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3UMHSIS CIIsSTUKa CYCJIMKOB IMIPOTEKAECT B BUJIC YCPCAOBAHUS [ICPUOJOB XOJIOJOBOT'O OLCIICHEHUS U KOPOTKUX

SIH30/I0B Pa30rpeBa KUBOTHHIX. PaHee HAMU IOKa3aHO, YTO B CE30H CIISTYKU B MUPAMUIHBIX HEHpOHAX ITOJIS
CA3 runmoxamIia MoBTOPSIFOTCS pactiaj pubocoM BO BpeMsl OIENCHEHHs U 00pa30BaHNE HOBBHIX NMPH KaXKIOM
pasorpeBe CycinkoB. B HacTosmeil paboTe ommcaHbl MUKINYECKHE U3MEHEHHS CTPYKTYPBI SHIOIIIa3MaTHIe-
ckoro perukyiyma (OP) n armmapara [N'onsmku (AT B 9Tux kireTkax. OueneHeHne COpOBOKAACTCS HCIE3HOBE-
nueM tener Hucens u 6onpmmHcTBa nMpoTshkeHHbIX nucTepH mepoxoBatoro OP; Al yrpaunBaet mIockue Imuc-
TEPHBI X paclalaeTcs Ha Be3UKYJIbL. [losiBIeHNe pU BXO/Ie B OIETIEHEHNE MHOKECTBA ayTo(harocoM ¢ parMeH-
TaMH MEMOpaHHBIX CTPYKTYP M pHOOCOMaMH OTpaXKaeT UX JacTHUHYIO Aerpaaanuio. Coopka rpanymsproro OP
B impamuiax CA3 HaunHaeTCs yKe B CepeJHe IIePHO/I0B OIETIEHEHUS Ha OCHOBE MYJIbTHIAMEIISIPHBIX MeMO-
PaHHBIX CTPYKTYp, TOT/Ia KaK INIOCKHE HMUCTepHB! A" BHOBB IOSIBIISIIOTCS TOJIBKO IPH Pa3orpeBe CYCIUKOB. Y
pa30yKEHHBIX CyCIHKOB CTpYKTypa u OP, n AI' MOTHOCTBIO BOCCTAaHABIMBACTCS B TEUCHUE 2—3 4 pa3orpesa.
[Tpumep CIAYKH CYCIMKOB ITOKA3bIBAET, YTO aAaNTALUs HEHPOHOB K PE3KHM M3MEHEHHUSIM YPOBHS aKTHBHOCTH
COTIPsDKEHA C PachaJioM U YacTHYHOH 3aMeHo# pubocom u DP. Bo3aMokHO, HX ObICTpoe OOHOBIIEHHE B KOHIIE
MIePHOIOB OLENEHEHHs OCYIIECTBISIETCS B (popMe COOPKH M3 YACTHYHO NEPEBAPEHHBIX B ayTO(aroan3ocomMax

(hparmeHTOB.

KnaougeBsie cnmoBa: cOopka 3HIOMIA3MATHIECKOTO PETUKYTyMa, anmapar [ onbaku, puboCcoMEl, ayTo-

(harusi, HEHPOHBI, 3UMHSIS CIISTUKA.

[Mpuusteie cokpamenus: AI' — anmapat ['onbmxu, AD — ayrodarocoma, JID-rpanysnel — IUMO-
(dycuuHoOBbBIe TpaHybl, Ty — TeMmrepaTypa Mo3ra, P — sHJI0MIa3MaTHYCCKHI PETHKYITYM.

MeMOpaHHBIE CTPYKTYpBI B IIUTOIUIA3ME MOCTOSTHHO Me-
HSIIOT CBOIO (pOPMY M OOHOBIISIIOTCS, 3l THPYSICh K BHEIIHUM
BozzeicTBusAM. CTpyKTypHble u3MeHeHust OP u A, KOTOpbI-
MH COIIPOBOXKIAIOTCS JIeIeHUe, pocT u auddepeHunporka
KIIETOK, Herioxo u3ydeHsl (Pannese, 1968; Powell, Latterich,
2000; Voeltz et al., 2002; CemakoBa, Kucenesa, 2003; Fedo-
rovich et al., 2005; Caurupesckas u ap., 2006; Puhka et al.,
2007), BnusiHAE Ha HUX Pa3IMYHBIX HApYyMICHUH MeTa0oIm3-
ma — toxe (Pathak et al., 1986; Del Valle et al., 1999; Beja-
rano et al., 2006; Borgese et al., 2006; Landhans et al., 2007).
l'opa3mo MeHbIE SCHOCTH B BOIPOCE O TOM, HACKOJBKO
CTPYKTYpa 3HJOMIa3MaTH4YeCcKoro petukynyma (OP) u amnma-
pata lomsmxu (Al') 3aBHCHT OT YPOBHS (PYHKIIMOHATBHOM aK-
THUBHOCTH KJICTOK. Tak, M3BECTHO, UTO AIICKTPHUYECKAsT CTUMY-
JISIIMST HEWPOHOB MPHMBOJUT K BBIPAXXCHHOM Mposngepanuu
mepoxosaroro DP (Bocharova et al., 1972), Ho xak cka3bIBa-
ercst Ha cTpykType OP u A" cHMKeHHe ypOBHSI aKTUBHOCTH,
HESICHO.

3UMHSA CIITYKa CYCITUKOB — YIadHast MOJIEIb IS U3yde-
HUSL PYHKIIMOHAIBHO 00YCIIOBJICHHBIX H3MCHEHUI B HEPBHBIX
KJIEeTKaX. Y ATHX JKUBOTHBIX B CE30H CILTYKH Mepuonsl (6ay-
TBI) XOJIOJIOBOTO OIICTICHCHUST YCPEAYIOTCS C KPATKUMH SITH-
30/lJaMU CIIOHTaHHOTO paszorpeBa 10 36 °C. 3a ce30H Crauku
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CYCIMKH IPOXOoJAT 10 20—25 IUKIIOB OLENEHEHUE-pa3orpeB
(Van Breukelen, Martin, 2002; Carey et al., 2003; Drew et al.,
2007). Bo BpeMs oreTieHeHHs CIIaifkoBasi aKTHBHOCTH HEPB-
HBIX KJIETOK OOJIBIIMHCTBA CTPYKTYP MO3Ta IpEeKpalaercs,
BoccTaHaBMBasch Mexay Oayramu (Llrtapk, 1970; Heller,
1979; Krilowicz et al., 1988; Drew et al., 2007). B ce3on
CIISTYKH HEHPOHBI B MO3T'€ CYCIIMKOB MHOTOKPATHO MEPEXOISIT
OT COCTOSIHUSI INTyOOKOTO TOPMOXEHUSI K aKTHBHOCTH. B mm-
paMuIHBIX HEHpOHAX TMIIIOKAMIIA 3TH MEepPeX0bl COIPOBOXK-
JTAOTCsI OOJBIIMMH U3MEHEHUSIMH 00BbeMa KIIETOK, KOJINYeCT-
Ba U CHHTETHYECKOWH aKTHBHOCTH PHOOCOM, HHTEHCHBHOCTH
cunre3a PHK, a Taxke 1eHIPUTOB M CHHAIITHYECKUX KOHTaK-
ToB (Bocharova et al., 1992a, 1992b; Popov, Bocharova,
1992; Popov et al., 1992; Gordon et al., 1997; l'opmon u np.,
20006).

Lenpto naHHOTO MCCIen0BaHUS OBIIIO U3y4YEHHUE CTPYKTY-
pet OP u AT' B HelipoHaX THIINOKaMIa CyCIUKOB B IIUKIIE OLe-
neHeHue-pa3orpes. [lokazaHo, uto B nmupamugax nous CA3
BXO/l B OLETICHCHNE COIPOBOXKIACTCS BBIPAXKEHHOM TpaHC-
(opmarei cTpykTypsl u peaykuueid OP nu A" mapaniensHoO
¢ yBenuueHueM uucia ayroparocom (AD), coxmepxammx
(hparMeHTBI MEMOpaHHBIX CTPYKTYp H puOocoMsbl. [Ipu3Haku
o0pazoBanust HOBOro DP 13 MyJbTHIAMEIISIPHBIX MeMOpaH-
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HBIX CTPYKTYpP BHUJHBI YK€ B CepeuHe OayTa OIeTIEHEHUs], a
nuctepHsl AI' BHOBb MOSIBIIIIOTCS TOJIBKO IIOCIE pa3orpeBa
»HUBOTHBIX. CTpykTypa 11 OP, 1 AI" y pa30yKeHHBIX CyCIINKOB
TIOJTHOCTBIO BOCCTAHABIMBAETCS B TEUECHHUE 2 .

