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Mnest MaTpuyHOTO NpUHLIMIIA BOCIIPOM3BENEHUS HAC/IENCTBEHHbIX MoJieKyn “Omnis molecula ex molecula” —
“Kaxxmast MoJIeKyJia OT MOJIEKYJIbI” — OTHO 13 HamboJlee 3HAUYMMbIX HaydHbIX ITpeackazanuii H.K. Kojb-
110Ba. DTa uiesl MpakTUYeCKX He Halllla MOAAEePXKU U TIOHUMaHHUs y COBPEMEHHUKOB, UTO CBSI3aHO, BEPO-
SITHO, C OBITOBABIIIMM TOTAA MPENCTaBIeHUEM O GETKOBOM MPUPOe HACIEACTBEHHBIX MoJieKy1. [Toceny-
olliee pa3BUTUE MOJEKYJsIpHOI reHeTuku, oTKpbiTue JJHK 1 mocrpoeHue monmenu nBoiiHO# crivpanu
JAHK noarsepaniao MaTpUIHBIN TPUHIIMIT BOCIPOU3BEACHUST HACIEACTBEHHBIX MOJIEKYIT.
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Bruigaromnmmiicst 6mMosor, OCHOBOIIOIOKHUK 3KCIIe-
pUMeHTaIbHOU Ouosiorun B Poccum — Huxkonaii
KoHctanTHOBUY KOJIBLIOB OBbLT aBTOPOM UICH U Ha-
VYHBIX IIpeNCKa3aHWii, MpeoOpa3MBIIMX BIIOCIEI-
CTBUM OOJIMK MUpPOBOI Hayku. EMy nmpuHamiexar, B
YaCTHOCTHU, MU BKCIIEPUMEHTAJIBHOTO ITOJIyYCHUS
MyTaluii (pagualliOHHOTO M XUMWYECKOIO0 MyTare-
He3a) U MOJUILJIOUIHBIX OPTaHU3MOB, MCKYCCTBEH-
HOTrOo MapTeHOIeHe3a M 3KCIIEPUMEHTAJIbHOTO BO3-
IEeMCTBUS Ha Apyrue (pyHIaMeHTaJIbHbIC IIPOLIECCHI.

Cpemn uneit m npenckazanmit H.K. Komnbeiiosa
MaTpU4YHasl TUIIOTe3a BOCIIPOM3BEACHUS HAaCel-
CTBEHHBIX MOJIEKYJT 3aHUMaeT ocoboe Mmecto. [Ipo-
01eMBl MASHTU(UKALIMKA, CTPOSHUS 1 (DYHKIIMOHM-
pOBaHUS MOJIEKY]1 — HOCUTEJIel HaceICTBEHHOCTU
BCerIa ObITY LIEHTPaTbHBIMU 7151 6roiorn. OmHaKo B
Havajie XX BeKa 00 3THX MOJIEKY/lIaX OBLIO M3BECTHO
HUYTOXHO Majlo. Y:Ke MCITOJIb30BaJICS TePMUH “TeH”,
HO HEU3BECTHBIM OCTABAJICS TUIT MAKPOMOJIEKY/I — HO-
cuTelieii HaclleIcTBeHHON wuHpopManun. Koo
MEePBLIM B LIMKJIE PabOT MPEITOKWI OPUTHHATIBHYIO
HUJIEI0 BOCIIPOU3BEICHUSI MOJIEKYJI HACIEICTBEHHO-
CTU, B OCHOBE KOTOPOIi JIeXKaa MAaTPUIHbBII TPUHIIAIT
(KonbuoB, 1928a, 19286, 1929, 1935; Koltsoff, 1928,
1935, 1939). OueBugHO 3Ta Mics oIepeduyia CBOE
BpeMsI M He Hallllla TIOHUMAaHUsI Y COBPEMEHHUKOB,
OIHAKO MOCJeaylliee pa3BUTUE MHMPOBOI HayKu
MOATBEPAUIIO TMPABUJIBHOCTbL 3TOr0 IpEACKa3aHUs
(cMm. IMonbHuH, 1969; Bunbepr, 1972; Panoriopt, 1972;
ActaypoB, Poxunkuii, 1975; Portugal, Cohen, 1977,
TumoddeeB-Pecosckuit, 1993, 2009; Babkov, 2002;
Mennukos, 2005; OzepHiok, 2006, 2007, 2012; Mor-

ange, 2011, 2020; Pamenckuii, 2012; Shestakov, Oz-
ernyuk, 2013; Timofeeff-Ressovsky, 2016; Inge-Vech-
tomoyv, 2016).

B ocHoBe MaTpuUyHOI rMNOTE3bI JEXKUT CHOPMY-
supoBaHHblii H.K. KojabLIOBBIM HOBBI NPUHLIMIIL
“Kaxmast MoJIeKysa OT MOJIEKYJIBI” — “Omnis molec-
ula ex molecula”, TONOJHMUBILUI YK€ CyILIECTBYIO-
e o01ednoorndeckre NpuHUMIIL “Omnis cellu-
la ex cellula” 1 “Omnis nucleus ex nucleo”, KoTopsie
BCKPBIBAIOT CYIITHOCTD MPOLIECCOB XXU3HEASSITEIbHO -
CTU Ha pa3HbIX YPOBHAX opraHu3auun. Unes Koib-
IIOBA CYIIIECTBEHHO pacIlIvpuiia HaauTpy (pyHIaMeH-
TaJIbHBIX 3aKOHOMEPHOCTEM TIPOLECCOB XU3HEALs -
TEJIbHOCTH.

BnepBble MaTpuUuHBI MPUHLUIT BOCIPOU3BEIC-
HUSI MOJIEKYJI HAacCJeACTBEHHOCTH OBLI M3JIOXEH
H.K. KonsoBeim B 1927 1. Ha III-M Bcecoro3Hom
COBEIIaHMU 300JI0r0B, aHATOMOB U TMCTOJI0TOB B Jle-
HUHTpaae B gokiane “PDUu3nKo-XuMUYeCKUEe OCHOBBI
mopdosorun”. beum chopMyIMpoBaHBI ABa Kpae-
VTOJIbHBIX MOJIOXEHUs: 1) B KauecTBe MaTPUIIbI, HA
KOTOPOI CTPOMUTCS ITeH OYIyIIero MOKOJSCHUs, MC-
MOJIb3YEeTCS T€H MPEAbIAYIIEro MOKOJEeHUs, 2) s
Hadajla MaTpUYHOTIO CUHTE3a HEOOXOaMMa 3aTpaB-
Ka. YIUBUTENIbHO, HO UMEHHO 3THU HIEU BIIOCJIEI-
CTBUU TIOJIYYMJIM TTIOATBEpKIeHWE. B 5T0M ke pabo-
te H.K. Konbl10B BiepBbIe paccMaTpuBAET XPOMO-
COMY, COCTOSINYI0 Hu3 reHoB. OIHAKO THUIIOTE3y
Konpiiosa yuactoukm Coserianus B JIeHUHTpame He
CMOTJIU IIOHSATH, ITO-BUAVMOMY, B CUJIY €€ CJIOKHO-
ctu. bonee Toro, U.W. I1pe3ent, coparnuk T./. JIbI-
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CEHKO, OOBMHMJI OOKJIaIUMKa B MUCTUKE U yBJIeUYe-
HHUU aOCTPaKIIMSIMHU.

B 1928 romy stoTr mokinam H.K. KonbiioBa ObLT
onyO0JMKOBaH Ha PYCCKOM $I3bIKE B BHUJIE KPaTKOroO,
¢dakTUUeCKU Te3UCHOTO, aBTopedepara AokKjaaga U
craTtbu B ZKypHaje 3KCIIepMMEHTAJIbHOM OMOJIOrnu
(Konn1os, 1928a, 192806), a Takke Ha HEMELIKOM SI3bIKE
B xXypHaJie “Biologische Zentralblatt” (Koltsoff, 1928),
B 1929 r. moHBIIT BapyaHT TEKCTa OJOKJIaga BBIIIET B
oTeuecTBeHHOM cepun “Hoseiilmme TedyeHus Hayd-
Hoit mbeicin” (Kombuos, 1929). B cooTBeTcTBUM C
MaTPUYHOM TUMOTE30id MOJIEKYJIbl HACIEACTBEHHO-
CTU UMEIOT OesKoBylo npuponay. B 20-e rogsr XX Beka
3TO OBLIO €CTECTBEHHOE MPEATOOXKEeHNE, TTOCKOb-
Ky O HYKJIEMHOBBIX KHCJIOTaX TOrma OBLIIO M3BECTHO
HemHoro. K 1910 roxy B cocTaBe HyKJI€MHOBBIX KHC-
JIOT OBUIU OIIMCaHBI ABa ITYPUHOBBLIX OCHOBaHUS (Ty-
aHWH 1 aJicHUH) U IBa TUPUMHUINTHOBBIX (IIUTO3WH U
TUMUH), HO ontucaHue cTpyKTypsl JJHK mpouzoiuio
necatwiaetussMu nmosxe (Watson, Crick, 1953; Portu-
gal, Cohen, 1977). B 1920 rony ObL1a chopMyIHpOBa-
Ha HOBasl TEOPHS MOJUMEPOB, 32 KOTOPYIO BITOC/E-
ctBuH, B 1953 rony, I. lTaynunrep noayuyms HobGe-
JieBcKyto npemuio (Staudinger, 1920). Drta Teopus
oputa aktuBHO BocrnpuHsaTa H.K. KompioemM. Ilo
MHeHuto D. Maiipa (Mayr, 1982), iMeHHO TOHUMaHU1e
TOrO, YTO HACJEACTBEHHAs MOJIEKYJIa TO/DKHA MMETh
MOJIMMEPHYIO CTPYKTYPY, OKa3aJ0Ch PEIIAIOIIUM JIJIst
JanpHelimero pa3sutus kKoHuenuuu H.K. Konbliosa.
I[MoHumast cnoxXHOCTb maHHOK mpoGnembl, KoJbioB
Mucall, YTo IpeajiaraeMasi MM TMII0Te3a B CBOSH XUMM--
YEeCKOM YacTu Jajieka OT 3aBeplieHMsI, OoJjiee TOro —
erie BecbMa criopHa (Komeiros, 1936). Mnes o 6erko-
BO IIPUPOJIE TeHa Ha IIPOTSKeHUH TTpuMepHo 20 et
ocTaBaJlach JOMMHUpYIOLIE. B yncie nmpuBepxKeH-
ueB atoii unen H.K. KonbiioB yrmoMmHaeT aBTOpoB
KHUTH “CTpoeHre BBICOKOMOJIEKYISIPHBIX OpPraHMW-
YEeCKUX €CTEeCTBEHHbIX coenuHeHuil” K. Maiiepa u
I. Mapka (Meyer, Mark, 1930), a Takxxe U3BECTHOTO
aHmmmiickoro xumuka B. Actoepu (Astbury, 1933).
OTHU aBTOPHI CchlIaloTcs Ha padoThl KosbloBa, mo-
CBSIIIIEHHBIE MAaTPUYHOI TUIIOTE3€ 1 OEIKOBOM IIPU-
polie HaCAeACTBEHHBIX MOJieKyn. CiienyeT OTMETUTh,
YTO U3BECTHBI aMepukKaHCKMii reHeTuk M. leme-
peu (Demerec, 1933, 1938) cuuTa, 4To poJib HacCen-
cTBeHHBIX MoJieKyn BeinmosiHsgeT JJHK. OnHako B Ty
MOPY TaKMe CYKIEeHUs He ObUTA JOMUHWPYIOIIUMU.

B 1934 r. cratest H.K. KosblioBa, mocBsiiieHHast
MaTpUUYHOMY MPUHLIUITY Ha Mojenu Drosophila, B co-
KpalleHHOM BHUJe Oblia OMyO0JuKoBaHa B XypHase
Science (Koltzoff, 1934). B 3T0i1 cTaThe OH MUILIET:
“Kaxpgass xpomocoMa NMpeacTaBiIsieT CI0XKHOE 00pa-
30BaHue, Haubosiee CyleCTBEHHON YacTbio KOTOPO-
ro sBJIsIeTCSl MPOAOJIbHAS HUTh, COCTOSIIAs U3 psiaa
reHoB. Sl Ha3Baj ee MO3TOMY T'eHOHeMoli” (TepeBo
aBTopa). Jlamee KonboB oTMeUaeT, 4To B XpOMOCO-
M€ HaXOAUTCS MHOXECTBO T'€HOB, U OHM, Oymyuu
CLETUIEHBI MEXIy COOO0M, TIepenaloTcsl U3 MOKOJIEHUS
B MOKOJIEHUE.

ITouemy umes H.K. KoabuoBa o MaTpuyHOM
NpUHINIIE He OblJIa N3BECTHA 3a IIpeaenamMu Poccun?
M. Mopanx (Morange, 2011) — dpaHiy3ckuii uc-
cliegoBaTesib, CIIELUATIUCT B 001aCTU MOJIEKYJISIPHOMN
OMOJIOTMHY U UCTOPUM HAYKM CUMTAET OCHOBHOM TP~
YUHOI OTCYTCTBUE MyOJIMKAlLIMii B aHMIOSI3BIYHOM
Hay4YHOI JIuTepaType.

M3BecTHO, 4TO NTOCe NyonuKaLuii jokiana “Pu-
3UKO-XUMUYECKME OCHOBBI Mopdojornu” Ha He-
merkoM (Koltsoff, 1928) u pycckom s13pikax (Kosbiios,
1928, 1929), ocHOBHBIE UAEU MAaTPUYHOIO IPUHLIMIIA B
pa3BepHyToM Bune Hukonait KonctaHTMHOBUY Ommy0-
JIMKOBaJI BIIOCJIGACTBUM B NBYX CTaThsIX Ha PYCCKOM
s3eike:  “HacneactBeHHble Monekyibl”  (Konblos,
1935) u “Ponp reHa B (HU3MOJOTUM pa3BUTHUS”
(Konbos, 1935). Otu nBe paboThl ObUIN M3MaHBI Ha
¢ paHILy3CKOM SI3BIKE B MPECTUKHOM cepun DpMaHHa
(Hermann), B KoTopoii my0IMKOBaINUCh TPYIbI AJlb-
oepra DitHinreitHa, Hopbepra Bunepa, I1pepa Kio-
pu, JIyu ne bpoiins, 2Kaka MoHO 1 Apyrux aBTOpOB.
B manHoii cepuu mmon oOmmM Ha3BaHueM “IeHeTnKa
u npobiemsl 3Bomonnu” padorsl H.K. KoabiioBa
OBLIM U3JaHbI B BUIIE ABYX HEOOIBIINX KHUT: “Physi-
ologie du de’velopment et genetique”, Paris, 1935; u
“Les mole’cules hereditaires”, Paris, 1939 (Koltzoff,
1935, 1939). OgHakoO 3TH KHUTHU OCTaJUCh He3aMe-
yeHHBbIMU. [IprunHOit ToMy OBLTO, KakK cuuTaeT Mo-
paHX, OTCYTCTBME aHIJIOSI3BIYHON BEPCUU 3THUX pa-
oot (“These two books... were published in French,
and not translated into English”) (Morange, 2011). Mo-
parx nmret: “0O6e kauru [H. K. KonblioBa] conepzkar
KJTIOUM K TIpeacTaBieHusIM 0rooroB B 1930-e roasl, a
TaK:Ke TUIOTe3aM, MOIE/ISIM 1 HaOJIIOOeHUSIM, 13 KO-
TOPBIX B TIOCIEAYIOIIEM BBIPACTET MOJIEKYJISIDHAS
ouoyioruss. OHM HOaOT TIpeAcTaBJIEeHWE O CaMOM
Konbsnose, o ero naesx u BKjiajae B HayKy, a TaKXe
MMOKa3bIBAIOT ITOJIUTUYECKYI0O OOCTAaHOBKY, B KOTO-
poit oH pabortan” (Morange, 2011). K aTtomy BpeMe-
HU HCCICOOBAHUS XMMUKOB-OPTAaHUKOB IIOITBEP-
IWJIN BO3MOXHOCTh CYIIECTBOBAHUS TUTAaHTCKUX
MoJeKys, uto ykpemnuio runore3y H.K. KonbiioBa o
remoHeMe (Kombios, 1935, 1936; Koltsoff, 1939). B
pa6ore 1935 roga Konb11oB moapoOHO paccKa3bIlBaeT
0 TOM, YTO OH MOMApa3yMeBaeT MO/ IMIPUHIIUIIOM MO-
JIEKyJIa OT MOJIEKYJIBI, T.€. TEM IIPUHIIUIIOM, KOTOPHI
MOJyYMJI Ha3BaHUE MaTPUIHOTO, OIIMCHIBAET €r0 KaK
MPOIIeCC pOCTa KPUCTAIIOB TTPU HAJTUUUU KPUCTAJI-
JIMYecKoi penreTk. M 31ech Ke OH yKa3bIBaeT Ha TO,
4TO eMy “... OBUIO OYCHB IPHUSTHO IIIECTH JIET CITYCTS
TITOCJIe TOTO, KaK 3Ta TUIIOTe3a Obljla MHOI OImyOJIMKOBa-
Ha B HEMEIIKOM OMOJIOTMYEeCKOM KypHaJjie, HaiiT B pa-
o0ote HeMerkoro xumuka IlltaynuHrepa Ty ke uaero,
TTOBTOPEHHYIO B T€X XK€ BbIpaKeHUsx” (IUT. mo: Huko-
nait KoncrantnHoBmd Kosb1ios..., 2021, cTp. 140).

