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INepucrHanTHYECKUE OTPOCTKU aCTPOIIMTOB, YU4aCTBYSI B pabOTe TPEXYaCTHOTO CMHATICA, OTBEYAIOT Ha €TO
aKTHUBALIMIO JIOKATBLHOM IeTIoNIsIpr3aliveii ¢ BBICBOOOXKICHUEM MOHOB KaJIbIIVS U3 BHYTPUKIIETOYHBIX IETIO
B y3JIax BETBJIEHUsI OTPOCTKOB U MPOSIBIISIIOT JJOKAIbHbBIE WIN FeHEePaTN30BaHHbIE KAJIbIIMEBbIE COOBITHSI.
OmHako Mo pe3yiabTaTaM IEPBBIX 3JIEKTPOHHO-MUKPOCKOMMYECKUX HCCIeIOBaHUM cHopMUpOBaIoch
MHEHUE, YTO TEPMUHAJIBHBIC JJaMeJUThl aCTPOIIMTOB JIUIIEHBI KAKUX-TUO0 OpraHesul, BKJIoUyasi OCHOBHOE
JIETI0 MOHOB KaJIbLIMSI aCTPOLIMTOB — IIMCTEPHBI TJIANKOIO 3HIOIIa3Maruyeckoro petukyiayma (SER).
AHaJI3 LUCTEPH TJIAIKOTO 3HAOIUIa3MAaTUYECKOTO PETUKYJIyMa NeMCTBUTEILHO MOXKET ObITh OrpaHUYCH
WX CJIAOBIM BJIEKTPOHHBIM KOHTPACTOM, WCCIIETOBAHWEM acCTPOIIMTAPHBIX OTPOCTKOB HA OIMHOYHBIX
cpe3ax M HeIOCTaTOYHBIM ONTUYECKUM paspellieHHeM HCIOoJb3yeMbIX NprubopoB. B gaHHOI paGote ¢
HCTIOIb30BaHMEM TTPOCBEYMBAIONIEH DJIEKTPOHHOM MMKPOCKONUU U 3D-peKOHCTPYKIIMM Ha CePpUITHBIX
cpe3ax MBI MPOBEJIM aHAJIM3 OTPOCTKOB aCTPOIIMTOB B CMHAICaX TMITIIOKaMIia M KOPbl MO3Ta MbII. B
pesyabTaTe YCUJIeHUsI KOHTpacTa dJIeMeHTapHbIX MEMOpaH BIIEpBbIe MTOKA3aHO, YTO MEPUCUHANITUYECKHE
OTPOCTKHM acTPOLIMTOB C MOpP(OJOrMeil TOHKHWX BETOYEK ComepkaT OBa THUMA IUCTEPH TJIaIAKOTO
SHIOTUIA3MATUYECKOTO PETUKYJIyMa 1 MUKPOBE3UKYJIbI. B oTiim4re oT BeTouek, MeMOpaHHbIE OpraHeJUTbI
B TEPMUHAJIBHBIX JIaMeJIJIaX MPeACTaBIeHbI JUIb KOPOTKUMU (hparMeHTaMU TOHKMX IIUCTEPH TJIaIKOTO
SHAOIUIA3MATUYECKOTO PETUKYJIyMa W MUKPOBE3UKYJIAMHU, TPYIIbI KOTOPBIX WMEIOT TEeHACHIIUIO
pacroJyiaraTbCsl B HEITOCPENCTBEHHOM OJIM30CTH OT aKTMBHBIX 30H HanboJiee aKTUBHBIX CHHATICOB. B paboTe
00CcyXnaeTcst BOIpoC aJeKBaTHOCTU MTPUMEHEHUSI AJIbTEPHATUBHBIX METOIOB JIEKTPOHHOM MUKPOCKOITUHU
B MCCJIENOBAHMSIX AaCTPOIMTAPHOTO MUKPOOKPYXKEHUSI CHHAICOB U CTPYKTYPHO-(YHKIIMOHAJIbHbBIC
acMeKThl KOMITAPTMEHTAIM3AlMU [IMCTEPH TJIaJIKOM 3HIOIUIA3MAaTUYECKO CeTH B MEPUCHMHANTUYECKUX
OTPOCTKAxX aCTPOLIUTOB.

Knrouesbvie croea: nepucunanmuyeckue U mepmMuHaibHvle OMpoCmMKU acmpoyumos, enadkuii 3Hooniasmamute-
CKUL peMUKYAYM, 2AUKO02EH, NPOCEEHUBAIOUAs 2NEKMPOHHASI MUKPOCKONUS, CKAHUPYIOWAs INeKMPOHHAS MUK -
pockonus, 3D-pexoncmpykuyus.
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HawubGoinee mopa3uTeabHON OCOOESHHOCTBIO YiIb-
TPAaCTPYKTYPhI ACTPOLIUTOB, B OTJIUYMUE OT HEMPOHOB,
SIBJISIETCSI YPE3BBIYAMHO CJIOXKHAasl MPOCTPAaHCTBEH-
Hasl OpraHM3alysl UX pa3BeTBJICHHBIX U B3aIMOCBSI-
3aHHBIX OTPOCTKOB, UTO HAKJIAIBIBAET CYILECTBEH-
HBIe OrpaHWYEHMS] HAa aHaJIM3 X B3aUMOJACUCTBUS C

Cokpauwjenus: SER — rnankuit sHnorjga3mMaTu4ecKuii peTuky-
ayM, PAP — mnepucuHanTU4yecKue OTPOCTKM aCTPOLIMTOB,
TAP — tepMuHasibHbIe OTPOCTKH acTpouuToB, SEM — ckaHU-
pyloliasi 3JIeKTpOHHAasi MUKpockomnusi, 3D — TpexMepHblii,
IP3R — penenrrop mHo3uToN Tpudochara, RyR — penenrop
puaHoauHa, PSD — nmocTrcuHanTM4yecKoe yIJIOTHEHHUE. .

CUHAIICaMH He TOJIbKO METOJaMU BEICOKOpa3peIIaio-
el CBETOBOI, HO U BJIEKTPOHHOU MUKPOCKOITUU
[1]. JducTanbHBII OTIEA OTPOCTKOB IpeIcTaBJICH
KOHTaKTUPYIOIIUMM C CUHAncaMu IepudeprudecKu-
MU OTPOCTKAaMU M y3JaMU MX BeTBJIeHUs [2, 3], B KO-

+
TOpPBIX HAOIIOJAIOTCS CITOHTAHHEIE Ca®"-cobbitust
WM (QOKYChI JIOKATBbHOM eNoJsIpru3alui CO 3HAYM-

tesbHOI Ca’t -KOMIIOHEHTO B OTBET Ha 3JIEKTpUYe-
CKYIO CTUMYJISILIMIO BXOASIIIIMX aKCOHOB [4]. Pe3ynb-
TaTbl BTUX JEKTPOGUINOJOTUUECKUX U UMUKUH-
TOBBIX BKCIEPUMEHTOB TpEAIoJiaraloT HaJudue B

+
nepudepruuecKuX OTPOCTKaX A0 HOHOB Ca’*.
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Ho ecnu B HelipoHax riajgkasi aHaOIIa3MaTuye-
CKasl CeTh JOCTAaTOYHO MOAPOOHO omucaHa [5—7], To
VJILTPACTPYKTYpa U pacmnpenesieHre opraHels B Tie-
PUCHUHANTUYECKUX OTPOCTKAX ACTPOLUTOB JIO0 CUX
MOp He U3y4YeHBI B NOKHOU Mepe [1]. Tem He MmeHee,
Ha WJUTIOCTpalMsIX B psifie paboT MOXHO BUIETh 11~
CTE€PHBI TJIAJIKOTO HIOMIa3MaTUUECKOTO PETUKYITY-
Ma (sER) B nmeprcuHanTHYeCKUX OTPOCTKAaX B HETIO-
CPeICTBEHHOI OJIM30CTHU OT UHTEP(ECcoB «aKCOH—
IIUMUK» (C HCIOJIb30BAHUEM MPOCBeUYMBaIOlIEH
3JIEKTPOHHOM MUKpocKonuu — puc. 31 B padote [8§],
puc. 2, 5 u 7 B pabore [9], puc. 1 u 5 B pabore [10],
puc. 2 m 5 B pa6ore [11], puc. 2 n 3 B padore [12],
puc.1l u 5 B pabore [13], puc. 4 B pabdote [14]; ¢
KCIIOJIb30BAHUEM CEPUIHOTO CKaHUPOBAHUS TIO-
BepxHoctu Ojioka (SBF-SEM) — puc. 5 B pabote
[15]). Hapsany c nucrepHnamu sER B mepucuHantuye-
CKMX OTpPOCTKaX ObLIO MOKa3aHO HaJIMYhe UMMYHO-
MEYEHHbIX Ha INIMOTPAHCMUTTEPHI U UX TPAHCTIOPTE-
pBl CTAOOKOHTPACTHBIX MUKPOBE3UKYJ, CXOTHBIX C
cuHanTudeckumiu |16, 17]. OmHAKO, TOCKOJIBKY Kia-
CTepbl 3TUX MUKPOBE3NKYJI HEBO3MOXHO ObLITO OOHA-
PYXUTh B TTepudeprudecKruX OTPOCTKAX, CYIIECTBYET

o +
Cepbe3HbIil CKENTUIU3M B OTHOILICHUU Ca’"-3aBu-
CHUMOTO BBICBOOOKIEHUS TIIMOTPAHCMUTTEPOB [1].

Bonee nmecsatu net Hasanm ObLla aklEHTUpPOBaHAa
HEOOXOAUMOCTh aHAJIU3a YIBTPACTPYKTYPbl HEMPOH-
[JIMAJIbBHOTO  B3aUMOJACHCTBUS € TIPUMEHEHUEM
CJIOKHBIX M 3aTpaTHBIX MO BPeMEHU METOJOB TpeX-
MepHoi1 (3D) peKOHCTPYKIIMH C BEICOKUM IIPOCTPaH-
CTBEeHHBIM paspeiieHueM [1]. IlepBas mmomeITKa aHa-
nu3a sER B acTpolIMTapHBIX OTPOCTKAX € MPUMEHe-
HueM 3D-peKOHCTpYKLIMU Oblia MpeArpuHsiTa Ha
CepuM HEraTUuBOB, MOJYYEHHBIX TIPU YBEJIUYEHUU
X6K 1 oTcKaHMPOBaHHEIX ¢ pa3pemreHreM 1200 dpi
[18], uTo maeT uHaNbHOE pa3pelleHue U300paxe-
Hus 3.4 HM/NUKCeNb U IPUOIU3UTEIBHO COOTBET-
CTBYET MOPSAKY pas3pelleHU CKAaHUPYIOLUEH 3JIEK-
TPOHHOI MUKPOCKOIUU ¢ C(HOKYCUPOBAHHBIM MOH-
HbIM ITydykoMm (FIB-SEM) — 8—4 uM/niukcenb (CM.,
HarpuMmep, padoty [7]). B pabote [ 18] aBTOpHI HE MC-
MOJIb30BAJIM TaKue YCUJIMTEU KOHTpacTa Kak ¢ep-
py- nan peppoMaHnI Kaanus MM THOKapOoornmpa-
3un [19, 20], moaTomMy, Kak U B TMOHEPCKOMN paboTe
Ha OAWHOYHBIX cpe3ax [21], Tak 1 B pe3yjbTaTe aHa-
Jiu3a CepUiHbIX CPe30B, OpTraHesibl B nepudepuye-
CKUX OTPOCTKax OOHapyKXeHbI He ObIIU. B pe3ynbra-
Te, HECMOTPSI Ha PsI MPUBEACHHBIX BbIllIe (DaKTOB
HaJMu4yusl OpraHesl B NMEPUCUHANTUYECKUX OTPOCT-
Kax, 3aKpenujoch yCTOMUYMBOE MHEHUE, UTO Tepu-
depuyeckue OTPOCTKU aCTPOLIUTOB JUIIEHBI KaKUX-
JINOO opraHeJil, BKJII0Yasi 3JIEMEHThI 9HI0IIa3MaTH -
YeCKO CeTU, MO3ITOMY aCTPOLIMTAPHBIE OTPOCTKMU 1O
HacTosliiee BpeMsi KJlacCU(PUIIMPYIOT Ha BETBU, CO-
JiepxKallye opraHejlibl, U CBOOOJHbBIE OT OpraHesul
JIMCTOYKHM WJIM JJaMeJUTHI [2, 22]. O6Hapy:KXeHHue opra-
HeJU1 U, B YacTHOCTH, iuctepH SER B oTpocTkax act-
POLIUTOB AEUCTBUTENBHO MOXET ObITb OTPaHUYEHO
UX Ca0bIM 3JIEKTPOHHBIM KOHTPACTOM, MCCJIeIOBa-
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HUEM aCTPOIIMTAPHBIX OTPOCTKOB HA OJIMHOYHBIX
cpesax MM HeTOCTATOYHBIM ONTUYSCKUM pa3perne-
HUEM HCITOJIb3yeMbIX IpuOopoB. JlaHHas paboTa oT-
YacTH 3aIIOJTHSIET 3TOT IMPOoOe]I.