MaTepuan H METOAMKA

Kusorusie. CycnmukoB Citellus undulatus, OTIOBICH-
HBIX JIETOM B SIKyTHH, colepkajii B BUBapuu. B ombiTax uc-
MTOJTF30BANTM JKUBOTHBIX 000ero mona maccor 500—800 .
B 3umHHI nepro]| CyCIMKOB TOMEUIAIN B UHIUBH/yaJIbHbBIC
JepeBsHHBIE OOKCHI pazmMepoM 15X 15X20 cm u comepkanu B
TEMHOTE B 3BYKOM3OJMPOBAHHOW XOJOAWILHON Kamepe INpH
ontuMansHON s cnstuku Temmeparype (1—3 °C). B moa-
CTHJIKY THE3J{ ObIIM BMOHTHPOBAHbI TEPMOJATYMKH, MO3BO-
JSIBILIMIE CJIEIUTH 332 COCTOSIHUEM JKMBOTHBIX. Bo Bpems orle-
TICHEHHsI CYCIIMKOB TeMIIEpaTypa B I'HE37Ic COOTBETCTBOBAJA
TeMIlepaType B Kamepe, a Ipu NMpoOyKACHUH IT0JHIMAJIACh
no 12—14 °C. HenocpeAcTBeHHO Tiepe]] JAeKanmuTainuen co-
CTOSIHME CYCIIMKOB OIICHHBAJIM 110 TEMIIEPAType MO3Ta U Jac-
Tote cepauebuennii. Temmneparypy Mo3ra U3Mepsuld JaTdu-
KOM OPUTHMHAIBHOM KOHCTPYKIHHU (C AHMaMeTpoM | MM, uH-
HOM 10 MM 1 TogHOCTBIO m3Meperus 0.2 °C), H3rOTOBICHHBIM
B CKB BII r. [TymuHo, KOTOPBII OMEIIaayu B Hapy KHBIH CIty-
XOBOH mpoxoJ y 6apabaHHOI HEeperOHKH.

JmiTenbHOCTh OayTOB OLCTICHEHUS! BapbUpyeT OT He-
CKOJIBKMX CYTOK B Hayajle U KOHIIE Ce30Ha CIISTYKHU J0 2 Hell B
cepeanne. CIOHTaHHBINA pa3orpeB cycinukoB a0 36 °C mpowc-
XOJUT B T€UEHUE 2—3 U, JUTUTEIBHOCTH IIEPHOI0B HOPMOTEP-
mun — 10 1.5 cyt. Mexay OayTamMu OLICTICHEHHS CYCIHUKU
MIPOCHINAIOTCS, OJHAKO OHU HE MUTAIOTCSI U OCTAIOTCS Majlo-
aKTHBHBIMU. BBIXO/ CYCITMKOB M3 OLIEIICHEHHS] MOJKHO CITPO-
BOLIMPOBATH B JIFO0OH TOUKEe OayTa pasIMYHBIMU CTHMYJIAMHU.
B nacrosmeii pabote, 4ToObI BBI3BATH MPOOYKICHUE, CyCIIH-
KOB IEPEHOCHIIN B TEIUIOE MTOMEIIIEHHUE, I1ie uepe3 2—3 4 OHU
MIPOCHINANINCE.

CycnukoB Opanu B stHBape—(]eBpaje Ha pa3HbIX CTaJusIX
IIUKJIa OLIETICHEHHe—pAa30oTpeB: B Hayaje OXJIKICHUA
(T, =23 °C); B cepenune Oayrta ouenenenus (T, =4 °C);
cpasy mociie crpoBolpoBanHoro paszorpea (T, = 23 °C);
yepe3 2—3 9 mocie IpoOyX ACHHUS OT Hadana CIpPOBOIHPO-
BaHHOTO paszorpesa (T, = 36 °C); npu HOPMOTEPMHU MEKITY
6ayramu (T, = 36 °C). B kauecTBe KOHTPOJIS HCIIOJIB30BAIN
JETHUX CYCIHMKOB. J[7I KaXI0TO COCTOSIHHSI aHAIU3UPOBAIH
MO3T' 3 )KUBOTHBIX.

DIeKkTpoHHasT MHUKpockomnus MccnenoBanue
YIBTPACTPYKTYphl NUPAMUAHBIX HEHPOHOB nosist CA3 rumrmo-
KaMIa IPOBOJIMIIN 110 OOIIENPHHATON METOANKE: 10CIe AeKa-
MUTAIUN KUBOTHBIX M3BJIEKAIH MO3T U (PUKCHPOBAIHU €T0 B
2.5%-HOM pacTBOpe TIIyTapaibleruja, IMPUTOTOBICHHOM Ha
0.1 M kakomwiatHoM Oydeprom pactBope (pH 7.2—7.4), ¢
TOCIIEAYIOIUMHI TTocT(huKcanueid B 1%-HOM pacTBOpe JeThl-
PEXOKHCH OCMHsI Ha TOM ke Oydepe, 00e3BOKHMBaHUEM U 3a-
KITFOYEHUEM B DTOH—ApananT. YIbTPaTOHKHE CPe3bl OKpa-
IIMBAIN ypaHWI-alETaTOM WM IHUTpaToM cCBHHOA. [lojcuer
JUIMHBI nipoduieit DP ocymiecTBIsUTM Ha OTCKaHMPOBAHHBIX
MHKpOOTOrpadusx pa3IuIHbIX 00JACTEH ITUTOIMIA3MbI HEH-
poHoB runnokamna noiast CA3 B KOMIBIOTEPHOH NporpamMmme
Photoshop. /laHHbIe IpuBeIeHBI B BUJIE CPEIHUX 3HAYCHUH U
UX CTAaHJAPTHBIX OTKJIOHEHHH. JlOCTOBEPHOCTH pazIuuuid
Cpe/IHMX 3HAUYEHMH OLEHMBAIM C IOMOIIBIO f-KPUTEPHS
CThI0feHTA.

PesyabTatbl

YabTpacTpyKTypa HHUTOMJAa3Mbl HHUPAMUIHBIX
HelipoHoB nost CA3 rummokamia CyciImKOB MEXAY OayTaMu
OLICTICHEHHUS | JICTHUX KMBOTHBIX IPAKTHYECKH HE pa3jinya-
eTCs: TOMHUHHUPYIOT CTPYKTYPHI IiepoxoBaToro JP, oOpasyto-
mme Tenbia Hucerst, momupubocomer u AN (puc. 1, a). 310
MPU3HAKK aKTHBHOT'O CHHTE3a MEMOpaHHBIX U SKCIOPTHpYe-
MBIX U3 COMBI HelipoHa OenkoB. IIpn oxmakxaeHNuH CyCINKOB
KapTHHA pa3uTelnbHO MeHseTcs yxke npu T, = 23 °C. bonb-
mroe yucio Ttenery Huccns mcuesaeT, 3aMETHO yYMEHbBIIAeTCs
KonmmgecTBo moimpubdocom. LlucrepH mepoxoBatoro DP B
IIUTOIIIa3ME MaJI0 M OHM KOPOTKHE, OoJiee BEIPaKCHHBIM CTa-
HoBUTCS Thnaakuii OP (puc. 1, 6). B coctostHumM oreneHeHus
3aMETHO CHIDKAETCSI HAIIOJIHEHNE IIUTOIUIA3MBI CTPYKTYPaMH,
ocobenno OP u AI, nouru Her nonupubocom (puc. 1, 6), HO
MOSIBIISICTCS MHOTO MEJIKMX BE3UKyI (puc. 2, 2), AD u kpym-
HBIX JHIoQycunHOBBIX rpanyi (puc. 1, 6). Beero 3a 2 4 or
Hayaja pa3orpeBa BOCCTAHABIMBACTCA CTPYKTypa LUTOILIA3-
MBI HEHPOHOB: CHOBA TOSBIISIFOTCS IIEPOXOBaTHId DP, Tenpma
Huccns u pasButsiit AI', ppb0COMBI 00BETUHSIOTCS B TIOJIU-
comsbl (puc. 1, 2). C Hagasiom odepeaHoro 0ayTa OlerneHeHus
IIUKJI PEOPraHU3aluK CTPYKTYp B IIUTOILUIA3ME HEHPOHOB TIO-
BTOPSIETCH.