Bce xxe Henb3s1 yTBepXaaTh, 4To padoTsl Kobio-

Ba He ObUIM U3BECTHEI, CKOpee, OHU MaJIO IUTUPOBa-
quch B 1920—40-e ronsl. Ho To, Kak 1 KeM OHU LIUTH -
pOBaINCh, CBUAETENBCTBYET O CUJIbHOM 3ddeKTe
uaeit H.K. KonbsumoBa. Hampumep, .M. PuHu B
OHTOT'EHE3 Ne 1
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cHocke (Wrinch, 1936, p. 560) K cBouM paccyKaeH!-
SIM O MOJIEKYJISIPHOU Npupojie (HyKJIEMHOBbIE KUCJIO-
ThI WA O€JIKW ) MULIEJUISIPHOTO CTPOEHUST XPOMOCOM,
MMUILIET, YTO ObUIO Obl MHTEPECHO CPABHUTD TTOTyUEH-
HBIE €10 3aKJII0UeHUSI ¢ TeMH, uTo BbIcKazan H.K. Kosb-
noB (Koltsoff, 1928), (cm. Wrinch, 1936, p. 560: “It is in-
teresting to compare our conclusions with those ex-
pressed by N. Koltzoff in his paper Biologisches
Zentralblatt, 1928, 48, 345—369”]. I1o3xe YonauHr-
toH (Waddington, 1969) B 0630pHoii cTathe B Nature,
MOCBSIIIEHHON uccnenoBarensiMm U3 EBporibl, BHec-
IIUM BKJIaJl B IPEALICTOPUIO MOJIEKYJISIDHOM OMOJI0-
TMU, TUIIET O KOHLEINIUW TeMOHEMbI, CChLIAsICh
nuMmeHHo Ha H.K. Konsosa (Koltzoff, 1939) u Punu
(Wrinch, 1936) (Waddington, 1969). DpHcTt Maiip B
kHure “Poct 6momornyeckoit meicim” (The growth
of biological thought: Diversity, evolution, and inher-
itance) (Mayr, 1982) moapo6Ho paccMaTpuBasi UCTO-
PUIO Pa3BUTUS TEOPUHU TeHA U XMMUYECKOUN MPUPOJIbI
HaCJIEICTBEHHOCTH, JejaeT akKIIeHT Ha TUIoTe3e
H.K. KosblioBa. 3. Maiip otaaet 1aHb yBaxkKeHUsSI U
pPOCCHMIACKOI IlIKOJIe TeHEeTMKM B 1LeJIOM, KakK U
P. lonpommMuaT, W3BECTHEUINMIA SBOJIOIMOHHBIN
ouoJior XX Beka, apyxuiuuii ¢ H.K. KoJjb11oBbIM cO
cryneHdeckux jetT (cM. Tompammmvunr, 2021). Kpyr-
HEIIMe 9SBOJIIOIIMOHHBIE OWOJIOTH, TaKWe Kak
P. Tonpomimuar  (Goldschmidt, 1938, 1958) wu
C. Paiit (Wright, 1938) HeoqHOKpaTHO LIMTUPYIOT pa-
6otbl H.K. KonblioBa.

Hukonait Bragumuposuu TumodeeB-PecoBckuit
OBLI TOC/IeA0OBaTEIbHBIM IIPOBOTHUKOM MAEH MaT-
puuyHoro npuHiumna Kosbiosa. C 1925 o 1945 .
H.B. TumodeeB-PecoBckuii ObL1 mMpHMKOMaHOUPO-
BaH no pekomeHnauuu H. K. KonbioBa, B bepanH-
byx B MHcTUTYT MccneqoBanuii Mo3ra npu OO1e-
CTBe comeiicTBusI Haykam uM. Kaiizepa Buibrennma,
KOTOPBIM PYKOBOJIMJI U3BECTHBII Bpau U HEMPOAHATOM
Ortro PorT, yyactBoBaBiuii B jeueHun B.W. JleHuHa,
a II031Hee B UCCIeIOBAHMM €T0 MO3ra. DTa KOMaHa-
poBKa KpyTo m3MeHmsa cynpoy TumodeeBa-PecoB-
ckoro. IlpuexaB B I'epmaHuIo B Bo3pacTe 25 JieT, OH
CTajJ BOOCJIEACTBUM IIPU3HAHHBIM CIEHUAINCTOM B
obnact reHeTUKU U pamuoonomorum (Rokityanskij,
2005; Levit, Hossfeld, 2009; Rajewsky et al., 2016).
HccnenpoBanus mpupoabl MyTalivii, B TOM YHCJIe pa-
JIMAallMOHHOIOo MyTareHe3a, MpoBOAMINCH Tumodee-
BbIM-PeCcOBCKMM B CO3JaHHOM UM OT/eJie TeHETUKHU
u 6uodpm3uku B MHCTUTYTE MCCIemOBaHMII MO3ra.
DTN paboThl OBIJIM B OIPEICICHHON CTENEeHM MpPOo-
nokeHueM uaer KosblioBa 0 MAaTpUYHOM TIPUHLIM -
e, KOTOPBIM CTaju Ha3bIiBaTh “KOHBAapMAHTHON pe-
OyIuIMKaleil HaciaeacTBeHHbIX Moaekyn” (Timo-
feeff-Ressovsky, 2016; Inge-Vechtomov, 2016).

3. penuHrep, aBTOp HEBEPOSITHO MOMYJISIPHO
KHHUTY “YTO TaKO€E XXU3Hb C TOUKU 3peHus Pu3nkmu?”
(Schrodinger, 1944, nepeson: Ilpenunrep, 1947),
CBSI3bIBAJI MOSIBJICHUE TIOHSTUS “HAcJIeACTBEHHBIX
MoJieKya1” ¢ uMeHeM Makca Jleab0Oproka. M3BecTHO,
yto B 1930-e roapl Jlenb0ploK yacTo o0cyKaai CTpo-
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eHue reHoB u xpomocoMm ¢ H.B. TumodeeBbim-Pe-
coBckuM (TumodeeB-PecoBckuii, 2009; Rajewsky
et al., 2016; Timofeeff-Ressovsky, 2016). B mepuon
pabotel B bepnuH-byxe Hwukonait BramumupoBud
pomiesl B 3HaMeHUTHIN “Kpyr Bopa” — HebombIIyIO
IPYIINYy WM3BECTHBIX YUYEHBIX, KOTOpPbIE COOMpAIUCH
o6wruHO B KonenrareHe y Hunbca bopa nBa-tpu paza
B TOI IS OOCYXXKIeHMS (pU3NMUYECKUX M OMOJIorhde-
cKux mpobiem. Hukomaii BaanumMupoBrUd akKTUBHO
COTpPYOHUYAJ C KPYIHBIMU YYEHBIMU BCEr0 MUpa I10
npo0bJjieMaM reHeTUKHU U paguodouonoruu. B 1935 1. B
“BectHuke I'eTTMHreHcKoi AkameMuu HayK’ ObLIa
onybaukKoBaHa 3HaMeHUTasi pabota H.B. Tumodee-
Ba-PecoBckoro, K.I'. HlumMmepa 1 M. Jlenp6proka “O
MPUPOAE TeHHBIX MYyTalIMii M CTPYKTypa reHa”, KoTo-
pY1O BIIOCJIEACTBUM CTaJIM Ha3blBaTh “3eJieHOI TeT-
panpio” (1o uBety 06a0xkm) uau TZD (o hamunn-
siM aBTopoB) (Timofeeff-Ressovsky et al., 1935; Timo-
feeff-Ressovsky, 2016). B sT0if paboTe MyTareHes,
BBI3BAHHBIN X-JIydaMH, OOCyXKIaJiCsI, B YAaCTHOCTH, B
KOHTEKCTE “TeHHBIX MoJIeKyn”. B yBieyeHun Tumode-
eBa-PecoBckoro 3Toii MpobieMoit U UCIOIb30BaHUM
pagraliMOHHOrO MyTareHe3a B Ka4eCTBE MeToAa IPo-
cnexusatotcss ugen H.K. KonbimoBa. MHTepecHO,
YTO B 3TOI CTaThbe TPU Toapasaena, Kaxkablii U3 HUX
HamnucaH OMHUM aBTOPOM, U B TPEThEM paszeiie, Ha-
nmicaHHoM M. JlenbOpiokoMm, MoJUMepHasl TIpupoaa
TeHOB ellle MoABepraeTcs COMHEHUIO: “ MBI OCTaBJIsI-
€M OTKPBITBIM BOIIPOC O TOM, SIBJISIETCS I UHAVBUIY -
aJIbHBIN T€H MOJIMMEPHOI CTPYKTYpOii, 0Opa3oBaHHOI
MOBTOPEHNEM WIECHTUYHBLIX aTOMHBIX CTPYKTYp, WJIN
e OH He MpOogBIIsIeT Takoi nepuogmaHoctn” (Timo-
feeff-Ressovsky et al., 1935, p. 226, iepeBoz, aBTOpA).

ITocne BeIxoma B cBeT “3eneHoii TeTpany’” OBLINA Op-
raHM30BaHbI MEXTyHAPOIHbBIE CEMUHAPHI 10 TeHETHKE,
KOTOphle moamepxkuBanuchk PokdemrepoBckum MoH-
JIOM. YJacTHUKAMHM 3TNX ceMuHapoB o I. Memep,
Jx. XonpeitH, M. Henwopiok, C.JI. JapJauHTTOH,
P. ®umep, H.B. Tumodees-Pecobckuii, b. Ddpyc-
cu (omuH u3 yyeHukoB H.K. KosbiioBa, yexaBimmx Bo
®pannuo) (Timofeeff-Ressovsky, 2016). B 1938 1. Ha
OOHOM W13 TaKMX CEMHHApPOB, KOTOPBIIA IIPOXOOMI B
r. Cna (benbrus), BCTynuTeIbHbBIE TOKIAABI CACIAIN
I. Memnep u H.B. Tumodeen-PecoBckuit. OcHOB-
HOM TeMOIi 3TOif BCTpeun OBLIO 00CYyXIeHUE CTpOe-
HUS TeHa M KOHBapUaHTHAas peayIIMKalvs Hacae-
CTBEHHBIX MoJIeKyJd. TpymHO mMpeacTaBUTh, 4YTO
YYaCTHUKM 3TOTO CEMHMHapa He ciablmaiu oT Huko-
nag Bmagnvmuposmya TumodeeBa-PecoBckoro o
MaTpuyHoii runorede H.K. KonbiioBa, cronb 6u3-
KOI1 K 00CyXTaeMoii TeMaTHUKE.

K navamy 1940-x romoB Bce ocTpee BCTaBajl BO-
IIPOC O IIPUPOJIe MOJIEKYJI HACJIEACTBEHHOCTH. B CBsI-
31 C BO3PACTAIOIIMM MHTEPECOM K 3TOI Ipobjeme
MHOTHME MCCJIENOBAaTe/IM CTAJIM U3yd4aTh MEXaHU3MBbI
pa3sMHOXeHUs 6akTeprodaros. Psm yaeHBIX 00benm-
HUJINCH B TaK Ha3bIBaeMylo “daroByio rpymiry”, Ko-
Topyto Bosmiasisiiu C. Jlypua u M. Jlenbopiok. B
1944 r. B 31O 00JIaCTH OBUIO COENAHO BBhIOAIOIIEECS
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otkpuitue. J1. OBepu, O. MakJleon u M. MakKaptu,
M3yJaBIlIre pa3MHOXeHHe 0akTeprnodaroB 1 Mpupo-
ny TpaHchopMupylolero ¢akropa, mokasajiv, 4To
Mpu TpaHchopMallu poJib TEHETUUECKOTO MaTepua-
na seimosrHsIeT JIHK (Avery et al., 1944). 3apaxeHnue
OakTepuu MPOUCXOIUT 3a CUYET MIPOHUKHOBEHUS (ha-
rosoii JIHK. 1o oTKpbITHE NPUHIMITNAIEHO U3MEHM -
JIO B3IISIIBI HA TIPUPOJY T€HETUYECKOro MaTepuaa; y
WccrienoBaTesieil MosIBUIach 10Ka3aTeIbCTBO TOTO, YTO
MOJIEKYJION HaciencTBeHHOCTH siBisiercst JTHK.

HNzyuyenuem crpykrypsl JJHK 3amHTepecoBammch
GU3MKN, XUMUKH, KpucTaytorpadsl. IBa roga nH-
TEHCUBHBIX PEHTIEHOCTPYKTYPHBIX WCCIEIOBAHUIA
JAHK B AHTIITMT 1 HEOTHOKPATHBIX ITOITBITOK ITOCTPO-
UTb MNPOCTPAHCTBEHHYIO MOIEIb 3TOM MOJIEKYJIbI
npuBenu @. Kpuka K uaee caMoperjIMKalliy TeHOB.
Dta uaesd — MOATBEPXICHUE MATPUYHON TUITOTE3bI
H.K. Konsuosa. JIx. Yorcon B 1968 r. mucar: “B
Kpyrax TeHETUKOB TEOPETHMYECKOIro CKJaja, 3auH-
TPUTOBAHHBIX MIPOOIEMOIl yIBOEHUsI TeHa, OHa [Th-
MoTe3a caMOpEIUIMKALlMK]| LUPKYJIUPOBAJIA YK€ JIET
tpuauarb. CyTh €€ COCTOSIJIa B TOM, YTO JJISl YABOE-
HUS TeHa TpebyeTcs 00pa3oBaHMe KOMILIEMEHTAPHOI
(HeraTUBHOI) KoMuu, (hopMa KOTOPOIX COOTHOCHUTCS C
WCXOMHOM (IMMO3UTUBHOI) MOBEPXHOCTHIO, KAK KITIOU C
3aMKoM. KoMruiemeHTapHas1 (HeraTuBHas) KOsl Oy-
JIET CIIY>KUTh B KAYeCTBE MATPULIbI IS CUHTE3a HOBOM
(rmo3utrBHOM) Koru” (Watson, 1968).

B utore ®pencuc Kpuk, Ixeitmc YorcoH, Po3a-
muHa ®OpaukinH, Mopuc Yunkunc, Paiimonn To-
cymaT 1 Jlaiinyc IToauHTr (MocTpOMBIINI TPOMEXKY -
TOYHBIA BapuaHT TpouHoi cnupanu HHK), npu
nomuepxke Jloypenca bpera, Opsuna Yapradda u
Maxkca IlepyTtiia B TedeHue Tpex JIET (HEBEPOSTHO
KOPOTKHI1 CPOK) CMOTJIM MPONUTU 3TOT OYEHb JJIUH-
HbII MyTh, KOTOPBI YCIOBHO MOXHO pa3leiuTh Ha
Heckosibko atanoB (cMm. Fuller, 2003; Klug, 2004):
a) MoJTydeHue repBbIX AudpakiioHHbIX KaptuH JTHK,
KOTOpbIE YKa3bIBJIU HA KPUCTALINYECKOE COCTOSIHUE
atux Mojekyn (1950 r., P. Tocmuar u M. YunkuHc);
0) mepBbIi peHTreHOCTPYKTYpHbIK aHanu3 HK,
CBUJIETEJILCTBYIOIIMI O CIUPATIbHOM CTPYKTYpE 3TUX
MOJIEKYJI, KOTOpble (POPMUPYIOT CTIUPaJib: TBOWHYIO
vy tpoiinyto (1951 r., P. @paHKiIMH); B) MOCTpOeHUE
nepBoit mogenmu JIHK — TpoiiHoit crimpamm (1952 r.,
JI. ITonuHr); T) mOoKasaTeabCTBAa KOMILIEMEHTApHO-
CTU MYPUHOBBIX U MUPUMUIUHOBBIX OCHOBAaHUI B
crimpanu JJHK Ha ocHOBe M3BECTHBIX paHee IIpaBUII
D. Yapradda (1952 r., 3. Yapradpdp, ®. Kpuk u
. YoTtcoHn); 1) nonydyeHue 1udpakiMoOHHON KapTu-
HbI onHOM 13 opMm IHK (B-dopmbr), KoTopast jgeria
B OCHOBY OKOHYATEJILHOM MOOEIU BTOM MOJIEKYJbI
(1952, 1953 T, P. ®paHKiIMH); €) NOCTpOSHME OKOHYA-
TEJILHOTO BapraHTa Mopeau ABoitHoi cnmpamm JIHK
(beBpans 1953 1., [1. Yorcon, ®@. Kpuk).

KoHeuHo, ImyTh OT BBICKAa3aHHON BIIEpBBIC MOCH
matpuuHoro npuHuuna H.K. KonbloBa 1o moctpoe-
HUs Mo aBoitHo crimpanu JHK mmHoii 25 ner He

OB MPOCTHIM, HO 3axBaTbIBalollle MHTEpPECHBIM. [1o-
cJie OTKPBITHS IBOHOM civpanu B 1953 1., B obnacTtu
n3zydyeHus1 JIHK mpourcxonunno MHOro coObITUiA, pa-
JIUKAJIbHO MEHSIIOLIUX HalllU MpeaCcTaBIeHUs O Ipa-
HHUI1Iax BO3MOXHOTO WM JOMYCTMMOTO BMEIIaTeIbCTBA
B T€HOM. DTO, B YaCTHOCTU, OOHAPY>KEHNE MOOWIbHBIX
3JIEMEHTOB B T€HOME, CalT-CIelM(pUIecKrii MyTare-
He3, CEKBEHUPOBAHUE TEHOMOB COT€H OPraHU3MOB, pe-
JIAKTUPOBaHUE TeHOMa, TIePCIIEKTUBbI TeHOTEpATuu U
MHoroe apyroe. CylIecTBeHHO, 4TO “KapThHa Mupa”,
MoJIydYeHHasl NpU U3yYEHUU T'€HOMa, OIOJHSIETCI U
YCIIOXKHSIETCS] SIUTeHETUIECKUMM MeXaHU3MaMU pery-
JISILIMKM OHTOTeHE3a U MPOLIECCOB KU3HEACSATEIbHOCTH.

OMHAHCHUPOBAHUE PABOThI

PaGoTa BhIIToJIHEHA B paMKax BelnosHeHus1 Tocynap-
ctBeHHOTO 3aganug Ne 0088-2021-0009.
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Hacrosimmast cratbst He COIOCPKHNT OINMCAaHUA BbIIIOJI-
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From N.K. Koltzov’s Principle of the Template to the Double Helix of DNA

N. D. Ozernyuk*
Koltzov Institute of Developmental Biology, ul. Vavilova 26, Moscow, 119334 Russia
*e-mail: ozernyuk @mail.ru

The idea of the template principle for the hereditary molecules replication “Omnis molecula ex molecula”, is
one of the most significant predictions of N.K. Koltzov. This idea was practically not supported and under-
stood by his contemporaries, probably due to an idea about the protein nature of hereditary molecules that
existed at the time. The development of molecular genetics, discovery of DNA, and construction of the DNA
double helix model confirmed the template principle of hereditary molecules replication.

