pPa3Mepbl IIMITHKOB
BO3BpAIIAOTCs K UCXOAHBIM yepe3 20 muH nocie crumyssinun (Okamoto et al., 2004), Toraa
KaK B Cpe3ax TUMINOKamIa B3pPOCIbIX KUBOTHBIX YBEIMYEHHUE PAa3MEPOB T'OJOBOK IIMITUKOB
obparumo B Teuenue 6-10 mun (Lang et al., 2004). Panee otmeuanock, uro uaaykius JIBIT
B oML 3® wmplIimeit in ViVO mpUBOIUT K yBEITUUCHHIO OTHOCUTEIHLHON CpeHEel Macchl BCEX
mmnukoB Ha ~40% k 10-60 MuH mocie CTUMYJSIIMM, a K UCXOJHOMY YPOBHIO pa3Mephl
IIMITAKOB Bo3Bpamaiuchk B TeueHue cytok (Fifkova, van Harreveld, 1977). [Od4enb
UHTpUTYET cpaBHeHUE AaHHBIX OudroBoii n Ban Xappesensaa ¢ pesynpraramu Sutton et al.

(2006) momydyeHHBIMU HeaBHO (cM. pasa. 6.1., KonmruecTBo u pacmpeiesieHue perenTopos B
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[1ICY).] [IpoTuBOIOIOKHO HampaBiIeHHbIC N3MeHeHUsT HaOmoganmuck B iML 3®, HO ¢ Gosee
ObICTpBIM BoccTaHOBJIeHHEM. CrycTs 2 9 mocie xumudecku BoizBaHHOU JIBIT mocToBepHoe
YBEIIMYCHUE IUIOMIAIM TIOBEPXHOCTH HAOIIOJAIOCh TOJNBKO y TPHOOBHIHBIX IIMITHKOB
(Stewart et al., 2005). CiocoOHOCTh HIMMTUKOB MEHATH CBOIO (HhOpMYy (HarpuMeEp, AUAMETP
WIN JUTMHY HOXKKH) SIBIISICTCSI OJTHUM U3 OCHOBHBIX MEXaHH3MOB TUIACTHYHOCTHU IIHITMKOBBIX
cunaricoB (cM. Nimchinsky et al., 2002; Keller 2002). [IepBU4HBIM 3TalioM CHHANTHYECKOM
HEePEeCTPONKH B pe3ysbTaTe aKTUBAIIMHM CUMTAETCS PEOpraHu3alus akTHHOBOTO LUTOCKEJeTa
(Matus 2000; Matus et al., 2000). Coo6manocs, uro JIBII npuBoIuT K pacIupeHUI0 HOXKEK
mmnukoB B CA3 runmokamma in Vitro xpeic (MomkoB ¢ coaBt. 1977, 1980; Morikos,
[Merposckas, 1983) u B 3® wmpieii in vivo (Fifkova, Anderson, 1981; cm. Takxke pasziedn.
7.2.). Apyrue uccienoBarenn He OOHAPYKWIM M3MEHEHUN NHAMETPOB HOXKEK IIMIIUKOB B
CA1 runmokammna (Chang, Greenough, 1984; Lee et al., 1980). OmHOBpeMEHHO COOOIIATOCH
00 ymenbimennn uHb HOkeK B oML 3® (Fifkova, Anderson, 1981) u HemocToBepHOE B
CA1l rummokamma (Chang, Greenough, 1984). Cnemyer ogHako OTMETHTBH, 4YTO IS
AIIEKTPOHHO-MUKpOcKommueckoro ananu3a Fifkova m Anderson (1981) BeiOupanu mmnuku
TOJILKO C JUTHHHBIMH HOXXKaMH, a OOJBIIMHCTBO ()IyOPECIICHTHBIX MOJX0JI0B OTPAaHUYCHO B
OLIEHKE pPeaNbHBIX Pa3MEpOB IIUMHKA, XOTs OBl 110 TOW MPUYMHE, YTO YBEINYCHHUE BHEIIHETO
JiaMeTpa MOXKET OBbITh CBS3aHO C WHBarMHAlMEH IIUMHKAa W W3MEHEHHEM ero ()OpMblI OT

OyJ1aBOBHIHOM JI0 YaIlleBUIHOM, Oe3 m3MeHeHus: oobema (cm. Hamp.: Roelandse et al., 2003).

8.3. U3MeHeHHsl CTPYKTYPBI MOCTCHHANITHYECKUX YIJIOTHEHHIt

Cuiia cHHAICOB KOpPpEIUpPYET € pa3MepoM TOJOBKM IIWIHMKA, KOTOPBIA B CBOIO
ouepenb koppenupyeT ¢ pazmepoM IICY u, cOOTBETCTBEHHO, ¢ KOJIMYECTBOM PELIEITOPOB B
NoCTCUHANTH4Yeckoil MmemOpane (cM. paszaensl 5.4. u 6.1.). [loaToMmy BHojiHE BEpPOSATHO, UTO
ecnu Habmromaercss pocT pasmepoB ImMnukoB, To JIBII nomkHa OBl COMpPOBOXAATHCS
yBenmaenneM pasmepoB [ICY. PaGoTel B 3TOM HampaBiICHHH MOXHO pa3leiuTh Ha
CTEPEOJIOTUYECKHE, Ha OJMHOYHBIX Cpe3ax, U ucnoisb3ytomue 3D pexoHcTpykuutoo. Ho
BA)XHO OTMETUTh TO, 4YTO HECMOTPsI Ha UCIOJb30BaHUE CEPUMHBIX cpe3oB U 3D
PEKOHCTPYKIIMU TIomanb, 3aHumaemas [ICY wa mmunuke, B paborax K.M. Harris
omnpezensiaachk kak cymma ainuH npodueit [ICY Ha oTnenbHBIX cpesax.

Yepes 10-15 muH U 2 4 1mociie CTUMYJISIIMKA CPE30B TUIIOKamMIia in Vitro Lee et al. u
Chang u Greenough He oOHapy»umu n3MeHennit uHb! npodueii [ICY B stratum radiatum
CA1 ob6mactu (Lee et al., 1980; Chang, Greenough, 1984). B CA3 oGnactu rummokamma
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HaOmoanock Aaxke ymenbineHue auHbl npodmis TICY ¢ 720 go 600 HM, XOTS U HE
JIOCTOBEpHOE, HO yBenuwuuBajach TtommmuHa I[ICY (MomkoB ¢ coaBt, 1980; Momkos,
[TerpoBckas, 1983). Onnako nozanee, Desmond u Levy (1986b) cnycts 60 mun JIBII B
mML 3®, oOHapyxuinu yBenauueHue miomanu 3anumaemoil [ICY Ha KpyINHBIX BOTHYTBIX
HIMIHUKAX, TOI/Ia KaK y JPYruX IIMIIKMKOB 3TOT MapaMeTp HE MEHsUICA. DTO COrjacyercs C
pesynbraramu Buchs u Muller (1996), nabmrogaBmmmu cryctst 30-40 MuH mocie 3amycka
JABII yBennuenue anuubl npodwmieit IICY B mpoakTuBuUpoBaHHBIX Mmumukax, 60% wu3
koTopeix umenu nepdopuposannbie [ICY. Cnycrsa 24 1 nocne uaaykuuu JIBIT Weeks et al.
(1999) oOHapyxwIH yBeIUYeHNE KOTUIECTBA MephOPUPOBAHHBIX CHHATICOB.

N3yuenuss sddexro JBII cmycts 2 u B rummokaMmmaibHBIX —cllaiicax ¢
uCnojb30BaHueM 3D peKOHCTPYKLHMHU IOKa3ajlo, YTO B CPEJAHEM HHM pa3Mep MaKyJSpPHBIX
[ICY, um pasmep mnepdopupoBanubix I[ICY, HM 3aHMMaeMble UMH TUIONIAH, HH
cootHomenue ¢hopm IICY nHe mensrorcs (Sora, Harris, 1998). Ha sTom ocHOoBaHMM Sora u
Harris mpenmomoxunu, uro JIBII Moxer OBITH CBsi3aHa ¢ IepepacupeiesieHueM
pa3MepoB/CHIIBI  CYIIECTBYIOIIMX  CHHAINCOB, WHBIMH  CJIOBaMH, C HM3MEHECHHUEM
«CHHANTUYECKON KoH(purypauumm» 0€3 H3MEHEHUs CpPEeIHUX KOJIMYECTBa M pPa3MepoB
cuHancoB (cpaBHM pazzgein. 3.6.). Ostroff et al., mokazanu, 4ro cmycTts 2 4 mocie 3amycka
JBII [ICY munukoB ¢ noiupudocoMaMu OblUIM KpyTHHEE. ABTOPbI CUMTAIOT, YTO JIOKAJIbHBIN
CHHTE3 Oenka o0ecreyrBaeT 3aKpeIUIEHHE POCTOBBIX M3MEHEHHH TOJBKO B TEX CHHAIICaX,
kotopeie moanepxkuBaroT [IBIT (Ostroff et al., 2002). Omgnako >h(eKTs XHUMHUECKH
BbI3BaHHOUM JIBII oTnmuarorcs; HemaBHO ObLIO TOKazaHO, uto mocie 2 4 JIBIT B cpesax
TUMINOKaMIa MpH JIBYKPaTHOM YMEHbIIeHUW uucia MakyssipHeix I[ICY u orcytcrBus
u3MeHeHuil oobemoB u miomaaed [ICY yBennuuBanoch KOJUYECTBO CIIOKHBIX CHHAIICOB,
neppopupOBaHHBIX U CETMEHTUPOBAaHHBIX (Stewart et al., 2005).

B nureparype HEOJHOKpAaTHO OTMEYAJIOCh, 4YTO IOBBIIIEHUE CHHANTHYECKON
AKTUBHOCTH COTMPOBOXKIAECTCS yBenmmdeHueMm dncna mnepdopupoBanabix [ICY (cMm. Hamp.
Triller, Korn, 1985 u o6¢cyxnenne B Edwards, 1995). Beicka3piBaauch MpearnoioKeHHs], 9TO
yacToTa nosieieHus nepdopanuii [ICY cBsizana ¢ uamMeHeHrueM coctaBa u/uiu cBoricte CAM
U IIeperpynnupoBKoi akTuHoBoi cetu B obnactu [ICY (Matus, 2000; Spacek, Harris, 2004).
['pynmont I'efinncMana pa3BuBanack uaes yBeanuyeHus yucia cuHarcos npu /[IBII 3a cuer
MexaHu3Ma ooparumoro «packaneiBanus» [ICY u mmnukoB (Geinisman, 2000; cM. pasaen
5.4.). lpyrue mccienoBateny SIBISIIOTCS TMPOTUBHUKAMH Takod Todyku 3peHus (Trommald,

Hulleberg, 1997). Harris paccyxmaeT o TOM, 4TO B ClIy4ae «pacKajbIBaHHUS» PAa3BETBICHHBIC
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IIMITAKA JIOJDKHBI OBl OBUTM KOHTAaKTHPOBATh C JIOYCPHHMHU AKTUBHBIMH 30HAMH OJHOTO
MYyJIBbTUCHHANITHYECKOTO OyTOHA, Yero HuUKorjga He HaOmomanoch (Harris, Stevens, 1989;

Harris et al., 2003).

8.4. U3MeHeHUs1 KPpUBHU3HBI CHHATCA

B pabortax mo m3yueHuto MOp(oIOTrHYECKHMX W3MEHEHHWU CHHAIICOB B paHHEH Qasze
JIBIT B 3® ormeuanock u3MeHeHue ¢GopMbl ronoBok mmnukoB (Desmond, Levy, 1983;
1988a,b; Levy et al., 1990). HauGosee 3ameTHBIC H3MEHECHHSI B CTUMYJIMPOBAHHON 00J1aCTH
MPOSIBSUTUCH B yBeIW4YeHUM W wHBarmHanuu mmnukoB. Ho Chang u Greenough (1984),
oOHapy>XKuB yMeHbIlIeHHEe JMH npoduneit munukos rnpu JBII, mocunranu 310 npusHakom
OKpPYIJIEHUSI LIMIIMKOB U YMEHbILIEHUSI BOTHYTOCTH MX T'OJOBOK. PaHHee mpeanpuHuMaiuch
OIICHKW KPUBU3HBI CHHATICOB B PA3JIMYHBIX 00JIACTSAX MO3Ta M KCIICPUMEHTATBHBIX MOJIETISAX
(mamp.: Cooke et al., 1974; Dyson, Jones, 1980; Wesa et al., 1982; Nieto-Sampedro et al.,
1982; Desmond, Levy, 1983; Rees et al., 1985; Keller et al., 1992; Ryugo et al., 1996).
HeomHokpaTHO 0TMEUANOCh yBeNIWYeHNE KPUBU3HBI CHHANITHYECKUX KOHTAKTOB mocie J[BII
Y BBI3BAHHOUW CYJIOPOXKHOUM akTUBHOCTH (Hamp.: Marrone, Petit, 2002; Marrone et al., 2004a;
Connor et al., 2006). B pannux paborax 3Ha4eHHs] KPUBU3HBI (IIOJOXKUTEIBHON WIH
OTpULATENIbHON) CHHANITUYECKOW LIEeNIN ONpPEeAeIsINCh paJlycaMy ONMMCAHHBIX OKOJIO LIEIH
okpyxxHocter (Dyson, Jones, 1980), unu BeIMUMHON HOPMajId OT CHHANTUYECKOM IIENH K
xopae nyru [ICY (manp.: Cooke et al., 1974; Wesa et al., 1982). Ho gamie Bcero gaBaiach u
JaeTcsl Ka4yeCTBEHHAs OICHKAa — MPO(UIM CHHAICOB IUIOCKHE, MOJAKOBOOOpA3HBIE, OMEra-
nogoOHbeie win upperysspasie («U-shaped», «horseshoe-shaped» wimm «omega-shaped» u
T.4.) (Hamp.: Cotman et al., 1973; Nieto-Sampedro et al., 1982; Marrone et al., 2004a).
HenaBno Marrone et al. ucnonb3oBasii HECKOJBKO HMHOW moaxoa. KpuBusHa 1mienu
ompenensigach Kak BeJIWYMHA TYMOro yIjla PaBHOCTOPOHHETO TPEYroJIbHUKA C ABYMS
BepmimHaMu Ha Kpasx IICY wu TpeThell BepIIMHOW, HAa TIEPECEUCHHM MEIUAHBI C
cuHantrueckon menbio (Marrone et al., 2004b). Bo Bcex paboTax KpHWBH3HA ONpEIEIsIach
Ha OJMHOYHBIX cpe3ax, W moaxon Marrone et al. (2004b) peambHO He OTIMYaeTCs OT
UCToyib3yeMbIX panee (Hamp.: Jones, Devon, 1978; Dyson, Jones, 1980; Wesa et al., 1982).
OTH NOAXOAbl MPEACTABIAIOT COOOl OMHMCAHME CIIO)KHOM IOBEPXHOCTH IPOU3BOJIBHOU
GOpMBI  MJIAHUMETPUYECKUMU HU3MEPEHUSMHU €€ OJMHOYHBIX IPOU3BOJIHBIX CEYCHHIA.
OmHrM W3 TIOKAa3aTENbHBIX MPUMEPOB CJIOKHOCTH OIEHKH KPUBU3HBI CHHAIICA MOXKET

CIyXHUTh (hOpMa CHHAIICa CEUTOBUIHON (OpMBI (TUTIEpOOTHMUECKHid TapadOIOnT), CEUCHUS
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KOTOPOT'O BO B3aWMOIIEPIECHIUKYJISPHBIX MIOCKOCTAX 007aal0T KaK OTPULATENbHOM, TaK U
MOJIOKUTEIBHOW KpuBU3HON. CymMMa KpUBH3H TaKWX CEYCHHHA OyJeT COOTBETCTBOBATH
KPUBHU3HE TUIOCKOI noBepxHOCTU. [103TOMY pe3ysbTaThl H3MEPEHUI KPUBU3HBI CUHATICOB Ha
OJIMHOYHBIX cpe3ax 0e3 3D peKOHCTPYKIMH WHTEPIPETUPOBATH, KAaK MHHHMYM, CJIOKHO.
Kak cBHIETENbCTBYIOT M CaMHM aBTOPbl 3TUX pPAOOT OIEHUTh KPUBU3HY IUIOCKOCTH
CUHANTHYECKON IIENH, BCICICTBUE CIIOXHOCTH (opMmbl cuHarcoB (Cotman et al., 1973)
nopoit mpocto HeBo3MOokHO (Marrone, Petit, 2002), Tem Oonee cuTyalusi OCIOXHSIETCS
HaJIMYMEM JIaMEJIOTIOIuH, (PUIIOTIOINI M CIIMHYJ Ha TOJIOBKAX ITUITUKOB.

CymiecTByeT JB€ MPOTUBOIOJIOKHBIE TOYKHA 3PEHUS HA 3aBUCUMOCTb KPHUBU3HBI
CHHarca OT ero akTUBHOCTH. C OJHOW CTOpOHBI, HA OCHOBAaHUU H3MEPEHUN KPHUBU3HBI
CUHAIICOB HAPKOTU3UPOBAHHBIX >KMBOTHBIX M KUBOTHBIX B Pa3JIMYHBIX CTAUSIX OHTOICHE3a,
CUHTAJIOCh, YTO YBEJIHUEHHE OTpulaTeabHoi KpuBu3HbI (BorayToe IICY) cBuaerenscTByeT 0
TMOHIDKEHHOW (yHKIMOoHanbHOU akTuBHOCTH (Dyson, Jones, 1980). Omxnako B HacrosIiee
BpeMsl JIOMUHHpPYET TMPOTHUBOIONIOKHAS Touka 3peHust (Marrone, Petit, 2002). C
ucnons3oBanneM MGFP Roelandse et al. HaGmioganmm roMeocTaTHYecKyro IMIACTHYHOCTD
HIMIUKOB KAk B KyJdbType, Tak W IN SitU B CEKyHIHBIX BPEMEHHBIX IHAINa30HaX.
[TonBwXHOCTH (UIONOAMM U JIaMEJUIONOJAWM, CBA3aHHAas C JUHAMHKOM aKTUHOBOTO
LUTOCKENIeTa, OrpaHMYMBajach TOJOBKAMU MIMIIMKOB TOPOM  HMHKANCYJIUPYIOLIUX
npecunantudeckue OyToHbl (Roelandse et al., 2003). Mcnons3yss Moaudukanum MeTo 0B
¢ukcanmyu TKaHW, aBTOPHI MokKazand, 4To 50% IIMMHUKOB B3POCHBIX XKUBOTHBIX HMEIOT
BOrHYTy10 ¢opmy. Takum oOpasom, no nanHeiM Roelandse et al. u, Hanpumep, Desmond u
Levy BenuyMHA M HAMpPaBICHHOCTh KPUBU3HBI O0JIACTH KOHTAKTa MPECHHANTHYECKOTO
OyTOHA M IEHIPUTHOIO IIUIKKA MOTIJIa Obl OTpaXkaTh YPOBEHb aKTUBHOCTH CHHarca. B aTom
OTHOIIEHUU HCTIONb30BaHUE 3D pEKOHCTPYKIMM SIBISETCS NMEPBBIM IIaroM JJisi pa3BUTUA

,Z[OCTOI>'IHOI\/’I AJIBTCPHATUBbLI OLICHKAM KPHUBU3HBI CHHAIICA HAa OAMHOYHBIX CPE3ax.

AHanu3 OOMMPHON IMTEpaTyphl KAacCaOMEHCs YIbTPACTPYKTYPHBIX W3MEHEHUH
cunarnicoB B xozae /[IBII cBuumerenbcTByeT O TOM, YTO B TMOJABISIONIEM OOJBIIMHCTBE
IPOBEJECHHBIX MCCIEIOBAHUNA HAONIOIAI0TCS CEPhE3HbIE MPOTUBOPEUUS U HE TOJIBKO MEKIY
naboparopusimu. Co3zaercss BIEYATIEHUE, YTO B ATHUX HCCIEIOBaHUAX MpeodsagaeT
yCTOuMBas TeHIEHIMs YKpenuTh Hacneaue Jlonanpna Xe60a B hopMe pacTyIero cuHarca,
HO C MCIOJIb30BaHUEM JIFOOBIX TOCTYITHBIX TUTHK (O «TUTHKax» cM. bammHckui, 1998). B

TOM OTHOIIEHWW HEBO3MOXHO HE MPOIMTHPOBATH BOMpoc baptierra Mema, TOCIOBHBIMA
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nepeBo/l KOTOPOrO Ha PYCCKHUH SI3BbIK HE TMPOCTO MPEACTaBHTh B JHMTEpaTypHOU (opme:
«Have we been Hebbing down the wrong path?» (Mel, 2002). O6cyxnas paboty
Stepanyants et al. (2002), Mel akuentupyer BHMMaHHE€ Ha TOM, YTO CYIIECTBYIOT
aIbTEPHATUBHBIE MEXAHU3Mbl YBEIWYCHHS WH(POPMALMOHHOW €eMKOCTH Mo3ra. Tem He
MeHee, UJesl YBEJTUUYECHUs Pa3MEPOB CUHAICOB CONpPSKEHHAs ¢ MOJYyUYEHUEM U COXpPaHEHHEM
uHpopMauu ocrtaeTcs nomysspHoi. Ilpu 3ToM HEoOXOIUMOCTh M3MEHEHHUH CTPYKTYPHI
CHUHANca Ui  JOJTOBPEMEHHOTO  MOJJEpXaHWsS  TOBBIIEHHOW 3¢ (deKTUBHOCTH
CHUHANTUYECKON TIepelayd, a COOTBETCTBEHHO W JUISI 3aKpEIUIEHUS IaMATHOTO CIIeJa,
SBIAETCA B OOJBIICH Mepe HMHTYUTHBHO OXKHMJIA€MBbIM, HEXKENIM JOKa3aHHBIM (DaKTOM.
Bonbie, He 3HaunT 3hPexTuBHEe. B 3T0i1 CBSA3M ObLIO OBl HHTEPECHO CPABHUTH PE3YIHTATHI
uccienoBanuii cunancoB npu  JBII ¢ pe3ynpTaramm, NOJYyYEHHBIMM Ha TaKUX
SKCIIEPUMEHTANIBHBIX ~ MOJEISAX KaK €CTeCTBEHHas THUOepHAalMs U HCKYCCTBEHHAs
runotepmus. Tak, Hanmpumep, ObLTO MOKa3aHO, YTO MPH BBIXOJE U3 TUIO0H03a HAOII0AaI0TCA
W3MEHEHHS CXOIHBbIE C TeMH, 4To Habmomatorcs mpu JBII, HO oHm oOpaTuMbl B TedeHHE
cytok (Popov, Bocharova, 1992). Ummroctparueii akTyallbHOCTH TPOOJIEMbl B3aUMOCBSI3H
CTPYKTYypbl ¥ (YHKIUM CHHACa MOXET CIYy)XKUTh HEJABHO TPEUIOKECHHAsT MOJIENb
JOJTOBPEMEHHOTO ~ COXPAaHEHHs MaMSITHOIO  Ccjlela Ha  Ipynmax  Oiu3iexariux
IIMITMKOB/CUHAIICOB, MOJIEIb «KJIacTepHoi miactuuHocTu» (Govindarajan et al., 2006). Ho B
OTJIMYME OT JAOMUHHUPYIOIIEH TOYKH 3PEHMsI 3Ta MOJEIb BOBCE HE IPENIOJaracT OOIIEero
YBEJIMYEHUSI pa3MepoB CHHANCoB. CMBICT 3TOH MOAENH 3aKJII0YaeTcs B TOM, 4YTO IIpH
OTCYTCTBUM  HM3MEHEHHH  KOJIMYECTBA CHHAIICOB WJIM WX CPEIHUX  pa3MepoB
nepepacrpesensercss Cuila CHHAICOB B Ipejeiax KJIAacTepOB CHHAIICOB Ha JIEHAPUTHBIX
CEerMEHTax B 3aBHCHMOCTH OT YPOBHS NPECHHANTHYECKOW aKTUBHOCTU. MHBIMH cioBamu,
cioBamMu Abraham u Robins (2005), mensiercss «cuHanTuueckas KoHpurypanus». Kakue
peaIbHO M3MEHEHHsS] CTPYKTYphbl CHHAICOB COIyTCTBYIOT CTAOMJIM3MPOBAHHOMY YPOBHIO
3¢ dEeKTUBHOCTH CHHANTHYECKON mnepexaun mnocie unaykuuu JIBII nHeuwsBectHo. IlosTomy
n3ydeHue Mop¢oJoruu cuHarncoB B mo3naHeil ¢aze [BII, xoTopas KpUTHUECKH 3aBHCUT OT
CHUHTE3a HOBBIX O€JIKOB, C HCIOJb30BAHUEM COBPEMEHHBIX METOJOB aHAJIN3a MOXKET
OKa3aTbCsi  BecbMa  HMH(MOPMATUBHBIM  JJII  NOHMMAHHUA  B3aUMOCBSI3M  MEXKIY

IPOAOJIZKUTCIIbBHBIM COXPaHCHHUCM BBICOKOH (byHKHHOHaHBHOﬁ AKTHBHOCTHU CHHAIICOB U HX

CTPYKTYpOH.
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JKCIIEPUMEHTAJIBHASA YACTb
I'maBa |I. MATEPUAJIBI U METO/bI HCCJIEJOBAHUSA

1. 7KuBOTHBIE U IKCIIEPUMEHTATbHbIE MPOLEAYPbI

Iloo2omoexka sHcu8oOmHuIX K IKCHEPUMEHNY

B pabote ucnonb3oBanu camioB Kpbic JInHuu Sprague-Dawley Becom 300-400 .
Kpric anectesupoBanu yperanom (1,8 r/kr Beca, BHyTPHMOPIONIMHHO) U pa3Mellai B
CTepEOTaKCUYEeCKOM ammapate. Jlas akTuBamuu BOJOKOH TEp(OPAHTHOTO MyTH
TUNIOKaMITa OUMOJspHbIN ctuMyupytommii nekTpoa (Rhodes SNE 100) morpysxanu B
YIJIOBOW My4YOK JieBoro nojyiiapus (4,4 mm ot lambda). CTeknsiHHBIN perucTpupyoni
AJIEKTPOJI, 3aMOJHEHHBIM MCKYCCTBEHHON LIEpEOPOCHMHAIBHON KUAKOCTHIO, COJlepKalieit
kpacutenb (Pontamine Sky Blue), BBogumu B 3® neBoro momymapun (AP=-4,1 u L=2,5
MM ot bregma) (Paxinos, Watson, 1998). ['myOuHy HOTrpy>KeHHUS 3JIEKTPOIOB MOJA0UPATH
TakuM 00pa3oM, 4TOOBI MONy4YaTh MaKCHMAaJbHBIE OTBETHI B TpaHyssipHOoM cioe 3.
Koutponem mms [IBII y mectu kpeic cinyxwia 3® mpaBoro mnonymapus mosra. 30
MPaBOro TMOJYyIIApUsi HE CTHUMYJIUPOBAIM, HO TOCKOJIBKY caM (DakT OIepaTUBHOTO
BMEIIATENIbCTBA M UMIUIAHTALIUU 3JIEKTPOJIOB MOXKET UMETh BO3JIEHCTBUE HA MCCIIEIyEMbIe
CTpyKTypbl, TO B 3d mpaBoro mnoyymapusi TakkKe€ BBOJIWIM 3JIEKTPOJAbl CUMMETPHUYHO
JeBOoMy NOJymapuio. JlOMOTHUTEIbHBIM (aKTHUBHBIM) KOHTpOJeM Oblla OJHA Kphica,

3y0uaryto (aciuio KOTOPO CTUMYIHPOBAIH, HO HE TTOTCHIIMPOBAIIH.

Hnoykyus 0oneoepemenHoti nomenyuayuu u 00j1208peMeHHAs CMUMYAYUS

TecTupyromye CTUMYJIbl JUIMTENBHOCThEO 60 MKC C CHJIOM MOCTOSHHOro Toka 70-
120 mxA noaasanu ¢ uatepasioM B 30 ¢ (120 umn/4). X MHTEHCHBHOCTH OJIOUPATIH TaK,
YTOOBI aMIUIUTY 1A TOIMYJISIIUOHHBIX cHaikoB nocturana 1-2 MB. TecTupyromnime cTumMyJibl
noaaBanu 20 muH a0 unaykuuu [ABII u B Teuenne cnenyronux 6 4. JIBII y mectu kpbic
BBI3BIBANIN TpeMs cepusiMu 1o 50 umn ¢ yactoroit 250 'y ¢ uHTEpBaIaMu MEXIy CEpHUsIMU
1o 30 c. JleByto 3@ 0AHOr0 KOHTPOJIBHOT'O dKUBOTHOTO HE TETAHU3UPOBAJIA, HO CYMMapHO
OHA MOJy4aja TO K€ KOJIMYECTBO CTHUMYJIOB, YTO M TETAaHU3MPOBAaHHbIE NoJyymapus. To
€CTh JOIOJHUTENBHO MoJaBanuch 150 cTUMYJIOB, COOTBETCTBEHHO KOJIMYECTBY CTHUMYJIOB

B Clly4ae TeTaHn4deckoro Bo30yxaeHus. Cymmapao 870 ctumynos (120 umn/g x 6 u +150
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MMII) TIO/IaBaJIOCh C JKBUBAJCHTHBIMHU HHTepBajiamu ¢ dactoroil 0,04 I'm (wim omuH
UMITYJIbC B 25 C) B TEUECHHE JKCIIEPUMEHTA, CHIIy CTUMYJIOB TMOJHHMAJIH TaK, YTOOBI
aMIUIMTyJla OTBETOB Ha HUX JOCTUrajia 3HadeHu orBeroB B xoxe /JIBII vy
MOTEHIIMPOBAHHBIX  JKUBOTHBIX.  3alKMCh  BBI3BAHHBIX  IMOJEBBIX  BO30YXKIAIOIINUX
noctcuHanTuyeckux noreHuuanoB (nBIICII), u3MmepeHue BpeMEHM M MHTEHCHUBHOCTHU
CTUMYJISIIMM HAXOIWIUCh IOJI MAIIMHHBIM KOHTpOJeM (IporpaMMHOE OOecreueHHe
pa3paborano Dr R. M. Douglas, University of British Columbia). [TogroroBka >kMBOTHBIX
K DKCIIEPUMEHTY U 3JIEKTPO(U3UOJIOTHYECKAsT YacTh paOOThI MPOBENCHBI JI-poM MUKOM
DppuHTTOHOM B J1aboparopuu npodeccopa Tumorn biucca (National Institute for Medical

Research, London).

2. [loaroroBKa TKAHM JJIsI MUKPOCKONTUM

@dukcanyo TKaHU MPOBOAMIN IOCPEACTBOM HHTpakapIHalbHOW mnepdys3uu, Mpu
MIOMOIIY MEPUCTATHFTUUECKOTO HAcOCa C MUKOBBIM AaBieHueM okojio 600-700 MM BogHOTO
cronba. ['pynHyr0 KIETKYy BCKpBIBAJIHM, B JIEBBIM KETylOU€K BCTABJISIM KAHIONIO MU
Hajpe3aJn npaBoe mnpexacepaue. s ocBOOOKAEHUS KPOBEHOCHBIX COCYZOB OT KpPOBH
ucnonp3oBaad 100 M1 (GU3MONOrHMUECKOro pacTBOpa Ha OXJAaXAEHHOM (ochaTHOM
Oyodepe. nsa ¢uxcanuu ucnonszoBanu 100 ma pactBopa 3% mapadopmansaeruaa u 0,5%
[IIyTapoBOro anpaeruaa npurotosieHHoM Ha 0,1 M Na-kakonunatHom Oydepe (pH 7,2-
7,4) xomHaTHOM TemnepaTypsl. Ilocie mnepdy3uM TUINNOKAMIBI JOMOJHUTEIBHO
00pabaTbIBaIM OTIENIBHO ISl U3MEPEHU 00bEMOB Ha CBETOMUKPOCKOIIMUECKOM YPOBHE, U

OTZEJIBHO ISl YJIBTPACTPYKTYPHOI'O aHAJIN3A.

3. CBeTOBasi MUKPOCKOINMSA — U3MepeHue 00beMOB
THIIIOKAMIIA M 3y04aToi (pacuuu
OOBbeMBI TUIITOKAMITOB JIEBOTO U MPABOTO MOIYIIAPHUNA U3MEPSITN Y TPEX KUBOTHBIX.
DuKCHUPOBAHHBIH MO3T aKKypaTHO m3Bliekain u nomemanu B 0,1 M docdarueiii 6yddep
(pH 7,4). V3BnedyeHHbII MO3T pe3ajud B KOPOHAPHOM IJIOCKOCTH Ha CEpPHUIHBIE CPE3bl
tonumHo mo 0,1 mm Ha BuOGporome (Leica). Cpe3sl Mo3ra mocienoBaTelIbHO

MOHTHPOBAJIM HA MPEIMETHbIE CTEKJA, NPOCYIIMBAIU Ha Bo3ayxe U okpammBaiu 0,1%
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tonyuauHoBbIM cuHuM Ha 0,1M  docharnom Oydepe B Tedenwe aByX MuHYT. OT
W3JIMIIKOB KpacuTeNs Cpe3bl OTMBIBAJIM BOAOW, OOE3BOKMBAJIM B BO3PAaCTAIOIIUX
KOHIEHTPALMAX STaHOJa, MPOBOAWIM uepe3 Kcuiosl M 3akimouyanun B cmoiy (DPX).
Kaxnpiii Tpetuil mocienoBaTenbHBIA Cpe3 W3 cepur ObUT HCIONB30BaH JUIsl 3axBaTa
M300paXeHUI TUNTMOKaMIa B IU(POBOM BHJE TPH MOMOIIM CBETOBOTO MHKPOCKOIA C
kameporr Nikon E600 u mamee wm3zoOpakeHuss oOpabarbiBamu B IudpoBom Buzae. s
KaJIMOPOBKH YBEJIWYEHUS MCIIOJIb30BAIM O0OBEKT-MUKpOMETp ¢ marom juHeku 0,01 mm.
OO6bemMbl 3y0UaThIX (aciyii ¥ TMIIMOKAMIIOB MPOCUYUTHIBAIN MPU MOMOILHU IPOTPAMMBI JIJIsI
KOJIMUYECTBEHHOI 00paboTku 1udposbix n3odpakenuir Lucia v.4.8 (Laboratory Imaging
Ltd. Prague, Czechoslovakia). [TocnenoBarensHO B pOCTpO-KayaaJbHOM HampaBlICHUU Ha
KOKIOM cpe3e OmmaTepalbHO OYepUYMBAIM TPaHMIBI 3yOuaToi (acumu (TpaHyJISpHBIA U
MOJICKYJISIPHBIN CJIOM) U BCel runmokamMnanbHoil opmanuu (Brmodas CA1 — CA3, 30, u
xuiyc) (Puc. 4). O0BéM Kaxa0¥ CTPYKTYphl MOJIydYaldd MPOU3BEICHUEM €€ CyMMapHOI

IIomaan Ha BCEX Cpe3ax U TOJIIHMHBI CPE3a.

CAl

Puc. 4. l3mepenrie 06beMOB TUIIIOKaMITIATbHBIX CTPYKTYP.

A. ®ponTaneHbit BuA Toactoro (100 Mxm) cpesa nop3anbHoro otnena (~3.8 MM ot bregma)
THITIIOKAMITaIbHONH ~ (popManMy  TOTEHIIMPOBAHHOTO JIEBOTO  TOJYIIAPUS  OKpaIIeHHBIN
TOMYUIUHOBBIM cuUHUM. [-runmokammn, K-kopa, T-tamamyc. B. Onpenenenue oOnacreit
THIITOKaMITanbHON (opmarn. CTpenkoil oTMedeHa JIMHUS, OTpaHUYMBAIONIas TEPUMETP
TUIIIOKaMIIaJbHOM (opMaI MpeACTaBICHHOW Ha puc. A; TOHKas JUHHUS OrpaHUYMBACT
nepumerp 3P or runnokamnaibHbeIXx 30H CA1-CA3, Torma kak TeMHO-cepas 00JacTh
npezcTaBisieT coboil cnoil rpanynspHbeix kietok (GCL), a cBerno-cepas — MOJIEKYJISPHBIH
cioit (ML). IlIkana qns A u B =1 mMm.
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4. DeKTPOHHASI MUKPOCKONHS

4.1. lloaroroBka 00pa3uoB AJIsl 3JTEKTPOHHOH MUKPOCKONHHI

[Tocne mepdy3uu BHIASISIIA MO3T U OTIEJSUTA THUMIIOKaMIbl. Jlop3anbHble o0mactu
TUIIIOKAMIIOB PACCEKAIUCh HA JIOMTUKM TOJIIMHOM O0K0ia0 500 MKM B IUIOCKOCTH
NEePIEeHIUKYISIPHOM JUIMHHOM ocH runmnokammna. OT Kaxa0ro >KUBOTHOTO 3a0upaioch 1o 4
JOMTHKA W3 KaXIOro THUMIOKAMIa Ha paccTOSHUM [-2 MM ¢ 00eux CTOpPOH OT 30H
OKpAIICHHBIX OTBOJAIIMMHU 3JEKTpoJaMu. 3areM oOpasubl rummnokamma [-2 daca
JIOTIOJTHATEIHHO (PUKCHPOBAIH B 2,5 % TIIyTapOBOM albJeruie, MpurotosieHHom Ha 0,1M
Na-kakonunataom Oydepe (pH 7,2-7,4) mpum KOMHATHOH TeMIiepatrype, MOCIE Yero
TPOEKpPAaTHO TMPOMBIBAIM B TOM ke Oydepe. TkaHb IOMOTHUTETHHO (PUKCUPOBATIU B
teyenue 1-1,5 yacoB nmpu xomHaTtHOM Temmeparype B 1% pactBope OsO, B 0,1M Na-
KakoguiIaTHoM Oydepe, coaepxaieM 0,01% K,Hr,O,. O6e3Box1BaHNE TKaHU MPOBOIMIH
B BOJIHBIX pacTBopax 3tanona (40, 50, 60, 70, 80 u 96%), B kaxxaom no 10 mun, u B 100%
aneroHe (tpu cmeHbl 1mo 10 muH). OOpasusl B TeueHue 30 MHH NpU KOMHATHOM
TEMIEpAType NPOMUTHIBAIUCH PACcCTBOPOM, cojaepkammMm | oOvemuyro wacth 100%
areToHa U 1 0OBEMHYIO YacTh TOTOBOW CMECH SMOKCHUIHBIX CMOJI. CMeCh 3MOKCHIHBIX
CMOJI TOTOBWJIH B ClietytoieM cooTHomenun: 22,5 mut Araldite-CY212, 22,5 mu Epon-812,
60 M DDSA, u 0,6 mn ¢pukcupyromero pearenta DMP-30. Kaxapiii Kycouek nomeranu
Ha Te(DJIOHOBYIO MOATIOKKY M HAKPBIBAIM KAICYJIONW C TOTOBOM CMECHIO SMOKCHIHBIX CMOJ,

BBIJICP)KABANIN B TeueHue yaca nmpu 60°C 1 nmoiauMepu3oBaiu B TeueHue Houn mpu 80°C.