B nutepaType mpucyTCTBYeT AJOBOJIBHO IIMPOKAast
TEPMMHOJIOTUSI OTPOCTKOB acTPOLIUTOB [1], B KOTO-
poil HauOOJbIIYI0O MyTaHUILY BHOCST JIBA TEPMUHA:
«TepUCUHANTUYECKHE aCTPOLIMTApHbIE OTPOCTKU» U
«repudepruyecKkue acTpolUTapHble OTPOCTKU» C
onnHakoBoit abOpeBuarypoit PAP. Ilockonbky
en passant OTPOCTKU W BETOUKU, TIPOXOISIIIUE Psi-
JIOM C CHMHarcaMu, TakKe MOXHO CUMTaTh MEepUCU-
HaNTUYECKHMMU, TO JJIs1 OOJIbIlIEl SICHOCTU 3[eCh U
Jajiee Mbl OyieM MMEHOBATh JIUCTAJIbHbIE OTPOCTKU
acTpOLUMTOB B 1LEJIOM KakK MepUCUHANITUYECKUE
(PAP), Oyob TO en passant Wi OKaHYMBAIOIIWECS
BOIM3U cUHAITCOB, U TepmuHanbHbie (TAP), xoTO-
pble OKaHYMBAIOTCS, KaK OyIeT BUAHO MO X0y U3JIO-
JKeHUs, B 3HAYMTEJIbHOW 4YacTU BOJIM3U aKTUBHBIX
30H cuHAarcoB. B naHHoOI paboTe MbI choKycupoBa-
JIMCh TJIaBHBIM 00pa3oM Ha aHanuie TAP, Ho comep-
KallUM TIpOoTsikeHHble 1ucTepHbl SER  BeToukam
TaKXe yIeJIUIu BHUMaHUeE.

C wucnojb30BaHMEM IIPOCBEYMBAIOIIEH 3JIeK-
TPOHHOII MUKPOCKOIUM CEPUHHBIX YJIbTPATOHKUX
CPE30B MbI IIPOBEIX aHAJIN3 OTPOCTKOB ACTPOLIUTOB B
CUHarcax rumnrokammna 1 cjiost I ceHCoMOTOpHOI KO-
pbl MO3Ta MBIIIKM ¢ IpUMeHeHUeM 3D-peKoOHCTpyK-
UM cUHamncoB. BciencTBue ycuiieHMsT KOHTpacTa
3JIEMEHTapHbIX MEMOpaH ITyTeM ABOMHOIO OCMUPO-
BaHUSI ¢ (PEppULIMAHUIOM KaJius B 3HAYUTEIIHbHOM
CTEIIeHU BO3pacTaeT 1 JIEKTPOHHAS INIOTHOCTh Ipa-
HYJ TJIMKOTeHa, 6oraTo rnpeacrtaBieHHBIX B PAP act-
pouuToB cios I kopsl [23]. Bo nzbexanue nHtepde-
pEeHILIMM M300pakeHUI ITONepPeYHbIX CEUYCHUI M-
ctepH SER, wMerommx cxogHble OIUAMETPBI C
B-rpaHyiaMu rIMKOreHa, Mbl BOCIIOJIB30BAIUCH (he-
HOMEHOM OBICTPOIi ITOCTTPaBMAaTUYECKOI pa30opKu
[JIMKOIeHa B pe3yjibTaTe 3BTAHA3MM NyTEM LIEPBU-
KanbHOI nucinokanuu. Ocrtarmomuecs B PAP majno-
pa3MepHbIE OpraHeslIbl Ha MajIbIX YBEJIIMYCHUSIX I10
MopdoJIorTuu 1 pa3Mepam OBIJIM CXOIHBI C TpaHyJIa-
MU ravkoreHa. OaHaKo Mpu pa3pelieHusIX u3oopa-
xXeHuii, B 10—15 pa3 mpeBHIIAIOIINX JTOCTKIMbIC
pa3pelleH’s] B CKaHUPYIOLLEH 3JIEKTPOHHOI MUKPO-
ckoruu (SEM), cTaHOBUTCSI OYEBUIHO, UTO 3TU OP-
TaHEeJJTbl UMEIOT MEMOPaHHYIO TIPUPOY.

AHanu3 cBOOOIHBIX OT rpaHy rimkoreHa PAP Ha
CEepMIHBIX cpe3ax ImoKa3kIBaeT, uto PAP actponnTos
¢ Mopdosiorueil TOHKMX BETOYEK CoaepKaT MUKPO-
Be3UKYJbl U ABa Tuma muctepH SER. M3meHeHue
mopdorrorum ot ogHoro Tma SER K npyromy mo xomy
OMHOM LIMCTEpPHBI MpearnojaraeT B3aMMOCBSI3aH-
HOCTbh ABYX KoMmaptMeHTOB sER. Kak cyxxeHue uu-
cTepH Ao guameTrpa ~20 HM U MeHee, TaK 1 HaIu4ue
B OTPOCTKAaX KOPOTKHMX TOHKUX ¢parMeHToB SER
npennoiaraeT pparmenTanuio sER ¢ oTieruienuem
OT PACUIMPEHHbBIX LIUCTEPH TOHKMX KOPOTKUX (dpar-
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MEHTOB. B oT/InuMe OT TOHKUX BETOYEK MEMOpaHHbIE
opraHeJuibl B TAP nipencTaBieHbl JUlIb KOPOTKUMU
TOHKMMU 1ucTepHaMu SER M MUKpoOBeE3UKyIaMu.
Pesynbratbl  3D-peKOHCTPYKIIMM OOHApPYKUBAIOT
HECTOXaCTUYEeCKOe pacripeielieHue MUKPOBE3UKY U
¢dparmeHTOB TOHKUX IMcTepH B PAP; nuctepHbsl SER
W TPyl MUKPOBE3UKYJI UMEIOT TEHAEHIINIO paciio-
JlaraTbCsl B HEMOCPEACTBEHHOU OJIM30CTU OT aKTHB-
HBIX 30H HanboJiee aKTUBHBIX CUHATICOB.

CornocraBjieHue ¢ JaHHBIMU MUMMYHOBJIEKTPOH-
HOIT MuKpockonuu [16, 17] mo3BoJisieT CUUTATh TOH-
ke sER kak yapTpacTpyKTypHOIl OCHOBOM M Tiep-
BUYHBIM 3BE€HOM Pa3BUTUSI CIIOHTAHHBIX U MHIYLIU-

POBaHHBIX Ca®'-coGbitnii B TAP,

+
HEOOXOOUMBIM YCIIOBUEM JIJIsI Ca*"-3aBucumoro Be-
3UKYJISIPHOTO BBICBOOOXIEHUSI TJIMOTPAHCMUTTEPOB
BOJIM3M aKTUBHBIX CUHAIICOB.

TaK n

MATEPHAJIBI U METOJbI

®ukcanus TKaHu Mo3ra. B skcrepumeHTe uc-
MOJIb30BaHbI caMIlbl Mbliiei TuHun C57BL/6 (Bo3-
pacr 3 Mecara, macca 26—31 1). OnHoO XMBOTHOE aHe-
CTEe3UPOBAIN U30(IypaHOM A0 CHUXEHUS] 4acCTOTHI
IBIXaTeJbHBIX IBIDKCHUIA. DBTaHA3UIO IPYTOTO MPo-
BOIIWJIM TIyTEM liEpBUKabHOU nuciokaiuu. Ilocrne
NeKarnuTalmm Moar u3siekain 1 K 110—140 ¢ nocne
JleKaruTaluy nojydyajv rOTOBbIE CJaiChl TOJIIMHONK
~0.5 MM TIpM TIOMOIIIM PYYHOrO TPUMMEpA OPUTHU-
HaJIbHOM KOHCTPYKIIUM C YaCTOTOM ABMXKEHUS Jie3-
Busi 80—90 T'u. ITosyyeHue KOpPOHApHBIX CPE30B
NPOBOAMIIM Ha OXJIAXOECHHOW CMJIMKOHOBOI IOA-
JIOXKKE HEMOCPEACTBEHHO B Karljie Ipea1o01ydeHHOTO
B MUKPOBOJHOBOM Meyu (puKcaTtopa ¢ TeMrneparypoi
4°C, comepxamiero 3% cdopmanuna u 1.25% rnyra-
poBoro anpaeruna Ha 0.1 M HaTpuii-kKakoauJiaTHOM
oydepe, conepxamem 2 MM CaCl,, 4 MM MgCl, n
50 MM caxapo3bl. BpeMeHHOI1 1ruarma3oH MexXmy Je-
KaruTalme 1 morpy>keHrueM TpeX-TIsITH CPe30B TKa-
HU BO (PJIAKOH C TeM Xe (pUKCaToOpoM He MpeBbIIIa
2.5 muH. DIaKOHEI ¢ TKAHBIO, COMEpKaIINe 5 MJI TO-
ro xe ukcatopa ¢ UCXOAHON Temmeparypoii 4°C,
0o0JIyyaay MUKPOBOJHAMU TIPU MOIIHOCTA MarHe-
TpoHa 100 BT B X0101HOI TOUKE MUKPOBOJIHOBO T1€-
yu B pexkume 20 ¢ BkIL./20 ¢ oxmaxxnenne/20 ¢ BKIL.;
TeMIiepaTypa (puKcaTopa Iocjie 00JydyeHU s Mo JaH-
HbIM TOYEYHOTO TepMomeTpa He mpeBbiana 30°C.
CrrycTst 6 4 XpaHeHMsT Cpe30B TKaHU B (hMKcaTope
npu 4°C nociaeaHuii ObLUT 3aMEHEH Ha BTOPUYHBIMA
dukcaTop 6e3 dopmanrHa, HO comepxammii 2.5%
LIIyTapoBOTO anbaeruaa. Cpe3sl BO BTOPpUIHOM (hUK-
caTope 6bUT 00paboTaHbl MUKPOBOJHAMM, KaK OIMTH-
CaHO BHIIIE, U OCTaBJIeHHI B (pukcarope npu 4°C.
CITyCTSI CyTKHM 06pa3Iibl ObLTH TPYKIBI OTMBITHI B BBI-
1IeykKazaHHOM Oydepe Mpr MOMOIIN MUKPOBOJIH.

ITocrdukcamusa u 3aKnoYeHne TKaHA B cMOJIbl. O0-
pa3ibl mocTduKkcupoBanu apaxael. CHavana — 3.5 49
IIpY KOMHATHOIT TemIieparype B 1%-M pacTBope Boc-

IIUIIKOBA, POTAYEBCKUI

CTaAaHOBJICHHOIO C (I)GppI/IHI/IaHI/II[OM KaJus OSO4 Ha

0.1 M kakoamiatHoMm Oydepe, comepxkaiem 0.01%
K,Cr,07 u 50 MM caxaposbl. 1.5% deppunnanuia

kanust (K3[Fe(CN)gl) nobdapisiin HemocpeICTBEHHO

nepen MCHojb3oBaHueM. Jlajgee oOpa3lbl ObLIM OT-
MBITHI JEMOHU3VMPOBAHHOI BOHOI B TeUEHUE HOYM.
3arem ob6pasubl ¢ukcupoBaau B 1%-m pacTBope
OsOy4 Ha nenonusuposanHoii Boxe ¢ 0.01% K,Cr,04

Takxke B TedeHue 3.5 4 mpyu KOMHATHOM TeMIiepaType.
Hanee oO6pa3Lbl OBUIM OTMBIThI JIeMOHU3UPOBAaHHOM
BOIOI M ocTaBJieHBI B Hell Ha cyTKu Tipu 4°C. Ilocie
3TOTO TKaHb 00E3BOXMBAIM B BO3PACTAIOIINX KOH-
LeHTpauusx 3taHoja, B 100%-M stanoine u 100%-m
aleToHe W MPOMUTHLIBAIM cMechio cMoil co 100%-m
alleTOHOM B 00BbEeMHOM OTHoIIeHMM 1:1 B TeueHue
cytok Tipu 4°C (cooTHoOIllleHHWE cMeceil CcMOoJ
EMBed812/NMA u EMBed812/DDSA cocrasisiio
3:7). O6pa3ubl IepeHOCUJIU B CMeCh CMOJI 0€3 alleTo-
Ha 1 noJuMepusoBaiu 24 4 ripu 37°C, a 3ateM — 48 4
pu 60°C.

IIpuroroBjieHne U KOHTPACTHPOBAHUE cpe3oB. [[J1s
TTOJTydeHUs YIBTPAaTOHKHUX CPE30B Ha TTOBEPXHOCTH
OTBEPKICHHBIX OJIOKOB C TKAHBIO 3aTAYMBAJIN TTHPA-
muaku B oomactu cioeB | u II-II1 cencomoTopHOI
KOpPBI U B IUCTAILHO OTHOCUTEILHO COM HEMPOHOB
30He cinos Str. radiatum B CA1-061aCTH TUITIIOKAMIIA.
Cpe3bl HOMUHaIBbHOM ToMMHOM 50—70 HM moJryya-
JIV TIPY TTOMOIIIM aJIMa3HOTO HOXa Ha yJbTPaMUKPO-
tome EM UC6 (Leica, 'epmanwnst). Cpe3bl MOHTHPO-
BaJIM Ha TUAPOGMWIM3UPOBAHHBIC B TJCIOIIEM pa3psi-
e MemHble OJeHIbl C TUIEHKON-TIOAJI0XKON U3
rmmonodopmMa, YKpeTuIeHHO aMOPMHBIM YTJIEpOIOM.
KoHTpacTupoBaim cpessl MOoCiaenoBaTeIbHO COITMU
nantaHounoB (UranyLess [24]) u moauduiiipoBaH-
HBIM TPOMHBIM CBUHILIOBBIM KpacuteneM Cato [25].