Keywords: template replication, heredity, DNA, Koltzov
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B craTbe paccMoTpeHbl MyOJUKALIMU TTOCICTHUX JIET 10 (POPMUPOBAHUIO Ta/UIOB HA JIMCThSIX LIBETKOBBIX
pacTeHuii, 3apaxkeHHBIX YeThIpexHornmu Kiremamu (Acariformes, Eriophyoidea). Mcrmonb3oBaHbI TuTEpa-
TYpHBbIE TaHHBIE [0 HECKOJILKWM IapaM Mapa3uT—X03s1MH, TOCKOJIbKY HET YHUBEPCAJbHOM MOIEIBbHOM CU-
CTEMBI TSI 9KCIIEPUMEHTAJIBHOTO aHalin3a 3TOoi MpobieMbl. [aioreHe3 MmpencTaBiisieT co60i CIIOXKHYIO
POCTOBYIO PEaKIIMIO, KOTOPasi MPOUCXOAUT B TKAHSIX JIMCTa MO/ BO3AEHCTBUEM CIIIOHBI KJlela. PaccmoTpe-
HBI TaHHBIE O BO3MOXHOCTH Tiepeaadyr GUTOTOPMOHOB U CUMOMOTHYECKUX MUKPOOPTAaHU3MOB OT Iapasu-
TOB K TraJJIOOOpAa3yIOIIMM PACTEHUSIM, OJHAKO BaXKHbI BOIPOC O MPUPOE areHTOB, MHIYILIUPYIOIIUX KJIe-
IIIeBBIE TAJUIBI, TTOKA OCTAETCs OTKPHITHIM. B TTocaemHe roabl TOCTUTHYTHI YCTIEXH B MI3yUYEHUU IKCITPEeCCUH
TEHOB B XOJI¢ Pa3BUTUSI TAJIJIOB Ha JIMCThSIX 3eMJISTHUKU. [JIsl KJIEIIEeBbIX rajuIOB XapaKTEPHO MPUCYTCTBUE
MMUTATEIBHOM TKaHU, U TIPEACTABIISIOT MHTEPEC CPABHUTEILHO-IIMTOJIOTMYECKUE U MOJICKYJIIPHO-TEHETU -
yecKue UcclienoBaHusl ee pa3BUTHS U auddepeHIMpoBKU. HeobxonnM Takke aHaIM3 POy U TUHAMUKU
M3MEHEHU KJIETOYHO# Tponudepanny B X0OAe rauioreHe3a, MOCKOJIbKY IITMPOKO PacipoCTpaHEHHbBIE
MpencTaBieHUs1 00 aKTUBAIIMY KJIETOYHBIX JeJIEHUI Ha paHHUX 3Tarnax GopMUpOBaHUs rajuioB 6a3upyIoT-
Cs JIWIIIb Ha KaYeCTBEHHOM OIleHKe, 6€3 KOJIMYeCTBEHHOTO yUeTa ASISIINXCS KIeTOK.

Karouessie crosa: rannorenes, nuddepeHIMPOBKa KIETOK, MHIYLIUPYIOLIW CTUMYJ, MTUTATe/bHAasi TKaHb,

npoiudepanus KIeToK, Tapa3suThu3M
DOI: 10.31857/S0475145022010037

BBEJEHUE

PactutenbHble TaUIBI — 3TO CHELIMAIU3UPOBAH-
HBIE CTPYKTYPbI, MOSIBIISIOIINECS HA PACTEHUSIX B OT-
BET Ha BO3IEHCTBUSI PA3IMYHBIX MAPa3UTOB, TAKUX
KaK pacTUTEJIbHOSIAHbIE HACEKOMBIE, KJIEIIN 1 HeMa-
TOIBI, BUPYCHI, OakTepnu, rpuds (Sinnott, 1960; Ra-
man, 2011; Chetverikov et al., 2015; de Lillo et al.,
2018; Ferreira et al., 2019; Harris, Pitzschke, 2020 u op.).
AHaJIM30M TaJJIOB 3aHUMAIOTCSI MHOTYIE UCCleoBaTe-
JIK, HO Yalle BCero 60TaHWKU, 300JI0TH, SHTOMOJIOTH,
MapasuToJIOr U 3Konoru. HecMoTpst Ha Hammume 06-
IIMPHOIN JIMTEpATYphl TIO TIpolieccy TajuloreHe3a, OH
penKo MpuBJeKaeT BHUMAHUE CIICLIMAIMCTOB MO GHO-
JIOTUM pa3BUTUSI. MeXny TeM MHAyLUUPOBAHHBIE KU-
BOTHBIMU TaJUThl (CMHOHMM: 300LELININN) “UMEIOT I10-
CTOSTHHYIO 1 XapaKTepHYI0 (DOpMy, pasMep U CTPOEeHIE
Y UM TIPUCYIIA JOBOJIBHO 3HAYUTEIbHAS THCTOJIOTYE-
ckas muddepeHIpoBKa... B OONBIIMHCTBE ciTyyaeB
JIJIS1 HUX XapaKTepeH KaKoi-TO oMpeaeeHHbII TTepuo,
PAa3BUTUS, WIN KU3HEHHbIN LIUKJT, CBI3aHHBINA C IIUK-
JIoM pa3BuTHs napasuta” (Sinnott, 1960, p. 283).

B HacTostiiemM 00630pe mpeamnpuHSITA IIOIBITKA
paccMOTpeTh WHAYKIIMIO KJIEIIEBOTO TrajioreHes3a
KakK mpoobjieMy 0noiaorum pasButus. i1 3Toro Mel, B
YaCTHOCTH, TNPUBJIEKAEM HEKOTOpPbIC KJIaCCUYECKUE
MyOIMKAIAM T10 UCCIEIOBAaHUIO MEKKIIETOUHBIX B3au-
MoJIeficTBUIi B OHTOreHe3e >KMBOTHHBIX (Toivonen et al.,
1976; De Robertis, Kuroda, 2004), moCKOJbKY Hau-
0oJIbllIMe yCIIeX B M3YYeHUU WHAYKIIMOHHBIX MPO-
LIECCOB OBLIN TOCTUTHYTHI UMEHHO B 00JIAaCTH 3KCIIe-
PUMEHTAIbHOU 3MOPUOJIOTUM XKUBOTHBIX. DTO Kaca-
€TCsI TAKMX aCIIeKTOB, KaK F€HETUYECKUII KOHTPOJIb
SMOPUOHAILHO UHAYKLIWMU, UACHTU(MUKALIUS UHITY-
LUPYIOIIMX MOJIEKYJI U CIIOCOOKI IIepeaayr MHIYII-
pyOILIMX CTUMYJIOB. Pa3zymeeTcsl, mpoliecChbl KJe-
TOYHOU P depeHIPOBKYU U MOpGOTreHe3a y BhIC-
IIUX pacTeHUI MMEIT CcBOK crneunduky. Tem He
MeHee, IIPY B3aUMOICHCTBUM PACTCHUN M mapas3u-
TUYECKUX WICHUCTOHOTUX CTUMYJIbl, MOAUDULINPY-
[ollMe IIPOrpaMMy pa3BUTUSI PaCTEHUS—XO35IMHA U
WHAYLUPYIOIIUE TaJZIOTeHE3, UCXOISIT OT OpraHu3-
Ma XXHMBOTHOTO.
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30 MKM

Kk

Puc. 1. CtpoeHne rajutoBbIX KJrenieit Ha mpumMepe camku Phyllocoptes bilobospinosus (KoH(MOKaabHasI 1a3epHasi CKaHUPYOIast
MUKpockomusi). O6o3HaueHust: AJI — aHaibHas Jonactb, I’ — rHaTocoMa (MIJIOBUIHBIC XeJIUIIEPhl BHIBEPHYTHI BBepX), ['K —
reHuTanbHas Kpbiika, 111 — mop3anbHblit miuTok, OIT — ormrcTocoMa, MOKPhITast KOJBLIEBUIHBIMU KYTUKYJISIPHBIMU CKJIaI-

kamu (mo: Chetverikov et al., 2019).

laanel MOTyT 06pa30BEIBATHCSI HA CAMBIX PAa3HBIX
YacTsIX pacTeHUsl, OJHAKO MbI OTrpaHUYMBAEeMCs B
9TO# CTaThe PACCMOTPEHMUEM ITyOIUKalLMil MO KJle-
IIEBBIM TajlllaM, WHAYLWUPOBAHHBIM TOJIBKO HA JIH-
CcThsIX. TpaIULIMOHHO Yallle M3y4aJiv JIMCTOBBIC Tall-
JIBI, pa3BUBAIOIIMECS Ha PacCTeHMSIX, 3apaskeHHBIX
HaceKoMbIMU. OTHAKO HEPEAKO B 0030PHBIX CTAThIX
o atoii TeMe (Hampumep, Raman, 2011, 2021; Fer-
nandes et al., 2012; Gatjens-Boniche, 2019; Miller,
Raman, 2019) aBTopsl paccMaTpuBalOT B OAHOM KOH-
TeKCTe JaHHbIE IO TrajuilaM, WHOYLHAPOBAHHBIM He
TOJBKO HACEKOMBIMU, HO U YETHIPEXHOTUMH KJIeIa-
MU (BpeTIOHOCHBIMY BUAAMU C BHICOKOI 9KOHOMUYE -
CKOIf 3HAaUMMOCThI0). IToaTOMY B OT/IMUME OT YITOMSI-
HYTBIX 0030POB, B KOTOPBIX KJICIIEBbIM TajljlaM yae-
JISITIOCh MUHUMAJIbHOE BHUMAaHUE, MbI OOCYXKIaeM
MPEUMYIIECTBEHHO JIMTEpaTypy I10 rajuioreHe3y Ha
JINCThSIX, 3apaXeHHBIX YEeThIPEXHOTUMM KIIEIIaMMU,
HO TIPY 3TOM TaK3Ke MCITOJIb3yeM HEKOTOPhIC BaxKHBIC
JaHHBIC TTOCISIHUX JIET IO Pa3BUTHIO TaJUIOB, UHIY-
LIMPOBAHHBIX HaceKOMbIMU. C Ipyroii CTOPOHBI, B
0030pax Mo B3aUMOJAEUCTBUSIM PACTEHUI C YeThIpeX-
Horumu kiiemamu (Petanovié¢, Kielkiewicz, 2010a,
2010b; Chetverikov et al., 2015; de Lillo et al., 2018)
aBTOPbI CTPEMUJIMCh OXBAaTUTh BCE aCIMEKThl Kielle-
BOTO TAJIJIOTeHE3a U BO3MOXHO I10 3TOM MTPUYMHE TT0-
YTU HEe MCIOJIb30BaU JUTEPATYpy MO Taaaoobpasy-
IOLIMM HACEKOMBIM.

KPATKAA XAPAKTEPUCTHUKA
YETBIPEXHOI'MX KJIELLIEN

lannmoBele kitemm, wid 3puoduonnen (Acari-
formes: Eriophyoidea) — abeppaHTHas rpymnmna MUK-

pocKonMYecKnX akapugpoOpMHBIX Kiemeir (puc. 1).
OHU MMEIOT BBITIHYTOE YepBeOoOpasHoe TeJo, I0-
KPBITO€ KOJBLIEBBIMU CKJIaJAKaMH, KOJIOIIE-COCY-
II1i1 pPOTOBOI1 alItapaT W TOJLKO IBE Maphl XOIWJIb-
HBIX KOHEYHOCTEei, MO3TOMY HMX YacTO Ha3bIBAIOT
“yerpipxHoruMu” (four-legged mites). DT ocobeH-
HOCTHU CTpOeHUsI 3pruodronaeii CBI3bIBAIOT C amall-
Tamuen K puTonapasuTu3My U MUHHUATIOpU3anueit
(Nuzzaci, Alberti, 1996). PazMmepsl sprnoduonaeii B
cpenHeM Haxomsatcs B ripeaeiax ot 200 mo 300 MkMm, a
MeTbYaiiiime NpeacTaBuTeId He TIpeBhIaioT 90 MKM B
nnuny (Polilov, 2015). HecMoTpst Ha CBOM MUKPOCKO-
MAYECKUEe pa3Mephbl YeThIPEXHOIMe KJICIIW WTrpaioT
BaXKHYIO POJIb B 3KOCHCTeMaX, BHOCS CYIIIECTBEHHBII
BKJIaJ B PETyJSILIUI0 KOJMYSCTBEHHOTO U Kaye-
CTBEHHOTO (CTPYKTYpHOIo) cocTaBa (pUTOLIEHO30B
Oyaromapst CIIOCOOHOCTH 3pMOPUONIECH BBEI3HIBATH
YrHETeHUE pOCTa pacTeHUl, a TaKXKe MHAYLIMPOBATh
rajnoreHe3 (Cyxapea, 1992; de Lillo et al., 2018).
ITocnennue paboTel mo duaorenun Acariformes
(Bolton et al., 2017, 2018; Klimov et al., 2018), rmoka-
3ali, 4TO 3pUOGUONIECU UMEIOT OOILIMX TPEIKOB C
JIpEeBHEN IpyIIoi MOYBEHHBIX YepBEOOPa3HBIX Kile-
mei-Hematanuuua (Nematalycidae) u, BeposITHO,
nepeuuii K durodarun yepes IPOMEXYTOUHYIO
CB$SI3b C MUKOPU30M BBICILIMX PACTEHUIA.

B HacTosiiiee Bpemst usBectHo nopsiaka 5000 Bu-
JIOB raJiyIOBBIX KJIEIIEii, HO TTPEIoaaraioT, 4YTo 6oIb-
m1ast 9aCTh MUPOBOIO pa3HooOpa3us 3pudononaci
IO CHIX TIOp He OIMCaHa, a 00Iee YKMCIO BUIOB OIle-
HuBaetcs mmpumepHo B 50000 (Amrine et al., 2003).
Opuxako juiinb npuMepHo 500 Bumos (okoso 10% ot
o0lIIero umcia) MHAYUUPYIOT (OpMUPOBAHUE TaJIJIOB,
TOrIa KakK Jpyrue BUIBI 3pUOMUONIEH TaKoi CIIoco6-
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HOCTBIO He 00J1aJal0T 1 YaCTO KUBYT HA PACTEHUSIX OT-
kpbITo (Michalska et al., 2010; Chetverikov et al., 2015;
de Lillo et al., 2018). Kiemu cnocoOHbBI 00pa3oBhI-
BaTh TaJJIbI HA BCEX HA3EMHBIX HE MOKPHITHIX KOPOt
YacTsIX pACTCHUWI, HO HanboJjIee YacTo IMOPaskaroT JIN-
CcTbsl. XOTS TOIBITKM KIacCU(PULIMPOBATh pa3idd-
Hble THWITBI JIMCTOBBLIX TajUIOB MpPEAIIPUHUMAIUCH
MmHorokpatHo (Nalepa, 1929; Keifer, 1975; Westphal,
1992; Westphal, Manson, 1996; Chetverikov et al.,
2015), Ha maHHBIII MOMEHT HET €IVWHOMN NPUHSITOMN
BCEMMU CIlelMaIncTaMu Kiaaccugukanuu. B kadyecTse
OCHOBHBIX KJIaCCU(UKALIMOHHBIX KPUTEPUEB OObIU-
HO paccMaTpUBaIOT TaKue MPU3HAKU rajjioB KaK UX
BHEIITHUM BUA 1 (hopMa, LIBET U JIOKAJTU3alIusI Ha pac-
TeHuu. ITOCKOJIbKY 11 MHOTHX TaJIJIOB 3pruodUOn/I -
HBIX KJIElIei XapaKTepHO HaJIMuue pa3HOOOpa3HbIX
TPpUXOM, (DOPMUPYIOLIUXCS MO BO3ACHCTBUEM CITIO-
HBI KJIEIIEi B Tajjie, TO YacTO JJISI pa3jIMdeHUs TUTIOB
raJuIOB UCHONBL3YIOT (pOPMY TPUXOM (BOJIOCOBUIHEIE,
rojoBUYaThie, OyIaBOBUIHBIC 1 Ap.). Ha mucThax npe-
BECHBIX PACTEHMI1 KJIEIIIM BHI3BIBAIOT CJIEAYIOLIME OC-
HOBHbIE THUINBI TaJUIOB (pHUC. 2): MEIIKOBUIHBIE U
POXKOBUIHBIE TAJIbI, BOMJIOUKM (HE3aMKHYThIE Tall-
JIBI, XapakTepu3sywluecs: GopMUpOBaHUEM 00JIaCTU
JINCTA, IJIOTHO MOKPBITON TpUXOMaMM, CBOeOOpas-
HBIA “TPUXOMHBIN KOBPMK”), 3aKpydMBaHUS Kpasl
JIMCTa, KWJIKOBBIC TaJlJIbl, a TAaKXE INap€HXUMAaTO3-
HBIE TaJUIbl (B 3TOM CiIy4yae KJICIIM BHEIPSIFOTCS MO,
SMUAEPMY U BBI3BIBAIOT HEKPOTUUYECKME U3MEHEHUS
MMapeHXUMBI).

YMeCcTHO OTMETUTh, YTO BO BKJIIOUAIOIIIEM CBHIIIIE
MWUIMOHA BUAOB Kjacce HacekoMbix (Insecta) Ha-
CUMTBIBAETCS 110 JAaHHBIM Pa3HbIX aBTOPOB OT 13 10
211 TeICSY rajtoo6pasyoimux BuaoB (Stone, Schon-
rogge, 2003; Hardy, Cook, 2010; Takeda et al., 2021).
Takue HacekoMble BCTpeYyaloTCs B LIECTU OTpsiax,
MpuyeM yaiie Bcero B otpsine Diptera (B cemeiicTBe
Cecidomyiidae) u B orpsime Hymenoptera (B cemeii-
ctBe Cynipidae). CnocoOHOCTh MHIYLIMPOBATh Tal-
JIOTeHe3 BO3HMKaja B KJacce HACEKOMbBIX MHOTO-
kpatHo 1 He3zaBucuMo (Hardy, Cook, 2010; Miller,
Raman, 2019; de Araujo et al., 2019; Takeda et al.,
2021), TaKk xe, KaK U B pa3HbIX (pUIOTEHETUYECKUX
JuHusx rautoBbix kieiieid (Chetverikov et al., 2021).

