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Kapuocdepa (kapuocoma) — Meiio3-crienndurueckast SBOIOLMOHHO KOHCEPBAaTUBHAS CTPYKTYpa, MPENCTaBIIsII0-
11as1 cO00i KOHAEHCUPOBaHHBIE OMBAJIEHTHI, KOTOPBIE HAa CTAIMU JUIIOTEHBI ITpoda3bl Meiio3a coOOpaHbl BMECTE
B O'PAaHUYEHHOM TIPOCTPAHCTBE KPYITHOTO Si7ipa. ¥ HEKOTOPBIX OPraHU3MOB Kapuocdepa JOTOTHUTEIBHO OT/Ie-
JIeHa OT OKpYKaollleil HyKJIeoria3Mbl HaJCTPYKTYPHBIM 3KCTPAXPOMOCOMHBIM KOMITAPTMEHTOM, Ha3bIBa€MbIM
karcyinoit kapuocdeps! (KK). TpangummuonHo cuuraiot, uto KK — cnennaan3npoBaHHBINA 3JIeMEHT sIIpa OOILUTa
(3aponpiiieBoro my3sipbka, 3I1), KoTophlii moaaepKuBaeT Kapuocdepy 3a cueT IMPUCYTCTBUS CTPYKTYPHBIX Oel-
KOB, npexxae Bcero F-aktuna. Mbl ipencrasisieM HoBbIH B3sa Ha KK, koTtopas, kak cuuranu npexae, popMmu-
pyetcs B 311 TpaBsHoli siryiuku Rana temporaria. Kapuocdepa R. femporaria ipencrapisieT co00ii MpoCcToi “Kiry-
60K” xpoMocoM, ui Kapuocomy. 311 R. temporaria B BEICOKOI cTeieHN oboralieH ¢priameHTamMu F-akTtrHa, Ko-
Topbie (OPMUPYIOT OOIIMPHYIO CETh B sApe, HO HEe KOHLIEHTPUPYIOTCS B 0cCO00ii 30He (Karcysie) BOKpYT
KOHJIEHCUPOBAHHBIX XpoMocoM. B atom cmebiciie ctpykrypa 311 R. femporaria cylieCTBEHHO He OTJIMYAeTCs OT Ta-
KoBoit Xenopus laevis, y KoToporo Kapruocgepa 1, COOTBETCTBEHHO, €€ KarcyJia He BhIpaXkeHbl. JIerko nneHTudu-
nupyorcs TunmaHbie 111 311 R. temporaria HemeMOpaHHBIC TSDKU (IIpeXKIe Ha3bIBaeMble “IIceBIoMeMOpaHaMu’™),
a Takxe “Kojieuku” (annuli), KOTOpble, KaK CUMTAJIM paHee, MPeaCcTaBIsIOT coO00if aBTOHOMHbIE TOPOBbIE KOM-
miekchl. OmHako annuli He cogepxaT HykjeoropuHa 35 (Nup35) u, caemoBatellbHO, He MOTYT paccMaTpUBaThCS
B KaueCTBE aHAJIOTOB SIIEPHBIX TOPOBBIX KOMILIEKCOB. DJIEKTPOHHO-TIJIOTHBIE TSIXKW, KOTOPBIE CBI3BIBAIOT annuli,
He coaepxat Hu F-aktuHa, Hu 1amuHa B 1 He 06pas3yroT mokpoBa BOKpyT Kaprocdepbl. CTpyKTYpHbBIE O€TKH, Ta-
KHe KaK JJaMUHBI, TIPUCYTCTBYIOT B HYKJIEOTJIa3M€ M KOHLIEHTPUPYIOTCS B JIOKAJIBHBIX 3JEKTPOHHO-TUIOTHBIX
CrycTKax — crneuu@uuecknux 0MOMaKpOMOJIEKYISIPHBIX KOHAEHCATaX MOJUMEPHBIX MOJIEKYJ — OEJIKOB U, BO3-
MoxxHo, PHK. TakuM o6pa3zoM, kapuochepa R. temporaria He uMeeT ¢pubdpo3Horo ckaddonna. st cpaBHeHUs
ncnoab3oBaH Matepuail KK sxyka Tribolium castaneum, B 311 XoToporo neiicTBUTEIbHO (DOPMUPYETCS CTAOMIb-
HBII M OOLLIMPHBIN ci10ii (06osouka, uiu shell), coctosiumii u3 F-aktuna. Mbl mojiaraeM, 4To CTPYKTYPHas pojib
KK B 3I1 R. femporaria HecKONBKO TipeyBelnmdeHa. OmHako Kapuocdepa R. femporaria 3aKiniodeHa B OOJIBIIOE
CKOILJIEHUE COTeH CBOOOIHBIX aMILUTM(UIIMPOBAHHBIX siAphIlIeK, HanmoMuHatolee KK. OTo ckomieHue ssapbiiek
BeCbhbMa CTAOMUJIBHO U JIETKO MOXKET ObITh U30JIMPOBAHO IO 0OBIYHBIM OMHOKYJISIDHBIM CTepeoMUKpocKkorioM. [1o-
CKOJIBKY SIIPBILIKU TIPEACTABISIOT COOOM OTHeNbHBIC XKMIKWE Karjiud, WX HeJb3s paccMaTpuBaTh B KauyeCTBE
CTPYKTYp, popmupytomnx tuimmunyio KK, kotopast mo onpeneieHno umeeT GuOpo3HyIo CTpyKTypy. CxomHast
cutyauus xapakrepusyetT 311 xyka Tenebrio molitor, B KOTOPOM OTCYTCTBYIOT SIIPBIIIIKKA, HO KApMOCOMa MOXKET
pacnonaratbcs BHyTpr (hruOporpaHyIsipHOTO MaTepuasa, KOTOpbIil He conepXuT F-akTuHa.

Karoueevie caoea: ssnepHbie KOMITapTMEHTHI, Kapuocdepa, Karcyia Kapuocdepbl, KapuocoMma, siaepHbiii F-aktuH,
3JIEKTPOHHAsi MUKPOCKOITHSI, SIIPO OOLIMTA, 3apOAbIIIEBbIi My3bIpeK, Rana temporaria
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B camoM Havane XX B. aMepUKaHCKUIA 3HTOMOJIOT
Moncou Yunert biskMaH, U3ydyas cnepMaToreHe3 He-
KOTOPBIX MHOTOHOXEK, OIucal CBOEOOpa3HyIo siaep-

IIpunamete coxpawenus: 311 — 3apoasilieBblil my3pIpek (germinal
vesicle, sinpo oonura); UOM — MMMYHO3JIEKTpOHHAsT MUKPOCKO-
nust; KK — kancyna kapuocdepst; JIII — xpoMocoMbl Tuna JaM-
noBbIx 1eToK; CK — crHanToHeMHBbIil KoMILIeKe; DM — aek-
TpoHHast Mukpockonust; 10 — simepHast o6omouka; AIK — saep-
HBIiT TTopoBbIit KoMmIuieke; BAF — barrier-to-autointegration factor;
LEM-D — lamina-associated polypeptide 2—Emerin—MAN1 do-
main.
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HYIO CTPYKTYpY, KOTOpYyIO Has3Baid Kapuochepoi
(Blackman, 1903, 1905). ComiacHo cOBpeMEHHOMY
oIpeesieHnIo, Kapuochepa — Melio3-crelnubuieckas
1 BBOJIIOIIMOHHO KOHCEpBAaTUBHAS CTPYKTypa, 00pa3o-
BaHHasl KOHACHCUPOBAaHHBIMU XpOMOCOMaMU, OObeIM-
HEHHBIMU BMECT€ B OTpaHUYEHHOM MPOCTPAHCTBE
KPYITHOTO siipa Ha CTaIUH TUIDIOTEHBI Mpodaskl Meiio3a
(Bogolyubov, 2018). bBaskman (Blackman, 1903) mpen-
JIOKWJT pa3ianyaTh Kapuocdepy M KapruocoMy; ITOCIe-
HSS TIPEICTaBIISIET COOOM MPOCTOM “KiIIyOOK” XpOMO-
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COM, B TO BpeMsI KaK Kapuocdepa opraHnzoBaHa Gonee
CIIOXXHO, (PaKTUUECKH MIPEICTABIISAS COO0I “MUHMUATIOP-
HOE Iapo”.

Y MHOTHUX OPraHM3MOB XpOMOCOMBI OOIIUTA, COOpaH-
Hble B Kapuocdepy, IOMOTHUTEIbHO OIrpaHUYEHBI
CJIOKHOM MHOTOKOMITOHEHTHOM CTPYKTYpPOIi, Ha3biBae-
moii Kamcynoii kapuochepsl (KK), uro cosmaer eie
Oosbliiee BrieyaTjieHUe O CylIeCTBOBaHUM “sipa B siape”
(Gruzova, 1988), wiu [Innenkern mo-nHemenxku (Vej-
dovsky, 1911—1912; uur. mo: Gruzova, Parfenov, 1993).
Tepmun “xkamcyna” (Kapsel) Obin BBemeH Barnepom
(Wagner, 1923), uyToObl pa3iaudaTh BOJOKHUCTYIO CyO-
CTaHIIUIO, KOTOpas, KaK OH CUUTaJl, OTAESIET XPOMOCO-
MBI OT TiepudepuyecKoil 00JaCTH, 3aHMMAaeMOM SII-
pBIIIKAMU B SIIPE OOLIMTOB (3apOJIBIIIEBOM ITy3bIPbKE,
3I1) naryurek. B HacTosIiee BpeMsl CYMTAIOT, YTO KITIO-
yeBbIM KoMIToHeHTOM KK ciyxkaT hriaMeHThI mojaume-
puszoBaHHOTO sifepHoro aktuHa (F-akTuHa), KOTOpPBIi
UTPAeT MIABHYIO CTPYKTYPHYIO POJIb U MOXET paccMar-
puBaThcd B KauecTBe MapkepHoro 6einka KK (Bogoly-
ubov, 2018).

B TeueHne MHOrUX JIeT Tocjie OTKpbITUsT BiaskMaHa
Kapuocdepy OnrchIBaiM Y MHOTMX OPTAHU3MOB, OT TU/I-
pHI 10 yeaoBeKa, ocooeHHo B 311 1 MeHee yacTo — B siipe
cnepmatonutoB (Gruzova, Parfenov, 1993). Eciu B
MYKCKOM Meiio3e XpOMOCOMBI U (OPMUPYIOT Ka-
puocdepy (kaprocomy), oHa HuKorga He umeeT KK.

Hecmotps Ha 6ospioe MOopoJIoTuYecKoe pa3Hoo0-
pas3ue Kapuocdep, HadJI0JaeMbIX B 00LIUTaX OECIIO3BO-
HOYHBIX Y TIO3BOHOYHBIX XUBOTHBIX, MOXXHO BBIIE/INTh
3 ocHoBHBIX X TMHa (Bogolyubov, 2018): 1) kapuocde-
py ¢ BHeurHell KK; 2) kapuocomy, T. e. Kapuocdepy 6e3
KK, n 3) “maBeptupoBanHyo” Kapuocdepy. [locnen-
Hee U3 IepevYrCIIeHHBIX MOHSITUM SIBISIETCS BeChbMa (pop-
MajJbHBIM, OXBaThiBasg MOPGOJIOTMYECKU pa3InYHbIE
TUITBI Kapuocdep, KOraa XpOMOCOMbI ITIPUCOESANHEHBI K
HapyXXHOM CcTOpoHe “ueHTpajpHOoro tena” (Gruzova,
1988), Takoro KakK LIEHTPOMEPHOE OEIKOBOE TEJIO IITHUII
(Tarunxckas, 1972; Krasikova et al., 2004) unu aturnuy-
HOE SIAPBINIKO (SIAPBIIIKOIIONO0OHOE TEJIO) MBI 1 Ye-
noBeka (Parfenov et al., 1989; De La Fuente et al., 2004).

Ecnu y kakoro-nmbo opraHu3Ma B T€UEHHE Ompee-
JIEHHOTO TIEpUOJa TMPOIOIKUTEILHON IUIIOTEHBI Cy-
IIECTBYET cTanus JaMnoBhix meTok (JIII), kapuochepa
dopMupyeTcs TI0CIe 3TOM CTaAuM, KOLIa XPOMOCOMBI-
JIII Teps1oT TaTepaibHBIC TIETIIN, COKPAIIIAIOTCSI U UME-
IOT TEHASHIIMIO K JIOKAJIU3allMd B OrPaHUYEHHOM IPO-
crpaHctBe 311 (Bogolyubov, 2018). ®opMupoBaHue Ka-
puocdepbl 0OBIYHO COITPOBOXAACTCS 3aTyXaHUEM TpaH-
CKPUITLIMOHHOM aKTUBHOCTU XPOMOCOM. Y TpaBSHOM
nsrymiku R. femporaria TIOTHOCTbIO chOpMUPOBaHHAs
Kapuocdepa, IIpeacTaBiIgionias co00il PhIXIIBI KIyOOK
XPOMOCOM, COXPaHSIET 3aMETHBII YPOBEHb OCTATOYHOIM
TPAHCKPUITLUOHHOM aKTUBHOCTH, B TO BPeMsI KaK M03-
Ke, B 0oJiee KOMITAKTHOM Kapuocdepe, TpaHCKPUITIIUS
npekpaiaercs rmorHocTbio (Ilicheva et al., 2018).