ITonyyenue, 00paboOTKA M AHAIM3 W300PAIKEHHUIA.
N3006paxkeHus1 cepuiiHbix cpe3oB ciaoeB I u I1—-II1
Kopbl Mo3ra (ororpacdpupoBaiu Ha (HOTOILUIEHKY B
peXXnuMe MOHTaxXa M3 2X3 B3aMMHO IIepeKphIBalO-
LIUXCSI KaapoB TMPU MpsIMOM yBeaundeHuu X 12K Ha
IMPOCBEYMBAIOIIEM BJIEKTPOHHOM MUKpocKkone JEM-
1200EX (Jeol, Amonust). MukpodoTorpadpuu oau-
HOYHBIX CPE30B MOJyYaaud Py MPSIMOM YBEIUYEHUUN
X6—30K. BpaiieHueM CETOUYKM CEpPUMHBIE Cpe3bl
OPMEHTHUPOBAIM TaK, YTOOBI INIMHHASI CTOPOHA KaX-
JIOTO OTIEJILHOTO Cpe3a B CepuM pacliojiarajiach Ina-
paIeTbHO JUTMHHOM CTOpOHE HeraTmBa (yCIOBHAS
ochb X), YTO TIO3BOJISUIO B TOCJEMYIOIIEM OIICHHUTH
CTeTeHb IOMNEPEYHOTO CXaTUSI CPE30B, MPOUCXOISI-
Iero B TIpollecce WX TOMydeHWs (IO YCIOBHOM
ocu Y). IlonydyeHHbIe HEraTuBbl OLMU(POBHIBAIN C
rcrojib3oBaHueM ckaHepa Perfection V700 (Epson,
Smonus) ¢ paspemrenuem 2400 dpi. 3naueHmnsa pak-
THUYECKOTO YBEJIMUCHUS TTOTyJIaIM Ha OCHOBE KaJINO-
poBouHOit pervku (2160 auawmit Ha 1 mMwm; SPI
02902-AB), oTcHsiTOI Ha Tex Xe yBeJanyeHusix. B pe-
3yabTaTe (QaKTUIECKOe pa3pelIeHne OqHOTO IMUKCe-
JIsT U300pakeHs, MOJAYYEHHOTO pu X6, X12, X15u
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(a)

Puc. 1. YibTpacTpyKTypa OpraHesul acTpOLIMTAPHBIX OTPOCTKOB B Heiporuie ciosi | ceHCOMOTOpHOM KOpbl MbILIU. (a) —
Jexanuraumsi mociie TIyOoKoit aHecte3un; (0)—(r) — aeKanmuTaus TIOCe IEPBUKAIBHON MHMCIOKAIuu, 0e3 aHecTe3WH.
3Be3noukaMy TToMeueHbl PO WM ceueHUit TePUCUHANITUYECKUX aCTPOLUTAPHBIX OTPOCTKOB. Ha n300paxeHun Heiponuist
aHECTEe3UPOBAHHOIO XKMBOTHOTO Ha TaHe W (a) MOYTUM BO BCeX NMPOMUIISIX acTPOLIMTAPHBIX OTPOCTKOB MOXHO HaOJII0NaTh
OJIMHOYHbBIE TPaHYJIbl IJIMKOTEHA WU X cKorieHus:. CTOMT 00paTUTh BHUMaHVE Ha MOJTHOE OTCYTCTBHE IpaHyJ/I IMKOTeHa Ha
naHessix (0)—(r). YcioBHble 0003HAUYEHUST M COKPALEHUS: i U ii — 00J1acTH, MpencTaBieHHble Ha OOJbLIEM YBEJIMYEHUN; a —
CEUYCHUsT HeMUETMHU3MPOBAHHBIX aKCOHOB; T — IIMKOreH (- 1 y-yactuiipl); rOP — miankuii sHIOTUIa3MaTUIECKU I PETHKYIYM;
I — meHmputhl; M — MUTOXOHIpUS; MT — MUKpPOTpyOboukn; CB — cuHanTtuueckue Be3ukynsl, LIl — romoBka neHapuTHOTO
munka. HoMuHambHasT TommHAa cpe3a Ha maHenu (a) — 70 HM, Ha maHensix (6)—(r) — 50—60 am. Lkambl Ha OCHOBHBIX
naHessax — 250 HM, Ha Bpe3kax i u ii — 100 HM, Ha Bpe3kax naHesieii (B) 1 (1) — 50 HM.

x30K, cocrasisuio 1.7, 0.85, 0.67 1 0.34 HM cOOTBET-
CTBEHHO. DJIACTUYHYIO CIIMBKY OTIEJIbHBIX KaJIPOB B
OECIIIOBHBIIT MOHTaX 1 COOPKY cepuii MOHTaxeil B
CTEeK B3aMMOBBIPOBHEHHBIX M300paXkeHU TTPOBOA-
J ipu oMoty riaruHa TraKkEM?2 mrsa Imagel [26].
1St oLleHKM CpeTHUX 3HAUYEHUI MOIepevyHoro cxa-
TUSI CPe30B U3MepsIn auameTpbl He MeHee 300 cu-
HANTUYECKUX BE3UKYJ B BO30OYXIAIOIIMX CHMHAIICAX
no ocsiMm X 1 Y o 100 Be3ukyn B Havaje, B cepeauHe
U B KOHIIe cepur. BBEIMUCICHHYIO CTEeIeHb CXaTUsl
Cpe30B WCIONbL30BaIM JI1 MPOITOPLUOHAIBLHOTO
pacTskeHus n3oopaxkeHuii mo ocu Y. Ilocie HuBe-
JIMPOBAHUSI CXXATUSI CPE30B PACCUYUTHIBAIIN (DaKTUUE-
CKYIO CPEIHIOIO TOJIIIUHY CPE30B B CEPUU METOAOM
U3MEPECHUST TUaMETPOB LIMJIMHIPUYECKUX CTPYKTYpP
[27]. KayecTBeHHBIIT aHanu3, 3D-peKOHCTPYKIIMIO U
usMepeHus nuaMeTpoB 1uctepH sER nmpoBonuiu B
nporpamme Reconstruct 1.1.0.1 [28], Busyanuzanuio
3D-06bekTOoB — B mporpamme 3ds Max (Autodesk
Inc., CILIA).
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PE3YJIBTATBI 1 OBCYXIAEHHWE

Brioop MeToma 3BTaHa3MM IS JAeMACKHPOBAHHS
nuctepH sER. JIns nydineit Busyajiusaluu HUCTEPH
sER nociie mryrapaiabaernaHoi (puKcaluy TKaH! Mbl
MCMOJb30BAIN ABOMTHOE OCMUPOBaHUE ¢ (heppulira-
HUJIOM KaJiusi 1 KOHTPAaCTUPOBaHUE CPE30B C ypa-
HUJIAlLETaTOM, JJAHTAHOUIAMU WJIU TAHUHAMU U CO-
Jnsgamu cBuH1a. Ho He3aBucuUMO OT crmocoba OKpacKu
YIBTPATOHKHX CPE30B yCUJIEHUE KOHTPACcTa MeMOpaH
B npouecce ¢puxkcaunu ¢ K;[Fe(CN)¢] 3HauuTensHO

YCWJIMBAET U KOHTPACT IJIMKOT€HOBBIX IpaHya [29—
31].

Ha puc. la npencrasiieH ¢parMeHT HEWpPONMIIS
cJiost | CEeHCOMOTOPHOI KOPBI MO3Ta MBIIIIU B COCTO-
SIHUM TJIyOOKO# aHecTe3uu. PaHee ObLIO OTMEUEHO,
YTO Cpey CJIOEB KOPhI B coe I KoOHlIeHTpalus rpa-
HyJI TJIMKOTeHa MakcumaibHa [23]. B cBeT/ibIX TIpo-
GWISIX ceyeHUil acTpOLMTApHBIX OTPOCTKOB OTYET-
JIUBO HaOIomaeTcss OOJbIIIOe YHCIO OeTa-rpaHyJI
JIMKOTeHa. ['paHysibl ¢ nuameTrpamu mopsaka 20—



324 IIUIIKOBA, POTAYEBCKUI

30 HM UMEIOT TUITMYHYIO JIJISI HUX MOP(MOJIOTHIO C Ha-
JIMYUEM PACCESIHHBIX IO TMPO(MUII0 BBEICOKO 3JIEK-
TPOHHO-TIJIOTHBIX GEJIKOBBIX TaMMa-4acTULL (yBEIH-
yeHHast 061acTh i) pasMepom ~3—5 um [32—35]. B ot-
JIeNbHBIX MPOGWISIX AacTPOLIMTOB Cpeau TpaHyll
IJIMKOTeHa MOXHO Ha0JIIoAaTh (pparMeHThl LIMCTEPH
SsER, cxomHble TI0 [uaMeTpaM 1 BJIEKTPOHHOM TIOT-
HOCTU C TpaHyJlaMM TJIMKOreHa (yBeJIudeHHasl 00-
nmacth ii). OgHako Mo mepudepur 3JIeMEeHTapHOMN
MeMOpaHbI LIMCTePH Ha LIUTOIIa3MaTUYEeCKOM U JIIO-
MUHAJIBHOM JIUCTE OMCJIOSI, KAK M B JIIOMEHE ILU-
CTEepH, TAaKXKe MOXHO BHUIETh YACTUIBI C BBICOKOI
BJIEKTPOHHOM IIJIOTHOCTBIO, CXOIHBIE 10 pa3Mepam ¢
raMMa-JacTUIIaMU TJIMKOTeHa, 4TO JeJIacT UX IToTe-
peUYHBIe CeYeHUs MPAKTUUYECKU HEOTIUYUMBIMU OT
rJIMKoreHa. B GoraThix TIMKOT€HOM TKaHSIX, B rema-
TOLIMTaX M MHUOLUTAX, OeTa-rpaHyjbl TJIMKOTeHa
IUIOTHO aCCOLMUPOBAHBI C IUCTEPHAMU DHAOILIA3-
MaTU4YecKoro petukyiayma [36—39]. Ilo-BuaumMomy,
CXOJIHAsl YJIBTPACTPYKTYPHAasl OpraHu3aIus riMKore-
HOJIUTUYECKOTO KOMILIEKCA CBOMCTBEHHA U OTPOCT-
KaM acTtpouuToB [35, 40]. Tak, B LieHTpe JIeBOii YacTu
puc.la pacrnoyioXXeHO TIOTHOE CKOIUICHWE TpaHyI,
CpeIy KOTOPBIX MPUCYTCTBYIOT IMOIIepEYHbIE CEUCHUS
LIMCTEPH PETUKYJIYMa, HO BBUAY CXOICTBA X MOP(O-
JIOTUM C TpaHyJlaMU TJIMKOreHa UASHTU(MUILIMPOBATh
HX YPE3BBIYATHO CITOXHO.

JemackupoBath nuctepHbl SER MoXXHO, BEIOpaB
COOTBETCTBYIOLIMI METOJI 3BTAaHA3UU U XUMUYECKOMN
dukcaum, KOTOpble caMU 110 ceGe MOTYT BHOCUTh
3HAYUTEJIbHBIN BKJIad B 3KCIECPUMEHTAJIbHBIC TaH-
Hble [41—43]. Tak, ecaiu aHecTe3us B TeUeHME Yyaca He
MEHsIET KOJIUYECTBO ITIMKOTeHA B MO3Ie WJIX IIeYeHU
[44, 45], To umeMuss B pe3yJibTaTe IpeKparleHUs
KPOBOCHAOXKE€HUSI WIY AeKaUTallii HeaHEeCTe3UpO-
BAaHHOTO >XKMBOTHOIO IIPUBOIUT K BOCIIOJIHCHUIO
KOHIIEHTPALIMM JIaKTaTa B MO3re 3a CYET OBICTPOM
pas0opKU INIMKOreHa B acTpouuTax [46, 47] u 6onee
yeM OeCSATUKPATHOMY CHIDKEHUIO €r0 KOHIICHTpa-
UM B TEUYEHUE OJHOM-IBYX MHUHYT B pe3yJIbTaTe
B3pBbIBHOI ITOCTTPAaBMATUUYECKOM aKTUBAaLlMU CEH-
COpHbIX BxonoB [48—53]. Dukcaiuys IyTeM TpaH-
cKapauajabHOW mepdy3nu aHeCTe3MPOBAHHBIX XKU-
BOTHBIX TaKXK€ CHUIBHO CHMKaJIa KOJIMYECTBO TJIMKO-
reHa B MO3re IO CPaBHEHMUIO C MUKPOBOJHOBOI
sBTraHa3ueii [23]. Ho nepdy3uu npemmiecTBoBaia oT-
MBIBKa B TeUeHUE 5 MUH, a TIEpBUIHBIN 3TaIr QuKca-
uu 3aHuMai He meHee 10 muH. [1pu ToM, uTO TIEpU-
CUHAIITUYECKNE OTPOCTKU aCTPOLIUTOB — OYEHb IT0-
IBWKHBIC CTPYKTYPHBI KakK in vitro, Tak M in vivo [54,
55], mobast 3agepkKKa XMMUUYECKOM prKcalli MOXKET
3HAYUTEJIFHO BJIMSATH HAa CTPYKTYPY KaK CaMHX OT-
POCTKOB acCTPOLIMTOB, TaK U JAOWJIBHBIX ILIMCTEPH
sER. IToatomy, 4TOOBI AEMacKWpOBaTh ILIMCTEPHBI
SsER B acTpouuTapHBIX OTPOCTKaX, OCBOOOAUB I10JE
3peHMsI OT TJIMKOTeHAa, Mbl BOCHOJIb30BAJIMChH (peHO-
MEHOM OBICTPOIl MOCTTpaBMaTUUECKON pa30oopKu
JIMKOI'eHa B pe3yJIbTaTe 1€ pBUKAJIbHOI M1 CIOKAIINI
¢ mocenymolneil ObICTpoil puKcaueid TKAaHU MO3Ta

NyTeM UMMEPCUU U TOCJIeAyIolleid MUKPOBOJIHOBOM
00paboTKM, KOTopasi, KaK M3BECTHO, 0OeCcIieunBaeT
IIPEBOCXOAHYIO COXPAHHOCTD YIILTPACTPYKTYPHI [ 56—
58].