KPATOE OIMMCAHMUME I'AJIVIOTEHE3A,
NMHAYIOUPOBAHHOI'O YETBIPEXHOTUMHA
KJIEIHAMUW HA JIMCTBAX
IOBETKOBBIX PACTEHUU

Het yHUBepcanbHOII MOIETBbHON CHCTEMBI IUIST
aHaJM3a KJIEMIeBOro TajuloTeHe3a Ha JIMCThIX. Pas-
HbIE aBTOPBI U3YJYaIN Pa3HbIe Maphl Tapa3uT—X03IUH
M3 pasHBIX KIMMATHYECKNX 30H 3¢MHOTO IIapa: yme-
penHblil kmumat (Kendall, 1930; Kane et al., 1997), cy6-
tponuku (de Lillo et al., 2020), Tpormuku (Moura et al.,
2009).

OTHOCUTEILHO MOIPOOHO ONWCAH TaJLIOTeHe3,
WHIYLPOBaHHBIN KiemoM Eriophyes laevis Nalepa
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Ha JBYX BUIaX eBpoIieiickoil onbxu Alnus glutinosa
(L.) Gaertn. u Alnus incana (L.) Moench. (Betulaceae)
(Kane et al., 1997), a Takxke kieumoM Aceria lantanae
Cook Ha HEOTPOITMYECKOM BEYHO3€EJICHOM KyCTapHUKE
Lantana camara L. (Verbenaceae) (Moura et al., 2009).
B 06oux ciydyasix HadyajJibHbI€ 3TaIlbl TAJJIOTeHE3a Co-
MPSKEHBI ¢ aKTUBHBIMU KJICTOYHBIMHU JICJICHUSIMU B
sMMIepMe U napeHxmMme mcra. Ha abakcmanpHOM
CTOPOHE JIMCTOBOM IJIACTUHKMU MPpOUCXOOUT UHBarm-
Halys U B pe3yiabTraTe QOPMUPYETCS MEIIKOBUIHBIN
rann (Kane et al., 1997). I'anxioBas kamepa, B KOTO-
PO TTPOMCXOAUT Pa3MHOXEHUE U Pa3BUTHE KIICIICH,
BBICTJIAHA MUTATEIbHOI TKAHBIO, CITy>KAIEH IPSIMBIM
WCTOYHUKOM TUIM sl mapasutoB (Moura et al.,
2009). OmHako HEOOXOAUMO OTMETUTD, YTO B YIIOMSI-
HYTBIX CTaThsX (KakK, BIpoYeM, U B paboTax I10 aHa-
JIM3Y TaJuloreHe3a, MHAYIIPOBAaHHOTO HACEKOMBIMU )
HE MMPOMU3BOANIIN KOJIMYECTBEHHOTO yU€Ta ACIAIINX-
Ccs KJIETOK IIpu (hbOPMUPOBAHUU JIMCTOBBLIX TaJIOB.
IToaToMy, K cOXalleHUIO, B HACTOSIIEE BpeMs eIlle
HUYEro HeJIb3sI CKa3aTh O MPOAOJIKUTEIBHOCTU KJle-
TOYHBIX LIMKJIOB (2 BO3MOXHO TakKXXe U O JMHAMUKE
UX U3MEHEHMI) B X0/I€ pa3BUTHS JIMCTOBBIX TajljIOB,
WHIYLIMPOBAHHBIX 3PUO(PUOUTHBIMU KJICIIIaMU.

OxkoJro 50 et ToMy Ha3am Ha HECKOJIBKUX CUCTE-
Max TSI U3y4eHUs KJIEILEBOIO raJuloreHe3a obljia mo-
Ka3zaHa MOJUIUIONIN3ALNsS SIep KIETOK ITMTaTeIb-
HOM TKaHU B JINCTOBBIX raJlJIax pacTeHMIA-x0351€eB (pac-
TeHust ponoB Alnus, Campanula, Prunus, Ulmus v np.;
KJemy ponoB Aceria, Eriophyes, Phytoptus) (Hesse,
1968, 1971a; Westphal, 1974). OmHOBpEMEHHO C 3TUM
MOJUILIOUAHBIC sSIApa OBLIM OOHApYKEHBI TakKXkKe B
KJIeTKaX MUTATeJIbHOM TKAHM JINCTOBBIX TaJUIOB, MH-
nyuupoBaHHBIX HacekombiMu (Hesse, 1968, 1971b,
1972). OnHako u3 60 uzydeHHBIX B paborax M. I'ecce
nap “IBETKOBOE pacTeHMEe—IIapa3suTUIeCKOe WICHU -
CTOHOTO€” TOJUILIOUAHBIE sapa B KJIETKaX TaJIOB
OBLIM YETKO BBISIBJIEHBI TOJBKO B ciaydae 26 map. B
25 mapax pe3yiabTaT ObUI OMHO3HAYHO OTPUIIATEIb-
HBIM, a B 9 ITapax — IpeanoaI0KUTeIbHO OTPULIATE b~
HeIM (Hesse, 1968). K coxaneHnuio, B mocaeayIoIIe
roabl IePCHeKTUBA JaJbHEHUIIEeTO N3YICHUST TTOJIUII-
JIOUIUU Y KJIETOK TaJJIOB, MHAYLIMPYEMBIX KJIeIIaMU
WIM HaCeKOMbBIMM, He IpUBJIEKaJIa BHUMAaHUeE VICCIIe-
noBaTeaeu.

Hawnb6onee 006CTOSITEAbHBIM aHAJIM30M KJICILIEBOTO
rajjioreHe3a 0 CUX IIOP OCTAeTCSI MHOTOJIETHSIST Ce-
pus UcClieNOBaHWii, TPOBENEHHBIX BOo MOpaHUNU
E. Bectdans u ee xkowteramu (Westphal et al., 1981,
1990; Westphal, 1982, 1983, 1992; Bronner et al.,
1989; Westphal, Manson, 1996 u np.). 3Th aBTOPHI
KYJIbTUBUPOBAJIA MHOTOJIETHUII  TOJYKYCTapHUK
nacJieH clIanKo-TopbKuii Solanum dulcamara L. (So-
lanaceae) B ycJIoBUSIX JJaOOPATOPUU UJIN OpaHXepeHu
¥ 3apazkai pacTeHUS 3pnoPUONITHBIM KJIEIIIOM Ace-
ria cladophthirus Nalepa. DkcniepuMeHTaIbHOE HC-
cJieqoBaHUE C UCITOIb30BaHMEeM 240 MOJIOIBIX pacTe-
HUI ITacjieHa, KaXI0e U3 KOTOPhIX ObUIO B BO3pacTe
3—4 genens 3apaxkeHo 20—50 rayutOBEIMA KJIEIIAMH,
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Puc. 2. HekoTophble pacripocTpaHeHHbIE TUIIbI TIUCTOBBIX FaJUIOB, BbI3bIBa€Mble 3pUOGUOMIHBIMU KJIEIIaMH. (a) — 3aKpy4nBa-
HUe Kpast IucTa Ha Oyke Fagus sylvatica, BbI3biBaeMoe KiieloM Acalitus stenaspis Nalepa; (0) — MEIIIKOBUIHBIE TaJUIbl HA OJIbXE
Alnus incana, BoI3pIBaeMbIe KiiellioM Eriophyes laevis Nalepa; (B) — XXUJIKOBBIE TaJUThl Ha JtucTe Tpaba Carpinus orientalis, BbI3bI-
BaeMble KieloM Aculops macrotricus Nalepa; (T) — napeHxXxuMaTo3HbIe (OJISIIIKOBUAHBIC) TaJUTbI HA psiOuHe Sorbus torminalis,
BbI3BIBaeMble KitemioMm Eriophyes sorbi Canestrini; (1) — poxXkoBungHbIe rajutel Ha nune Tilia cordata, BeI3bIBaeMble KIIEIIIOM
Eriophyes tiliae Pagenstecher; (e) — cxeMaTn4eckoe CTpoeHWe MEITKOBUIHOTO Tajuia. (a—1) — OpuT. maHHbie. (e) — no: Ferreira
et al., 2019, ¢ usmeHeHusimu. O603HaueHusi: BO — BxogHoe orBepctue, 'K — raminosas kamepa, JII1 — iMcToBast mjiacTMHKA,

IIT — nuraTenbHas TKaHb, [111 — IpOBOOSIINIA ITYYOK.

OOHapPYXXMUJIO IBA COBEPIIEHHO Pa3HbIX OTBETA Opra-
HHU3Ma XO3sIMHA Ha BozaciicTBue mapasutoB (West-
phal et al., 1981). BocnpuMM4YMBBIMY K TaJUIOT€HHO -
MY BO3IEMCTBUIO YKYCOB KJIEIIE ObUIN TOJIBKO 36%

pacTeHuii, y KOTOPBIX B pe3ybTaTe 00pa30BhIBAIUCH
JIMCTOBBIC TAJIJIBL. Y2K€ B TEUEHHME IIEPBOTO Yaca IToCcJie
TOTO, KaK KJelll NpoKaJbIBaJl XeJIUlepaMUu CTEHKY
STMUAEPMAJIbHOM KIIETKY JINCTA TIacjicHa, BO3Jie MecTa

OHTOIEHE3 TtomM 53 Nel 2022
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MPOKOJIa HauMHAJIaCh aKKyMYJISILIUSI PACTUTEbHOTO
rnojiicaxapuia Kauio3bl. Aapa U SAPBIIIKU KJIETOK
SNUACPMBI BOKPYT MecTa TMPOKOJa YBEIUYMBAIUCH B
pasMepax M TpOMCXOAWIa JuUcHepcusi XpoMaTuHa. B
MOCJIENYIOIINE YaChl OTMEUYAIU JAEJIEHUS STUX KJIETOK U
HauMHaJIOCh TOCTeNeHHOe (OpMUpOBaHUE Tajlja.
INoBpexxneHHast KjienoM KieTKa 3MuaepMbl TToruoda-
Jia. OHaKO OKpyXKalllue 3MUIepMaibHble KIIETKU,
MO-BUAMMOMY, KAKUM-TO 00pa30oM MOJyJalIu OT Hee
cUrHaj K auddepeHIUPOBKE B MUTATEIbHYIO TKaHb
rajijia, KJIeTKU KOTOPOi XapaKTepu30BIUCh HECKOJIb-
KO YBEJIMYEHHBIMU padMepaMu U Oojiee KPYIMHBIMU
SApaMM Y SIIPBIIIIKAMU, XOTSI aHaU3 TUIOMIHOCTU B
aHHOM ciy4dae He mpousBonuau (Westphal et al.,
1981; Westphal, 1982; Westphal, Manson, 1996). Ta-
K1M 00pa3oM, B 3TOI cepur paboT ObLIO MOKa3aHo,
YTO KJIEIl] BO3JEUCTBYET Ha EAMHUYHYIO KJIETKY pac-
TeHUsT (BOPBICKUBAsI CIIOHY), a raytooopasyommii
addexT 3axBaThIBaET LEABI YYaCTOK JMCTA.

C npyroii cTOpOHBI, TTIOYTH 2/3 3apakeHHBIX KJIe-
maMy pacTeHuii mmaciieHa (64%) He oO6pa3oBLIBAIN
rajabl (Westphal et al., 1981; Westphal, 1982). Tem He
MeHee, Ha 3TUX PACTeHMSIX KJIEIU B CY4UTAHHBIC YaCHI
WHIYyLUUPOBaIY PEeaKIIMIO TUIEPUYBCTBUTEIbHOCTU B
anuaepMe JIMCTheB. BOKpyr MecT poKoJIOB yXe B Te-
YeHHe MepBOro yaca HaumHajaach rudesib KJIeTOK, OT-
JIOXKEeHUE KaJlJIO3bl He TIPOUCXOINII0, a yepes 4 yaca B
HEKPOTUYECKMX 00JIACTSIX, KOTOPHIE OBIJIM YETKO OT-
rpaHUYEHbl OT HOPMAIbHOU (HEMOBPEXIEHHOM)
TKaHU, OOHapyXuBalu MOJAM(MEHOJIbHbIE COEeINHE-
Hus. [IpuMepHo yepe3 3 Hemenu ISITHA HEKPOTHUIE-
CKMX MOpaxkeHUi Ha cjerka nedopMUpoOBaHHBIX J1-
CTbSIX YCTOMYMBBIX pacTeHuit mMmenu auametp 300—
400 MxMm. Bpemst BEDKMBaHUS KIIEIIEH HA 3TUX YCTOM-
YUBBIX PACTEHUSIX HE TMPEBbIIAIO 2—3 HeAeNb OT MO-
MeHTa 3apaxkeHust maciieHa (Westphal et al., 1990). Co-
w1acHo paboram mocnenHux jet (Golan et al., 2017;
Wallis, Galarneau, 2020; Singh et al., 2021), noiude-
HOJIBI, IIMPOKO pacCHpOCTpaHEHHbIE MeTabOJIUTHI
LIBETKOBBIX PACTEHUM, 00ecreunBaloT UX XMMUYEe-
CKYIO 3allIUTY OT Pa3HOOOpa3HBIX BpeaUTeeii, B TOM
YUCJie OT Napa3suTUYECKUX YWIEHUCTOHOTHUX.

Oco0Oblii MHTEpeC MpeACTaBisSIoT JaHHble BecT-
danb (Westphal, 1992), nosiyueHHble B Mcclieq0Ba-
HUM JIPYTOi CUCTEMBbI Mapa3suT—XO035IMH: 3prUoduo-
unHbll kieut Eriophyes eupadi Newkirk n yepemyxa
obObikHOBeHHast Prunus padus L. (Rosaceae). Bpur
MPOBENIEH aHAJIM3 3aBUCUMOCTHU 3aIlyCcKa rajajioreHe-
3a OT TPOJOJIKUTENILHOCTA TUTaHUS Kiema. s
9TOTO KJIENIel YAaJsiu C JMCThEB Yyepe3 pa3inyHble
MPOMEXYTKM BPEMEHU TOcCje Hayaja OIbITa, Mpo-
noskaBuierocs 10 nHeii. Ha KOHTpOJBbHBIX TUCTBIX K
KOHIly JEeCSITUIHEBHOTO Cpoka Cc(hOPMUPOBAIUCH
MOJTHOLIEHHBIE MOJIOAbIe TaJUIbl ¢ nuddepeHInpo-
BaHHOI MUTaTENIbHON TKaHbl0. MUHMMATbHOE BpeMsl
KOHTaKTa mapasuTa C pacTeHueM, HeoOXoauMoe ISt
BO3HMKHOBEHUS TOJIbKO HEOOJBIINX MEPBUYHBIX BbI-
MSTYUBAHUI YYaCTKa JIMCTOBOM TTACTUHKM (“abopTUB-
HBIC TAJUTBI”), COCTABJISLIO OT 8 10 24 4acoB, IIpUYeM

OHTOTEHE3 Ne 1

TOM 53 2022

NAJIbHEUIIMKN TaJJIOTEHE3 TI0CJE YIaJeHUs KIICIIEH
He Tponoirkaics. st Toro, 9Toobl cYOpMUPOBAJICS
MaJIeHbKU1 MEIIKOBUAHBIN Tajj, elle He MMeIOIIni
MUTaTeIbHO# TKaHM (“HEIOJHOLIEHHBIN raj1’™), Tpe-
OOBaJIOCH TIPUCYTCTBHUE MUTAIOIIETOCS KJIela Ha JI1-
CTe YyepeMyXHu B TeueHue 48 4.

Takum o6pazoM, IKCIEPUMEHTHI, TIPOBEJCHHBIC B
Jnaboparopuu Becrdanb, mokaswiBaloT, yTo 1) cTe-
MEeHb Pa3BUTUS Tajljla 3aBUCUT OT MPOAOJIKUTEIbHO-
CTU BO3AECUCTBUS KJIEIAa; BO3MOXHO, OMNpPEIesIo-
LLIUM SIBJISIETCSI MUHUMAaJIbHOE KPUTUYECKOE KOTYe-
CTBO CJIIOHBbI, KOTOpO€ KJell HdOJKEeH BBECTU B
pacTUTENIbHYIO KJIETKY, YTOObl 3alyCTUTh Tajiore-
He3; 2) pacTeHMs] MOTYT pa3jiM4yaTbCsl IO CTEMeHU
YCTOMYMBOCTHU K BO3JIEUCTBUIO KJICIICH 1 CITOCOOHBI
Ha OIMH U3 ABYX TUIIOB peaKkluii: 1u0o hopMUpoBa-
HUeE TaJlJIOB, JIMOO peaKlivsi CBepXUyBCTBUTEILHOCTH,
COMPOBOXIAIOIIASICSI HEKPO30M TKaHEM.

KPATKNH OB30P UCCJIEAOBAHUN
MOCJIEAHUX JET MO KJIELLLIEBOMY
TAJUIOTEHE3Y

MOXHO BBIAEIWUTh HECKOJIBKO HaIlpaBJICHU UC-
clleJOBaHM, KacalollMXcsl MHAYKIUU TaJlJloreHes3a.
Bo-niepBbIX, B crieliMaibHBIX 3KcriepuMeHTax (de Lil-
lo, Monfreda, 2004) 6b1710 0GHapYKEHO, YTO CJIIOHA
YEThIPEXHOTUX KJIelei BO3NeHCTBYeT Ha KOJEONTH-
JIV TIIIEHUIIBI CXOMHO C TeM, KaK IeMCTBYIOT Ha KO-
JieonTwian (yCUJIMBasi UX POCT) ayKCUHBI U 1IIUTOKU-
HUHBI. DTU (PUTOTOPMOHBI UTPAIOT BAXHYIO POJIb B
Mpoliecce HOPMAaJbHOTO Pa3BUTHUSI PACTEHUI, y4acT-
BYSl B KOHTPOJIE KJIETOUHBIX AeJeHU, nuddepeHIn-
poBKU u MopdoreHesa (cM., HanpuMep: Fambrini,
Pugliesi, 2013; van Berkel et al., 2013). Briocienctsumn
JIaHHbIE O HAJIMYMM ayKCUHOB U LIUTOKWHWHOB (TIpe-
WMYILIECTBEHHO B CIFOHHBIX XKeJle3aX) ObUIM MOJTyYeHbI
B UMMYHOXMMUWYECKOM aHaJIN3€ OOJIbIIOTO YMCiIa BU-
noB HacekoMbIx (Yamaguchi et al., 2012; Andreas et al.,
2020; Ponce et al., 2021). Takum oOpa3om, BO3HUKIIA
TUIOTE3a O TOM, UTO 3TU (PUTOTOPMOHBI (MU UX aHaA-
JIOTU) CUHTE3UPYIOTCS B CIIFOHHBIX XXeJie3aX rajaioo0-
pasylolrX YJIEeHUCTOHOTUX 1, TTonaaas B TKAaHU pac-
TeHUSI—XO035IMHA, MOAU(UIIMPYIOT TPOTpaMMy €ro
HOPMaJILHOTO Pa3BUTHUSI.