Tpaunchopmanus DP HEepBHBIX KIETOK XOJOJ-
HBIX CYCJIMKOB COCTOUT IIPEXk/IC BCETO B YMEHBIICHUH JJTHHEI
npoduied IUIOCKMX IMCTEPH, MOKPBITHIX pUOOCOMaMU
(puc. 1, 3, 6). Ecnu B HelipoHaX TEIUIBIX CYCITUKOB CPEIHSS
npoTsbkeHHOCTh npoduist OP Ha cpese cocrasmser 1.3 + 0.8
MKM, TO B cepeanHe Oayra omeneHerns — 0.3 + 0.1 MkwM.
VY cycnMKoB ¢ Hadana OXJIaKACHHUS W BO BPEMS OLCTICHEHUS
WHAKTUBUPOBaH (akrop MHUIMANuK cuHTte3a Oenka (Frerichs
et al., 1998; Carey et al., 2003). [TosToMy prOOCOMBI HE CBSI-
3bIBaOTCS ¢ DP, 4TO MOXKET OBITh TJIABHOW NMPUYMHON H3Me-
HeHUs1 ero GOpMBI € MTPEUMYILIECTBEHHO TUIOCKOH Ha TyOyJIsIp-
HYIO.

Penyknusa AT — xapakTepHas yepTa HEHPOHOB XO-
JIOMHBIX CcycnukoB. Mexay Oayramm AT mMeer kmaccuye-
CKYI0O CTPYKTYpy. XOpOMIO BBIPAXEHBI yuc-, Mmeoud- Hu
Mpanc-UUCTEPHBI,  BE3UKYJO-TYOYJISIPHBIA ~ KOMITAPTMEHT,
TPaHCIOPTHBIE BE3UKYNHI (puc. 2, a; 3, 8). Bo Bpems omere-
Henust A" pacniajaercst Ha BE3UKYJIbI, @ CTONOK TNIOCKUX IIHC-
TEpH, AUKTHOCOM mpakTHuecku HeT. Octatku Al mpencras-
JICHBl OT/ACNBHBIMH KPYIHBIMH CBETIIBIMH  BE3UKYJIAMH
(0.10—0.25 MKM) B OKpPYKCHUU MHOXKECTBA Pa3HOOOPa3HBIX
menkux (0.03—0.06 Mxm) my3bipbkoB (puc. 1, 6; 2, 8, &; 3, 2).
Penyxuus quktuocom AI' B mupamugax CA3 BuaHa yxe npu
T, 23 °C (puc. 2, 6). Lucrepus! Al', npexae Bcero U3 yuc- u
MEeIHabHBIX CII0EB, HA0YXAaIOT U PACHaJaf0TCs HA OTJCIIbHbIC
KpynHble (parMeHTsl (puc. 2, 6; 3, 2). Pazmepamu, a Takxe
OTCYTCTBHEM 3JIEKTPOHHO-IUIOTHOTO COJEP’KUMOro OOoJIbIINe
BE3MKYJIbl HAIIOMUHAIOT KOHIIEBbIE paciuupenus uucrepH Al
B KJICTKaX aKTHBHBIX KHBOTHEIX (puc. 1, a; 2, a; 3, ). Cocen-
HHE OOJIBIINE BE3UKYJIbI OBIBAIOT COSIUHEHBI KOPOTKUMHU MO-
CTHKaMH M3 OCTATKOB IUIOCKHX IIUCTEPH, 00pa3yst CTPyKTYpbI
TUIa raurenei (puc. 2, 6, ecmaesxa). 3sectHo, uro Al pac-
Ma/IaeTCsl Ha BE3UKYJIBI NIPH MPEKPAICHUN CHHTE3a U TPaHC-
noprta HOBBIX OenkoB n3 OP (Altan-Bonnet, Lippincott, 2005;
Persico et al., 2009). Takue e MocieACTBUS UME.T TEPUIUT
AT® (Del Valle et al., 1999) u mogaBneHne akTHBHOCTH TIPO-
tenHKnHa3bl A (Bejarano et al., 2006). M3meHenue (opmsl
Al B HelpoHax SIBHO BBI3BAHO €ro MUC(YHKIMEH BO BpeMs
OLICTICHCHNSI.

Yactuunoe paszpymenue OP u AI' Bo3MoXkHO.
B nepuon onerienenust 00bem muToriazmel mupamua CA3 Ha
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Puc. 1. O0mmii BUJ 1UTOINIA3MbI MUPAMUIHBIX HEHPOHOB mosisi CA3 rummokaMiia CyCiaMKOB B pas3Hbie (asbl IHKJIA OlCICHEHHE—Pa30-
rpeB.

a — "HopMmoTepMmus Mexy OayTamu ouenenenus (Ty 37 °C); 6 — navano oxnaxaenus (Ty 23 °C); ¢ — coctosinue onenenenust (Ty 4 °C); e — 2 4 oT Havana

cnposonuposanHoro pazorpesa (Ty 36 °C). agp — ayTodarocoma, agn — ayToharoan3ocoMsl, ae — anmapat [oIbIKH, 1 — IH30C0Ma, /1) — TUIO(YCIHHO-

Basi TpaHyJia, M — MHUTOXOHPHUS, Hu — BewecTBo Hucerns, np — nonupubocombl, p — pHOOCOMBI, 29p — IIIaAKUIl SHA0IUIA3MATHICCKUH PETHKYIIYM, Uiop —
LIePOXOBATHIN PETHKYIYM, 5 — AApO. Macumabdnvie ompesxu — 1 MKM.



54 JI. C. Bouapoesa, P. A. I'opoon u op.

Puc. 2. Penykuns annapata onsmpku (AI') B mupamugueix HelipoHax noms CA3 runmoxkaMiia Ipy CHHYKEHHH TEMITePaTypbl ¥ BOCCTAaHOB-
neHue cTpyktypsl Al y pasorpeBarommxcsi CyClIMKOB.

a— ATl mexny 6ayramu onenienenust (Ty 37 °C); 6 — B navane oxnaxaenus (Ty 23 °C); 6 — B Hauane (Ty 4 °C); 2— B cepenune 6ayra ouenenenus (Ty 4 °C);

0, e— Brpouecce pasorpesa (Ty 13123 °C coorBercTBenH0). O603HaUeHHS T 3Ke, uTO M Ha puc. 1 u 3. [Tnockue nucrepusl Al (a, 6, 20106Ku cmpenox), KOHIIE-

BbI¢ pacumpenus uuctepH Al (a, 6, 36e300uku); TaHTENEIONOOHBIC CTPYKTYPBI IPU PeAYKLUH (0, 6cmaska, cmpenka) 1 GOpMHUPOBAHHS LIHCTEPH MEKIY KPYII-
HBIMH BE3UKyJIaMH (0, e ecmasku). Macwmabuvie ompesku — 0.5 n 0.25 MxMm (0, 6cmasku).

30—50 % menbmre, yeM Mexay O6ayramu (Bocharova et al.,
1992b), k ToMy ke OHa 3aMETHO MEHbIIE 3aroJHeHa MeMO-
paHHBIME CTpyKTypamu (puc. 1, 8; 2, 6; 3, 6, 2). IIpu 3tom
kietkn Tepsitor 10 40 % pPHK (Bocharova et al., 1992b).
VY XOJIOIHBIX CYCIIMKOB 3HAYMTEJILHO CHIIKACTCSI U COJlepiKa-
Hue Oenmka B HepBHBIX KieTkax (['omosmua, 1988; JlemuH m
Ip., 1988). Ot hakTel TOBOPAT 00 aKTHBHU3ANKU KaTabOIHYC-
CKHX IIPOLIECCOB B MO3re M JAalOT OCHOBAHHE MPEIIIOI0XKHUTb,
YTO Jerpajaliiy MMOJBEpraloTcs He TOJIbKO pudocomsl. Ilpu
OXJIKIACHUM M B Havaje OLEICHEHHs B IIUTOIUIa3ME MHOTO
AD, conepxaiiux 1 pudOCOMbI, U (parMeHThl MEMOPAHHBIX
CTpYKTYDp (pHc. 4, a—a), k cepenune bayta AD npeBpamaioT-
cs1 B ayTodharosimzocomsl (puc. 4, 0, e). [lociemoBareibHOCT
npespamennit OP u AI" B mupamuaax mons CA3 mpu nepexo-
Jie CYCIIMKOB OT HOPMOTEPMHUH MeX1y OayTaMu K OIereHe-

HUIO MOJKHO TIPEACTaBUTh TaK: OCHIMAHWE pPHOOCOM C
OP — Ttpancdopmanus miockux nuctepH mepoxosaroro IP
B TyOyJIsIpHBIE CTPYKTYpBl — IPEKPAIlCHUe TPAHCIIOPTa HO-
BBIX OeikoB oT OP k AI' — Besukymspuzanus AI' — morio-
meHue GpparmenToB riaakoro JP u Al ayrodarocomamu —
— Jerpajanys 9acTH MEMOpPaHHBIX CTPYKTYp W pHOOCOM B
ayTo(aroam3ocomax.