IlepucuHanTYeCKHE OTPOCTKHM ACTPOIIMTOB COAEP-
KaT JiBa TUNA KOHTpacTHbIX muctepH SER. B pe3ynb-
TaTe BBIIIEONTUCAHHBIX ITPOLIELYD MBI ITOJIYYWIIU TIpE-
napaThl TKAHW MO3Ta C aCTPOLIMTAPHBIMUA OTPOCTKA-
MU, CBOOOOHBIMU OT I'paHyJI IyimKoreHa. Ha puc. 10
MPENCTABJIEH aCTPOLIMTAPHbII OTPOCTOK, U30JIUPYIO-
LUK CUHATIC, AEHAPUTHBINA UMUK U MPeCUHANTU-
YeCcKuit OyTOH, OT OKpyXarollero Heiipornuis. B mpo-
CBETJIEHHON LUTOIJIa3Me acTPOLUTAPHBIX OTPOCT-
KOB MOXXHO HaOJI0AaTh JIMIIb TPU TUIIA OpraHesI:
MUTOXOHJPUIO B PaCIIMPEHHOM Tpoduie OTPOCTKA;
TaHreHlualbHble ceyeHus uuctepH sER ¢ nuamer-
pamu 30—60 HM, CXOIHBIE IO IIIMPUHE C HUCTEPHAMU
sER B neHapuTax, a Takxke opraHelsibl CXOAHbIE IO
pa3MepaM CEYEeHUU C TOHKMMU «HUTEBUIHBIMU» 111~
crepHamMu SER HeMueNTMHU3MPOBAHHBIX AKCOHOB.
Takue opraHe/Jibl UMEIOT YyThb MEHbBIIUN AUaMeTp
(oxono 10—30 HMm, Bpe3ka ii Ha puc. 10) 1 3JIEKTPOH-
HYIO IJIOTHOCTb, TI0 CPAaBHEHUIO C HUTEBUIHBIMU 111 -
CTepHaMU B aKCcoHax (Bpe3Ka i Ha puc. 10).

[Tpu ananuze naxke 60BIIOTO TTOJIST U300paAKEHUST
pacummpeHHbIe 1mcTepHbl SER B mepudepmnaeckmx
acCTPOLIUTAPHBIX OTPOCTKAX BCTPEYAIOTCSI PEIKO, HO
MHOTIa X MOXHO HaOJIIOAATh HE TOJIBKO PSIAOM C TO-
JIOBKaMH1 ASHOPUTHBIX IIMMIUKOB (puc. 10), HO U B
HETIOCPEeACTBEHHOM OJM30CTU OT CHUHAITUYECKOMN
Ieau Wau uHtepdeiica akcoH-munuK (puc. 1B,r).
Ho B pe3ynbprare npeaBapuTeIbHOIO aHAIM3a Cepurii-
HBIX CPE30B CO3/1aeTCs BIIeYaTJIEHUE, YTO TaKUE TIPO-
duny nepucHUHAITUYECKMX OTPOCTKOB, COIepKa-
mux auHHEBE (0T 0.1 1o 3 MKM 1 OoJiee) pacIImpeH-
Hbele muctepHbl SER, mpencrasisiior coboii TOHKHUE
MPOTSKEHHbIE BETOUYKM AaCTPOLIMTA, ITPOXOASIIME
BOIM3M cuHarIica. B OOJIBIIMHCTBE XKe TepMUHAIBHBIX
OTPOCTKOB aCTPOIIMTa, KaK 3TO OyIeT IT0Ka3aHO B XO-
Jle najJbHEMIIero u3ja0KeHus, OpraHesiIbl IIpeacTaB-
JIEHBI KOPOTKUMM (pparMeHTaMU «HUTEBUIHBIX» 11~
CTepH M/WJIM TPyIIlaMu MaJlopa3MEPHBIX CTPYKTYD,
CXOOHBIX C IIONEPEYHBIMU CEYECHUSIMM TaKUX LU-
CTEpH.

Eciu B BLICOKOKOHTPACTHBIX TOHKUX LIMCTEPHAX
SER akcoOHOB MUMMIHEBIN OMCIION W JIOMEH LUCTEP-
HBI KaK IIPaBUJIO XOPOIIO MPOCIEKUBAETCS JaXe Ha
HeOOoIbIINX yBeInueHUSX nopsinka X 8K ¢ pasperre-
HueM wusobpaxeHus 1.33 HMm/mukcenb (puc. 10,
Bpe3Ka i), To HeCMOTpsI Ha o0lilee yCuaeHe KOHTpa-
cTa MeMOpaH, OpraHeJUIbl ¢ OUaMeTpaMU CeYeHUd
12—22 aM, TipeacTaBiIeHHBIC Ha Bpe3Ke ii Ha puc. 10,
MMEIOT eliBa JIU MpocieXruBaeMble OUCION U LIeH-
TpalibHbIil pocBeT. JlaHHbBIE OpraHesUIbl He MMEIOT
CBOMCTBEHHBIX IJIMKOT€HOBBLIM IPaHyJIaM 3JIEKTPOH-
HO-TUIOTHBIX YaCTUI] pa3MepoM ~3—5 HM, HO BCe 3Ke
OCTaeTCsl HESICHO, HE SIBJISIIOTCSI U OHU PE3UCTEHT-
HBIMU K pa300pKe «dJIeMeHTapHBIMI» OeTa-4acTUlIa-
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Puc. 2. YapTpacTpykTypa LMCTEPH IJIAIKOTO SHIOIJIA3MaTUYECKOro PETUKYJIyMa B OTPOCTKAaX acCTPOLIMTOB M HEMPOHOB
runmokamma. (a) — M3obpaxkeHue Heliponuiast MoJieKyasspHoro ciioss CAl-o061acTy TMIIIOKaMma IMOJIYy4YeHO IPU MPSIMOM
yBeJIMYeHUM MHKpockomna X6K ¢ ¢uHanmbHBIM paspellieHMeM wu300paxeHust 1.7 HM/muKcelb. BHyTpu mnpoduieit
aCTPOLMTAPHBIX OTPOCTKOB (ITOMEYEHBI 3B€3104KaMM) TEMHbIE TOUKU HEOTIMYMMBI T10 JIEKTPOHHOM MJIOTHOCTHU U pa3Mepam
OT TpaHyJl [JIMKOTreHa. YBeJlWdeHHble (parMeHThl i U ii momydeHbl mpu X 15K m X30K ¢ ¢uHaIBHBIM pa3pelieHueM
uzoopaxenuss 0.67 u 0.34 HM/NIIMKCElIb COOTBETCTBEHHO. YBEJWYEHHBbIE H300paKeHMWsSI OIMOJHEHBI IUarpaMMaMu
OTHOCHTETbHOM 3JIEKTPOHHOM MJIOTHOCTH (OCh Y, 1miKkana ceporo ot 0 1o 100%), uamepeHHoii ¢ ycpenHeHreM o 10 mukcesasim
U300paxkeHus, BOJIM3U OCeil, MPOXOISIINX Yepe3 OKOHUYAHUSI ITYHKTUPHBIX JIMHUM (och X, 1iar aejaeHus 5 um). HanGonbime
Y HaMEHBIIIMe TMaMeTPphbl OpraHesT Ha yBeJIMYEHHBIX (DparMeHTax Bpe3oK i u ii mo ocsim X/ Y cocrasisiior 17/25 u 24/16 um
COOTBETCTBEHHO. JluaMeTpbl MOMepeyHbIX CeYeHUIl opraHes1 Ha Bpe3kax i M ii (B cpegHeM ~20 HM) YyTb MEHbIE WIU
COOTBETCTBYIOT TmomnepeyHbiM auamerpaM (~20—30 HM) TOHKUX BJIEKTPOHHO-IUIOTHBIX <«HUTEBUAHBIX» LIMCTEPH,
TaHTEeHIIMAIbHbIC UJIA TIPOAOJbHBIE CEYEHUST KOTOPBIX MOXKHO Ha0JII01aTh B COCETHUX HEMUETMHU3NPOBAHHBIX aKCOHaX. (6) —
M3o6pakeHue u3 Toil e 00JacTW TUMIOKaMIIa MOJY4YeHO MPU MPSIMOM yBeaudeHUuM Mukpockorna X30K. DiekrpoHHast
TUIOTHOCTH TIpocBeTa HucTepH SER tuma I u tuna II 1 ux sgemMeHTapHBIX MEMOpaH B acTPOLMTAX CXOAHBI C TAKOBBIMU Yy
uuctepH sER B akcoHax, neHapurax v IIMIIMKOBOM arapare B HeiipoHaX. Yc/OBHbIe 0003HAUEHUSI U COKpAILEeHUs: i 1 ii —
00J1acTy, TIpeACTaBIIeHHbIE Ha OOJbLIEM YBEJIMYEHUU; | — TOHKUE HUTEBUAHbIE KOHTpAcTHble LMCTepHbl Tumna I; 11 —
uuctepHsl TMna Il ¢ KoHTpacTHOW MeMOpaHOii M pacmuMpeHHbBIM 10 30—60 HM JIIOMEHOM; a cedyeHus
HEMUETMHU3UPOBAHHBIX aKCOHOB; TOP — miankuit sHIoIUIa3MaTndeckKuii petukyiaym; 1 — neHaputsl; M — MUTOXOHAPUU;
MT — MUKpOTpyOouku; 11 — rojioBka neHaputHoro mumnuka; II1A — mmnukossliit annapat; K — meneBoit kontakT. Illkana
Ha ocHOBHOI maHenu (a) — 500 HM, Ha Bpe3kax i u ii manenu (a) — 100 HM, Ha yBeauuyeHHbIX parMeHTax — 50 u 25 HM
COOTBETCTBEHHO YBEJIMYEHMIO; HA OCHOBHOI1 maHenu (6) — 250 HM, Ha Bpe3kax naHenu (6) — 100 HM.
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MU muMKoreHa [59] ¢ ruaponMHaAMUYECKUM paauny-
coM ~12 uM n guameTpoM ~24 HM. Kak orMeyasioch
paHee, WHTepIpeTalns MOpPQOJIOTUM TOHKHUX IIHA-
CTEePH OCIIOXHSETCS TaKXKe U TeM, 4TO (PUKcalus ¢
BOCCTAHOBJIEHHBIM OCMUEM MPUBOAUT KaK K BOJHO-
oOpa3zHoMy HcKpuBJiIeHUI0 MeMOpaH sER [31], Tak u
K KOJLIATICY JIIOMEHA 0 CTOJIb MAJIBIX pa3MepoB, UTO
ero y>e HeBO3MOXHO MACHTU(MUIIMPOBATh C TTOMO-
mpeio FIB-SEM ¢ paspemenuneM u300paxkeHUs B
4 um/mmkcens [7].

YT0o06Kl yOenuThCsl, YTO HabJIIogaeMble HAMU Ma-
JIopa3MepHBIE OpPraHesJIbl B OTPOCTKAX aCTPOIIMTOB
MMEIOT MEMOpPaAHHYIO MIPUPOAY, Mbl IIpOAHATU3UPO-
BaJIM UX Ha OOJIbLIKX YBeJIMdeHUsIX. Eciu Ha yBeau-
yeHun X6K (puc. 2a) Takue opraHesjibl HU 110 pa3Me-
paM, HM TI0 3JIEKTPOHHOM IIJIOTHOCTU COBEPIIECHHO
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HEOTJIMYUMBI OT OeTa-TpaHyJI [NIMKOreHa (YBeIUudeH-
Hast obyiacTh i), To OoJyiee AeTadbHbI MX aHAJIU3 Ha
n300pakeHNIX ¢ PUHAJIBHBIM Pa0OYMM pa3pelIeHN -
eM 0.67 u 0.34 HM/nuKcenb, uto B 10—15 pas npeBbI-
IIaeT cTraHgapTHoe paspemieHue SEM, mo3Bonui
YeTKO MICHTU(PUIMPOBATh TaKWe OOBEKTHI KakK
CTPYKTYpbI, UMelollIMe MeMOpaHHyo nipupony. [1pu
yIauHO MpOIIEAIIeM CCUeHUN Yepe3 TaKue OpraHe-
JIbI MOXHO OTYETJIMBO HAOMIOIATh LIEHTPaIbHBIN
MPOCBET LIMCTEPHBI U TPEXCIONHYIO JIEMEHTApHYIO
MeMOpaHy TOJIIUHO’ B 4 HM, C LIEHTPaJbHbIM CBET-
JIBIM cj1oeM B ~1.5—2.0 HM, COOTBETCTBYIOIINM CJIOIO0
ruaApoOOHBIX JUIIUIHBIX XBOCTOB, U aMOpPQGHBIM
BJIEKTPOHHO-TUIOTHBIM MAaTepPUajioM, JIeKOPUPYIO-
LIUM OUMCJION KaK CO CTOPOHBI JJIOMEHa, TaK U LIUTO-
mia3Mbel. HecMmoTpss Ha «ymM», co3gaBaeMbIid
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aMop(dHBIM MaTepraaIoM Mo nepudepun MeMOpaHbI,
Hajuuue OUucCIosi OTpaXkaeTcsl U B MUHUMyMax, U B
MaKCUMyMaX OTHOCUTEIbHOM 3JIEKTPOHHOM IJIOTHO-
CTH TI0 XOJy Oceil, MPOXOASIINX Yepe3 LIEHTPhI opra-
Hesut (puc. 2a, yBeJMYeHHbIe 00JIacCTU Ha Bpe3Kax i
U ii).

B pesynbTaTe ycuaeHus1 KOHTpacTa MeMOpaH Mmpu
OerioM ocMOTpe Helipomnwisi HauboJiblllee BHUMA-
HY€ TIPUBJIEKAIOT 3JIEKTPOHHO-TUIOTHBIE IIMCTEPHBI
SER B akcoHax 1 B 4yTh MEHbIIIEH CTeNIeHU B AICHAPY-
Tax (puc. 20). Jnst yno6cTBa AajbHENIIEro aHaIu3a
Mbl YCJIOBHO OOO3HAUWJIM CEUYEHUsS] TOHKHUX KOH-
TPACTHBIX LUCTEPH B aKCOHAX M B acTPOLUTaX Kak
LIMCTePHbI TUMA |, a HUCTEPHBI C pacIlIMPEeHHBIM ITPO-
CBETOM B OTPOCTKAax AaCTPOLMUTOB M B AEHIPUTAX,
BKJIIOYAs UX CIIEIMATIU3UPOBAHHYI0 DOPMY — LIMUITHU-
KOBBIIi ammnapar, Mbl OTHECIU K LMcTepHaM Tura 11
(puc. 20, Bpe3Ku i 1 ii).