4.2. IlonyyeHue cepuiiHbIX YIbTPATOHKHX CPE30B

C moBepxHOCcTH OOpaslia Mo BCEH IUIOMAAM IMONEPEYHOro Cpe3a THIIMOKAMIIa C
NOMOUIbIO CTEKJITHHOTO HOXa MOJIy4ald MOJIyTOHKHE cpe3bl (1-2 MkM TommuHoil). Cpessl
OKpAILLMBAaJIU TOIYUIUHOBBIM cHMHUM (Puc. 2A) n aHanu3upoBagu ¢ IOMOIIBIO CBETOBOIO
MHUKpockona. CoraacHO CBETOMUKPOCKOIMMYECKOMY HAOIIOICHUIO OKPAIIEHHBIX CPE30B, Ha
3aTOYEHHOM IJIOCKOCTH OJI0Ka, OMPENessuld KOOPAMHATHI CPETHEr0 MOJIEKYJISIPHOTO CIIOS
(mML, Puc. 2B) Bo BHyTpennem (buried) mucre 3. [l aHamM3a CHHANICOB BBIOMpATH
obnacte B quamnazone ~80-100 MKM OT BHEIIHEW rpaHUIlbl rpaHyisspHOTO cios u ~80-100

MKM OT BHemHeW rpanuilpl 3®. Mcnonb3ys JA€BbIA yrojl CTEKJISIHHOIO HOYKa B KayeCTBE
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(bpe3bl, JTUITHIOK TKaHb BOKPYT IIEeJIEBOM 00JacTu oOpe3anu, Mmojydas TaKuM o0pa3om
npusMy BbicOTOH OKoyo 50-70 mkMm. Ilpu nomomm anmaszHoro Hoxa Diatome Ha
ynbrpamukporome Ultracut-E (Reichert -Jung, Austria) mosydyanu cepuiiHble cpe3bl
CBETJIO-CEpPOro I[B€Ta B BUJE JIGHTOYEK HA MOBEPXHOCTH BOABI B BaHHOUKEe HOXka. C
Kax10ro 010ka noiayyanu He MeHee 70 cpe30B Ha Kaxayto cepuio. Cpe3bl BbUIABIMBAIN Ha
HOKphIThIe TIEHKOM u3 muonodopma (Pioloform) 6nennsr ¢ orBepctusimu 1,5%3 MM u
KOHTPAaCTUPOBAJIM PACTBOPOM ypaHMJAIeTara (HachlleHHbI pacTBop B 70% sTanone) u

muTparom ceuHIla no Reynolds (1963) no 10-20 MuH B KaXXJ10M.

4.3. IlonyyeHue ¥ NOATOTOBKA CePUITHBIX M300PaKeHUI /151 aHAIHU3A

N3yuanu cpe3bl ¢ HCHOAb30BaHUEM 3JeKTpoHHOro Mukpockoma JEOL 1010.
CeToukH TOMEIaal Ha BPAIIAOIIUNCSA Iep)KaTeb Ui OJUHAKOBOW OpHUEHTAIMH CPE30B
Ha CMEXHBIX ceToukax. dotorpadupoBanu cpesbl npu yBenudeHnu 6000. Takum o6pazom
Ka)KIbIi MUKPO(OTOCHAMOK 3axXBaThiBall o6macts He Menee 100 mxm’. TIpu porocsemke
CEpUIHBIX U300paKEHUH B KaYECTBE PEIEPHBIX TOUYEK Ha CPE3ax MCIOIb30BaIH ONEPEUHO
Cpe3aHHble MWIMEHU3UpPOBaHHbIE akcOHbl (Ma) u neHaputhl () (cm. Puc. 5A). Hus
TECTHUPOBAHHUS YBEIMUYEHHs] MHUKPOCKOIA HCIOJIb30Bajach KaaMOpPOBOYHAS pEIUIMKa C
mrarom pemérku 2160 muamit/MM (Electron Microscopy Sciences Inc., Fort Washington,
PA, USA). Ilomydennble cepun MHKPO()OTOCHHUMKOB OLU(pOBaNIM HA CKaHEPE C
paspemieaueM 900 Touek Ha mroiiM (dpi). [IpenBapurensHOE BRIpaBHUBAHUE U ITOJTOTOBKY
M300paXeHUI MPOBOAMIIN IPpU oMoIIU rpaduueckoro peaakropa Photoshop v.8.0 (Adobe
Systems Inc., http://www.adobe.com). [lyjs KoMIleHCAlMM HETWHEHHBIX Iedopmaruii
AIIEKTPOHHO-MUKPOCKOITMUECKUX U300paskeHH UCTIOIb30BaIN KBaJpaTUYHbIC
Tpanchopmau u3oOpaxkenuit B nporpamme SEM Align v.1.26b B MHKpeMEHTaJIbHOM
pexume (Fiala, Harris, 2001a; Fiala, 2002; nporpammHoe oOecrieueHne, pa3pabOTaHHOE
Dr. J. C. Fiala wu Dr. KM. Harris, pacnpocTpaHsieTcs CBOOOIHO,
http://www.synapses.bu.edu). Ilpu BbIpaBHUBaHUM CEPUNUHBIX CPE30B C HCIOIH30BAHUEM
nporpamMmMmbl SEM Align v.1.26b B kauecTBe penepHBIX TOYEK HCIOJIb30BAIN IOMEPEUHO
cpe3aHHble MHUTOXOHApUU (M) (cm. Puc. 5A), HEMWIMEHU3UPOBAHHBIE AKCOHBI,

MHUKPOTPYOOUKH U T.JI. BrIpaBHHBaHHME BO BCEX CIydyasX MPOU3BOAWUIM IO BCEMY IOJIO
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n3o0paxkenusi. Jljgs KOMIEHCAlMM CHBUTa MEXKIY KpalHUMH — W300paXCHUSMU
BBIPOBHEHHOM CepHH HCIONIb30Baiu BCTpoeHHYI0 B SEM Align dynkumio ycpemnenus

nedopMaruii Bcex n300paskeHUi CEpUU.

4.4. BoiloMeTpHUYeCKHii aHAIU3 IVIOTHOCTH U
COOTHOIIIEHHUS TUIIOB CHHAIICOB

Jlist momydeHust 3HaYeHUH TIIOTHOCTH CHHAIICOB (YHCIIa CHHATICOB B 00hEME TKAHH)
MOTEHIIMPOBAHHOTO THUMIOKaMIa aHAJIW3 TPOBEIACH Ha S5-TH CEpHsIX CPE30B OT Tpex
KUBOTHBIX, JJI1 KOHTpaJaTepalbHOTO THIIOKAMIIA — KOHTPOJIBHOTO — Ha 3-X CEpUsSX OT
TpeX JKMBOTHBIX, U JJIsI CTUMYJIMPOBAHHOTO, HO HE MOTEHIIUPOBAHHOTO THUIIIIOKAMIIa — Ha
3-X cepusx Cpe30B OT OAHOTrO XUBOTHOTrOo. CHHArchl onpenensuik mo Hammuuio [ICY u
NPHUCYTCTBUIO BO3JI€ HEro 2-3 MPECHHANTUYCCKUX BE3UKYJ CO CTOPOHBI aKCOHAJIBHOTO
OyToHa. AHanu3 IUIOTHOCTH CHHAIICOB B HCCIIEIyEMOM OOBEME MPOBOIUIICS COTJIACHO
METOJIMKE, TpenoKeHHoW u pa3paboranHou Harris K.M. (Harris, Stevens, 1989; 1992;
Harris, 1994; Sora, Harris, 1998; Fiala et al., 1998; Sorra at al., 1998) ¢ moacueTrom He
menee 100-150 cunancos. Cornacuo Harris (1994), ayis koppekTHON HASHTU(PHUKALIMN BCEX
TUIIOB CHHAIICOB/IIMITMKOB MPH TOJIIMHE cpe30oB 70 HM aHaIM3 IUIOTHOCTH HEOOXOIUMO
NPOBOMTH HE MeHee YeM Ha 25 cpesax. TommuHa cpe3oB (MCXOIHO CBETIIO-CEPOTO IBETA)
npoBepsutachk cornacHo Fiala, Harris (2001b) u Sorra et al. (1998) otnenbHO i KaXkToi
cepuu Cpe3oB U cocTarisuia o0braHO 60-70 HM. KakoMy cHHAICy Ha MOCIeI0BaTEIbHBIX
U300paXEHUSIX TPUCBAWBATN WHANBUAYyATbHBIA HOMep. Kaxmplii cWHANC CcoriacHO
knaccudukanuu Peters u Kaiserman-Abramof (1970) u Harris et al. (1992) npuuuncnsuim x
OJIHOMY W3 YEThIPEX THUIIOB: K CHHAICaM Ha IIUIHMKaX TOHKUX, Ha IUIHKAX TEHbKOBBIX, Ha
MIMIUKAaX TPUOOBUAHBIX W K CHUHANCaM CTBOJOBBIM — Ha CTBOJAaxX JCHAPHUTOB.
JIOTIONMTHUTETFHBIM KPUTEPUEM TPHHAICKHOCTH IITUIMUKOB K IIWMUKAM TPUOOBHUIHBIM
CIIy)KWJIO HaJIW4YWe IIUIUKOBOTO ammapara Wid rnepGoprupoBaHHOTO/CErMEHTHPOBAHHOTO
[ICY. MynbpTUCHHANTUYECKUIT  KOHTAakT (coaepxkauui  Heckosnbko [ICY  winm
cermentupoBanHoe [ICY) mexay ONHMM aKCOHAJIBHBIM OyTOHOM W TOJIOBKOHW IIMITHKA
YUUTBIBAIM KaK OAuH cuHarc. [Ipu moacuére MIOTHOCTH CHHAICOB YYHUTHIBAIM Bce 0e€3

HCKIIOYCHHA CHHAIIChl, KaK IIHUIIMKOBBIC, TaK H CTBOJIOBBIC. COOTHOIIICHHE THUIIOB
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CHHAIICOB BbIpaXXajii B IIPOHOCHTaxX OT O6HIGFO KOJIMYeCTBAa CHHAIICOB. IImoTHOCTH

CHHAIICOB BHIPAJKAJIM KaK KOJIMYECTBO CHHAINCOB B 100 MKM® TKaHHU.

4.5. TpexmepHasi peKOHCTPYKIUS

Jist 3D peKOHCTPYKIIMU MCIOJB30BATU CEPHUH MHKPO(OTOCHUMKOB, Ha KOTOPBIX
MPOBOJIUJICS aHAJIU3 INIOTHOCTH CHUHAICOB. Ha cepusix BBIDOBHEHHBIX CPE30B MPHU MOMOILHU
nporpammbl IGL Trace 1.26b (Fiala, 2002; http://www.synapses.bu.edu) mo koHTypam
neHapuToB, munukos, ux [ICY, KoTopble ouepuMBAIUCh HAa HUQPPOBBIX H300pPAKEHUIX
BpyuHYy10, cTpousid 3D 06bekTsl 1 sxcnioptupoBain B WRML dopmare. [IpenBapurenbhas
OILICHKa aJIeKBaTHOCTU MOCTPOECHMSI TPEXMEPHBIX OOBEKTOB IMPOBOJMIACH MPU MOMOIIH
nporpaMmmbl Amadeus VRweb Viewer 1.0b4 (paspaborana G. Orasche m M. Pichler;
Institute for Information Processing and Computer Supported New Media, Graz University
of Technology, Austria; http://www2.iicm.edu/vrweb). [lomonHuTensHas mpoBepKa
TPHAHTYJIAIIMA W  TOYHOCTH  HM3MEPEHHMH, a TaKKe KAYeCTBEHHBIM  aHAIH3
B3aUMO/JICUCTBYIOIMX KOMIIOHEHTOB HEWPOHOB MPOBOAWIINA IIOCIE€ OKOHYATEIbHOU
KOMIIOHOBKM TPEXMEPHBIX CLEH W3 PEKOHCTPYHUPOBAHHBIX OOBEKTOB B MPOrPAMMHOM
obonouke 3D Studio Max (Autodesk Inc., http://www.discreet.com). [lns anamuza
koppensiiuit oobema TICY ¢ TommmuaoW u twiomaapio [ICY, sKkcrOHMpOBaHHOW Ha
MOBEPXHOCTH IIUIKKA, OBUIA MCIIOIH30BaHbI 1B€ cepuu cpe3oB 3D (oaHa U3 KOHTPOJILHOM
1 onHa U3 TeraHuzupoBaHHOM 3®d) oxHOro >kuBoTHOro. CoriacHO MOJENM JIAMUHAPHOU
opranuzanuy, [ICY cocrout ux aByx cioeB. Hanbosiee 3J1eKTPOHHO-TIIIOTHBI KOMITIOHEHT
I[ICY pacnonaraercsi HEMOCPEACTBEHHO MOJ] TJIa3MaMeMOpaHOW, ONTUYECKasl TIOTHOCTh
€ro yMEHbBIIAeTCA B HANPABICHUH LUTOIIA3MbI, HO 3aT€M MOKET HECKOJIbKO YCHUIIMBATHCS
B o0JlacTh CyOCHMHANTHYECKON TIOJIOCKM WM CYOCHMHANTUYECKUX Tenen. HapykHas
rpanuna [ICY oTaeneHa OT CHHANTHYECKOW MIENW IUIa3MaMeMOpaHO#, KOTopas, Kak
MPABWIJIO, XOPOIIIO MPOCIICKUBACTCS, HO BHYTpeHHIOI Trpanuily [ICY deTko ompenenuTh
MOPOI MOYKHO TOJIBKO HAa M300PaKEHUSAX MOTYUYEHHBIX C BBICOKUM pa3perieHuemM. [lostomy
JUTSL TIOJTyYeHUSI 3HAYeHHUH TOJIIMHBI U 1Uiomnaau, 3anuMaemon [ICY, MukpopoTOCHUMKH
ouudposeiBasin ¢ paszpemenueM 2400 dpi; npu MCMONB30BAHUM TAKMX pa3pelIeHUN ofHa

cepusi uzobOpaxenuit u3 100 cpe3oB 3aHMMaeT ucxogHO He MeHee OGb muckoBOro
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MPOCTPAHCTBA U €€ O0BEM YBEIMUYMBACTCA B TpoIecce OOpabOTKH, B CBS3U C ITUM
TpeOyeTcsi 3HAUMTENIbHAS BBIUYMCIUTENIbHAS MOIIHOCTh IEPCOHAIBLHOTO KOMIIBIOTEpA.
PexkoncrpyupoBannoe IICY  oOpabartsiBanu B mporpamme 3D Studio Max:
LUTOIUIA3MATHYECKYI0 YacTh TPUAHTYJIUPOBAHHOW ITOBEPXHOCTH PEKOHCTPYHPOBAHHOI'O
[ICY ynansanu, nonyyas 3HaueHue momaay, 3anumaeMon [ICY Ha moBepXHOCTH HMIMIUKA.
[Tpunumas B nepBom npudmmkenun popmy I[ICY kak popmy Oau3Kyro K hopme MUIUHAPA
(c pammycoM TpEBHINIAOIMKAM BBICOTY) 3HaueHne tommuubl [ICY momyuanm kak
otHomenue oorema [ICY k mnomanu [1CY, skcnoHMpOBaHHON HAa MOBEPXHOCTHU IIUIHKA.
[Toncuér 00BEMOB U MIIOMIAZCH OBEPXHOCTEH PEKOHCTPYUPOBAHHBIX OOBEKTOB B 00OUX

MMPOTrpaMMHBIX IMAKCTAX aBTOMATU3UPOBAH.

5. CraTucTnyeckas 00padoTka

3D pexkoHCTpPYKIuSi Ha OCHOBE CEPHHHBIX YJIBTPATOHKHX CpPE30B, OECCHOPHO,
SBISICTCS HamOoJIee TOYHBIM IOJXOJ0OM B MOPPOMETpHH, OJHAKO U Hambolee
TPYJOEMKHUM, U TpeOyeT KOJIOCCAIbHBIX BPEMEHHBIX 3aTpaT. [loToMy pexkoHCTpyKIuu, KaK
MPaBWJIO, OTPAaHUYMBAIOTCS EAUHUYHBIMM OOBEKTaMHU, WJUIIOCTPUPYSI KayeCTBEHHYIO
CTOPOHY  OpraHu3aluud  OObEeKTa  HcclefoBaHMs.  BceiencTtBue  TPyIOEMKOCTH
KOJIMYECTBEHHOI0 aHaiM3a Ha OCHOBE 3D pEKOHCTPYKUMH [UIsl YJbTPACTPYKTYpPHOIO
aHaJM3a CHHAINCOB OBUIO WCIIOJIB30BAHO JIMIIb TPU KPBICBI — YHCIO IKUBOTHBIX
MUHUMAJIbHOE, HO MCXO/AS M3 TAOJWYHBIX KPUTHUYECKUX 3HAUYECHUH W BBHIOPAHHOTO YPOBHS
3HAYUMOCTH HMCTOJIb3YEMBIX CTaTUCTUUYECKUX KPUTEPUEB JOCTATOYHOE sl aHanmu3a. s
CPaBHMTEJILHOTO aHaJlM3a CHMHAIICOB MCIIOJIb30BaHbI HEOOJBIINE U paBHbIE MO 00BeMy (N)
BbIOOPKH, mopsiaka 20-30 pekOHCTpyupOBaHHBIX OOBEKTOB. [l cpaBHEHHUs MapameTpoB
CHUHAICOB B IOTEHLMPOBAHHBIX M KOHTPOJBHBIX MOJYLIAPUAX MO3ra HCIOJIb30BaJIOChH
paBHOE KOJUYECTBO PEKOHCTPYMPOBAHHBIX CHUHAINCOB OT Ka)XXJOro >KUBOTHOro, 33 Ha
TOHKWX ¥ 33 Ha TPUOOBHIHBIX IMUNUKAX U3 MOTCHIMPOBAHHBIX W 33 Ha TOHKWX M 33 Ha
IpUOOBUIHBIX IIMMUKAX U3 KOHTPOJBHBIX Moymiapuii. KaxaoMy pekoHCTpYyHPOBAaHHOMY
CHHAIICYy COOTBETCTBOBAJIO YETHIpPE Mapamerpa: o0beM U IUIOIIAJb MOBEPXHOCTHU CaMOro
JNEHAPUTHOro  munuka, u odobem ero IICY w miomanb  MOBEPXHOCTH

pekoHcTpyupoBaHHoro ooseMa [ICY. Jlng ananuza cBa3elt u 3aBucumocteit 0o0bemoB [ICY
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OT WX TOJIIWH U 3aHUMAeMbIX UMH TUIOMIAJIEH, UCIIOIb30BAINCH BRIOOPKU 00BeMOM OT 19
no 46. Kaxmomy IICY  cooTBercTBOBaJIO  TpU  MapaMerpa:  3aHUMaeMbld
pexkonctpyupoBanabiM [ICY o00bem, miomans [ICY skcroHMpoBaHHasi HA MOBEPXHOCTH
JNEHApPUTHOro munuka, u Bbicota (tonmuua) I[ICY. Tlockonbky B naHHOM pabote st
aHaJM3a UCIOJIH30BATUCH HEOONBIINE 0 00BeMY BHIOOPKH OT 3 /ISl AKUBOTHBIX A0 46 s
[ICY, B Xome aHanm3a NpEANOYTEHHE OTAaBajloch HamOOJee MOIIHBIM M HauMeHee
qyBCTBUTEIHHBIM K (JOpMaM pacrpeieNIeHui CTATUCTUIECKUM KPUTEPHUSIM.

AHanu3 BKJIIOYAN ciexyioue npoueaypsl. [lo TaOynmupoBaHHBIM 3HAYEHUAM
MapamMeTpoB CHHAINCOB CTPOWJIMCH YaCTOTHO-CITPYIIIUPOBAHHbIE pacHpeeIeHUs 3HaUeHUN
U BBIYMCISUINCH BbIOOPOYHBIE YHUCIIOBBIE XAPAKTEPUCTHKHU: cpeaHee (M), cTaHIapTHHIE
otkionenue u omuoka (SD u SE), nucrepens (6°), Menunana (M), a Tak e acummerpus (4)
u skcuecc (£) u ux crangapTHble omMOKU. B kadecTBe ommOOK CpeHUX 3HAUYECHUH U B
TEKCT€ W Ha JauarpaMMax JaHbl CTaHAapTHbIE OTKIoHeHus (o). Ilpm wmcmomp3oBaHWU
CTAaTHUCTUYECKUX KPUTEPUEB BO BCEX CIydYasx ypOBEHb 3HAUYMMOCTH [ OTPaHUYHBAIICS
MATUTIPOIIEHTHBIM HHTEpBaiIoM (P<0,05).

B nepByto ouepenr JaHHBIE MPOBEPSUTUCH HA COOTBETCTBUE HOPMAIbHOMY 3aKOHY C
MOMOUIBI0 OLIEHOK acuMmerpuu, skcuecca u W-kpurepus lanupo-Yunka (W,). Ilpu
PE3KUX OTKJIOHEHUSAX OT HOPMAaJIbHOT'O 3aKOHA, BEIOOPKH JOTOIHUTEIBHO MPOBEPSUTUCH HA
MPUHAJICKHOCTh K PA3IUYHBIM THIIAM MapaMETPUUYECKUX CEMEHCTB (JJIOTHOPMaJIbHOMY, 7,
B, m np.) Kak myTeM BHU3YaJbHOM NOJATOHKM NapaMEeTPUYECKUX paclpeneieHuil K
SKCIIEPUMEHTANIBHBIM JaHHBIM, TaK M IpPH MOMOILIM OJHOBBIOOPOYHOTO KpUTEPHS
Konmoroposa-CMHUpHOBA M KpPUTEpHsl OMera-KBampaT (o). I'MCTOrpaMMbl 00BbEMOB H
mwromaaed munukoB U ux IICY (Puc. 13-16) nna HarasgHOCTH CABUTA 3HAYCHUH
JIOTIOJTHEHBI (DYHKIMSMHU ramMMa wim O0eta (B KOHTPOJIE) M HOPMAJIBHOTO pacIpenecHus
(mpu JIBII), monyyeHHBIMU B pe3ysbTaTe MOATOHKU K 3KCIIEPUMEHTAIbHBIM JaHHBIM. [Ipu
MapHBIX CPAaBHEHMSIX JAHHBIX MEXAYy TMOJyIMIapusMH MO3Ta CHayaja OlLIEHHWBAJIach
OJIHOPOJHOCTH BBIOOPOK MPHU MOMOILHU JBYXBBIOOpOUHOro Kputepus CmupHoBa. Pe3ynbpraTt
IIPOBEPKH OJAHOPOJHOCTH IPEACTABIEH B BUJE MaKCUMAJIbHOW IOJIOKHUTEIBHON pa3HOCTH
MEXAy pacHpeleseHusIMH IUIOTHOcTel BeposTtHocTel (Ds) M ypoBHEM 3HauMMOCTH

kputepuss CmupHOBa. J[OTOJHHUTEIHHO OIEHWBAJIACh OJHOPOJHOCTh JIUCIIEPCHUU TIO
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kputepuro Puiepa (Fg). IIpu ycnoBun 01HOPOAHOCTH TUCHIEPCUN M OTCYTCTBUS OTIIMUUI
OT HOPMAJILHOTO pacHpeieseHHs] CpeAHNE 3HaYeHUs CPaBHUBAJIUCH C MCIIOJIb30BaHUEM t-
kputepus CtprogeHTa (unum ero pacmmpenHoro Bapumanta ANOVA, F). B cayuae
HEBO3MOXXHOCTH TPOBEPKH (POpPMBI pacrpepesieHus] WM HEBBINOJIHEHUS YCIOBUI
npumeHuMoctu t-xpurepus uwim ANOVA, ucnonb3oBaguch KPUTEPUU OLEHKH CIIBHra
MeJMaH WU HeYYBCTBUTEIBHBIN K GopMme pacripenencHuii T-kpurepuii Kpamepa-Yamga mis
CpPaBHEHHS CpPEIHHMX 3HAYEHHWH JIBYX HE3aBUCHUMBIX BBIOOpOK. Kpurepum orneHku ciasura
Meauan Bkitouanu kputepuil W (Bunkokcona) u X kpurepuid Ban nep Bapnena (Bau nep
Bapnen, 1960, ¢.346-357), a npu paBeHCTBE 00beMOB BeIOOpOK KpuTepnu W (BuikokcoHa)
U KpuTepuil 3HaKOB (S) s MapHbIX AAaHHBIX. [IpW 3TOM Aisi MajbIX BBHIOOPOK BMECTO
ypoBHEH 3HauuMocTu S-kputepuss U W-kputepusi ykazaHbl UX TaOJIMYHbIE KPUTHYECKUE
3HaueHus (Sc u Wc) (bonbires, CmupHoB, 1983).

Kputepuit Kpamepa-Yasnua onucan B HenaBHeil MoHorpaduu AWM. OproBa
«IIpuxnaanas cratuctuka» (Opios, 2004, c. 564-567) u 3akinr04aeTcsi B TOM, 4TO Pa3HOCTh
CpeIHUX 3HAYEHHUU JBYX BBIOOPOK JIEJIUTCS HA OIEHKY CpPEIHEr0 KBaJIpaTHYHOTO
OTKJIOHEHUS 3TOM Pa3HOCTHU, IIPU 3TOM B KaUECTBE AUCIEPCUN UCIOIB3YIOTCS BHIOOPOUHBIE

mucnepeun. Kputepuit Kpamepa-¥Yanua paccuutsiBaercs 1o gpopmyiie:

~ Jnn, (m —m)

\/nySD2+nXSD2
X y

CornmacHo paboram OpiioBa MpH paBEHCTBE OOHEMOB BBHIOOPOK 3HAYCHHE CTATUCTUKUA |
paBHO t-cratuctuke CThIOZEHTa W NpU OOJBIIMX OOBEMax BBIOOPOK pacmpesesieHne
T-CTaTUCTUKK  CXOOUTCS K  CTaHJAPTHOMY  HOPMAQJIbHOMY  paclpeielieHHuI0 ¢
MaremMaThudeckuM oxkujaanueM M = 0 u nucnepcuerr 6 = 1. Ilpu 3TOM cXOAMMOCTH K
HOPMAaJIbHOMY PacIlIPEEICHUIO AK€ Ha MaJIbIX 110 00beMy BBIOOpKax (HaumHas OT Ny, = Ny
= 6) JaerT yAOBJIETBOPUTENbHbIE PE3yJbTaThbl, MOITOMY J/JIs HAXOXKJIEHUS 3HAYEHUU
KBaHTWJIEH CTAaTUCTUKH | PEKOMEHIIOBAHO HWCIIOJIb30BAHHME CTaHAAPTHOTO HOPMAIBHOTO
pacupenenenus. [Ipu mucnonp3oBaHuM T-CTaTUCTUKKA MBI CPaBHHBAJIM BBIOOPKH PAaBHOTO
oosema (N=33). B TakoM cily4ae TpuU YCTAaHOBJIEHHOM ypoBHE 3Haummoctu pP=0,05

IPAaHUYHOE 3HAYEHUE JOBEPUTENLHOrO uHTEpBaNa D gsn) =1,96. CoorBeTCTBEHHO D).

72



0022=2,33 mpu p=0,02; D(1.012=2,58 mpu p=0,01; D .0012=3,3 mpu p=0,001. ITpu
MPEBBIICHUN TPAHUYHOTO HMHTEpPBajla MOJIYJIEM CTAaTUCTUKA | Ha 3aJ]aHHOM YpPOBHE
3HaYUMOCTH [) TUTIOTE3a O PABEHCTBE CPEAHUX 3HAUYCHUI OTBEPraeTCsl.

Jns oOHapy»&eHHUsl CBs3ell paccuumTaHbl KOIPPUIMEHTHl JTUHEHHOW KOPPENSIHH
[Tupcona (rp) u panroBoi koppemsaiuun Crnupmena (rs). CpaBHeHue Kod(pQUIHMEHTOB
KOppessiuil npoBoauwin ¢ ucnoias3oBanueM U-kpurtepust (Ypbax, 1964, ¢.291-294) Jlns
OLleHKH (OpM CBsI3€il TMPOBEICH pPETPECCHOHHBIA aHalW3, BKJIIOYABIIMN aHaANU3
COOTBETCTBHUSI TOJYYCHHBIX HAHHBIX TMPOCTBHIM PETPECCHOHHBIM MOJEISAM W TIPOBEPKY
TUIIOTE3bl O PABEHCTBE YIJIOBBIX KOA((UIIMEHTOB JTMHEHWHBIX perpeccuit (Ypbax, 1964,
c.310-316). PesynpTaThl pETrpecCHOHHOTO aHalM3a TMPEACTABICHBI Tpaduuecku ¢
yKasaHHeM Mojeneii, koabduuuentos nerepmunammu (R%), 1 K03(hMUIHEHTOB perpeccHu
(b) co cranmapTHBIMU OrIMOKaMu UK 95% JTOBEPUTEIHHBIM HHTEPBAJIOM.

Kaxxaplii M3 CTaTUCTHYECKUX MPOTrpaMMHBIX MAaKETOB O0JaJaeT COOCTBEHHBIMU
NpeUMyLIECTBAMH, HalpuUMep, HAJIWYUEM HEoOX0IuMO#l (OpMbl aHanM3a, TOYHOCTBHIO
pacuera 3asBICHHBIX B JOKYMEHTAIMH (DYHKIIMA, TPOCTOTON OpPTaHM3AIMH JTHAIOTOBOTO
peXHMMa, HATJISTHOCTHIO BBIBOJOB PE3yIbTATOB aHanmm3a W T.A. [loaTtomy nns ananusa u
rpadUyecKoT0 TPEACTABICHHUS IOIYYEHHBIX pPE3yJIbTAaTOB HCIIOIB30BAINCH PAa3IHYHBIC
nporpaMMHble makeThl: Statistica 6.0 (StatSoft Inc., http://www.statsoft.ru), STADIA 7.0
(HIIO «Mudpopmatuka u xommbroTepb», MI'Y, http://statsoft.msu.ru), Origin 7.0
(OriginLab Corp. http://www.originlab.com), SPSS 14.0 (SPSS Inc., http://www.spss.ru)
(bopoBuxkos, 2003, Tropun, Maxkapos, 2003, brotoms, LIédens, 2005).
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I'nasa l11. PE3YJIBTATBI 1 OBCYKIEHUE

1. ITapameTpbI 10JTOBPEeMEHHOI MOTEHIIHANH

B nanHoit pabore ObL1 McHoNab30BaH mpoTokos nHAykuu JABII B 3D, ¢ moBTOpHBIM
BBICOKOYACTOTHBIM BO30YykKIeHHEM Nep(OPaHTHOTO MyTH THIIMOKAMIaIbHON (opMaluu U
perucrpaiueil nojeBblXx OTBETOB B rpaHyssipHOM cioe 3®P. [lockonbKy MoJieBblE OTBETHI
MPENICTABISAIOT COO0M MHTErpajbHBbIA OJHOBPEMEHHBIM OTBET OOJIBIIOTO YHCIa KIETOK, U
peanpHbii MUK amrutuTyabl BIICIT u3meputh HEBO3MOXXHO, TO OOBIYHO OIICHHBAETCS
CKOpOCTb HapacTaHMsl 3KCTPAKJIETOYHOro (II0JIEBOro) MOTeHIMana cmycTs 1 mc mocie
CTUMYJIa; CUMTAETCS, 4TO cKOopocTh HapacTtanus nBIICII oTpaxkaer MOJanbHOE KOJIMYECTBO
CUHXPOHHO CpadaThIBAIOIIMX CHHAIICOB, JEMNOJIPU3YIOUIMX TI'paHyJIApHbIE KIETKU (CM.
Lomo, 1971, p.50). Cpeanue 3nauenust ckopoctu Hapactanus nBIICII B xone ABII ps
TpEX SKCHEPUMEHTAIbHBIX XUBOTHBIX MPEACTaBICHbl HAa pHUC. 5. 3HAYEHHUS CKOPOCTU
Hapactanus nBIICII (MB/mc) B xome 6 4 sKkcmepuMeHTa HOPMHUPOBAHBI 1O CPETHUM

3HaueHusaM 10 3amycka JIBII. Cpa3zy mnocne wHAyKnMM HAONIOAANOCh 3HAYUTEIHHOE,

-60 0 60 120 180 240 300 360
MWHYTbI

Puc. 5. 3nauenus nBIICII B rpanynsipHoM cioe 3d B xo/1e IKCIIEPUMEHTA.

Cpennue 3HaueHusi ckopoctu Hapactanus nBIICII (mB/mcex) B xome 6 4 3KcrepuMeHTa
HOPMMPOBAHBI 110 CpeaHUM 3HadeHusAM 10 uHaykuuu JIBII. Bpems 3anycka /IBII otmedeno
crpenkoi. BBepxy pucynka npeactaiiensl npuMmepsl nBIICIT HenmocpeACTBEHHO A0 UHAYKIIMHU
JBII (1) u B koHIIE 3KcriepuMeHTa (2); kanubpoBoyHas mikana 4mMB/4mcexk.
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Oonee uem Ha 60%, yBeIMUE€HHE OTBETOB Ha TECTOBBbIE CTUMYJbl. B TeueHue mepBbix 15
MUH BCIEACTBHE 3aTyXaHHUs IPECHHANTHYECKOW COCTaBIAOLIEH (IOCTTeTaHUYeCKas
NOTEHILIMALMsA) BEJIMYMHA OTBETOB pe3Kko cHibkanach 10 40%. B xone ciexyronmx yacoB
YPOBEHb MMOTEHUMALUH TOCTENEHHO CHWXAJICSI M K YEThIPEM YacaM HKCIIEPUMEHTA
BEJIMYMHBI OTBETOB HA TECTOBBIE CTUMYJIbl BBIXOAWIM HA IUIATO M HE 3aTyXaJld /10 KOHIIA
AKCIIEPUMEHTA. Y BCEX XKMBOTHBIX cycTs 6 yacoB nociue 3anycka /[BII BennunHa oTBETOB
Ha TECTOBBIE CTUMYJIbI MPEBBINIANA Kak MUHUMYM Ha 20% 3HaueHUs] OTBETOB HA TECTOBbBIE
cTuMyJibl 1o 3amycka JIBII.

OObs3aTenbHBIM  yCIIOBHEM JHTeNabHOro mnoanaepxkanus JBII (cBbime ueThIpéx
4acoB) SIBIIAIOTCS 3amyck reHHoi skcmnpeccnn (Adams, Dudek, 2005) m mosiBaeHuEe B
CUHAICax JOIMOJHUTEIbHBIX WM HOBBIX OenkoB. CienoBaTenbHO, C HCIOIb30BAHUEM
YKa3aHHBIX IPOTOKOJOB CTUMYJIALIMM B JAHHOM 3KCIIEPUMEHTE BBIIIOJIHEHO OCHOBHOE
YCJIOBHE IPOAOLKUTENBHOrO nojaepkanus [IBII u BbICOKa BEpOSTHOCTH IOSIBJICHHS B

CHUHaAIICaxX AOIMOJIHUTCIIbHBIX WUJIN HOBBIX CTPYKTYPHBIX KOMIIOHCHTOB.