Bo-BTOpBIX, XOPOIIO M3BECTHO, YTO MHOTME BUIBI
YJIEHUCTOHOTMX (KaK KJIEIleil, TaK 1 HACEKOMBIX) YacTO
HaXOISATCS B CUMOMOTUYECKIX OTHOIIIECHMSIX C Pa3JId-
HBIMM OaKTepHsIMHU (CM., HarpuMep: Zhang et al., 2016;
Gitjens-Boniche, 2019; Hammer, Moran, 2019),
MpUYeM TakKue OaKTepuaibHble CUMOMOHTHI ObIBAIOT
KaK BHYTPUKJIETOUHBIMU, TaK U BHYTPUITOJIOCTHBIMU.
Ha sToM ocHOBaHMM MOXHO ObUIO ObI MpPEAIIOJIarath,
YTO BMECTE CO CIIIOHOIM Mapa3UTHYECKOTO XXMBOTHOTO
pacTeHNe—XO0391H MOJTy4aeT TaKXKe U GaKTepUH, KOTO-
pBle CTUMYIUPYIOT (popMUpOBaHue rajuioB. TeM He Me-
Hee, HelaBHee UCCIIeOBaHNe, TIPOBeIeHHOe Ha 12 BU-
JIax HACEKOMBIX (CpeIr KOTOPBIX ObUIM KaK UHAYLPY-
OIIE TAJUTBI BUIBI, TAK U OJIN3KO POICTBEHHbBIC BUIEL,
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He WHAYLMpPYIOIIWe Tajijibl), He MOAAepXalo JaHHYIO
runorte3y. Kak ykazamu aBropsl (Hammer et al., 2021,
p. 1), “He OBUIO HUKAKUX CIEUDUIECKUX OaKTEPU-
aJIbHBIX TAKCOHOB, KOTOPBIE MOCTOSIHHO CBSI3aHBI C
WHAYKIWEH ramnoB”. OIHAKO YMCI0 BUIOB, M3yJeH-
HBIX B 3TOI paboTe, ObLI0 HeBeIUKO. KpoMme Toro, He
OBLI aHAJIM3MUPOBaH PSII XapaKTEPHBIX rajljIoo0pa3y-
IOIIUX MPENCTaBUTENCA HACEKOMBIX W3 CEMEHCTB
Cynipidae u Cecidomyiidae. MccienoBaiu B OCHOB-
HOM IIpeAcTaBuTeneil cemeiictB Aphididae (Hemip-
tera), Gelechiidae (Lepidoptera) u Tephritidae (Dip-
tera). Ilpu 3TOM Kjemiu He ObUIM BKJIIOYEHBI B aHa-
mm3. HakoHell, HEKOTOpBIE BUIbI 3PUO(PUOMITHBIX
KJIEIIE MOTYT OBITh TIEpeHOCUYNKAMU (DUTONATOTeH-
HbIX BUpycoB (de Lillo et al., 2018; Mansouri et al.,
2021; Trzmiel et al., 2021 u gp.), OOIHAKO U B 3TOM
cJiydyae HUYEro He M3BECTHO O TOM, MOTYT JIU BUPY-
CbI—CUMOWOHTHI KJIele ObITh MPpUYMHON (hopMU-
poBaHUs TaJUI0B. TakiM 06pa3oM, TOBOPUTH O BO3HUK-
HOBEHUM YEeTKO C(OPMYJIMPOBAHHON “CHMOMOTHYE-
ckoit” (i “UHGEeKIMOHHOR ) TUIIOTEe3bl UHAYKILIMU
rajuroreHe3a IpeacTaBIIIeTCs IIPEKIeBPEMECHHBIM.

B nociieqHue roabl B YMCIO MEPCIIEKTUBHBIX MO-
nejieit sl aHajiM3a JMCTOBOrO rajjoreHe3a BOIILIA
cucrema, coctosiiias u3 3pUoDUOUIHOrO Kiella
Fragariocoptes setiger Nalepa 1 3eMJISTHUKHU 3€JI€HOU
(monyuwmusl) Fragaria viridis Weston (Rosaceae) (I1a-
yTOB U 1p., 2016; Paponova et al., 2018). IIpearmnona-
raeTrcsi, 4to “MOop@OJIOTUUECKU rajuioodpa3oBaHue
MpencTaBisieT co00il M3rmdbaHue KIEeTOYHBIX Tjia-
CTOB, Cllaralolux MJacTUHKY JIMCTa, COMPOBOXKAae-
MO€ M3MEHEHUEM HampasjieHus: nuddepeHaim
nx kinetok” (ITayroB u ap., 2016, c. 1406). O6¢cyxnas
TUIOTETUYECKYIO cXeMY (hOPMUPOBAHUS JIMCTOBBIX
rajlyIoB, 3T aBTOPHI IBLITAIOTCSI MPUBJCYb UACU U3
9KCIIepUMEHTAIbHON 3MOPUOJIOTUM MHOTOKJIETOU-
HbIX XUBOTHBIX (bemoycos, 2005), comtacHO KOTO-
PBIM BaxkHYIO POJib B MOp(doOreHe3e KJIeTOYHBIX IIa-
CTOB UTpalOT MexaHudyeckue HarpsikeHus. OnHaKo
MPENCTABNISIETCSI, YTO Takasi TOINbITKA HE BIIOJHE
KOPPEKTHA TI0 TIPUYMHE XOPOIIO U3BECTHBIX pa3Jiu-
yuii MOp(poreHeTUYeCKUX MEXaHU3MOB Y MHOTOKJIE-
TOUYHBIX XMBOTHBIX U BbicIIUX pacTeHuii (MIBaHOB,
2011). B yacTHOCTH, U3-32 HAJIMYUS B PACTUTEIbHOM
OpraHu3Me KJIETOUHbIX CTEHOK B MPOLIECCe ero pas-
BUTUSI HET HU MUTPALIMi UHIUBUAYAJTbHBIX KJIETOK,
HU TIepeMelIeHUN KJIeTOYHbIX TuiacToB. Kak Obl TO
HU ObUIO, IeTaJIbHBIN aHaJIU3 BO3MOXHOU pOJIu Me-
XaHUYECKUX HAMPsSKeHUH U151 MopdoreHes3a Kiellie-
BBIX TAJIJIOB HA JIMCThSIX 3eMJITHUKU (MU KaKUX-JIU-
00 Opyrux pacTeHMi1) II0Ka He OIMyOJIMKOBaH.

BnocnenctBuu Ta ke rpymia aBropoB (Paponova
et al., 2018) BBIITOJIHMIA KOMIUIEKCHBIA MOP(OI0r1-
YyeCKMil (TMCTOJOTMYECKMII) U MOJEKYISIPHO-TeHE-
TUYECKUI aHaIM3 TaJlJIOB Ha 3eMJIsIHUKe. Bbulo Bbiae-
JIEHO 4 cTaiuy pocTa TajUIoB: IepBasi CTaaus IPUMEPHO
COOTBETCTBYET “adbopTnBHOMY Taynty”’ Bectdanb (West-
phal, 1992), Bropasi ctaausi IpUMEPHO COOTBETCTBYET
“HeroHOLIeHHOMY Tajury” Becrdanb, TOorma kak

TPETbs U YETBEPTasl CTAAUU COOTBETCTBYIOT MOJHO-
LIEHHBIM MOJIOABIM U 3peiibiM rajuiaMm Becrdanb. OH-
TOreHe3 Tajljla HauyMHAaeTCs aKTUBalMEl aHTUKIIM-
HaJbHBIX KJIETOYHBIX JeJIeHU B Me30(ULIe U 31~
mepMme (Ha crtaguu 1). Ilo3mHee mpoTekalOT Kak
AHTUKIIMHATBHBIC, TaK M TIEpUKIMHATBHBIC TEJICHUS;
nposndepals KJIeTOK rajuia MpoaoJiKaeTcs Ha cTa-
Iusix pa3Butusi 2 1 3. BecbMa MHTEpeCHOM HaXOaKOM
aBTOPOB MOXHO CYMTATh OOHapy:KeHUEe WHBEPCHUU
amakCHaIbHO-a0aKCHAILHOM TTOJISIPHOCTUA SITHIEP-
MbI B X0/Ie pocTa rajuioB. HakoHell, oTMeTUM, 4TO B
aTol 2Ke myonukanuu (Paponova et al., 2018) puse-
IIeHBI TIOAPOOHBIE TAHHBIE O TOM, KaK B ITPOIIECCE TaJl-
JIOTeHe3a U3MEHSIETCSI 9KCIIPECCHsI TCHOB KJIETOYHOTO
uukia CYCD3 u CYCBI, a Takxke TeHOB, KOIWPYIOIIUX
TOMEOIOMEHHBIE TPAHCKPUITIIMOHHBIE (DaKTOphl U3
cemerictB KNOX u WOX. UHTEeHCUBHOCTB 3KCIIpec-
CHUU BCEX YITIOMSTHYThIX T€HOB YCUJIUBAJIACh B TCUCHUE
cTaauu 2, ocraBajach Ha BLICOKOM YPOBHE Ha cTaauu 3
1 pe3Ko magaia K cranuu 4. M3 nutepatypsl U3BeCT-
HO, 9TO ToMe0o0OKCcHEBIe TeHbI KNOX 1 WOX aBnstioT-
Csl YHUBEpPCaJbHBIMU PETYISITOpaMU HOPMaJIbLHOTO
pa3BuTus 1 pasHooOpasus pactenmii (Hake et al., 2004;
Hay, Tsiantis, 2010; Gao et al., 2015; Radoeva et al.,
2019; Conklin et al., 2020).

Takum o6pa3oM, B pacCCMOTPEHHOM HaMU IIpUMe-
pe kJjelieBoro rajmioreHesa (Paponova et al., 2018)
HMeeT MECTO U3MeHeHune (MoauduKalys) HopMajlb-
HOI reHETUYECKOI TTPOrpamMMbl Pa3BUTHSI MOJIOAOTO
JIMCTa pacTeHusI—xo3ssuHa. CXonHble TaHHbIEe 00 13-
MEHEHUM TeHeTUUYeCKOil mporpaMMbl pa3BUTHUS pac-
TeHUSI—XO35IMHA ObLIM COBCEM HEIABHO IIOJyYEHbI
MPpU U3yYeHUHU JIMCTOBOTO rajuioreHe3a, MHAyUpye-
moro HacekoMmbiMu (Hirano et al., 2020). Cucrema
napa3uT—XO3sMH BKJovyana Ttieit Schlechtendalia
chinensis Bell (Aphididae, Hemiptera, Insecta) u cy-
Max siBaHCKUM Rhus javanica L. (Anacardiaceae). Ha
paHHMX 3Tarnax pa3BUTHS rajia OblLJI0 MOKa3aHO YCU-
JIeHUEe 3KcIpeccuu reHoB KNOX 1 mogaBiieHne 9KC-
MPECCUU TEHOB, CBSI3aHHbBIX C peryJsiueit GoToCUuH-
te3a. [logaBneHue oTOCMHTE3a B XO/I€ TaJIOreHe3a
MO/ BIMSIHMEM HAacCeKOMBIX U KJlellleli ObLIo MmoKas3a-
HO Bo MHorux paborax (Patankar et al., 2011; Carnei-
ro et al., 2014; Kmie¢ et al., 2018; Takeda et al., 2019;
Pestov, Ogorodnikova, 2020; Shih et al., 2020).

B HoBeiilIeli 1uTepaType MOsIBUIUCH TaHHbIE 00
y4aCTUM BJIEMEHTOB IIPOTPaMM PENMPOAYKTUBHOIO
pa3BUTHUS B pealu3allMy TajuloreHe3a: oOHapyKeHa
aKkTUBallMs TeHOB, obecrieynBalonux GopMupoBa-
HUe penpoAyKTUBHBIX opraHoB (Schultz et al., 2019;
Takeda et al., 2019). Iloka3aTteneH nmpumep BUHO-
rpamgHoit dmutokcepsl Daktulosphaira vitifoliae Fitch
(Phylloxeridae, Hemiptera, Insecta) m BuHOrpama
npubpexHoro Vitis riparia Michx (Vitaceae) (Schultz
et al., 2019). HexoTopsle 11cTOBBIE TajLIbl BUHOIpaaa
110 BHEIITHEMY BUY HAIIOMUHAIOT LBETKU U TLJIOIBI.
ITo ramroo6pasyommuM 3puoDUOUIHBIM KJTelam
aHaJIOTMYHbIE JaHHbIE TOKA OTCYTCTBYIOT.
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Bectdanb (Westphal, 1983) yTBepkaaia, 4To Bbl-
CTWIalollasl TAIOBbIE KaMepbl NMUTATebHasi TKaHb
(C KpYIMHBIMU KJIETKaMU W TIOJUTUIOMIHBIMU sInpa-
MU) UMEEeTCsI TOJbKO B KJIEIIEBbIX TaJlJlaX, a B rajjax,
WHIyLIWUPOBAHHBIX HACEKOMBIMU €€ HeT. Takas Touka
3pE€HUS OKa3ajach OIIMOOYHON U HETABHO OBLIO TTO-
Ka3aHO HaJuyue TUIIMYHOU TIMTaTebHOW TKaHU
TakXe Y B rajulaX, MHAYIIMPOBAHHBIX MPEACTaBUTE-
JIIMU HaceKoMbIX U3 oTpsanoB Diptera, Hymenoptera
n Lepidoptera (Ferreira et al., 2017, 2019). OgHako
5TU aBTOPHI NPEANOoaaraloT, 4YTo NuTaTe/ibHas TKaHb
OTCYTCTBYET B rajuiax, MHIyLIMPOBAaHHBIX HACEKOMBbI-
MU u3 oTpsima Hemiptera (Hampumep, Tisimu). I1o-
cJie[IHUE MUTAIOTCS, TTIO-BUAUMOMY, HETIOCPENCTBEH-
HO (DJIOSMHBIM COKOM, BbICachlBasi MUTaTe/IbHbIC BE-
11IeCTBa U3 TTPOBOASIINX ITyYKOB.

B nyonukanusax mabopatopun Bectdans (West-
phal et al., 1981; Westphal, 1982, 1992) nmoguepkuBainu,
YTO KJIETKU TIMTATENbHOI TKAaHU B WHIYLIMPOBAHHBIX
KJIelllaMu JIMCTOBBIX Tajyiax AUdhepeHIpyoTcs U3
KieTok anuaepMmbl. CoBpeMeHHbIe McclienoBarev
(Ferreiraet al., 2017, 2019, 2020) yTBepKIaroT, YTO ITUTa-
TesIbHasl TKaHb B KJICILIEBBIX TajlJlax MOXeT auddepeH-
LIMPOBAThCS HE TOJbKO U3 BTIUAEPMBbI JTUCTA, HO TaK-
Ke M U3 KJIETOK IMapeHXuMbl. [oBopst 00 3TUX Ipe-
BpallleHUsIX KJIETOYHBIX TUTIOB B XOJ€ rajuioreHesa,
aBTophbl (Ferreira et al., 2019) ucnosib3yloT TEPMUH
“penuddepeHuuponka”. OgHaKO B OMOJOTUU pa3-
BUTUSI U OUOJIOTUM KJIETKU IS 0003HAUYEHUSI U3Me-
HeHuil B nuddepeHIMPOBKE Ha KJIETOUHOM YPOBHE
OOBIYHO MPEAINOYUTAIOT UCMOJIb30BaTh TEPMUH
“tpancouddepeHuuponka” (Hanpumep, Eguchi,
Kodama, 1993). Hu cpaBHuUTeNnbHOE McclielOoBaHUE
MUTATEJIbHON TKaHM KJIEIEBbIX TAJNIOB, HU MOJIEKY-
JIIPHO-TeHETUYECKUI aHaJu3 ee pa3BUTUSI TTOKa He
MPOBOJIVIIN.

SAKIIIOYEHHWE

®dopMrpoBaHUE JIMCTOBOTO Tajula MPENCTaBIsSIeT
C000i1 CIIOXXHYIO POCTOBYIO peaKIInio, KOTopas Tpo-
WCXOAWT B TKAHSIX JIMCTA PACTEHUSI B OTBET Ha UHBEK-
IINIO CJTIOHBI YETBIPEXHOTMX KIelieil. AHaIu3upys
raJyIoreHe3, NCCIIeNOBAaTeIN CTATKUBAIOTCS C IIETBIM
pSIIOM SIBJIEHUI M MPOLIECCOB, TPAAULIMOHHO HaX0-
ISIIITAMUCS B chepe MHTEPEeCOB OMOJIOTUH Pa3BUTHS:
W3MEHEHMST DKCIIPECCUM T€HOB M aKTMBHOCTHU KJIe-
TOYHOI Mpoaudepanum, NoUucK PakTopoB, UHIYLIU-
pytouinx popMooOpa3zoBaHue, TpaHcaAUupGepeHII-
pPOBKa KJIETOK 1 TKaHEH.

K HacTosgmemy BpeMeHM HaMOOJBIINE YCIIEXHU
JOCTUTHYTHl B OTHOILUEHUM W3Y4EeHUS U3MEHEHWIA
TEHHOI 3KCIIPECCUU B XOJIe TaJUIOTeHe3a, UHAYLIUPY-
€MOro KijellaMy Ha JUCThSIX (T€Hbl U3 CEeMEICTB
KNOX n WOX, a Takke TeHBl KJIETOYHOIO ILIMKJIa
CYCD3u CYCBI). Ognako aHanu3 npojmdepauun B
paboTax 1Mo rajuroreHe3y 0a3upyercs JIMITh Ha Kade-
CTBEHHOI OlIeHKE, 0€3 KOJIMYECTBEHHOro ydeTa Je-
JISIIIUXCS KIJIETOK.