SsER nmeHapuTOB HEIpOHOB M IIMITMKOBEIN ara-
paT BOBJIeYEHBl B pa3BUTHE KIIIOUYEBBIX (DeHOMEHOB
CUHAITUYECKOM TIAaCTUYHOCTU MO3ra — MOTeHIIMa-
LIMM U AENPECCUU CUHAINTUYECKOU mnepenayu, Bbl-

cBoGoxast noHbl Ca’t yepe3 pelernTopbl MHO3UTOJ
tpudocdara (IP3Rs) [60, 61] uau puanonuHa (RyR)
[62] 1 obecnieunBasg 0OpaTHbBIN 3aXBaT MOHOB KaJlb-
ueBoit AT ®a30ii sHAOIIA3MAaTUYECKOTO PETUKYITY-
Mma (SERCA) [63, 64]. UMMyHOpPEeaKTUBHOCTh Ha
RyR HabmomaeTcss 1 B HEMHUEIMHU3UPOBAHHBIX aK-
coHax [64, 65], mpoBeaeHEe UMITY/IbCA O KOTOPBIM

COTIPOBOXIIAETCSI OBICTPBIMU BCILIECKAMU Ca’' Bak-
comiasMe [66]. BecbMa BepOSTHO, 4YTO BBICOKAS
3JIEKTPOHHAS MJIOTHOCTh LIUCTEPH KaK IIUMTUKOBOTO
amnmapara, Tak 1 uuctepH sER B akcoHax u neHapu-
TaX BO MHOTOM OTpeessieTCsl BBICOKOM KOHIIEHTpa-
oUe B HUX MEMOpaHHBIX OSJIKOB, B TOM YHCJIe OT-

BETCTBEHHbIX 32 Ca2+—peryﬂﬂumo MpPOBEACHMSI CUT-
Hajla W cHMHanTU4eckKoi Imepemaun. Kak MoOKHO
BUIETHb Ha puc. 20, muctepHsl Tuna I u tumna I B act-
POLIMTAPHBIX OTPOCTKAX CXOAHBI MO 3JIEKTPOHHOI
IUIOTHOCTU M KOHTpacTy ¢ uucrepHamu sER B or-
pOCTKaxX HEHPOHOB — B HEMMEJIMHU3NPOBAHHBIX aK-
COHaX, IEHAPUTAX U ACHAPUTHBIX IUMuKax. IToato-
MY BeChMa BEpPOSITHO, UYTO 3JICKTPOHHAsI MJIOTHOCTD
muctepH SER B mepucnHanTMIecKnx OTpOCTKAaxX acT-
POLIUTOB Takxke (popMUpPyeTCs 32 CUET BHICOKOM KOH-
HEHTpalu B HUX 66IIKOB, B TOM 4YMUCJI€ CBsI3aHHbBIX C
MOHHBIM OOMEHOM M BHYTPUKJIETOYHOM CUTHAJIM3a-
LUEH.

ITyn memOpannbix opraness TAP mnpencrabien
MHKPOBE3UKYJAMH M KOPOTKMMM (hparMeHTaMH IIH-
crepn Thna I. PaHee ObUIO MOKa3aHO, YTO «<HUTEBU/I-
HBIe» LIMCTEPHBI B HEMUEJIMHU3MPOBAHHBIX aKCOHAX
MMEIOT JIMHY OO0 HECKOJbKUX MUKPOH, COCHUHSIS
en passant OYTOHBI IO XOAYy HEPBHOI'O BOJIOKHA [7].
ITo maHHBIM (hITyOpPECLEHTHO MUKPOCKOIIMU WUHU-
AL CIIOHTAHHBIX KAJIBLIMEeBBIX COOBITUI B aCTPO-
ATaxX MPOMCXOIUT Ha YPOBHE MX MEepUCUHAITUYE-
CKUMX OTPOCTKOB C TMOCJIEAYIOIIUM paclpoCTpaHeHU -
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em unonoB Ca?™ B 6Gosee KpynHbIE BeTOuku |[3].
I[ToaTOoMy BecbMa MHTPUTYIOIIUM ObLIO Obl MPEANO-
JIOXKUTh HaJWuue TaKUX LMCTEPH B TEPMUHATBbHBIX
acTpPOLMTAPHBIX OTPOCTKAX, KOTOPbIE MOIJIU Obl
o0ecreynBaTh IEHTPOCTPEMUTEIBHOE pacIpocTpa-

HeHMe BOJHBI MOHOB Ca’’ or okoHuaHwMil TepMU-
HaJIbHbIX OTPOCTKOB /IO Y3JIOB UX BETBJICHUS WU Be-
ToueK. OJHAKO HEU3BECTHO, UMEIOT JIU LIMCTEPHBI
tuma I B acTpoliMTax CXOOHYK OpraHU3aluio ¢ U-
cTepHaMU akCoHOB. [Ipu GersioM mpocMoTpe U300~
paxkeHUid HeHpomuiIss MOXHO OOpaTUTh BHMMaHUE
Ha HaJinyue OOJIbIIOrO YMCJia KaK CTPOTO TMoTepey-
HBIX CEUEHU KOHTPACTHBIX LIUCTEPH B HEMUEJIIUH-
3MPOBAHHBIX AKCOHAX, TAK U IPUCYTCTBUE B HUX TaH-
FeHUMAJbHBIX WJINW TIPOJOJbHBIX cedyeHUil SER
(puc. 26). Ho oOGHapyXuTh Takue e CeYeHMs LI1-
CTEPH B aCTPOLIMTAPHBIX OTPOCTKAX HE YAAETCs Aaxe
MpY IpocMOTpe OOIbIION TToanu cpesa. [ToaTomy
OCTaeTCsl HEeSICHBIM, SIBJISIIOTCS JIM LMCTEepHbI TUNa |
acCTPOLUTOB MPOTSKEHHBIMU LIUCTEPHAMU WU KO-
POTKUMU UX (PparMeHTaMu, WU JaXKe OTAeIbHBIMU
BE3UKYJIAMU.

151 peliieHrsI 3TOro BOpoca Mbl ITPOBEIN aHAIU3
uuctepH SER Ha cepuiiHbix cpe3ax. C HCIOJIb30Ba-
HUEM OMNTHUYECKOTO JMCEeKTOpa Mbl MOACYUTAIU
INIOTHOCTh CHHAIICOB B TOMOI'€HHOM Heﬁponnne
JIBYX CJIOEB CEHCOMOTOPHOM KOophl. B crosix [ w 11111
oHa cocrtaBisuia 188 = 16 n 154 = 8 (mean * SE,

n=23)B100 MKM®> COOTBETCTBEHHO. Hecmotpst Ha oT-
CYTCTBUE JIOCTOBEPHBIX pa3JIW4yUii B TJIOTHOCTHU,
GoJIbllice 3HAYCHUE TIPEIITOJIarajio OXBaT OOJIBIIETO
qycjia CUHAIICOB B OTHOM II0Jie 3pEHUSI, TTOITOMY

JIajibHe1mMi aHanu3 uuctepH SER Mbl mpoBoaniau B

Heliporuie cios I kopel. AHanu3 He MeHee 200 MKM?

Helponwisa ciaos | ceHCOMOTOpPHOIT KOpPBI ITOKa3all
OTCYTCTBME B aCTPOLIUTAPHBIX OTPOCTKAX MPOTSKEH-
HBIX HUCTEPH TUTA I, CXOAHBIX C TEMU, YTO HAOIIOa-
IOTCSI B HEMHMEIIMHM3MPOBAHHBIX akKcoHax (Oesas
CTpejiKa B NIpaBoil yacTu cpe3oB /—6 Ha puc. 3a;
Bpe3Ka ii Ha cpe3e 4 Ha puc. 3a). B naHHoi1 paboTe MbI
He MPOBOMMIM MacIITaOHOTO KOJIWYECTBEHHO aHa-
mm3a uuctepH SER, HO meTanbHBIN KadyecTBEHHBIH
aHau3 JaXe OrpaHMYEHHOTro oObeMa HeWpomuist
IMO3BOJISIET COCTAaBUTH IIPEACTaBIIeHEe 00 OpraHm3a-
LIMM U pacnpeaeeHu LIMCTEpH Tina [ B TepMuHalb-
HBIX TEPUCUHANTUYECCKUX aCTPOLIUTAPHBIX OTPOCT-
Kax. Tak, B pe3ynbraTe 3D-peKOHCTPpYKIIUM CErMEH-
TOB CMHAIICOB 10 IIECTU CEPUAHBIM U300PaKeHUSIM,
MpeICcTaBICHHbBIM Ha pUC. 3, B TEPMMHAIBHBIX OT-
pOCTKaxX BOJIM3U IIECTU CUHAIICOB MBI OOHAPYKWJIU
JIMIIIb BOCEMb LIMCTEPH TUIIa | (OTMeUeHbI CcTpeIKaMu
Ha Bpe3Kax i—iii Ha puc. 36 u 3B). IIpodunu ucTepH
tuna [ MoXXHO OBLIO IIPOCIIEINTD JINIIIDL Ha IBYX-TPeX
1 PEIKO Ha YEeThIpEeX cpe3ax B Cepuu, YTO MpU pac-
CUMTAHHOM TOJIILIMHE Cpe30B (42 HM) COCTaBIISIET HE
6omee ~130—170 am (TAP cnpaBa oT 111€J1eBOTO KOH-
TaKTa Ha 4YeTBEPTOM-IISITOM Cpe3axX 1 Bpe3Ka i Ha 4eT-
BEPTOM-IIIECTOM cpe3ax Ha puc. 3a). Mbl He HabIIO0-
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nanu npoHnkHoBeHus B TAP Hu iucrepH tuna I, Hu
IIUCTEPH PETUKYJIyMa, aCCOIMMPOBAHHOTO C MHUTO-
xoHapusmu (puc. 36,8). Jpyrue opranemnsl B TAP
ObUTM TIpEACTaBJIEHBI TOJBKO OMUHOYHBIMU BE3UKY-
JIAMUY MWW WX TPYITIIaMMU.

PaHee ¢ ucrionb3oBaHUEM UMMYHO3JIEKTPOHHOI
MHUKPOCKOIIMM B TEPUCHUHANTUYSCKUX OTPOCTKAX
ACTPOLUTOB ObUIO MMOKA3aHO HAJTMUME CXOOHBIX C CU-
HanTUYeCKUMM, HO MeHblero pasmepa (~30 Hwm)
MUKPOBE3UKYJI, UMMYHOPCAKTMBHBIX HAa aHTUTECJIA K
BE3UKYJISIDHBIM TpaHCIOpTepaM TiyTaMata, Leyo-
peBUHY M KoaroHucty rimyramatHeix NMDA penern-

TOpoB D-cepuHy, KOTOPHIiI BEICBOOOXKIACTCS Ca®"-
3aBUCUMBIM o6pa3oM [16, 17, 67]. BoiaHe BeposITHO,
YTO U HabJIo1aeMble HAMU BE3UKYJIbl, 00J1a1asi CXO/-
HbIMM pa3dMepamu, NPEACTaBISIOT COOOI TyJ MUK-
POBE3UKYJI, COAEPXKAIIIUX INTMOTPAHCMUTTEPHI.

AHanm3 cepuii n300paxkeHUl OTPOCTKOB ITO3BO-
JisieT HabJoaaTh MUKPOBE3UKYJIbl MPUKPETJIeHHBI-
MU K IUIa3MaTU4eCKOoi MeMOpaHe, B TOM YHCIe C 00-
pa3oBaHMEM OMeTra-II0J00HBIX npoduieii (He moka-
3aHO) MO TUITY YACTUYHOTO CAUSIHUSI CHHATITUYECKUX
BE3UKYJI C MeMOpaHOIi aKCOHAJILHOTO OyToHa. OmHa-
KO HESICHO, OTpaxKaloT JIM TaKue IMpoGWInd IIPolece
BBICBOOOXIEHUST UX COAEPKMMOTO, WM K€ MHTEep-
HaJmM3anuio ¢pparMeHTa MeMOpaHbI B (popMe KaBeo-
e, B TO 3Ke BpeMs Ha puc. 3a MOXKHO BUIETH ITOCTE-
TIeHHOE cy:KeHue HucTepHbl TuIa 11 (uepHbie cTpe-
K1 Ha cpe3ax 6-1 cieBa) ¢ muameTrpoM ~40 HM B
mucrepHy Tura I ¢ nmamerpom ~15—20 HM (Bpe3KH i
Ha cpe3ax 3- 1 Ha puc.3a). LluctepHbl KOPTUKATBHOTO
SER sykapuoT — AuHaMU4YHbIe CTPYKTYpPHI, OABEP-
KEHHBIC HEIIPEPHIBHOM IePEeCTPOKe, CIUSTHUIO U
pacuierieHuo [68, 69]. Ha6miomaemoe Ha puc.3a
CyXXeHHEe LIMCTEPHBI C YBEJIMYEHUEM KPUBU3HBI M-
MMATHOTO CJIOSI MOXKET OBITh IIPM3HAKOM OTIICILICHUST
TOHKMX KOpPOTKHX (pparMeHTOB SER OT KOHYMKOB
muctepH [70] ¢ dopMupoBaHUEM KOPOTKMX LIUCTEPH
tuna I. Cyxxenue umucrepHsl Tuma 11 moxHo Ha6I10-
JIaTh U Ha Bpe3Ke puc. Ir. B Macce cyxkeHue umcTepH
JI0 CUMTAHHBIX HAHOMETPOB MOXHO HaOJII0IaTh B
HelpHuTax B pa3BUBAIOIIEMCS MO3Ie, OCOOEHHO B KO-
Hycax pocTa, B KOTOPbIX MPOUCXOAUT aKTUBHAS Te-
pectpoiika SER [31]. OtmerjieHue HaHOMETPOBBIX
BE3UKYJISIPHBIX (PparMeHTOB («Be3UKYIsIpHEI» SER)
OT IIPOTSIKEHHBIX LIUCTEPH ObLIO IT0Ka3aHO B MUEIM-
HU3UPOBAHHBIX aKCOHAX Ha CEPUIHBIX Cpe3ax U Io-
ciie umaiperHauuu sSER terpokcuoom ocmus [5, 71].
CriocobcTBOBaTh pacuierieHuIo nuctepH SER B act-
poluTax MOT Obl KaK BBICOKHI YPOBEHb 3KCIIPECCUU
ATL3 [72], ¢ Haubonee cimaboil cpeau aTIaCTUHOB
crrocobHocThIO cimBaTh ¢pparMeHTH SER [73], Tak n
3HAUYUTEJIbHASI TIOABVMKHOCTh MEPUCUHATITUYECKUX
OTpOCTKOB [54, 55, 74]. Ho ¢ mpyroii CTOpOHBI, pe-
3yJIbTaThl UMMYHORJIEKTPOHHO MUKPOCKOIIMU I10-
Ka3blBalOT HaJIMYME KaBeoJMHa-1 BHYTpU TIepUCU-
HanTUYeCKUX OTPOCTKOB acTpoLMTOB [17], 9To mpen-
rmoJjaraeT MHTEPHAIN3a1INIO0 IUIa3MaTU4IeCKOM
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MeMOpaHbl B popMe KaBeosd. I103ToOMy HEMMOHSITHO,
SIBJISIIOTCSI IU UICTOYHUKOM KOPOTKUMX LIMCTEPH TUMa I
OoJjiee MPOTSLKEHHBIE IMCTEpHEI THMA 11, 1t ke oHu
00pa3yloTcs B pe3yJIbTaTe 3aXBaTa YacTH IUTa3MaTH-
YyecKoii MeMOpaHBI B (pOopMe MUKPOBE3UKYJI U HX
CIIMSIHUSI B TpyO4yaThle CTPYKTYpPbI, IOJOOHO TOMY,
KaK 3TO NPOMCXOOUT B DHIOCOMAaX IpeCUHAIITHYe-
ckux 0yToHOB [75]. UHBIMU CJIOBaMM, BOITPOC COCTO-
WUT B TOM, SIBJISIIOTCS JIM HaOJItogaeMble HAMU LIUCTEP-
HEBI TUTIA | TPOM3BOAHBIMU MPOTSKEHHOM 9HIOTLIA3-
MaTUYECKON CeTU WM TIPEIACTaBIISIIOT  COOOM
KaBeOCOMBI/HIOCOMBI [76], CXOmHBIE IO CBOEH
Mopdoioruu ¢ uucrepHamu sER.