BOTOJIIOBOB u np.

Y mHorux amcpubdbuii, Bkiwouast R. temporaria, KOH-
JIIEHCUPOBAHHBIE XPOMOCOMBI, COOpaHHBIE B Kapuocde-
Py, 3aKJIIOYEHBI B KOMITAKTHBIN arjaoMepaTr pa3sMepoM
npumepHo 150 MKM, cchopMUpOBaHHBIIT MHOTOYMCIICH-
HBIMU aMIUTU(ULIMPOBAHHBIMU SIAPBIIIKAMUY 1 3aHUMA-
tomuii mpumepHo 1/1000 oobema 31T (Duryee, 1950).
Ha npotsckeHUu MHOTMX AECATUICTUI CUMTANIM, YTO Ka-
puocdepa R. femporaria umeet TunnuHyto KK (Gruzova,
Parfyonov, 1973; Gruzova, Parfenov, 1977, 1993; Ilouyka-
ymHa, Ilapdenos, 1994; Bogolyubov, 2018) — cioxHyI0
MHOTOCJIOMHYIO CTPYKTYPY, COCTOSIIIITYIO 13 (PUGPO3HOTO
BJIACTUYHOIO MaTepuaja M aMIUTM(PUINPOBAHHBIX SII-
poiiek (IMapdenos, 1995). Cuuraior, 4TO B BUTEJIO-
reHHBIX oounTax R. temporaria KK nosiBisieTcss BOKpyT
JIIIL B oceHHee-3UMHUI MEPUOL U JOCTUTAET MaKCHU-
MaJIbHOTO Pa3BUTHSI BECHOM, Tiepen oByistuueit (Gruzo-
va, Parfyonov, 1973), ipu1 3TOM XpOMOCOMBI IPUKpETLIIE-
Hbl K KK tenomepamu (ITapdeHos, 1995).

ITocTossaHO coobmanock, uto KK BechbMa cTadUIiIh-
Has CTPYKTypa M MOXKET OBITh JIETKO n3ojJupoBaHa u3 311
R. temporaria GVs, coxpaHsis 1IeIOCTHOCTB ITOCJIE 00pa-
0OOTOK KOHIIEHTPUPOBAaHHBIMM pPacTBOpaMM COJIEH
(1.5 M NaCl), HeMOHHBIMHU JIeTepreHTaM1 1 HyKJiea3a-
mu (Engelhardt et al., 1982). 910 mo3BoIMIO CUUTATh
KK cnenmanm3mpoBaHHBIM KOMITOHEHTOM SIIEPHOTO
marpukca (Gruzova, Parfenov, 1993). OgHako npoTHUBO-
peuynBasi Teopus SIACPHOro MaTpHUKca, MOMYJIspHas B
KoH1Ie XX B., B HacTosiliee BpeMsl IprM3HaHA HECOCTOSI-
texbHOM (Razin et al., 2014). OTHOCUTEIbHAST YCTOMYN -
BOCTh KapuochepHOro KOMILIEKCa, II0-BUAUMOMY,
oOecrneunBaeTcss OrPOMHBIM KOJIWYECTBOM aMILIU(U-
APOBAHHBIX SAPBIIIIEK, OKYTHIBAIOIINX Kapruocdepy Js-
TYIIKJA HAITogo01ne MacCUBHOTO 00J1aka, KOTOPOe, IT0O-BU-
IUMOMY, CTaOMIIN3UPYETCS CEThIO aKTUHOBBIX (prytaMeH-
ToB (Parfenov et al., 1995). OnHako Takue CKOIUIEHUS,
V30 IMpOBaHHbIC B (DU3UOJIOTUUYECKUX pPACTBOpaX, MO-
BOJIbHO OBICTPO PACCHINAIOTCI Ha OTAEIbHBIE SIPBILIKH.

B aTOoM roay mbl Hauanu paboTy Haj MCCIIeI0BaTEIb-
CKMM IIPOEKTOM, ITOCBSIIIEHHBIM AaJbHEHIIIEMy HCCIIe-
IoBaHUIO Kapuocdepsl R. femporaria, HagesiCh B IIEPBYIO
ouepenb IMpoBepuTh, MoxeT T KK yyacTBoBaTh B Meii-
03-criendpuIeckoii MPOCTPaHCTBEHHOI OpraHMW3aluu
JUTJIOTEHHBIX XpOMOCOM. B yacTHOCTH, MBI cobupa-
JIUCh HCCeA0BaTh, MOTYT JIM HEKOTOpHIC KIIIOUeBbIC
Oenku, obecrieyrBalonIMe JUHAMUYECKUE B3auMOAeii-
CTBUSI XPOMOCOM C siiepHOit 060104ukoii (10) B MUTOTH-
JyeckoM 1MKie comarmyeckmx kietok (Foisner, 2003;
Segurra-Totten, Wilson, 2004), yuactBoBaTh B (hOpMU-
poBaHuu u nogaepxanuu KK.

HauuHast paboTy Haa NMPOEKTOM, Mbl CHavaJia Ipe/-
OPUHSIIA YIBTPACTPYKTYPHOE MCCeIOBaHUE, B TOM
YUCJIe C MOMOIIBI0O UMMYHORJEKTPOHHON MUKPOCKO-
nuu (MOM), 4ToOBI OTBETUTH HA BOIIPOCHL: 1) hopmu-
pytoT 11 aktTuHOBBIe prnameHTEl KK? 2) apisiorcs
JIpyTHUe CTPYKTYPHbIE OEJIKU, TaKUE KaK SIAepPHBIC TaMU-
HBI, KoMnoHeHTamMu KK? 3) meiicTtBuTenbHO 1 Xapak-
tepHbie annuli B KK R. temporaria, neMmoHCTpupylomne
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MOPGOJIOTUYECKOE CXOACTBO C SIEPHBIMU TTOPOBBIMU
komruiekcamu (SIT1K), sBnsioTcsa “aBTOHOMHBIMU TI0-
POBBIMU KOMIUIEKCAaMM, IIPUHMUMAsT BO BHUMaHHUE BO3-
MOXKHOCTb HEKAaHOHMYIECKOTO MeXaHn3Ma X 00pa3oBa-
Hus B ooriazme Drosophila (Hampoelz et al., 2019)?

MBI oXUgany, 4YTO OTBETHI Ha 3TH BOIPOCHI MOTYT
CIIy>KUTHh MOP(OJIOrNIECKOil OCHOBOM JTaTbHEMNIIINX HC-
cienoBanuii. OgHako B 311 BeceHHMX JISTYIIEK MBI K
CBOEMY YAUBJIEHNIO OOHAPYKWIN OTCYTCTBHE 3aMETHOM
Karncysnbl Barnepa (Wagner, 1923). Bmecto aToro sapo
3aIl0JIHEHO CEThI0 aKTHMHOBBIX (PMIaMEHTOB, KOTOPBIE
3aMETHBIM 00pa3oM He KOHIICHTPHUPYIOTCS B 00JaCTH,
conepxaiieit xpomocomsbl, Kak U B 311 Xenopus (Kiseleva
et al., 2004; Maslova, Krasikova, 2012). Orta certb, oue-
BUIHO, MPUIAET CTPYKTYPHYIO CTaOUIBbHOCTh CKOILIe-
HUIO SIIPBIIIEK C HaxoAsIlleicss BHYTPU KapHOCOMOIt
(Ilicheva et al., 2019), onHako F-akThH He KOHUEHTPU-
pyetcs B cTpyKType, HanomuHatomeil KK. CxomHoe mo-
BeeHUE IEMOHCTPUPYIOT (UIAMEHTHI, COAepXKallre
JaMuH B, KoTopble TOXe TaM He KOHIIEHTPUPYIOTCS.
Kpome Toro, Mbl He MOATBEPAMIN, UTO annuli — 3TO aHa-
soru ATITK, TTocKonmbKy OHM He comepsKaT, Mo KpaitHeit
Mepe, HyKieonopuHa Nup35.

Ot 1 npyrue MopdoJornyeckrue oCOOeHHOCTH, 3a-
CTaBJISIONIME MEPECMOTPETh KJIACCUYECKHUE MPEACTaB-
neHus o KK B oonurax TpaBsSHOM JISITYIIKM, OOCyKIa-
IOTCS B CBETE IIPEACTaBIeHN 0 Kapruocdepe ampuodmii,
HakoIUIeHHBIX ¢ cepeauHbl XIX B. (Schultze, 1887) mo
Hamux gHei. C 1IeaIbl0 TOIIOJHUTEIBHOTIO O0CYKISHMS
MBI TakKKe MpPEeNCTaBWIM IOAaHHBIE II0 CTPYKType Ka-
puocdepsl AByX BUIOB XyKoB-4epHOTenoK (Tenebrion-
idae): Tribolium castaneum, y KoToporo Kapuocdepa
nmeer TunuyHyio KK, u Tenebrio molitor, y KoToporo
Kapuocdepa (Kapuocoma) He uMeeT TunmuHoi KK, co-
nepxkaieii F-aktuH.

MATEPUAJTI U METOOIUNKA

CaMoOK TpaBsiHOU JISATYIIKA Rana temporaria L. B BO3-
pacte 2—3 r oTGMpaIv U3 eCTECTBEHHO Cpeibl OOUTAHUS B
okpectHoCcTsIX CaHkr-IleTepOypra B anpene Mecaiie. Js-
TyLIeK AeKAMUTUPOBAIIA M HEMEIJICHHO Pa3pyllaan CIIMH-
HOM MO3T. AMIHNKI 1 OOIUTHI N30IMpoBaim B cpene OR2
(Wallace et al., 1973), conepxkareii 82.5 MM NaCl, 2.5 MM
KCl, 1.0 MM CaCl,, 1.0 MM MgCl,, 1.0 MM Na,HPO,,
5.0 MM HEPES, pH ~7.8. 311 nzoanpoBanu B pacTBope
“5:1+ PO,” (Gall et al., 1981), conepxamem 83.0 MM
KCl, 17.0 MM NaCl, 6.5 MM Na,HPO,, 3.5 MM KH,PO,,
1.0 MM MgCl,, 1.0 MM DTT, pH 7.2. AnuHuku Haceko-
moro Tribolium castaneum (Herbst) nsonmuposanu B pac-
tBOope s Drosophila (128.3 MM NaCl, 4.7 MM KClI,
1.9 MM CaCl,).

Hns BersiBaeHus F-aktuHa o6pasubl, GpUKCHUPOBaH-
HBIe B 2%-HOM (popManmpreruae Ha PBS, okpammmBanu
dannonauH-pogaMrUHOM (2 MKT/MJI) B TedeHHE 1 9 BO
BJIAXKHOI KaMepe Mpu KOMHATHOM TeMneparype, OTMbl-
Basm B PBS u 3akmouanu B cpemy Vectashield (Vector
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Laboratories), comepxariyio 1 Mxr/mia DAPI nj1st BeIsIB-
neansg JIHK. TlpemapaTtel mpocMaTpuBaan B KOH(PO-
KajmpHOM MUKpockorre Leica TCS SP5.

st craHmapTHOM TPaHCMUCCUOHHON DM 00pa3iibl
duxkcupoBam 2.5%-HBIM DIyTapaJlbIeTUIOM, 3aTeM
1.0%-up1m OsO, u 3akmovyanu B Epon—Araldite. Yib-
TpaTOHKME CPE3bl KOHTPACTUPOBAIN YpaHUJIALIETATOM U
nuTpaTtoM cBuHIIA. i1t UM 006pas3nbel mpeduKcnpoBa-
JI1 B TeueHue 2 9 B 4%-HoM hopMaTbaeTuIe, CBeXeTnpH-
TrOTOBJIEHHOM U3 mnapadopMansierunga, 1 0.5%-HoM
mrytapanpaerune Ha PBS, 3arem ¢ukcupoBaium B
2%-noM popmanpaerune rpu 4°C B redeHue Houu. [1o-
cie nnpomMbiBKU B PBS, conepxamem 0.05 M NH,CI, n
JeruapaTallii B CepUr CIUPTOB BO3pacTamolleil KOH-
LIEeHTpaluu obpas3nbl 3akimodanu B cmoiny LR White.
VnbTpaToHKME Cpe3bl MTHKYOMpPOBaIu B TeueHue 10 MUuH B
6noxkupytonieM 6ydepHom pactBope (PBS ¢ nobasieHuem
0.5% >enatrHa 13 KOXM XOJIOTHOBOIHBIX PhIO (Sigma) u
0.02% Tween-20, pH 7.4). [1ocne 3TOTO Cpe3bl THKYOUPO-
BaJIU B paCTBOPE MEPBUYHBIX aHTUTE BO BJIAXKHOM KaMepe
B TedeHre Houu ipu 4°C. Mcronb30BaHHBIE TTIEpBUYHBIC
aHTUTENA: MbIIIMHbIE MOHOKJIOHAJIbHBIE aHTUTENa K
nsyxuenouyeuHoii JIHK (Hemicon, MAB 030, pa3BenecHue
ot 1:200 mo 1 : 300), K03pM MOIMKIIOHAJIBHBIE AHTUTEJIA K
Nup35 (Santa Cruz, sc-74762, pa3enenue ot 1 : 20 oo
1:50), MBIIIIMHBIE MOHOKJIOHAJIbHBIE aHTUTea K Nup93