BoccranoBaenue OP HaumHaercs emie A0 MOJTHOTO
pasorpesa cyciukoB. [t mupamug CA3 ¢ cepenunsl OayTa
OLICTICHEHHMS] XapaKTEePHO MPUCYTCTBUE B IIUTOILIA3ME MHOTO-
CIIOMHBIX MEMOpPAHHBIX CTPYKTYP HECKOJBKHX THIIOB, KOTO-
pble UMEIOT MPSMOM KOHTAaKT C IMCTEPHAMH IIEPOXOBATOTO
OP (puc.5). Cpean HUX MOXHO BCTPETHUTH W KPYITHBIE
(2—3 MKM) MHOTroCJOiHBIE 00pa30BaHUsI M3 KOHIEHTpUYE-
CKHM PACHOJIOKCHHBIX M TUIOTHO NPHIIETAIOMNX APYT K IPYyTY
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Puc. 3. Tpanchopmarus ctpykrypst OP (a, 6) u AT (s, 2) B mupamunabIx HelipoHax nomnst CA3 runmokamma cyciauKoB IPH IIepexose Cyc-
JUKOB OT HOpMoTepmuH (a, 6, T, 37 °C) x xonomoBomy omenenenuio (6,2, T, 4 °C).

TIpu oxmasxieHun pudoCcoMBbI OChIaroTCst ¢ P i ymMeHbInaeTes amHa ero npodueii (a, 6). Al pacniagaercst Ha BE3UKYJIbL, IPH 3TOM AUKTHOCOMBI PEIy LIUPYIOT-
C5l. 63— BE3MKYJIb, p — OT/ICJIbHbIE PUOOCOMBI, Y1C U MPAHC — IUC- U TpaHC-CTOPoHbI Al 0s1b/pku. OcTanbHble 0003HAYEHUS TE e, 4To U Ha puc. 1. KoHuesbie
pacumpenus uuctepH Al (8, cmpenku), Be3UKyI0-TyOynsipHblii kKomnaptMeHT Al (8, conosku cmpenox). Macumabnvie ompesku — 0.5 (a—a6) u 1 (2) MKM.

MeMOpaH TONIIMHON 6—7 HM, COOpaHHBIX B CJOH IIO
10—15 mryk (puc. 5, a, 6). [lonoO6HBIC 00pa30BaHUs HA3BIBA-
FOT MHEIUHONOI00HBIMHU TeaMu. CTPyKTypa ux Oin3Ka, HO
He uaeHTnyHa MmuenuHy (Kommuccapumk, 1975; Nunomura,
Miagishi, 1993; Cemaxosa, Kucenesa, 2003). Ho xpome yua-
CTKOB C IJIOTHOH MHEIHMHOMOJOOHON YIAaKOBKOM B TaKHX
CTPYKTYpax €CTh OOJIACTH, TJIe COCETHHE MEMOpaHBI Pacxo-
JEITCS. W MEKAY HHUMH 00pa3yercs MPOCBET IIUPHHOM
12—20 =M, 3amONHEHHBII MEIKOCTPYKTYPHUPOBAHHBIM MaT-
pukcoM (puc. 5, a, 6 yenmpe u npasas 6cmagka). B stnx mec-
Tax CTPYKTypa YK€ HAIIOMHHAET YIOPSJA0YEHHO yIaKOBaH-
HBIH Titagkuii DP.

Emte onuH BapuaHT MyJIbTHIAMEIUIIPHBIX CTPYKTYP, BO3-
MOYKHO MMEIOIINX OTHOIIEHNE K BOCCTAHOBIEHNIO DP B HEl-

POHAaX CyCJIMKOB, Mbl 0003HAYMIIM KAK MHOTOCJIOHHBIE MELIKH
(puc. 5, e—e). OHH BCTpPEHYAIOTCS 4Yalle, YeM OIUCAHHBIC
BhIIIIC 00pA30BaHMUs, HO TOXKE TOJBKO B cepenuHe OayTa U ero
BTOpOH mosoBrHE. Pa3zMepsl MeMOpaHHBIX MEIIKOB BAPBHPY-
10T oT 1.5 10 5 MKM. Memku B OTiM4YHe OT IUIOTHBIX MHEIH-
HOIOJIOOHBIX 00pa30BaHuii HE 3aMKHYTHI (puc. 5, a, 0). BuyT-
PH HHX M3 IUTOILIa3MaTHYECKUX CTPYKTYP MPUCYTCTBYIOT TO-
JbKO MOHOCOMBI W  HMHOTJa KOPOTKHE  (hparMeHTHI
mepoxoBatoro JP (puc. 5, e—e). Bbompmeil wacTteio OHHU
MPE/ICTABISIIOT COOOH YHOPSAJOYEHHO YHNAaKOBaHHBIE CTOIKH
HPOTSDKEHHBIX IUIOCKUX LUCTEPH, B OCHOBHOM Inaakoro OP.
OTH CTONKM COAEPXKAT M YYACTKH CTPYKTYpP MHEIHHOBOIO
tuna (puc. 5, 0, benvie mpeyeoavHuxu). BaxxHo, 4to ¢ caMmoro
Hadaja B MEIIKaX €CTh y4acTKH ImepoxoBaToro OP. Cs3an-

Puc. 4. AyrodarocomanbHasi qerpaganus MEMOPaHHBIX CTPYKTYp U puOOCOM B MUpaMUAHBIX HelpoHax moyisi CA3 rummnokaMmna CycilInKoB
IpPY OXJXKICHUU U B Hayalle OLENCHEHUS.

AyTodarocomsl (a—e), IEPBUYHbIE TU30COMBI (2), ayTO(GAroan30coMsi (0, €). p — pUdOCOMBI, 20106KU CMPeloK — TBONHBIC H OJJMHAPHBIC HAPYKHBbIE MeMOpa-
HBI CTPYKTYp. Macumabnsie ompesku — 0.25 (a—e) u 0.1 (6—0) MKM.
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Puc. 5. Boccranosnenne OP B nupamuansix HedpoHax moist CA3 runmokamma CyCIMKOB JI0 MX IOJHOIO pa3orpena.

My npTHIaMeIUISIPHEIE MEMOpaHHBIE CTPYKTYPBI U HOBBIH DP Bo BTOpOii os10BHHE OayTa oneneHeHus (a—oic) 1 4epes 2 1 paszorpesa (3). [1oTHbIe MueInHOIIO-
TIOOHBIE CTPYKTYPHI (a, O, moacmule Henvle cmpenkit); 3aBUTKH (0, 8, €); MHOTOCIIOWHBIE MeMOpPaHHbIE MEIIKH ¢ Y4aCTKaMH yIopsA04eHHOH ynakoBku DP (e —
moncmoie uepHvle cmpeku, 0, €); MecTa Iepexoa HapyKHbIX [IUCTEPH MUEIMHONONO0HBIX 00pa30BaHMil N 3aBUTKOB B 1IepoxoBatslii OP (a—6 — monkue
cmpenxu); puOOCOMBI, IPUKPEILICHHBIE K HApY KHOH MOBEPXHOCTH MUEIHHONIOTOOHOH CTPYKTYPHI (a, 6, 20106KU cnipenoK) U BHYTPEHHEH MOBEPXHOCTH MEIIKa
207108KU cMpenoK); paciuperns DP Ha KOHIaX MELIKOB (2, e, cnpasa cmpenku); 00KOBbIC OTBETBIICHHS OT LUCTepH hopmupyrouerocs OP (e, cmpenxu); He-
CTPYKTYPHPOBAHHBIH MaTPUKC MEKTy MeMOpaHaMu (a, 36e3004Ku); INIOTHBIA MAaTPHUKC, 3aMOTHAIONINN IIPOCTPAHCTBO MEXITY MeMOpaHaMu (0, uepHvie mpe-
Y2ONbHUKU); 3 — 3aBUTOK; OCTaJIbHbIE 0003HAYEHUS T€ XK€, 4To U Ha puc. 1. Macumabneie ompesku — 0.5 MM, Ha ecmaskax — 0.1 MKM.
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Puc. 6. Ctpykrypa nmunodyCIHHOBEIX TpaHysl B IHPaMUAHBIX HelipoHax moist CA3.