Ha wsompoBaHHOI KyIbType KOPTUKATBHBIX
acCTPOIIMTOB U B TIEPEKUBAIOIINX Cpe3ax TUITIIOKaMIIa
ObLIIO TMOKa3aHO, YTO JOMWHAHTHBIM MCTOYHUKOM

MOHOB C32+ JIA 3allyCKa KaJIbLIMEBBIX COOBITUI 1
BBICBOOOXIEHUS TJIMOTPAHCMUTTEPOB ABJIAIOTCA IBa

BHYTPUKJIETOYHBIX JIETI0 UOHOB Ca’*: RyR- u IP3R-
3aBUCHUMBIe [67, 77—79]. Ilpn 3TOM 3HAYUTEITBHOE

YKCJIO pabOT CBUACTEIILCTBYET O IIPOSIBJICHUU Ca?'-
COOBITHIT Ha mepudeprun acTpPOLIMTAPHOIO BETBJIC-
HUSI, B MaJICHbKHUX BETOYKaX acCTPOLIMTApPHOU ceTu
(cM. 0030p [80]). Tak ke 1 POKyCHI AeHOIIpU3aALUN
HaOJII0JAI0TCS B AUCTAJIbHBIX OTPOCTKAX B HEMMOCPEI-
CTBEHHOI OJIM30CTU OT CHMHAIMCOB, MPU 3TOM CKO-
POCTh HapacTaHUs IIOTEHIIMAaIa B HUX B OTBET Ha BbI-
COKOYACTOTHYIO CTUMYJISILIMIO CHUXKAETCS ITOUTU Ha
40% B cpene ¢ IBYKpaTHO CHUXXEHHOU [Ca2+]O [4].
Bce atu nanHbie penmnosnaraioT Haimure B TAP 1u-
crepH SsER, Hecymux IP3R miu RyR. OgHako 1o Ha-
crosiee Bpems naHHbIe 0 Haanduu RyR niom IP3R B
PAP, monTBepxXKmeHHBIE METOJAaMU WMMYHO3JIEK-
TPOHHOI MUKPOCKOITUU, OTCYTCTBYIOT.

B pa6orte [17] *MMYHOIIUTOXUMWYECKH OBLITO MO~
kazaHo Haimuue B PAP crnemmdpuueckoro Mmapkepa

SER — Ca?"-cBasbiBatowero Genka KaJIbpEeTUKYJIH -
Ha. MHTepecHO, 4YTO METKU Ha KaJbpPETUKYJIUH HE
MepeKphIBaAIMCh ¢ METKAMU Ha TpaHCIOpTep IIyTa-
mata VGLUT1, a Mmetkrt Ha VGLUT 1 He 6BIIM KOJTO-
KaJIM30BaHbI C METKaMU Ha KaBeoJauH-1. OTcyTcTBUE
KOJIOKaMM3aluy Mpearnoaarajio HajJuuyue pasnaeiib-
HbIX MyJioB Be3ukys, Hecymux VGLUTI u kaBeo-
JuH-1. OMTHOBpEeMEHHOIr0 UMMYHOMEUEHMS Ha KaJlb-
PETUKYJIMH U KaBeOJUH-1 aBTOPHI HE TIPOBOAWIIN, HO
OTMeEYaJIi, YTO €CJIM MeTKa Ha KaBeoJIMH-1 pacmnoJia-
rajach Ha CXOIHBIX C CHHAITUYECKMMU MUKPOBE31-
KyJlax, TO METKa Ha KaJbpeTUKYJUH — HaJl TPyO4aThI-
MU cTpyktypamu. CornacHo puc. 3 B padote [17] u
puc. 6 B IOTIOJIHUTEILHOM MaTepualie K Heil MeTKa Ha
KaJIbpeTUKYJIMH pacriojlarajach Haja LUCTepHAMMU
mrpuHOi ~40—60 HM, Haf Cy>KafOITNUMICS X y4acT-
Kamu 10 ~20 HM M Hag KOPOTKMMM (dparMeHTaMH
LIMCTEPH C auaMeTpoM ~16 HM. PasMepnl Takmx
¢parMeHTOB CXOMHBI C pasMepaMu HabJI0daeMbIX
Hamu nucTepH tuna I. Takske 1 B mpecMHANITUYeCKUX
OyroHax MMMyHHast MeTka Ha IP3R HaOmomaercs
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tosibKO B SER, HO He B 3HImocoMax [63]. JJaHHbIe dak-
Thl B COBOKYITHOCTHU C pe3yjJbTaTaMU UMMYHOBJICK-
TPOHHOI MUKpOCKOTUU [17] MO3BOJSIOT ¢ BBICOKOI
CTETIEHBIO BEPOSITHOCTU CYUTATh, YTO OOHAPYKEH-
HBIe HAMU LIMCTEepHBI THUNA | MMeloT SHIOMeMOpaH-
HOE MPOMCXOXIACHUE U SIBISIIOTCS KOMITOHEHTaMU

+
BHYTPUKJIECTOYHOI'O IO MOHOB Ca2 . HeﬂCHO, AB-

JISTFOTCS JIM HUCTEPHBI TUTIA | B1eMeHTapHbIMU (par-
MeHTamu aemno B TAP, unu nyjl MUKpOBE3UKYJI TeTe-
pOTeHeH U Hapsioy C Be3UKyJaMu, coAepKalliMu
[IMOTPAHCMUTTEPHI, BKIIIOYAET U KAJTBIIMOCOMBI (CM.
0030p [81]. Tem He MeHee, SIBISISICH €IMHCTBEHHBIMU
dparmentamu SER B TAP, uiuctepHs! Tuna I, mo-su-
IUMOMY, TIPEACTABIISIIOT CO00I yAbTPACTPYKTYPHYIO
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Puc. 3. YabrpacTpykrypa nuctepH sER B acTporimtapHbIX OTpocTKax B Helipornuie ¢jiost | ceHCOMOTOpHOI KOPBI MO3Ta MBIIIIH.
(a) — ®parmMeHT U3 1IecTU cpe3oB (/—6) B cepuu, XapaKTepusymoluii Mopdoornio u pacrpeneiecHue nucrepH sER B
TEPMUHATBHBIX ACTPOLMTAPHBIX OTPOCTKAX B HEIMOCPEICTBEHHOW OJM30CTM OT aKTUBHBIX 30H cuHarncoB. MparMeHTHI
M300pakeHUM CEPUITHBIX CPE30B 3aXBaTHIBAIOT IIIECTh CUHATICOB B OKPY>KEHHMU IBYX OTPOCTKOB aCTPOIIMTAa — TOHKOI BETOYKU
C TepMUHAJIBbHBIM OTPOCTKOM BOMM3M cuHarcoB III5-1116 cieBa M IIMPOKOI BETOYKHM, COAEpXKAIeil MUTOXOHAPUIO C
MEePUMUTOXOHAPUATBHBIMU LIMCTEPHAMU PETUKYJIYMa, OT KOTOPOI OTXOIAT TePMUHATbHbBIE OTPOCTKYU BOIM3U cuHaricoB 11—
L114. ActpouuTapHble OTPOCTKHU MTOMeYeHbI 3Be3104KaMu. CTOUT 0OpaTUTh BHUMaHUE Ha TO, YTO HU LKcTepHa tuna Il u3
TOHKOI BETOUKU, HU ofHa u3 uuctepH sER, acconmupoBaHHOro ¢ MUTOXOHIpUeEil, He pacnipoctpaHsieTcsi B TAP, KoTopble
colepxXaT TOJbKO MHUKPOBe3WKyJibl M LucTepHbl SER Tuma I. B meHTpe mpaBoit yactu maHenu (a) BbiAejeHa 00JacTb
¢ LIMCTepHOit Tnma | B TepMUHAIBHOM OTPOCTKE, KOTOPasT TIPOCIIEXKUBAETCS TOJIBKO Ha TpeX cpe3ax (Bpe3KH i Ha cpe3ax 4—6
naHesnu (a); Bpe3ka i Ha maHesnu (B)). CripaBa OT IEJIeBOrO KOHTaKTa LIMCTepHY THMa | MOXHO MpOCAeanTh TOJBKO Ha IBYX
cpesax (cpe3bl 4 1 5 maHenu (a); Bpe3ka iii maHeau (B)). C y4eToM pacCUMTaHHOM CpeaHel TOJNIIUHBI CPe30B B cepuu (42 HM)
IUTMHA 3TUX IIUCTEPH cocTaBisieT 84 u 126 HM cooTBeTcTBeHHO. CM. JeTalbHOE OMMCaHWe B OCHOBHOM Tekcte. (6) — 3D-
PEeKOHCTPYKLMSI (hparMeHTa OUCTAIbHOM TOHKOM BETOYKM U TEPMUHAIBHON MEPUCUMHANTUYECKON JaMesibl acTpOLMTa.
@dparmMeHT TOHKOI BeTouku comepXuT uuctepHy sER tumna 11 (I1 Ha Bpe3ke i), a Takske MUKPOBE3UKYJIbI U LIMCTepHBI TUMa I
(oTMeUYeHbBI CTpeJIKaMU Ha Bpe3kax i—iii). TOHKMi yIIOIeHHBI y4aCTOK TEPMUHAIBHOTO OTPOCTKA, OTXOASIIMI OT BETOUKHU
K cuHarncy 5, auiueH uuctepH sER m MUKpoBe3MKy1, HO MX MOXHO HaOJ0JaTh B PAaCIIMPEHUU TEPMUHAJIBHOIO OTPOCTKA
BOIM3M MHTepdeiica «aKCOH—IIUMUK» (Bpe3ka ii). (B) — dparMeHT pacIIMpeHHOM acTpOLMTApHON BETOYKW WM y3ja
BETBJIEHUSI TEPMUHAJIBHBIX IMEPUCUHANTUYECKUX OTPOCTKOB aCTPOLIMTA, COIepKalllero MUTOXOHAPHUIO (He MoKa3aHa) W
accollMMpOBaHHbIE C HElo LIMCTEpHBbI miaakoro u 1epoxoBatoro ER. IlucrepHbl Tuma I U MUKpPOBE3UKYJbl MPOSIBISIIOT
nuddepeHmanbHoe pacnpeneneHue B TAP, koropoe Koppenaupyer ¢ MOpGhOJIOrMYeCKMMU KPUTEPUSIMU aKTUBHOCTU
cuHaricoB. CM. IeTajibHOE OMMCAaHUE B OCHOBHOM TEKCTE. YCIIOBHbIE O003HAUYECHUsI M COKPAILEHUS: B — BETOYKA aCTPOLIUTA,
J1 u 12 — nennputbl, M — MutoxoHapuu, MOP — accolMMpoBaHHBIN ¢ MUTOXOHIPUSIMU SHAOIUIA3MAaTUUECCKUI PETUKYIIYM,
CB — cunantumyeckue Be3ukyibl, CII — cuHanThueckast Ienb, TO — TepMUHaIbHBINA oTrpocTok, LII1—II16 — romoBku
JIEHIPUTHBIX LIUITUKOB, COOTBETCTBYIOT HOMepaM cuHaricoB 1—6 Ha 3D-pekoHcrtpykiuu; IIIA — MIMMUKOBBIA armapar,
mDP — ¢parMeHT LIepOXOBATOr0 KOMIIAPTMEHTA SHAOIIa3MaTUYECKOTo peTuKyiayMa, I K — meneBoit kontakt mexay TAP.
B anexTponHOit Bepcun PAP okpallleHbI cepo-royobIM, IIMITUKN — cepbiM, SER IIMIMTMKOB 1 IIMITMKOBEIH armapat — TeMHO-
CepbIM, TTpeCUHATITUYECKME OYTOHBI — akBaMapuHOBBIM, PSD — kpacHbiM, nuctepHbl Tina I v tuna I1 1 MUKpOBE3UKYJIbl —
TeMHO-KopuuHeBbIM. 1lIkana Ha ocHoBHOM maHenu (a) — 500 HM, Ha Bpe3kax — 50 HM; LIKaJIbl Ha MaHess1x (6) u (B) — Ky0 ¢

rpaHbio 250 HM.