(Santa Cruz sc-374399, passenenue 1 : 20)', Ko3bu 1o-
JIMKJIOHaJbHBIC aHTUTeNa K JamMmuHy B (Santa Cruz, sc-
6217, passenenue ot 1: 20 go 1 : 50) ¥ KpOTUIBU TTOJTUK-
JIOHaJIbHBIe aHTUTeja K N-KOHILy MOJIEKYJIbl aKTUHA
(Sigma, A2103, pazseaenue 1 : 20—1 : 50). ITocne ot-
meiBKI B PBS, comepxamem 0.1% skenatnHa u 0.02%
Tween-20, cpe3bl MHKYOUPOBAJIM B PaCTBOPE BTOPUY-
HBIX aHTUTEN (KO3bUX K UMMYHODIOOYJIMHAM KpPOJIMKA,
OCJIMHBIX K UMMYHOIJIOOYIMHAM KPOJIMKA WJIM KO3BHMX K
MMMYHOIJIOOYIMHAM KPOJIMKA), KOHBIOTUPOBAHHBIX C Ya-
CTHUIIAMU KOJUIOMIHOTO 30JI0Ta padMepoM 10 HM, BO BIaxk-
HOIM KaMepe B TeueHue 1.5 4 mpr KoOMHaTHOI TeMIeparype.
Cpe3sbl KOHTPACTUPOBAIN YpaHWUJIALIETATOM U UCCIIeI0BA-
JIX C TIOMOIIIBIO 3JIEKTPpOHHOTro MUKpockora Leica 120 npu
80 kB.

PE3VIIBTATBI 1 OBCYXKIEHUE

HdaHHOe ucciaegoBaHUE TOCBSIIEHO YJIbTPAaCTPYK-
TYpHOMY aHanu3y Kapuocdepsl B 311 TpaBsiHOI Jsry1iI-
KU Rana temporaria ¢ ocodobiM BHUMaHueM K KK, koTo-
pas, 1o uaee, 10JKHA (OPMUPOBATHCS B MO3AHUX BU-
TEJUJIOTEHHBIX ooluTaXx. HecMoTpss Ha uenblii Bek,
Mpoleniuii ¢ nepporo noapooHoro onvcanust KC atoro
Buna (Wagner, 1923), rocje yero nocjieoBajiu 3JIeKTPOH-
Ho-MuKpockonmyeckue (Gruzova, Parfenov, 1977; Iouy-
kanuHa, [Tapdenos, 1994), 6uoxumuueckue (Engelhardt
et al., 1982; Podgornaya et al., 2000) n ummyHOdIyopec-

1 IIpu ucronb30BaHUM TUX AaHTUTEI MHTEHCUBHOCTD D M-Meue-
HUS ObLJIa HEIOCTATOYHOIA.
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HeHTHbIe ucciienoBanus (MnsmaeBa u np., 2016; Ilicheva
et al., 2018, 2019), MBI TIpencTaBiIsieM HOBBIE TaHHBIE,
MOJy4eHHbIE C IIOMOINBIO B3JIEKTPOHHOI M MMMYHO-
BIIEKTPOHHOII MUMKPOCKOIIMHU, KOTOPBIE 3aCTaBIISIIOT
ycoMHUTECH B cyniectBoBaHuM KK Kak crienmmaan3upo-
BaHHOTO snepHoro kommnaptmeHra 3I1 R. temporaria
(Gruzova, Parfenov, 1993). B o xe Bpems obimmpHas KK,
B BBICOKOI cTenieHr oboraieHHas1 F-aktrHoM, hopMupy-
erca B 3I1 Apyrnx opraHM3MOB, HaIlpUMEpP MOJIEIBLHOIO
Hacekomoro Tribolium castaneum.

Kapuocdepa B 3apoabiiieBoM my3bipbKe TPaBSIHOM Js1-
rymku. B cBoeit paboTe Mbl HE OOHAPYXXWIN KaKUX-TO
3HAYUMBIX CTPYKTYpPHbIX ocobeHHocTeil 311 R. femporaria
M0 CPaBHEHUIO C TEMU, KOTOPbIE ObLIM paHee OMMCaHbI Y
3UMYIOIIMX U MPOOYXKIAIOIIMXCS JISITYIIEK 3TOro BUAa
(Gruzova, Parfyonov, 1973; Gruzova, Parfenov, 1977).
311 nsaryuiek, coOpaHHbBIX B ECTECTBEHHBIX MECTOOOUTA-
HUSIX B allpesie Mecsilie, CONEePXKUT pa3BUTYIO Kapruocde-
py B BUJie 6ojiee WM MeHee KOMITAaKTHOTO KJIyOKa Xpo-
MOCOM, COOpaHHBIX BMECTE€ B OrpaHUYEHHOM OOBEME
s7pa, 4YTO COOTBETCTBYIOT CTaliuU, 3aBeplllaloleil cra-
nuro JIII. Kapuocdepa pacrionoxkeHa BHYTpU OOJIbIIIO-
ro (6oJiee 150 MKM) KOMIAaKTHOIO CKOTIJICHUSI COTEH aM-
TUIM(ULIMPOBAHHBIX SAPBIIIEK U 3aHUMAaET B HEM 1IeH-
TpajibHOE noJjioxkeHue (puc. la). O6aacTh, cogepxaias
XPOMOCOMBI, BBIIJISIAUT Ha cpe3axX NMpo3padyHoM, Io-
CKOJIbKY B 3HAUMTEIbHOM CTeNEeH! JIuIlIeHa siapbiiiek. O
¢hopMUPOBaAHUU TTOJOOHOTO PoJa CKOTUIEHUS SIIPbIIIEK
B ueHTpe 311 ampuoMii MOCTOSTHHO COOOIIaIN, HAaYMHAas

¢ xoHua XIX B.2 (Schultze, 1887; Born, 1894; Carnoy,
Lebrun, 1898; Wagner, 1923; Duryee, 1950), u yxe paH-
HUE UTOJIOTUY HAGIIOOAIN B LIEHTPE 3TOrO CKOIUIEHUS
MOYTY JIMIIEHHOE SAPBIIIEK MTPOCTPAHCTBO C PACITONO-
KEHHBIMH B HeM XpoMocoMamu (puc. 16—a, arc).

B cepennHe XX B. aMEpUKAHCKM LIUTOJOT YUJIbSIM
JIropbH TIpeaIoXuI iepuonu3anmio ctaanii pocta 311 R.
temporaria, yaensis ocoboe BHUMaHUE CTPYKType IU-
ioTeHHbIX xpomocoM (Duryee, 1950). Haubonee nosa-
Hds cTanus, IIpeacTaBieHHast B 3Toi padboTe (cTagus 6)
COOTBETCTBYET IOJIHOCTBIO pa3BUTOM Kapuocdepe (ka-
puocome), TpeacTapisonieit coooit mo3gaue JIII, co-
OpaHHBbIE B LICHTPE CKOTUIEHUS SIIpbIIIeK (puc. 10—e) —
“XpoMocoMHOM Kapkace” (chromosomal frame). B aToii
BaxkHOI pabote [1opbu HE MPOWJLTIOCTPUPOBAT Oojee
MO3IHUE CTaANY pa3BUTHUS Kapruocdephl, Cieaylonue 3a
cramueit 6, Ha KOTOPBIX XPOMOCOMEBI, YTpaTWBIIME
ctpykrypy JIII, mpencrasisiiau 661 cOO0M Oojiee I Me-
Hee KOMITaKTHbBIH KJTyOOK, oncaHHbIi paHee BarHepom

2 LleHTpasibHOE CKOIICHUE SIAPHILIEK N3HAYAILHO Ha3bIBAIU “ILIeH-
TpasibHBIM TesioM” (HeM. Centralkorper unu Binnenkorper, dp. corps
central), oqHaKO, IO COBPEMEHHOM TEPMUHOJIOTUM, “BHYTpPEHHEe
Teno” (Binnenkorper) — ocooblit Tun Tesel; Kaxans B 3I1 HekoTo-
porix HacekoMbix (Gall et al., 1995), a neHTpanbHOE Teno — OenKo-
BbII ckaddona XxpoMocoM B cityyae pa3IuiyHbIX “UHBEPTUPOBAH-
HbIX” Kapuochep (Gruzova, 1988; Bogolyubov, 2018), Takoit kak
aTUITMYHOE SIIPBIIIKO MBIIIM U 4desioBeka (Parfenov et al., 1989;
Pochukalina et al., 2016; Fulka et al., 2019) uau ueHTpoMepHOe
6enkoBoe Teno ntull (Gaginskaya et al., 2009).

BOTOJIIOBOB u np.

(Wagner,1923) (puc. loc—3)3. B naieM marepuase npu-
cyrctBoBai 3I1 ¢ obemmm KoHdUTypauusMu Ka-
puocoepsl (puc. le, 3).

Hewmeuxkuit 30omor Kapn Barnep Ob11 mepBbIM, KTO
NpeaIoKua TepMuH “kamncyna” (Kapsel) B paboTte, 10-
CBSIIIIEHHOI pPa3BUTHUIO OOLMTOB JISTYIIEK, BKJIIOYast
R. temporaria, B KOTOPOI aKIEHT OB COEJIaH Ha OCO-
OGEHHOCTSIX C€30HAa U BO3PACTHBIX OCOOECHHOCTSX pas-
MHoxeHus Jaryiiek (Wagner, 1923). OH oTMeTHJI, 4YTO
paHHEe BeCHOM, BO BpeMs (hOPMUPOBAHUS XPOMOCOM-
Horo ki1yoka (Chromosomenknduel), N3BeCTHOTO TEIIEPh
Kak Kapuocdepa, Bokpyr no3maux JIII o6HapyxkxuBaer-
cs1 pubposHas cyocrtaHuus (faserigen Substanz), okpa-
HIMBaloIIAasICs KUCAbIMU Kpacuteiasmu (puc. lac). Co-
miacHo Barnepy (Wagner, 1923), “dubpumisl” (Fasern)
3TOM cyOcTaHLIMM (KaTICyJIbl) HauboJiee XOPOIIO 3aMeT-
HbI TIocie ¢ukcauuu no KUjabCoHy C TOCASAYIOLIUM
OKpalllUBaHUEM KeJIE3HBIM T'eéMaTOKCUJIMHOM XaliIeH-
raitHa (Heidenhain’s iron hematoxylin), HO He JeTeKTU-
pYIOTCI TTOCJIe OKpalllMBaHUSI TeMaTOKCWIMHOM Jlena-
dunpna.

Kamnicyma Barnepa (kancyna kapuocdepni, KK),
okpyxaromias rmo3gHue JIII, cobpaHHble B Kapuocdepy,
ObUla Takxke u3obpaxkeHa B pabdore dwopwu (Duryee,
1950) (puc. 10, cmpeaxu). OH oTMeuas, 4To Kapuocdepa
“okpyxeHa OoJjiee IUIOTHOII cyOcTaHLME”, TakK 4YTO
XPOMOCOMBI, PACITOJIOKEHHbBIE B “LIEHTPAJILHOM O0JIaKe
SIPHIIIEK”, BCTPOEHHI B “Telib” , GU3NIEeCKI N30JINPYIO-
i UxX “BHYTPH XPOMOCOMHOTO Kapkaca”. OmHaxKo
dororpadum HepukcrpoBaHHBIX 311, mpencraBaeHHBIC
B paboTe, BKITIOYas “U30JIMPOBAHHBIC LICHTPAJILHBIC ST~
PBILIKKA ¥ XPOMOCOMHBIN KapKac”, He MO3BOJISIOT pa3-
JIMYUTH KaKue-11oo netanu cTpykKTypsl KK.