IMaukn MUETHHONOIOOHBIX MEMOpaH — cmpenok, OAMHOYHBIC MEMOPAHBI — 20106KU CMPEeNoK, JTMIUIHBIC Kalln — 36e300uKku. Macwmabnvle ompesku —
0.25 MKM.

HBIE PUOOCOMBI PACTIONIATAIOTCS HA TPaHUYAIleH ¢ IUTOILIA3-
MaTHYECKUM MAaTPUKCOM IIOBEPXHOCTH LMCTEPH, KaK C Ha-
PYXKHOM, Tak U C BHYTPEHHEH CTOPOHBI MEIIKOB (pHC. 5, 0).
B mI0THBIX MHETHHOMOIOOHBIX CTPYKTYpax pHOOCOMBI CH-
JUIT TOJIBKO Ha BHEIIHEH IMOBEPXHOCTH (POPMUPYIOIIUXCS 11~
crepH (5, a, 6, conosxu cmpenok). Ha xonuax meuikos P 60-
JIee pa3BUT, €ro yXKe YaCTUYHO MOKPBITHIC PHOOCOMAMH IIHC-
TEpHBI pacxosaTes (puc. 5, e, e, cmpenxu cnpasa). J1o Hauana
paszorpeBa peTHKYJIyM, XOTS U UMEET OOKOBBIE OTBETBIICHHS
HapyXXHbBIX LHCTEPH, COXPAHJIET YNAaKOBKY B BHJIE CTOIIOK
(puc. 5, orc). Korma gepes 2 4 mociie nepeHoca B TEIIOE oMe-
IICHWE CYCIHMKH TPOCHIMAIOTCA, MIepoxoBaTeiii JP B mmTO-
rutazme upamusl CA3 mpekpacHo pa3BHUT M 00pas3yeT Tellblia
Huccns (puc. 1, ; 5, 3).

Hakonen, Tpetuid THUI CTPYKTYp, HPENIOJIOKHUTEIBHO
TaK)Ke MMEIOINX OTHOIICHNWE K BOCCTaHOBIEHUIO DP B Hell-
poHax cyciaukoB, — 370 3aBUTKH (Le Beux et al., 1969). Oun
TIpeAcTaBIsIOT coboit Hebompmme (0.2—0.3 MkM) oOpazosa-
HUA C KOHHECHTPUYECKH pPaClOJIOKCHHBIMU MeM6paHaMI/I
(puc. 5, 6, 8, e). [l HUX XapaKTEPHO COCENCTBO C HAOYXIIH-
MH MHUTOXOHAPHSMHU (puc. 5, 6, ). BHenIHue JIeTiecTKH 3aBUT-
KOB TOXe MepexosT B uctepusl DP (puc. 5, 6, cmpenxu).

Bo3MokHYIO MTOCTIeTI0BaTEIFHOCT COOBITHI TIPU BOCCTA-
HoByieHHH OP B nupamugax CA3 cyclMKoB MOKHO NpejcTa-
BUTH TaK: MOSBJICHHE MYJIbTHIAMEULIPHBIX CTPYKTYp THIA
OOJIPIINX MHEIMHOMOMO00HBIX 00pa30BaHMII M 3aBUTKOB C
IUIOTHOHM yNaKOBKOW MeMOpaH — MPOHMKHOBEHHE LIUTOILIA3-
MaTHYECKOT0 MaTpUKCa BHYTPb TaKMX OOpa3oBaHWH M pac-
KpY4YHMBaHHE MX B BHJIC MEUIKOB — IIpeoOpa3oBaHUE MHe-
JUHOMOJOOHBIX CTPYKTYP B CTONKH YIOPSIOYCHHO YIIaKO-
BaHHBIX IUIOCKMX IwcTepH rmagkoro OP —  cBsA3bIBaHUE
pubocoM Ha OOpaIIeHHBIX B IIUTOIUIA3MY TTOBEPXHOCTSIX LU~
cTepH — (QopmMupoBaHHEe OOKOBBIX OTBETBJICHHWH OT IIHC-
tepH OP. K coxarnenuro, mpocienuTs Mociae10BaTeIbHOCTh
npeBpaiieHuii OP B HEpBHBIX KJIETKaX MO3ra CYCJIHMKOB TIO
XOJy CIITYKH in situ He MPeICTaBIACTCS BO3MOYKHBIM.

KnroueBoit Bonpoc ay1si IOHUMaHUsI MEXaHu3Ma o0paso-
BaHUA OP y CyCIIMKOB — 3TO MPOUCXOXKICHIH MYJIbTHIaAME-
JIIPHBIX MEMOpaHHBIX CTPYKTyp. OOparmiaer Ha ceOst BHIMA-
HUE TOT (aKT, 4YTO B X0ze Oayra ruOepHanny B HEHpoHax Me-
HsIeTCS CTPYKTYpa JunodycunHoBeix (JIO) rpanyn (puc. 1, 6;
puc. 6). JIO-rpanynsl ropa3o KpymnHee, 4eM ayTodaroanso-
COMBI, U3 KOTOPBIX OHH oOpa3syrwrcs (puc. 4, 6). B mepuon
OLICTICHEHUSI YacTO BCTPEYAIOTCA TPYMHIMbl M3 HECKOIBKHX
JI®-rpanyn (puc. 1, 6). Crpykrypa JI®-rpanyn B HelipoHax
BechMa pasHooOpaszna (Boellaard, Schlote, 1986), B mupamu-

JlaX THMIOKaMITa CyCIMKOB 3TO SIPKO BhIpaxkeHo (puc. 6). Ho ¢
cepeanHbI OayTa Oopinas 9acTh JID-rpaHy COTEPIKUT MEM-
OpaHbl, CBSI3aHHBIE C JIMIUIHBIMU KaruIsIMU (puc. 6, 6, 6). A B
KOHIIe OayTa U IpH pa3orpese NosBisaoTcs JID-rparymsl, co-
Jiep)Kaliue MyJIbTHIaMEIUIIPHBIE CTPYKTYphl MHEIMHOBOTO
tuna (puc. 1, 2; 6, 6, 2). Jlerom U Mex 1y OayTaMu OICTICHCHHSI
JI®-rpanynbl B 3TUX HEHPOHAX BCTPEUAIOTCS PEIKO.

BoccranoBnenue Al B HelipoHax HauUMHAETCS TOJIb-
KO y Pa30rpeBaroIuXCsl CycauKoB. IlepBbie ero mpu3Haku Mbl
BUJIENH Y >KUBOTHBIX, T, KOTOpbIX nogHumanach jao 13 °C
(puc. 2, 0). B nupamungax CA3 npeobpa3oBaHue CTPYKTYpBI
AT mpum paszorpeBe BBITJIIIUT KakK 3€pPKAIbHOE OTPAKCHHUE
Ipolecca ero peAyKIUH IpU OXJIAXKJICHUHU: OOJbIINE IPO-
3pavyHbIe BE3UKYIbI CIUBAIOTCA (PUC. 2, 0, 36€300UKU ), MEKIY
HUMHU (OPMHUPYIOTCS IEPEMBIYKH, HATOMHUHAIOIINE (pparmMeH-
TBI LUCTEpH (puc. 2, 0, cmpenxu). Y cycmukoB ¢ T, 23 °C
MPUCYTCTBYIOT YK€ HE TOJIIBKO KPYIHBIE BE3HKYJIBI, HX arpe-
ratel M TaHTENeNnojo0Hble 00pa3oBaHMS, HO M JUKTHOCO-
MbI (puc. 2, e). Cpa3zy nocie npoodyxaenus (T,, 36 °C) ctpyk-
Typa Al Takas xe (puc. 1, 2), u ToapKo "epe3 1 cyT mcuesa-
10T OoJbIIME Tpo3pauHble Be3WKynsl (puc.3, a). Hu y
XOJIONHBIX, HU Y pa30rpeBalOIINXCSl CYCIMKOB IIPH3HAKOB
dhopmupoBarus Al' de novo (Glick, 2002; Landhans et al.,
2007) Mbl HE BUICITH.