+
OCHOBY U IIEPBUYHOE 3B€HO B Pa3BUTUU Ca?t-cobmi-
tuii B TAP.

Ilucrepnnl SER Tina I u Mukpose3ukyJibl B TAP Ko-
JIOKAJIM30BAHbI C AKTUBHbIMH 30HAMH AKTHUBHBIX CH-

Hancos. [lofapistioliee Ynciao crioHtaHHbix Ca’’-
COOBITUII B aCTPOLIMTAPHOI CeTU HEe pacIIpOCTpaHsI-
€TCsI IEHTPOCTPEMUTENILHO 10 BETOYKaM acTpOlLIMTa,
a JJokaJbHO 3aTyxaeT [3]. TakKe U CTUMYJISILIST BXO-
JIOB K TPYMIIE CMHAIICOB IIPUBOAUT K BO3HUKHOBE-
HUIO KPaTKOBPEMEHHBIX pa3HOro pasmepa (hOKyCcoB
nenonspusanuu TAP [4]. DTo TOBOpUT O TOM, OTBe-
THI IepU(epUIeCKNX aCTPOLIUTAPHEIX OTPOCTKOB HAa

CUHATITUYECKYIO aKTUBHOCTh W CITOHTAHHAasI Ca?'-
akTUBHOCTb TAP MoOryT OBITh CBSI3aHBI KaK C aKTHUB-
HOCTBIO KOHKPETHOI'O CHHAIICA, C KOTOPhIM KOHTaK-
TUPYET OTPOCTOK, TaK U CO CTPYKTYPHOM OpraHu3a-
ueii camoro TAP.

MbI npoBesiv NMWIOTHBIN aHaIW3 paclpeaeaeHus
muctepH SER u Be3ukyn B TAP, mpeacTaBieHHbBIX HA
puc. 3. Ecau mecth peKOHCTPYMPOBAHHBIX CUHATICOB
YIIOPSIAOYUTD 11O BO3PACTAHUIO TPU3HAKOB UX 3PEJIO-
CTU U (PYHKUMOHAJIbHONW aKTUBHOCTH, TaKMX Kak
pa3Mep MocTCUHAINTU4YecKoro yrjaoTHeHus (PSD)
[82] man akTUBHOI 30HBI CMHATICA U CTEIICHU Opra-
Huzauuy uuctepH sER u mmmrkoBoro ammapara [6],
MOXHO OOHApyXUTh B3aUMOCBSI3b MEXIY aKTUBHO-
CTBIO CUHAIICca U paclipeeieHrueM LHUCTepH Tuma I u
MUKpPOBE3UKYJ. Tak, IeHAPUTHBIN UMUK 4 JUIIeH
He TOJIbKO LIMITMKOBOTIO anrapara, HO U OTAEIbHBIX
nuctepH SER, 9To Hapsmy ¢ MakynasipHOii (hopMoii 1
nuameTpoM PSD ~250 HM cBUIETEBCTBYET O C1ab0it
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akTUBHOCTU cuHarica. B TAP BOau3u 3TOro cuHarica
pacriojioxxeHa eIMHCTBEHHasl LucTepHa Tuna I, yna-
JIEHHasT OT uHTepdeiica «aKCOH—IIUITMK» Ha 260 HM
(Bpe3kH i Ha cpe3ax 4—6 Ha puc. 3a u 3B). [lIunuk 5
TakXKe JIUIIEH IIIMIMKOBOro afrapara, HO B €ro HOX-
Ke pacriojoxeHa nuctepHa sER, moxonsiias no ro-
noBku ¢ PSD muamerpom ~275 Hm (cpe3nl [—4 Ha
puc. 3a u 36). Ero npecuHanTuueckuii OyToH coaep-
KUT OOJIbIIIee YMCIIO CHMHAINTUYSCKUX BE3UKYJ, a B
HEMOCPEeACTBEHHO MPUJIETaleM K CUHAIITUIECKOMI
mesu TAP (3Be3nouka Ha cpe3e [ Ha puc. 3a) MOXHO
HaOMI01aTh JBE KOPOTKUX HUCTepHBI Tuna I u He-
CKOJIBKO MMKpPOBE3MKYyJ (Bpe3Ka ii Ha cpe3e 3 Ha
puc. 3a, Bpe3ka ii Ha puc. 36). B rojjoBke mmmnuka 6 ¢
mmameTpoM PSD ~270 HM MOXKHO BUIETh IIUCTEPHEBI
CJIabopa3BUTOrO IIMITMKOBOrO armiapara (cpe3 / Ha
puc. 3a u 30), 3HAUUTEIIBHOE YKCJIO CUHAIITUYECKUX
BE3UWKYJ B OyTOHE, a B IIpUJIeraronieii TOHKOH BETOY-
ke PAP pacrioyioxkeHbl MUKPOBE3UKYIbI, LIUCTEPHBI
tuna I u nuHHasg uuctepHa tTuna I, npoxoasiunast B
HEIIOCPEACTBEHHOM OJM30CTHM OT CHUHAITUYECKOMN
ey (4epHasi CTpeika B JISBOM YaCTU CeprUM N300pa-
>KeHMI Ha puc. 3a, Bpe3ka i Ha puc. 30). IIpu Tom, uto
B TOJIOBKE IIUIIMKA 3 MOXHO HAOIIOmaTh JIMIIb OT-
nenbHBIe IMCcTepHEI SER, B ero HoXKe pacriojiaraet-
Cs1 XOPOIIIO Pa3BUTHIN IIMIIMKOBBIN anmnapar (He Io-
kazaH), a PSD nuamerpom ~340 HM CBUIETEIbCTBYET
0 3HAYMTEJILHO OOJIBIIIEii €Tr0 aKTUBHOCTH I10 CpaBHE-
HUIO ¢ cMHancamMu 4—6. B nepucruHanTM4eckoMm acr-
POLIMTAPHOM OTPOCTKE CIIpaBa OT IIEJIeBOro KOHTaK-
Ta pacIoJIOXKeHa KOpOTKasl 1iMcTepHa Tuna I, Torna
KaK B OTPOCTKE C OOJbllIeil TJIOIIaIbl0 KOHTaKTa C
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CUHAITUYECKON IIejblo (clieBa OT IIEJeBOTO KOH-
TaKTa) MOXHO HaOII0AaTh KaK HUCTepHY THUIIa I, Tak
u He MeHee 10 MuKpoBe3uKy:1 (Bpe3Ku ii Ha puc. 3B 1
cpese 2 Ha puc. 3a). Taxke u BOau3u uHtepdeiicon
«aKCOH—IIUIINK» BBICOKOAKTUBHBIX CUHATICOB 1 1 2,
OIVH M3 KOTOPBIX 00J1aJaeT BHICOKOPA3BUTHIM IIIH-
MAKOBBIM amnrapaToM W HauOOJbIIEH TJIOIIaablo
PSD, MoxHO Ha0/M01aTh CKOTIJIEHUSI MUKPOBE3UKYJT
u uuctepH Tumna I (Bpe3ka ii Ha cpese 4 Ha puc. 3a;
Bpe3Ka iii Ha puc. 3B). CuHarChl 1 1 2 Ha CMEXHBIX
cpe3ax B cepuu (He MOKa3aHO) UMEIOT OOJIBIIYIO TLIO-
mangb KoHTakTa ¢ TAP 1Mo cpaBHeHUIO ¢ cMHAIIcCaMu
3—6, COOTBETCTBEHHO U GOJIbIIEE YUCIIO MUKPOBE3U -
Kyl 1 uucTepH Tuna | BOJIM3KM ¢ TpaHUIIaMHU UHTEP-
¢eiicoB «aKCOH—IIUIIAK».

OueBUIIHO, UTO pacripenejeHue uucrtepH sER B
TAP He ciyyailHO M pe3yJbTaT MWUJIOTHOIO aHAaIM3a
BCETO JIMIIb IIEeCTU OJIU3JIeKalUX CUHAIICOB CBUIE-
TEJILCTBYET O TEHAEHIIMM MUKPOBE3UKYJ U LIUCTEPH
tuna | pacnosaratbcsi BOJIM3M CUHANTUYECKUX I1IE-
Jiel uau uHTepdheiicoB «aKCOH—IIUMUK» TeX CUHaI -
COB, KOTOpPbIE UMEIOT XapaKTepHbIE TIPU3HAKU BbICO-
KOM akTMBHOCTHU. Takoe pacmnpeneieHre MeMOpaH-
HbIX opraHeJu1 B PAP coryacyeTcst ¢ OTHOCUTETbHBIM
qucyioM nernosisipusyeMbix TAP B pesynbraTe BBICO-
KOYaCTOTHOM CTUMYJISILIMM W TMporiopiueir rpubo-
BUIHBIX I€HAPUTHBIX IIMNKUKOB. [TpocToit pacyet no
puc. 4 B pabote [4] moka3bIBaeT, YTO €CJIM B (DOKAJIb-
HOIM TUIOCKOCTM TOJIIMHOM 1 MKM U TUIOLIAJbIO

100 Mkm? HaGmomaercss ~25 GOKyCOB Aernosipu3a-
LIMM, TO C YYETOM IJIOTHOCTU CUHAIMCOB B cosx 11—
I1I xopsI (CM. BbIlIe) OTHOIICHMWE YMCIa CIIOTOB Je-
MoJsIpU3aliii K IUIOTHOCTM CHUHAIICOB COCTaBUT
25/154 (~1/6 wim ~16%). DTO 3HAYEHME TIPUOITN3U-
TEJIbHO COOTBETCTBYET WJIX YyTh OOJIbIIIE ITPOTTOPIINI
Hanbosiee aKTUBHBIX CHMHAIICOB, OOpa30BaHHBLIX Ha
TPUOOBUIHBIX IIUNWKAX (CM., Hallpumep, padOThI
[83, 84]). Ha puc. 3 u3 11ecTu CMHAIICOB JIUIIb OIUH
MMeEET BBICOKOPA3BUTHIM IIMIIMKOBBLIM arrmapar, a
JIBa U3 IIECTU CUHAICOB MMEIOT OOJIbIIYIO TLIOIIAlb
PSD. BepositHO, Tipy HOpMaJIbHbIX (PU3MOJIOTHYE-
CKMX yCIOBUSX TOJBbKO TAP s3Tnx HamOoJsiee KpyImHbBIX
CUHAIICOB MOIJIM OBl TMPOSIBJISITH AETOJSIpU3ALINIO,
Torma Kak aktuBanus TAP MeHee aKTUBHBIX CUHAII-
COB MoIJIa Obl IIPOUCXOIUTh B pe3yabTaTe Pa3sBUTHUSI
CYJIOPOXKHBIX COCTOSTHUI. B 3TOM OTHOIIIEHUU UHTE-
PECHO OBITIO OBI KICCIIENOBATh YJIBTPACTPYKTYPY U Tie-
pepacnpenenenuie SER B TAP B cocTosTHUM snmiert-
CUU, TIOCKOJBKY TIpM Pa3BUTUM SIHWJICTITUYSCKOTO
cTaTyca HaOJIOMaeTcsl KaK CHUKEHUE BETUYWHBI

Ca2+—0061)1T1/H71, TaK U COIPSKEHUST aCTPOLIUTOB IO~
CPEICTBOM IIIeJIeBBIX KOHTAKTOB [85].

B oTanume oT AEHAPUTHBIX LIMITMKOB, KOTOpbIE
coxpaHsioT GOpMy dYachl, THU U Mecausl [86, 87],
PAP — 5T0 o4eHb TUIaCTUYHBIE CTPYKTYPbI, MEHSIIO-
e cBoto (GopMy Kak in vitro, cO CKOPOCTbIO 10
500 HM B MUHYTY, TaK U in vivo [54, 55, 74]. Jlokanb-
HBIH (hOTOIN3 CBSI3AHHOTO TJIyTaMmarta BOJIM3U CUHAII-
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ca MPUBOIUT K YBEJIUYEHUIO €Tr0 U30JISIIIUY aCTPOIIM-
TapHBIMU JIaMeJUIaMU [55], 4TO OOBSICHSIETCSI BBICO-
Ko  aPUHHOCTBIO  TAMAJbHBIX  KJIETOK K
HelpoTpaHcMuTTepaM [88] U ceTeKTUBHOM accolra-
uueit PAP ¢ Haubosnee akTMBHBIMUM cuHaricamu [10].
Ecnu B mmnukax Tpancopt nuctepH sER 1 Be3ukyn
ocyuiectBisercs muoduHamu 11, VI, V [89], To o me-
XaHU3Max TpaHcIopTa 3HAoMeMOpaH B PAP Huuero
He u3BecTHO. [lockonbKy KopTuKambHEIM SER cBsI-
3aH C LIMTOCKEJIETOM [68], TO B OTCYTCTBME aKTUBHO-
ro TpaHcrnopTa MeMOpaHHbIe OpTaHeJIbl MOTJIU Obl
3aTSTMBATbCSl B JlaMeJLIbl IMTACCUBHBIM 0Opa3oM Ofi-
HOBPEMEHHO C UX POCTOM B OKPYKEHUM CHUHAaIICa.
OpHako TeHAeHLMs uucTepH Tvia I u MUKpoBe3u-
KyJl pacriojiaraTbCsi IpyIiamMu BOJU3U CUHAITUYe-
CKOI1 1IeJT aKTUBHBIX CUHATICOB IMO3BOJISIET MPEATIO-
JlaraTh CYyIIECTBOBAaHWE MEXaHW3Ma aKTUBHOTO Ha-
MpaBJIECHHOTO TPaHCMOPTa MeMOPaHHBIX OpTaHesT B
TAP. TloTeHUIMaAbHBEIM MOTOPOM B 3TOM IIpoliecce
MOT OBl CJTy>KMTb HEMBIILIEUHbII1 MUO3UH Va, KOTO-
DBl B KyJIbTUBUPYEMBIX aCTPOLIMTAX OCYIIECTBIISIET
HanpaBJeHHbIN Be3UKYJISIpHBbII TpaHcTiopT [90].