XpOMOCOMBI OOLIUTOB TPaBSIHOM JISTYIIIKWA, COOpaH-
Hble B Kapuocdepy, 1eMOHCTPUPYIOT JOBOJIbHO PHIXITYIO
YJIBTPACTPYKTYpPY Naxe Ha PMHATBHBIX 3TaNax IUILIOTe-
HBI, B TIO3IHUX BUTEJJIOTEHHBIX ooluTax (puc. lu—«).
HNcnonv3oBanue antuten Kk JHK (puc. 1x) mosBosser
OTJIMYUTh XPOMOCOMBI OT, HAIIPUMEpP, CTPYKTYP, BOZHU-
KamIllIUX B pe3yJbTaTe CIUSHUS Sapbllliek (He MmokKasa-
Ho). Kpome Toro, Ha yJabTpacTpyKTYpHOM YPOBHE BO-
KpPyT XpOMOCOM MBI HEe HaOJ0daaIu 3aMETHOTO “KapkKa-
ca” unu UOPO3HOI CTPYKTYPhI, KOTOPYIO MOXXHO OBLIO
OBI TpaKTOBAaTh Kak Karicyry Baraepa. OcobeHHO yoeau-
TeJIbHO 3TO BUIHO MPU MaJOM YBEJIMYEHUU DJIEKTPOH-
HOro Mukpockomna (puc. lu). DTu gaHHBIE IPOTUBOpPE-

3 B otHOWeEHUM cranuit 3I1 R. temporaria B nutepatype UMEIOTCS
HEKOTOpble pasHomtacus. Hampumep, cramuu 5 u 6, IpowLIIO-
CTPUPOBAHHbBIE B HECKOJILKUX paboTaX, MOCBSIIEHHBIX Kapruocde-
pe R. temporaria (Hanpumep, Ilicheva et al., 2018, 2019), Ha camom
Jiejie OTHOCSTCS K OoJiee mo3aHeMy TIepUOay pa3BUTUSI Kapuocde-
pbl, ueM ctaaust 6 mo HomeHkiarype Jiopeu (Duryee, 1950). Uc-
MoJIb30BaHUeE Xe HoMeHKIaTyphl JromoHa (Dumont, 1972), npen-
JIOKEHHOM B OTHOUIEHWM CTaaWii pa3BUTHUSI OOLIUTOB Xenopus, B
oTHomieHuu oouutoB Rana (Ilouykamuua, I[lapdenos, 1994;
HinbnyeBa u np., 2016) mpeacraBisieTcsl HeONpaBIaHHOM, MO-
ckobky ctpykrypa 3I1 X. laevis u R. temporaria HECKOTBKO pa3iu-
yaeTcs, a Kapuocdepa cirabo BeipakeHa B 311 Xenopus.

HUTOJOTUA Tom 64 Ne 5 2022
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Puc. 1. Mopdomnoruyeckne ocobeHHoCcTH Kapuocdepsl amduouii. a — [MoyTtoHKuMit cpes simpa oonuta Rana temporaria Ha cTannuuv
KOMITaKTHOM Kapuocdepsl (cmpeaka), KOTopasi JOKaJIM30BaHa B LICHTPE CKOIICHUST aMIUIMUIMPOBAHHBIX SIIPBIIIEK; OKpacka Me-
TWJIEHOBBIM CUHUM. 0—d, »c — McTOpuyecKne pUCYHKU CKOIUICHUI SIIPBIIIEK C PacIOJIOXeHHBIMM BHYTPU XpoMocoMamu (Ka-
puocdepoii) B ooluTax pasmnaHbix amduownii mo nanasiM Lynbie (Schultze, 1887 — 6), Kapnya u Jleoiona (Carnoy, Leblond, 1898 —
6—e), dopbu (Duryee, 1950 — d) u Barnepa (Wagner, 1923 — oc); cmpeaxu Ha bparmeHTe 0 yKa3bIBaloT Karcysly Barnepa; Biodiversity
Heritage Library (https://www.biodiversitylibrary.org/), B cBo6omHOM noctyme cornacHo juiieH3un CCO 1.0 Public Domain Dedica-
tion. e, 3 — PaHnss (e) v mo3aHss (3) Kapuocdepa R. femporaria, cooTBeTcTBYIOIIME cTaguu 6 o Jdiopsu (Duryee, 1950 — d) 1 xpomo-
coMHoMY y3iy (Chromosomenknduel) mo Baruepy (Wagner, 1923 — orc); okpacka DAPI. u — Kapuocdepa R. femporaria npu MajioM yBe-
JIMYEHUU 3JIEKTPOHHOTO MUKPOCKOTIA, 3aMETHO OTCYTCTBHME KATICYJIbl; XP — XPOMOCOMBI, SIIII — SIIPBIIIKO. K — XpOMOCOMa OOLIMTa
R. temporaria na ctaguu Kapuocdepbl Mocje UMMYHO3JIEKTPOHHOTO MEeYEHMST aHTUTeIaMU K aByxienodeuHoit JIHK (gacTuubl pas-

mepoMm 10 HM).

yaT Oosiee paHHUM HaOmwoaeHusM I[louykaimHol u
IMapdenoBa (1994), koTopble Ha MOJYTOHKUX Cpe3ax
TTOKa3bIBaJIN TIPUCYTCTBHE TPYOBIX TSKEit, MHTEPITPETH -
poBaHHbIX Kak purnameHTo3Hass KK R. femporaria.

O Tak HasbIBaeMbIX “ncesaoMemoOpanax”. CorracHo
panHuM DM-HabmoaeHusMm (Gruzova, Parfenov, 1977),
cobGpaHHBIE B Kaprocdepy XpOMOCOMEI OOIIUTOB R. fem-
poraria aCCOIIMUPOBAHBI ¢ QUIAMEHTO3HBIM MaTepua-
Ne 5 2022
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JIOM, IJIaBHBIC MOp(bOHOFI/I‘{eCKI/IC QJIEMECHTBI KOTOPOTO

Ha3BaHbI NceBgoMeMOpaHaMu’. DTU XapaKTepHblE 00-
pa3oBaHUsI MPEACTABISIIOT PsSAbl CTPYKTYp (annuli),
MopdoJIornyecKy HalTOMUHaIIue “aBTOHOMHbBIE” MO~

4 9ror TEPMUH TPEIACTABJISETCSI HEyOAauHbIM, WM MbI TIpejiaraeM
OoJIbllIe ero He UCTOoJIb30BaTh. BMECTO 3TOro NaHHbIE CTPYKTYpbI
MOTYT OBITh Ha3BaHBI “TIydKaMu”’, “TszKaMu” U T.I1. 30eCh MBI Oy-

JIeM MCHOJIb30BaTh CJIOBO “Tsku” (strands).
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Puc. 2. YabTpacTpyKTypHBIe OCOOEHHOCTU Kapuocdepbl Rana temporaria. a — I'py6oduOpILISIpHBIN MaTepuan (cmpeaku), JIOKaI-
30BaHHBII B 00JIaCTU, coAepXKalleil XxpOMOCOMBI (Xp). 6 — DIEKTPOHHO-IUIOTHBIE TSKU (cmpenku), acCCOLIMUPOBaHHBIE C TOHKOMUO-
PWUISIPHBIM MaTepHUaioM; 1l — (pparMeHT sapeiika. ¢ — Cpes, IPOXOISAIIniA Yepes3 TsKU, Ha KOTOPOM BUIHBI “kKoneuku” (annuli)
(eonoeku cmpenok). e — [1pononbHBI cpes uepes siepHyto 060s0uKky (10), neMoHcTpupylonit MOpGOTOrMIECKOe CXOACTBO MEXILY
SIIEPHBIMU MMOPOBBIMU KOMIUTIEKCAMU (20108KU cmpenok) U “KoJieukaMu”’, IoKa3aHHbIMU Ha (8); S u L] — coOTBETCTBEHHO sinepHasi u

ouToIriasMaTudeckKkasd CTOPOHDI.

poBbie koMmiuiekchl (S1I1K), cBsi3aHHbBIE GUOPUIISIPHBIM
MaTepHajioM; B pe3yJbTaTe (OPMUPYIOTCS DIIEKTPOHHO-

TUTOTHBIE TSKWY. ABTOPBI CUUTAIIN, YTO OHU HAOIONAIOT
Ha yIbTPacTPYKTYPHOM YpOBHe Karicyny Barnepa. IMo-
IOOHBIE TSKM OBLIN TaksKe onrcaHbl B cocTaBe KK Ko-
mapos (Fiil, Moens 1973; Fiil, 1974, 1976).

> Ml noka OyneM MCHOoJIb30BaTh MCTOPUUYECKOE CI0BO “annuli”, 1o~
CKOJIBKY TIpUpOAa 3THX CTPYKTYP OCTAaeTCs HEIMOHSITHOW U, TO
KpaiiHeil Mepe, OOJBIIMHCTBO U3 HUX, HE SIBJISIETCS “aBTOHOMHBbI-
MU TIOPOBBIMH KOMILIeKcamMu”. B manmpHeilimeM HeoOXOouMO IT0-
noo6paTh 00Jiee MOAXOMSIIAIN TEPMUH.

B Hamem Matepualie Mbl HaOJTIOAAIY BCE 3TH DKCTpPa-
xpoMocoMHbIe oopazoBaHus 311 R. femporaria (Tssku 1
annuli), onucanueie paHee (Gruzova, Parfenov, 1977),
BKJIIOYAsl paCIOJIOKEHHBIE B HETTOCPEICTBEHHOM 0JIN30-
CTH OT XpOMOCOM U siapsbiiiek (puc. 2a—6). Kpome Toro,
Mbl HAaOJII0JaIU BHYTpUSIAEpHbIE MEMOpaHHbIE CTPYKTY-
pBI, TaKWe KaK BHYTPUSIICPHbBIC ITy3bIPHKH, TpyOUaThIe
KOHCTPYKIIUY Y BHYTPUSIEPHBIE TOPUCTHIC MIACTUHKU
(intranuclear annulata lamellae) (Ilapdenon, 1995), B
TOM uucjie Ha riepudepun ydactkoB 311 R. temporaria,
comepxkaiux Kapuocdepy (He mokaszaHo). OOHapyxe-
HO, YTO BBIIIEYIOMSIHYThIE JIEKTPOHHO-TIJIOTHBIE UC-
KPUBJICHHBIC TSDKM 3aHUMAIOT BeChbMa OrpaHUYCHHEIS

LHHUTOJIOI'UA Ne 5
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1 MKM

Puc. 3. ®ubpwiisipHbie TsKU Kaprochepbl Rana temporaria 1ocie ylIbTpacTPyKTYPHOTO MMMYHOMEUEHMsI aHTUTEJIaMK K HYKJIEOTTO-
puny Nup35. [Toaassitoliee 60IbILIMHCTBO annuli (20408Ku cmpenok) He MEUYEHBI U, CJIeI0BAaTeIbHO, HE MOTYT PaCCMaTPUBaThCS B Ka-

YyecTBe “aBTOHOMHBIX IMTOPOBBIX KOMILIEKCOB” .

yuyactku B 3I1. Kak mokaszan aHaim3 cepuifHBIX Cpe30B,
3TOT MaTepUaJl HUKorma He QOpMUPYeET YTO-TMOO0 HaIlo-

MUHAIOILEE Karcyy®.

XapaxkTepHble annuli B 3ToM MaTepuane (puc. 26), 1o
HalleMy MHEHUIO, XOTsI OHU MOP(OJIOrnyecKy HaroMu -

® ar. capsula o3HavaeT “kopobouka” wiau “ymisip”.

HUTOJOIUA T1oM 64 Ne 5 2022

Harot ATIK (Gruzova, Parfenov, 1977) (puc. 2¢), Henb3s
cuutatb aHajnoramu AI1K, mockoabKy O0IBIIMHCTBO UX
HUX HE CONEPKUT HyKJIeormoprHa Nup35 — KIIIO4EeBOTO
oenka SI1K, 9To oTYeTIMBO BUAHO Ipu oMoy UOM
(puc. 3, eonoseku cmpenok; puc. 4a). UODM-meyeHne
smepHoit 060J10uku (S10) cnyK1io B KaueCTBE MTO3UTUB-
HOT0 KOHTpOJIsI (puc. 40).
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Puc. 4. OcobenHoctu pacnpeneiaeHusi Nup3S B sinpe oouurta Rana temporaria Mo JAaHHBIM UMMYHOJIEKTPOHHOUW MUKPOCKOITMU.
(@) Hyxuteonmopun Nup35 HakarninBaeTcsi B 3aMETHBIX OMOMOJIEKYJISIPHBIX KOHIeHcaTaxX (cmpeaku), HO He B Tskax (1s1). (6) Cpes uepes
saepHyto 0007109Ky (S10), MCTIONb30BaHHBIN B Ka4eCTBE KOHTPOJIST MedeHUsT aHTuTeIaMu K Nup35; S u L] — cooTBeTCTBEHHO simepHas
M LIMTOIJIa3MAaTUYeCKasl CTOPOHBI.