2. IIIOTHOCTH PACIOJIOKeHUsI U COOTHOLIIEHHE THIIOB CHHATICOB

2.1. MopoJiorusi 1eHAPUTHBIX CHHATICOB B CPeIHEM MOJIEKYJISIPHOM ciioe 3D

B pabortax, MCHONB3YIOUIMMH pa3IWYHbIE IOAXOJbl — CBETOBYI0 MHKPOCKOIIUIO,
BKJItOYasi KOH(OKAIbHYIO, 3JEKTPOHHYIO MHKPOCKOIIMIO, BKJIOYAas BBICOKOBOJIBTHYIO
MUKPOCKOIIMIO M MHUKPOCKOIHMIO CEpUHHBIX CpE30B — YacTO MOXXHO HaOI01aTh
HECOIJIACOBAHHOCTh KPUTEPUEB IPUHAMICHKHOCTH CHHAIICOB K TOMY WIM HMHOMY THILy, a
COOTBETCTBEHHO W HECOTJIACOBAHHOCTH OILIEHOK KOJWYECTBA CHHAIICOB/IIMITUKOB B O0BEME
TKaHu (TUTOTHOCTH cuHarcoB). CrencTBue TaKOW HECOTJIACOBAaHHOCTH — HEBO3MOXXHOCTH
aJICKBaTHOM  WHTEpPIpETallMi  pe3yibTaroB  uccieAoBanuil.  OleHKa  IUIOTHOCTH
CUHAICOB/IIUIIMKOB C HCIIOJIb30BAHUEM CBETOBOM MHUKPOCKONMHM TIO3BOJIIET YUMUTHIBATh
JNCHAPUTHBIC IIWUIUKHK JIMIIb HA OTAENBHBIX JECHAPUTHBIX CErMEHTax, MPH 3TOM MHOTHUE
CUHAICH! ¥ IIUIUKHA CKPBITBI ONTHYECKON IUIOTHOCTBIO JeHApUTa. CXOAHBIMU HEIOCTaTKaMHU
o0JamaeT U BRICOKOBOJBTHAS MUKPOCKOIIHS TIPY MCCIICIOBAHUU CHHATICOB TIPU TaKOW OKpacKe
HEHPOHOB, KOTJa IEHIpOIUIa3Ma 3alloJIHACTCS ONTHYECKH IJIOTHBIMH OcagkaMu (OKpacka Imo

Golgi unu ¢ ucnonp3oBaHueM OWOIMTHHA U T.I.). AJBTEPHATUBON ATHM MOIXOJAM CITYKUT
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aHaim3 MOpP(OJIOTHH CHHAIICOB Ha CEPUMHBIX YIBTPATOHKUX cpe3ax u 3D pexoHCTpyKIus
cunancoB. [logaBnstonee OONBIIMHCTBO HCCIENOBAaHUNM MOP(OJIOTUU  CHUHAINCOB C
WCIIOJIb30BAHUEM CEPUKHBIX Cpe30B U 3D pEeKOHCTpYyKUIMH BBITONHEHO Ha cuHamncax CAl
00JIaCTH THIIIOKaMIa ¥ MIMIUKOB KIeToK [lypkuHbe Mo3xeuka. HoMeHkIatypa neHAPUTHBIX
IIMIIUKOB B 3THUX pabOTaXx OCHOBaHAa Ha KpUTEpUAX MpeiokeHHbIX Peters m Kaiserman-
Abramof (1970) u momonnena Harris (Harris et al., 1992). denanputHsiM cunarncam 3D —
KJIACCUYECKOMY OOBEKTYy B MW3YYCHHH CHHANTHYECKOW IUTACTUYHOCTH — YJIEJSUIOCHh
HECIIPAaBEeIJIMBO MEHbIlIEE BHHUMaHUE. B JnuTepaType HEOIHOKPAaTHO OTMEYaloCh, 4TO
JNEHAPUTHBIC IMUIUKA PA3TUYHBIX OTJIEIOB KOPKOBBIX CTPYKTYp MO3ra OTJIMYAIOTCS CBOMMU
XapaKTepUCTHKaMH. B paHHHUX yJIbTPacTPYKTYPHBIX HCCICIOBAHHUAX JEHAPUTHBIX IIUITHKOB
MoJIeKyJIsipHOTO ciiosi 3P ObUI0 MOKa3aHO, YTO IIMIUKA HWMEIOT OYeHb CJIOXHBIE
reomeTpuueckue (GopMbl — Ha OJMHOYHBIX Cpe3ax OHHM MPEJCTABICHBI YallleBUIHBIMHU,
MMOAKOBOOOpasHBIMH M oMera-1mo1o0HpIMH Tipodrrsmu (Cotman et al., 1973; cm. pasn. 8.4.,
I'n. T). Hama et al. (Hama et al., 1989) ¢ ucnonp3oBaHHEM BBICOKOBOJBTHOM 3JIEKTPOHHOM
MUKpocKonn# HepoHOB 3P okpamieHHbIX 10 (Golgi 00Hapy WK CyIIECTBEHHbIE Pa3InYus
Mop¢osoruu MUNUKoB 3P U MUNUKOB MUPAMUJHBIX HEHPOHOB KOPHI. ABTOPHI BBICKA3aJIH
MHEHHUE, YTO TPHU KATErOpUH IIUIKKOB IpenioxkeHHble Kaiserman-Abramof HenmpumeHHMBbI
IS KJaccu(UKaluy ASHIPUTHBIX IUMHKOB 3D, MOCKOIBKY B TOTIOJIHEHHE K TPEM OCHOBHBIM
KaTeropusiM HaOJIIOJAIOCh U MHOTO APYTHUX (POpPM MIMMHUKOB: dameBUAHBIX («calyx-shaped»),
curapooOpa3ubix («cigar-shaped»), OymaBoBuaHbIX («club-shaped») M TOHKHX HUTEBUIHBIX
(«threadlike»). ITogqoOHBIM 00pa3oM 0OCTOUT [eN0 C KiIaccU(HUKAIMEH MIUIUKOB U B APYTUX
obnactsax mosra (Wilson et al., 1983; Benavides-Piccione et al., 2002). Kpome Toro, B
JUTEPaType HEOJHOKPATHO OTMEYAJIOCh, YTO CTPOrO€ JI€JCHHUE IIMWIMKOB/CUHAIICOB HA THUIIBI
HEBO3MOXHO, M HCIIOJIb3yeMasi HOMEHKJIaTypa BECbMa YCIIOBHA, MOCKOJIBbKY IINITHKH/CHHATICHI
MPEICTABISIOT HEMPEPHIBHBI KOHTUHYYM TpPEX OCHOBHBIX W TEpexXOoAHbX (opm (Hamp.:
Jones, Powell, 1969; Fiala, Harris, 1999, p.20). Jlo HegaBHEro BpeMEHH Ha 3JICKTPOHHO-
MHUKpPOCKOIHYECKOM ypoBHE 3D mopdomerpusi neHAPUTHBIX cUHANCOB 3P OorpaHMYMBaIaCh
HECKOJIbKUMHU paboTaMu HOPBEXKCKHX wHccnenoBareneil (Hamp.: Trommald et al., 1996;
Trommald, Hulleberg, 1997). Opnako, xotss Trommald et al. wucnonszoBamu 3D

PEKOHCTPYKIUIO ACHAPUTHLIX IMTHIINKOB 3@, AJId OUCHKH IMMapaMCTPOB CUHAIICOB, BO-IICPBLIX,
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OHH BHIOMpaIA TOJBKO CHHAICHI Ha HOXKax (Trommald et al., 1996, p.221); Bo-BTOpBIX, OHI
MCIOJIb30BAJIM CTEPEOJIOTUYECKUE MOAXO0AbI. TO €CTh pealibHO OHU U3MEPSIIU HE caM OOBEKT,
a OIKMCaHHBIE OKOJIO TMOBEPXHOCTH OOBEKTa WM BIUCAaHHBIE B €ro 0OBEM JOCTATOYHO
npoctelie reomerpuueckue ¢urypel. Kpome toro, Trommald et al. He wucmonb3oBamu
KJIAaCCU(UKAIUIO JACHAPUTHBIX IIUIHKOB, TpemioxkeHHyro Peters, Kaiserman-Abramof u
Harris, npeamonarasi, yto (OpMbl ICHIPUTHBIX MIMIUKOB IPEACTABICHBI HEMPEPHIBHBIM
KOHTHHYyMOM. [losToMy, B TIJJaHE COOTHECEHHMS HOMEHKIATyphl IHUNMUKOB 3P ¢
HOMEHKJIaTypoi ucrnosb3dyemon s cunancoB CAl, Heoctpuatyma (Capani et al., 2001) unu
KOpPBbI OOJBIIMX MOJYIIApUH, 3TU paboTel Masio MHGopMaTuBHEL. [lepBas pabora, B KOTOpOit
UCTIONIB3YETCSl HOMEHKIIATypa JCHIPUTHBIX IIUMUKOB TPaHyIIpHBIX HelipoHoB 3D Ha 6aze 3D
PEKOHCTPYKIIMHA M aHalW3a CEPUHHBIX Cpe3oB — 3To pabora Dhanrajan et al. (2004) —
BBIMIOJIHEHA C HAaUM yuyacTheM. HecMOTps Ha OTCyTCTBHE YCTOMUMBOM KilacCUpUKAIIUH
CHHAIICOB, U JICTAIBHBIX XapaKTEPUCTHK CHHAIICOB IPaHYJIIPHBIX HEHPOHOB 3M MBI HE TOIBKO
npuaepkuBanch kiaccudukanuu Peters, Kaiserman-Abramof u Harris, ocHoBaHHOW Ha
pa3MEpHBIX XapaKTEPUCTHKAX MIMIUKOB, HO TaKXE HKCIIONB30BAIH U JOMOJHUTEIbHBIC

KpUTCpHUH, OCHOBAHHLIC HaA (I)YHKI_II/IOHaHBHBIX OCOOCHHOCTSX CTPYKTYPbI CHHAIICOB.

2.1.1. PanoJioskeHue ¥ TUIIBI J€HAPUTHBIX CHHAIICOB
CpeaHero MOJICKYJISPHOIO ¢JI0s1 3y0uaToii ¢pacuuun

B xone pabotst momrydens! 3D peKOHCTPYKIMU KaK OTIACIBHBIX IEHAPUTHBIX HINITHKOB,
TaKk MU CErMeHTOB JeHjapuToB. Ha pucynke S5A mnpenactaBieHbl 4YEThIPE 3IIEKTPOHHBIE
Mukpogororpapun (NeNe 21, 24, 28, 31) u3 cepuu cocrosumeir u3 130 cpe3oB cpeaHero
MOJIEKYJISIPHOTO CJI0sI TeTaHU3UpoBaHHOU 3P M TpEXMepHbIe PEKOHCTPYKLUMU JEHAPUTHBIX
CEerMEHTOB MOJy4YeHHbIX Ha 3Toi cepun (Puc. 5 b, I'). Ha pexkoHCTpyHpOoBaHHOM CErMeHTe
neaaputa (Puc. 5 I') mpeacraBieHbl pa3iWdHBIE THUIBI JEHAPUTHBIX IIUMUKOB (TOHKHE,
MIEHKOBbIE, TPUOOBUIHBIE) U CTBOJIOBBIE cuHANChl. Ha pucynke 5 b mokazan aenmpur (/) c
pacHoJOKEHHBIMH Ha HEM 4YeThIpbMsi TOHKMMH Imnukamu (1—4). KpacHeiM 11BeToM Ha
JNEHJpUTaX W ILIUIUKaX BbIACNIEHbl AaKTUBHBIE 30HBI, KOTOpPbIE COCTOSAT W3 Ipe- U
MOCTCUHANITUYECKUX DJIEKTPOHHO-MUKPOCKOIIMYECKH BHU3yaJIM3UPYyEMbIX YIUIOTHEHUH Ha

mukpoporocHuMkax Ne21 wu No24. PekOHCTpyHMpOBaHHBIM CErMEHT JTOTO JIeHApUTA
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nepdopauus
MNCY B obnactn
CNNHYnNbI

TOHKME LIMMUKN
€ MakynsipHbimm MNCY

rofioBka

rpmboBunaHbLIN
/ LUMNKK

T rpmboBUaHbIN
rpmboBUaHBIN

N\ ,,Ir\ UMUK
-

NEHbKOBbIV LWINAVK

LMK G

CTBOMOBOW

MUTOXOHAPUA
ap CuHanc

| ¥ rpubosmaHbIN
| Wunuk
—_—
TOHKME LUMMUKU
€ MakynsipHbimm MNCY

Puc. 5. 3D pekoHCTPYKIIMHU ACHAPUTHBIX CETMEHTOB CPEIHETO MOJIEKYIAPHOTO ciiosi 3D
[Tosicuenus B Texcte. lkanbl Ha puc. A o 500 HM.
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OpeJcTaBieH MOJ pa3HbIMM yriaamu 3peHus. Ha pucynke 5 A mnpencraBieHb
mukpodororpadpun Ne28 m Ne31, Ha KOTOpPBIX TMOKa3aH TPUOOBHIHBIN IIUIMHUK, BBIPOCTHI
TOJIOBKH Y KOTOPOTO (OTMEUEHBI 3BE3I0UYKAMH) OXBATHIBAIOT MPECHHANTUYECKUN OyTOH (0),
dbopMupys dameBUIHBIA MPOGWIH TOJOBKH IMUNUKA HA HIDKHEM CHUMKE. OT HOXKH [0
TOJIOBKM TPOCTHUPAIOTCS LHUCTEPHBI XOPOIIO pa3BUTOro mmnukoBoro ammapara (IA). B
OCHOBAaHUHU YJAyOJIEHUS TOJIOBKM MOXHO BHJAETH JIBAa TMOCTCHMHANTHYECKUX YIUIOTHEHUS,
pa3JelIeHHbIX CHHUHYJIOW, (opMupymomel omera-nogoOHsli npoduib munuka. Bropas
CIHMHYJa MEHBIIEr0 pa3Mepa pacnojaraercs B obmactu mnepBopauuu [ICY1. 3D
PEKOHCTPYKIUSL ATOTO0 TPHOOBUAHOTO IMUMUKA W €ro MOCTCHHANTHYECKUX YIUIOTHEHUH
npeacrasieHa pucyHke S5 B. Ilomynpo3padnas MOBEpXHOCTh IIMIIMKA IMO3BOJISET OLICHUTH

CJIOXXHOCTb r€COMETPHU €0 MOCTCHUHAIITHYCCKUX YHHOTHGHHﬁ.

2.1.2. Cunancel Ha TPUOOBUAHBIX IIUMHKAX

OaHMM M3 KpUTEpPHUEB NPUHAUIEKHOCTH IIMIMKA K I[IMIUKAM TPUOOBHUIHBIM MbI
UCTIOJIB30BATM 00BbEM HIMIKKA WK pa3Mep TOJOBKU munuka. [lomyueHHbIe HaMU JaHHbIE
TOBOPAT O TOM, YTO O0OBEM TpHOOBHIHOTO IHMMNUKAa Ha maeHaputax mMML 3® B cpemnem
npuOIM3UTENBHO B TATH pa3 Oousbiie o0béMa ToHKoro mmunuka (Puc. 13-14). Jdpyrum
MPU3HAKOM TPUOOBHUIHOTO HIMIHKA CIYXWIO M HAJIWYUE B HEM UIMIIHKOBOTO arrapara
(ITommo ¢ coart., 2003) (Puc. 5A, Puc. 7A). [Ipyrue KpuTepuu OCHOBaHbI Ha pa3Mepax U
ctpykrype IICY. IlomydyeHHbIe HaMH JaHHBIE TTOKa3bIBAIOT, 4T0 00beM [ICY rpuboBUIHBIX
IIMIIUKOB HE MEHee 4YeM B 4eThIpe pas3a mpesbimaeT o0beM [ICY cuHancoB Ha IMMMUKaX
ToHKUX (Puc. 15-16). JIonomTHUTENEHBIM KPUTEPUEM MPUHAAIC)KHOCTH IIUMUKA K IIHITHKAM
rpuOOBUAHBIM CcHyXwio Haiauuue nepdopauuit B IICY, koTophie SBISIOTCS MPU3HAKOM
AKTUBHOCTH CHHarca. PeKOHCTPYKIMU T'pUOOBHUIHBIX IIUMUKOB CPEJIHETO MOJEKYJISPHOTO
cinos 3d mnpencrtaBieHbl NPUOIU3UTENBHO B OAHOM MacwmTabe Ha puc. 6 (IIMIHUKU
pa3BepHYTHl TOJIOBKaMH BBEpPX, HOXXKaMu BHU3). PucyHkm 6-8 sBIAIOTCS XOpouen
WITIOCTpalel 0ObEKTUBHOCTH OLEHOK TAaKMX XapaKTepPUCTUK IUNHKOB 3P Kak BbICOTa
MIUNAKA, JUTHHA W [IAPUHA HOXKKH, JTUHEHHBIE 1 00beMHBIE pa3Mepsl ToI0BKHU (Hamp. Hama

et al., 1989; Trommald, Hulleberg, 1997).
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Puc. 6. 3D peKOHCTPYKIMH I'PUOOBUAHBIX IEHAPUTHBIX IIUITUKOB CPETHETO MOJIEKYJIIPHOTO CII0s 3yOuaToi (acuuu.

Jnst mposiBIEHUS CKpPBITBIX OCOOEHHOCTEH OOBEMHOM YJIBTPACTPYKTYpPbl IIUIUKOB HAa H300pa)K€HUHM MOBEPXHOCTH
IIMIIMKOB  MPEACTABJICHA MOJYNpO3pauyHbiM  MaTepuasnioM. llocTcuHanTHueckue  YIUIOTHEHMs, JIeXallue Moj

MOJTYTIPO3PAYHBIMUA TIOBEPXHOCTSIMHU, BBIJICTICHBI KpacHbIM 1BeTOM. IlIKambl BhIIETIEHBI KENTHIM 1BeTOM: JuHA S00 HM,
TOJIIIMHA U UpHrHA 10 50 HM.
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['pnOOBHIHBIE MIUTTMKHA 3HAYUTEIHHO BAPBUPYIOT IO pa3MepaM, (opMe U CTPYKTYpe
I[ICY. BbonapmuHCTBO TPpUOOBUIHBIX NIMIIMKOB MMEET 3HAYWUTENIbHBIE pa3Mephl (Puc. 6,
Nel0-33), Torma kak 4yacTb CpaBHMUMA IO pa3MepaM C KPYMHBIMH TOHKHUMH HIUIHUKaMU
(Puc. 6, Nel1-9, Puc. 8). 'puboBuaHbIE IIMNUKK KaK MPAaBUIO UMEIOT CIOXHYI0 ¢popmy. Ha
pucynke 6 mmnuku NeNel, 3, 5, 6, 11,13, 14-17, 22, 23, 27, 30, 31, 33 uMerOT BOTHYTbIE
TOJIOBKM, @ HEKOTOpbIE IIWIHWKK IPAKTUYECKH OXBATBhIBAIOT IPECHUHANTHYECKUN OyTOH
(Puc. 6, Ne27, 28). BoNBIIMHCTBO KPYMHBIX TPUOOBUIHBIX MIMIHKOB KaK MPABHIIO UMEET
Heckolibko TICY (Puc. 6, Ne6, 8, 12-15, 19-24, 26-33). Ha puc. 6 B rojloBKax HIMITHUKOB
NoNel5, 19, 21, 24, 30 moxHo BuaeTh uetbipe [ICY, a mmnuku No27 u Ne28 umeroT mno
nath [ICY. Panee Kaiserman-Abramof (1969) ormeuarn, 4To B 3aBUCHMOCTH OT Pa3MepoOB
JNEHAPUTHBIX LIMIMKOB CHHAIICHl NMUPAMHUIHBIX HEWPOHOB KOPbI OOJBIIMX MONyLIapUl
MOTyT uMeTh 0T oaHoro o nsatu [ICY. Kak noka3pIBaroT HallM peKOHCTPYKIMH IUITUKOB,
rprOOBHJIHBIE MUATIMKU HEOOIBIIOr0 pa3Mepa vamie umerot oaao [ICY (Puc. 6, Ne 1-7, 9),
HO 4YHCJIO YIUIOTHEHWH HE JKECTKO CBf3aHO C pa3MepamMu munuka. HekoTopsie
rpuOOBHIHBIE MIUIUKU HeOosbimoro pasmepa mmerT 2-3 TICY (Puc. 6, Ne 6, 8). U
HA00OpOT KpyIHbIE TPUOOBUIHBIE IIUMUKU MOTYT UMeTh Juilb oaHO [ICY (Puc. 6, Ne 10,
11, 16, 17, 18, 25), Ho, kak mnpaBwio, eauHcTBeHHOE [ICY 3THX MIMNUKOB 3aHUMAaET
OONBIIYIO MJIOMIAL U UMEET CIOXKHYIO (opMy. PazMepbl MIMMHUKOB OMPEACISIOTCS IBYMSI
napaMeTrpamu (3aHUMaeMbIM 00OBEMOM M TUIOIIAIBI0 MOBEPXHOCTH), HO pa3Mephl CHHAIICa
MOTYT OINpPENeIAThCS M IUIOIMIAAbI0 KOHTAaKTa Mpe- W MOCTCHHANTH4YecKod MeMOpanbl. C
KaKUMH TapaMeTpamMu mUnuKoB cBs3aHo uncio [ICY B ornenbHO B3sitoM mmnuke? J{is
pelIeHUs] TaHHOTO BOMpPOca HEOOXOJUMbI aIEKBaTHbIE METO bl OLIEHKH TUIOIIA i KOHTaKTa
npe- M MOCTCHHANTUYeCKOW MeMOpaHbl. PaHee mnpeanpUHUMAIUCh TONBITKH OLCHKU
IUIOINAJN KOHTAKTa MPECHHANTUYECKOro OyTOHAa C MOBEpXHOCThIO muMUkoB (Desmond,
Levy, 1988b), ograko mis ee onenkn Desmond u Levy ncmonb30Baiy cTepeoTIOTUIECKUE
pacdeTsl Ha OJMHOYHBIX cpe3ax 0e3 ydera TommiuHbl cpe3oB. Ilo3mnee Ventura m Harris
(1999) na cepuitnpix cpeszax cunHarncoB CAl runmokammna MOACYMTANM IUIOHIANb aKCO-
IIUIUKOBOTO KOHTaKTa. OJIHAKO aBTOPbI HE ONKCHIBAIOT TO, KAKUM 00pa30M OHM U3MEPSIIU
IUIONIaI KOHTAaKTa; BEPOSTHO, UCIOIB30BaJICs onucaHHbil panee metoy (Harris, Stevens,

1988; Harris et al., 1992). DTOoT MeTOA OIECHKH BKJIIOYAI TOJCYET JUIUHBI TPODUISI
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[4:]

Puc. 7. V3MepeHue miomaan KOHTaKTa IEHAPUTHOTO IUTMKKA ¢ TPECHHANITHYECKUM OYyTOHOM Ha OCHOBE 3D peKOHCTpyKIINH.

A. Ha nsitn mukpodotorpadusx (Ne21-25) momnexkynsipHoro ciost 3youatoit daciuu (cepus u3z 104 cpe3oB) mpeactaBieH TPUOOBUIHBIN
neHapuTHbId munuk Ne5 (cMm. puc. 6). Ha caumke 22 mmnuk (1) u npecunantuueckuii Oyton (b) Beigenens! nserom. Ha caumke 23
[ICY mmmuka umeer nepdopanuto (I1); Ha cHuMKe 24 B OCHOBaHWHM TOJOBKM IIUMUKA OTMEYeH MMMHUKOBBIA ammapat (IIJA); TII -
TOHKMHA IMUMHMK, M - MHUTOXOHIpUS. SIPKUMH TOYKAMHM OTMEUYEHBbl TI'paHUIlbl 00JaCTH KOHTAKTa IMPECHMHANTHYECKOro OyTOHAa H
noBepxHoCTH munuka. [lo aTuM Touykam B mpoliecce peKOHCTPYKLMU CHHAIICOB HA CEPUMHBIX M300paKeHUsAX co3/aBanuch 3D 00bEKThI-
MeTKH. COTJIacHO 3TUM METKaM B BHPTYaJIbHOM TPEXMEPHOM MPOCTPAHCTBE MO MOBEPXHOCTH LIUMHMKA OUYEPUYUBAIACH TPAHUIA 00JIACTH
KOHTaKTa IIHWIHKA C MpecHHAnTu4eckuM OyToHOM. Bb. PekoHcTpyupoBaHHBINH TprOOBUIHBIN UMUK No5 COBMENIEH CO CHHUMKOM 23.
BbizenenHas 1BeTOM IUIOIIAb KOHTAKTA IIMIUKA ¢ IPECHHANTHYECKUM OyTOHOM OYepueHa JIMHHEH; CTPENIKU YKa3bIBAalOT Ha OOBEKThI-
METKHU B TIOCKOCTH cpe3a. B. JlecsasTh rpnOOBHIHBIX HIIMMHKOB BEIOPAHHBIX CIIy4alHBIM 00pa3oM sl ONpeiesIeHus MJIOMAAN KOHTAKTa C
pecuHanTu4eckuM OyToHOM. L[BeToM BbIieneHa 001acTh KOHTAaKTa IMIMIIMKOB C MpEeCHHaNnTHUYecKuMHu OyToHamu. Homepa mmmukoB
COOTBETCTBYIOT HOMEpaM LIUIHUKOB pucyHkKa 6. [1Ikasnbl BbieIeHBI KeNThIM 1BeTOM: AnuHa 500 HM, TonmuHa U mupuHa 1o 50 HM.



MeMOpaHbl IIHUIKAKA KOHTAKTHPYIOUICH, HampuMep, C NPECHHANCTHYECKUM OyTOHOM,
YMHOKEHHOM Ha TonmuHy cpesa. [lockonbKy, Kak NpaBHJIO, MOBEPXHOCTh KOHTAaKTa
U30THYTasi U Cpe3 MPOXOJUT TAHTCHIMAJIBHO K MOBEPXHOCTH, TO MO CBOEH CyTH TaKoh
NOAXOA JaeT NpuOmmKkeHHble 3HaueHUs. CoBpeMEHHOE NporpaMMHOE oOecreueHue
MO3BOJIIET  HAMPSAMYIO  OICHWTh  HWHTEPECYIONIYI0  IUIOMAAh HA  TIOBEPXHOCTH
PEKOHCTPYHUPOBAHHOTO 00BEKTa. MBI MMIOPTUPOBAIIM PEKOHCTPYUPOBAHHBIC IIMITHKH B
cueny 3D Studio Max, Tak e B cieHy ummnoptupoBaiu 3D 0OGEKTHI-METKH TpaHUIl
UHTepecyouleil o0nacTu MeMOpaHsbl MUMKKA (00JIaCTH aKCO-IIUIUKOBOIO KoHTakTa) (Puc.
7A, Bb). B BuptyansHoMm 3D npocTpaHCTBE pEKOHCTPYHUPOBAHHBIN IIUIKUK KIOHUPOBAIU U
COIJIaCHO METKaM TpaHMI] MHTEPECYIOIIEeH O0JAaCTH HEHY)KHYH NOBEPXHOCTb IIUIIUKA-
KJIOHa 00pe3any, Mmoyydasi 3Ha4eHUs TUIONIaAn KOHTakTa. Mcnonp3yst MaHHBIN MOIX0A MBI
MoJlydaeM 3HAueHUs IUIOMAAN CPE3aHHOW IIOCKOCTH MaKCHMAalbHO MPUOIIKEHHBIE K
peanbabiM. Ha pucynke 7B mpencraBineHbl TpuOOBUAHBIC ACHAPUTHBIC IIUMHKH, Y
KOTOPBIX OMHMCAHHBIM TMOJAXOJIOM TIOJYYEHBbl 3HAYEHUS IUIOIMATU aKCO-IIUITUKOBOTO
KOHTaKkTa. J[ns nanHoil mpouenypbl Obuid B3sITHI HepBble 10 pEeKOHCTPYHMPOBAHHBIX Ha
cepuu cpe3oB rpubOoBUAHBIX MMNHUKOB. CoryiacHo puc. 6 mmnuku Ne3 u Ne5 umeror mo
onnoMy TICY, munuku Ne6 u Ne33 — o nBa [ICY, munuku Ne22 u Ne23 — no tpu IICY,
nmnukd NelS5 m Ne30 — no wersipe IICY, munukm Ne27 u Ne28 — mo mars TICVY.
HayMeHbInas TIomais KOHTAKTa ¢ aKCOHATBHBIM 6YTOHOM cocTaBisiia 0,38 MkmM” (IIHITHK
Ne$5), Toraa xak HauOoOJbIIAs TITOMIAh KOHTAKTA C aKCOHAJIbHBIM OyTOHOM Yy mumnuka Ne27
coctaBisna 1,8 MkM?, npu 5ToM mmnuk Ne27 MMeeT M HamGONbIIMI 00beM. 3HAUCHHS
U3MEPEHHBIX IMapaMeTpPoOB AECATH IIWIUKOB pUCyHKa 7 B cymmupoBaHbl B Tabmuie 2
(ynopsimouensl mo kommuectBy IICY), a 3HaueHuss ko3 UIMEHTOB KOPPEISAIUH
npencraBineHsl B Tabmuie 3. CormacHo kKod(dduIMEeHTaM KOppemsaiuu IMmapaMeTpoB
IIMITUKOB TAOMUIBI 3 MOYKHO BUIETHh YTO, HECMOTPS Ha TO, YTO BCE KOPPETSIIUU BHICOKH U
noctoBepHbl, konmuuecTBO [ICY Ha AEHAPUTHOM MIMMHKE B MEPBYIO OYEPEIb CBA3aHO C
IUIOLIA/IbI0 KOHTAKTA IIUIUKA C aKCOHAIBHBIM OYTOHOM.

Ha puc. 6 TICY mmmnukoB Nel0-13, 15, 16, 20-22, 27, 29 umerot nepdopaiuu
(mepdopuposannsie [ICY). IlepdhopupoBannsie [ICY MoryT BcTpedarbes M Ha HIUITHKAX

HeOombIIoro pasmepa (Puc. 6 u Puc. 7, mumnuk NeS).
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Ta6auua 2. 3HaueHus napaMeTpoB TPUOOBUIHBIX HIUITUKOB.

IUIOIIAIb IJI0Aaab mwomans IICY

Ne gucno [ICY | moBepXxHOCTH | O0BEM IIUMHKA, KOHTAaKTa AKCTIOHWPOBaHHAs Ha
IINTIHKA, MKM® IIITHKA, MMOBEPXHOCTHU IIUITHKA,
MKM’ * MKM? ** MKM? ***

3 1 1,771 0,097 0,469 0,103

5 1 1,788 0,127 0,384 0,158

6 2 2,036 0,169 0,492 0,152

33 2 4,049 0,374 1,302 0,375

22 3 3,583 0,318 0,845 0,241

23 3 3,179 0,222 0,972 0,227

15 4 3,195 0,290 1,109 0,288

30 4 4,237 0,361 1,382 0,342

27 5 5,551 0,455 1,805 0,411

28 5 4,382 0,339 1,586 0,311

* - 0e3 ydera IIOMAIy TOBEPXHOCTH 3aHUMAeMOW OCHOBAaHUEM HOXKH IITUTIHKA,

** - [uIomaab KOHTAKTA MIUITUKA C aKCOHAJIBHBIM OyTOHOM,

*EX - momxo IS ONpeIeIICHHS TUTOIa Al MeMOpaHbl munuka 3anumaemoit [ICY
AQHAJIOTMYEH OMMCAHHOMY TIOJIXOY OTPECIICHUs TUTOIAId KOHTAKTA IIUTUKA
C aKCOHAJIBLHBIM OyTOHOM (CcM. Takxke pasm. 3.2.2. ['m. II)

Ta6auua 3. Koppensauuu 3HaueHuil napaMeTpoB TpUOOBUIHBIX IIUITUKOB.

[UIOIIAIb TUIOIIA/Ib
yucino [ICY MOBEPXHOCTH | 00BEM IIUIHKA KOHTaKTa
IIMHUIINKAa IIITHUKa
TUIOIIA/Ib [IUTTHKA
tat 0,862 **
00BEM LIUITHUKA
0,714 * 0,952 ***
IUIOIIAIb KOHTAKTA
tan 0,886 *** 0,952 *** 0,903 ***
IINITNUKa
IKCTIOHUPOBARHAR | ) 714 % 0,027 *** 0,976 *** 0,903 *#*
mwiomans IICY

Koppemsuu Crimpmena (Is) moctoBepssl pu P < 0,05 (*), p < 0,01 (**), p < 0,001 (**%*).

B TkaHW MOABEP)KEHHOW TETAHWMYECKOW CTUMYJIIIMM YacTO MOXXHO HaONIOAaTh
TaKyl0 OpraHU3all{I0 HIMIMHKOBBIX CHHANCOB, KOTJa YacTh MPECHHANTUYECKOTO OyTOHa
rIIyOOKO TOTrpyXeHa B O00BbEM IIMNUKA. B TakuxX ciy4asx BBIPOCT MPECHHANTHYECKOTO
OyTOHAa MOXET OBITh IIEJIMKOM OIOSICAaH KOJIBLIOM MOCTCHHANTHYeCKOoro yrmiotTHenus (Puc.
6, munukn Ne30 m 31). Ha mmmmke Ne30 siMka oOpa3oBaHHAs MPECHHANTHYCCKUM

6yTOHOM OTZCJICHA OT NPECUHAIITUICCKOI'O 6YTOHa Y3KUM «T'OPJIbIIIKOM» € TUaAaMCTPOM HE
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6omee 200 wBM (Puc. 7B). OyHKOMOHaNbHAS POJIb HWHBArMHAIIMN  IIWITHKA
MPECUHANITUYECKUM OyTOM HEM3BECTHA, HO Takas (opMa OpraHM3allMy CHHAICa Yalle
HaOmoganace B 3@ mocie JIBII. Mbl HE pOBOAMIN KOJWYECTBEHHOTO aHAJIM3a YaCTOTHI
BCTPEUAEMOCTH TaKUX TPUOOBUIHBIX IIMIUKOB, IOCKOJBKY TaKOW aHanmu3 Tpedyer
0O0JIBIIOrO KOJIMUYECTBA PEKOHCTPYKIMI. OJTHAKO MO HAaIIMM HAOMIOACHUSIM KaK MUHUMYM
KOKIBIA JeCAThId TpuOOBUAHBIA mUNUK B mML mnorennupoBanHoi 3D mMeeT Takue
Mopdostoruueckue ocooeHHoctn. Panee ormedanock, uto JIBIT mMoxker OBITH CBsi3aHa C
YBEJIMUEHUEM OTPHUIATENIbHON KPHUBU3HBI (BOIHYTOCTH) TOJOBOK MmUNUKOB (Desmond,
Levy, 1983). Bronne B0O3MOXHO, 4TO HaOro/aemMasi «IpeaeibHas» KpUBHU3HA TOJIOBKU
HIMIKKA, ¢ THBAarMHAlUKEN NMPEeCHHANTUYECKUM OyTOHOM, OTpa)aeT «IpopabOTaHHOCTbY U
CTaOMJIBHOCTh TaKUX CHHAIICOB.

Hama knaccuduxanms rpuOOBHIHBIX IIWIUKOB HECKOJIBKO OTJIMYAETCA OT
knaccudukanum npeanoxkeHnon Peters n Kaiserman-Abramof, mockosbKy 1o pe3yJiibratam
AIIEKTPOHHOW MHUKPOCKOTMH 35% TOHKMX IIWIMKOB KOPBI OOJBIIUX TMONyIIapuid, Ha
KOTOpBIX HCXOJHO TocTpoeHa kiaccudukamus Peters u Kaiserman-Abramof, umeror
JIOCTaTOYHO OOJIBILIME pa3Mephl, COAEPXKAT XOPOLIO Pa3BUTYIO CeTb DP M MIMNHMKOBBINA
annapat (cM. Peters, Kaiserman-Abramof 1970, p.353; Spacek 1985b, p.239). Toukue
MIWNUKKA Tunmnokamna U 3@ KMMEIOT CpaBHUTENBHO clabo pa3BuUTylo ceTh OP, mopoii
NPEACTABICHHYI0 KaK LHUCTEpHAMH, CBsi3aHHbIMM C OP jgeHapurta, Tak HMHOrga u
OTJENbHBIMU, pa3o0menapiMu nuctepHamu (Harris, Stevens, 1989 p.2987; Spacek, Harris
1997, p.192). [llunukoBbIN anmapaT, MPEACTABICHHBIM CTOMKAMU IIUCTEPH Tiaakoro DP
SIBJIIETCSL HEMIOCPEACTBEHHBIM MPOJ0KEeHHEM OP JeHIpuTa U TakKe HeNnoCpeCTBEHHBIM
Y4YaCTHUKOM HMOHHOro oOME€Ha TIpud AaKTUBAallUM CHHarnca. B 3ToM OTHOIIEHUHU
UCTIOJIb30BaHNE B KadyeCTBE KPUTEPHUS HIACHTH(PHUKAIMKA TPUOOBUIHBIX LIMIHMKOB TaKUX
OpraHeil KaK IIMIMHUKOBBIA ammapaT W pa3BUThIi OP mo3Bosser kimaccuummpoBaTh
CHUHANCHl HE TOJBKO C YYETOM HUX pa3MepoB, HO M C yYE€TOM HX (YHKIHOHAIbHON
aKTUBHOCTH. Mcmonb3yemple HaMU KPUTEpUU HE MPOTHUBOPEUYHUT pe3yJbTaTaM IPyTHX
uccienonareneil. Tak HanuuueMm nepdopauuid oTandamuchk Tosubko kpynssie [ICY (Peters,

Kaiserman-Abramof, 1970), a wmexny pasmepamu IICY wu pasmepamu IIMIUKOB
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HaOmonaercss nonoxkurensHas koppemsiuus (Wilson et al., 1983; Trommald, Hulleberg,

1997; Harris, Stevens, 1988; Harris, Stevens, 1989).