Boiire Mb1 otmevanu orcyrcrBue B TAP paciim-
peHHBIX tMcTepH Tuna I1. ITpm Tom, gyto TAP gacTo
“MeroT GopMy CUJIBLHO YIUIOIIEHHBIX JlaMeJll, TIpo-
TUCHYTBIX MEXIY OTPOCTKaMW HEUPOHOB, 3aTSTU-
BaTh KpymnHble nuctepHbl Tumna II B TAP, kak aTto
MPOUCXOAUT B IIMMNUKAX, B MUHYTHBIX BPEMEHHBIX
WHTepBaJiax ObLIO Obl SHEPreTUUECKU HEBBITOTHO. B
TO X€ BpeMsi HAaHOMETPOBbIE pa3Mephbl IJeMeHTap-
HbIX 1McTepH SER Moryr cnmocoO0cTBoBaTh MX MO-
OWJILHOCTH, O0Jieryasi HarpaBieHHYI0 TpaHCIOPTH-
POBKY 4epe3 yIUIOolIeHHbIe yuacTKu. Eciu nBrxeHue
JlaMeJlJT K aKTUBMPOBAHHOMY CUHAIICy 3aHUMaeT MU -
HYTHI [55], TO mepecTpoiika CTPYKTypbl KOPTUKAJb-
Horo SER 3aHmMaeT cuumTaHHbIe CeKyHOBI [68, 69].
ITmactmanocts TAP B COBOKYITHOCTH C OBICTPOIA TTE-
pectpoiikoii SER 1 MOOWIBHOCTBIO €ro 3J1€MEHTOB
MOTJIU ObI 00eCcTIeYnBaTh OBICTPYIO TOHKYIO HACTPOI-
Ky HEMPOH-TIJIMaJbHOIO B3aMMOJACHCTBUS B CHUHAII-
caX B 3aBUCMMOCTH OT IPEeCUHANTUYECKON aKTHUB-
HOCTH.

SAKJIFOYEHUE

B naHHoi#1 pabote Mbl MPeANPUHSIN TTEPBYIO TTO-
NBITKY Oosiee netanbHO MccaenoBaTh SER B oTpoct-
KaxX acTpOIIUTOB, YJIbTPACTPYKTYPHBIE NETaTU KOTO-
poro Jiexar He TOJbKO 3a TpelnesiaMu ONTUYEeCKOTo
pazpermieHnss SEM-MeTOmoB, IIMPOKO WCITOIB3ye-
MBIX B aHAJIM3€ CUHAIICOB, HO U 3a IPeeoM pa3pe-
ILIEHU MPOCBEYUBAIOILLIEH 2JIEKTPOHHOMH MUKPOCKO-
UM, OOBIYHO UCIOJIb3YEMBIX MIPY aHAIM3€ HEPBHOM
TKaHu nocpeactsoM 3D-pekoHcTpyKuumii. B mocnen-
HY€ HECKOJIBKO JIET ObLIN OMYyOJMKOBaHbI Pa0OTHI MO
OIpeNeIEeHNI0 KOJUYEeCTBa U pacnpeleseHuIo rpa-
HYJI TJIMKOT€HAa B OKPY>X€HUUM CHUHAIICOB HA OCHOBE
SEM (FIB-SEM — [47, 91]; SBF-SEM — [92]). Ha-
LU pe3yJibTaThl MOKa3bIBAIOT, YTO 10 KpaliHeil Mepe
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yacTh opraHesu1 B PAP, BocnmpuHuMmaeMbix Ha SEM -
U300paKeHUsIX KaK TpaHyJibl IIMKOTeHa, B 1EMCTBU-
TEJIbHOCTU UMEIOT MEMOpPaHHYIO MPUPOLY U Tpen-
CTaBJSIOT cOO0O MUKPOBE3UKYJIbI UJIN CEYEHUST KO-
potkux (pparmeHToB sER. C yyeToM TOTO, 4TO YMCIIO
MUKpPOBE3UKyJ U nuctepH sSER mMoxkxeT ObITh 3HAYM-
TeJIbHO MEHbIIIe Yrciia rpaHyJ NIMKOreHa, Habona-
eMBbIX B YCJIOBUSIX aHECTe3UM, IOJIydeHHble HaMU
JIaHHbIE HE MOIBEPraloT COMHEHUIO 3HAUMMOCTb UC-
cnegoBanuii rimikoreHa B PAP meromamu SEM, Ho
MPeIOCTEPEraloT OT BO3MOXKHOCTU ITOJyUeHUST TIPU
MojicueTe Yrciia rpaHyJ MpeyBeJuYeHHbIX 3HAUSHUIA.

MpbI He yaeasii JOCTaTOYHOTO BHUMAaHUS DHIO0-
IJ1a3MaTUYECKOMY PETUKYJIYMY B BETOUKAaX aCTPOLI-
TOB W aCCOIMMPOBAHHOMY C MUTOXOHIPHSIMU, KaK
BIIPOYEM U IOPYTMM OpraHessiaM, UMELIUM MEM-
OpaHHYIO IPUPOIY, TAKUM KaK SHAOCOMBI, MYJIbTH-
BE3UKYJISIDHBIE TeJla, U OpraHejllaM, CBSI3aHHBIM C
JIN30COMAaJIbHOM merpamariieit, ¢hoOKycUpysch JIUIIIb
Ha yIyIIIeHHOM 10 HacTosIIIee BpeMsI 3BeHe B pa3BU-

tun Ca® "t -co6brTuit u B nuaykumu Ca’* -3asucumoro
BBICBOOOXIEHUS TIIMOTPAHCMUTTEPOB — Ha MOTEH-

uMasbHOM ferno noHos Ca’’ B acTpolmuTax B HEIo-
CPEeICTBEHHO GJIM30CTH OT Mpe- U IMTOCTCUHATITHYe-
CKMX KOMMAapTMEHTOB. Pe3ynbTaTbl MOKa3bIBaloOT,
yTo XOTsI TAP 1 IWIIIeHBI BBIIIETIEpEeYNCIIEHHBIX Op-
raHeJI, B HAX IIPUCYTCTBYIOT MeMOpaHHBIe OpraHelI-
JIbl HAHOMETPOBBIX pa3MepOB, KOTOPbIE pa3pelliuMbI
TOJIBKO Ha YBEJIWYCHMUSIX, IMO3BOJSIONIMX YETKO
WICHTU(PUILIMPOBATH JIeMeHTapHble MeMOpaHbI. Ha-
HOMETPOBBIC pa3Mephbl U KOHLIEHTPALIMsI 3TUX Opra-
HeJUT BOJIM3U UHTEP(PENCOB «aKCOH—IITUITUK» TIpeI-
IoJIaraloT WX aKTUBHBIM TPAHCIIOPT B TOHYAKIIIME
OTPOCTKM acTpPOLMTOB M JWHAMMYECKOE Iiepepac-
MnpenejeHue Mexay CMHaIcaMu ¢ pa3Hoi (pyHKIIMO-
HaJIbHOM aKTMBHOCTBIO.

Hannuue Takux opraHejul HOTHUMAET KaK MUHU-
MYM HECKOJIBKO TeXHUYECKUX M (PyHIAMEHTAIbHBIX
BOIIPOCOB. MOXHO JI 00JIETYUTh BU3YyaJIU3aLUIO Ha-
Hopa3MepHbIX opraHeiul B PAP B yciioBusix aHecte-
3un, 0e3 AIIMMUHAINN TpaHya rnkoreHa? Kak st
OpraHeJUTbl pacnpenceeHbl B OKPY>KeHUU CUHATIICOB
Pa3IUYHBIX TUTIOB, (DOPM U pa3MepoB? MoryT v LIU-
crepHbl SER paciieruisitbest 10 MUKPOBE3UKYJII U Te-
TeporeHeH ju nyna mnociaenHux? KakoBa OydepHast

+
eMKOCTB U151 HOHOB Ca’ Yy TOHKUX KOPOTKUX (par-

MeHTOB SER 1 mocTaTouHa 11 oHa 115 3amycka Ca?'-
coopITrii? B Kakoit crerieHn pu3mdecKast N30SI
nHTepdeiica «aKCOH-IIUIMUK» (PYHKIIMOHAJIBHO 00-
Jiee 3HauMMa, yeM npucyrcteue B TAP niuctepH sER
1 MUKPOBE3UKYJ ¢ IMoTpaHcMuTTepaMu? Hekorto-
pble U3 3TUX BOMPOCOB MOXHO PEIIUTh KaK YCOBEp-
IIIEHCTBOBAaHWEM IIPOTOKOJIOB (pUKcallMM TKaHU U
KOHTPaCTUPOBAHUS YJIbTPATOHKUX CPE30B, TaK U JIe-
TaJIbHBIM KOJIWYECTBEHHBIM aHaiu3oM SER 1 Muxk-
poBe3ukya B TAP Ha ocHOBe 3D-peKOHCTPYKIIMIA CU-
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HAIICOB, TOTAAa KakK [pyrue TPeOyIT WHTErpalyu
KOMITJIEMECHTAPHbIX SKCIIEPUMEHTAJIbHBIX ITOAXOO0B.

B 1mieoM akThl, IpencTaBieHHBIE B TAaHHOI pa-
00Te, MOTYT CITYy>KUTh OCHOBO#1 JIJISI CMEHBI ITapaaur-
MBI «OTCYTCTBUSI OPTaHeJlJI B TEPMUHAJIBHBIX OTPOCT-
Kax acTPOLUTOB» Ha MapagurMy, Kotopasl pearoa-
raeT AMHAMUYECKYIO PETYyJSIIMI0O CocTaBa M 4Yucia
OpraHe/ul B MEPUCUHATNITUYECKUX JlaMesliax B 3aBU-
CHMOCTH OT aKTUBHOCTH CHMHAIICA, M OTKPBIBAET HO-
BbI€ TIEPCIIEKTUBLI B MCCIECOOBAHUSIX HEMPOH-TIIN-
aJIbHOTO B3aUMOJEMCTBUS U TTOHUMAaHUU (PYHKIIUO-
HaJILHOM POJIM aCTPOIIUTAPHOTO MUKPOOKPYKCHUS B
IUTACTUIHOCTH TPEXJYaCTHOTO CHMHAIICAa W Pa3BUTHUM
MaTOJIOTUYECKUX TIPOLIECCOB B MO3TE.

BJIIATOJAPHOCTHU

Pabora BwmmonneHa Ha oOopymoBanuu LIKII
INMHLUBM PAH  (Ne670266, http://www.ckp-
rf.ru/ckp/670266/).

PNUHAHCHUPOBAHUE PABOTLI

HccnenoBanne mpoBeeHO B paMKaX BBITIOIHE-
HUg TocynmapctBeHHoro 3amanms I[THIIBM PAH
(Ne075-00957-23-01) nipu prHAHCOBOI MOAACPKKE
Poccuiickoro ¢poHma pyHaaMeHTATbHBIX KCCITEI0BA -
Huit (rpanTt Ne 20-34-90068).
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CTe3UPOBAHHBIX XKMBOTHBIX TPOBEAECHBI B COOTBET-
CTBUM ¢ TpebGoBaHUSIMU EBpomeiickoii KOHBEHIIUU
o 3ammTe XuBoTHBIX 2010/63/EU. Bce npumeHu-
Mble MEXIyHapOAHble, HALIMOHAIbHBIE U UHCTUTY-
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Two Subcompartments of the Smooth Endoplasmic Reticulum in Perisynaptic
Astrocytic Processes: Ultrastructure and Distribution in Hippocampal
and Neocortical Synapses

E.A. Shishkova* and V.V. Rogachevsky*

* Institute of Cell Biophysics, Russian Academy of Sciences, Institutskaya ul. 3, Pushchino, Moscow Region, 142290 Russia

Perisynaptic astrocytic processes involved in the tripartite synapse functioning respond to its activation by lo-
cal depolarization with calcium release from the intracellular stores inside nodes of astrocytic processes and
develop local and generalized calcium events. However, based on the first electron microscopy studies a point
of view was formed that terminal astrocytic lamellae are devoid of any organelles, including the main astro-
cytic calcium store — the cisternae of the smooth endoplasmic reticulum. Indeed, analysis of smooth endo-
plasmic reticulum cisternae could be limited by their weak electron contrast, the studying of astrocytic pro-
cesses on single sections, and insufficient optical resolution of the equipment used. Here, by using serial sec-
tion transmission electron microscopy and 3D reconstructions, we analyzed astrocytic processes in murine
hippocampal and cortical synapses. As a result of unit membranes contrast enhancement, it was shown for
the first time that perisynaptic processes of astrocytes with a morphology of thin branchlets contain two types
of smooth endoplasmic reticulum cisternae and microvesicles. Unlike branchlets, membrane organelles in-
side terminal lamellae were comprised by only short fragments of thin smooth endoplasmic reticulum cister-
nae and microvesicles, whose groups tend to be located in close proximity to active zones of the most active
synapses. We speculate both on reliability of the alternative methods in electron microscopy while studying
astrocytic microenvironment of synapses and structure-function aspects of smooth endoplasmic reticulum
cisternae compartmentalization inside the perisynaptic processes of astrocytes.

Keywords: perisynaptic and terminal astrocytic processes, smooth endoplasmic reticulum, glycogen, transmission
electron microscopy, scanning electron microscopy, 3D reconstruction
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