B 10 ke camoe BpeMs1 1OBOJIbHO MHOIO METKM OOHa-  gepxkauueil obinactu 3I1. KpoMe Toro, mocpeau 3Toro
PYXXVBAeTCsI HaJ MaTepUaiOM SKCTPAXpPOMOCOMHBIX TSI-  MaTepuaja OOHApyKMBAIOTCSI 3aMETHBIE OMOMOJIEKY-
Keil, pacIioJIOXeHHBIX B LIEHTPaIbHOI, Kapnochepoco-  JsIpHbIe KOHAEHCATHI, MHTCHCUBHO MEUEHHBIE aHTHUTE-

HUTOJOTUA Tom 64 Ne 5 2022



CYIOHECTBYET JIN KAIICYJIA KAPUOC®OEPHI B OOLIMTAX

namu K Nup35 (puc. 4a, cmpeaku). I3BeCTHO, UTO BHYT-
peHHe HeyropsmodeHHbIe (intrinsically disordered) Hyk-
JIEOTIOpUHBI, OoraTble ocTaTkamMu (eHugaJaHuHa U
mmnuHa (FG-Nups), cnocoOHBI K (ha30BOMY paszelie-
Huto (Nag et al., 2022), dyro aBisieTcs yHIaMEeHTab-
HBIM TIPOILIECCOM, JIEXAIlIUM B OCHOBE (hOPMUPOBAHUS
OroMoIeKyIsIpHbIX KoHaeHcaToB (Banani et al., 2017).
Nup35 nHe gaBasgercs FG-HyKjiIeomOopruHOM, HO HEKOTO-
poie Takue HykieonopuHbl (non-FG-Nups), BkiIoyast
Nup35, B3auUMOAEUCTBYIOT C OIpeaeIEeHHBIM HaboOpoOM
FG-Nups u ycuivMBamOT B3aMMONEHCTBUSI C APYTUMU
FG-Nups B xome caMoCOOpKU HYKJICONOPUHOBBIX Ya-
ctunr (Konishi, Yoshimura, 2020). 910 MOXeT IIPUBO-
JIUTh K (DOPMUPOBAHUIO KPYITHBIX OMOMOJEKYISIPHBIX
KOHJIEHCATOB, MPMHKUMAasi BO BHUMaH1€e BO3MOXHBbIN 13-
OBITOK HyKJTeormopmHOB B 3I1.

Haiuu HabmroneHus moka3biBaloT, 4To Nup35 1, Bo3-
MOXHO, IpyTrUe HyKJIEOMOPUHbBI, HECOMHEHHO, TPUCYT-
CTBYIOT B KapruocdepocoaepxkaiieMm yuactke 311 R. tem-
poraria, 9TO paHee ObUIO MOKA3aHO C MOMOIIBI0 UMMY-
HoduyopecueHTHO Mukpockonuu (Ilicheva et al.,
2018). OpHaKO MoKa OCTAaeTCs HESICHBIM BOIIPOC, UMEIOT
m annuli n SIT1K xakne-1m00 o61IMe Ipru3Hak, KpoMe
MOP(OJIOrnIeCcKUX.

B comatuueckmnx kietrkax Nup35 HeoOXoauM s
coopku O, HO HAMIPSIMYIO HE yJaCTBYET B €€ aCCOLIMA-
muu ¢ xpoMmocomMamu. OQHAKO OH B3aMMOJIEICTBYET C
IPYTUMU HYKJIEOITOPUHAMM, BKJTIOUASI XPOMATUHCBS3bI -
paromuii Nup93, ¢ KOoTOpbeIM 00pa3yeT CTaOWIbHBIE
komiuiekchl (Rédenas et al., 2009). B cBoio odepenb
Nup93, yuacTBys B CBsI3bIBaHMM XpoMaTuHa ¢ SO, Bo-
BJIEYEH B SMUTeHETUYECKOE MOIaBJIeHUe HEKOTOPBIX I'e-
HoB (Labade et al., 2016). B gyacTHOCTH, B3aMMOIEN-
ctBUst Nup93 ¢ XpoMaTUHOM BJIMSIOT Ha 3KCIIPECCUIO
TE€HOB, CBSI3aHHBIX C PEMOJCIUPOBAHUEM AKTMHOBOTO
mutockenera (Bersini et al., 2020). K coxaneHuto, moka
MBI HE MOXEM YCTaHOBUTD, SIBJIsIeTCs JIn Nup93 KoMIT0-
HEHTOM TsDKeil n (M) annuli, TIOCKOJIBKY aHTUTENA K
HeMy MPOAEMOHCTPUPOBAIM HU3KYIO 3(P(PEeKTUBHOCTH
Ha YIbTPaCTPYKTYPHOM YPOBHE, HECMOTPS Ha TO, YTO
Nup93 6b11 BeIsIBIIEH B LieHTpajibHOM yactu 311 R. tem-
poraria ¢ TIOMOIIbI0O UMMYHOMIYyOPECLIEHTHOI MHKPO-
ckoruu (Ilicheva et al., 2018).

IIpuHuMass Bo BHMMaHue, 4To Nup35 B3anmMojeii-
crByeT ¢ JamuHaMmu tuna B (Rodenas et al., 2009), uyto
mamuH 111 (otamua B3 am¢ubwuii) B GOJIBIIOM KOJIMYe-
CTBE MPHUCYTCTBYET B KaprochepocoaepKalieil JacTu
3I1 R. temporaria (IlapdeHoB, 1995) u uyto aHTUTENA K
nmamuHaM A/C u B Ha uMMyHO(DIIyOpeCIIEHTHOM YPOBHE
metat ygactkn 311 B obmactn kapmocdepnl (Mnpuaesa
u ap., 2016; Ilicheva et al., 2018), MBI IPOBEPUIIU, SIBIISIIOT-
Csl M JTaMUHBI KOMITOHEHTaMM TSDKeil, CBSI3aHHBIX C
annuli.

K coxaneHu0, UMeBIINECS B HAILLIEM PaCIOPSIKEHUS
aHturena K 1amMmuHaM A/C MJIEKOIIMTAIONINX He METUIN
SO Ha DM-ypoBHe (He IT0Ka3aHO) U B JaJbHEHIIIEM He
ucIionb3oBaiMch. OmHaKO aHTUTENAa K JaMuHY B, panee
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YCIENIHO IIPOTeCTUPOBAHHbBIE HA MaTeprae SBOJIOLIN -
OHHO JAJICKMX APYyr OT Apyra OpraHM3MOB, Hallpumep
HacekoMbIx (Bogolyubov et al., 2013), metunu ¢pudpui-
nsipHbiid matepuan B 311 narymkm (Fig. 5), HO He TsoKu,
cesasbIBalowe annuli (puc. 6a). B 311, B ToM uyucie
BOJIM3U TSDKEM, yacTo HaOJIogaIu 3aMeTHBIe OMOMOJIe-
KYJISIpHbIE KOHJIEHCAThl, UTHTEHCUBHO MEYEHHbIE aHTH-
TeJlaMU K JaMuHy B (puc. 66).

F-akTuH — K/II04eBO#i CTPYKTYPHBIi 0€JIOK 3apo/pliie-
BOro my3mpipbka. HakoHell Mbl MpOBEpUJIM, CBSI3aH JIU
SIIEPHBI aKTUH ¢ (riaMeHTO3HbIM MaTepuaniom 311
R. temporaria 1 MOXHO JIU cyuTaTh F-akTUH TaBHBIM
koMrioHeHToM KK. JIaBHO U3BECTHO, YTO aKTUH — HaU-
6oJiee pacnpocTpaHeHHEIN 6enok 311 ampuduii, koau-
YeCTBO KOTOPOTO COCTaBJIIET IMIpUMepHO 6% OT obIIero
KosmmyecTBa 6enKoB B 311 Xenopus B KoH1IeHTpaum 00-
nee yeM 2 mr/mi (Clark, Merriam, 1977; Clark, Rosen-
baum, 1979). Takoe BbICOKO€ 3HAY€HHE IMPEBHIIIACT
KPUTUUYECKYIO KOHLIEHTPAIUI0, HEOOXOAUMYIO ISl O-
JIMMepU3allui aKTUHA, YTO IPUBOIUT K OBICTPOMY TeJie-
o0pa3oBaHUIO TpW HapylmeHusax lejgoctHoctu 311
(Gall, 2006).

B 311 Xenopus nonumepHbIiA aKTUH COCTABIISIET TP~
MepHO 37% wan maxe OOJBIIE OT OOIIEro KOJIMYeCcTBa
snepHoro aktuHa (Clark, Merriam, 1979); Takum o6pa-
30M, F-akTuH — nipeBanupyromias opma aktuHa B 311
(Bohnsack et al., 2006). YcranosieHo (Bohnsack et al.,
2006), 9TO CTOJIb 3HAUMTENIPHOE HaKoIIeHNe F-akTnHa
B 311 X. laevis nocturaercsl 3a c4eT OTCYTCTBUSI SKCIIOP-
THHA-6 — crenduIecKoro akTopa SKCIopTa sIepHo-
ro aktuHa (Stiiven et al., 2003). B 311 amduowuii 1 ntuiy
F-akTuH J5ieTko BBISBISIETCS C TTOMOILIbIO OOBIYHOIO
OKpalIMBaHUS (PIyOpPECIEHTHO MEUYEeHBIM (aJlJIOMIN-
HoM (Mopo3soBa, Kucenepa, 2008; Maslova, Krasikova,
2012; Ilicheva et al., 2019).

B 311 X. laevis Ha ynbTpacTpyKTypPHOM YPOBHE sSIACp-
HBI F-akTuH (popMUpYET ceTh, COCTOSIIYIO U3 ITYYKOB
M pa3BETBJICHHBIX (PMIIAMEHTOB TOJIIWHONW MPUMEPHO
12—100 uM (B cpenHeM nipuMepHo 40 HM), KOTopasi Ipo-
ctupaetcs oT AI1K depes Bce ssapo. DTO OTYETINBO MO-
Ka3aHo C IMOMOIIIBIO CKaHUpYIolIeit DM ¢ HCIoIb30Ba-
HUEeM 3MUCCUM MO ACUCTBUEM 3JIEKTPUUCCKOTO OIS
(nmoneBoit amuccumn) — field emission scanning EM
(Kiseleva et al., 2004). CuuTaroT, 4To ceTh F-akTuHa ur-
paeT apXUTEKTYPHYIO POJIb U 3asKOPUBAET OpPraHeUIbI,

TaKMe KaK TeJIbLa TUCTOHOBBIX JIOKYCOB’, CITEKJIbI (KJIa-
CcTepbl MHTEPXPOMATUHOBBIX TPaHyJ) U SIAPBIIIKH, a
TaKKe, BO3MOXKXHO, yJacTBYeT B KOOPIMHAIIUY SIICPHO-
UTOILIa3MaTUIECKUX B3aMMOOTHOIIICHUI U TPAHCITOP-
Te stnepHbIX KoMItoHeHTOB (Kiseleva et al., 2004).

COBETCKO-POCCUMCKUIT KIIETOYHBIM OMOJIOT W 3M-
opuosor Bmamuvup Hukomaesuu IlapdeHOB u ero Koi-
Jieru ObLIM OMHUMU U3 TIEPBbIX, KTO MOATBEPAWI HAJTUUE
MUKpOPUIAMEHTOB U ITyYKOB ITOJIMMepHOTO akTrHa B 311

7 B Teuenue IeCATUIIETUI 3TU simepHble opraHesuibl B 311 amubuii
paccMmaTpuBanu Kak teiblia Kaxamsa (Nizami et al., 2010).
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BOTOJIIOBOB u np.

1 MKM

Puc. 5. YabTpacTpyKTypHO€ IMMYHOMEUYEHNE aHTUTEIaMU K JJaMUHY B, neMoHCTpupyolee MpUCyTCTBHE JJAMUHCOIepXKaIiero ¢hpuo-

PUJUTSIPHOTO MaTepuana (cmpeaku) B simpe oonuta Rana temporaria.

R. temporaria, B TOM 41CJIe Ha YIbTPACTPYKTYPHOM YPOBHE
(Parfenov et al., 1995). Umu noka3zaHo, 4YTO B MO3THUX
00LIMTaX KOPOTKHE hparMeHTHI My4KoB F-akTrHa oOHa-
pyXuBaloTcs B ieHTpanbHOM Yactu 311, B ocHOBHOM B
accolaluM C SAPbIIIKAMU. XOTSI B 3TOM paboTe He
yImoMHrHaloTcss Hu kKapuocdepa, Hu KK, ¢ aToro Bpeme-
HU yTBEpAWJIaCh TOUKA 3p€HMsS O TOM, UYTO F-aKTuH sIB-
JISIeTCsl OMHUM M3 DaBHBIX KOMIIOHEHTOB KK R. tempo-
raria (Mnenaesa u np., 2016; Bogolyubov, 2018; Ilicheva
et al., 2018, 2019).