2.1.3. CuHancel Ha NeHbKOBBIX HIUMUKAX

Cpenn Bcex TUIOB HMIMIHKOB MEHBKOBBIE MIUIMHKHU 3aCITyKHBAIOT 0COOOTO BHUMAHUS —
HECOTJIACOBAHHOCTh KPUTEPUEB MPUHAJICKHOCTH IMUMUKA K NMEHHKOBBIM OOECKYPaKHUBAET.
Ucnone3ysa knaccudukanuio Peters u Kaiserman-Abramof (1969), Harris K.M. k munukam
MEHbKOBBIM OTHOCHUT IIMITMKUA HE UMEIOIINE TEPETSHKKU («constriction») Ha uX 1mielke (Harmp.:
Fiala, Harris, 1999, p.16; Sorra, Harris, 2000), Torna xak B paborax Peters u Kaiserman-
Abramof (1969, 1970) neHbKOBBIC MIMMUKA — 3TO TaKWE IIMITHKH, MIEHKa/HOXKKAa KOTOPBIX
naxxe He npocmaTtpuBaercsa. CornacHo Peters u Kaiserman-Abramof (1969, 1970) nenbkoBbie
IIMIUKA 3TO TaKue IIWNHKW, IJMHAa KOTopbix Bapbupyer ot 0,5 nmo 1,5 mxm. Ho
Knaccudpukanua Kaiserman-Abramof Oa3upyercss Ha CBETOBOM MUKPOCKONHMH, U MHOTHE
KOPOTKHE TOHKHE HOXKKU T'PUOOBHIHBIX IIUIUKOB JEHCTBUTENHHO MOTJIHM ObITh HE3aMEUECHBI
(cm. puc. 6, munuku NeNel-3, 8-10, 15-17, 27, 29-31, 33). Ilpu 3TOM mpoCTpaHCTBEHHAs
OpHEHTAIIS IIUIKKA 10 OTHOIICHUIO K ONTHYECKOW OCH MHKPOCKOTA TaK)X€ CHIILHO BIUSET
Ha pe3yJIbTaThl aHAJIU3a HA YPOBHE CBETOBON MUKPOCKOIIUH.

OTcyTcTBHE YETKO ONPEICICHHBIX KPUTEPUEB U HCIONB30BAaHUE I aHaIu3a
HIUIHKOB CBETOBOM MHUKPOCKOIHMH WM 3JEKTPOHHOM MHKPOCKOIUHU Ha OJMHOYHBIX Cpe3ax
BHOCAT HEOIpPEJEICHHOCTh B KOJWYeCTBeHHbIe naHHble. Tak Desmond u Levy (1985),
okpamuBaian HelpoHsl 3@ mo meroguke Golgi U moacYUTANM, YTO JACHIPUTH HeiipoHOB 3D
MMEIOT 3HAYUTEIFHOE KOJMYECTBO MEHBKOBBIX MUMUKOB, 0K0s10 32% (Desmond, Levy, 1985
p.222). Torpa kak cornacHo Fiala u Harris (1999, p.16) — nenaputsl rpaHysipHbIX Ki1eTok 3D
BOOOIIE HE MPHUHAICKAT K JCHIPHUTAM, Ha KOTOPHIX MPUCYTCTBYIOT TMEHHKOBBIC IIUTTUKH.
Fiala u Harris (1999, p.16) oTmedanu Hamu4ve NEHHKOBBIX MIMIIMKOB Ha MUPAMUIHBIX
kietkax Kopel © CAl obnactu runmokamma; B CAl obimacTy THMNIOKaMIIa B3POCTBIX KPBIC
OHM TOJACUMUTAIIM, YTO KOJUYECTBO IMEHBKOBBIX HIMIUKOB COCTaBiIsieT Okojo 14% oT Bcex
LIMIHUKOB (TaM ke, p.22). OgHaKo paHee 3TUMH K€ aBTOPAaMU OTMEYalIoCh, YTO y B3POCIBIX
kpbic 3T0oT TN mUNuKoB B CAl cocraBmser 3,5% (Harris et al., 1992, p.2694) wm 1-5%

(Coney et al., 2002). Cxonnsie manHble ObUTH TOMy4eHBl Capani et al., TEHKOBBIE ITUITUKA B
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CAl u CA3 cocraBmsuin 3% (Capani et al., 2001). Capani et al. ucnonb3oBanu 3D
PEKOHCTPYKLIMIO U CEJEKTUBHYIO OKpPacKy akTMHA U IOKa3ajiH, YTO MEHbKOBBIE LIUIHUKU B
CA1 He UMEIOT aKTUHOBBIX Iy4YKOB, KOTOpbIE B IIMNUKax coaepxamux LIIA accouunpoBaHbl
¢ ero muctepHamu. Harris (1992, p.2695; 1999, p.25,) u Peters u Kaiserman-Abramof (1970,
p.330) oTmedanu, 4TO NMEeHbKOBBIE MIMMUKK KOpel 1 CA 1 rumnmokammna MOTyT UMETh OJTHO WIIH
nBa [ICVY, 1/3 u3 xotopeix nepdopupoBaHHbie, a 1/6 IEHHPKOBBIX HMIUIUKOB IBYXHEICITHHON
kpeicbl umeer IIIA, uro mportuBopeunt padore Capani et al. (2001) BbImosHEHHON Ha
B3pocibiX kpbicax. Hama et al. (1989) ¢ ucnonb3oBaHMEM BBICOKOBOJIBTHOM 3JEKTPOHHOM
MUKPOCKOIIMM JIEHAPUTOB HeWpoHOB 3® mokasaid, YTO OTHOCHUTEIIBHOE KOJMYECTBO
MEHBKOBBIX IUITUKOB B OTIMYHE OT CBETOMUKpOCKomuueckux Haomoaennii Desmond u Levy
3HAQUMTENIbHO MEHbLIE, U cocTaBisieT okojo 1-1,5%. Ho BBICOKOBOJBTHAs MHUKPOCKOIIHS
okpameHHbIX 10 Golgi HelipoHoB uckiouaer Busyanusanuio [ICY um nmpecuHanTHYeCKuX
BE3UKYJI, KOTOpBIC SBJISIOTCS €IMHCTBEHHBIMH JIOCTOBEPHBIMH MapKepamH JIEHAPUTHBIX
CUHAIICOB, MOdTOMYy B pabore Hama et al. MHOrMe mNEHBHKOBHIE IIUIMUKHA MOTJIH OBIThH
HEJOCUUTaHbl, U OLEHUBAJIUCH JIMIIb KaK HEOJHOPOJHOCTH IOBEPXHOCTU JEHIPUTHOIO
CTBOJIA.

Crosib 3HaUUTENBHBIC PA3HOTIIACHS B PE3yJIbTaTaxX OMPEACIISIOTCS BO3MOXKHO JIaXe
HE CTOJIBKO PA3IMYUSIMHU B MOAX0/IaX K OICHKE MJIOTHOCTH MEHBKOBBIX IIUIUKOB, CKOJIBKO
HECOTJIACOBAHHOCTHIO MCIOJIb3YEMbIX KPUTEPHUEB JJIsi OMHCAHMS JIAHHOTO THIA CHHAIICOB.
[ToaToMy B KadecTBe XapaKTEPUCTHK IE€HBKOBBIX UIMIHKOB, MbI COBMECTHIIU
knaccudukanuu Peters, Kaiserman-Abramof u Harris, HO 32 HEKOTOPBIMU UCKIIOUYEHUSIMH.
CornacHo Peters n Kaiserman-Abramof (1970) meHbKOBBIM IIUITUKOM CUUTAJICS HIUMHK, Y
KOTOPOTO, BO-TIEPBBIX, HEBO3MOXXHO OBLTO HIAeHTHUUIIMpOBaTh HOXKKY. CormacHo Harris et
al. (1992), B xauecTBE BTOPOTrO KpUTEPHsI MPHUHAJICKHOCTH IIUIMUKA K TUIY MEHHKOBBIX,
Mbl HCIOJb30BAIM COOTHOIIEHHE BBICOTHI M IIUPUHBI MUNHUKA. [I€eHPKOBBIM MIMITUKOM
CUMTAJICS IIUNHUK, Y KOTOPOrO BHICOTa NPUONM3UTEIILHO COBIAJAeT C [IHUPUHOM.
WuTepecHo, uro rpubosuanbie mmnuku Nel6 u Nel7 (Puc. 6) cormacuo Spacek u Harris
(1997, p.191) MOxHO OBITIO OBI OTHECTH K TICHHKOBBIM IIUITUKAM, HO HAJTMYHME IMTUTTUKOBOTO
anmapara u neppopupoBanHoro I[ICY orpaxkaer BbICOKUH ypOBEHb UX (PyHKIMOHATBHOMN

AKTUBHOCTH M Mbl OTHOCHUM HX K FpI/I60BI/II[HBIM HIUITUKAaM. HpI/I dHaJIN3€¢ CHHAIICOB Ha
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Puc. 8. 3D PEKOHCTPYKIHNH TOHKHX U IICHBKOBLIX JCHAPHUTHLIX HIUITMKOB CPEAHCTO MOJICKYJIAPHOT'O CJI0s SY6‘IaTOf/'I (bacupm.

A. Tonkue nengputHsie mMnuku. b. [leHbkoBble AeHApuUTHBIE MUNUKU. [IUNuKKM peKOHCTPyUpOBaHBI U3 MOTYIPO3PAYHOTO
Marepuana. [ICY, nexamue mMoj MOBEPXHOCTSAMH IIMITHUKOB, BBIAEICHBI KpacHBIM I1BETOM. [IOCKOJIBKY Yy TMEHBKOBBIX IIMITHKOB
HEBO3MOYKHO OIPEACIUTh TPAHUIy MEXKAY TOJOBKOM IIMMUKA W CTBOJIOM JIEHJIPUTA, UIUIUKH PEKOHCTPYUPOBAHBI BMECTE C
ocHoBaHUsAMU. [IIKkanbl BBICICHBI )KEeITHIM I1BeTOM: JutiHa 500 HM, TomrHA U mupuHA 1m0 50 HM.



CEpUIHBIX Cpe3ax Mbl HE BCTpeUaln B MOJEKYJIsIpHOM cioe 3D MeHbKOBBIX HIMIHKOB,
KOTOpBIC TMOMYMHSINCH OBl JIBYM TIEPBBIM KPHUTEPUSM W B TO K€ BpEeMS HMEIH Obl
nepdopupoBannbie/cerMmenTupoBannbie [ICY Win MMMUKOBBIN anmapar, 4TO COTJIacyeTcst
¢ pe3ysibraram 3D peKoHCTPYKINHK U MeKTpoHHOM nmutoxumuu Capani et al. (2001).

Harris et al. (1992) B cBoeit paboTe mNpeACTaBMIA OIEHKY OOBEMHBIX
XapaKTepUCTHK TEHBKOBBIX UIMIHUKOB. BBUTM TOMy4YeHBl 3Ha4YeHUs o0BbeMa, IUIOIIAIH
MOBEPXHOCTH, UIMHBI M HIMPUHBI HOXKH. 3a HCKIIOYEHHEM OSTOW paboThl 0OBEMHBIX
XapaKTepUCTUK  TEHHKOBBIX  IMUNUKOB B  JUTEpaType HET, OTCYTCTBYIOT U
KPUTEPUUOTIPEICTICHUST TPAHUIIBI MEXKIY TEHbKOBBIMU IIWMUKAMH W JAeHApuTamu. Ha
pucynke 8 b mpencrtaBieHpl BBIMONHEHHbIE HaMu 3D pEKOHCTPYKIHMH TIEHHKOBBIX
mmnukoB. Ux gopma u pazmepsl B cpeHeM MOJEKyJIapHOM cioe 3D mpUHLIUIHAIBHO He
ornnyaroTcsi oT TakoBbiXx B CAl oOnactu runmokammna (cMm. Capani et al., 2001, p.165).
CornacHo crepeosnoruueckum pacderam Trommald u Hulleberg (1997, Table 1, p.21)
o0beM HoOkek munukoB B 3® B cpeaHeM cocrtaisieT He Oosee 8% oT oObema caMoro
munuka. B 3ToM ciydae ommOka wuccienoBatens NMPH ONPENeNeHHH TPAHUIBI MEXITy
JICHAPUTOM W TOHKMM WJIM TPUOOBHUIHBIM IIMIHKOM HE OYEHb 3HAuuTeNbHA. [lockombky
NEHbKOBBIM UMUK MPECTABIAET COO0M COOCTBEHHO I'OJIOBKY LIUIHUKA, TO U OLIMOKA MPHU
OTpezieNIeHnd OOBEMHBIX MAapaMEeTPOB MEHBKOBBIX UIMIHKOB 3HAYUTENBHO BO3pacTeT. O
CJIO’KHOCTHU OTIPEJIEICHUs] TPAHHIIBI MEXIy HOXKKOW M TOJIOBKOW IIMITUKA, MEKIY HOMXKKOU
IIUMKWKA ¥ JCHIPUTOM TOBOPHIIOCH elie B paHHUX pabortax. Hampumep, Fifkova m Van
Harreveld (1977, p.216) o6cyxmast BOpoOC OLIEHKH Pa3MEpOB HOXKEK IIUMTUKOB OTMEYAIIH,
YTO OTCYTCTBHE YETKMX KpUTEPHEB W HpperyispHas Qopma mnpoduieil NpUBOAUT K
HEXKeJIaTeJIbHO BBICOKOMY pa30pocy 3HaueHUU u3MepsieMblx mnapamerpoB. [lo Hamemy
MHEHUIO OMNpEJCICHUE TPAaHUIBl MEXKIY MOBEPXHOCTbIO TEHHKOBOIO IIWUMUKA U
MOBEPXHOCTHIO JCHIPUTA CIIEAOBAIO OBl ONMPENENISITh COTJIACHO HOPMAJSM K MOBEPXHOCTH
B TOYKAaX C MUHUMAJIBbHBIM pPaguycOM KPHBHU3HBI, B 00JacCTH TEpexo/a TMOBEPXHOCTH
IIMIIMKA B MMOBEPXHOCTh JIEHAPHUTA. B HacTosIiee Bpems BeleTCsl MOMCK MaTeMaTHYeCKUX
IITOPUTMOB OMHCaHUA CIOXKHBIX 3D 00bekToB. B paMkax 3Tux paboT pa3pabaTbiBalOTCA
QITOPUTMBI CETMEHTALMU TOBEPXHOCTH OOBEKTa MPOU3BOJIBHOM (DOPMBI KaK Ha OCHOBE

CUMMETpPHUI, TaK U HA OCHOBE XapakTepa KPUBU3HBI OTACIBHBIX 00JacTeil MOBEPXHOCTH.
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VYcenexu B 3THX HalpaBlIE€HUSX AOCTUTHYTHI JUIIb s J0cTatoyHO mpocThix NURBS-
MOBEPXHOCTEH, cMOAenupoBaHHbIX B 3D pemakTopax, TOraa Kak i OOBEKTOB C
IPOU3BOJIBHOM TE€OMETpUEl 10 pPYTUHHOM CErMEHTalud IIOBEPXHOCTH Ha OCHOBE
XapakTepa ee KpHUBH3HBI elmie jganeko (cm. Hamp. PyrtkoBckuit, Pyrtkosckas, 20006;
Mkprusin, 2006). BcenenctBue ClI0KHOCTH OMNPEEICHUsT TPAHULIBI MEXAY NEHbKOBBIM
IIAITAKOM H JICHIPUTOM, OLIEHKa OOBEMHBIX MapaMeTPOB MEHBKOBBIX HIMITMKOB B JAHHOU
pabotre He mpoBoamiack. Ho ecimm Obl gake OOBEMHBIC XapaKTEPUCTUKH TICHBKOBBIX
WNKUKOB MeHsunch B xoxae JIBII, To coriacHO HamuM KpUTEpUSM MNPUHAIIEKHOCTHU
UIMIHKA K OJHOMY U3 THIOB NEHBKOBBIN IIMIUK, U3MEHUBIIUN CBOM pa3Mepbl, Obul Obl

OTHCCCH K IIMIITMKaM TOHKHUM HJIHN K CTBOJIOBBIM CHHAIICaM.

2.1.4. CuHanchl Ha TOHKUX MIMNHKAX ¥ Pa3BeTBJIeHHbIE IIUNHKH

Tperuii THIT MHUMHUKOB — MIMITMKA TOHKKE — COOTBETCTBOBAJ Kiaccupukanmu Harris et
al. (1992). OTu mMNUKKM HE UMENH XapaKTEPHBIX MPU3HAKOB IIUIUKOB T'PUOOBHUIHBIX WU
neHbKOoBbIX. Kak mpaBmiio, OHM UMENH SIBHO BRIPAXEHHYIO 00Jiee WU MEHEe ATUHHYIO HOXKKY
1 HeOobIyIo rojoBKy U oaHO MakyysgpHoe [ICY (Puc. 8A). OnHako Kak MOXHO BHJIETh
HEKOTOpble TOHKME MmHNUKU MoryT umerh aBa [ICY (Puc. 8 mmnuku Nel3 wu 18).
Pa3BeTBneHHbIE JEHIPUTHBIC IIWMUKWA/CHHAICHI B JaHHOM pabdoTe JeTaJbHO HE
MCCIIeIOBAINCH, TaK KakK JOJIsI TakuX cuHAmcoB Obwia okoio 0,5-1% ot Bceil ucciemyemon

IOy AUy CUHAIICOB.

2.1.5. Pa3HooOpa3ue TUIIOB CHHAIICOB
B CpPelHEM MOJIEKYJISIPHOM cJioe 3y0uaToii pacumnu

Ocob6ennoctb 3@ COCTOUT B TOM, YTO YETKO OPraHMW30BaHHAS JJAMUHApHAs CTPYKTypa
Mosekyspaoro cios 3@ (Puc.l, 2) obecnieunBaeT BBICOKYIO CHEIU(UIHOCTH CBS3EH; Ha
JNEHAPUTAX CPETHET0 MOJIEKYJISIPHOTO CJIOSl TIIyTaMaTIpruueckue BOJIOKHA Mep(OpaHTHOTO
myTH o0pa3yroT 6onee 90% Bcex cunarcoB (Steward, Vinsant, 1983). B cBoro ouepens Oosee
90% Bcex 3TUX CHHAIICOB pacroniaraercss Ha AeHapuTHbIX munukax (Harris, Kater, 1994).
CrnenoBarenbHO, OJABIAONIEE OONBIIMHCTBO ACHAPUTHBIX cHHANCOB 3d moiy4aeT ogHHU U

TC XKC Bo36y>1<z[a}oume BXOJbI. HCCMOTp}I Ha 5TO, KaK ITIOKa3bIBAIOT BBIIIOJIHCHHBIC HaAMH 3D
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PEKOHCTPYKLMHU, OTH CHHANChl MOP(OIOrMYEecKH OYeHb pa3HooOpasHbl. CorjacHo
UCCIICTIOBAaHUSAM CTPYKTYphI cHHATcoB B Kope, CAl o0macTtu TummokaMiia U HEOCTpHUATyME
(Peters, Kaiserman-Abramof, 1970; Harris et al., 1992; Capani et al., 2001), na nmeHapuTax
cpenHero mMoisekyssipHoro ciosi 3@ Ha ocHoBe 3D PEKOHCTPYKIMI NEHIPHUTHBIX HIUITHKOB
TaKK€ MOXXHO BBIICNIUTh YETHIPE OCHOBHBIX MOP(OJOTMYECKH pa3IUYHbIX THIIA: Ha
IpUOOBUIHBIX IIMIHKAX, HA TOHKUX IIMIUKAX, HA MEHbKOBBIX LIMIHMKAX U CTBOJOBbIE — HA
CTBOJIaX JeHApUTOB. B 1enoM Bce HaOm0gaemMble XapaKTEPUCTHKU THUIIOB CHHANCOB Ha
JEHAPUTAX CPEHEr0 MOJEKYJSIPHOTo ciiost 3@ MOKHO CBECTH K HECKOJIBKUM. XapaKTEepHbIM
MPU3HAKOM CaMbIX KPYITHBIX TPHOOBUIHBIX IIMITUKOB SIBISIETCS OOJBINAsi TOJIOBKA, HATMIUE
neppopupoBannoro [ICY u mmnukoBoro ammapara, NpHU3HAK TEHHKOBBIX MIMIHKOB —
OTCYTCTBHE HOXKHU. B Takom ciydae K TOHKHUM OyAyT OTHECEHBI BCE IIMIMKH, Y KOTOPBIX
MIEPEUNCIICHHbIE MPU3HAKK OTCYTCTBYIOT. Kak MOYXHO BHJETh Ha INOJHOM PEKOHCTPYKIUU
nenaputHoro cermMenta (Puc. 5 I'), cuHancsl Ha TOHKUX HMIMIIMKaX COCTAaBJISIIOT MOAABIISAIOIIEE
OonpmHCTBO. Vcmosnp3yemble HaMH KpUTEpUM MICHTHU()UKALMKA THUIIOB JIEHAPUTHBIX
HIMIIUKOB JaXXe Ha JTamne paboThl mpenmiecTByiomeM 3D peKOHCTPYKLUUH CHHAIICOB
MO3BOJIAIOT HA CEPUIHBIX Cpe3ax JIeTKO Mud(depeHIIMpoBaTh TUIIBI CHHATICOB U MPUYUCISATH
UX K CHHAICaM 4eThIpeX TUNOB. CXeMaTH4ECKH THUIIbI JEHAPUTHBIX CHHAIICOB MPECTABICHbI
Ha pucyHke 3. OObeMHbIC XapaKTEePUCTUKN TOHKUX U TPUOOBUIHBIX IIUIKUKOB MPECTABICHbI

B pazaene 3.3. I'n. IL.

2.2. I1710THOCTH PacCIOJIOKEeHUs CHHAIICOB

CymecTByrolue Ha CErOAHSAIIHUN  JI€Hb JaHHbIE TOBOPSAT O TOM, 4TO
Mopdonoruueckue u3MeHeHus HepBHOW Tkanu npu [IBII Moryr ObITh CBs3aHBI C
W3MEHEHUSAMH YHUCJIa CHHAICOB B MOTEHUMpOBaHHOW oOnactu. [losTomy omHol u3 menei
JNaHHOW paboThl ObLIA OLIEHKA M3MEHEHUs IJIOTHOCTH cuHarcoB B xone JIBII B ornuume ot
KOHTpOJIbHOW TKaHW. llpenpinyimue ucciaeqoBaHHs IUIOTHOCTH M CTPYKTYpPbl CHHAICOB B
no3aued dasze JIBIT in vivo 0a3upoBaanch TJIaBHBIM 00pa30M Ha CTEPEOJIOTHYCCKOM aHAJIM3e
C WCIIOJIb30BAHMEM MAPHOTO JHCCEKTOpa (aHalW3 Ha JBYX CMEXHBIX Cpe3ax) WiId Ha
OJIMHOYHBIX cpe3ax. Kpome Toro, B 3TUX UCCAEA0BAaHUAX TP OLIEHKE IIJIOTHOCTU CUHAIICOB HE

VUUTHIBAIMCH BO3MOXKHbIE H3MEHEHUs: oObeMa TkaHu conyrtcrBytomme JIBII. Mai
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Puc.9. O6bems! runmnokamnos 1 3@ B koHTpose u npu JIBII.

HCCIIeI0BAIM BO3MOKHbBIC MI3MEHEHHUS MIIOTHOCTH CMHAIICOB B B MO3JHEH (1)836 I[BH in vivo ¢
HCIOJIL30BAHHEM HanOOJIeE TOYHOIO MOp(l)OMCTpI/ILICCKOFO noaxoaa — BOJIOMETPHUYCCKOIO

aHaJIn3a CUHAIICOB Ha CEPUAX CPE30B.

2.2.1. Koppekuust u3MepeHHs IIJIOTHOCTH CHHAIICOB
[Tockonbky mociie TeTaHWMYECKON cTuMysauu u B xoae JIBIT Bo3aMoxHO n3MeHeHHEe 00beMa
MOTEHIIMPOBAHHOM TKaHU, U €CIIM 3TO U3MEHEHUE 3HAUUTEIFHO, TO OHO MOXKET OTPA3UTCS U Ha
IJIOTHOCTA CHHAINCOB B €IMHMYHOM OOBEeMe TKaHW. B TakoM ciydyae, mpu CpaBHEHUU
MJIOTHOCTH CHHAIICOB B JIEBOM MOJYIIAPUM C TJIOTHOCTBIO CHHAICOB B MPAaBOMIIOIYIIApUHU
clieI0Basio ObI BBECTHU MOMPABOYHBIN KOI(DPHUIMEHT, KOPPEKTUPYIOIMINN U3MEHEHUE TUIOTHOCTH
CHHAICOB K u3MeHeHHOMY o0wemy nipu JIBII, ecnu 3To n3menenue cymiectsyer. Ha mpenmer
BO3MO>KHOT'O U3MEHEHHUsI 00beMa MOTEHIIMPOBaHHOU 3D, UCTIOIB30BAHO TPU KPBICHL. COrIacHO
OMHMCAaHHOW MeTOoNuKe (CM. pa3a. Marepuanbl ¥ METOIBI WCCICAOBAHHS) OBUIM TOTYyYCHBI

3HAYeHUs 00HEMOB TMMIIOKaMIIOB B 3P KOHTPOJIBHBIX W IMOTCHIOUPOBAHHBIX nonymapm“l. Ha
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CBCTOMUKPOCKOIIMYCCKOM YPOBHC KaKI/IX-J'II/IGO 3aMETHBIX OTJINYUHU MUTOAPXUTCKTOHUKU
MCXKAY MNOTCHHHUPOBAHHBIMHM W THUIIIOKAMIIAMHW W THUHIIIOKaMIIaMW U3 TPOTHUBOIIOJIOKHBIX
noyymapuii  ooHapyxkeHo He Obuto. CpemHuit cyMMapHblii 00bEM rumnmokamma u 3D
nosycdepsl OABEPKEHHOI TETAHMYECKOH CTHMYISIuU coctapisit 30,53+3,88 MM, a s
camoii 3y6uatoii dacrmm — 8,63+0,50 mm’. (cm. Puc. 9) Cpennnii cyMMapHbIii 00BEM
rummokammna ¥ 3® mpaBoro momymapus coctausn 31,7+3,50 MM, Tornma Kak Juis
3y6uaroii dacrmm — 8,53+0.93 mm°. OtHomenus o6bema 3® K cyMMapHOMYy 00BeMy
runnokamna u 3@ B cpegueM coctapisuid 28,56+3,82% B neBom u 26,97+1,92% B mpaBoM
nonymapusix. [IpoBepka 3HaueHuid oO0beMOB rummnokamnoB W 3d mpaBoro u JEBOTo
NOJTyIIapuil, a TaK)Ke€ UX COOTHOILIEHUH C ucnoiab3oBaHueM kKputepus lllanupo-Yunka e
BBISIBUJIA 3HAUMMBIX OTKJIIOHEHHI OT HOPMAJIBHOIO paclpeleneHHst (BO BCEX CIIydasx
W, >0,836; P>0,205). CpaBuutenbapiii ANOVA aHanu3 HE BBISIBWI PA3IAYUN MEXTY
CPEIHUMHU 3HAYEHUSIMU CYMMAapHBIX OOBEMOB THIITIOKAMIIOB, COOCTBEHHO THIIIOKAMIIOB U
3y0uarbix (pacuuii MexAy MOTCHIHMPOBAHHBIM W KOHTPOJBHBIM IMOJIyIIapueM (BO BCEX
ciayvasx F<0.218, P>0.664). OqHako OTCYTCTBUE pa3InuUil MOKET OBITh CBA3aHO C OYEHb
Hu3kol MmomHocThtio Tecta ANOVA, koropas mnpu AaHHbIX oObeMax BBIOOPOK U
YCTaHOBJIEHHOM YpPOBHE 3HAUMMOCTHU B OTAEJBHBIX Cllydasx He npesbimana 6%. [loatomy
JUTST  TIOATBEP)KIEHUS OTCYTCTBHSl pa3jMudid  MEXIy 3HAUYCHUSMH OOBEMOB U3
MPOTUBOTIONOKHBIX ~ TONYIIAPUH  HCIIOJNB30BAMCH  HEMApaMeTPUYECKHE  OICHKHU
oJHOpoTHOCTH BBIOOpOK. Kpurepuu Kpamepa-Yasmua m CMupHOBa B JJaHHOM Cilydae He
UCIONIb30BAJINCh, TakK Kak Kputepuid Kpamepa-Yanua paer yaoBIETBOPUTENbHbBIE
pe3ynbTathl mpu oO0beme BbIOOpOK He MeHee 6 (OpnoB 2004, c¢.566), a TOuHBIE
KPUTHYECKHE TPAHULIBI YCTAaHOBJIEHHOrO YpoBHS 3HauumocTH (p<0,05) xkpurepus
CMupHOBa [UIsi JBYX BBIOOPOK C YHCIOM 3JIeMeHTOB N=3 oTcyTcTtBytoT (bombiies,
CwmupnoB, 1983, ¢.88, 350-352). IlosTomMy st CpaBHEHHsI OJTHOPOJAHOCTH IBYX BBIOOPOK
WCIIOJIb30BAJIUCh KPUTEPUHM OIICHKM CIBHUTAa MEIWaH Kak JUIsl HECBA3AHHBIX IaHHBIX (U3
IIPOTUBOMOJOKHBIX MONMYIIApUil MO3ra), TaK W JUIsl CBSI3aHHBIX JaHHBIX (MOJIyHIapUit
OJIHOT0 Mo3ra). Paznuunii cyMMapHbIX 00BEMOB TMIIMIOKAMIIOB M 3y0UaThIX (aciuil MexXy
JIEBBIM U TIPaBbIM MOJyIIapUeM HU OJWH W3 KputepueB He BbisiBwil (W=12, W =6-15; s

MapHBIX JAHHBIX WJIH CBs3aHHBIX BbIOOpOok W=6, W= -1-7; S=3, S=0-4). Taxxke
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OTCYTCTBOBAJIA OTJINYHS MEXKIY 00beMaMU MOTEHIIMPOBAHHBIX M KOHTPOJBHBIX 3yOUaThIX
dacruit  (W=9,5, W_=6-15; mns mnapueix nanaeix W=2, W= -1-7; S=1, S=0-4).
OTCyTCTBOBaIM pPAa3NU4MsI MEXIY MNOJIYLMIApUSMH W B OTHOIICHUSX oObema 3yOuaToit
daciuii K cyMMapHOMy 00beMy Turokamma u 3yodaroi dacuum (W=11, W, = 6-15; ms
napHbeIX qaHabIx W=5, W =—1-7; S=2, S.=0-4).

HecMoTps Ha OTCyTCTBHE 3HAYUMBIX Pa3IMuUid MEXAY MOIYIIApUSIMU, TTOTyYEeHHbIE
JAaHHBIE TOBOPST O TOM, YTO OTHOIIEHHE CyMMapHOro oobeMa runmnokamna u 3P k 00beMy
Tosibko 3® ObUIM HE3HAYUTENIbHO HWKE B IMOTEHIMPOBaHHBIX mnoiymapusx (Puc. 9).
CBs3aHBl 7T HECKOJIBKO OOJbIINEe OTHOCHTEIbHBIE 00beMbl 3d B NOTEHIMPOBAHHOM
nonymapuu ¢ s¢dexramu Be3BaHHbIME JBII? Pasnuiyy o0bemMOB mpaBoro u JieBOro
TUMNTIOKAMIIOB MOKHO OBLTIO ObI OOBSCHUTH €CTECTBEHHON MEXIONYIIAPHOW acCUMMETpUEH
(Tang, 2002; Toga, Thompson, 2003; Vallortigara, Rogers, 2005). Tax, nampumep,
M3BECTHO, YTO HEOKOPTEKC MPABOTO IMOJIyHIApUsS Y CAMIIOB KPBIC HECKOJBKO TOJIIE, YEM
neBelii (Diamond et al., 1975). Opnako BOHpPOCH CTPYKTYPHOW MEXKMOIYIIAPHON
aCUMMETPUHU TUIIOKaMIa, U B YACTHOCTH TMIINOKAaMIIa KPbIC, B HACTOSALIEE BpEMSs JIUIIb
HAUMHAIOT AaKTUBHO W3y4yaTbca. TakuWe WCCIEOBAHUS BKIIOYAIOT MOJIEKYJISIPHO-
TeHETHYECKHE TOIXOABI M ANeKTpodusnonorndeckue skcrnepumerTsl (Kawakami et al.,
2003; Wu et al., 2005), 3D pexkoHCTPYKITMIO Ha CBETOMHUKpOCKonmndeckoMm ypoBHe (Lein et
al., 2005), ucrons3oBanue Beicokopaspemaromniero SIMP in vivo (aamp.: Bock et al., 2006).
HcTopruecku CIOKUIOCH TaK, YTO UCCIEAOBAHMS aCHMMETPUU MO3Ta COCPEIOTOYEHBI Ha
GyHKUMOHANBHOW Jarepanu3anuu (1. oOp. y MNTUL, NpPUMAToOB, YeloBeKa) (Harmp.:
Hugdahl, 2005; Sun, Walsh, 2006), Torma kak MOpP(OJOTHYECKUM HCCICTOBAHUSIM
MEXTOIYIIAPHOKH aCHMMETPUHU OTACIBHBIX 00JacTei THMIMOKaMMIadbHON (opmarmu, Tem
Oonee y TpHBYHOB (OOBIYHBIX JTAOOPATOPHBIX KUBOTHBIX), MPAKTHUYECKH HE YAETSAETCS
BHMMaHusA. UTO Kacaercs ueioBeKa, Hampumep, TO 00beM HEOKOPTEeKCa KOPpEeIUpyeT C
o0beMOM THUMNOKaMmma; mnpaBblii runmokamn y aereil 10-14 mer mocroBepHo Oouiblie
neBoro mnpudbnauszurenbHo Ha 11% (Utsunomiya et al., 1999), a y B3pocinoro uenoBeka
MATUACCITH JIET TPaBblid THUIIOKamn Oonbine jeBoro Ha 1,7% (Barnes et al., 2005). ¥V
MPUMATOB M YEIIOBEKa, KOPPEIAnus HaOII0aeTCs HE TOJIBKO MEXKIY O0OBEMOM CTapoil u

HoBoi kopsl (Teffer et al., 2004a), HO 1 HA YpPOBHE OTJEIOB THITNIOKAMIAIIBHON (hOpMaIInu.
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Taxk, HanpuMmep, 1o nanHeiM Teffer et al., y mpumaToB mpu MpaBOCTOPOHHEH aCUMMETPUU
KOppemsusi cyMMapHoro oosema rummokamma u 3P ¢ oorsemamu CA obmacreid 61m3Ka K
equauie (v, = 0,918, p<0,0001), Torma kak xkoppemnsiniuu odbema 3D ¢ obObeMoM
runmokammna ob6HapyxeHo He Obuto (Teffer et al., 2004b). CpaBHeHHE TPBI3YHOB C
MpUMaTaMHi Ha TIEPBBINA B3TJIA BPSJ JIM MOXKET IMOKa3aThCsl KOPPEKTHBIM, TEM HE MEHee,
COTJIACHO MHOTHM HCCJICIOBAaHUSM JIaTepaiM3aliisi BO MHOTOM CXOJHAa Y aMHHOT (CM.
Hamp.: Vallortigara et al., 1999; Brownell et al., 2000; Endrew, Rogers, 2002; Vallortigara,
2004; Gintiirkiin, 2005; Babcock, 2005). Ilo HammMm maHHBIM CyMMapHBIA O00BEM
runmnokamna u 3® B MpaBOoM NOJYyIIAPUM B CPEIHEM TaK)KE HECKOJIBKO IPEBBIIIAI
CyMMapHblii 00beM B JieBoM monymapuu (Ha 3,99+2,53%), Tak ke ¥ COOCTBEHHO
TUNIIOKAMIT [TPABOTO IMOJIyIIapys MPEBBIIAT 0 00beMy COOCTBEHHO THIIIOKAMII JIEBOTO
nosrymrapusi. [loaTromMy eciiu OTHOIICHHSI CYMMapHOTO o0beMa Turmokamia u 3O Kk 00beMy
3® 1 ObLTM HE3HAYUTETHFHO HUXKE B TIOTEHIIMPOBAHHBIX MOTYIIAPUSX, TO CKOPEE BCETO OHU
CBSI3aHBI C MEXKIIOIYIIAPHOW acHMMETpPHUEH COOCTBEHHO rummokaMmiioB. Kpome toro, kak
CJICAyeT U3 HAIIUX JaHHBIX, Pa3lIUYUsi OTHOCUTEIBHBIX 00eMOB 3M MexTy TOTyIIapusIMH
He OBUIM JOCTOBEpPHBI W JeXKanu B mpenenax owmubdku (1,59+2,44%). [lostomy mnpu
MOJICYETE MJIOTHOCTH CHHAIICOB B MOTCHIMPOBaHHOW 3® KOPPEKIUS TUIOTHOCTH CHHAIICOB

HC IMPOBOJAUJIACD.