Oobcyxaenue

M3yueHue 3uMHEN CISTYKU ¢ OUEBUIHOCTBIO IIOKA3bIBAET,
YTO KaK YCUJICHHE, TaK U NPEeKpalleHe aKTUBHOCTH HEPBHBIX
KJIETOK CBSI3aHO C U3MEHEHHEM UX CTPYKTYpbl. Beskuil pas,
KOTJIa CyCITUKH BXOJIST B COCTOSTHUE OICTICHEHHSI U KOT/Ia OHU
pazorpesatorcs, cTpyktypa OP u A" B nupaMuIHbIX Heipo-
Hax nojst CA3 runmokamma MeHsieTcs. Y XOJIOJHBIX CYCIIH-
KOB OOJIbIIast 9acTh HEHPOHOB HAXOAWUTCS B COCTOSHHH TITy-
6okoro topmoxkenusi, OP u AI' B HuX penyuupoBansl. [Ipu
pa3orpeBe HEHpPOHBI aKTHBUPYIOTCS U OPTaHEIIIBl BOCCTaHAB-
JIUBAIOTCSL.

CuuTaeTcs, 4TO B OCHOBE aJaNTallMd 3UMHECIISIINX JKH-
BOTHBIX K TIEPSKUBAHHUIO TIEPHOAOB TITyOOKOH THIIOTEPMHU
KpoMe MaJeHUsI CKOPOCTH BCEX MPOLECCOB JICKUT YaCTHUHAS
KOHCepBalus KieTouHsix oprane/t (Van Breukelen, Martin,
2002; Carey et al., 2003; Von der Ohe et al., 2007). TuramMud-
HOCTb cTpYKTYpbl OP u AT B Heliponax noist CA3 runmnokam-
1a BO BPEMsI CIITIKH 3aCTABIISET YCOMHUTHCS B 3TOM. O ToM,
YTO PETYJIIHS COCTOSTHUS KJIETOK MO3Ta CIIOXKHEEe, TOBOPST U
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npyrue HaOmroneHus. Tak, MPOXYKIUs M Pacxo] SHEPrHU B
MO3Te XOJO/AHBIX CYCIMKOB cOalaHCUPOBAHbBI, U KOHIICHTpA-
st AT® ne cumkaercst (Lust et al., 1989; Drew al., 2007;
Henry et al., 2007). TparcropT npeANIECTBEHHUKOB HYKIICH-
HOBBIX KHCJIOT B KJIETKM MO3Tra XOJIOJHBIX M TEIUIBIX CYCIIH-
KOB HMIET C OJHOHM W Toif ke ckopocthio (Bocharova et al.,
1992a). Pe3ko, BO MHOTO pa3 IO CPAaBHEHHIO CO CPEITHUMH IS
IPBI3YHOB 3HaueHusAMH yckopsercs pacnang PHK B Heliponax
B HavaJbHOH (paze omemeHeHus cyciaukoB (Stoykova et al.,
1983; Bocharova et al., 1992b). B mo3re 3umHecmsmux He
TOJBKO CKOPOCTH IPOLECCOB TMPH OXJIAKICHUH MEHSETCS
[10-pPa3HOMY, HO M M3MEHEHUsI 3TH B Pa3HBIX OT/EJIaX MO3ra
HE COBNQJAIOT [0 BEJIMYMHE M HarpasieHHocTH ([lemuH
u np., 1988; Bocharova et al., 1992b).. ®yHkinoHaibHas 00y-
CJIOBJICHHOCTD PA3IMYMN SIPKO HPOSBISIETCS B THUIIIOKAMIIE.
Tak, Bce mupamusl moist CA3 k cepenuHe 0ayTa OIeneHe-
Hust TepsitoT 10 40 % pubocom. K xoHIy 6ayTta B KJIETKax J10-
pCaJIbHOW YacTH TMIIIOKaMIIa KOJIMYECTBO pUOOCOM pacTeT B
1.5 pasa, a B Takux ke HEWPOHAX BEHTPAIHLHOTO TUIIIIOKAMIIA
MIPaKTHYECKH He MeHsercs. Tam 3amac pubocoM BOCCTaHAB-
JMBaeTCsl TOJIBKO MpHU NpoOyxJeHnu cyciaukoB (Bocharova
et al., 1992b). OOBACHUTL ATO MOXKHO T€M, UYTO (QYHKIIUH JO-
pCaIbHON M BEHTPAJIbHOM YacTel THIITOKaMIa Pa3IMyaroTCs
(Fanselow, Dong, 2010). HelipoHbl BeHTpaIbHOI'O THITIIOKAM-
Ia BJIUSIIOT MPEUMYIIECTBEHHO Ha 3MOIMOHAIBHYIO cdepy,
MX aKTHBALMS MMEET CMBICI TOJIBKO Iocie paszorpesa. Oue-
BUJIHO, YTO Y XOJIOAHBIX CYCIMKOB YPOBEHb aKTUBHOCTH HEM-
POHOB B OOJBINEH CTENEHU BIUSAET HA MX META0ONM3M U CO-
CTOSIHHE KJIIETOUYHBIX CTPYKTYp, YeM TeMIleparypa.

B nuknax oneneHeHne—ypa3orpeB B HEHMpOHaX MEHSETCs
cTpykTypa He Tonbko OP u AT, Ho n pubocom (Gordon et al.,
1997), u sapeiuek (I'opaon u ap., 2006), T. e. pa3BuBaercs
TeHepAIN30BaHHAsl PEaKIHs BCEH CHCTEMBI CHHTE3a, CO3pEBa-
HUSI M TpaHcnopTa OeskoB. Yaie Bcero npexpaiieHne cuHTe-
30B Ha BPEMsI OICTICHCHHsI PACCMATPUBAIOT KaK CIIOCo0 cOe-
pexxenust pecypcoB kierok (Van Breukelen, Martin, 2002;
Carey et al., 2003). bonee BeposATHO, YTO 3TO HPOSIBICHUE
YHUBEPCAIILHOTO, HECTIENU(UUECKOTO a/[alTallMOHHOTO CHH-
JpoMa, crocod mpeojosieHus KIeToYHbIX cTpeccoB (bpayH,
MosxeHok, 1987). U ocranoBka cunresa 6enka (Frerichs et al.,
1998; Carey et al., 2003; I'opmon u np., 2006), 1 pemoaeIHpo-
Banue OP u AT (puc. 1, 2, 5) npoucxonsT B HEHpOHAX CyCiHn-
KOB yxe mpu cHkeHun T, 1o 23—18 °C. SIcHo, 4TO 3TO He
pe3ysIbTaT OLENEHEHMs, a OJUH M3 ITAIOB Mpolecca MOATo-
TOBKHM KJICTOK K IEPEKHUBAHMIO OTOTO cOCTOsIHUS. OcTaHOBKa
CHHTE3a COIPOBOXKAAETCs OChllaHhueM pubocom ¢ DP wu
Tpancopmanmei gacti ero rrockux nucrepH B TyOymsp-
Hble cTpYKTYpHI (puc. 1, 3). Kak uzBectHo, ctpykrypa OP me-
HSETCSI B OTBET Ha caMble paszHele ctumyisl (Powell, Latte-
rich, 2000; Fedorovitch et al., 2005; Snapp, 2005; Shibata et
al., 2009), B ToM umcie ¥ Ha OCTAaHOBKY cuHTe3a Oeinka (Shi-
bata et al., 2006; Puhka et al., 2007). Tun Tparchopmarmm u
OP, u AT’ B HelipoHaxX CyCIHKOB OJHO3HAUHO ONpeAenseTcs
TEM, KaK MEHSETCsl CKOPOCTh CHHTe3a Oeska B pasHbie (azbl
LUKJIA OLIETICHEHHE—pPa30TPeB, MMOITOMY €€ TOXKE MOKHO OT-
HECTH K pa3psily TUIIHYHBIX PEaKIHH.