C nomouiplo cTaHAapTHONH DM MBI MOATBEPAWIIU,
yto 311 R. temporaria 3anioHeH OOIIMPHOM ceThblO (hU-
JIJAaMEHTOB, HEKOTOPBIE U3 KOTOPBIX TECHO aCCOLIMUPOBA-
HEI ¢ XpoMocoMaMH (puc. 7a) v ssapbiikaMmu (puc. 76). 311
R. temporaria VHTEHCUBHO OKpalliuBaeTcs hajsIOuaH-
pOIlaMMHOM, OJHAKO 3TO OKpallluBaHUE JOBOJLHO paB-
HOMEPHOE, B TOM UYMCJIe B IEPUHYKJICOISIPHBIX 00J1aCTSX
M y4JacTKe, coaepxkaiieM Kapuocdepy (puc. 8). MbI 11o-
Ka HEe MOXeM OObSICHUTB Ipyboe oKpalliBaHue (aio-

UIVH-POJAMUHOM O0JIaCTH, colepKallleil Kapruocdepy, 1
BBISIBJICHHME 3aMETHBIX F-aKTMHOBBIX “KoJter1” BOKPYT SII-
PHILIEK, O YeM COOOIIATIOCh paHee B pe3yJibTaTe UMMYHO-
dayopecuentHbix ucciaenoBanuii (Ilicheva et al., 2018,
2019) 1 4yTO OBLIIO UHTEPITPETUPOBAHO Kak BbIsiBIeHNEe KK
R. temporaria. B HaileM maTepualie Mbl HUKOTIA HE Ha-
omoganu TomoOHBIX KapTuH. Ilocne okpammBaHus
daTonIMH-pOIaAMUHOM M OOPAabOTKU aHTUTEIAMU K
aKTUHY 3aMeTHBIe TSDKM F-akTuHa He BBISIBIISIIOTCS Ha
CBETOBOM YPOBHE, UYTO HAITOMUHAET XapaKTep OKpaIlli-
Banwus 311 X. laevis (Mopo3oBa, KuceneBa, 2008; Maslo-
va, Krasikova, 2012). ITo HallleMy MHEHUIO, pacpenesie-
Hue F-aktuna B 311 R. femporaria CyliecTBEHHO HE OT-
Juyaercs: oT TakoBoro B 311 mimopueBoit JSATYIIKU, Y
KOTOpOI1 c1abo BEIpaxkeHa Kapuocdepa.

VinbrpactpykrypHoe (MDM) uccienoBanue rmokasa-
JIO, UTO aHTUTEJa K aKTUHY JEMCTBUTEIbHO BBISIBISIOT
dunamenTo3Hylo cethb B 311 R. temporaria, monTBepKaast
MpUCYTCTBYE B HEM (DUjIaMeHTOB akTuHa (puc. 9a). Dtu
Ne 5 2022
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TS

1 MKM

A0

500 M

0

Puc. 6. OcobeHHocTH pacrpeseneHus JaMruHa B B sinpe oouurta Rana temporaria. a — XapakTepHble TSKM (Ts1) B Kapuocdepoconep-
JKalllek 4acTH sipa MOJIHOCTBIO JIMIIIEHBI METOK, B TO BpeMsI KaK OeJIOK, BBISIBJISIEMbIil aHTUTEJIaMU K JIaMUHY B, BoIsiBIIsseTCsI BamMopd-
HBIX JIOKaJIBHBIX 0051acTsX (cmpeaka). 6 — Cpes yepes simepHyto 060i104Ky (S10), McTrionb30BaHHBIN B KAYECTBE KOHTPOJISI MEUEHUS aH-
TUTeIaMu K JaMuHy B; S u L] — cOOTBETCTBEHHO siiepHasi ¥ LIMTOTIa3MaTHYeCKasi CTOPOHHBI.

(UIaMEHTHI 3aIOJIHSIOT HYKJIEOIJIa3My, HO HE KOHLIEH-  Thie TSDKM, “IpeTeHayolue” Ha poJib ajeMeHToB KK,
TPUPYIOTCS HU B KaprocepocoaepKallleil o0JlacTi, HI ~ He COIepKaT aKTUHA, a aHTUTEJIa K aKTUHY MapKUPYIOT ac-
BOKPYT sAphilIeK. Bo BCsIKoM ciydyae, BBIIEYIIOMSIHY- — COLIMMPOBAHHBIN (hPHOPWLISIPHBIIA MaTeprall, HO HE CaMU
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Xp

1 MKM

AT

0.5 MKM

Puc. 7. AnepHble hrtaMeHTHI (cmpeaku) B aCCOIMAIIMM C XPOMOCOMOM (@) U SIAPBIIIKOM (0), BBISIBJISIEMbIE C ITOMOIIIbIO CTAaHAaPTHOM
TPaHCMHMCCHUOHHOM 3JIEKTPOHHON MUKPOCKOITUHN. XP — XPOMATHH, ST — SIIPBILIKO.

Puc. 8. OxpaivBaHue sigpa oouurta Rana temporaria ponaMuH-daniouanHoM 1uist BeisiBieHust F-aktuna (kpacuotii yeem) u DAPI (cu-
Huil yeem); KOH(OKaIbHAasT MUKPOCKOITUSI, MAKCUMAaJTbHASI TIPOEKITHSI.

TsoKU (puc. 96). B To ke BpeMsI HEKOTOpOe KOJIUYECTBO
aKTUHCOIEPIKAILIETO MaTepyajia HaXOOUTCsS B (PU3NIECKOI
accolaly ¢ 3TUMU TskKaMmu (puc. 96).

CrenyeT IMogU4epKHYTbh, YTO 3a npeaeiaMu aMQpuonii,
a UMEHHO Yy HacCeKOMBIX, saaepHbIii F-akTuH neiicTBu-
TEJILHO MOXET pacCMaTPUBAaThCS B KAYECTBE MapKEPHO-
ro oenka KK (Bogolyubov, 2018) — KoHe4YHO, Y TeX BU-
OB, Y KOTOPBIX pa3BUBAETCSI HAACTPYKTYPHBIA KOM-
ieke “kapuocdepa—KK”. Haubomnee BreyaTasirolinm
npuMepoM CcIyxkuT 3I1 HEKOTOpPBHIX CETYATOKPBLIBIX
(Riibsam, Biining, 2001) 1 HEKOTOPBIX XKYKOB (Swia,tek,
1999; Bogolyubov, 2018), y kotopbix KK MHTEHCMBHO 1
U30MpaTesIbHO OKpAallIMBAETCS C IMOMOIIbIO Giryopec-
HeHTHO MedyeHoro ¢damtonnuna. B 3I1 OynaBoycoro

My4HOTO Xpymaka Tribolium castaneum F-axtuH dop-
MUpPYeT o0ImMpHBIA “Koxyx” (puc. 10a), KOTOpHIil TakK-
K€ XOPOIIo BUIEH Ha YIbTPAaCTPYKTYPHOM YPOBHE Kak
2JIEKTPOHHO-TIJIOTHas1 obojiouka (shell) kapuocdepsl
(puc. 100). ¥ T. castaneum 3ta “o0060i04Ka” 4aCTO acco-
UUPOBaHa C TSDKaMM, KOTOpBIe, B OTJIMYNE OT TsKeil B
Kapuocdepoconepxaieit oonactu 3I1 R. femporaria,
conepxat JaMuH B (Bogolyubov et al., 2013).

Yro akTHH, ocooeHHo F-akTun, nenaer B sape? Bpe-
MeHa, KOTIa CaMo CyIIeCTBOBAHUE aKTUHA B SIIPE BhI3bI-
BaJIo U3PSIIHYIO JOJII0 CKENTUIIM3Ma, 3aKOHYMIINCH 60-
snee geM 20 JIeT TOMy Ha3zall, TopoanB OypHO pa3BUBAIO-
urytocs obnactb ucciaenoBanuii (Pederson, Aebi, 2002,
2005; Pederson, 2008). Tenepb HET y:Ke HUKAKUX CO-
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0.5 MKM

T

TA

TA

1 MKM 200 M

Puc. 9. UMMyHO3/1eKTpOHHOE MedYeHMe siipa ooliuTa Rana temporaria antTuteaMu K N-KOHILY MOJIEKYJIbI aKTUHA. @ — AKTUHOBBIE
dbunaMeHTsl (cmpeaku) B ydacTKe siipa, coaepxaiieM Kapuochepy. 6 — Tsku (Ts1) He copepkaT akTUHA. 6 — PparMeHT aKTUHOBOTO
myJKa (cmpeaxa), HaxXonsIerocs: B GU3MIECKO acCOIUAIIAN C TSIXKOM (TS).

MHEHMI, 4TO aKTUH B SApe BBIIIOJHSIET MHOXeCTBO JjocTHocTHu reHoma (Visa, Percipalle, 2010; Kyheroinen,
(YHKIIMIT ¥, IOMMMO BCETO IIPOYEro, IIMPOKO BOBJIedeH  Vartiainen, 2020), 4To HaIIpsIMyIO CBSI3aHO C OOT€HE30M
B PETYJISLIMIO 3KCIIPECCUM TEHOB W ToijAepXaHue Le- U (popMupoBaHueM Kapruocdephl. SaepHblii aKTUH TakK-
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AT

Xp

BIIIT

O0610YKa KarcyJibl
(shell)

2 MKM

Puc. 10. Kapuocdepa B simpe oonmra 0ysaBoycoro MyqHoro xpyiiaka 7ribolium castaneum, ipefctaBieHHAas 30€Ch I IEMOHCTPAIINU
CYILIECTBEHHBIX Pa3UYWii B € CTPOSHUH T10 CpaBHEHUIO ¢ Kapuochepoil JSITyku. a — Okpacka pogaMuH-GaTIOUIUHOM (KpacHblil
yeem), IEMOHCTPUPYIOLLAsl MPUCYTCTBME TUTIMYHOMN Karicybl kKapuocdepsl, 6oratoit F-aktunom (cmpeaxa), JHK (cobctBeHHO Ka-
puocdepa) okpatrena DAPI (cunuii ysem); KondokaabHast MUKPOCKOITHS, MAKCUMaJIbHASI IIPOEKINS. 6 — YIBTPaCTPYKTypa KarCyJIbl
Kapuocepsl T, castaneum; cmpenku yKa3bIBaloT akTUHOBBIE rtameHTHI (Bogolyubov et al., 2013), accoimpoBaHHbBIE ¢ MOIITHO pa3-
BUTOI cTeHKOM (shell) Karcysbl, oKpyxKalolei XxpoMaTUH (Xp), UMMYHO2JIEKTpOHHOe MeueHue aHTutenaamu K JIHK; a1 — ssnepHoe
TeJblie (KTacTep MHTEPXPOMATUHOBBIX TPAHYJ), BIITT — BHYTPUSIEpHbIE TTOPUCTHIE TUTACTUHKMY (intranuclear annulata lamella).

Ke BaxkKeH B Mpolieccax olpenelieHus] CyabpObl KJIETOK B MonmMepasamMu, a Takke PHII-kommiekcamu nponec-
xone nuddepeHIMPOBKU TKAaHEH, a Takxke 5MOpuo-  cuHra u skcnopra MPHK; ipu stoM snepHblii F-aktun
HasibHOTO passutus (Kloc et al., 2021). Taxxke obnanaet crienuduyeckumu dyHkuusmu (Gieni,

AKTUH B pe BXOOUT B cocTaB xpomatuHpemoneau- Hendzel, 2009), yyacTBys, Hampumep, B pernapauuu
PYIOIINX KOMIUIEKCOB M CBs3aH co Bcemu Tpemss PHK-  paspeiBoB nByxnenodyeunoii JJHK 1 B oTBeTe Ha perumm-
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KaumoHHbI ctpecc (Lamm et al., 2020). HapymeHnus
GbyHKIUH SIepHOrO aKTMHA, B TOM YUCJE B pe3yJibTaTe
HapylIeHU ero mojuMepu3alnuu/aernojiumMeprusalnu,
MMEIOT OTHOIIIEHUE K 3TUOJOTMU MHOTHUX 3a00JeBaHU
yeJioBeka, Bkovas pak (Hyrskyluoto, Vartiainen, 2020)
n mamuHonatum (Bera, Sengupta, 2020). B mocienHem
cllydyae HapylleHWsl B3auMOJIeCTBUS SI€PHOTO aKTUHA
(¥ MUO31HA) ¢ IJAMUHOBOM CEThIO, TTOBPEXIEHHOI B pe-
gynabTare Mmytaumnii LMNA, HO B HOpMe oOecIieuynBaro-
1Ieii MEXaHUYECKYIO XKeCTKOCTh XpOMOCOM, HapyllaioT
XPOMOCOMHBI JJaHAIADT U IKCHPECCUIO TEHOB.

Crreundunyeckue sinepHbie QYHKIINT TTOJTUMEPOB aK-
THUHa 0COOEHHO BaXKHBbI [JIS1 OOLIUTOB, B KOTOPBIX MOJIMME-
pu3alys aKTMHA UTPaeT KIIOUEBYIO POJIb B Cerperaiuu
xpoMocoM (Dunkley et al., 2022). OqgHako dyHIaMeHTaTb-
Hble MEXaHU3MbI (PYHKIIMOHUPOBAHUSI MOHOMEPHOTO aK-
TUHA ¥ aKTMHOBBIX (DUJIAMEHTOB B sIIpe BCe ellle HeA0CTa-
TOYHO M3Yy4YEeHBI U cIyXaT npeaMmerom auckyccuit (Ul-
ferts et al., 2021).