OHTOTEHE3 Ne 1

TOM 53 2022

IIpupona areHTOB, MHAYLUMPYIOIIUX KJICIIEBOI
rajjloreHe3, 1 KOHKPEeTHbIE MEXaHU3MBbI 1X Iepeaadn
K pacTeHUIO IO KOHIIA HEe BBISCHEHBI HECMOTPS Ha
MHTSHCUBHBIE UCCJICIOBAHMS B 3TOM HaIllpaBJICHUMN.
He uckiiouyeHo, 4TO B pa3HbIX B3aMOIECTBYIOIINX
crucTeMax Iapa3suT—XO3sIMH AeTalu “KJIETOYHOro U
MOJIEKYJISIPHOTIO Arajora” 3TUX ABYX YYaCTHUKOB OT-
Jmyalorcsd. Takas uaes IMepeKIMKaeTcsl ¢ IpencTaB-
JIEHUSIMU KJIACCMUYECKOUN BKCIIEPUMEHTAJIBHOM 3M-
OpMOJIOTUY XUBOTHBIX, COIJIACHO KOTOPHIM pa3ind-
HbI€ B3aMMOJCKCTBYIOIIME CUCTEMbI MMEIOT PSiI
OOILMX OCOOEHHOCTEN, OJHAKO CHoco0 Iepenayu
VHIYLPYIOIIETO CTUMYJIA He SIBJISIETCSI YHUBEPCaJlb-
HbIM (Toivonen et al., 1976). Kpome Toro, MOJIeKyIbI,
UHayLuupylomue auddepeHIIMpoOBKY OOHOU U TOM
K€ CTPYKTYPhI B paHHEM Pa3BUTUU XUBOTHOTO, MO-
T'yT OBITh BeCbMa pa3HooOpas3HbI (cM., HanpuMep: De
Robertis, Kuroda, 2004).

Oco0oro BHUMAaHMS 3aCIIy>KMBAaeT CPaBHUTEIHLHO-
LUTOJOTUYECKUI U MOJIEKYJIIPHO-TE€HETUYECKMIA aHa-
JIN3 Pa3BUTHUSI MUTATEILHOI TKAHW KJICIIEBHIX TA/UIOB,
MOCKOJIbKY IT0KA OMHO3HAYHO HE SICHO, M3 KAKOIO MC-
TOYHMKA (KJIETKU ITapEeHXUMBbI MJIN SITUACPMBbI JIMCTA)
OHAa IIPOUCXOIUT.

Takum obpa3zoM, HeCMOTPS Ha 3HAYUTEITHHOE KO-
JIMYECTBO NyOJMKAIUii 1O WHAYKIMU JIMCTOBOTO
rajjioreHe3a 4eTbIpeXHOTMMU KJIeIIaMU, IIPOTpecc B
pa3paboTKe 3TOi MPOoOIEMBI C TOYKM 3pEHUST OO0~
ra pasBUTHUS K HACTOSIIIIEMY BpEMEHU CPaBHUTEIBLHO
HeBeJMK. Ha Ham B3misio B OymyleM HeoOXOOUMO
HCIOJb30BaTh HECKOJBKO (KaK MUHUMYM 2 uian 3)
MOJEBbHBIX CUCTEM Tapa3uT—XO3sIUH, TpUIEeM Ke-
JIaTeJIbHO, YTOOBI HA KaXKIOM 13 3TUX CUCTEM ITapajl-
JIEIBHO padoTaly HECKOJbKO TpyMI HCcemoBaTe-
Jeii. ImaBHBIE OTKPBITUSI B 00JaCTU M3YyYEeHUsI OUO-
JIOTHH Pa3BUTHS KJIEIIEBHIX raJljIOB €llle He CAeIaHbI.
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The article deals with the publications of recent years on the formation of galls on the leaves of flowering
plants infected with four-legged mites (Acariformes, Eriophyoidea). The literature data on several parasite—
host pairs were used, since there is no universal model system for the experimental analysis of this problem.
The gallogenesis is a complex growth reaction that occurs in the leaf tissues under the influence of mite saliva.
Data on the possibility of transmission of phytohormones and symbiotic microorganisms from parasites to
gall-forming plants are considered, but an important question about the nature of agents inducing mite galls
remains open. In recent years, progress has been made in the study of gene expression during the development
of galls on strawberry leaves. The mite galls are characterized by the presence of nutritive tissue, and compar-
ative cytological and molecular genetic studies of its development and differentiation are of interest. It is also
necessary to analyze the role and dynamics of changes in cell proliferation during gallogenesis, since the
widespread ideas about the activation of cell divisions in the early stages of gall formation are based only on a
qualitative evaluation, without quantitatively taking into account dividing cells.

Keywords: cell differentiation, cell proliferation, gallogenesis, inducing stimulus, nutritive tissue, parasitism

OHTOI'EHE3 TtoM 53 Nel

2022



OHTOTEHE3, 2022, mom 53, Ne 1, ¢. 19—30

VIK 591,3

OB30PbI

TAHTJINO3UAbI B PA3BBUTUUN OPTAH3MOB, OPTAHU3ALIU ITPSIMbBIX
MEXKJIETOYHBIX B3AUMOJIEMCTBU,
ITATOJIOTUM HEPBHOM CHCTEMBI, KAHITEPOTEHE3E

© 2022 1.

B. 4. Bponckuii*

Hucemumym ouonoeuu pazeumus um. H. K. Koavyosa PAH, ya. Basunosa, 26, Mockea, 119334 Poccus
*e-mail: brodsky.idb@bk.ru

IMoctynmna B pepakumio 07.07.2021 .
IMocne nopabotku 18.10.2021 r.
IMpunsra xk nyoaukauuu 21.10.2021 1.

rJ'lI/IKOC(i)I/IH]"OJ'II/Il'II/IZLLI — IaHIVIMO3U bl — OJHU U3 CYIICCTBCHHBIX d)aKTOpOB ITPpAMBIX MEKKJICTOUYHBIX B3a-
UMOIEHCTBUI U pPasBUTUA OPraHU3MOB. OHU BOBJICYCHEI B MaTOTeHE3 pana 6OJI€3HCI7I, TaKMX Kak 00JIe3Hb
napKI/IHCOHa M 3JIOKAQYECTBCHHBIC OITYXOJIN, MPOABJIAACH KaK Z[e(bI/I]_[I/IT WU U30BITOK CoACpKaHus OIpe-
JCJICHHBIX TAaHTJIMO3UI0OB CPaBHUTECIBHO C HOPMAJIbHBIMU TKaHAMM. M3MmeHeHns TaHITIMO3UIOB MOXHO
UCIIpaBUTDb, BJIUASA HA UX CUHTE3 UJIU CCKPCLIUIO (H_ICI[Z[I/IH]"). an/I BJIMSIHUSIX HA TAaHIJIMO3W/bI 00JIer4yaroTcs

CUMIITOMBI OOJIE3HEA.

Karouesvie cno6a: TaHIIMO3UAbBI, MEXKIETOUHbIE B3aMMOOEMCTBUSI, OHTOreHe3, Oone3Hb IlapkuHcoHa,

OITyXOJIU, TEHHOUHXXEHEPHbIE MOJEIN
DOI: 10.31857/S0475145022010074

BBEJEHUE

laHmmMo3uabl — OOBIYHBIE KOMIIOHEHTHI IIa3Ma-
TUYECKOM MeMOpaHBI OaKTepHii, KIIETOK paCTeHWI 1
KMBOTHBIX, BKIto4as yenoBeka (iuT. Hakomori, 1981;
Ledeen, Yu, 1982; Tettamanti, Riboni, 1994; Kong
et al., 1998; Proia, 2003; Schengrund, 2015). Brep-
Bble TaHIVIMO3UAbI MACHTU(MUIIMPOBAHLI B Hayaje
1940-x rr. B MO3re (0TCIOa Ha3BaHUE), 3aTeM OHU 00-
Hapy>KeHbI BO BCEX OpraHax, BO BCEX KJIETKaX. Y >KUBOT-
HBIX TAaHITMO3UIbI — TIOCTOSTHHBINA KOMIIOHEHT HE TOJIb-
KO IIA3MaTUYeCKOM MeMOpaHbI, HO TaKXKe 1 KPOBHU.

B ocHOBe raHIMO3MIOB HAXOOWTCS LEpAMUI —
C(OUHTOIUINI, COCTOSIINI 13 COMHTO3MHA 1 XUPHOK
KMCIOTHI. LlepamMun cuHTe3UpyeTCsl B 9HIOILUIa3MaTH -
YeCKOM PETUKYIyMeE IT0M e ICTBUEM LIEpaMUICUHTA3hI
¥ 3aTeM ItepeMeniaercs B anmapat ompmku. Tam K me-
paMuIy TIPUCOSIUHSIOTCS YTJIEBOIbI M CUAIOBAsT KHC-
JIOTa IIpU ACUCTBUM CUHTA3 U TpaHcdepas. I1o uncity
OCTaTKOB CHAJIOBOI KMCJIOTHI Pa3JINYaioT pa3HbIe TH-
bl TAaHTIMO3UAOB — MoHO- (GM), nu- (GD) umu
tpucuanosele (GT). BHyTpu TITa pa3nmnyaioT BapruaH-
™ — GDI1, GD2 ... n nx nonpasneneaust — GDla,
GDl1b... . BapyaHTsl raHINIMO3UIOB 00JIAIAIOT pa3HbI-
MU (pU3MOIOTUYECKMHU CBOMCTBaMMU. BhieneHo oko-
70 200 TaHITMO3UAOB, HO B OIpPeAcIIeHHOM OopraHe B
3aMETHOM KOJIMYECTBE BCEro 3—3.

W3 ammaparta Tonpmky raHmIMo3uAsl IepeMelia-
IOTCSI HA MOBEPXHOCTb KJIETKU, IJI€ BXOASAT B COCTaB
IUTa3MaTudeckoili MemOpaHbl. llepamun —sBisteTcs
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KOMITIOHEHTOM BHEIIIHE MeMOpaHbl KJIETOYHOI 000-
JIOUKH, a YIVIEBOIHASI YACTh HalpaBJieHA B MEXKJIE-
TOUHYIO Cpeay Y COCOOHA COENUHSIThLCS C pa3HBIMU
JurangamMu. TaHDIMO3UABI KOXU MOTYT CIIY>KHUTh
6apbepoM OT IIPOHUKHOBEHUSI B OPraHU3M BHEII-
Hell BOJBI 1, C IPYroil CTOPOHBI, 3alIMILAIOT OT 10~
Tepb BOIBI, OT 00e€3BOXMWBAHUS opraHmu3ma. Jacrts
TFaHIJIMO3UI0B UCMOJb3YETCSI U B TUAlOILIa3Me IJIst
TpaHCIOpTa pPas3JIMYHBbIX BEIIECTB, B YaCTHOCTU
GepMEHTOB, K OpraHe/ulaM. YTWJIM3UPYIOTCS TaH-
JIMO3UIbI B IN30COMAaX.

laHTIMO3UABI MOTYT OBITH PELIENITOPAMM TOKCHU-
HOB, HampuMep, XxouepHoro. OHU U3MEHSIOT aKTUB-
HOCTB psiia pelenTopoB — (PaKTOPOB POCTa, CEPOTO-
HUHA, MHCYJAWHA. [aHIITMO3UABI BAUSIOT HA CUHTE3
6ejKa 1 aKTUBHOCTh MHOTUX (h€PMEHTOB, a TAKXKE Ha
TpaHCcOOPT MOHOB. OHM Y4acCTBYIOT B aire3uu KJIETOK.
JledekThl MeTaboM13Ma TaHIIMO3UIOB — OJIHA M3 IIPU-
YUH HapyILIeHW pyHKIIUi opraHoB. OnucaHbl 60Je3-
HU, COBITaJaoNIe C HEAOCTATOUYHOCThIO TAaHIIMO3U-
noB. I1pu HeKOTOPBIX OONE3HSIX, HATIPOTUB, HAOIIOIA-
IOT U30BITOK TAHTIMO3UIOB.

B skcnepuMeHTax HMCHOMB3YIOT WM TIperapar
IMOJTHOM CMECU TaHIJIMO3UAOB M3 MO3ra KPYITHOTO
poratoro ckota (BBG, bovine brain gangliosides)
WJIN OIWH ONpeaesIeHHBI TaHTTTUO3H]I.
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Ta6mua 1. M3ameHenue koHueHtpauyuu GM1 (nM/ 10° kre-
ToK/1 9) uepe3 cyrku nevictBus 1 MKM PPPP Ha rutoTtHbIe
KyJIbTYpbI renatonutoB (1mo: Brodsky et al., 2003)

OO0OBeKT KonTponb PPPP
T'ematoumThl 53 29
Cpena 2 0.2

TAHTJIMO3 U1 bI

B MEXKJIETOYHbBIX KOMMYHUWKALIMAX

B xoniie 1990-X IT. BEISICHUIIOCH, YTO OaKTEpUU 1
MMPOTUCTHI He OeCNOPSAIOUYHBIE CKOTUICHUS KJIETOK, a
Hekue nx coobiectna. CTano MOHATHO, YTO MPSIMEIE
MEXKIJIETOUHbIE B3aUMOJIEHCTBUSI — TIEPBHIC PETYIISI-
LIMK B 3BoTIoLMU. HepBHast cicTeMa — Mo3aHee npu-
obpereHue. MccaenoBanne MEXKIETOUHBIX B3aUMO-
JIefCTBUI Y MIIEKOIIMTAIOIINX HAYAJIOCh 3aJ0JITO 10
OakTepmii. B Taknx paboTax MCITOIb3YIOT KJIETOUYHBIC
KyJbTYpbl. OUeBUIHO, YTO MIPSIMbIE B3aUMOIECTBUS
KJIETOK B KYJBTYp€ — €IUHCTBEHHBIN CITOCO6 MX 00-
LICHUSI.

MapkepoM TPSIMBIX MEXKKIETOUHBIX B3aMMOICH-
CTBUI CTaJI OKOJIOYACOBBIE (YJIBTpaguaHHbIe) KIeTOY-
HbIe pUTMBL. OTKpPBITEIE CIydaifHO B KoHI1Ie 1950-X rIT.
OKOJIOYACOBbIE PUTMBI MPUCYLIU OCHOBHBIM CBOM-
CTBaM KJIETOK: CUHTe3y 0eJika, aKTUBHOCTH (hepMeH-
TOB, IbIXaHUIO (TTocaeqHuit 0030p: Brodsky, 2014).

OxosioyacoBble (YIbTpaguaHHbIE) PUTMbI UCCIIE-
IYIOT B IUIOTHBIX WIM PEAKUX KYJIbTypax; IEPBHEIM
MapKepoM ObLI pUTM cuHTe3a Oenka (Brodsky et al.,
2000). B moTHBIX KyJbTypax ¢ OJM3KOPACIIOI0XKEH-
HBEIMM KJIETKAMU PUTM OOHapyXXUBaeTcsl 4yepe3 He-
CKOJIbKO MUHYT MOCJe TepeHeCeHUsI KYJIbTYp B CBe-
KyIo cpefy. B penkux KyibTypax ¢ JaJieKO OTCTOSIII-
MU KJIETKAMM PUTM HAXOMST JIMILbL Yepe3 HECKOIbKO
yacoB. JlobaBieHNe B cpenay C OTMBITBIMU PEOIKUMH
KyJIbTypaMM HEKOTOPbLIX BEHICCTB ITPUBOAUT K BbISIB-
JICHUIO PUTMa CUHTe3a 0eJIKa Yepe3 HECKOJILKO MUHYT.
IlepBbIM BBISIBIEHHBIM BEIIECTBOM-CUHXPOHM3AaTO-
poM ObUIM TaHTIMO3uabl. [ToToM HamIM U apyrue
CUHXPOHU3aTOPbI, HAIIPUMEP TPAaHCMUTTEPhI KPOBMU.

CHavajla anpoOUpoOBajii CMECh TaHIJIMO3UIOB
BBG, kak usBectHO, comepxainywo 20% GM1, 40%
GDla, 16% GD1b, 20% GT1b u euie 4% raHrimosu-
JIOB B MUHOPHBIX KOHIEHTpauusix. McciaenoBaHue
BIUSIHUM pa3HbIX 103 BBG Ha penkue KyabTyphl Te-
ITaTOITUTOB BBISIBUJIIO PUTM CUHTE3a OeTKa B KOHIIEH-
Tpauusix BBG 0.2—0.4 MmxM (Brodsky et al., 2000).
ITozxe Takoii apdekt BBG Hamumm Takke mist kepa-
TUHOIIMTOB, U IJIsI ME3€HXUMHBIX CTPOMATBHBIX KJTe-
Tok (Brodsky et al., 2011, 2012).

B meyeHu B 3aMETHBIX KOHIIEHTPAIIMSIX COIEp-
XKUTCSA NITh pa3HbIX raHmmosugoB (Senn, Sellin,
1992). Mu1 uccnenoBamu Bce — GM3, GM1, GDla,
GD1b, GT1b B pazubix no3ax (Brodsky et al., 2000).
DD HeKTUBHBIMI B OpraHU3aUK TIPSIMBIX MEXKIIe-
TOYHBIX B3aUMOACHCTBII OKa3aIMCh IBa TAHTJTMO3M -

na — GM1 u GDla (puc. 1). OctanbHble U3yYeHHbIE
FaHIJIMO3UIbl HE BJIMSUIM HA KUHETUKY CUHTE3a OeJika
B penkux Kyiabrypax. Cpenu He 3(p(HeKTUBHBIX ObLI
GM3, on1H U3 OCHOBHBIX TAHTJIMO3UIOB B IMEUCHU.

st onpeneneHUst AMHAMUKKA HakorwieHuss GM 1
B KJIETKax U B MEXKJIETOUHOI cpeae iyopecleHT-
HBIM UMMYHOLIMTOXUMUYECKUM METOJ0M OIpeaese-
HO HaKOIUIEHUE 3TOT0 TaHIIMO3WIa B KYJIbTypax Ie-
natounToB (3Be3nuHa u ap., 2000; Brodsky et al.,
2000). B mnoTHBIX rpymniiax rematouutoB GM1 sgpko
cBeTHJICcd depe3 60 MUH MocCiie OTMBIBAHUST KYJIbTY-
pbl. PuT™m cuHTE3a 6ejika Mbl HAXOAWJIU 1 PaHbliIe, TO
€CTb KpUTUYHAsI KOHIEHTPAlMsI TAHTJIMO3UIA B Cpe-
nie obpasyercst ObIcTpee, yeM 3a yac. AHainu3 GM1 B
cpene oOHapPYKWI TAaHIIMO3KU yKe dyepe3 5 MuH. Cy-
IIECTBEHHA HE CPedHSIS KOHLEHTpALUsI CUHXPOHM-
3aTopa B cpelie, a JoKaJbHasi BOJU3W KJIETKU, YTO
obwu10 1T0Ka3zaHo H.JI. 3Be3nunoii u ap. (2000) B ombI-
Tax ¢ MeXaHWYECKOM KayaJikoii. B HopMe B TNIOTHBIX
KyJbTypaXx pHUTM CHHTe3a Oenka oOHapyXuBaroT
MpakTUYEeCKU cpasdy mocjie cMeHbl cpenabl. Ho eciu
CBEXYIO Cpelly B Yalllke C KyJbTypaMU MNepeMelin-
BaTbh, pUTM He BUJEH Jaxe yepes vac.