2.2.2. IIJIOTHOCTH PacHOJI0KEHUSI CHHAIICOB

Jlnst pemieHust Bompoca, MEHSIETCS JIM KOJMYECTBO CHMHANCOB B mo3aHen dasze JIBII,
MPOBEACH AHAJINU3 IUIOTHOCTH CHHANCOB HAa CEpPUSX Cpe30B. BoiromeTpuyeckuil aHamu3
npoBeA€H B BEPXHMX JIUCTax Jop3ainbHOoro otaena 3@ kpelc U3  JIEBOTO,
MOTEHLIUPOBAHHOTO, M W3 TMpaBoro (HEe IMOABEPKEHHOTO CTUMYJIALMU) TOTYIIApU.
Pe3ynbrarhl aHanu3a CBUIIETEIBCTBYIOT O TOM, YTO B CpelHEM MOJEKyJIsipHOM cioe 3D
IJIOTHOCTh CUHAMCOB cocTarisieT okojio 300 cunamncoB B 100 mxm3 (Puc. 10).

[IpoBepka 3HaYEHUN IUIOTHOCTH CHUHAIICOB B MOTEHUHUPOBAHHBIX M KOHTPOJBHBIX
3®, a takxke B ctumyiaupoBaHHOW 3D c ucnoiap3oBaHuem kpurepus [llanupo-Yuiika He
BBISIBUJIA 3HAUYMMBIX OTKJIIOHEHHH OT HOPMAaJbHOTO pachpeneieHus (BO BCEX Clydasx

wW.>0,88; P>0,33). ANOVA ananu3 He BBIABWI Pa3IUuUi MEXKIY CPEIHUMU 3HAUCHUSMU
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Puc. 10. Pe3ynpTarsl aHanu3a miI0THOCTH CUHAIICOB B KOHTposie u nipu JIBII.
1 — YHUCII0 MPOAHATU3UPOBAHHBIX CEPUI CPE30B.

IUIOTHOCTH CHUHANCOB MEXy KOHTPOJIbHBIMU, CTUMYJIMPOBAHHBIMU M MOTEHIIUPOBAHHBIMU
nonymapusMu (Bo Beex ciayvasx F<0.107 u P>0.754). Kak u B ciayyae OIeHKH 00bEMOB
TUNIIOKAaMMOB M 3yOuaTbix ¢acuuii pesynstaThl TecTa ANOVA Obuld MpOBEpEeHbI
HEMapamMeTpu4ecKuMu Metomamu. /[l CpaBHEHHS OJHOPOAHOCTH JIBYX BBIOOPOK
HCIIOJIb30BAJICS IBYXBBIOOpOUHBIN KpuTepuii CMupHOBa. MIHTErpanbHBIX pa3iuduil Mexmay
IUIOTHOCTSIMM CHHAIICOB B JIEBOM W NPaBOM MOJyIIapusix He Habmonaisock (Dg=0.4;
P=1,1).Takke He HaOMOIATOCh paA3IUYUNA HU MEXKIYy TOTCHUUPOBAHHBIM U
CTUMYJHMPOBAHHBIM mnonymapusmu (D=0,267; P=1,53), HM MeXAy KOHTPOJbHBIMU
MOJIyIIAPUSAMU M MOJIyIIapueM ctuMynupoBaHHbIM (Dg=0,333; P=1,43; npu p=0,1). Ilpn
CPaBHEHUH CIIBUT'a IUIOTHOCTEM CHUHAIICOB TaK K€ HU KpuTepui BuikokcoHa, Hu Ban nep
Bapnena He BBISIBUIM  JIOCTOBEPHBIX OTJIMYUM HU MEXIY KOHTPOJBHBIMHU H
MOTEHIIMPOBAHHBIMU TIoNTymapusimu (W=12, W =7-20; X= -0,474, Z= -0,429, P=0,334), Hu
MEXy KOHTPOJBbHBIMU U CTUMYJIMPOBAHHBIMU nonymapusimu (W=10, W.=6-15; X=-0,322,
7=-0,34, P=0,367), Hu MeXy MOTEHIUPOBAHHBIMU U CTUMYJIHUPOBAHHBIMU MOTYIIAPUSIMHU

(W=13, W=7-20; X=0,14, Z=0,126, P=0,45). [lonyuyeHHbIE aHHbIC BOJIIOMETPUYECKOIO
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aHaJIM3a TUIOTHOCTH ACUMMETPUYHBIX CHHAIICOB HA CEPHUSX CpPE30B IMOKAa3bIBAIOT, BO-
nepBbIX, YTO olmiee ux koiuuectBo cmycts 6 u JIBII B mML 3® nocroBepHO He
u3MeHsercs. Bo-BTOpbIX, JaHHBIE CBHUJETEIBCTBYIO O TOM, UYTO HM cama MO cebe
IPOJIOHTUPOBAHHASI TIOBTOPHAsE PUTMHUYHAS SJCKTPUUECKass CTUMYJIISAIHS 1mepdOpaHTHOTO
MyTH IN VIVO, HU MOBBIIICHHBIH YPOBEHb IMOBTOPHOW PUTMHUYHOW aKTUBHOCTH CHHAIICOB
BCIIEJICTBHE DJIEKTPUYECKOW CTUMYJSIIUM C 33JaHHBIMA B HAllleM SKCIEPUMEHTE
rnapaMeTpaMu He BIIMAIOT Ha M3MEHEHHE OOIIeH IIIOTHOCTH CHHAICOB B MOJIEKYJISIPHOM
cioe 30.

[TosryyeHHbIE JaHHBIE JIUIIb OTYACTH COIVIACYIOTCS C PE3yJibTaTaMH IOJyYE€HHBIMU
Opd TOMOIIM KOH(OKaIbHONH MHUKPOCKONHMH, KOTOpBhIE TOKa3ajdl BBIPAKEHHYIO
IUTACTUYHOCTh W TOJBIDKHOCTH JIEHAPUTHBIX ImnukoB mocie JBIT in vitro (Engert,
Bonhoeffer, 1999; Nagerl et al., 2004). Oqnako, Mbl HE HAIILJTA TOATBEPKICHUS TOTO YTO
oOmiee KOJMMYECTBO WIMMHKOB yBelIMUMBaeTcs. PaspemieHne Takod HECOTIACOBAHHOCTH
BO3MOXKHO IIPU aHAJIM3€ CaMUX IMOIX0/I0B K OI[EHKE KOJIMYECTBA CUHAICOB. Tak, Hampumep,
Engert u Bonhoeffer (1999) nabntonanu poct HoBbIX munukoB B CAl runmnokammna in vitro
kak crycts 30-60 muH, Tak B mo3nHed ¢aze JBII, BrutoTs 1o 22 4. Bo-nepBrix, Engert u
Bonhoeffer (1999), wucnons3zys cynepdy3uro JTOKaJIbHON o00JacTH pacTBOpPOM C
HOpMaNbHOI KoHneHTpamueii Ca®” Ha (oHe 06mieil 610Ka/IbI CHHATITHYECKOi aKTHBHOCTH,
HAO0JI0/Ia YBEITMYECHNE KOJIMYECTBA IIMIUKOB B CynepPy3upyemMoil 00JacTH BCIICICTBUE
JBII, onHako MCKIIOYUTEIbHO HA TEX CETMEHTax ACHAPUTOB, KOTOPbIE OTBEYAId Ha
ctumyJiisinuio kosutarepanei llladdepa. Jlaxke Ha ATHX cerMeHTax NpOSBIsAIAch sIBHAS
TEHJIEHIU K 00pa30BaHUIO HOBBIX HIMIIMKOB B BU/IE JOKAJIbHBIX IPYII/KIACTEPOB, IPHUEM
HE Ha BCEX, HO JIMIIb HAa OTACIBHBIX HEOOJBIINX ydacTKax (mopsaka 5-50 MKM) OTAETbHBIX
neHapuToB. bonee TOro, MHOTME MUNUKK MOSBSUINCH KaK Ha TpaHUIAX, TaK W 3a
npeaenamu cynepdysupyemoir obmactu. Kakoi-mubo 3aKOHOMEPHOCTH paclpeelieHUs
«MCYE3AIMX» [MUNUKOB npu anmmmkaiun  APS  (anraronncra NMDAR) He
MPOCIEKUBAIOCh. BO-BTOpBIX, TyT ciieqoBajio Obl OOpaTuTh BHUMAHUE Ha pabOThI, B
KOTOpBIX MOKa3aHO, YTO OJOKa/la aKTUBHOCTH BOBCE HE OTPAaHMYMBAET CHHAITOTEHE3, HO
HAa000pOT, MOXKET MPUBOJUTH K 3HAYUTENBbHON ero aktuBanuu (Steward, Vinsant, 1983;

Kirov, Harris, 1999; Portera-Cailliau et al., 2003; Kirov et al., 2004; Richards et al., 2005).
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Kpowme Toro, in Vvitro Bcerga Hadmomaetcs 0ojiee BhIpaKCHHAS TIACTHYHOCTD IUITHKOB U
Oonbillee MX KoiuuecTBO, Hexxkenu In vivo (Kirov et al., 1999; Kirov, Harris, 1999).
CymectByeT Jake MHEHHE, YTO HMEHHO TIOHIDKEHHE OOIell aKTUBHOCTH MOXKET
CTUMYJIMPOBAaTh CHHANTOIE€HE3 BO B3POCIOM OPraHU3ME 3a CYET HE3PEJbIX MEHBKOBBIX
mmnukoB (Petrak et al., 2005). Ham ananu3 miIOTHOCTH cuHancog, B OTJIHYUE OT
pE3yNbTaTOB KOH(POKAITBHONH MHKPOCKOIUH, MPEACTABISAET COOOW MHTETPAIBHYIO OIICHKY
IUIOTHOCTH CHHAIICOB IN VIVO, HO HE OLEHKY IUIOTHOCTH WUNUKO8 HA JIOKAIBHO
AKTHBHPOBAHHBIX CETMEHTAaX OTACIBHBIX JCHIPHUTOB TOCTE OJOKaabl 0OIIell aKTUBHOCTH
in vitro. Kpome Toro, aeranpHbii ananu3 padorel Engert u Bonhoeffer (1999), a takke
JIpyrux paboT, OCHOBAaHHBIX HA CBETOBOM MHKPOCKOIHH, MOKa3bIBaeT, 4to IN Vitro
HaO0JII0/1aeTCsl HE TOSABJIEHWE HOBBIX CHHAICOB, & MUMEHHO POCT LIMIMKOB. DTOT pPOCT,
cormacHo Kirov et al. (2004) u Petrak et al. (2005) Mor mposiBISITHCS B T€X )K€ MeCTax, B
KOTOPBIX IIMIHUKKA MOTJM MCYe3aTh, © B TOM YHUCJIE B MECTaX PACIOJIOKEHUS IIUITHKOB
MEHbKOBBIX, OOJBIIMHCTBO H3 KOTOPHIX HAa YPOBHE CBETOBOW MHKPOCKOIUHU
muddepeHpoBath HEBO3MOXXKHO. C  Jpyrod CTOpOHBI, €clii HE OpaTh B pacuer
pe3yNbTaThl OICHKU IUIOTHOCTEH CHHAICOB IMOJYYEHHBIX HA OJMHOYHBIX Cpe3ax WIHU C
UCIOJIb30BAaHUEM NapHOro nauccekropa (cMm. pasa. 8.1.), wiaM pe3ysbTaThl aHaiIM3a
IUIOTHOCTH UIMIUKOB Ha OTIENBHBIX BBIOPAHHBIX ISl PEKOHCTPYKLIUHU JEHAPUTAX (CM.
obocyxnenue B Harris et al., 1992), To Hamm JaHHBIE TPAKTHYECKH COTIACYIOTCS U C
paboroii Harris m e€ xommer Ha oOmactu CAl rummokamma ¢  HCIHOJIB30BAaHHUEM
BOJIFOMETPUYECKOTO aHAIIM3a, B KOTOPHIX TAKKE YUUTHIBAJIACh MHTETpAIbHAS TUIOTHOCTH
cunaricoB (Kirov, Harris, 1999; Ostroff et al., 2002; Sorra, Harris, 1998). Hamu nannsie
TaK)K€ COIJIACYIOTCSl € pe3yibTaTaMu paboT, B KOTOPBIX AaHAIM3UPOBAIACh IUIOTHOCTH
CUHAIICOB TOCcJe XMMUYeCKH BbI3BaHHOH JIBII, npu KOTOpo#l akTHUBHPYIOTCS BCE CHUHAIICHI,
a HE TOJIbKO CHHANChl HAa OTACIBHBIX JCHAPUTHBIX CETMEHTaX OTACIbHBIX JICHIPHUTOB.
Takue paboTsl Mo xumudeckor JIBII BeIMOTHEHBI KaK ¢ WCITOJIB30BAaHHEM KOH(OKAIBHON
mukpockormmu Hosokawa et al. (1995), Tak u ¢ HCIOIB30BaHUEM BOIIOMETPUIECKOTO
aHaJIM3a TIOTHOCTU CHHAIICOB HAa CEPUIHBIX YIBTPATOHKUX cpe3ax (Stewart et al., 2005).
[Tony4yennsle pe3ysbTaThl MOTYT TOBOPUTH O TOM, YTO OOIIIEE YUCIIO CHHAIICOB HE SBIIAETCS

KPpUTUYCCKUM JJIA JOJITOBPEMCHHOTI'O Mo AACpKaAHU S BBICOKOM S(I)(beKTI/IBHOCTI/I
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cuHanTuyecko mnepemaun npu JIBII. B mnommepxky [TaHHOTO MPEATIONIOKEHHS
CBUJICTEIILCTBYIOT TMOJYYEHHbIE HAaMHM paHee JaHHble O IUJIOTHOCTH cuHarncoB B CAl
0o0JaCTH THUNIOKaMIla C HCIOJB30BAaHUEM MOJCICH TuOepHAIMU CYCIIMKOB U
MCKYCCTBEHHOU THIIOTEPMUU KpbIC. B 3THX paboTax ObUIO MMOKa3aHO, 9TO (HECMOTPS Ha TO,
YTO y KpBIC IUIOTHOCTh CHUHAIICOB JIBYKPAaTHO HPEBOCXOAUT IUIOTHOCTh CHHAIICOB Y
CYyCJIIMKOB) BXOJ B COCTOSIHUE THOEpHAIMd W TUIOTEPMHUHU, KOIJa JJIEKTpUUecKas
AKTUBHOCTh MO3Ta CHIDKaeTCsd [0 MHHUMyMa, a TakKe BBIXOJI U3 TUIoOHo3a He
COMPOBOKIACTCSI W3MEeHeHneM obmiero uwcia cuHarncoB ([TomoB ¢ coasrt., 2003;
Mengenes, 2004). [To-BuaumomMy, B ycuineHnn 3GpGEeKTUBHOCTH CHHANITUYECKOMN Mepeaadn

KPUTHYECKOE 3HAYCHUE UMEIOT IpyTre (POPMbI CHHAITUYECKOU TITACTUIHOCTH.

2.3. CoOTHOLIIEHUsI CHHANICOB Pa3HbIX THNIOB B HopMe u npu /IBII

3HaueHue oOIeld IUIOTHOCTH CHUHAICOB Majlo HWH(POPMAaTUBHO B OTHOLIEHUH
BO3MOXXHBIX (DYHKIIMOHAIBHBIX MEPECTPOCK CHHAIICOB, KOTOPHIE MOTJIM OBl TIPOSIBISITHCS B
W3MEHEHUN COOTHOLIEHHUS KOJIMYECTBA CHHAICOB OTHAEIbHBIX THUMOB. PaHee nertanbHbIE
HCCIIEI0BAHUS COOTHOLIEHUM Pa3JIMYHbIX TUIIOB cuHarcoB B xozae JIBII ¢ nucnonp3oBannem
CEepUIHBIX CpPE30B MPOBOIWINCH JIMIIb rpymnme mnoj pykoBoacTtBom K.M. Harris. Tak
crycTs 2 4 TOCIEe BBICOKOYACTOTHOW cTuMyJisiiu in Vitro, Sora u Harris (1998) He
OOHapyXWIH JTIOCTOBEPHOIO M3MEHEHHUs MPOMOPLUI Pa3IMUHBIX KaTeropuil CHHAIICOB B
CA1 runmokammna. Takue ke pe3yibraThl IN VItro Obumm monydensl Ha cuHancax CAl
TUIIIIOKaMITa ¥ Ttociie XxuMmudecku Bei3BaHHOH JIBIT (Stewart et al., 2005). Tem He MeHee, B
obenx »Tux pabortax mocie JIBII HaGmromanach cXoJHAs TEHICHIMS K YBEIUYCHHUIO
CHUHAIICOB HA TOHKHUX JICHIPUTHBIX HIMIHUKAX, XOTA JOCTOBEPHBIX oTianuuil mexay IBII u
KOHTpoJieM He HalOmonanoch. Takke B pesynbrarax padoTel Stewart et al. MOXHO
MPOCIEINTh TEHICHIIMIO K YMEHBIICHUIO NEHBKOBBIX M CTBOJIOBBIX CHHAIcoB. [losTomy
HeNb3s MCKJII0YaTh TOH BO3MOXKHOCTH, 4TO B mo3mHei ¢aze JIBIT in vivo moxer
MPOSBIATECA (DOpMa TJIACTHYHOCTH CHHAIICOB CBSI3aHHAs C W3MEHEHHWEM COOTHOIICHUS
TUIIOB CHHAIICOB.

JIns npoBepkH 3TOro MPEANONIOKEHUS Mbl MPOBEIM aHAIU3 COOTHOLUEHUS

OTACJIbHBIX THUIIOB CMHAIICOB. I[JIS[ OLICHKH COOTHOIICHUS THIIOB IIUITUKOB/CUHAIICOB MBI HE
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Puc. 11. KonnuecTBeHHBIC COOTHOIIEHUS MOPHOIOTHIECKU
pa3IUYHBIX TUIIOB CUHAICOB. N — cM. Ha puc. 10.

MCIIOJTb30BAJIM TOJXOJ0B TaKWX, 4yTo ucrmoyib3oBam Trommald et al. (1996), mockombky
cornacHo Harris et al. (1992) BeiOOp OTHENBHBIX ACHAPUTHBIX CETMEHTOB MOYKET BHOCHTH
3HAYMTEIIBHYIO TOTPENTHOCTh B M3MEPEeHUs. [[71s BBISICHEHUS COOTHOIICHHS KOJIMYECTBA
IIUTTUKOB/CUHAIICOB KAXXJOW KaTerOpHH IMapajuieIbHO MOJCYETy TJIOTHOCTU CHHAIICOB HA
CEpUMHBIX Cpe3ax KaKIbI IIUIMUK/CHHAIIC COTJIACHO BBIMICOTIMCAHHBIM ~KPUTEPHIM
MPUYUCISUICS K OJJHOMY M3 YEThIPEX THUIIOB: K CHHAIICAaM CTBOJIOBBIM, IIEHHKOBBIM, TOHKUM
uii TpuboBuAHbIM. CpenHue 3HAYCHUs NPOIEHTHBIX COOTHOIICHWH YETHIPEX THUIIOB
CHHAIICOB K MX 00IIEeMy KOJUYECTBY MPEICTABIICHBI HA puCYHKe 11.

Oxkazanoch, 4TO B CPEAHEM MOJEKYJISIpHOM ciioe 3P JOMUHHUPYIONIUN THII
CHUHAIICOB — ATO CHUHAICHl Ha TOHKHUX IIUMUKAaX, B KOHTPOJE MX JOJS COCTaBIsIa OKOJIO
62%. Jlonsi cMHATNCOB HAa TIEHBKOBBIX MIUIMHUKAX cocTaBisiia 17%, Ha rpuboBUIHBIX — 12%,
a Ha cTBOJaX ACHAPUTOB — 9%. Takum 00pa3oM, COOTHOIIICHUE THIIOB CHHATICOB B CPETHEM
MosiekyJsipaoM cioe 3® um B apyrux otaenax moszra (CAl obGmacTe THIIIOKamIia,
HEOCTPUATYM), a TaKXKE y Pa3HBIX JKUBOTHBIX (KPBICHI, MBIIIH, CYCIHKH) MPUHIIUTHAIHHO
He pasnuuaercs (Harris et al., 1992; Capani et al., 2001; ITonoB ¢ coast., 2003; Mensenes,
2004; Stewart et al., 2005). IIpoBepka pacnpeneneHUl OTIAEIbHBIX THUIIOB CHHAICOB B

MOTEHUMPOBAHHBIX M KOHTposibHBIX 3®, a Takke B crumyianpoBaHHon 3d ¢
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ucnoip3oBanueM kpurepus Illanupo-Yuiika He BbIBHIIa 3HAYMMBIX OTKJIOHEHUH OT
HOpMaJIbHOTO pactpeaenenus (Bo Bcex ciayvasx W, >0,781; P>0,057). Ins cpaBHeHus
MPOLIEHTHBIX COOTHOIIEHUI KaTerOpuii CHUHATICOB HCIOJIb30BAJIMCH TApaMETPUUECKHE U
HEeMapaMeTpUIecCKue KPUTEPUH KaK OMUCcaHo BbIme. [Ipyu cpaBHEHNH COOTHOIIIEHUI THUTIOB
cuHaricoB ANOVA aHanu3 He NposiBUI JOCTOBEPHBIX PA3JIMUMK MEXAY KOHTPOJBHBIM
(mpaBbIM) U CTHUMYJIUPOBAaHHBIM (HEMOTEHUMPOBAHHBIM) MOJIyIIApUEM HHM IO OJHOM U3
Kareropuil cuHamncoB. Pasnuuuit Takke He HAOMIOJANOCh MEXAY HU MEXAy
NOTEHLMPOBAHHBIM M CTUMYJIMPOBAHHBIM, HU MEK/JIY KOHTPOJIbHBIM U MOTEHLIUPOBAHHBIM
(Bo Beex cmywasx F<1,116 u P>0,350). Ognako xak mokasaja aHaJIW3 MOIIHOCTH, BO BCEX
ciydasx oHa He mpeBbimana 13%. Uto kacaeTcss cambIX KpPYIHBIX, TPUOOBHIHBIX,
[IUIHUKOB, TO JOIMOJIHUTENbHAS TMPOBEpPKAa OTCYTCTBHUS PA3NIMYUN C HCIHOJIb30BAHUEM
HenapaMeTpUUECKUX KPUTEPHUEB TaK K€ pa3lIMuMil HEe MposBHIa (IS BCEX COCTOSHUMN
0,333<D<0,667, P>0,378; W=10-13, W.=6-20; nOCTUTHYTHI{ ypOBEHb 3HAYMUMOCTH X-
kputepus P>0,144). He wnaOmoganoch pa3nuuuid W MEXKAY KOHTPOJBHBIM U
CTUMYJIMPOBAHHBIM IMOJIyHIApUSAMU [0 OCT&JIbHBIM THUIIAM CHHANCOB (11 BCEX
cpaBauBaembix rpymmn 0,333<D<0,667, P>0,378; W=9-12,5, W_.=6-15; mocTUrHyTbIi
ypoBeHb 3HauuMOCTH X-kputepusi P>0,187). Ognako, 4To KacaeTcsi TOHKUX IIMITHUKOB, TO
MPOLIEHT UX B CPEJHEM MOJIEKYJSIPHOM cioe mnoTteHuupoBaHHod 3d ObuT J0CTOBEPHO
yBenuueH (F>18, P<0,005) no pasHenuto c¢ 3@ mpaBoro mnoayuiapus, WId
CTUMYJIMPOBAHHOTO, HO HE MOTEHIIMPOBAHHOTO JIEBOI'O IMOJIyHIApUS KOHTPOJIBHOU KPBICHI.
B Toxe BpemMs MNpPOLEHT IEHBKOBBIX W CTBOJIOBBIX CHHAICOB B IOJBEPKEHHON
TETAaHUYECKOW CTHUMYJSuU 3P OBbUT JTOCTOBEPHO MEHBIIE YE€M B KOHTPOJE W IOCIe
ctumyssiiuu 6e3 notennmanuu (F>18, P<0,005). Takum obpazom, cmycts 6 4 mocie
uaaykopd JIBIT in ViVO COOTHOIICHHE THIIOB CHHAIICOB 3HAYMTEIBHO OTIMYAIOCH OT
KoHTpoust. KonuuecTBO cHHANCOB Ha TOHKMX MIMNMKax Obuio yBenudeHo Ha 13%. Ilpu
9TOM KOJIMYECTBO CHHAICOB HAa IIEHBKOBBIX WIMIHMKAX ObUIO yMeHbUIEHO Ha 9%, a
KOJINYECTBO CHHAIICOB Ha CTBOJIAX IEHAPHUTOB ObUIO yMeHbIIeHo Ha 5%. Ilpu aTom mons
CHHAICOB Ha TPUOOBHUIHBIX IMUMUKaX HEe MeHsuIach (12%). Takum oOpa3zom, momaepkaHue

BBICOKON 3((eKkTUBHOCTH cHHANTHUECKOW mepemayn B mo3anedt ¢ase JIBIT in vivo
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OCYIIECTBIISIIOCH Ha (DOHE 3HAYUTEIBHBIX W3MEHEHHI COOTHOIICHHUS CHHAIICOB Pa3HBIX
THUTIOB.

Jlo Hamielr pabOThl OLEHOK COOTHOIICHHN KaTeropHii CHHAICOB IN VIVO BO BceM
o0beMe TKaHW C HWCIOJB30BAHMEM CEPUIHBIX CPE30B HE MPOBOAMIOCH. MccnemoBaHus
CHMHAIICOB C UCHOJB30BaHHEM KOH(OKaJIbHOW MHUKPOCKONHMHM  IMOKa3bIBAIOT, UYTO
JCHJIPUTHBIC MIMIUKUA JTa0WIbHBIE CTPYKTYpsl, u B xoze [IBIl moryT mosBisThCA U
ucuezats. CorylacHO HAIIUM JAaHHBIM  COXPaHEHHE  BBICOKOH  d(PPEeKTHBHOCTH
CHHaNTHYeCKOH mepemaayn B mosmHed ¢aze JIBIT in Vivo He cBsi3aHO ¢ yBeIHYCHUEM
o0IIero 4mcia CHHANCOB, HO COMPOBOXKIAETCS M3MEHEHHEM COOTHOIICHWN WX THIIOB, U
NPEKIE BCETO YBEIMYCHUEM JOJIM CHHAIICOB HA TOHKUX JCHAPUTHBIX MUMUKax. [loaTomy
BO3MOXXHO, YTO OTJMYMs HAIIMX pe3yJbTaToB OT pe3yibraTtoB Sora u Harris (1998) u
Stewart et al. (2005), oOyciOBIIeHbI pa3IUYUsIMH KaK SKCIIEPUMEHTAIbHBIX YCIOBUH, TaK U
uccienyembix obnacreid. OgHako, HaOIOJaeMOEe HaMM YBEIUYEHHE IMPONMOPLMH TOHKHUX
IIMITUKOB ~ COTJIaCyeTCcs C JaHHbIMH dSKcrepumeHToB Hosokawa et al.  (1995),
npoBeeHHbIMH Ha 00sacTu CA 1 runmokamia. ABTOPBI UCCIIETIOBAIH BIUSHIE XUMUYECKU
BbI3BaHHOU JIBII Ha pa3smepsl 1 KOJIMYECTBO AEHAPUTHBIX HIMIIMKOB U IPEANIOIOKNAIIN, YTO
0JIHA U3 OCHOBHBIX (POPM CTPYKTYpHBIX u3MeHenuii npu JBII moxeT 3akimtouaThcsi B pocTe
CyOnomyJsiuy TOHKUX IIMIUKOB. B Hamiem ciyyae yBelnueHue NMpOMOPIUH CUHAIICOB Ha
TOHKUX HIMIHKAaX CONPOBOXKAAIOCh YMEHBIIEHUEM MPOMOPLUI CTBOJIOBBIX M NEHBKOBBIX
CUHAIICOB, KOTOpBHIE C OJHOW CTOPOHBI MOP(HOJOTHUECKH OTIUYAOTCS OT TEHBKOBBIX
HIMITMKOB/CUHANICOB MUPAMUIHBIX HEHpOHOB (cM. paza. 2.1.2.), a ¢ Jpyroil CTOPOHBI
HAXOATCS 3a TMpeaeiaMu pa3pellieHrs CBETOBOW MHUKPOCKONWU. BroiHe BO3MOXKHO, 4TO
yBEJIMUYEHUE MPOMOPIMH CUHAINICOB HAa TOHKHMX IIMIIMKAX OOYCIIOBJIEHO POCTOM IIUIUKOB
MEHbKOBBIX U 00pa30BaHUEM IIUITUKOB Ha MECTE CTBOJIOBBIX CHHANCOB. Ve BO3MOKHOTO
Nepexo0/ia CTBOJIOBBIX CUHANCOB B NIEHBKOBBIE, U NIEPEX0/1a IEHBKOBBIX CUHAIICOB B TOHKHE
B IICJIOM HE TMPOTUBOPEUUT paHEE IMOJYYCHHBIM pe3yJibTaTaM TpU HCCIEAOBAHUIX
cunanrorere3a B CA1 runmokammna ¢ (Harris et al., 1992; Fiala et al., 1998; Kirov, Harris,
1999). Ho mbI He BcTpedanu B 3D B3pOCIBIX )KUBOTHBIX (DUIIOMIOIUHN, TPEIIICCTBEHHHKOB
TOHKMX IIUOUKOB B paHHeM mocTHataabHOoM mnepuone (Fiala et al., 1998), mostomy

npearojraracm 06pa303aHHe HIUIIMKOB TOHKHUX M3 IICHBKOBBIX, U IICHBKOBBIX N3 CHHAIICOB
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CTBOJIOBBIX, YTO coryiacyercs ¢ manHbiMu Harris et al. (1992). Hamm nanHble Moy Obl
TOBOPUTh O TOM, 4TO B 3yOuaroil ¢acumu mocie 6 gacoB [IBII in vivo mpoucxomut
NepecTpoiiKa CHHAIICOB/IIUIMKOB YK€ CYIIECTBOBABIINX JI0 TETAHUYECKOW CTHUMYJISIIUH,
HEXKEITH «PACIICIUICHUE) ICHIPUTHBIX IUITMKOB MM 00pa3oBaHie CHHAIICOB de NOVO.

N MBI HEe MOXeM Takke OoTOpachiBaTh mnpemsiokeHHyro Sorra u Harris (1998)
BO3MO>XHOCTbh OJTHOBPEMEHHOM 3JIMMUHALIMU OJTHUX CHHAIICOB U HOBOOOpA30BaHUs JPYTHX,
B pe3ysbTaTe KOTOPbIX HE HAOIIOAIOCh Obl U3MEHEHMS] KOHEUHbBIX 3HAUEHHH IIOTHOCTH
cuHaricoB. Ho Takas ¢opMa CHHANTHYECKOW IUIACTUYHOCTH, MO-BUIMMOMY, B MEHBIICH
CTENICHH 3aTParuBacT TPUOOBHIHBIC IIUIMHUKHA, OOJBIIMHCTBO M3 KOTOPHIX IN  VIVO
crabunbHbl B TeueHne MmecsueB (Holtmaat et al., 2005), Torna kak mpoIoKUTEIBHOCTh
SKCIIEpPUMEHTA B JaHHOU pabore — 6 yacoB. [1oaToMy Bpsij JIn MOXKHO CUUTATh, UTO B XOJI€
JABIT in VivO mpouCXOTUT MAacCOBBIA MEpeXo]l TPUOOBUIHBIX IIMMHKOB B JPYTHUE TUIIBI
HIMIMKOB WJIU JIMMHUHALMS OJHUX I'PUOOBUIHBIX IIMIUKOB C HOBOOOPA30BaHUEM JIPYIHX.
[Iposicauth 00pa3yroTcst I TPUOOBUIHBIC IIMITUKN U3 TOHKUX WM MEHBKOBBIX BO3MOKHO
IpU 3JIEKTPOHHO- MUKPOCKOITMYECKOM KOHTPOJIE MPKU3HEHHBIX HAOIIOCHUH.

WuTtepecHo To, uro mocie crumyssimuu 3@ 6e3 muayknuu JIBII cooTtHomenus
CHUHAICOB pa3HbIX TUIIOB HE MEHSUIUCh, XOTS WHTEHCUBHOCTb CHHAITUYECKUX OTBETOB
NOJJIEPKUBAJaCh Ha CTOJIb K€ BBICOKOM YypoBHe, uto u npu JIBII. OnxnHako panee, ¢
UCTIOJIb30BaHUEM MOJIelieil ThOepHaIuy CYCIUKOB U UCKYCCTBEHHOW THIIOTEPMHUH KPBIC MBI
NoKa3ajid, 4To IN VIVO B aJlbTEpHATHBHBIX (DYHKIIMOHAIBHBIX COCTOSIHHSX COOTHOIICHHUEC
pa3MYHBIX KaTETOPHA CHHAIICOB MOXET 3HAYUTEILHO BapbupoBaTh. [Ipu moHMKEHUH
(GYHKIIMOHATEHOW AaKTUBHOCTH HEWPOHOB KOJMYECTBO TOHKHX HIMITHMKOB YMEHbBIIIACTCH,
TOTrJa KakK MpU BOCCTAHOBJICHWH (YHKUIMOHAJIBHON aKTUBHOCTH HEMPOHOB KOJIUYECTBO
TOHKMX mUNUKoB yBenuuuBaercsa ([lomoB ¢ coast., 2003; Mensenes, 2004). Bo3nukaet
BOIpoc: yTo obmero Mexay rudepHamnueit u JIBII? B oboux ciyyasx Ha ¢oHEe pe3Koro
[OJIbEMA BJIEKTPUUECKONW aKTHBHOCTH 3aIlyCKAaeTCsl SKCIPECCUsl T€HOB PaHHEro OTBETA U
MPOMCXOIUT MOIIHAS aKTUBalUs Bcel OenokcuHTesupyromei cuctembl (Gordon et al,
1997; O’Hara et al., 1999; Carey et al., 2003). Ilo-BuguMoMy, TOJBKO TOTJAa, KOTIa
BBICOKMI ypPOBEHb AaKTHBHOCTH CHHAIICOB TNIPeoOpazyercss B CHUTHAN, 3aIlyCKaloIui

HKCIIPECCHIO TEHOB, CO3JAI0TCS YCJIOBUA JUIsl HaOMIOAaeMod TpaHcopMaluu THUIIOB
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cuHarcoB. [IpuHMMas BO BHUMaHHE TO, YTO 0oJiee aKTUBHOMY COCTOSIHHIO ITOCJIE€ BBIXOJa
u3 runoduno3a u B mo3nuei ¢ase [IBII coorBeTcTBYyeT G0IBIIIEE YHCIO CHHAICOB HA TOHKHX
JEHIPUTHBIX MIUMUKAaX, MOXHO ObLIO OBl TIpeArojaraTh, 4TO OOJIBIIEE YHUCIO TOHKHUX
IIUTTUKOB SIBIISICTCS KPUTHUYCCKUM JJIsI TOJEPIKAHHUS BBICOKOTO YPOBHS CHHANTHYECKOU
nepenaun. Ho B CA1l y cycinka HE3aBUCUMO OT COCTOSIHUSI TOHKUX IIMIMKOB B 2 pasa
MeHbIe, yeM y kpbickl (130 mpotus 260 B 1 MrM’; Mensenes, 2004). TTosToMy Helb3s
OJIHO3HAYHO YTBEPKIaTh, YTO OOJIbILIEE YKMCIIO TOHKUX IIMIUKOB OMPENENseT BBICOKUMN

ypoBeHb 3(h(HEKTHBHOCTH CHHANITHYECKON TIEpeIadH.