MexaHU3MbI, TTOCPEICTBOM KOTOpPbIX F-akTWH BO-
BJIeueH B (popMHUpOBaHUE Kapuocdepsl U €€ KarcyJibl,
TakKe elle MpeacTouT pacuingponaTb. He BBI3BIBaET,
OIHAKO, COMHEHMI TOT (pakT, YTO aKTUHCOIEpXKalllue
¢dunaMeHThl SIBJISIIOTCS BaXKHEUIIMMU KOMIIOHEHTaMU
3IT (Mopo3oBa, Kucenea, 2008). DKCIIEpUMEHTHI C
areHTamu, JeNOJMMEPU3YIOIIMMU aKTUH, TAKUMU KakK
JNATPYHKYJIMH 1 nuToxanasuH D, yoenuTeabHO T0Ka3bl-
BalOT KJIIOYEBYIO poJib F-akTuHa B rmogaep>xaHUM CTPYK-
TYPHOII HEJTOCTHOCTU HAIMOJICKYJISIPHBIX KOMILIEKCOB
3I1. ¥ mmopueBoii asarymku X. laevis, y KOTOPO XpOMO-
COMBI He (DOPMUPYIOT BhIPAXXEHHYIO Kapuocdepy, pas-
pylieHHe aKTUHOBBIX (DMUJIAMEHTOB ITPUBOIUT K KOJLUIATI-
CYy XpOMOCOM M MX “CIMMNaHuI0” B KOMIAKTHYIO Ka-
puocoMomnonooHyo maccy (Maslova, Krasikova, 2012).

B xayecTBe HEOOXOOMMOIO YTOYHEHMS CTOUT OTMeE-
TUTh, YTO B KOHIIE IMILUIOTEHBI XPOMOCOMBI OOIIMTA
X. laevis “xopoTtkue u peTparupoBaHHbie” (short and re-
tracted) u BMecTe ¢ aMIUIMGUIIMPOBAHHBIMU SIPHIIITKA-
Mu “cdopmupyror Maccy B ueHTpe sapa”’ (Dumont,
1972). C dopmanbHOIi TOUKM 3pEHUS 3TO OITMCAaHUE CO-
OTBETCTBYET OMUCAHUIO Kapruocdephl, OMHAKO, KaK Mo-
KazaHo Ha puc. 16 B ctatee [Ifomona (Dumont, 1972), Ha
9TOI CTaAUU XPOMOCOMBI 0olIuTa Xenopus He 00pas3yioT
KOMMaKTHOTO Ki1yoka. Bokpyr xpomocoM He Habmona-
eTcst pUIaMEHTO3HOIo MaTepuia, KOTOPbIil MOT ObI pac-
cMmatpuBaThes B KadecTBe KK. loBonmbHO cTpaHHO, 4TO
3aKIIOYUTEIbHBIE CTAAUKM POCTa OOLIMTA Y TaKOIO pac-
MIPOCTPAHEHHOIO MOJEJILHOIO OpraHu3Ma, KOTOPHIM
aBiserca X. laevis, 10 cux mop MCCJIeNOBaHbI HEAOCTa-
TOYHO, a IIOIABJISIONIEe OOJBIIMHCTBO MCCIEIOBAHUIMA
KacaeTcs IIpennIecTBYIONMNX ctaguii xpoMocom-JI11I.

B 3I1 R. temporaria, B KoTOpoM yxe cchopMUpoOBaHa
Gojlee WM MeHee KOMIIAKTHas Kapuocdepa, Bosmeii-
CTBHE LHUTOXaJla3MHOM D CyllleCTBEHHO He BJIUSIET Ha
XPOMOCOMBI ¥ TPAHCKPUITLIHIO, TIPUBOS JINIIb K HEKO-
Topomy cxkatuio Kapuocdepnl (Ilicheva et al., 2019).
Ilpn »ToM mmTOoxama3mH D MOJHOCTBIO pa3pyliacT
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OKpYy>Xalolliee CKOTJIEHUE SIAPBIIIEK, UYTO MIPUBOAUT K UX
CJIUSTHUIO B €IMHYIO TMTAHTCKYIO Karito. ABTOPhI MoJja-
raljoT, 4TO B BTOM cjyyae LuToxajasuH D paspyiiaer
KK. OgHako Ha caMmoM Jiejie Mbl UMEeM ISJIO C pa3pylie-
HYEM BCEii CeTU aKTUHOBBIX (hrmameHToB B 311.

3akmoyawmue yrouHenusa. CUUTaIOT, 9TO Kapuocge-
pa M ee Kamcyjla — CHeUMaJIu3UpPOBAHHBIE SIACPHBIE
CTPYKTYPHI OOILIMTOB, YYaCTBYIONINE B CO3IAHUN CIICLIM-
dUIeCKOM CTPYKTYpPHO-(PYHKIMOHAJIBHON KOMMApPT-
meHTanm3auuu 311 (Gruzova, Parfenov, 1993; Bogoly-
ubov, 2018). Hamm Habmonenusa Han 311 R. temporaria
rokasajau, 4to Kapuocdepa (XpOMOCOMHBIM armapar
BUTE/UIOTCHHBIX OOLIMTOB) TPaBSIHOM JISITYIIKUA TIpe-
CTaBJIsIeT co0O0I MPOCTOi KIIyOOK XpOMOCOM, YTO MOJI-
HOCTBIO COOTBETCTBYET OPUTMHAJIBHOMY OINpEIeICHUIO
kapuocombl (Blackman, 1903). B 1o e Bpemsi Mbl He
MOATBEPAWIN IIPUCYTCTBUSI BOKPYT 3TOTO “XpPOMOCOM-
Horo KJ1yoKa” 3aMeTHOi1 (hubpo3Hoiil Karcyabl BarHepa
(Wagner, 1923), B To BpeMs Kak B 3I1 gpyrux opraHus-
MOB, 0COOEHHO HAaCeKOMEIX, ITomooHoro poga KK neii-
CTBUTEJIBHO CyIIeCcTBYeT. LleHTpanbHble CKOTUICHUS SIII-
phIlIeK, xapakTepHbie 11 311 pasnmuanbix ameuomii, mo
HallleMy MHEHUIO, He MOTYT CUMTaTbCSl HACTOSIIUMU
KK, mockonbpKy oHM 00pa30BaHbI OTIETbHBIMU XKUITKH -
MM KaIJIIMU (SIAPBILIKAMM), KOTOPbIE OTAEICHBI IPYT OT
Jpyra 1 B HOPMaJIbHBIX YCIIOBUSIX HE CIMBAIOTCS B €U~
HYIO Maccy, XOTSl KAPTUHBI CIUSHUS OTAEbHBIX SIAPbI-
mek B 311 R. temporaria HaOMOJAIOTCS JOBOJILHO YacToO.

IIpucyTcTBHE AKCTPAXPOMOCOMHOTO MaTepualia, KO-
TOPBIIA MHOTAA OXBAaThIBAET XPOMOCOMBI, COOpaHHBIE B
KapMoCcoMy, MPOAESMOHCTpUpOBaHoO, HarpuMmep, B 311
OosbLIOr0 MY4YHOro xpyuuaka 7Tenebrio molitor. DTOT
¢dubporpaHyISIpHBII MaTepua, B YaCTHOCTH, COOEPXKUT
n36bITOK PHK-norumepa3ssl 11, pakTopoB crijiaiicuHra
npe-MPHK u npyrue MosiekynsipHble KOMIIOHEHTBI, HE
yJyacTBylolnue B cuHTe3e/mpoueccudre PHK B tpan-
CKPUITHMOHHO WHEPTHBIX ITo3aHMX ooumTax (Bogoly-
ubov, Parfenov, 2008) (puc. 11). OnHako 3TOT MaTtepual,
O-BUINMOMY, JIMIIEH CTPYKTYPHBIX OEJIKOB, TAKMX KaK
F-axTun, 1 moromy He MoxeT cuntaTbes KK.

KK HaceKoMbIX He SIBJISIETCSI TOJTHOCTBIO 3aMKHYTBIM
0apbepoM, U3OJUPYIOIIUM Kapuochepy, U OTAeIbHbIC
(parMeHTHI KOHAEHCUPOBAaHHOTO XpOMAaTHUHA MOTYT Ha-
XOIUTHCH 3a ee MpeaeaaMu, o KpaitHeil Mepe, Ha HeKO-
TOPBIX CTAIUSIX POCTA OOLINTA CETYATOKPBUIOTO HACEKOMO-
ro — smaromiasku Chrysopa carnea (Riilbsam, Biining,
2001). KK HaceKoMbIX aKKyMyJIMpPYeT 3HAUUTEIbHBIE KO-
JmuectBa F-akTuHa, KOTOpBIA MOXHO CUMTaTh MapKep-
HbIM (signature) komroHeHToM KK (Bogolyubov, 2018).

3I1 nsaryiek Takke COOSPKUT HEBEPOSITHbIE KOIU-
yecTBa paclpeIelIeHHOro 1o HyKJieoriasMe F-akTuHa
HE3aBUCUMO OT TOro, OPMUPYETCS JIM KOMITAKTHAS Ka-
puocdepa Uiau HeT. Y TpaBSHON JISTYIIKUA CTPYKTYPHYIO
CTAaOMIILHOCTh KOMIUIEKCY “Kapmocdepa—saphIInKu’’
TakKXe B IIEPBYIO oOuepeab IpuaaeT oomupHast ceTb F-ak-
THUHOBBIX (DMJIAMEHTOB M VX ITyYKOB, KOTOPAs 3arOTHS -
et 3I1. KimoueBas cTpykrypHas poib F-aktuHa B mon-
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JHK

o 5 MKM

Puc. 11. Kapuocdepa B simpe ooumra GOJIBIIOT0O MyIHOTO
xpymaka 7Tenebrio molitor. a — WMmyHOdIyopeclieHTHOe
OKpallvBaHMe C TIOMONIBIO aHTUTEN K (hakTopy cruiaiicuHra
npe-MPHK SRSF2 (3enensiii ygem), KoTopbie TOKIM30BaH B
bubporpanyasspHoM Matepuaiie (hbrM), oKpyKaroleM Xpo-
matuH (xp), AHK (kpacrebiii yeem) oxpamena TO-PRO-3.
6 — dubporpaHyIsSIpHBI MaTepuaj OKpY>XaeT XpOMaTHH, HO
obosouka (shell) unu punameHTO3HBIE TSKU, HATTOMUHAIO-
1IMe Karcysy Kaprocdepbl y APYroro XykKa-TeHeOpUOHUIbI
Tribolium castaneum (puc. 10), orcyrctByioT (Boromo60B
u 1p., 2012, c UBMEHEHUSIMU).

IepXaHuu crabmibHocTU cTpykTyp 3I1 Heocmopumo
IToKa3aHa B 3KCIIEPUMEHTAX ¢ COCMMHEHUSIMU, TETIOJIH -
mepusyomuMu akTuH (Maslova, Krasikova, 2012), B
ToM yuciae Ha 311 TpaBsgnHoit narymku (Ilicheva et al.,
2019). OgHako B 3TOM cJIy4ae MBI TOBOPUM O SIICPHOM
cetu F-akTuHa B 1IeJI0M, a HE O CHelUaIU3MPOBAHHOM
ee yacTu, Kotopas moria 6bl npeacrabisaTh KK. B atom
otHomeHuu ctpykrypa 3I1 R. femporaria mpyuHLIMIIN-
albHO He oTanvaeTcs oT cTpykTyphsl 311 X. laevis.

B To BpeMms kKak yHIaMeHTaIbHBIC TIPUHIITATIBI (DOP-
MUpOBaHUsI Kapuochepsl (KapruoCOMBI) B OCHOBHOM
paciudpoBaHbl, 10 KpaikiHeit Mepe B oTHoIeHuu Dro-
sophila melanogaster (Cullen et al., 2005; Ivanovska et al.,

BOTOJIIOBOB u np.

2005; Lancasteret al., 2007, 2010; Singh et al., 2018; Ken-
ny et al., 2021), MeHBbIIe M3BECTHO O OMOJIOTUYECKOM
3HayeHnu KK.

®dopmMupoBaHue kapuocombl B 311 gpo3odusibl, mo-
BUAMMOMY, HE 3aBUCUT OT OEJIKOB CHHAIITOHEMHBIX
komruiekcoB (CK), a MyTaHTBI ¢ HApyIIeHUSIMU (DOPMU-
poBanus CK He nmeroT neekToB (hOpMHUPOBAHUS Ka-
puocomsl (Takeo et al., 2011). C npyroit CTOpOHBI, MyTa-
UM Pa3IMIHBIX TEHOB, KOTOPBIE HEOOXOIUMBI TS TIpa-
BUJIBHOTO 3aBepIIeHUS Meiio3a 1 0oTeHe3a, TIPUBOIAIT K
aHOMAaJIISIM KapruOCOMBI, BKITIOUAs TAKHME, KOTIA XPOMO-
COMBI HETIPAaBUJIbHO KOHIEHCUPYIOTCS 1 OCTAIOTCS CBSI-
3aHHbIMU ¢ 51O (Morris et al., 2003).