3aTeM OBbLIO UCCIEI0BAHO BIUSHUE TOPMOXEHUS
CUHTE3a TaHNIMO3WIOB Ha MPsIMble MEXKJIETOUHbIE
B3aumoneiictusi. PPPP (1-phenyl-2-hexadecanoyl-
amino-3-pyrrolidino-1-propanol) TopMo3uy CUHTE3
IIMKO3UJILIEpaMUICUHTAa3bl, KJIIOYEBOTO (hepMeHTa
cuHTe3a ranrmo3unoB (Inokuchi, Radin, 1987; Abe
et al., 1995).

B mukpomossipueix nozax PPPP 3HauutenbHO
TOPMO3MUT, 110 JaHHBIM JIaauIIa U COTPYTHUKOB, KakK
CUHTE3 TaHIJIMO3UJ0B, TaK U UX OTAEJIEHNE OT KIETOK
(mrenmuHr) B cpeny (Li, Ladisch, 1996; Olshefski, La-
disch, 1998; Kong et al., 1998). C nomomisio ELISA
MBI OlicHUBanu aeiictBue pasHeix 103 PPPP (ot 0.5
1o 10 MxM) Ha conepkaHue raHIIMO31Ia-0OpraHru3a-
Topa GM1 B KyJbTypax IenaTolUuTOB U HaILIU 3¢-
¢dextuBHBIM yKe 1 MKM PPPP (Brodsky et al., 2003).
ITocne PPPP B kiieTkax ocTaBaioch IPUMEPHO MOJIO-
BuHa GM1, a B cpene qumb 10% (ta6a. 1). B mmror-
HBIX KylIbTypax, oopadoranHeix PPPP, He Hamum
puT™M cuHTe3a Oenka (puc. 2). [eiictBue 1 MKkM
PPPP o6patumo. MHTUOWTOP HE MOBpEXAAET KIET-
Ku. Yepes cyTKr B HOpMaIbHOI cpefie B KyJIbTypax re-
MMaTOLIUTOB, TpegoopadoTaHHbIx PPPP, oOHapyxuiu
PUTM CUHTe3a OesKa.

OO0 opraHusyroniei ¢GyHKIIUW FaHIJIMO3UA0B TO-
BOPWJIM U HAIIX OMBITHI C IEMUCTBMEM Cpelibl, KOHIM-
LIMOHUPOBAHHOU IJIOTHBIMU KYJIbTypaMU, Ha peIKUe
KyJAbTypbl. Cpeny peakux KyJabTyp 3aMeHsUIN Ha KOH-
JUIIMOHUPOBAHHYIO TUIOTHBIMU KYJbTYpaMH, HOP-
MaJILHBIMM WX nipegoopadoranHbiMu PPPP. Putm
CUHTe3a Oejika OopraHM30Baja TOJbKO HOpMaJibHast
cpena. O6 opraHu3yIOIIEH POJIU TAaHIJIMO3UI0B TOBO-
puwio U OBICTpPOE BOCCTAaHOBJIEHHWE PUTMa CUHTE3a
rnmocJjie BBeJAEHUS B Cpeay C TNIOTHBIMU KYJbTypamu,
npenoodpadoranHbiMu PPPP, ranrmmosunos.
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Puc. 1. BrussHue raHIMo3mua0B Ha KWHETUKY CMHTe3a OeJIKa B KyJIbTypax IrelaTolnToB. [IBa onmbiTa, KaxKIblii Ha OMHOM KphICe.
(a) 1 (B) — OTMBIThIE TUIOTHBIE KYJILTYPbI B HOPMaJIbHOI cpefie (becchiBopoTouHas cpena 199 ¢ nodapieHueM aTb0yMrUHa U UH -
cynrHa; (0) u (r) — peakue KyJabTyphl TeX e KPbIC B TaKOM Cpele; CIipaBa BBEPXY B Cpedy TaKUX PEIKMX KYJIbTYyp BBEJIU
0.06 MkM GM1 Ha 30 MUH 0 MCClieNOBaHUSI CUHTe3a OejKa; crpaBa BHHM3Y B Cpely KyJIbTyp 3TOro omnbita BBeau 0.15 MKkM
GDla na 30 muH. I1po06bl 110 3 KyJbTYyphI Kaxnast opanu Kaxasie 10 MuH B Tedenue 2 4. [1o ocu abence — BpeMst (MUH); 110
OCH OpAMHAT BKIJIIOUEHUE 3H-neituuna ¢ noIrpaBKoii Ha myJ JieiinrHa Icorr. I1psimast Ha Kaxkmom rpadurke — cpeaHee 11l JaH-
HOTO BapHMaHTa OITbITa; ITyHKTUPHBIE TIpsiMble To1rmmobka 3Toro cpenHero (rmo: Brodsky et al., 2000, c uaMeHeHUSIMH).

BBICOKYI0O aKTMBHOCTD B HAIIIUX OIBITAX MTPOSIBU-
Jm munocoMmbel ¢ GM1 (puc. 3). PutMm cuHTe3a 6eka
B PEAKUX KYJIbTypaX ObLI BBISIBIEH MPU KOHIIECHTPA-
mun GM1 B cycnensun aunocoM 0.0003 MmxM, Torma
KaK MUHUMaIbHas1 3¢ deKTUBHASI KOHLIEHTPALIUS CBO-
6omHoro sk3oreHHoro GM1 0.06 MkM (Bponckuii
u ap., 2003).

Kax nmonro coxpaHsieTcss CHHXPOHU3HPYIOIINIA
s dekT ranrmmno3nnoB? M3 ombITOB HAa peaKUX KyJIb-
Typax MOJIOHOIM KPBICHI CIEAyeT, YTO TAHIITMO3UIbI
pab6oraioT, Kak Tpurrep (Brodsky et al., 2005). ITocie
OMHOKPATHOTO MX CHUTHajla, KOIJa B cpele JaBHO
(4 mas) HeT BBG, Ki1eTK1 BCe ellie OpraHu3yloT pUTM
cuHTe3a Oenka. Ocoboe BHMMAaHME YACIWINA peak-
LIUM CTAPBIX KPbIC. B TNTOTHBIX KyJBTYpax renaToL-
TOB CTapbIX KPBIC pUTM CUHTE3a GelKa OIpeaelsieT-
cs, HO aMIUIUTYAbl pUTMAa B KJIETKAX CTapbIX KpPBIC
BIBOE HIZKE, YeM Y MOJIOAbIX. To XXe MoKa3aHo U Ha
puc. 4. BBG 3HaUMTEIbHO YBEIWYMI AMILIUTYIBI
putMa — ¢ 34 no 63%. CpegHuii ypoBeHb CUHTE3a
6GeKa B KaXXIIOM BapuaHTe ombiTa puHAT 3a 100%.
Takoii BBICOKOAMITIUTYOHBIA PUTM COXPaHSUICI U
Iocje comepXaHus KylabTyp, oopadoraHHbeix BBG,
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ellle CYTKH B CBeXell HopMaJibHOM cpere. To ecTb U B
9TOM CJIy4yae CUTHAJI ASHCTBOBAJI KaK TPUITEP.

C BO3pacTOM CHUXXAETCSl KOHLIEHTpAlIUs TaHTJIN-
ozunoB-opranu3atopoB GM1 u GDla (puc. 5). BeI-
IIIe OTMEUYEHO CHIDKCHWE MEXKIIETOIHBIX B3anMMO-
NeficTBUI y cTapblX XXKUBOTHBIX. BBeneHne raHmino-
3UIO0B B CPENy C KIIETKAMHU CTaphIX JKUBOTHBIX VUTH UM
caMUM in Vivo HOPMaJIM3yeT B3aMMOICHUCTBUS
(Brodsky, 2020).

K mpenmonoxeHUIo 00 yJacTUM TaHIIMO3UIOB B
MEXKJIETOYHBIX B3aMMOIEHCTBUSX MPUIILIN Gojee
Tpuanatu jet Ha3ana (063op Hakomori, 1981). Tumo-
Te3y OOOCHOBBIBAIM BCeoOlllee pacrpoCcTpaHEHUeE
TaHTJIUO3UIOB, UX CIIOCOOHOCTDb OTHEISITHCI OT Of-
HUX KJIETOK U BCTPanBaThCS B Ipyrue KieTku. [Tosxke
BBIBOJ, OBLI Aajiee MOATBEPXIECH yOSOUTETbHBIMU,
XOTSI 1 KOCBEHHBIMM TAaHHBIMU O TIOCTOSTHHOM TIPU-
CYTCTBUU TAaHIIMO3UAOB B MEXKIIETOUHOI cpeie, UX
BIIMSTHYEM Ha TPAHCIIOPT MOHOB W aKTUBHOCTh PsIIa
¢dbepMeHTOB, M BO3IEUCTBUEM Ha COCTOSTHHE HEKOTO-
PBIX pelenTopoB. Mbl 000OCHOBAJIM BBIBOJ MPSIMBIMU
SKCHEpUMEHTaMU. BEIeIeHbl KOHKPETHBIE TaHTIIO-
3UAbl U TPAHCMUTTEPHl OPraHM3aTOPhI, OIpeAe/ieHa
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Puc. 2. KuHetuka cuHTe3a Gejlka B IUIOTHBIX KYJbTypax
TeraToUTOB; eCTBUE MHTUONTOPA CUHTE3a U IIeINH-
ra ranimo3nnoB PPPP. KoHTposib — cyTOYHBIE KY/IbTY-
DBl OTMBITHI, IEPEHECEHBI B CBEXXYIO CPENLy, M Uepe3 CyTKU
B HUX oIpernesieH cuHTe3 6enka. CripaBa — Takue Xe OT-
MBITbIE KYJIbTYpbI TiepeHecau B cpeny ¢ 1 MmkM PPPP u
yepe3 CYTKM B HHUX OMNpeeIwiM CUHTe3 Oeika (Mo:
Brodsky et al., 2003, ¢ ”3BMeHEHUSIMU).

LIETTb IMTPOLIECCOB, BKITFOYAIOIINX CUHXPOHU3AIINIO KJIe-
TouHOoI nonynsuuu (063op Brodsky, 2018). O6ocHo-
BaHO COXpaHEHUE KaKoe-TO BpeMs 3(pdeKTa CUHXPO-
HU3ALIMU B TTAMSITUA KJIETOK.

TAHITIMO3UbI 1 PASBBUTHUE

BinusiHue raHDIMO3UI0B HA pa3BUTUE OpPTaHU3Ma,
0COOEHHO HEPBHOII CHCTEMBI, NMOKAa3aHO B T'€HHO-
MHXXEHEpHBIX ucciaegoBaHusax (Sheikh et al., 1999;
Proia, 2003; Furukawa et al., 2004; Ohmi et al., 2012).

IlepBas cTyreHbr OMOCHHTE3a TITMKOC(HUHTOIUIIN -
JIOB, BKJIIOYAsi TAHIVIMO3UIbI, KaTAJTM3UPYETCS TIIUKO-
LIEPAMUICUHTA30M; K LepaMUuAy MPUCOSTUHSICTCS
mmoko3a. @epMmeHT Komupyetcst reHoM Ugeg. T1oBpe-
KIEeHWE TeHa TIPUBOJIUT K TMOe SMOPHMOHOB; OHU HE
CIIOCOOHBI TPONTH racTpyIAL0. MyTaHTBI MO TeHY
GalNAcT, xonupyiomiero (pepMeHT CMHTE3a TaHTJINO-
3UI0B U3 JIaKTaTliepaMuaa, CJAeaylollero aepuBaTa
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BPOACKHWI

LepaMuIa, SKUBYT MEHbIIIe HOPMaJIbHBIX MBIIIIEH, XO-
TS U CTAHOBSITCS B3pOCIbIMU. CaMIIbl TAKUX MBI
CTEepPWIbHBI; B CEMEHHUKAaX OJIOKUPOBaH Meii03 U He
obpa3yloTcsd cnepMuu. Y MYTaHTOB MpeobiagaroT
npocthie ranrmuo3uasl — GM3 u GD3. IpakTuue-
CKM HET TaHIIMO3UI0B, OCHOBHBIX B HOPMAaJIbHOM
Mo3re, Taknx Kak GM1, GDla, GD1bu GTl1b.

Tlanrnuosuast GD1a u GT1b saBasgiorcs auraHaa-
MU UIST TIMKOTIPOTEWHA, CBSI3aHHOTO C MUEIIMHOM,
HazpaHHoro MAG. DToT 0enoK CHUHTE3UpyeTCs B
IJIM€ U SIBJISIETCS OMHUM 13 BEAYyIIUX (PaKTOPOB B3an-
MOIeUCTBUST HelipoHOB M . MAG y4yacTByeT B
MUEINHU3ALNYA aKCOHOB, Yy MAG - 1eGULIUTHBIX MbI-
e ¢ BO3pacTOM IeMUETIMHU3UPYIOTCS HEKOTOPhIE
HepBbl (Sheikh et al., 1999). Takoii ahdexT HaG IO~
nanu v ripu gepunute GD1a u GT1b B HepBHOI1 cu-
cteme nocne mytauuu reHa GalNAcT. Y takux My-
TAaHTOB HapyllIeHO MoBeAecHe U UMMYHUTET. [lepu-
dbeprdeckre HepBBI 3TUX MBIIIEH HE CITOCOOHBI K
pereHepaimu.

MyTaHTbl ¢ MOpaX€eHWeM MHOTUX TaHIJIMO3U[I-
HBIX TEHOB, HO COXpaHUBIIIME HOPMAJIbHOE coaepKa-
HUE U aKTUBHOCTH raHmmmo3uaoB GM1 u GDl1a, no
JKU3HECTTOCOOHOCTU U MOBEACHUIO Majio OTJIMYalOT-
csi OT HOpMbI. BHOBb OTMeuy, UTO 3T JIBa TaHIJIMO-
31Ja YYaCTBYIOT B PETYJISLMU MPSIMbIX MEXKIETOU-
HbIX B3aUMOJIECHCTBUI (CM. BBIIIIE).

Cpeny MHOTUX UCCJIETOBAaHU TaHITIMO3UIOB IIPHU
Pa3HbIX ITaTOJIOTUAX OTMEYY, IPEXKIEC BCEro, ABa HUK-
J1a pabor. OHM O6paIaloT BHUMaHWE Ha BO3MOXK-
HOCTb CTUMYJISILIMM aKTUBHOCTU TaHIJIMO3UIOB UJIH,
Hao0O0pOT, HA HEOOXOAUMOCTh TOPMOXKEHUSI UX CUH-
Te3a U eAAMHTa (CeKPELIMH) IJIsT YIYYILIeHUSI COCTO-
STHUS OOJIBHOTO YeJI0BEKa.

TAHITIMO3N bl 1 HEBPOITATOJIOTUA.
APYT'UE TTATOJIOTUN

B psne pabor orMeuaercst nedUIUT TaHTIUO3U-
noB GM1 u GD1a npu HEKOTOPbIX HEBPOTIATOJOTUSIX
U, TIpexae Beero, npu 6one3nn IapkuHcoHa (puc. 6).
OcHOBHbIE CBeleHUSI OIyOIMKOBaHbI rpymmoii Le-

(B)

320
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0

60 120
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Puc. 3. Kuneruka cuHrtesa 6ejika B peKUX KyJIbTypax relaToluToB: (a) — B HOpMasibHOI cpene; (6) — B cpene ¢ 0.01 MkM cBo-
6omHoro sk3oreHHoro GM 1 wm (B) — B cpene ¢ 0.0003 MkM GM 1 B tuniocomax (no: Bponckuii u np., 2003, ¢ uBMEHEHUSIMH).

OHTOIEHE3 TtomM 53 Nel 2022
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Puc. 4. CoxpaHenue BIustHUs raHmno3un0B (BBG) Ha KMHETUKY CUHTe3a 0eJiKa B IJIOTHBIX KYJIbTypaX CTapoil KPbICHL: (a) —
KOHTPOJIb, CyTOYHBIE KYJIBTYPBI B HOpPMaJIBHOI cpefie; (0) — Takue KyabTypsl B cpeze ¢ 0.3 BBG 30 MuH, OTMBITHI 1 TIepeHece-
Hbl B HOPMaJIBHYIO Cpely, U UCCIIeNOBaH CUHTE3 OesKa; (B) — KyJIbTYpHI, MpenoopadotaHHbie BBG, OTMBITHI, 1 Yepes3 CyTKU B
HOpPMaJIbHOM cpelie B TaKUX KYJIbTypax UCCIeaoBaH cuHTe3 O0eska (mo: Brodsky et al., 2005, ¢ usMeHEeHUSIMU ).

deen et al. (Wu et al., 2012, 2020; Hadaczek et al.,
2015; Ledeen, Wu, 2015, 2017). HanomHIO e1ie pa3s,
YTO MO HAIIMM JAHHBIM UMEHHO 3T JBa TAaHIJINO3UIA
W3 U3YYECHHBIX HAMU IISITU MaXKOPHBIX JIJIsI TIEYeHU U
HEPBHOIT CUCTEMBI PETYIMPYIOT MPSIMbIE MEXKIIETOU-
HbIe B3aUMOJIEHCTBIUSI, OPraHU3YIOIINE PUTM CHTE3a
Oenka.