3. AHaau3 Mop¢oJI0THH CHHATICOB B KOHTpoJie u npu JABII
Ha ocHoBe 3D pexkoHcTpyKUIMH

3.1. Mop¢pomeTpus J1eHAPUTHBIX IIMIHKOB

[lockonpKy poOCT YMciIa CHHANCOB HAa TOHKHUX [IWIHKAX COIPOBOXKIAETCS
YMEHBILIEHUEM JIOJIM MTEHBKOBBIX U CTBOJIOBBIX CHHAIICOB, BO3MO>XHO, YTO CHUHAIICHI OJJHUX
TUTIOB TpeBpamatTcs B apyrue. Ho 0e3 mpuBiedYeHHs] JOMOTHHUTEIBHBIX JTaHHBIX
OJTHO3HAYHO TI0oJIaraTh, 4YTO TMOJ0OHas TpaHchoOpMalMs CHHAICOB CKa3bIBAaeTCs Ha
s dexTUBHOCTU cHUHAaNTHYECKOW mepenayuu B no3aHei ¢daze JIBII neBo3moxHO. Bricokuii
ypoBeHb cuHanTuueckod mnepenaun npu JBII moxer ObITh CBSi3aH C H3MEHEHUEM
(GYHKIIMOHABHOW AKTUBHOCTH CYIIECTBYIOIIMX CHHANCOB. Mes CONpsDKEHHOTO C
ycmiieHneM 3¢ (GEeKTUBHOCTH CHHANTHYECKON Tepenavyd yBEIMYEHHUs pa3MEpoB CHHAIICa
ObLIa TaBHO TPEAJIOKEHA M JaBHO MOATBEPIKICHA, OJJHAKO JIETAIBHOTO aHAJIM3a CHHAIICOB
B no3aHer ¢asze [IBII in vivo He mpoBoamiochk. Bo3HHKaeT BOMPOC: CYHIECTBYIOT JIM B
no3aHeit ¢aze JBII Mopdonormueckue mNpu3HAKU TMOBBIIIEHHONW (DYHKIIMOHAIBHON
AKTUBHOCTH CHHAIICOB, M B Kakoil (opMe OHU MNpOSBISAIOTCS Yy pa3jIMYHbIX THUIIOB
cuHaricoB?  Jlnsg  pemieHWsT  JAHHOTO — BONpPOCa MBI PEKOHCTPYUpPOBAIM  JBa
MPEANONIOKUTEIFHO PA3NIMYHBIX MO (DYHKIMOHAIBHONW AKTHMBHOCTH THIIA CHHAICOB U
OIICHUJIM WX OOBEMHBIE XapaKTepUCTHKU. OJMH W3 THIOB 5TO CHHANCHI HAa TOHKHX
IIUNUKAX — YHUCICHHO MPeoOIalaloii 1 HamOoJiee TUIACTUYHBIA THII, a BTOPOM — Ha
HIMMHUKaX TPUOOBUAHBIX, HanboJee CTaOUIbHBIX U HanOoJIee CI0KHO OpraHu3oBaHHbIX. Ha

pucynke 12 A-I' mpencraBieHbl NpUMEpbl PEKOHCTPYKIMH TOHKMX M TPUOOBMJIHBIX
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Puc. 12. Ilpumepsl pEKOHCTPYKUMH JEHAPUTHBIX IUUIMKOB W3 KOHTPOJBHOW H
TeTaHU3UpOBaHHOU 3D.

A, b — Tonkue mmnuku; B, I' — rpuboBuaHbIe mMUNUKK; A, B — mMUNHKH B KOHTPOIE,
b, I' — mmnuku npu JIBII. [IBetom Bbiaenensl npoekuuu [ICY Ha mOBEpXHOCTH TOJOBOK
munmuKoB, kotopele npu JIBII 6onee BoruyTel. CM. Takxke Puc. 6 u Puc. 7; munuku Nel, 3, 5,
6, 11, 15, 16, 22, 23, 27, 28, 30, 31 u 33 pEeKOHCTPYUPOBAaHbl Ha CEPUAX H3
noteHuupoBaHHor 3P, ocranbHble U3 KOHTpOIbHOU. ToHkue munuku No7, 9, 14, 16, 17,
18, 19, 24, 26 pucyHka 8 pPEKOHCTPYHMPOBAHBI Ha CEPUSAX M3 MOTEHIUpPOBaHHON 3D,
OCTaJIbHbIE U3 KOHTPOJIBHOU.

JEHJPUTHBIX MIUIUKOB U3 KOHTPOJBHON U NOTEHIUPOBaHHOU 3P MOIyYEeHHbIE HAMU pPAHEe
(Popov et al., 2003). Ilunuku ©3 TETaHW3UPOBAHHBIX MOJYIIAPUH HMEIOT OOJIbLINE
pa3mMepsl, a popMa rooBok munukoB nociue JBII Oonee Boruyras, uem B KOHTpoJie (CM.
take pasn. 2.1.1., T'm. II). ITapamerpsl NpeacTaBICHHBIX IIMITMKOB MPHOIU3UTEIHHO
COOTBETCTBYIOT CPEIHMM 3HAUEHHMSIM [ApaMETPOB  pPACCUMTAHHBIX HAa  OCHOBE
KOJIMYECTBEHHOTr0 aHanu3a 3D peKOHCTPYKIIHIA.

Ha pucynkax 13-16 mnpencraBieHbsl 4YacTOTHO-CTPYNIIHUPOBAHHBIE PpACHpPEIEICHUS
3HAUYEeHUH nmapaMEeTpoB CHHAIICOB HAa TOHKHUX U FpI/I6OBI/I}1HI)IX IIUITMKAaxX B KOHTPOJIC U IOCIIC
JBII. [Moanucu Ha pUCyHKax COAEPKaT CPeTHHE 3HAYEHUs] M MX CTAHNAPTHBIE OTKIOHEHUS.
3HavyeHus MeJuaH, aCUMMETPUHU U JKcllecca U MX cTaHAapTHble omnOku (se; Puc.13) manbl
npaBee. Kaxkmoe pacrpeneneHue pa3ouro Ha 15 wHTepBasmoB. UUCIIO WHTEPBAJIOB BHIOpaHO

IPOU3BOJIBHO UIA yA0OCTBa OIEHKM CHUMMETpUH M MojaajibHOCTEeW pacnpeneneHuii. Ha
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rUCTOTpaMMax Il HarJSAJHOCTH pa3IMudid TakKe HAHECEHbl KPHUBBIC, COOTBETCTBYIOIINE
GyHKIUSAM pacmpeleieHnid mapaMeTphueckux ceMmencTB. [lpu 3ToM mpuHAIEKHOCTH K
ONpE/IETIEHHOMY THUIy CEMEWCTB ONpeNeisiach KaK BU3YyalbHO, TaK M COTJIACHO KPUTEPHIO
KonmoropoBa-CMupHoBa u  Kputeputo omera-kajapar. CoriiacHo CTaTUCTUKaM 3THX
KpUTEPHUEB, TIOYTH TOJOBHUHA pACIPEACIICHH HE OTAMYaliach OT pachpeneieHui
JIOTHOPMAJIbHBIX, 0€Ta U ramMma pacnpeaeneHuil. bolbIIMHCTBO pacnpeneneHuil He sBIsieTcs
VHUMOJANbHBIM U TOJOBMHA W3 HUX HE TMOAYUHSETCS HOPMajibHOMY 3aKOHY, O YeM
CBUJIETEIILCTBYIOT KaK 3HAUEHMs] aCUMMETPHUH M 3KCIEecca, Tak U pe3ynbTarsl Tecta lanupo-
VYunka. 3HaueHHs acUMMETPUM JUIsi BCEX TPYINI MapaMeTpoB JIeKadud B JIMAIla30HE
npuban3uTenbHo ot -0,6 1o 2,8 npu ommnbke acummerpun okoso 0,4. 3HaueHus sKciecca A
BCEX TpYyMIN MapaMeTpoB JieXkalld B JAMana3oHe NpuomusutenbHo oT -0,9 1o 9,2 npu omubke
skcuecca okosio 0,8. [Ipuyem OTKIOHEHHS OT HOPMAaJbHOCTH He mnposiBisiuck B J(BII y
rpuboBuHBIX mHMHKOB U uX [ICY (mis Beex 0,933<W,<0,988 mpu 0,053<P<0,974), B IBI1 y
[ICY Tonkux munukoB (0,934<W,;<0,952 mpu 0,056<P<0,186), a Tak k€ B KOHTpOJIC Y
momaaeld moBepxHocTed rpuboBuaHbIX munukoB (W,>0,939 P>0,081) u y momanei
noBepxHoctedt ux IICY (W,>0,960 P>0,324). Bo Bcex ocTalbHBIX CIydasx 3HauYCHUS
OTKJIOHSUTUCh OT HOPMAJIBHOTO 3aKOHA, U B MOJOBUHE TAKUX CIydyaeB (BCe MapaMeTpbl TOHKUX
IIUTTUKOB B KOHTPOJIE) OTKJIOHEHHS] OT HOPMAJbHOCTH OBLIM OYE€Hb 3HAYUTENIBHBIC (IIJIS1 BCEX
0,516<W,<0,812; 1,79*10"5<P<2,10*10'”). Pacnipenenenus ruromaned  moBepXHOCTEH
IpUOOBHIHBIX MMUTUKOB B KOHTpoue u nipu [IBII He orBepramucy W,-TeCTOM OT HOpMaIbHOTO
pacrpesiesieHdss HO COOTHOIIEHUE UX JIUCIIEPCUM BCE K€ OTIMYAIIOCh HA TPETh OT €IMHUIIBI.
CrnenoBaTeNbHO, B KOXK/I0M TTape CpaBHUBAEMbIX 3HAUCHHUH YCIIOBHUS TPUMEHEHHUS CTaHIaPTHBIX
napamerpudeckux kputepueB (t-rect Ctprogenta i ANOVA) He BBIONHSINMCH. B manHOM
paboTe MBI TPUIEPKUBATUCH KaK «KJIACCUYECKUX», TaK M «BBICOKUX CTATHCTUYECKUX
texHonoruit» (Opmos, 2003, cm. Takke http://orlovs.pp.ru/stat.php); mis cpaBHEHHS
pacnpezieieHuii UCTIOJIb30BaHbl IBYXBBHIOOPOUHBINH KpuTepuit CMmupHOBa, kputepuii Kpamepa-
Vonua, u xpurepuit Ban nep Bapnena. Ilox cpennumu 3HaduenusiMu Ha Puc. 13-16
MPEACTABICHBl 3HAYEHUSI CTATHUCTHUK M JOCTUTHYTbIE YPOBHU 3HauyuMOCTH. CTartucTuka
CMupHOBa XapakTEepU3yeT HAIMYKUE KaKUX Obl TO HU ObUIO, MHTErPATbHBIX, Pa3IUIUil MEXITY
pacmpeneneHussMH IUIOTHOCTEN BEpPOSATHOCTEH, cTaTUcTUKa Kpamepa-Yasmya xapakrtepusyer

CTCIICHb pa3/InduAaA CpCaAHUX 3HaYECHWH W CcTaTUCTHKa BaH Acp Bapz[eHa — CJIBUI' MCAHAH
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KonunyecTBO TOHKMX WIMNUKOB, %

KonuyecTBO TOHKMX WIMNUKOB, %

42 M A E

Bl xoHTpons 0,021 + 0,021 0,012; 2,803; 9,216
36 | ] aBn 0,040 * 0,017 +95% 0,037; 1,301; 2,918
Ds = 0,663 se = 10,409; +0,798

n=33 T=5,36

30 1 X=17,3

Ans Bcex 3HavyeHun P < 0,01

24 | —

18 |

12

o) || =

0,004 0,018 0,032 0,045 0,060 0,074 0,087 0,101
3

0O0BeM TOHKUX LLUMUKOB, MKM

42 M A E
Il xoHTpons 0,420 + 0,235 0,360; 1,937; 4,291
36 [ aBn 0,704 £ 0,230 | +68% 0,663; 1,247; 3,042
Dg = 0,636
T=5,28
30+ X=18,1

ans Bcex 3HaveHun P < 0,01
24 |

12

: i | \ﬂ‘\\ |

0,17 0,35 0,52 0,70 0,88 1,05 1,23 1,41
Mnowanb NOBEPXHOCTU TOHKUX LUMMUKOB, MKM 2

Puc. 13. ITapameTpsl TOHKMX HIMIIMKOB B KOHTpoJie U nipu JIBIL.
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42_

M A E
I xoHTponb 0,140 * 0,084 0,119; 0,788; -0,456
36| [ ABN 0,247 * 0,083 |+75%  0,252; -0,341; -0,647
Ds = 0,545
T=517
30 X=16,9

Ansi Bcex 3HayeHun P < 0,01

24

18

12 |

KonuuyecTBO rpMb60BMAHbIX WUNUKOB, %

IR Y

0,041 0,088 0,014 0,182 0,229 0,276 0,323 0,369
3

O61bemM rpuéoBUAHBbIX LUMMNKOB, MKM

42_
M A E
2 Bl «onTponk 1,672 + 0,589 1,588; 0,496; -0,786
g 36| [0 gBN 2,687 0,669 +61% 2,824; -0,601; -0,559
E Ds = 0,576
S 30 T=6,54
E X=19,4
E Ans Bcex 3HayeHun P < 0,01
o 24/
s
[11]
(o]
S
a2 18 |
[
o —
1]
5 12 _
(]
T
=
8
S 6 j
0_ T T I\ T T T
0,77 1,15 1,53 1,92 2,30 2,68 3,07 3,45

Mnowapb NOBEPXHOCTU rpVI60BVI,quIX LWKMMUKOB, MKM

Puc. 14. Ilapamerpsl TpuOOBHAHBIX IIMIHUKOB B KOHTposie u mnpu JIBIL
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pacnpenenenuil. Jlocturnytele ypoBHU 3HauuMocTH Dg u X Bo Beex ciyuasx P<0,01, ognako
peanbHbIE YPOBHM 3HAYMMOCTH B OOJIBIIMHCTBE CIy4aeB ropasfo Huxke (B 5-7 3HaKe mocie
3amsaToil). PeanbHbIE YPOBHU 3HAUUMOCTH |-KPUTEPHUS TaKKe 3HAYUTEIHHO HIDKE, IIOCKOJBKY
3HaueHus T BO Bcex ciydasx Obutd Beime (ot 4 1m0 6,54). Takum o6pa3om ciycts 6 4 mocie
unaykuun [IBIT HaGmoanuce 3HaunMble OTIIMYHS TapaMETPOB CUHAIICOB.

Tonkue OeHOpumHbvle WUNUKU

Cnycts 6 4 nocie unaykuuu JIBIT naGmronaercs cMmelieHne BIPaBO IUIOTHOCTEH
pacripeiefieHdsi BCceX HaOII0JJaéMbIX MapamMeTpOB TOHKUX IIMIUKOB. B KOHTPOJIBHBIX
noJIymiapusix ~ BCe  MapaMeTphl  TOHKMX  IIMIUKOB  XapaKTEpPU30BalUCh  OoJiee
OCTPOBEPUIMHHBIMUA PACHPENEICHUSIMI TI0 CPAaBHEHWIO TPHOOBUIHBIMU I[TUIMTHUKAMHU.
OTHOCHUTENBPHOE YBENMYECHHE CPEAHMX 3HAUYeHWH O0ObeMa TOHKMX IIHWIHUKOB B
TETAaHU3UPOBAHHBIX ToJymapusx coctaBmwio 95% (Puc. 13). Heckonbko MeHbIHE
W3MEHEHHUS, YTO €CTECTBEHHO, HAOJIIOAIOTCS NPHU CPAaBHEHUHU IUIOIIAJC MOBEpXHOCTEN
TOHKHUX IIUIHUKOB, KOTOpPbIE B JIEBOM TOJyHIapuu B cpeaHeM Ha 68% MpeBbIIAIOT
3HAYEHMs B MPABOM, HE CTUMYJIUPOBAHHOM Moiymapuu. Kak MOXXHO BUIETh U3 KPUBBIX
MOJIyYEHHBIX B pe3yJbTaTe MOATOHKU pacHpelesieHuid K MapaMeTpUuyecKUM CEeMEHCTBaM,
yacTh MapamMeTpoB TOHKMX wmmnukoB npu JBII mnepekpeiBaeTcs ¢ mapaMmeTpamu
IrpUOOBHUIHBIX ITUITMKOB B KOHTPOJIE.

I'pubosuonsie denOpummsle WUNUKU

Ha Puc. 14 u 16 mioTHOCTHM pachnpelneleHuid MapaMeTpoB CHHAICOB Ha
rpuboBuHbIX Mmmnukax npu JIBII Takke cwmermieHsl BOpaBo, HO 3TOT CIABUT MEHEE
BBIPAKEH 10 CPABHEHUIO C TOHKMMHU MIUNHUKAMU. OTHOCHUTEIBHOE YBEIUYEHHUE CPEAHHUX
3Ha4YeHW oObema cocraBmwiio Oosee 75% (Puc. 14). Kak oTmedanock BEIIIE, MEXIY
00beMOM TPUOOBHUIHOTO IIUMUKA M TUIOMIAJBI0 €r0 TMOBEPXHOCTH HAOIIOAAETCS JKEeCTKast
cBsa3b (Tabn. 3). CooTBETCTBEHHO MNpU YyBEIMYEHHH OObema munukoB mocie JIBII
HAOJIOIAeTCS M YBEIUYCHUE TUIONIAJNA MOBEPXHOCTH T'PpUOOBUAHBIX mUNUKOB (Puc. 14),
KOTOpbIE B JIEBOM IMOJYIIapuu B cpeaHeM Ha 61% mpeBbIIalOT 3HAYEHUSI B IMPaBOM
MoJyIapui, B KOHTposie. MHTepecHO Takke, Torja Kak HaWOOJbIIEe W3MEHEHUE
NPUHAJICKUAT YBEIWMYCHUIO O0BbeMa TPUOOBUIHBIX INUIKKOB, COTJACHO 3HA4YCHUIO 7-

kputepus (6,54), HauboJee TOCTOBEPHBIM SIBIISICTCS YBEIUYCHHUE TUIOMIANA TOBEPXHOCTH
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munuka. Hanboee qocToBepHOE YBEIMYCHHE TUIOMIAIN COTJIACYETCS ¢ TeM HAOJIOICHUEM,
YTO TOJIOBKHU TPUOOBHIHBIX mmmuKoB mpu J[BI1, 6oiee BOTHY THI.

Pesynprarel mMopdomerpuueckoro ananmumza Ha ocHOBe 3D pekoHCTpyKIui
CBUJIETENBCTBYET O TOM, 4TO K 6 yacam [IBIl 3HauuTenbHO yBEIMYEHBI pa3Mephbl Kak
TOHKHX, TaK U TPUOOBUAHBIX mUMUKOB. CrenoBaTeiabHo, B mo3aHei (aze [IBII Boicokas
3¢ (HEeKTUBHOCTh CHHANTUYECKOW TMepefaadd MOANEPKUBACTCI HAa (POHE YBEITMUEHHBIX
pa3MepoB cuHarcoB. Ho 4To MHTEpEeCHO, HAauOOJIbIINEe U3MEHEHHUS TTPUHAIC)KAT TOHKAM
JEHJPUTHBIX IUNUKaX. [lomydeHHbIE pe3yibTaThl OTYACTH COTJIACYIOTCS KaK C PaHHUMHU
paboramu, Hampumep, ¢ paboroii Fifkova u van Harreveld (1977), Tak u ¢ COBpeMEHHBIMH
paboramu Tpymnmbel Kacam, mampumep, Matsuzaki et al. (2004). Fifkova u van Harreveld,
coobmanmu, uyro mocie 3anmycka JIBII B 3® wmbimeir o6bem munukoB B oML 3d
YBEJIMYUBAETCS, JOCTUTaeT MaKCUMyMa B TEYCHHE yaca, a CycTs 4-8 4yacoB cHMkaeTcs U K 24
9 coxpansieTcss Ha ypoBHe 125%. be3 ucnonb3oBanust 3D pexonctpyknuu Fifkova u van
Harreveld ne paspensnu mmnuku Ha pasnuyHble Tumbl. ['pynmoil uccrnenosareneit Kasai
MOKa3aHo, 4TO IN Vitr0 MoTeHIHUAINus OAMHOYHBIX CHHANCOB Ha TOHKUX M HAa TPHUOOBHIIHBIX
HIMMHUKAX TPOSBISETCS Pa3NIUYHBIM 00pa30oM; IIUMUKK OBICTPO YBEITUYHUBAIOTCS B 00beMe, HO
pasMepsl TPUOOBUIHBIX BCKOPE BO3BpalIaroTcs kK ucxoauabsiM (Matsuzaki et al., 2004; Noguchi
et al., 2005). TlosTomy mpemmonaraercs, 4To 3a OOIIee MPOJOJIKUTEIHFHOE YBEIUYCHHE
00BEMOB HIMIHKOB MOTYT OTBEYAaThb MMEHHO IIWIHUKH TOHKHE, MOCKOJBbKY BCKOpE IOCIe
MOTEHIMPOBAHUS pa3Mepbl KPYMHBIX HIUITHKOB BO3BPAIIAIOTCS K UCXOTHBIM 3HaUeHUsIM. Hamum
PE3YNBTAThI, TOBOPAT O TOM, YTO ()OPMY MEHSIFOT KaK TOHKHE, TaK ¥ TPHOOBUIHBIE IIIUITUKH, HO
IpU 3TOM TIOMYJIALUS TPUOOBHIHBIX HIMIMKOB YWCIEHHO cTaOmibHa. OmpenenseT U 5TO
00CTOSATENBCTBO pa3iauurs (YyHKIMOHAJIBLHOM pOJM JABYX THIOB cuHarcoB? Kasai et al.,
Pa3BUBAIOT UJICI0 O TOM, YTO CHHAIICHI HA TOHKUX IIMMUKaX ABIst0oTca muteHsmu JIBIT, Torma
KaK CHHANChl Ha IIUNUKAX TPUOOBHIHBIX WCXOJHO TMOTCHIIMPOBAHBI M IPEICTABISIOT
MaTepUaIbHYI0 OCHOBY JOJTOBPEMEHHON MaMsITH, oOecrneunBas cTa0MIbHOCTh pabOThl MO3Ta.
Mgl Takke HaOII01aeM JI0JITOBPEMEHHOE U3MEHEHHE pa3MepOB TOHKUX IUNUKOB. [Ipu 3ToM B
no3nHeil ¢aze JBII in vivo Bbicokas 3((EKTUBHOCTb CHHANTUYECKOM Mepelauyd TaKxke
coxpaHsiercs Ha (POHE YBEIMYCHHBIX pa3MepoB B OONbIIEH Mepe TOHKMX IIUIHKOB, YeM
rpuboBuaHbIX. HOo B oTimuue ot pabot rpynmbel Kacau, Hamm pe3ysbTaThbl, TONTyYEHHBIC IN

VIVO, He MOATBEPXkKIAIOT HEU3MEHHOCTH pPa3MepoB I'PHOOBUIHBIX IIUIHUKOB CIYCTS 6 4acoB
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JBII. ITpu cxonHo# ¢opMe peakiuu B panHed u mo3aHei ¢aze JIBIT mexanu3m ee paszaudeH.
Kak u mpenmonaranocs panee (Fifkova, van Harreveld, 1977), mo-Buaumomy, B TepBbIe
MHUHYTBl 00BEM IIMIHKOB PAcTET 3a CYET OCMOTHUYECKUX IpoueccoB (Matsuzaki et al., 2004;
Noguchi et al., 2005) u nepecrpoek murockenera (Fukazawa et al., 2003; Okamoto et al.,
2004), B nmanmpHelimeM mnpeobnagaioT OmocuHTeTH4eckue mporecchl (Ostroff et al., 2002).
[TosToMy HEKOTOpash HECOINIACOBAaHHOCTh HAIIMX JaHHBIX C pe3yjabraramMu in  Vitro
MOTEHIMAIMU OTJIEIbHBIX IIUITMKOB CKOpee CBsI3aHa ¢ TeM, 4To B pabortax Kasai Habmioganacek
pannsis ¢asza [IBII, He 3amyckaromiasi SKCIIPECCUM T'€HOB M CHHTE3a 3HAYMTEIBHOTO 0ObemMa
«CTPOUTETHHOTO MaTephaliay sl JOJTOBPEMEHHOTO TOAJIEPKAHUS pPa3MEpoB W (DyHKIHHA
cuHaricoB/munukoB. [To3mussa ¢aza JIBII cBsizana co caBurom OajlaHca aKTWHA JICHIPUTHBIX
HIMIHUKOB B CTOPOHY oOpa3zoBanus pubpumisipaoit hopmsl (Fukazawa et al., 2003; Okamoto et
al., 2004), Torna xak ogHa U3 (PyHKIMIA aKTUHA — MOAJEPKAHUE CTAOMIBHOCTH CTPYKTYPBI
cunarnca (Halpain et al., 1998; Fischer et al., 2000; Furuyashiki et al., 2002). 13BecTHO, uTO B
pesynbrate 0sokanbl moarunoB AMPAR u NMDAR moryt HaOGm01at0TCsl IPOTHUBOIIOJIOAKHO
HanpaBieHHble 3(QdekTel. B ympomenHoir ¢opme, Omokaga AMPAR mnpuBogut casury
OanaHca aKTHHA B CTOPOHY IIOOYJSpHOHM (opMBl U OONBIIEH MOJBUKHOCTH KOPTHKAIBLHOTO
IIUTOCKEJIeTa IIUITHKOB, Takoi ke 3ddekt Be3bIBaeT cinabas akruBanuss NMDA perentopos.
B TakoMm ciywae, akTHBalMsl CHMHAICOB TOHKHX, NEHHKOBBIX M CTBOJIOBBIX, T.€. MAaJCHbKUX,
conmepkanmx B ocHoBHOM NMDA penentopsl, npuBoauia Obl K AecTaOuinu3anuu (Gopmbl
IIMITUKOB, U B COBOKYIIHOCTH OCMOTHYECKMMHU (aKTOpaMu K HaOYyXaHHIO/POCTY TOJIOBOK
mmnukoB. C Ipyroil CTOPOHBI, TTOCKOJIBKY TOJBKO COTJIACOBAaHHBIE BO BPEMEHH ANIUTUKAINH
menuatopoB U I/l mpuBomsaT k Omokane audy3nOHHBIX/TPAHCHOPTHBIX MPOIECCOB Yepe3
HOXKy munuka (Bloodgood, Sabatini, 2005), To aktuBanus NMDA penentopoB MalleHbKHX
«MoJ4ammxy», munukos/cuHancoB (Matsuzaki et al., 2001) BoBce He oOrpaHHYMBaET
TPAHCIIOPTAa «CTPOMTENBHOIO MaTepHajay B IIMIMUKA 4Yepe3 HMX HOXKH. B0O3MOXHO, 4TO
NONOOHBI ATOMYy MeEXaHM3M MOr Obl ONpeAensTh HaOllolaeMble HaMH pa3jInyus B

YBCIIMUCHUH pAa3MCPOB TOHKUX U l"pI/I6OBI/II[HBIX HINITMKOB.

3.2. AHAJIM3 MOCTCHHATITHYECKHUX YIIOTHEHH
3.2.1. Mop¢pomMeTpusi NOCTCHHANTUYECKUX YIIOTHEHU I
OnHako OCTaeTcsi OTKPBITHIM BOIPOC: ONPEIEHSAIOT JU YBEIUYCHHBIE pa3Mepbl

JEHJIPUTHBIX IMUIUKOB YPOBEeHb A((HEKTHBHOCTH CHHANTHYecCKoW mepenaun mpu JIBIT?
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Mnowaab nosepxHocTH MCY TOHKUX LUMMNMKOB, MKM 2

Puc. 15. [Tapamerpsl [ICY ToHKMX mMNUKOB B KOHTpose u npu IBII.
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Puc. 16. ITapametpst [ICY rpuboBuaHBIX MUNUKOB B KOHTposie u nipu [IBII.
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OnHO3HAYHOTO PEIICHUsT BOMPOCa O MPUYMHHO-CIICACTBEHHBIX CBS3SIX MEXKIY pa3zMepamu
MIAMUKOB ¥ 3((PEKTUBHOCTHIO CHHANTHYECKOW TMepefadd, IMO-BUAMNMOMY, TaKkKe HE
cymectByer. Ho ¢ Apyroii cTOpOHBI, COTJIaCHO HAIIUM pe3yiibTataM (cM. pa3n. 5.4. T'n. I;
Tabn. 3) m pe3yinbrataM Apyrux HCCienoBaTeled Ha cuHarcax nupamuj kopbl, CAl
TUNINOKaMIa M CHUHAICaX JEHIAPUTOB TIpaHyssapHbIX KieTok 3P u knetok Ilypkunbe
Mo3xkeuka (Wilson et al., 1983; Harris, Stevens, 1988; Harris, Stevens, 1989; Trommald,
Hulleberg, 1997), ¢ pa3mepamMu mmnuka cBs3aH pa3Mep HamOojee (QyHKIMOHATBHO
3HAYUMOTO KOMIIOHEHTa CHHAlca — [OCTCHHANTHYECKOTO YIioTHeHus. [losTtomy
npeanpuHsTa nomneitka novucka npossiaenuit JABII B ctpykrype [ICY. Cornacuo Trommald
u Hulleberg xoppemsmus mexny oobemom ronoBku munuka B mML 3® u mmomansio
3anumaeMon [ICY na mumnuke cocraBnser okono 0,47; OgHAKO aBTOPHI MCMOJIb30BAIH
CTEPEOJIOTMYECKHE pPacueThl 3HAYEHU MapamMeTpoB cHuHAncoB. C HCHOIb30BAaHUEM
KOMIIBIOTEPHBIX TporpamMm aisi pabotel ¢ 3D oObekTamMu Mbl OTpabOTanM MOAXOI K
HEMOCPEACTBEHHOMY TMOJIYYCHHIO TaKWX MapaMeTpoB CHHAICa KaK IJIOMAAbh KOHTAaKTa
MPECUHANTUYECKOT0 OyTOHAa C TOCTCHHAIICOM U IUIOMIA[b MEMOpaHbl IIMIHKA TIOJ
koTopoi pacnionaraerca [ICY. Otu naHHble, MoaydYeHHbIE HA OCHOBE 3D peKOHCTpYKLIUU
NOKa3bIBAIOT, 4YTO HauOOJIbIIME 3HA4YEHHs KO3(PPUIMEHTa KOoppenasiuuu HabIrogaeTcs
Mexay oobemom munuka u napamerpamu [ICY, u moryT pocturare r=0,976 (Tabmn. 3).
[ToaToMy ecTecTBEeHHBIM OBUIO OBl OXHIATh, YTO OJHOBPEMEHHO C YBEJIMYCHHUEM
ionaned 1 00beMOB MIMIMHUKOB HaOmoaaercsa ysenuueHue pazmepos [ICY. [Tomydyennsie
HaMHU JaHHBIE TOBOPAT O TOM, uTo o00BbeMbl [ICY B mo3gneit ¢aze [ABII neficTButenbHO
3HAYUTENBHO YBEJIWYEHbI, IPUUYEM B OOJbIICH CTENEHH OMSATh-TAKH Y TOHKHUX IIUIUKOB.
VBenmuuenue o6bemoB [ICY rpuOOBUIHBIX HIMIUKOB cOCTaBUiO 62%, COOTBETCTBEHHO
ObUIa yBeJIMYEeHA U IUIOLIAAb NOBEPXHOCTU peKoHCTpyupoBaHHbIX [ICY Ha 38% (Puc. 16).
Y TOHKMX WIMOHUKOB J0CTOBepHOe yBenuueHue oObemoB I[ICY coctaBnsno 62%, a
yBenuuenue twiomanu nosepxHocter [ICY — 38% (Puc. 15). CnenoBarensHO, BBICOKAs
3¢ (deKTUBHOCTh CHHANTHYECKOW mepenaun B mo3pHed ¢aze BII peamusyercs na done
3HAYUTENBHOTO yBenuueHuss o0bemoB I[ICY cuHancoB Ha TOHKUX M TPUOOBHUIHBIX

HINITKKAaXx.
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3.2.2. Ananu3 koppessinuii oobema IICY ¢ TonmmHoii u ¢ momaasio [ICY

[ICY mmnukoB sBIsiETCS CTPYKTYPOH B KOTOPOW CKOHIIEHTPUPOBAHBI PELENTOPHI
HerpoMeauaTopoB (cM. paza. 6.1.). NMDAR ob6ecnieunBarot 3amyck JIBII u BctpauBanue B
[ICY pomomHUTENHHBIX KOMIIOHEHTOB, B yacTHOocTH AMPAR, oTBedaromux 3a ObicTpbIe
noctcunantuueckue Toku (Lynch, 2004; Dingledine et al., 1999). brokana BcTpanBanus
AMPAR B [ICY Onokupyer u JBII (Park et al., 2004). IICY npakruuecku Bcex
munuKoBbIX cuHarncoB HecyT NMDAR, Ho He Bce umeror AMPAR. TICY 3anumaromue
OOJIBIIYIO0 IJIOMIAJb MOBEPXHOCTH ILIMIUKA MMEIOT MPONOPLIUOHAIBHO OOJbIIEE YHUCIIO
AMPAR. TICY neGonbmioro pasmepa mMoryr He umerb BoBce AMPAR u cumrarorcs
cuHaricamu «Momaqammummuy. 3amnyck JIBIT B 3® taxxke NMDAR-3aBucumslil mpoiiecc, HO
uccnenoanuit uncia AMPAR B IICY cunancoB 3® He npoBoawioch. TeM He meHee, B
CUHAIICaX Pa3IUYHBIX 00JIacTei Mo3ra MexaHu3Mbl nojjaepkanus J(BI1 cxonHbl u cBsi3aHbI
¢ BctpauBanueM B [ICY pgomomnutensabix AMPAR (Liao et al., 1995; Rumpel et al., 2005;
Sun et al.,, 2005). IloaToMy €CTECTBEHHBIM OBUIO MPEANONIOKUTh, YTO YBEIUUCHHE
oowemoB [ICY B no3nueit daze IBII B 3@, moxer ObITh CBsA3aHO ¢ pa3pactanuem [ICY B
TJIOCKOCTH MEMOpaHbl, COOTBETCTBEHHO M C YBEJIWYCHHEM CHHANTHYECKOW 00JIacTh
MeMOpaHBbI MUMHKA. Tak 3a cueT 4ero MpouCXOAUT pocT pazmepoB [ICY?

Panee ormeuanocs, uto B pannei ¢aze JIBII miomanp, 3aanmaemas [ICY, B oganX
Clly4asiX YBEJIMYMBAETCs, a B JPyrux HeT (cM. paza. 8.3.); MOXKeT yBEIMYMBATHCA U
tomuHa [ICY (Sorra, Harris, 1998; Momkos, IlerpoBckas, 1983; Desmond, Levy,
1986b). CnenoBarenbHo, B wu3MeHeHHs oObema [ICY wMoryT BHOCHTH BKJIAJ JiBa
KOMIIOHEHTa: TomuHa u Tonans [ICY, skcrmoHnpoBaHHas Ha TTOBEPXHOCTH IUTTUKA (HO
HE TUIONIab TOBEPXHOCTH peKoHCTpyupoBaHHoro odwsema IICY, Puc. 15, 16). Omnako
B3aMMOCBS3b 3THX MapaMeTPOB JI0 CHUX MOP HUKTO CUCTeMaTtudecku He ucciemosai. [ICY
o0nanaoT OoJNbLION BapuabeNbHOCTHIO (OPM U  HEOJHOPOAHONW MPOCTPAHCTBEHHOM
opueHTanuel, u naxe Ha onHoM wmunuke [ICY pa3nnyHbl HE TOABKO MO (opMe, HO U 1O
tonuuHe, npuueM ToiamuHa [ICY u B pa3nuyHbIX €ro y4acTkax MOKET pa3jindaThes (CM.
Puc. 5B u Puc. 6). [Toaromy npu OoLeHKe IUIOIAAU 3aHUMAEMOM yIUIOTHEHUEM WIH NpU
OTIPE/ICIICHNH TOJIIMHBI YINIOTHEHUH HCTIOIb3yEMBbIE paHEe CTEPEOJIOTHIECKIE N3MEPEHUS

HOCHJIM HEYCTPaHUMO MPHUOIMKEHHBIN XapakTep.
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JInisi BBIACHEHMSI 32 CYET 4Yero MpoucXoAuT pocT pasmepoB IICY BooOuie, u npu
JBII B uwactHOCTH, MBI pekoHcTpyupoBanu I[ICY Ha n300paxkeHusx c ropasmo Ooiee
BBICOKUM paspemenueMm (cm. pasa. 4.5., I'm II). IMogxom mist monydeHws] 3HAYCHUN
romaaun 3anuMaeMoi [ICY Ha moBEepXHOCTH MIMIKKA OPUHIUIHAIBHO HE OTIUYAETCS OT
MOJIX0/J1a, OMHCAHHOTO /I OICHKM IUIONIAJM KOHTaKTa UIMMHKA C IPECHHANTHYECKUM
oyroroMm (cm. pasa. 2.1.2. u Puc. 7). Pazauna cocTouTt aumib B TOM, 9TO OOBEKTHI-METKH
pacrojarajiiuch He Ha IpaHUIaX O00JAaCTH KOHTaKTa OyTOHAa C LIMIIMKOM, a Ha TpaHMIAaxX
npoduneit [ICY (Bxmrouas rpanuis! nepdoparuii [ICY) B mimockocTr MeMOpaHbI MIUTTHKA.
[Tnomane noBepxuoctu [ICY, sxcrioHUpOBaHHAs K CHHANITUYECKOH e, ObLJIa OYepUYCHA
B BUpTyaJdbHOM 3D mpoCTpaHCTBE COTIACHO HOPMAISIM OOBEKTOB-METOK K TMOBEPXHOCTH
I[ICY, u HenyxHas noBepxXxHOCTb KioHa 3Toro IICY ynanena. IlomyueHHble 3HaueHUs
IUIOUIaM 3KCNOHUPOBaHHOM moBepxHocTH [ICY W TONIIMHBI NpeACTaBiIE€Hbl B BUJE
nuarpamm paccestuust Ha Puc. 17 u 18. Cpennue 3Hauenus napamerpoB I[ICY nuarpamm Ha
pucynkax 17 u 18 mpencraBnenst B Tabmune 4. Kpurepuii [llanmupo-Yuinka HE BBISBHII
3HAYUMBIX OTKJIOHEHHMH IOJYUYEHHBIX 3HAUEHU OT HOPMAJIBHOI'O paclpeneiaceHus (Bo Bcex
ciydasx 0,93<W,<0,99 npu 0,18<P<0,98). CornacHo F-kputepuro ®@urepa 60IBITHHCTBO
aucnepcuit 0pmn 0qHOPOIHBL (Fo20:19<1,77; Fo720<1,14), 3a nckimovenuem aucrepcui
mnomaned u 00beMoB IICY Tonkux MHUIMUKOB (Fg20:27>3,41).