ImaBHBIMU “yyacTHUKaMu” (OpPMHUPOBAHUS Ka-
puocoMsl Drosophila sBisitorcst (pepMeHThI, MOTU(UIIN -
pytomne ructonsl (Flora et al., 2017), Takuie Kak KOH-
cepBaTMBHAas HYKJIEOCOMHAs KMHa3a TMCTOHOB 1 (nucle-
osomal histone kinase-1, NHK-1, ona xe Vrk-1
nposoduisl) (Cullen et al., 2005; Ivanovska et al., 2005;
Lancaster et al., 2007, 2010). ComtacHO NpeaioKeHHOM
cxeme, ¢ochopunupoBanue BAF kunHazoit NHK-1
MMO3BOJISIET XPOMOCOMAaM OTCOSIUHUThCS OT SO, uto
MPUBOAUT K (POPMUPOBAHUIO HOPMATbHOM KADUOCOMBI.
OnHako nipu HapyuieHuu ¢ochopunupoBanusi BAF —
XOPOIIIO N3BECTHOTO CBS3YIOMIETO 3BeHa MEXIY XpoMa-
trHOM M S1O Garomaps ero Bzaumopeiicteusim ¢ JIHK n
LEM-D-6enkamu sinepHoit obonouku (Jamin, Wiebe,
2015) — xpoMocoMmsl ocTarorcs cBsa3aHHbIMHU ¢ S1O (Lan-
casteret al., 2007). Becbma BepOsSITHO, 4YTO 3TO 3BOJIIOLIM -
OHHO KOHCEPBATUBHBIN MEXaHWU3M, IIPUHUMAS BO BHU-
Mmanue KoHcepBatu3M BAF n NHK-1.

“CrycTkn” 3JeKTPOHHO-IUIOTHBIX TSDKEM — CeIUH-
CTBEHHBIE CTPYKTYpPbl, KOTOpPbI€ MOTEHIIUAIBHO MOTJIU
OBI IpeTeHIOBaTh Ha poiib 37eMeHTOB KK. D1i Tskm
CBa3bIBAIOT “Kojieuku”’ (annuli), IeMOHCTPUpPYIOIINE
0osbII0e MOPPOIOTMIECKOE CXOACTBO C “aBTOHOMHBIMU
nopoBbiMu KoMmriuiekcamu (Gruzova, Parfenov, 1977), u
aCCOLIMMPOBAHBI C TOHKOMDUOPWIISIPHBIM aKTUHCOIEP-
Xamum MatepuagoM. Ilo-BuagumMomy, annuli B 1eiiCTBU -
TeJILHOCTU He siBJisitoTcsl aHajioramu ATTK, mockombKy
OHU HE coliepKaT I0 KpaitHeil Mepe OJHOTro HeoOXoau-
Moro HykJieornopuHa — Nup35. bosiee Toro, TSLKM He cO-
JIep>XXUT HU aKTWHA, HU JlJaMMHa B 1 motomy He MOTyT
cunutatbcsd KK-mmogoOHBIMU CTPYKTYpaMU, B OCOOEHHO-
CTH IIOTOMY, YTO OHM (POPMHUPYIOT TOIBKO “CrycTKmM”,
HO He MpOTsiKeHHble 0Opa3zoBaHus. MHTepecHO, 4To y
ozepHoii sarymiku Pelophylax ridibundus (panee R. ridib-
unda) XxpOMOCOMBI B COCTaBe Kapuochepbl TpUcoeaHe-
HbI K HApY>XKHOU CTOPOHE LIEHTPAIBLHOTO TeJla, KOTOPOe
COCTOUT M3 MaTepuayia, MOP(MOJTOTMYECKU CXOMHOIO C
tsekamu U annuli 311 R. temporaria (Parfenov, 1979).

Pe30HHO TpEeIToIarajgoch, YTo TSKHU SIBJISIOTCS TIPO-
n3BonHbIMU CK, TIpexie BCero mx LiEHTPaJbHBIX dJie-
meHToB (Gruzova, Parfenov, 1993). B 3I1 HekoTOpBIX
JIBYKPBIIBIX HACEKOMBIX, TAKUX KaK MaJIIPUIHBIA KO-
Mmap Aedes aegypti, dopmupyetcs ciaoxHasa KK, koro-
pasi, KaKk CYMTaIOT, 00pa3oBaHa HECKOJbKUMU CIIOSMU
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CYIOHECTBYET JIN KAIICYJIA KAPUOC®OEPHI B OOLIMTAX

MHOX€ECTBEHHBIX aHOMaIbHbIX CK, Ha3bIBaeMBIX MOJIM-
KoMITieKcamMu. KpoMe Toro, Ha yabTpacTPYKTYPHOM
ypoBHe B KK koMapoB MoapoOHO oxapaKTepU30BaHbI
BHYTPUSIIEpHBIE MOPUCThIE TUIACTUHKM (intranuclear
annulata lamellae), xoTopble coaepxKaT annuli, HAIOMU-
Haroiue 1o cBoeit crpykrype aBroHoMmHbie SATIK (Fiil,
Moens, 1973; Fiil, 1974, 1976). Ilpupony Bcex THUIIOB
3TOTO cHelu(UIECKOro IKCTPaAXPOMOCOMHOTO MaTepu-
aJia elle MpeaCTOUT YCTAHOBUTb.

B 3akiioueHue, HalllM 3HAHUS O KJIETOUHOM SIIpe,
ocobenHo 3I1, HecOMHEHHO, ellle NajieKo He ITOJTHBIE
JTaxe Ha ypoBHe Mopdoyornn KiaeTku. IIpuBeneHHbIC
37eCh JaHHEIE clIeayeT 00s13aTeIbHO YIYUTHIBATh KaK OC-
HOBY IUISI manbHenmmx wmccaegoBanuii 311 amdpuoduii,
IINPOKO MCIOJIb3YyEMOTO B KAUYECTBE DKCITEPUMEHTAIb-
HOM MOIEJIN.

BJIIATOJAPHOCTH

Mg Becbma npusHartenbHbl I'H. TlouykanuHoit, npeno-
CTaBMBIIICH HAM MaTepuasl OOLIUTOB R. femporaria, TOATOTOB-
JICHHBII IJIs1 DJIEKTPOHHON M MMMYHO3JIEKTPOHHO MUKPO-
ckoruu. CyuTaeM HeOOXOAMMBIM ITOCBSITUTh TAaHHYIO paboTy
namsiti M. H. I'py3oBoii u B.H. [1apdeHoBa, KoTopbie BHECU
HEOIICHUMBIN BKJIaJ B McClIeqoBaHMs Kapruocdepsl B Poccun.

OUHAHCHMPOBAHUWE PABOTbI

Pab6ota BbInoHEeHa Tpu (pUHAHCOBOM Tomuepxkke Poc-
cuiickoro HaydHoro ¢poHzaa (mpoexkt Ne 22-24-00380).

COBJIIOJEHUE 5 TUYECKHUX CTAHOAPTOB

Bce MaHUMYASILIMY C XKUBOTHBIMU TIPOBOIMJIM B COOTBET-
CTBUU C OT€YECTBEHHBIMU W MEXITYHAPOIHBIMU TTpaBWIaMU,
BKJIIOYasi EBporieiickyto KOHBEHIIMIO O 3alIIMTe MO3BOHOUHBIX
JKMBOTHBIX, UCITOJIb3YEMBbIX JIJIsI KCTIEPUMEHTOB WJIM B UHBIX
Hay4JHBIX 11ess1X (CTpacoypr, 1986). MccienoBanue onod6peHo
Komurerom no atuke npu padoTte ¢ XKUBOTHBIMU MIHCTUTYTa
murojiorun PAH (tuuensusa F18-00380). B uccnenoBanuu He
WCITOTb30BAJIM McUe3alolne Ui OXpaHseMble BUIIBI; BCe 00-
pasiibl ObUTM cOOpaHbI 3a IMpeaeaaMy OXpaHsSIEMbIX TEPPUTO-
puii B ipeaenax Poccuu.

KOH®JIMKT MHTEPECOB

ABTOpBI 3asIBJISTIOT 00 OTCYTCTBUM KOH(IUKTA UHTEPECOB,
HMMEIOIIETO OTHOIIIEHUE K COAEPXKAHUIO ITOM cTaTbu. ABTOPBI
He UMEIOT (PMHAHCOBBIX WM MMYIIECTBEHHBIX WHTEPECOB B
OTHOIIIEHUHN KaKoro-jinbo MaTepualia, 00Cy>KIaeMOro B 3TOM1
craTtbe.

NHOOPMALINA O BKIIAILE ABTOPOB

KoHuenums v nu3aiiH ucciaenoBaHMs, YIbTPAMUKPOTO-
MU, UMMYHOMCUYCHUEC U IIPOCBCYUBAIOLIAasd 3JICKTPOHHAasA
MUKPOCKOTIVSI, a TAKXKe MOATOTOBKA U300paKeHW I 1 HaITHCa-
Hue nepBoro BapuanTta pykonucu — J1.C. boromao60oB; nepe-
padoTtka pykornucu — M.O. boromwbosa, A.O. TpaBuHa;
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KOH(MOKalbHasi MMKPOCKOIMUSI, aHAIW3 W WHTepIpeTaius
maHHbIX — M.O. boromo6osa, /1.C. boromato60B; coop MaTe-
puaja u comepxkanue XkMBOTHBIX — A.O. TpaBuHa; U301
oouuTtoB U siaep — A.O. TpaBuna, 11.0. boromo6oBa. Bce aB-
TOPBI IPOYUTAIN U OOOOPUIIM OKOHYATEIBHYIO BEPCUIO PYKO-
MUCH.
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Karyosphere Capsule in Oocytes of the Grass Frog: To Be or not to Be? A Critical View

D. S. Bogolyubov* *, A. O. Travina?, and 1. O. Bogolyubova“®
4Institute of Cytology, Russian Academy of Sciences, St. Petersburg, 194064 Russia
*e-mail: dbogol@mail.ru

The karyosphere (karyosome) is a meiosis-specific and evolutionarily conserved structure that represents condensed
bivalents assembled together in a limited volume of the large nucleus at the diplotene stage of meiotic prophase. In
some organisms, the karyosphere is additionally separated from the rest of the nucleoplasm by a suprastructural ex-
trachomosomal compartment called the karyosphere capsule (KC). It is traditionally assumed that the KC is a spe-
cialized element of the oocyte nucleus (germinal vesicle, GV), which supports the karyosphere due to the presence
of structural proteins, especially filamentous actin (F-actin). We present here new insights into the KC previously
thought to form in the GV of the European common (grass) frog Rana temporaria. The R. temporaria karyosphere is
a simple knot of chromosomes (karyosome). The R. femporaria GV is highly enriched in F-actin filaments, which
form a global meshwork in the nucleus but are not concentrated in a special zone (capsule) around condensed chro-
mosomes. In this respect, the structure of the R. temporaria GV does not differ significantly from that in Xenopus
laevis, in which the karyosphere and, accordingly, its capsule are not expressed. The membraneless strands (formerly
called “pseudomembranes”), typical for the R. temporaria GV, and the so-called “annuli”’, thought to represent au-
tonomous pore complexes, are readily identified. However, the annuli were not found to contain nucleoporin 35
(Nup35) and therefore, in our opinion, cannon be regarded to as counterparts of the nuclear pore complexes. The
electron-dense strands linking the “annuli” contain neither F-actin nor lamin B and do not form a continuous cover
sheath around the karyosphere. The structural proteins such as lamins enrich the nucleoplasm and also appear in
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local electron-dense clumps that apparently represent specific biomolecular condensates of polymeric molecules—
proteins and perhaps RNAs. A fibrous scaffold for the karyosphere is therefore absent in the R. femporaria GV. For
comparison, we used material of the KC of the beetle Tribolium castaneum, in which a stable and extensive layer
(frame or shell) consisting of F-actin does exist. We believe that the structural significance of KC in the R. femporaria
GV is somewhat exaggerated. However, the R. femporaria karyosphere is submerged in a large assemblage consisting
of hundreds of free amplified nucleoli, which resembles formation of a KC. This nucleolar assemblage with chromo-
somes inside is rather stable and can be easily isolated under a conventional binocular microscope. Since the nucleoli
are separate liquid droplets, they cannot be considered as structures forming a typical KC, which by definition is a
fibrous structure. A similar situation is also characteristic of the GV of the beetle Tenebrio molitor, in which the nu-
cleoli are absent, but the karyosome can be located inside a special fibrogranular material lacking F-actin.

Keywords: nuclear compartments, karyosphere, karyosphere capsule, karyosome, nuclear F-actin, electron micros-
copy, oocyte nucleus, germinal vesicle, Rana temporaria
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