HeoOrraro 6vIcTpoe HakomiIeHHe 0ombimoro gyucia AD B
HEHpoHax INpH BXOJE CYCIMKOB B oleneHenue (puc. 1; 4,
a—e6) He SIBIISIETCS MPOSIBICHUEM TIaTOJIOTUH HelipoHoB (Sul-
zer et al., 2008; Tooze, Schiavo, 2008), Tak kak Mexmy OayTa-
mu koinuectBO AD u ux npousBoaHbix JID-rpanyn pesko
cHmXKaeTcsa. ManoBepoaTHo, uTo AD MOSABISIOTCS B Pe3ylib-
taTe roroxanus HeripoHos (Ushiyama et al., 2008; He, Klion-
sky, 2009). Ckopee Bcero, ycuieHue ayTo(aruu BEI3BaHO
ctpeccom OP. Baxkueiiniee nposiBiaeHne 3Toi HOpMBI KIETOU-

HOTO CTpecca COCTOMT B 00pa30BaHUM HEMPABHIIBHBIX (mis-
folded) OenxoB, xoropeie TokcwuHBl (Ron, 2002; He,
Klionsky, 2009). Ctpecc DP unayuupyer mnossienue AD,
pa3pylIeHHe HEMPAaBIIIbHBIX OCITKOB B HUX CNIACAET KIETKU OT
anonrorudeckoit rudenu (Hoyer-Hansen, Jaattela, 2007; Ka-
wakami et al., 2009), 8 Tom uucie u B mo3re (Ogata et al.,
2006; Komatsu et al., 2007). Eme B 2002 T. caenmano mpearo-
JIO)KEHHE O TOM, 4YTO Y CYCIMKOB cTpecc OP B KieTkax Mo3ra
COTIPOBOKIAET BXo/ B orienieHeHue (Ron, 2002). Pazpymenne
HeNpaBWIbGHBIX 0enkoB B AD B 3KCTpEeManbHBIX YCIOBHSX
MIPEPBIBUCTOH CIISTYKK 00eCTIeunBaeT CHUKEHUE BEPOSITHOCTH
rubenn HeHpPOHOB.

Wnes o Tom, uto yacte OP Hapsaqy ¢ MUTOXOHAPHUAIMH U
MEPOKCHCOMAMH MOET OBITh yOpaHa MOCPEICTBOM ayToda-
ruH, BeICKa3eiBanack He pa3 (Fedorovitch et al., 2005; Mijalj-
jeca et al., 2006; Yorimitsu, Klionsky, 2007; Klionsky, 2009),
HO [MOKa3aHO 3TO TOJIKO TPH Pa3BUTHH PETUKYISIPHOTO
cTpecca B eIMHUYHEIX ciydasx (Bernales et al., 2006; Hu et
al., 2009). HakonneHnne B HEHpOHAX OCTHIBAIOLIMX CYCIHUKOB
A® c ¢parmeHTaMH MEMOpaHHBIX 00pa30BaHWMI B HUX B
(puc. 4) CBHIETENBCTBYET O TOM, YTO W Y MIICKOITUTAIOIINX
paboTaer 3TOT MeXaHHM3M peryiupoBanusi odbema DP. Ho
€CII IPOXOKU TaKUM 00pa3oM yOMparoT W30BITOYHBIN MIepo-
xoBaTblii OP, 00pazoBaHHBII Ui CHHTE3a MHIYIIMPOBAHHBIX
oenkoB (Bernales et al., 2006), To B Heiiponax AD 3axBaTbiBa-
10T (QparmenTsl rmaakoro OP u oanHOYHBIE PHUOOCOMEI
(puc. 2; 4, a—=e). 130bITKa DP B HelipoHax HET HU Ha OJHOM
U3 CTAAMM CIISTYKH.

PruGocombl OTHOCAT K caMbIM CTaOWJIBHBIM KIIETOYHBIM
CTPYKTYpaM, HO HEJIaBHO TOSIBHJIMCH COOOIIEHHUS 00 UX ayTo-
tharum (Beau et al., 2008; Kraft et al., 2008). JIlukBuaupyrorcs
HepaboTaromue pudocomsl (Beau et al., 2008; Nakatogawa,
Ohsumu, 2008). B nepuon oneneHeHus: B HelpoHax HaOII0-
nmaetcst MHOTO AD ¢ pubocomamu (puc. 4, a, g). Youparotcs
MMEHHO CBOOOJIHBIE PHOOCOMBI, HE 0OBETMHEHHBIE B TIOJINCO-
MBI, ¥ UX pa3pylieHHe UAET MO0 MeXaHu3My ayrodaruu. Jlo
SICHOTO TIOHMMaHHUSI IPUYUH ¥ MEXaHU3MOB OOHOBJICHUS KIle-
TOYHBIX CTPYKTYp eIlle JaJIeKo, HO 0a30BbIA MPHHIMI yiKe
0003HaueH: KICTKH CHEOAIOT W30BITOYHBIC WM HepaboTaro-
mue cTpyktypsl (Mijaljica et al., 2006; Beau et al., 2008).
B xoze rubepHanuu HEHPOHBI yOUPAIOT YacTh pubocoM u IP.

YHHKaJeH Ipolece 04eHb OBICTPOTO BOCCTAHOBJICHHS B
HEeWpOHax U YHCIIa, U CTPYKTYPHI KJICTOYHBIX OpraHesu B (ase
npobyxaerus (puc. 1—3, 5). 3a ce30H cnAuku OOHOBIICHHE
OpraHesuT TOBTOpsieTcss MHOTO pa3. CHHTE3 IS 3TOro Hemo-
CTaTOYHO OBICTP M TpeOyeT OrpOMHOIO pacxoja IulacThu4e-
CKHUX W JHEPTeTHYECKHUX pecypcoB. TONbKO peyTHIM3anus,
MIOBTOPHOE HCIIOJIb30BaHKUE MPEALNIECTBEHHIKOB HYKJIEHHO-
BBIX KUCIIOT, OCJIKOB U JIMITU/IOB, HAKAIUTMBAIOLIUXCS B ayTO-
(haronmzocomMax, He MOKET 00ECIICUNTh TaKoe OBICTpOE 00pa-
30BaHME HOBBIX opraHesul. Tak, jaxe MpH HOPMaJILHOW TeM-
mepatype B MO3re I'PBI3yHOB OOHOBISICTCS B cpeaHeM 5 %
pudocom 3a 1 cyt (Stoykova et al., 1983), a y cycnukoB B Heli-
POHAaX THIIOKaMIIa UX KOJIWYECTBO IMOYTH YIBAUBACTCS BCETO
3a 2 9 pazorpeBa (Bocharova et al., 1992b). Boccranosmnenme
MEMOpAHHBIX KIJIETOYHBIX CTPYKTYpP Y CYCIHUKOB TOXE HJET
O4YeHb OBICTPO M 3aBEpIIAETCS B OCHOBHOM JI0 MX ITOJHOTO
TIPOOYKICHHUS.