Koppenayuu oovema IICY u nrowaou, sanumaemou IICY,

HA NOBEPXHOCMU WUNUKA

Pe3ynbpTaThl KOPPENSIMOHHOTO M PErPECCHOHHOTO aHalln3a CBHUACTEIBCTBYIOT O
TOM, YTO KaK MEXIy THIIAMH CHUHAINCOB, TaK M MEXKIy CHHANCaMU B Pa3TMYHBIX
COCTOSTHUSIX (POPMBI M CHITBI cBsi3ei 1iomaseii ¢ ooremamu [ICY He pasnuuarorcs. Kak B
KoHTposie, Tak u npu JIBII, Habmiomaercss 4yeTko BbIpakeHHas cBsi3b oOobema [ICY c
3aHMMAaE€MOM MMU IJIOIIAbI0 Ha MOBEPXHOCTH JACHIPUTHBIX IIUIIUKOB (BO BCEX CIyyasx Ig
nexuT B quanaszone ot 0,87 mo 0,98) (Puc. 17, 18). Ilpu 3T0M CBsSI3b 3aHUMAEMOM TIOIIAAN
¢ oObemoM IICY amexkBaTHO ONWCHIBAETCSA JHAHEHHOW MOJEIBI0 C BBICOKUMH
ko3 durmentamu nerepmMuHamyy. KosdurmenTs! qeTepMuHamuy R nexar B ananaszoHe
or 0,76 mo 0,94 (coorsercreenno 0,87<r,<0,97). Ilpu 5TOM CpaBHEHHE YTJIOBBIX

KO3 PUITMEHTOB JTMHEHHBIX PErPECCUil MOKa3aj0, YTO JIOCTOBEPHO OHU HE OTIIMYAIOTCS HU
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Puc. 17. Jluarpammbl paccesHus 3HaueHud mnapameTpoB IICY TOHKHMX NE€HIPUTHBIX
IINNHAKOB. R’ — KOX(QUIMEHT JeTepMHHALMH JMHHM perpeccun y=botxb; ¢ 95%
JIOBEPUTEIIbHBIM HHTEPBAJIOM JJIs CpeaHero by (MyHKTHP) U KOI(DPUIMEHTOM KOppensuu
Cnupmena (rs) ¢ oosemom IICY; x — o6vem IICY, y — momane wnu tonumHa [ICY.
[TynktupHoit pamkoii (Ha b) Beigenensl 3nHaueHus miomanedt I[ICY TOHKMX IIMMHMKOB
BBIXO/SIIMX 32 IMara3oH 36 B KOHTposie (Ha A). n — YKCIIO0 IPOaHAIU3UPOBAHHBIX CUHAIICOB.
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Puc. 18. /Inarpammel paccesiHus 3HaueHuil napametpos [ICY

IpUOOBUIHBIX JEHIPUTHBIX IIUIIHKOB.
O0o3HaueHus Te e, YTo 1 Ha puc.17.
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Tabauua 4. [Tapamerpsl [ICY cuHancoB Ha TOHKUX U Ha TPUOOBUJIHBIX IIUTTHKAX.

06bem, 107 MM’

wiomank, 10~ Mxm®

TOJIIIMHA, HM

KOHTPOJIb JBII KOHTPOJIb JBII KOHTPOJIb JBII
TOHKHE 1,5+0,5 2,5+0,9* 4149 64+17* 36+6 38+6
TpUOOBHTHBIE 9,3+4,6 14,5£52*% | 187486 | 327+115%* 50+6 44+6*

*- nocroBepHble oTIMuMs 3HaueHui napametpos [ICY npu JIBII ot 3Hauenuii B KoHTpoIe.

Ta6auua 5. CpaBHeHHE YTI0BBIX K03()(PUIIMEHTOB perpeccuil miomaaei.

TOHKHE rpuOOBUIHBIE rpuOOBUIHBIE
JBII KOHTPOJIb JBII
TOHKHE t=0,0788 t=0,198 t=0,271
KOHTPOJTh P=0,935 P=0,838 P=0,784
df =43 df=43 df=43
TOHKHE t=0,335 t=0,403,
JBIIT P=0,739 P=0,692
df=36 df=36
rpuOOBHUTHBIC t=2
KOHTPOJIb P=0,0504

df=36

Ta6auna 6. CpaBHeHHE YTITIOBBIX KOI(PPHUIMEHTOB PErpecCcril TOIIIUH.

TOHKHE rpuOOBUIHbIE IpuOOBUIHBIC
JBII KOHTPOJIb JBII
TOHKHE t=3,98 t=3,34 t=5,08
KOHTPOJIb P <0,0005 P =0,0021 P <0,0001
df=43 df=43 df=43
TOHKHE 1=2,84 t=5,13
JABII P =0,0073 P <0,0001
df=36 df=36
rpuOOBUIHBIC t=1,43
KOHTPOJIb P=0,159

df=36

MCXKAY ABYMs THIIAMH CHUHAIICOB B OAMHAKOBBIX COCTOAHHAX (KOHTpOJ'IB HIIN I[BH), HHU

MEX/1y COCTOSIHUSIMM OJHMX M TeX e TUNoB cuHaricoB (Tabu. 5). [Ipu aTom mpu ananuse

BCEHl MOMyJISIIMM CUHAMCOB (M TOHKHUX, U TPUOOBHUIHBIX) JIMHEHHAs Koppensiuus oobema

[ICY ¢ 3anMMaeMOl IIOINAAbI0 B KOHTpoJe cocrasuser I,=0,989 (p=0,01), a mpu JIBII

r,=0,976 (p=0,01). Takum oGpasom, ¢opma cBasu obvema IICY ¢ 3anmmaemoii UM

IUIOMAABI0 Y Pa3JIMYHBIX THUIIOB CHHAIICOB HE3aBHCHUMO OT (bYHKI_II/IOHaJIBHOFO COCTOsAHHUA
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OJIMHAKOBAa ¥ BBIPpAXACTCs JMHEHHOW 3aBUCUMOCTBIO oObema [ICY ot 3aHmMaeMoil um
IUIONIAIA Ha MMOBEPXHOCTH Immnuka. CieaoBareabHo, HaOII0aeMoe yBendeHne 00beMOB
[ICY B mno3aneir ¢aze JIBII HemocpeaCTBEHHO JWHEHHO JIOCTOBEPHO CBSI3aHO C
yBeJIMYEHUeEM Iuomaau, 3auumaemoit 1ICY.

Koppenayuu oovema u monwunet INCY monxkux wiunukos

WNnas kaptuna nposiBisierca npu aHanuze ToiauuHel [ICY. V TOHKHX MIMIMKOB
HaOroaeTcss Takke BbIpaxkeHHas cBsi3b oobema [ICY ¢ TommumHOW yrutoTHeHus. [lpu
JBII 3aBucumocth oObema IICY OT TONIIMHBI aAEeKBATHO OIHCHIBACTCS JIMHEHHOU
MOJIEIBIO (R2=0,88, r)=0,94). B xontposne cBs3p oobema [ICY u tommunsl [ICY ToHKHX
IIMIINKOB MOXXHO OIKUCATh KaK JIMHCHHOM (R2=O,63, r=0,88), Tak U SKCTIOHEHIIMAIBHOU
mozenbto [H=exp(by+b,/V); rne H-rommmua, V-066em, b= —2,969+0,0549, b= —4,890x10
*£6,511x107; mpu R*=0,69]. Kpome Toro, B oTnmume ot KonTpons npu JIBII yriosoit
kKodpdunmeHT ymHeWHOH perpeccuit TommmHbl [ICY TOHKMX IIMIMKOB JOCTOBEPHO
yMeHbIaercs moutu B 2 pasza (Puc. 17, Tabn. 6). CpaBaenue tommuas! [ICY u muromanmy,
3anumaemont IICY, na TtoHkux munukax npu JBII co 3HayeHussMu B KOHTpOJiE
MOKA3bIBAET, YTO 3HAUUTENbHAS 4acTh (~40%) momaaeil TOHKUX IMUMUKOB, 3aHUMAEMBbIX
ymiotHeHnusimu, npu JIBII (Puc. 17 Bb) Bbixomut 3a nuana3zon 3o miomanei [ICY B
koHTposie (Puc. 17 A) m cmemaercss B Juana3oH 3HAYEHUNW TPUOOBUIHBIX HIMIUKOB B
koHTpose (Puc. 18 A). CnienoBarensHO, MOXXHO TOBOPUTH O TOM, YTO B M3MEHEHHUE 00beMa
[ICY TOHKMX MUNUKOB B KOHTPOJIE BKJIAJ BHOCAT 00a KOMIIOHEHTa — W IUIOMAAb, U
tonmmuHa yrutoTHeHus. Ho coycrs 6 1 JIBII dopma cBs3m MeHsieTcs, BKJIa TONIIMHBEI B
yBenuueHue o06beMoB [ICY TOHKMX IIMIHMKOB 3HAYUTENIPHO yMEHBINAETCS, TOTJa Kak
Biian miomaan I[ICY B yBenmnuenune oOvema [ICY He Mensiercs. Takum oOpaszowm,
Bennuenue oobemoB IICY mpu JIBII (Ha 84%) omocpenoBaHO Kak yBEIMYEHUEM
TOJILIMHBI, TAK U YBEIMYEHUEM IUJIOLIAAM. Y BEJIMYEHHE Pa3MEPOB IUIOLIAAN, 3aHUMAeMOn
[ICY, npuBoguT K TOMy, 4TO 3HauuTeNnbHas yacTh [ICY cHHANCOB Ha TOHKMX IIUIHKaX
MpHOOpeTaeT, XapaKTePUCTHKN CBOWCTBEHHBIC (YHKIMOHAIHLHO AKTUBHBIM IIAMHAKAM —

TpUOOBHUIHBIM.
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Koppenayuu o6vema u moawunst IHNCY 2pub606uonvix wunuxkos

C yBemuuenneM o0bemMoB [ICY cBsi3b 0OBeMa ¢ TONIIMHON ere 0ojiee yMEHBIIaeTC .
Y rpuOOBHUIHBIX HIMIIUKOB MPU HAIWYUH JKECTKOW JMHEWHOH CBSI3M 0O0beMa YIUIOTHEHHS C
3aHHMaeMO#l UM IomaaAbio, cBsi3b 00beMa [ICY ¢ tommunol [ICY oTcyTCTBYET (B KOHTpOJIE
rs=0,12; B IABII rs=0,27) (Puc. 18). IIpu 3T0M, HECMOTpsI HA NOTPAHUYHOE 3HAUYEHU YpPOBHS
3HAYUMOCTU TPHU OTCYTCTBUU Pa3NUYHi YTIOBBIX KOI(DPHUIIMEHTOB JMHEHHBIX perpeccuit
(P=0,05; Tab6m. 6), xoddpdumnuenter koppensauu Ilupcona tommmua [ICY ¢ oO0bemom
noctoBepHo He ommyatorcs (U = 0,498). Bo-nepBbix, NOJyYeHHBIE TaHHBIE TOBOPAT O TOM,
YTO B TMOMNYJSIUU CHHANCOB MOP(OJOTHYECKH M YHUCICHHO Hambojee CTaOWIbHBIX, a
(GYHKIIMOHATFHO HauWOoJliee AaKTUBHBIX, HE3aBUCUMO OT (YHKIMOHATBHOTO COCTOSIHUS U
HE3aBHCHUMO OT pa3MEpoB CHHAICOB, TOJIIMHA I[OCTCUHANTUYECKOTO YIUIOTHEHHUS HeE
MeHsieTcsi, cTaOuiabHa. Bo-BTopbhix, HaOmomaemoe cmyctss 6 4 mnocie uHaykuuu JIBIT
yBenuueHue o0veMoB [ICY rpuboBuAHBIX MMMUKOB Ha 62% (YTO MEHbIIE YeM yBEIUYCHHE
00beMoB [ICY TOHKMX HIMITUKOB) MPOUCXOANUT UCKITIOUUTEIHHO 32 CUET YBETUUEHUS TUIONIAAN
3aHUMAaeMO#l YIUIOTHEHHEM, B OTIHYUe OT yBenudeHus o0bemMoB IICY TOHKMX HIMITMKOB,

KOTOpOE 3aBUCHUT Kak OT Toimuubl [ICY, Tak 1 oT miomaam.

0,07~
I H=exp (by+b,/V) R?=0,78"
0.06 by =-2,94 + 27x10*
T ’ b, = - 5,14x10™ % 0,42x10™*
— 4{ | 54Hm**
s KOHTPOJNb  n=46
o005 T T
=
IR R I
c T n=40
© 0,04
s R? = 0,56**
T by = - 3,07 £ 27x10%
e b, = - 4,90x10™ % 0,70x10™
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0,02 ———
0 5 10 15 20 25

o6nemNCY, 10 3 mkm3[V]
Puc. 19. Perpeccuonnsiii ananus tonmuH [ICY cymMmapHO TOHKHX U TpUOOBHIHBIX

JICHIPUTHBIX IIMITHKOB B KoHTpone u ipu JIBIL. R - koapdumment
neTepMuHanuu perpeccun H=exp(bytb,/V); mosicHeHus: B TEKCTE.
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Koppensayuu oovema IICY ¢ monwunou IICY cymmaprno
Y MOHKUX U 2pUOOBUOHBIX WUNUKOB 8 KOHmpoTie u npu JIBIT

Koppensiimonnsiii ananu3 ToamuH ymwnotHeHu# [ICY Bcell momyisiiuM CHHAICOB
CBHJICTEIILCTBYET O TOM, YTO TOTJa Kak B IIeJIOM U B KoHTposie, U B JIBII HaGmromaercs
BbIpakeHHasi Koppensiuusi (B koHTpose rg=0,867, a mpu [ABII rs=0,677), nuneiinas
3aBUCUMOCThH cliabasi (B koHTpoisie Ip=0,668, a mpu JABII rp=0,583). Cps3b 3HaueHuit
TOJIIIMH KaK B KOHTpoje, Tak u B JBII M0XHO ommcarh 3KCIOHEHIIMAIBHOM MOJEIBIO
(Puc. 19). Koraa ymnotHenus gocturatror oobema okoso 0,003 MEM’ ¢ ToJmmHoN B 40-45
HM, BOJMM3M TOYeK MakcuMmaiabHOU KpuBu3HBI K; m K, (Puc. 19), Bkiaag TOmIuHBI B
yBenuueHue oowbema [ICY 3HaunTETbHO CHUIKAETCS, MPAKTUYECKH C BBIXOJOM Ha ILIATO.
HNHuTtepecHo TO, 4TO B KOHTpoJsie Touka K; momamaer B auamna3oH, pa3Aeistommi Mopdo-
(YHKIIMOHAILHO pa3JIMYHbIE TUIBI CMHAINICOB — HAa TOHKMX M Ha TPUOOBUIHBIX HIMITHKAX
(Puc. 18 A, Beptukanbubiii myHktup). [Ipu JABII sta rpanuna pasaena TUIIOB CHHAICOB
cMmernreHa BrpaBo oT K, (~0,0045 MKM3); pu 3TOM U 3HauutTenbHas 4acTh [ICY ToHkuMX
mmnukoB (B ganHOM ciydae 40%) Takxke cmemena mpaBee K, (cm. Puc. 17, 19).
HaGmromaeMblii TpeHI B YBEJIMUEHUN TOJIIUHBI TPUOOBUIHBIX IIUIUKOB CIIPaBa OT TOYEK
K; n K, MOXHO OOBSCHUTH CHEIU(UKON HCIOJIB3yeMOro MOAXOAa K OIEHKE TOJIIUHBI
[ICY. Bo-nepBbIX, B 00JbIINX TIO pa3MepaM cuHancax (Ha rpuboBuaHbIX munukax) [ICY
YacTO TMPEACTABJICHbl HECKOJIbKUMH CerMeHTaMu uiu pazaeinbHbiMu [ICY, dacte ux
KOTOPBIX UMEET HEeOOJIbIINEe pa3Mepbl, cxoaHble ¢ pazmepamu [ICY Tonkux mmunukos. [Ipu
pacuere tommuHbl [ICY cuHancoB Ha TPUOOBHUIHBIX IIMITMKAX HCIIOJIH30BAIACH
CyMMapHbIe 3Ha4eHUsT OOBEMOB M CyMMapHbIC 3HAUYCHUS ILIOMIAJEH BCEX CETrMEHTOB
cocrapisiromiux [ICY. Ilosromy, kak u y IICY cuHancoB Ha TOHKHMX IIMIHMKAax, C
YBEIIMYEHUEM HX pPa3MEpPOB MOXKET YBEIMYMBATHCA U HMX TOJUMHA. Bo-BTOpBIX, yeM
6onpiie TICY rpuOOBHUIHBIX UIMIUKOB, T€M OoJiee OTPULIATENIbHOM KPUBU3HOW OHU
o0nafatoT (BOTHYTHI C BHEIIHEW CTOPOHBI KJIETKH). [Ipu 3TOM npu 0AMHAKOBOM TOJIIMHE
yIuIoTHeHHs oTHomeHue oobeMa [ICY k rutomany 3aHMMaeMoOi Ha TTOBEPXHOCTH ITUTTHKA
(T.€. BEIYHMCIISIEMOE 3HAYCHHUE TOJIIMHBI) OyeT Bhiie y BOorHYyThIX [ICY, Mo cpaBHEHUIO ¢
IJIOCKUMU WIN BBIMYKJIBIMU. BIiojHE BEPOSITHO, YTO MPU KOPPEKIIUU TPEHJIa MbI MOJIYUUIIN

Obl peasibHbIN BbIX0/ Ha m1aTo TomuHbl [ICY rpuboBuanbix munukoB. OHAKO pelieHue
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TaKoro BoIlpoca TpeOyeT BBEACHUS B pacyeThl HOPMaJbHOW WM, MO KpailHeH wmepe,
cpennedt kpuBm3HBI ToBepxHOCTH [ICY mpom3BOIBHON (OPMBI, 4TO B CBOIO O4Yepeidb
TpeOyeT OJHOPOIHON TPUAHTYJSIUU PEKOHCTPYHPOBAHHOTO 00BEKTa M T.A., U T.jA. Kak
oOcyxnanock B pasneine 2.1.3. aHanu3 KpUBH3HBI MOBEPXHOCTU MPOU3BOJIBHONU (HOPMBI
HenpocTas 3afa4da. Tem He MmeHee, aHaiu3 [ICY Ha ocHoBe 3D peKOHCTPYKIH MPOSIBIISIET
3HAQYMTEINIbHBIC IIPEUMYILECTBA, 10 CPABHEHUIO C IUIAHUMETPUYECKUMU OLIEHKAMM.
[TonmyueHHbIE pe3ynbTaThl, BO-NIEPBBIX, TOBOPAT O TOM, 4YTO (opMa 3aBUCUMOCTH
oowvema [ICY oT TonmmuHbl HeNMWHEWHA, U cXofaHa B KoHTpose u mpu JIBII. Bo-BTOpHIX,
CO37IaeTCsl BIEUYATIICHHE, YTO 10 Mepe pocTa, nocturas obdbema oxoisio 0,003 mrm®, TICY
TOHKUX IIUIUKOB JOCTUTAIOT HEKOM KoHeuHOW «3ddexTuBHOM» Tommmubl [ICY
rpuOOBUIHBIX UIUKOB (B 40-45 HM). Pemaromum ¢hakTopoMm B JalibHEHUIIIEM YBEITHUYCHUH
oobema [ICY ocraercsti TONBKO YyBEIWYEHHWE 3aHUMAEMOH YIJIOTHEHHEM IUIOIIAIH
MeMOpaHbl MUINUKa. PasymeeTcs, BRIBOA HAa OCHOBAaHHH WU3MEPEHHH MONYyYCHHBIX Ha OJHOM
’KMUBOTHOM MOKHO OBLIO OBI CUMTATh npeaABapUTCIIBHBIM, OJHAKO ITOJIYUYCHHBIC COOTHOLICHUSA
tonuHel [ICY u mnomanu, 3anumaemont [ICY Ha mmnukax kak B KOHTpoJie, Tak u npu I BII,
UMEIOT SPKO BBIPAXKEHHBINA XapakTep. DTO MO3BOJIAET ClIeNIaTh CIeAyIOMNi BBIBOA. Pe3ynbTaThl
aHasin3a napameTpoB IICY Ha ocHOBe 3D peKkOHCTPYKLMI MOATBEP)KIAIOT, YTO YBEIUYECHUE
oobemoB TICY B mozaneit ¢aze JIBII B mML 3®, cBs3aHO C IPEANOIOKEHHBIM BBIIIE
pazpacranuem [ICY B mimockocTh MeMOpaHbl, COOTBETCTBEHHO M C YBEJIUYEHHUEM
CHHAINTHYECKOil oOmactu MmemOpanbl mmnuka. Habmiogaemoe yBenudeHHE IUIOIIAIH
3anumaemMont [ICY otnmuaercs oT pe3ysibTaroB nosydeHHbIX crycts 1-2 u JIBIT B CAl
obnactu runmokamna (Sorra, Harris, 1998; Desmond, Levy, 1986b) u cnycts 2 4 B CA3
obnactu (Momkos, IlerpoBckas, 1983). C onxHOIl CTOPOHBI OTAWYHS MOTYT OBITh
CJIEJICTBUEM HCIOJIb30BAHUS CTAaHJAPTHBIX CTEPEOJOTHUYECKUX IMPOIETYyp B 3TUX paboTax,
no cpaBHeHuto ¢ aHanuzoM IICY Ha 0aze 3D pexoncrpykuuu. C 1pyroil CTOpOHBI
kommoHoBKa U pocT [ICY ckopee Bcero sBISETCS IIUTEIBHBIM IPOIECCOM, TPEOYIOINUM U
CHHTE3a U CO3pEeBaHMs OENKOB MPH UIUTEIHHOM MOAJIEP>KaHUH BBHICOKOH 3(PPEKTUBHOCTH
cuHarca. [lo-BuauMoMy, yCTOMUMBOE yBEJIWYECHHE IIOMAAN munuka, 3aunMaeMont 11CY,
MPOUCXOIUT MMEHHO B mo3nHed (aze JIBIl u cBSi3aHO ¢ TMOBBIMIEHHEM BEPOSTHOCTU

yuactusi cuHancoB B reHepauuu BIICII 3a cuetr yBennuenus uncia AMPAR B IICY. IIpu
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3ToM ¢ poctoM oObema [ICY mnpeanosioKUTENhPHO «MOTYAINX» W KOJWYECTBEHHO
JOMHUHHUPYIOIIMX CHHAICOB HAa TOHKUX IIWIHUKAX 3aBUCUMOCTh 00bema [ICY oT TonumHb
yMmenbIaercs. [lomydaercs, yto npu 6a30BOM YpOBHE aKTUBHOCTH JIAMUHAPHAS CTPYKTYypa
[ICY «momyamux» CHHANCOB  HEJAOYKOMIUIEKTOBaHAa Uil  BBICOKOA((EKTHBHOMN
CUHANTUYECKON NepeadH.

Ho unTepecHo T0, uto B x0x1e [BII, mo mepe yBenmuuenust oobemoB [ICY, Tonmmaa
[ICY mmnukoB mocturaer 4446 um, He Oonee. [lomywaercs, uro Tommmuaa B 44 HM
JIOCTATOYHA I JOITOBPEMEHHOTO TMOAJEPKAHUS CHHANTHYECKOW Iepeladyud Ha YpOBHE,
3HAYUTENIbHO MpEBbIIIAIONIEM ypoBeHb 0a3oBblii. Ho cpaBHenune mnapamerpo IICY B
koHTposie u mnpu JBII mnposiBaser QeHOMeH, KOTOpbI HapyllaeT WHTYUTHBHO
NOHMMAEMYIO 3aBUCUMOCTh yBenundeHus oobema [ICY oT yBenuueHus ero TONIIUHBL A
UMEHHO, HE CMOTpSI Ha TO, YTO 3aBUCUMOCTh 00bema [ICY OoT ToNMIuHbI B KOHTPOJIE U TPU
JBII cxonna, Tommuna [ICY rpuboBuansix munukoB npu [IBII (44+6 aM) B cpeqHeM Ha
11% wnnm 5,4 M gocrosepHo Menblie (F(37=7,95 npu p=0,01), yem B konTpose (50+6
HM) (Puc. 19, Tab6n. 4). HocroBepHbix orianuuii 3HaueHuid TomuuHbl [ICY TOHKHMX
IIMITMKOB MEXJY KOHTpOJbHOW (36+7 HM) M moreHuupoBaHHOH (38+6 HM) (acuuelr He
Haomomaercsa (Dg=0,204, P=0,771; W=618, P=0,259; X= -2,98, P=0,175; T=0,93,
P>0,05). Tem He MeHnee, mpu yBenudeHHH o0beMOB [ICY TOHKMX MIMNUKOB (CieBa OT
touek K; m K,, Puc. 19) tak xe HabOmromarorcs Oonpinmuie 3HadeHws ToimuHbl [ICY B
KOHTpoJie 1o cpaBHeHUI0 ¢ ToiaumuHou IICY mpu JIBII. Ilosmywaercsi, 4To mpu BBICOKOU
3¢ ¢deKTUBHOCTH cHUHANTU4Yeckoil mnepenaun ToimuHa [ICY  aKTHBHBIX CHHAICOB
yMeHblaercsa. B yem npuunHa sBHOro napajokca? BronHe BO3MOXXKHO, YTO HaOII0gaeMoe
paspacranue [ICY B mimockocTH MeMOpaHbl MOXKET OBITH CBSI3aHO C TpaHCIOKalMen
CBOOOIHBIX (HE Y4YaCTBYIOIIMX B CHHANTHYECKOM TMepernaye mnpu O0a30BOM ypOBHE
akTUBHOCTH) KoMnoHeHTOB [ICY u3 cyOcuHanTHueckoi 00JIacTH B NMEPUCHHANITHYECKYTO
ob0nactb. OnHako Takas TpaHchopManus TMpeArnojaraeT ydacTue B 3TOM Mpolecce
TPAHCIIOPTHOM CHCTEMBI CHHAIICa, & TAK)K€ CHUCTEMbl PEUUKIMHIa B PECTPYKTYpHU3ALUU

cUHarca 1 TpeOyeT OTAEIbHOTO PACCMOTPEHHUS.
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4. YIbTpacTPYKTypHble NPU3HAKH O0OHOBJIEHHSI CHHAIICOB

OueBunHO, 4TO ycTOMUMBOCTH JIBII HEBO3MOMKHO CBECTH JMIIb K YBEIWYEHHUIO
yucna AMPAR wnum u3MeHeHuio «ymnakoBku» KomnoHeHToB [ICY. DOro  cioxHbIM
CUCTEMHBIH Mpolecc, B KOTOPOM 3aJ€HCTBOBAaHBI MHOTHE CHTHaJbHBIE U 3(PPEKTOPHBIC
CUCTEMBI, CUCTEMA CHHTE3a U mporeccunra oenka. Kakum obpazom npu JIBII npoucxonut
yBenuueHue paszmepoB munukoB v IICY? IlockonbKy A0ArOBpeMEHHOE MOAJIEpIKaHue
JIBII, cBbilie 4 4 KPUTHMYECKH 3aBUCUT OT HKCIPECCMM T€HOB M CHHTE3a HOBBIX U
JIOTIOJTHUTEILHBIX OCJIKOB, €CTECTBEHHBIM OBIJIO OBl OKMIAaTh, YTO BCJIEACTBHE WHIYKIAU
no3aHeit ¢aspr [IBIl 3HaunTensHO BO3pacTaeT SKCIPECCHs T€HOB CTPYKTYpPHBIX OEIKOB
IICY, 6enkoB 1UTOCKENETa, PEIEnTOpoB, KaHaioB. OCHOBHBIMH B MacCOBOM OTHOIIICHHUH
komroHeHTamu [ICY sBisrOTCS Takwe O€IKM Kak MOJAJECPKUBAIOIINE WM aJanTepHbIC
(«scaffolding» 6enkn), CaMKII, SynGAP (Peng et al., 2004; Cheng et al., 2006; cM. Takxe
pasn. 6.1. u 6.2.). Cuuraercs, uro SynGAP sBisieTcst peryasiTopoM MOCTCHHANITUYECKOTO
skzomuroza (Kennedy, Ehlers, 2006). Jpyrumu (QYHKIMOHAIBHO 3HAYMMBIMHU
crpykTypHbiMu KomnioHeHTamu [ICY sBnstorcs 6enku GKAP u Shank. GKAP sBnsetcs
aganTepHor moiiekysioi npu tpancnopre AMPAR u B TICY cBszan ¢ O6enkom Shank,
CTPYKTYPHUPYIOIIUM PEIENTOPHBIN CJIOH, ¢ KOTOPBIM Takxke cBsa3aH Homer (cMm. pasn. 6.1. u
6.2.). HenaBuo Park et al. (2006a) noka3anu, 4yTo mocie MHAYKUMU no3aHed ¢aszer JBII
HaOIIOZAaeTcsl COMpsDKEHHAst OSKCIPecCHsi HBOJIOIHMOHHO KOHCEPBAaTHUBHBIX KIJIACTEPOB
redoB. [lo manmaeiMm Hong et al. (2004) nmocne aktuBammn NMDAR HaGmromaercs mmk
SKCIIPECCHH TeHa POJCTBEHHOTO Shank, HO ycwieHus skcrpeccuu camoro Shank He
obOHapyxeHo. Homer obGecneunBaer B3ammonenctBue penentopHoro ciosi [ICY ¢
uucrepHamu OP, ero skcnpeccuss B 3@ Bo3pacraer nocine umHaykuuu JBII BmecTe ¢
reHamu pannero otsera (French et al., 2001). Yro kacaercs GluR2 cy6seaunui; AMPAR,
TO HCXOJHO MX 3KCHPECCUsl 3HAUYUTEIBHO CHMKAETCSA, U BO3BPAILAETCS K HCXOJHOMY
ypoBHIO K 8 4, a nuka gocruraetr Kk 12 u (Hong et al., 2004). To ects mo pesyipTaram
aHajM3a IMaTTepHa TIE€HOB, YPOBEHb OHKCIPECCUU KOTOPBIX 3HAYUTEIBHO BO3pACTaeT
Beaeacteue aktuBanmn NMDAR (Hong et al.,, 2004), BciencTBue MHIYyKUMU TO3IHEH
¢dazer JIBIT B 3 (Matsuo et al., 2000; Park et al., 2006a) unu BciencTBue oOydeHUs

(Guzowski et al., 2001; cm Takxke Mayer et al., 2002) HEBO3MOXHO YTBEpPXAaTb, YTO
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Puc. 20. B3anmopelicTBre opraseit cucteMsl peuukiunra ¢ [ICY
CTBOJIOBBIX CUHAIICOB.

A. CBs3pb [ICY ¢ mynbTuBe3ukyasapasiMu TeabnaMu (MBT) moxet 6bITh onocpenoBaHa
TOHKMMH, Hopsiaka 15-20 HM nucTepHaMu peTUKyIyMa (OTMEUeHbI 3Be3oukamu). 49-51 u 33
— HOMEpa CHUMKOB B CEPHUHU CPE30B CTUMYJIUPOBAHHON 3d KOHTPOIBHOU KPBICHI.

B. Ces3p [ICY ¢ nucrepHamMu IUIIUKOBOTO armapara.

A3 - akTHUBHAs WK cUHanTU4Yeckas 30Ha; 90 — sSKCTpacHHANTHYECKasi 00J1acTh;

M — muroxonzapust; CB - npecuHantuueckue Be3UKyIbl; JP - S3HIO0MIa3MaTHYECKAN PETUKYITYM,
I — nenaporna3zma. [kansl Ha cHUMKax Ne49-51 = 500 uM, Ha cHuMKe Ne33 mikana = 250 HM.

MPOAYKTHl HOBOAKCIPECCHUPOBAHHBIX TEHOB SBIISIOTCS TE€HAMH YKa3aHHBIX OCHOBHBIX
oenkoB IICY (Peng et al, 2004; Cheng et al, 2006). bompmas dYacTh
HOBODKCIIPECCUPOBAHHBIX TI'€HOB CBs3aHA C BHYTPHKJIETOYHOW  CUTHAIHM3AIIHCH,
MeTa0O0JM3MOM, BBKHBAHUEM, PETYJISIHCH TPAHCKPUIIINH, CHHTE3a U MPOIECCHHTA OeiKa
(Hong et al., 2004). Ilo-BuaumomMy, cUHTE3 OOJBUIMHCTBA CTPYKTYPHBIX KOMIIOHEHTOB
CHHAIICOB, T€HBI KOTOPBIX IKCIIPECCUPYIOTCSI KOHCTUTYTUBHO, TTOJIBEPKEH 3TOU PETYIISAIUH.

Co3peBanue OenkoB 3aBepmiaeTcsi B TpaHC-IonbIkuM ceTH, KOTopas SBISETCS

HETMOCPEICTBEHHBIM YYaCTHUKOM CUCTEMBI PELMKINHra CHHanTu4eckux 6enakos (Kennedy,
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Ehlers, 2006). YyacTHMKamMu CHCTEMBbI PEIUKINHTA — O3HIOIMTO33a, COPTUPOBKH U
MOBTOPHOTO  BCTPAaWBaHMS MEMOpaHHBIX OCJIKOB —  CUMTAIOTCS  OKalMJICHHbIE
BE3UKYJbl,aMOp(HbIE W TpyOuaTble 3HIOCOMBI, BE3UKYJIbI pa3HOro pasmepa U (OpMBI,
MYJIbTUBE3UKYJISIPHBIE Teblla M LMCTEPHBI SHAOIIA3MaTU4YeCKoro perukyiayma (OP)
(Cooney et al., 2002; ITonos ¢ coaBt., 2003, cm. paza. 6.3.). Cuutaercs, 4TO IHAOIUTO3
CHHANTHYECKUX OENKOB OCYIIECTBIISIETCS B OKCTPACHHANTUYECKOW 00JIaCTH, a TOCTaBKa U
BCTpanBaHUE CHUHANTHYECKUX OEJIKOB OCYIIECTBISETCS MOCPEACTBOM JIBYX MEXAaHU3MOB,
CIIUSIHUEM TPAHCHOPTHBIX BE3UKYJ/PHJIOCOM B HKCTPACHHANTUYECKOM oOjactu cC
nocyenyromei garepanbHol nudQys3uei B MIOCKOCTH MeMOpaHbl, U HEMOCPEICTBEHHBIM
BCTpanBaHHEM MEJKHX TPAaHCTIOPTHBIX BE3UKYJ B aKTUBHOM 30HE B, o0nactu [ICY.

B 3® B KoHTpoJie M TOCJE CTUMYJSIHMA MBI HAONMIOAATM HEMOCPEACTBEHHYIO
B3anuMOCBs3b [ICY CTBOJNOBBIX CHHANCOB Kak C IIMIIMKOBBIM ammaparoM, TaK H C
MYJIbTUBE3UKYJSIPHBIMH TEJbIIAMHA TIOCPEACTBOM TOHKHX (~15-20 mwm) muctepn OP (Puc.
20). B mMOMKOBBIX CHHANCaX, 4dalle B TIpUOOBUIHBIX, HAOIIOJAETCS CXOAHOE
B3Bumogercteue I[ICY ¢ opraHemsiaMu OUTOIUIa3Mbl, HO OHO MEHEE BBIPAKEHO H
BCTpPEYaETCs pPEXE, YEeM B CTBOJIOBBIX CHHAICaX; BO3MOXHO, A3TO TaKO€ OTJIMYNE
ompezensercs OJM30CTHI0 CTBOJIOBBIX CHHAIICOB K OpraHeillaM CHCTEMBI PEeIHMKINHTa. B
TOM OTHOIIEHWW WHTEPECHBl PaHHHUE YJBTPACTPYKTYpPHBIE HCCIICIOBAHMS CHHAIICOB C
CyOCHMHANTHYECKUMHU TenbllaMu/mojockamu Taxi (s 003. cM. Peters et al., 1991, p. 164).
OyHKIMSA CyOCHMHANTUYECKUX TENell J0 CHUX IOp HE BBISICHEHA, HO BBICKA3bIBAJIUCH
IPEIIOJIOKEHNS, YTO CyOCHHANITUYECKUE Tellblla MOTYT MPEICTaBISATh COOOW 37€MEHTHI
dopmupyromerocss  mmnukoBoro  ammapara  (Taxi, 1961, p.176) wu  wumeroT
«HETIOCPEJICTBEHHOE OTHOIIeHHe K cuHanTtuueckod ¢yakmun» (KocumbH, 1969).
VYHopsii0ueHHOCTh CYOCMHANTHYECKUX IUCTEPH PeTUKyiIyMma, cBssyroumx [ICY ¢ MBT u
IIA (ctpenku Ha cHEUMKE Ne50, Puc. 20), melcTBUTENBHO CXOJHA C YIOPSIOYECHHBIM
pacnojioxkeHueM cyOcuHanTuueckux tenen Taxi (cM. wuttoctpauuu k padoram Kocuiisi,
1969; AramxkanoBa, 1973). SBnsercs nu Habmogaemas HamMu (Qopma OpraHu3arius
CHHAICOB MPU3HAKOM 3H/I0- WM HK30LUTO3a ONpPEAEIEHHO CKa3aTh IOKa HEBO3MOXKHO. B

JAUTepaType Takas OpraHu3alMs IOCTCHHAIca He ONKcaHa, HO HaOmomaemas Qopma
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Puc. 21. DugocoManbHBIN COPTUPYIOIHIA KOMIUIEKC U «cBOoOomHBIe» [ICY B KOHTpOIIE.

A. DHAOCOMaNBHBIA COPTHUPYIOMIMH KOMIIGKC BKJIIOYAeT MYJbTHBE3HKYIsipHOe Teno (MBT),
SHIOCOMBI (), OKaiiMJICHHBIE BE3HMKYIHbI (OB), OKaliMJIEHHBIE YHAOCOMEI (03) U TpyOYaThle YHAOCOMBI
(19). C »3HOOCOMaMH acCOLMUPOBAHBI KOMIUIEKCHI TpaHyJl/Be3ukyn auamerpoM 20-30 HM —
«cBobomubiey TICY (cIICY). C »HmocoMaMu Takke CBSI3aHbl OJIUHOYHBIC T'PaHYJIbl/BE3UKYIIBI
(oTmMeueHHI 3Be3104KaMu). B HIKHEH wyacTu pucyHKa cBszaHHOe ¢ dHaocoMmol clICY pacmonaraercs
HernocpeacTBeHHO mon coOctBeHHO IICY, KoTopoe Takke COAEPKUT IpaHyJIIpHbIE KOMIIOHEHTHI.
B. clICY B ocHOBaHMM TOHKOro Inunuka. B. B ocHoBanum rpuboBuanoro munuka clICY
ACCOIIMMPOBAaHHO C IHCTEPHOM DHIOIUIA3MAaTHYECKOrO peTHUKyiayMa (9p); MOpQOJIOrHIecKu
UACHTHYHBIE KOMIUIEKCHl TpaHyJ/Be3WKyJ HaOMIOAalTcs W B CyOCHHanTH4ecko obiact,
Herocpenctsenno non 1ICY. I — mernput; IIA — munukoBerii anmapat; CB — mpecuHanTHYecKne
BE3MKYJIBI; H — HOKKa munuka. [kans Ha A-B o 250 HM, mKasns! Ha BcTaBkax 1o 50 HM.
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B3aumozeiicTBusa [ICY ¢ xKOMIOHEHTaMU CUCTEMBbI PEIUKIMHIA CHUHANTHYECKUX OEIKOB
IpeIoJiaraeT CyeCTBOBaHNE albTEPHATUBHBIX MEXAHU3MOB OOHOBJIEHUSI CUHAIICOB.

Kpome 3Tux opranesun B JEHAPUTAX U MIUNHAKAX KOHTPOJIBHBIX U CTUMYJIMPOBAHHON
3® oueHb YACTO BCTPEUAIOTCS CTPYKTYPHI, IEPBOHAYAILHO OMUCAHHBIC KaK «CBOOOIHBIE
I[ICY (ITomos, Ileryxos, 1982; Petukhov, Popov, 1986). Onm mnpencraBisioT coOou
IUIOTHBIE TPYIIBI MEIKUX TpaHys/Be3ukyn nuamerpoM 20-30 M. «CBobomubie» TICY
(cIICY) yacto cBsi3aHbl C OKPY>KEHHBIMH OKaWMJICHHBIMU BE3MKYJaMHU SHAOCOMAMH H
MYJIbTUBE3UKYJIIPHBIMU TEIbL[aMH, 00pa3ys eauHblid koMiieke (Puc. 21A), yto no3posiseT
npennonararh yyactue clICY B oOHoBieHun cunancoB. Kak mpaBuiio, B JEHApOILIA3ME
clICVY acconuupoBansl ¢ 3H10CcOMamu, ¢ nuctepHamu OP u [IIA B OCHOBaHMM pa3iuyHBIX
tunoB cuHancoB (Puc. 21 b, B). Ho Baxkno To, uto «cBoboausie» [ICY u kiaccuyeckue
[ICY B3aumocsszanbl. clICY dacto pacronararoTcsi HEMOCPEIACTBEHHO 0] COOCTBEHHO
[ICY (Puc. 21 A, B), npuueM B CTPYKType MOCTCHHANTUYECKUX YIIOTHEHUH MOKHO
pa3IUYUTh TPaHYJIbI/BE3UKYJIbI TEX K€ pa3MepoB, YTO U B cocTaBe «cBoOoaHbIX» [ICY.
Takast opranu3anysi CBOMCTBEHHA BCEM BBISIBJICHHBIM HaMHU THUIIAM CHHAIICOB.

B oroit  cBsA3u  uHTEpecHbl  pabOThl €  HCIOJIB30BAHMEM  3JIEKTPOHHOMU
MMMYHOTUCTOXUMUH, B KOTOPBIX MOKAa3aHO PACIIOIOKEHHE PELIEITOPOB B IOCTCUHANTHYECKON
obmnactu. CornacHo pabortam, Hampumep, Kharazia m Weinberg (1999) u Valtschanoff u
Weinberg (2001) pacnpeneneHue perenTopoB/KaHAIOB HECHMMETPUYHO OTHOCHTEIHHO
nocrcuHantuueckon MemOpanbl. [luk pacnpenenenus AMPAR u NMDAR casunyt B
CTOPOHY LMTOIUIa3Mbl IIMNUKA NOpUOJM3UTENIBHO Ha 3 HM (IJIMHAa KapOOKCHUIIbHBIX
LUTOIUIa3MaTHYECKUX XBOCTOB 3THX KaHAJIOB), TOTJa KaK IJIOTHOCTH pacupeneneHuss AMPAR
n NMDAR yObiBaeT 1O HampaBJICHHIO K MHUTOIUIA3ME U PACIpPOCTPAHSECTCS BIiIyOb
noctcuHanTudeckon obmactu Ha 30-50 HM u Gonee. [lomyyaeTcs, 9To B HOpMe, OOJIbINIAs YaCTh
CHHAIITUYECKUX OEJKOB, B TOM YMCJIE U PELENTOPOB HEHPOMEIUATOPOB pacloyiaraercsi He B
CHHAIITUYECKOM MeMOpaHe, HO HMMEHHO IoJl cuHanTuuyeckoid wmemOpanoit B IICY u B
cyOCcHHANTHYECKOH 00macTu.

AxTtuBanus penukinnra B panHeil gase JIBII nenaBno yoeaurensHo nokasana Park
et al. (2006b); oH mposBIAETCS B TPAHCIOKAIMA SHIOCOM U3 JICHIPUTOB B IIHITHKH,

OJHAKO TOYHBIC MCXaHU3MbI U o0nacThb BCTpanBaHWsA HCU3BCCTHEI. Panee COO6H_[3.J'IOCL, 4qTo
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sKk301MTO3 W BeTpamBaHue GIuR2 pernentopoB B MeMOpaHy B XOJ€ KOHCTHTYTHBHOTO
PEIMKINHTAa HAOMIOAaeTCs B CHHANTHYECKON 00yacTu, Torga kak BcrpamBanue GluR1-
COJIepIKaIuX PEIENTOPOB B AKCTpacHMHamTHdeckoir memOpane (Passafaro et al., 2001).
OmHMM W3 YYaCTHUKOB CEJIEKTUBHOTO HAIMPAaBICHHOTO TPAHCIOPTAa MEMOpPAHHBIX OEIKOB,
KOTOpBI OOecreurnBaeT BCTpaMBaHUE OCJNKOB B IJIa3MaMeMOpaHy HEMOCPEACTBEHHO B
obnactu IICY, B o0macTd aKkTUBHOM 30HBI CHHAIICA, SBISAETCS MYJIbTHIIPOTEUHOBBIM
KOMIUIEKC — 3K301ucT (175 003. cM. Kennedy, Ehlers, 2006). HenaBuo Gerges et al. (2006)
MOKa3ajdu 4TO, JOMHHAHTHO HEraTWBHas MyTamus Oenka 3k3omucta Exo70 Hapymaet
BctpanBanue AMPAR (B mepByro ouepens GluR2/3) B cuHanTudeckyro memMOpaHy U
perenTopsl KOHIICHTPUPYIOTCS B CyOCHHANTHYECKOW o0nacTu. MeXaHn3M HaIpaBICHHOTO
BE3HUKYJIIPHOTO TPAHCIIOPTa ONOCPEJIOBAHHBIA HK30LMCTOM Ha YPOBHE YIBTPACTPYKTYPHI
NPAaKTHYECKH HE HCCIIETOBAH BCJIEACTBUE MAJBIX Pa3MEPOB BE3MKYJ HECYLIMX AK3OLHCT.
Pa3mepsl 3K3011CcTa TP Pa3IMYHON KOH(POPMAIIMK €r0 KOMIOHEHTOB COCTABISIOT OT 4-6 J10
30 um (Hsu et al., 1998; Novick et al., 2006), Torna kak TOJIIMHA YJIBTPATOHKHX CPE30B
00bruHO coctaBiager 50-90 M. Tem He MeHee, MBI TakKKe HaOJIOJaeM CKOIUICHHE
rpanyJi/Be3ukyn «cBoOoaHbIx» [ICY B cyOcMHanTHYEeCKOW O0JIACTH PA3IMYHBIX THUIIOB
CHHAIICOB, a pa3Mepbl AK30IKCTa W TPaHyJ/BE3WKy oOpasyromux «cBobomgabsiey [ICY
cosmanatot (Hsu et al., 1998; Novick et al., 2006). [TosTomy Henb3s uckitouath, 9to clICY
SBIIIOTCS KOMIUIEKCAMH BE3UKYJ HECYIIMX 3K30IUCT M 3a/JeWCTBOBAaHbI B TPAHCIOPTE
CUHANTHYECKUX OCITKOB.

JlonroBpeMeHHOE  TMOAJEP)KaHUE BBICOKOW A(M(PEKTUBHOCTH  CHHANTHYECCKOU
nepenayn cBs3aHo ¢ 3ameHod GIluR1 na GluR2 cyOobemunumnst AMPAR, omnako
skcnpeccus reHoB GluR2 cyObenuHnIl 3HAUUTENBHO CHIDKaeTcs mocie uaaykmuu JIBIT u
Bo3pactaer smmb croyctds 8 4 (Hong et al., 2004). McTOYHMKOB CHHANTHYECKHUX
peUenTopoB AJii KOHCTUTYTUBHOTO PELUKIMHTA MOKET OBITh JIBa, BHYTPUKJIETOYHBIE JIETIO
u cunte3 Oenka de novo. Ilpu 3TOM Bciem 3a CHHTE30M PEIENTOPOB, TPEOYeTCs HX
co3peBaHMEe W MyJbTHMepu3anus. Ho HoBocuHTe3mpoBaHHBIC MyJdbTUMEpbl GIluR2/3,
yuactBytomue B penukinare GluR2 cyObenuHmIl, 3a1epKUBArOTCS JOJBIIE B PETUKYITyMe
no cpaBaeHnIo ¢ GIuR1 (s 003. cMm. Esteban, 2003; Sutton, Schuman, 2006), u moctaBka

GluR2 penentopoB B cMHaNTHYECKyr0 MeMOpaHy OoJsiee MPOJODKUTEIBHBIA MPOIIECC IO
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Puc. 22. Cxorienne TpyOUaThix (COPTUPYIOMINX ) SHAOCOM cirycTs 6 u JIBII.

Ha cepun cpe3zoB (56-59 HOMepa CHHUMKOB) NpEICTaBICHbI TPU PACHOJIOKEHHBIX B
HETIOCPE/ICTBEHHOW OMU30CTH TpyOuyaTble SHIOCOMBI. 1-3 — pacIIMpeHHbIE YYaCTKH
HHJIOCOM OT KOTOPBIX OTXOIAT Oosiee TeMHbIE TpyOuaThle kKoMmapTMeHThl (TJ; cpaBHH C
puc. 21A). JI — menapomnazma; M — wmutoxonapus; MT — mukporpy6ouku; OO —
OKalMJICHHBIE YYacTKM 3HAOCOM; D — amopdubie 3HAocoMbl; P — pubocomsr; H —
OCHOBaHUE HOKKM munuka. [lkana 500 am.

cpaBHeHHI0 ¢ jgoctaBkod GluR1 peuentopoB, 3K30LMTO3 KOTOPHIX HAOJIONAETCS B
cunTaHHbie MUHYTHI nocie uHAykiuu JIBIL. Tlomywaercs, uto B mepuop cTabwin3aiuu
JBIT wMoxxer HaOmonmatbess HekoTopbld nedunut 3penbix  GluR2-coneprkammx
MYJIbTUMEPOB, KOTOPbI MOr' Obl KOMIIEHCHUPOBATHCSA 3a CUET BHYTPUKIETOYHBIX EMO.
CumTaercs, 4TO B IPOIECCE CO3PEBAHUS M MYJIbTUMEPU3AIMH yYaCTBYIOT TPyOUaThie WIIH
coptupytone 3H10coMbl. B mozmueit ¢daze JIBII, cmycts 6 9 mocne WHIyKIWW, MBI
HAOJI01aJTM OTIMCAHHOE PaHee YBEIMYCHHOE YMCIIO MOJIMPUOOCOM B OCHOBAHUSX IIMITHKOB
(Ostroff et al., 2002; Puc. 22), HO MBI HE BUICIIN B IIMIHKAX MTPU3HAKOB YCUJICHHOTO YHJI0-
WM 2K301MTO3a. M 3HIOCOMBI, 1 MyJIbTUBE3UKYJISIPHBIC TENbIA BCTPEYAIUCH IPUMEPHO C
TOM YK€ YaCTOTOM, YTO U B KOHTPOJIE, HO B OTJIMYME OT KOHTpOJIA B mo3aHer ¢aze JBII mbr
HAOJI0/IaTM CKOTUICHUST PACIIMPEHHBIX JJIMHHBIX TPYOYaThIX 3HIOCOM, KOTOPEIE B HOPME B
mmHy 0o0brgHO He mpeBbimaroT 0,8 MM (Cooney et al., 2002). Takue npusHaKU

CBHJIETEIbCTBYIOT 00 YCHJICHHOM CUHTE3€, CO3PEBAaHUU U COPTHHI€ MEMOPaHHBIX OEIIKOB.
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[TonoB u Ileryxo nHaOmogamm clICY npu mocTTeTaHWYECKOW IMOTEHIMAIMA W B
panneii ¢aze JIBII (ITomos, Ileryxos, 1982; Petukhov, Popov, 1986). [Tonyudaercs, uto
HECMOTPS Ha MHIYKIIMIO AK301MTo3a AonoaHuTenbHbIX GluR1 penentopos, B panueit dase
JBII «cBobonnbie» IICY B mutomnasme coxpassiorcs. B Hopme mojaBisiomias 4acTh
rmyTamaTHeix AMPA peuentopoB B Mosre npezictaBieHa myiabTuMmepamu GluR1/2 u
GluR2/3 cyb6weaunaun (cm. pasa. 6.1.). HemaBHo Kirov et al. (2004) mokasamu, 4o
MMOHWXEHUE cuHanTUUecKor aktuBHOCTH B CA1 oGnactu runmnokamia in Vitro sciencreue
OXJIQXKJECHUS CBSI3aHO C YyMEHbLIEHUWEM JJeKTpoHHOM muioTHOCTH IICY cuHancoB u
MOSIBJICHMEM B LIMTOIUIa3Me JAeHApUTOB «cBoOoaHbIX» [ICY. Eciu B KoHTpose U mocie
ctumyJisinuu Ml HaOmroaanu clICY B munukax u aerapurax 3@, To B mo3anei daze JABII
«cBoboanbie» IICY orcyrcTBoBamu. B Takom ciywyae, ¢ y4eTOM BBIIIECKAa3aHHOTO,
co3maercs BIedaTiieHue, 4To Be3ukyJel cIICY mornm Obl mpenacTaBisTh cOOOH ero
GluR2-conepxkamnux penenTopoB, KOTOPbIC BKIIOUYAIOTCS B KOHCTUTYTHBHBIN PEITUKIMHT U
«pacxoayrTcs» B mepuop cradwnmmsanuu JIBII, korma 3nauenmss BIICII x 4 u JIBII
MOCTENIEHHO BBIXOJIST Ha MUIaTo. biaronapsi MaJleHbKUM pa3MepaM OueBHIHA MOOUIIbLHOCTh
Be3ukyJ cIICY. c[ICY mornu Obl HECTH JIMITL EAMHUYHBIC MEMOpaHHBIC OCJIKU U Ha dTare
crabmwmmzanuu JIBII obecrneunBaTh TOHKYIO MOJCTPOUKY S(DPEKTUBHOCTH CHHAICOB B
3aBUCHUMOCTH  OT YpPOBHS MPECHHANTUYECKOW AaKTUBHOCTU. BBIMISAUT  BHOJIHE
3aKOHOMEpHBIM TO, 4TO eciu K 6 4 JIBII ypoBeHb 3¢ (eKTHBHOCTH CHHANTHYECKON
nepeaadyd CTaOWMIM3MPOBAH M 3aBEPIIEH POCT CHHAICOB, TO HWCTOIICH WM ITMTO30JbHBIN
3anmac clICY. Pazymeercs, mockonbKy o coctaBe u ¢yHKiuoHansHOM ponu clICY moka
HUYETo HEe U3BECTHO, U 3all0’keHHasi B Ha3BaHuU aHanorus ¢ [ICY tpebyer moka3aTeiabCcTs,
BBICKAa3aHHbIE MPEATNOI0KEHUST HYKIAIOTCA B MPOBEpKe. TeM He MeHee, B3auMOJIeHCTBUE
clICY c sumocomamu u ¢ cobctBeHHo IICY ykaspiBaeT Ha TO, uto cIICY Mormu Ol
y4acTBOBaTh B HANpPABJICHHOM TPAHCIOPTE TOTOBBIX MEMOpaHHBIX (PparMeHTOB
HETIOCPEJCTBEHHO B CHHANTHYECKYI OOJAaCTh B JIOMOJHEHHE K MEXAaHW3MY JOCTaBKH

myTeM JlaTepaibHoi Tuddy3un U3 SKCTpaCHHANTUYECKON 00IacTu.
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3AKVIFOYEHHUE

[TpoBenennas pabora HaleneHa Ha MOWCK Mopdooruueckux koppensito JBII u
SBISICTCS TIEPBBIM JETaJIbHBIM aHAJIHM30M MOP(HOIOTHYECKHX HW3MEHEHHMH JICHIPHUTHBIX
CHHAICOB, YYacCTBYIOIIMX B JOJTOBPEMEHHOM COXPAaHCHHH BBICOKOH 3S(dexkTuBHOCTH
CHHAIITHYECKO# mepemaun in Vivo. B pabote ucnosn3oana moaens JIBIT B 3D. B cpeanem
MOJIEKYJISIpHOM ciioe 3@ riryTamaTIpruueckue BOJIOKHA NEp(OpaHTHOTO MyTH OO0pa3yroT
6onee 90% Bcex NEHAPUTHBIX cUHANCOB. B cBoo ouepens 6onee 90% 3TUX CHHAICOB
pacrojaraercs Ha JEeHAPUTHBIX UnuKax. Takum oOpa3zom, moJaBisiouiee OOJIBIIMHCTBO
JEHJPUTHBIX CUHAIICOB MOJIY4YaeT OJHU U Te ke Bo30yxaaromue Bxoabl. Hecmotps Ha 370,
KaK IMOKa3bIBAIOT BBIIIOJIHEHHbIE HaMH 3D pEKOHCTPYKLMHU, CHHAICHI 3[€Ch PA3IN4Hbl U
MPEICTaBICHBl YE€THIPbMSI MOP(OJOTHIECKUMHU THUIIAMHU, OMKMCAHHBIMHU B JAPYTHX OTAENIax
Mo3ra. CorylacHO HallUM JaHHBIM COXPaHEHHE BBICOKOHN 3(PPEKTUBHOCTH CHHANTUYECKON
nepenaun B mo3aHeit ¢asze JIBII in ViVO He cBs3aHO ¢ yBelUuYeHHEM OOIIEro 4mciia
CUHAIICOB, HO COMPOBOXKJIACTCSI U3MEHEHHWEM COOTHOIIEHUWN WX THUIIOB, U TPEXKIE BCETO
YBEJIMUYEHUEM JI0JM CUHAICOB HAa TOHKMX JCHAPUTHBIX IIMIIHMKAX, 3a cueT oOpa3oBaHUs
IIUITMKOB TOHKUX M3 NIEHBKOBBIX, U TIEHBKOBBIX U3 CHHAICOB CTBOJOBHIX (Puc.23 a-B). Mbl
TaKXKe HE HCKJII0YaeM U OOpaTHBIX B3aMMOIEPEXO0B, IMMHUHALIMK OJHUX CHHAICOB U
HOBOOOpaszoBaHWe Jpyrux Oe3 wu3MeHeHWs ux obOmero umcina. Ho Takas ¢opma
CHHANTHUYECKOW IUIACTUYHOCTH, TMO-BUAMMOMY, B MEHBUICH CTENEHU 3aTparuBaeT
rpuboBuanbie munuku (Puc.23 n). Hamm pe3ynbTaTshl CBHIETENBCTBYIOT O TOM, YTO B
no3aHelr ¢asze JIBIT in vivo Bbicokas 3(pQEKTHBHOCTh CHHANTUYECKOW Iepeaadu
coxpaHsieTcs Ha (JOHE YBETHUEHHBIX Pa3MepOB Takxke B OOJbIIeH Mepe TOHKUX IIUITHKOB,
yeM rpuOoBUAHBIX. Pe3ynbraTel ananu3a 3D peKOHCTPYKIHiA IIUITUKOB TOBOPAT O TOM, YTO
C pa3Mepamu IIUIKKA CBSI3aH pa3Mep Hambosee (PyHKIIMOHAIBHO 3HAYMMOTO KOMITOHEHTA
cunarca — [ICY. Mopdomerpus TICY mokassiBaer, uro oobemsl [ICY B mo3aneii ¢ase
JBII 3HauuTenbHO YBEIMYEHBI, MpUYEM B OOJBIICH CTENEHH OMATh-TAKM y TOHKHX
munukoB (Puc.23 r, e). Ilockonsky Oonbmiemy auamerpy IICY coorBercTByer Oosibluee
gyucio AMPAR B IICY (Nusser, 2000), a JIBII compoBoxiaercs BCTpauBaHUEM
nonoaHuTeIbHBIX OenkoB B IICY, B Ttom uncine m AMPAR, To ecTtecTBeHHBIM OBLIO

MIPEITOJIOKHTD, uTO B mo3nHed ¢asze [IBII ysenmnuenune oosemo [ICY B 3D, MoxeT OBITH
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Puc. 23. YabTpacTpyKTypHbIC H3MEHECHHUS CHHAICOB B mo3anel (aze /IBII in vivo.

CHHaIChl CTBOJIOBBIC (a) M CHUHAICHl Ha TICHHKOBBIX (0), TOHKHX (B) M TPUOOBHIHBIX (1)
IIMINHUKAX B KOHTPOJIE; T U € CUHAIChl HA TOHKUX M Ha IpuOOBHHBIX mMnukax npu JIBII.
Crpenkamu nokasaHa HalpaBJIe€HHOCTb n3MeHeHui pu JIBII.
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cBs3aHo ¢ paspactanuem [ICY B mumockocTi MeMOpaHbl. Pe3ynbraTel aHaM3a KOPPEIsIIHii
napamerpoB [ICY Ha ocHoBe 3D pEeKOHCTPYKUMU MOKa3ald, YTO TaK OHO M €CTh. JTO
MO3BOJISIET CYUTATh, YTO YCTOMYMBOE yBennuyeHue romanu 3anumaemont 1ICY cBsizano ¢
MOBBIILIEHUEM BEPOSTHOCTU yyacTusi cuHancoB B reHepauuu BIICII B no3nueit ¢gaze JABII
3a cuet yBenuueHus ynucia AMPAR B IICY. Cunraercs, 4To pocT MOBEPXHOCTH IIUITHUKOB,
coorBerctBeHHO W [ICY, mnpoumcxogur 3a cueT BCTpaMBaHUsA  DHJIOCOM B
AKCTPACHHANITUYECKON 00iacTh mmnuka u gqoctaBka 6enkoB k [ICY peammsyercs 3a cuet
natepasibHOW muddy3un B MemMOpaHe. AHaJIW3 OpraHe/UI CHCTEMbl PELUKIMHTA
NOATBEPKIAET TO, YTO MOTYT CYIIECTBOBATh aJbTEPHATUBHBIE MEXAHU3MBbl JOCTAaBKU
CHUHANTHYECKUX OEJIKOB, HEMOCPEICTBEHHO aKTHBHYIO obOnacte cunanca, B IICVY.
Kangunatom Ha ydactue B Takoil opMe TpaHCIOpPTa CHHANTUYECKHX OENKOB MOTJIH ObI
ObITh «cBOOOAHBIE) IICY, KOTOpBIE MPEANONIOKUTEIBHO ABIISAIOTCS KOMIUIEKCAMHU BE3UKYJI
HEeCyIIMX OeJIKU BE3UKYJIApHOro sKk301uTo3a. [lockonbky clICY HabmionatoTcss B KOHTpOJIE
u B panHeil ¢aze [IBII (Puc. 23 a-B, 1), HO oTcyTcTBYIOT B no3nHelt ¢aze JIBII (Puc.23 r,
€), BrojHe BeposTHO, yTo clICY BKIIOYArOTCS B KOHCTHUTYTHUBHBIM PELMKIUHT B TIEPUOJ
crabmwmm3anuu [IBII u obecnieunBator yBennuenue pazmepon [ICY nabmogaemoe ciycts 6
Y [10CJI€ UHAYKIUH MTOTEHIUAIIH.

Kak B nepBbIx uccienoBanusax mopdornorunueckux koppenaron JIBII (panuss ¢aza),
Tak W B Hacrosmied pabore (mo3musas ¢asa JIBII) ocHoBHOe BHUMaHuE OBLIO
COCpPEIOTOYCHO HAa HW3YYEHUHM IOCTCHHANTHYECKOTO OTIae’la W B OoJibIIel mepe Ha
HIMIIMKOBBIX cuHancax. OHAaKo CHHAIC, KaK IPaBUJIO, MPEACTABIEH KaK MUHHMYM €Ile
IBYMsI KOMIIOHEHTaMH, IPECUHANTUYECKIM aKCOHOM U TJIMaIbHBIM OKpYykeHueMm. HenaBHo
ObuUIM yOEQUTENbHO MOKAa3aHbl HAJIMYME CHUHAINCOB MEXKAY TJIHAJIbHBIMU KIETKaMU H
HEHpOHAMHU W JTOJITOBPEMEHHAsl MOTEHIMAIMS TnaibHBIX KieTok (Ge et al., 2006), n ux
ydactue B rerepocuHanTrueckor aemnpeccun B CAl obmactu runmokammna (Zhang et al.,
2003). IIpecuHanTuyecKue MEXaHU3Mbl IMOTCHIIMALIMM HCCIEIOBAHbI TAaKXKE TJIABHBIM
obpazom B panHelt (aze JIBIIL. IlosTomy HEnb3s HCKIIOYATh, YTO BCE TPHU KOMIIOHEHTA
CUHATiCa BHOCST PaBHOLICHHBIM BKJIaJ B MOJYJSALUIO 3(P(EKTUBHOCTH CHHANTUYECKOM

nepcaavun, 1 3TO OTKPLIBACT HIMPOKNUC TOPU3OHTHI JJIA ,HaﬂbHeﬁHIHX HCCHGHOBaHHﬁ.
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BbBIBO/bI

C ucnonp30BaHMEM aHaAIM3a CHHAICOB HA CEpUMHBIX cpe3ax U 3D pekoHcTpyKuuu
MIOKA3aHO, YTO B CPEJHEM MOJIEKYJIIPHOM CJ0€ 3yOuaToil (acuuu runmnokammna Kpbic
CUHAIChl IPEJICTaBICHbl TEMH k€ 4-Msi OCHOBHBIMHM THUIIAMH, KOTOPbIE paHee ObUIH
OIMCaHbl HAa ACHIPUTAX MUPaMUAHBIX HelipoHOB Kopsl U CAl obnacTu runmnokammna:
CHHAIICHl HA TPUOOBHUIHBIX IIUMHUKAX, HA TOHKUX IIUMHKaX, HA EHHKOBBIX HIMIHUKAX
Y CTBOJIOBBIE, HA CTBOJIAX JIEHIPUTOB.

B no3nueit daze ABII, yepes 6 4 mociie HHAYKIUN MyTEM TE€TAHUYECKON CTUMYJISIIUN
nepQopaHTHOrO IMyTH THIIOKAMIIA, B CPEJHEM MOJIEKYISIPHOM cjoe 3yOdaroit
(dacuuu He BBIABIEHO M3MEHEHUI IUIOTHOCTH CHHANCOB (KOJIMYECTBAa CHHAICOB B
100MKM3 TKaHH).

[Tomcuer uwmcna cuHANCOB TMOKa3ayl, 4YTo B mo3nHed ¢aze JIBII wmensercs
COOTHONIEHUE THUIIOB CHUHAIICOB. 3HAYUTENBHO, ¢ 62% 10 75% yBenuuuBaercs J0Jis
CUHAIICOB HAa TOHKMUX IIKNHUKaX. [Ipr 3TOM 101151 CTBOJIOBBIX CUHAIICOB YMEHBIIAETCS C
9% 1o 5%, a moysi CMHANCOB HA TIEHKOBBIX IIUIMUKaX yMmMeHbmaercs ¢ 17% mo 9%.
Jlonst caMbIX KpYTNHBIX, TPUOOBHIHBIX IIHUIKUKOB, HE MeHseTcs (12%).

B pesynbrare 3D pEeKOHCTPYKIMM BBISABIECHBI U3MEHEHUS CTPYKTYpbl CHHAICOB B
no3aneit ¢aze [ABII. CymiecTBeHHO yBenU4eHbl 00BEMBI IIUIUKOB: TPUOOBUIHBIX Ha
75%, ToHKuX Ha 95%. YBenudensl Takke 00bembl [ICY mmnukoB: y rpuOOBHIHBIX
Ha 62%, y ToHkux Ha 84%. YcraHoBieHo, uTo yBenudeHue oobema [ICY 3aBucur ot
yBennuenus miomanu [ICY, skcnoHnpoBaHHON Ha MOBEPXHOCTHU LIUIIKMKA, a TOJIIMHA
[ICY cBsizaHa ¢ TUIOM CHHAlCOB U C YPOBHEM (HYHKUMOHAJIBbHON aKTHUBHOCTH
CHHAICOB HAa TOHKUX LIUIHKAX.

CoOBOKYIHOCTB BBISIBJICHHBIX YJIBTPACTPYKTYPHBIX U3MEHEHUN MO3BOJIIET TOBOPUTH O
HAIMYUW  KOPPEISLMKA MEXKIY TOJACpKaHUEM TMOBBIMIECHHOW 3(P¢EKTUBHOCTH
CHUHAIITUYECKOM Mepe/ladyu U yBEIUYEHUEM Pa3MEPOB CTPYKTYpP, OTBETCTBEHHBIX 32 €€
ocymiectBieHue. Ilo Bcell BepoSTHOCTM HMEHHO YyBenuueHue pasmepos [ICY,
COOTBETCTBEHHO W COJEp’KaHUS B HHUX TIJyTAMATHBIX PELENTOPOB, OOECHeYHUBAET
BBICOKYIO 3 (EKTUBHOCTh CHHANITHYECKOM niepenaun B mo3auei daze JIBII B cucteme

nephopaHTHBIN MyTh — TPaHyJSIPHHBIE HEUPOHBI 3y0UaTo (aciuu.
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BJAT'OJAPHOCTH

S Belpakaro OnarofapHoCTb CBOEMY pykoBoauTento Buxropy HBanoBuuy
[lonoBy 3a ompexneneHue NPUOPUTETOB B MOEH HAYYHOW MAESITEIBHOCTH, 32
MHOT'0JIETHEE PyKOBOJCTBO M COBMECTHYIO IJIOJIOTBOPHYIO HAYUHYIO paboTy.

A BeIpakaro OnarogapHOCTH MOWM OINMOHEHTaM, mpodeccopaM 3UHUCHKO
Baneputo IletpoBuuy u l'ogyxuny Ousery BukTopoBHMYYy 3a MNpUCTaIbHOE
BHHUMaHUE K JETAJIIM MO€il pabOThl 1 KOHCTPYKTUBHYIO KPUTHUKY.

S BeIpaxaro O1arofapHOCTh COTPYAHHKAM JabopaTopud MEXaHHU3MOB
peleniMy HaIIero HWHCTUTYTa M COTPYJHHUKAM KaOWHETa 3JIEKTPOHHOM
MUKpPOCKONIMM 32  obOecrieueHue 0a3pl A NPOBENEHUS  HAYYHO-
HCCIIeIOBATENIbCKOM  pabOThl, W B YaCTHOCTH PYKOBOJAUTENIO KaOHHETa
NeKTpoHHOU MHUKpockonuu XyusaHy Cepreto CypeHoBUy, a TaKkKe KoJuleram
ouonormueckoro otraena OTKpeITOrO yHHBepcuTeTa BenmkoOpuTaHum
npodeccopy Maiikny Creroapty u Xese JleBuc.

S 6naromapro Imutpus AnexcanapoBuda MrHaTheBa 3a IEHHBIE COBETHI IO
paboTe ¢ KUBOTHBIMU TPH HCCIEAOBAHUSIX THOCPHAIMU U HCKYCCTBEHHOM
TUIIOTEPMHUH, 4 TaK K€ 3a LIEHHBIE PEKOMEHIAIUU 10 CTUIINCTUKE U3JI0KCHUS
Marepuana.

S 6narogapro Puty fxosneBHy ['opaoH 3a mpeBpallieHre OrpOMHOIO 00beMa
HapabOTaHHOTO SKCIIEPUMEHTAIBHOTO MaTepHaja B ITyOIHKAIIHH.

Bce pe3ynbrathl AuiccepTali NOJYy4Y€EHbI PU TOMOIIY KOMIIBIOTEPA, TIO3TOMY
s o4eHb npusHatesneH KaraeBy AHaTonuio AxcapOeKkoBHYY 3a MEPBYIO HAYKy
0 TOM, KaK 3aCTaBUTh KOMITBIOTEp pabOTaTh Ha HAC.

S Taxxe Omaromapio OpnoBa Anekcanjapa lVBaHoBMuYa 3a HpPEKpacHO
OpPraHW30BAHHBIA MHTEPHET MOpTal «BBICOKHME CTATUCTHYECKUE TEXHOJIOTHH»
U pelakTopa MHTEpHET XKypHana «buomerpuka» JleonoBa Bacunus
[leTpoBHua 3a LIEHHBIE COBETHI O TOM, KakK ClieyeT oOpadaTbiBaTh JJaHHBIE,
4yTOOBI paboTa HE Momnaja B «KyHCTKamepy» KypHaia. S Takke mpu3HaTelleH
PobGepty BanentnnoBuuy [lomo30By 3a okazaHHOE€ BHUMaHHE K MOeH padore,
3a MOJJIEPKKY B 00CYXAECHUN IPUMEHUMOCTH MaTeMAaTHUYECKUX METOJIOB.

S Takke TpuU3HATENeH MHOXKECTBY  IpernojaBareieil  3apyOeKHbBIX
YHUBEPCHTETOB 3a O€3BO3ME3HOE OOECTeueHue MEHs JMTEpaTypoH, Kak
MEPBOUCTOYHUKAMH, TaK H TMOCICIHAMH MyONUKalUsSIMHA 10 CaMbIM
aKTyaJIbHbIM BOIIPOCAM HEUPOOHOJIOTUH.

S BeIpaxaro rirybouaiiiryio npusHatenbHOCcTh bouapoBoii Jlapuce Cepreesne
3a COBMECTHOE TUIOZAOTBOPHOE OOCYKACHUE ITOM OOIIMPHOI TUTEpaTyphl, HO B
OoJbIlIEel CTENEHUM 3a HCKPEHHEee ydacTue U OeCLEHHblE METOJUYECKUE
yKa3aHUS U HACTaBJICHMUS.

N xoneuHo s Omaromapro Moux OJM3KHX, 0€3 KOTOpBIX 3Ta pabora ObI He
COCTOSJIaCh, MOWX POJIMTENICH, MPUBUBIIAX MHE TPYAOIIO0HE, YyBCTBO
OTBETCTBCHHOCTH W  HEOOXOJAMMOCTh  HWMETh  TJIyOOKHE  3HaHWUS,
a 3a BeJInJaiIme JT000Bb U TEPIICHUE — MOTO ITpeKpacHyro Haxexy.
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