CoOopxka cTpyKTyp U3 (parMeHTOB MOXKET OBITh AJIbTCPHA-
tuBoi cuHTe3y (Misteli, 2001). M3 nunumoB 1 HEMHOT'OYHUC-
JICHHBIX OEJIKOB B OECKJIETOUHOHN cUcTeMe 00pa3yloTcs CTPyK-
Typbl, MOJ00HBIe DP, KaKk riaJkoMy, Tak W IIEPOXOBATOMY
(Lavoie et al., 1996; Shnyrova et al., 2008). B xetkax MmeM0-
paHBl M UX KOMIUIEKCH coOupatorcss B AD u JID-rpanysnsl
(Boroviagin et al., 1972; Feldman et al., 1981; Nunomura, Mi-
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agishi, 1993; Hariri et al., 2000). BeposTHOCTb COOPKH MyIIb-
THJIAMEJUISIPHBIX CTPYKTYp B A®d KpHUTHUYECKHM 3aBHCHT OT
ypoBHsT akTuBHOCTH Tuaponas (Nunomura, Miagishi, 1993;
Hariri et al., 2000; Ushiyama et al., 2008). MynsTrIaMeIuIsIp-
HBIX CTPYKTYp B ayTo(arosm3ocomMax HET Kak MPH BBICOKOH
AKTUBHOCTHU JIM30COMAJIBHBIX THAPOJA3, TaK U B ClIydac HUX
moHOM Osrokansl. Ho eciam Bo3HMKaeT ompenesieHHass HEJo-
CTaTOYHOCTh THPOJIa3 ¥ MOTJIOMIEHHbIE OpraHeuTbl pa3pylia-
IOTCSI HE TIOJHOCTBIO, TO MYJBTHIAMEIUIIPHBIE CTPYKTYPBI
tdopmupyrotes (Nunomura, Miagishi, 1993; Hariri et al.,
2000). depmeHThl B ayTo(haroin3ococMax IMOSBISIFOTCS HE
TOJBKO B PE3yJIbTATE CIUSHUSA C IN30COMaMH, HO U B PE3YJIb-
TaTe CIMSHUS ¢ TpaHCHOPTHBIMU Be3ukyinamu n3 A" (Ushiya-
ma et al., 2008). OcraHOBKa CHHTE3a, €CTCCTBEHHO, BEACT K
TIpeKpalIeHuo ux Tpancnopra u3 Al, u B ayrodaronmsococ-
Max BO3HHMKaeT HejxocraroyHocTh rujaposaz (Lawrence,
Brown, 1993). imeHHO 3TO citydaeTcs B HEHPOHAX CYCIUKOB:
K cepequHe OayTa roTOBBIC JTM30COMBI YK€ MCITOIb30BAHbI, a
HOBBIM TTOpIHSIM (PEPMEHTOB B3SIThCS HEOTKyna. B pesyiib-
TaTe ayTo(aroim3ocoMbl mpeBpamaioTcs B JID-rpaHyIEI
(puc. 1, 6), a JI®-rpanysas MOryT (GOPMUPOBATH KPYIHBIC ar-
peratel. B cirydae ctapeHus U pa3BUTHS B MO3I€ 1IaTOJIOTNYe-
CKHX rporieccoB JID-rpanysbl COXpaHAIOTCS A0 KOHIA KH3HA
(Boellaard, Schlote, 1986; Sulzer et al., 2008), a B crstuke
MeXIy OayTamMu TmOepHAIMU UX PEAKO MOXKHO BCTPETUTDH B
HeripoHax. OHM MO0 TUKBUANPYIOTCS, IHOO KaK-TO MCIOJb-
3yIOTCSI.

MynbTHIAMEIIISIPHBIE CTPYKTYPBI — 3TO HE TOJIBKO (op-
Ma COXPaHEHUs JIMIUI0B, HAKAaIIMBAIOIIUXCS MPHU pacaje
opranemn (Le-Beux et al, 1969; Feldman et al., 1981;
Schmitz, Muller, 1991). [To-BuauMoMy, OHH HCTIOTHSIOT POJH
OCHOBBI Ju1s ObIcTpO hopMupyromierocst IP. Kierounsie Mem-
OpaHbI pa3THMYaOTCsl HAOOPOM JTUIHIOB U COJePKAHNEM Oel-
koB (Komuccapuuk, 1975). BepositHocTs 00pazoBanus Myiib-
TUJIAMEJUISIPHBIX CTPYKTYpP yBEJIHYHMBAETCs, Korna B ayroda-
TOJIN30C0CMax PazOMparoTCsi MEMOpaHbl BHYTPHKJIETOUHBIX
oprauen (Lajoie et al., 2005). B cBoro ouepenp coctaB MeMO-
pan mpenonpexaenser Gopmy kietouHbix cTpyktyp (Voeltz,
Prinz, 2007; Shibata et al., 2009). B HefipoHax XOJIOAHBIX CyC-
JIMKOB MYJIbTHIUIAMENSIpHbIE  CTPYKTYpbl B JID-rpanynax
CTPOSITCA TPEUMYIIECTBEHHO W3 OCTaTKOB MEMOpaHHBIX
BHYTPUKJIETOYHBIX CTPYKTYp, ¥ OHH JIETKO MOTYT IpeBpa-
marscs B OP.

Co6opxka Al coBceM He yHUKaJIbHA, CKOPEE 3TO OOBITHBIH
npouecc (Mistel, 2001; Glick, 2002). Hampumep, Bo Bpems
muTo3a Al Toxe pacnagaeTcst Ha BE3UKYJIbl, KaK B HEMPOHAX
oXJIaKAaomuxcs cyciaukoB (puc. 2). ITocne 3aBeprueHus Je-
JICHUS! BE3UKYJIbI B KIIETKaX OOBEIUHAIOTCS, U cTpyKTypa Al
BocctaHaBimBaercs (Persico, et al., 2009). C6opka DP mHO-
UM oTimdaercst ot coopkn Al — 3T0 yHuKambHas Qopma
obHoBeHus opranet. O0biuHOe popmupoBanue P de novo
HIET OT HapyXHOH MeMOpaHbI saepHoi o6onouku (Pannese,
1968), B ycnoBusx crstuku coopka D11 nponcxomur B crienu-
AIBHBIX CTPYKTypax (ayrodaromuszococmax u JID-rpanynax)
13 JCNOHMPOBAHHBIX W TIOJIyNIEPEBApEHHBIX B JIM30COMaX
(parMeHToB.

B opranusme 3MMHECIISIINX OPraHbl U TKAHU BO BPEMs
CIISTYKH 3AIIHUIICHBI OT Pa3HOOOPa3HBIX CTPECCOB, YTO oOecIie-
yuBaeT ux BeokuBaHue (Carey et al., 2003; Drew et al., 2007;
Storey, Storey, 2007). B ocoGeHHOCTH 3TO KacaeTcsl KIETOK
Mo3ra.

Ilo kpaiiHell Mepe 4acTb HEHPOHOB MOXKET PEan30BaAThH
YHUKQJIBHBII MEXaHW3M KJIETOYHOM aJanTaliy, 3KOHOMHOE
0OHOBIJICHHE MEMOPaHHBIX CTPYKTYP LUTOILIa3Mbl OCPEACT-
BOM COOpKHM WX M3 (parMeHTOB, a HE MyTeM CHUHTe3a. B Tex

HEPBHBIX KJIETKax, ObICTpas aKTHBAIUS KOTOPBIX HEO00XO-
JUMa Ul HOPMAaJbHOIO BBIXOAA W3 CITYKH, U yIaJCHHE
MOBPEX/ICHHBIX, U COOpKa HOBBIX CTPYKTYp JIEMEHTOB 00ec-
MIEYNBAIOTCS ayTodaruen.
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CYCLIC STRUCTURAL CHANGES IN ENDOPLASMIC RETICULUM AND GOLGI COMPLEX
IN THE HIPPOCAMPAL NEURONS OF GROUND SQUIRRELS DURING HIBERNATION

L. S. Bocharova,' R. Ya. Gordon,"- * V. V. Rogaschevsky,>2 D. A. Ignatyev,? S. S. Khutzian'-2

! Institute of Theoretical and Experimental Biophysics RAS
and 2 Institute of Cell Biophysics RAS, Puschino, Moscow Region;
* e-mail: ritagordon@mail.ru

Repetitive remodeling and renewal of the cytoplasmic structures realizing synthesis of proteins accompani-
es the cycling of ground squirrels between torpor and arousal states during hibernation season. Earlier we have
shown partial loss of ribosomes and nucleolus inactivation in CA3 hippocampal pyramidal neurons in each bout
of torpor with rapid and full recovery after warming up. Here we describe reversible structural changes in en-
doplasmic reticulum (ER) and Golgi complex (G) in these neurons. Transformation of ER from mainly cysternal
to tubular form and from mainly granular to smooth type occurs at every entrance in torpor, while the opposite
change occurs at arousal. Torpor state is also associated with G fragmentation and loss of its flattened cisternae.
Appearance in torpor of the autophagosomal vacuoles containing fragments of membrane structures and riboso-
mes is a sign of their partial destruction. Granular ER restoration, perhaps through assembly from the multila-
mellar membrane structures, whorls or bags, begins as early as in the middle of the torpor bout, while F flattened
cisternae reappear only at warming. ER and G completely restore their structure 2—3 hours after the provoked
arousal. Thus, hibernation represents and example of nerve cell structural adaptation to alterations in functional
and metabolic activity through both active destruction and renewal of ribosomes, ER, and G. Perhaps, it is the
incomplete ER autophagosomal degradation at torpor provides its rapid renewal at arousal by reassembly from
the preserved fragments.

Key words: endoplasmic reticulum, Golgi complex and ribosomes renewal, autophagy, neurons, functio-
nal adaptation, hibernation.