GMI1 oamH W3 TIAaBHBIX TAaHIMO3UIOB padTOB,
JTaOMJIBHBIX CTPYKTYp IJIa3MaTUYeCKOi MeMOpaHHI.
PadThI crTOCOOCTBYIOT ITEpeMENIEHUIO OEJTKOB B MEM-
OpaHe, B YaCTHOCTH, HEKOTOPBIX UMMYHOIJIOOYJIMHOB
U penenTopoB. Terepb MoKa3zaHO, YTO TaHIIMO3UIbI
peryaupyioT pyHKUUM padToB. Y MbIlIeid MyTaHTOB
10 IINKO3WITpaHcdepase 1 CUHTa3aM raHIJIMO3MI0B
MOKa3aHbl JApaMaTUYecKue U3MEeHeHUs padToB B
KJIeTKax in vitro u in vivo (Furukawa et al., 2004; Ohmi
etal., 2012).

CBSI3bIBasICh ¢ TJIUKOMPOTEMHAMU U MPOTEOTIU-
KaHamu cpenbl, GM1 oOpa3yeT BOIM3M KIIETOK THI-
POOMIILHBIN CIOM, BIMSISA Ha aIre3uio KJIETOK, CUT-
HaJbHble (DYHKIIMM U MEXKJICTOUYHbIE B3auMMOJEHi-
crBust. GM1 BiIusieT Ha TPaHCIIOPT MOHOB KaJIbLIUS
yepe3 Maa3MaTuyecKylo MeMOpaHy M MOTOKU KaJlb-
1ust BHyTpu KJIeTku (Sano et al., 2009). IToka3zaHo
BiausiHue GM1 Ha aKTMBHOCTb aJ¢HUJIATLUMKIIa3hl B
Ia3MaTHYeCcKoi MeMOpaHe. DTo oguH U3 IyTeit pe-
ryasauumn copepxkanuss AT® u tAM®. Ilo Hammm
JIAHHBIM IIPUA 3TOM aKTUBUPYIOTCS IIPOTEUHKUHA3HI,
KJTFOUEBOI1 ITPOLIECC MEXKKJIETOYHOM KOOIIepallvu.

Hekortopble nccieqoBaHUS OTHOCSITCSI K TEHETH-
YEeCKUM WHXEHEPHBbIM MoaeisaM 6oje3Hu [lapkuH-
cona (Wuetal., 2012; Hadaczek et al., 2015). B onHoi4
MYTaHTHOM MBIIIWHON JIMHUU pa3pylleHbl 00a ajiie-
JIs1 reHa B4galnt 1, v Takye MBI TOTHOCTBIO JIUIIE-
Hbl GM1. B npyroii reTepo3UroTHOI JIMHUU pa3py-
LIeH JINIIb OOUH aJlIeib (puc. 6). Y TaKuX MyTaHTOB
koHHeHTpaunss GM1 camxena Ha 45—60%. He me-
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Hee CcHUXeHa KoHueHTpauus GDla, Torma kak
GDI1b u GTIlb u3MeHeHbl Majo CpPaBHUTEJIbHO C
HOPMaJILHBIMU MbILLIAMU. Y MblllIeid 00eux MyTaHT-
HBIX TUHUI TTPOSIBJISIFOTCS] pa3Hble CUMITTOMBI 00J1e3-
Hu [lapkuHcoHa: HapylIeHUsI MOTOPUKU U KOOPAW-
HallMM IBUXEHU, rubesb 10(paMUHOBBIX HEMPOHOB
U T.J.

Heitporpoduueckass posb raHIIMO3UIOB Tpel-
nonarajgachk emre Xakomopu (Hakomori, Igarashi,
1993). Bckope aKkcnepuMeHTaIbHO OBLIO TT0Ka3aHo,
yro GM 1 ycumnmBaeT akTUBHOCTD (DaKTOpa pocTa Hep-
BoB (Rabin, Mocchetti, 1995). IlokazaHo, 4TO 3KCITO-
HUpOBaHUe KJIeTOK oMbl ¢ HDP 3HauuTenbHO 110-
BoIlaeT ¢ochopunrposanue peuentopop HOP. K
TakoMy 3 deKTy IPUBOIUT M SKCITOHMPOBAHME KIIE-
ToK ¢ GMI, T.e. HelipoTpoduueckuii 3PdeKT 3TOro
TFaHTJIMO31Ia MOXKET ObITh CBSI3aH C BOCIIPOU3BEACHU -
eM uM aeiictBust HOP, akTuBupys ero peLenTophbl.

ITosxe nokazaHbl U Apyrue 3HaurMmble poiu GM 1
B HepBHOIi cucteme (Ledeen et al., 1998; Ledeen, Wu,
2010). GM1 MonyaupyeT aKTUBHOCTb HEKOTOPBIX pe-
HenTopos, Bkioyast Na/K-AT®-a3bl 1 oIIMOUIHEIC.
BausieT Ha KanbliMeBble KaHAJIbl M TEM CaMbIM Ha BCE
GyHKIIMM HelpoHa. DTOT TaHIIMO3UI PETyIUupyeT
neiictBue HelipoTpoduueckoro dakropa (GDNF),
BEIIEsseMoro mMaidbHbIMKU KiaetkamMu (Hadaczek
et al., 2015). CurHajibHbIll (PaKTOp HEOOXOIUM IS
BbIKMBaHUSI KaTEeXOJAMUHIPIUMYEeCKUX HEHPOHOB.
[Ipu necdbuinre GM 1 u aktuBHocTu pakTopa GDNF
B 0osie3Hu IlapkuHCcOHa MpoUCXOOuT Tudenb moda-
MUWUHOBBIX HEADOHOB.

IMToBrimenue koHUeHTpaumu GM1 HeoOXxoaTMMO
TSI pereHepanuu repudeprudeckux HepBoB (Kappa-
gantula et al., 2014). B ombiTax Ha Kpblcax IOKa3aHO,
YTO MOCJIe TIepepe3KU CeAATUITHOTO HEpBa ITPOUCXO-
mut kouBepcust GD1a u GT1b B GM1 ¢ noMolbio
Neu3-cuanupassl. [lociae nepepe3ku HepBa KOHIIECH-
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Puc. 5. U3aMeHeHMs ¢ BO3pacTOM MBIIIIEi YeThIpex TaHIno3un0B. WT — HopMasibHble MblId, HT — reTepo3urorHbie MyTaHThI
o re”Hy cuHre3a GM1 (cM. B Tekcte). Och abciuce — BO3pacT MBIIIEH (IHU), OCb OpAMHAT — KOHUEHTPALIUSI TAaHIJIMO3UIOB,

nMoab/Mr 6enka (1mo: Wu et al., 2012, ¢ UBMEHEHUSIMU).

Tpauust GM1 Bo3pacTaeT B HECKOJILKO pa3 B TeUeHUE
6 9 1 ocTaeTCst BBICOKOM 12 4. Y MyTaHTOB ¢ MHAKTH-
BUPOBAHHOI CUAJINIA301 pereHepalus He ITPOUCXO0-
IuT. UHbEeKILMS chuaanaa3bl KpbIice CTUMYIUPYET pe-
TeHepaluio.

VYyactue GM 1 B satmosiorun 6oae3uu IlapkmHco-
Ha 00OCHOBAHO MOJIOXWTEIILHBIM BiustHUEM GM 1
Ha CUMIITOMBI 3TOoi 60jie3HU. IlepBbie HabOMOAEeHUS
Ha XUBOTHBIX MOJENIX OTHOCATCA K 1980-M romam.
M3BeCTHBI COBpeMEHHBIE JaHHBIE O ITOJI0KUTEIBHOM
addexkre GM1 Ha moaeit ¢ 6ose3Hb0 TTapkuHCOHA.
bonbHbM oasim exxenHeBHO BBoawin GM1 (Schnei-
der et al., 2010, 2015). Ilocie 16-HemenbLHOro Kypca
3HAYUTEITHPHO CHU3UIINCH MOTOPHEIE M IPYTHE CUMII-
TOMBI OOJIE3HU. 26 MAIIMEHTOB HAOIIONAIA 5 JIET II0-

ciie kypca GM1. CuMmintoMsl 0OJIE3BHM OCTaBaJIUCh
CHUKEHHBIMU.

dapmakonornyeckuii aHajgor GM1, Ha3BaHHBII
LIGA20 (Kharlamov et al., 1993), 3HauuTeIbHO -
dextuBHee GM1 B mogaBieHUM CUMIITOMOB 00JI€3-
Hu [lapkuHcoHa. B oTinyne ot caMoro raHIIno3m-
nma, LIGA20 mpoHukaeT yepe3 reMaTosHIiiedaimie-
CKUii Oapbep M 3aTeM Yepe3 IUIa3MaTUYECKYIO
MeMOpaHy HeiipoHOB. Ero BHYyTpuOpIOIIMHHOE BBE-
JICHUE MBbIIIaM-MOJESJISIM 3HAYUTEJIbHO 0O0Jeryaio
X COCTOSTHUE U TIpOoJieBaio X13Hb. K coxaneHuto,
B KinHu4Yeckoil npakTtuke LIGA20 He MoXeT uc-
MOJIb30BAThCSl M3-3a TOKCUYECKOTO €ro AeHCTBUS
MIPpU TJIMTEIbHOM NPUMEHEHUHU (JIMYHOE COOOIIeHNE
npogeccopa Ledeen; mpoBoaMTCS TOWCK IPyTrUX
OHTOT'EHE3 Ne 1
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Puc. 6. KoHlieHTpalys TaHIJIMO3UI0B B 3aThIJIOYHOM KOpe Mo3ra Mbiiieii B HopMme (Ctl, 6eble KpyKKH1) 1 y MBILLIEI-MyTaHTOB
¢ cumntomamu 6ose3nn [lapkurcona (PD, yepHbie kpyxkku). Och opauHaT — KOHIIEHTpalMs B HMOJIb/MT Oenka (1mo: Had-

aczek et al., 2015, c u3MeHeHUAMN).

axanoroB GM1). OgHa 13 BO3MOXHOCTEM UCIIOIb30-
Banusa LIGA20 — BBecTH ero B JIUITOCOMBI; 3P deKk-
TUBHAasl KOHLICHTPAlMs MOXKET ObITh CHUXKEHA B COT-
HU pa3 (puc. 3). CTpaHHO, YTO 3TU JaHHbBIC U PE3YJib-
taThel llIHelinepoB He TIPUBICKIM BHUMAaHUS Bpadeii-
pakTukoB. bone3ns [TapkuHCcoOHa ITOKa He JISYUTCS.
JIto6ast monbITKa CHU3UTh XOTS Obl CUMIITOMBI 3TOi
0O0JIE3HU MHTEpECHA.

JledUIMT TaHITMO3UIOB CBOWCTBEHEH M TaKoOi
HelipoaereHepaTUBHONM 0O0Je3HM KaK XpOHUYeCKast
xopest, uian 6one3Hb XantuHrrona (Desplats et al.,
2007). bone3nb xapakTepusyeTcss MOTOPHBIMU, IICU-
XUATPUYECKUMU U KOTHUTUBHBLIMM HapyIIEHUSIMU.
ITokazaHo HapylieHHEe MeTabOoIM3Ma TAHITIMO3UI0B
MIpU 3TOM 00JIe3HN, HEHOPMaJIbHasl 9KCIIPECCUSI T -
Ko3uiTpaHcdepa3. CHUKeHa KOHLEHTpaLusl TaH-
rmo3nnoB GD1a, GD1b, GT1b n 6oyee Bcero KoH-
nentpauuss GM1.

HenasHo BeIIEIeH OCOOBIN KjIacC HEPBHBIX 0O-
JIe3HEeW — raHIJIMO3UA03bl, OOYCIOBIEHHbBIE HEHOP-
MaJIbHBIM KaTaOboJIM3MOM TaHIIMO3UIOB, U30bITOU-
HBIM MX HakoruieHueM B KiieTkax (Sandhoff, Harzer,
2013). bose3Hu oOYyCIOBJIEHBI BPOXICHHBIMU -
dexTaMu TUAPOIA3 U HEKOTOPhIX OeJIKOB. [aHIIMO-
3UI03bI BEIYT K CIENOTE U UANOTU3MY MOJIOABIX JIIO-
neit. Iloka neyeHus1 Het. Hamexxny BHyIIaeT co3na-
HUE MBILINHBIX MOJETIEA.

B nocnenHee Bpems omnpeaeausii U3MEHEHUS
COUHTOMNTINIOB TIPU CEPACYHO-COCYAUCTHIX 3a00-
JieBaHUsIX (0030p: AsieceHKo U np., 2019). MHCynbThI
U UHMAPKThI — OCHOBHASI IPUYMHA CMEPTH JTIOICHA.
Hapyimenus mTunmaHoOro oOMeHa JaBHO CYMTAIOT OJI -
HUMHU M3 OCHOBHBIX PUCKOB BOZHMKHOBEHUS TAKUX
6one3Heil. Terepb, KpoMe U3MEHEHUIA XOJIeCTEPUHA
U TPUDIMLEPUIOB, OTMETUIM HApyIIEHUsS MeTabo-
JIM3Ma U COUHTOIUIIMOOB, BKJIIOYAs TaHIIIMO3UIBI,
MPUYEM BaXXHYIO POJIb MMeeT Ga30BbId MX KOMITO-
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HEHT — LiepaMu. YpoBeHb COUHTOIUITMIOB MEHSIET -
cs TIpU UILIEMUM, TUIIEPTOHUM, MH(MaPKTe MUOKAp/a.
IMpennaraercss U3MepsTh YPOBEHb C(PUHTOJIMIIUIOB B
IUIa3Me KPOBU, KaK JIOMOIHUTEIBHBIN TECT B IMArHO-
CTUKE U MIPOTHO3€ CePIeUHO-COCYIUCTBIX 3a00JI1eBa~
HUI ¥ Ipexae Bcero nHgapkra.

N3SMEHEHUWA TAHITIMO3N OB
B KAHLHEPOTEHE3E

JlaBHO M3BECTHO yBeJUYEHUE COASp>KaHUSI TraH-
IJIMO3MAOB B 3JI0KAYECTBEHHBIX oImmyxoyisix (Mora
et al., 1969). JlaapHeie UccaeqoBaHUs MOATBEP-
IV TIepBbie HAOJIIOAEHYS, U TIPU 3TOM ObLla MoKa-
3aHa KOPPEJSIIus MEXIY COIepKaHUeM TaHTJIMO31-
JIOB U 4acToToii MeTacTta3oB omyxoiu (Itaya et al.,
1976; Skipski et al., 1981). Kpome pa3nmyHBIX Kile-
TOUYHBIX JIMHUI, TaKasl KOPPEJsius OTMeYeHa U IS
HEKOTOPHBIX oryxoseii. ITokazaTreabHble MPUMEPBI —
KJIETOYHbBIE TMHUU MBIILIMHONW MeJIaHOMBI U JTUM(PO-
MBI YeJIoBeKa. B ommyxossx HauboJiee pacipocTpaHe-
HbI pocThie ranmmo3uasl — GD3 u GM3, ucxon-
Hble B ABYX JUHUSIX MMpeBpalleHuii (puc. 7). Beicokast
koHleHTpauusad GD3 u akTUBHOCTH (bepMeHTa €ro
CHHTe3a 0COOSHHO XapaKTepHa JJIsl HeipoOJ1acTOMBI
KPBICHI M paka MpsIMOIi KUILIKY YyesioBeKa, a st GM3
TaHIJIMO3MAa TUIIMYHO IOBBIIIEHUE KOHLIEHTPAIUuU
B MeJIaHOME U B paKe MOYEBOTO ITy3bIpPS, IlIe MHOTO U
GD2. HekoTopble raHIIMO3UAbI, MUHOPHbBIE B HOP-
MaJIbHBIX KJIETKaX, HAUMHAIOT 9KCIPECCUPOBATHCS B
onyxossax (Fredman, 1994). B 6sicTpo pactyumnx me-
TacTasaxX TaHIJIMO3UAOB OOJbllle, YeM B MEIJIEHHO
pacTylmx Metactazax. MOHOKJIOHAJIbHBIE aHTUTE 1A
K “OITyX0JeBbIM”’ FaHIJIMO3UIaM TOPMO3ST POCT OMy-
xoJin (0030p Mo 3TOMY LIMKIY paboT cM. Segui et al.,
2006).

Breigenenne (IIemIWHT) TaHTJIMO3UIOB OITyXOJIe-
BBIMU KJIETKaMU B CpeIy — BaXKHBIIT MapKep IIporpec-
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OpraHu3anus KJeTOYHBIX MOMYJIAIUIA
HEPAMMWU]/I ocHoBusie GM1 u GDla
PPPP uepamun-ratoko3a Passurue
naktat-uepamua ocHoBHele GM1 u GDla
Onyxomn Boae3ns Ilapkuncona CrapeHue
n30bIToK geunutr GM1 u GDla

GM3,GD3 GMI1 GM1
muHOpHBIX GM3 ... GM2 ... GM1... GDla... GTla

|

Nugapkr GD3... GD2 ... GD1b... GT1b
LIEpaMHIL ¢

TaHTJIMO3UIbI
GT3... GT2 ... GTlc

Puc. 7. lT'aHIMO3Mbl B pa3HBIX COCTOSIHUSIX OpraHU3Ma
(cuHuM). OnbIT HOpManu3auuu (KpacHbiM). PPPP — nn-
TMOUTOP CUHTE3a raHIJIMO3UI0B.

cum oryxosii. Cpei MHOTMX pabOT 3TOTO HallpasJie-
HUS oTMedy wuccinemoBaHust rpyrmbl C. JIsmuia
(Stephan Ladisch); onHO u3 TepBBIX OITyOJIMKOBAHO
yxe B 1983 rony (Ladisch et al., 1983). bruto mokazaHo,
YTO KOHILIEHTpALMsI TAHIJIMO3UAOB B BEICOKOTYMOPO-
TEHHOM JIMHUM KJIETOK JUM(OMBI MBIIIN 00JIee YeM B
100 pa3 BhIllIE, YeM B JIMHUU, KJIIETKA KOTOPOI ci1abo
npuBuBatotcs (Ladisch et al., 1987). Knetku BTopoit
JIMHUU BBIACISIIOT B 90 pa3 MeHbllIe TaHIJIMO3UIOB,
YyeM BBICOKOTYMOpOTeHHble. KileTku 3Toit nuHuu
MIPUBUBAIOTCS HAMHOIO XyXe, YeM KIJIETKH C BBICO-
KUM COJIEep>KaHUEM TaHIJIMO3UIOB M BHICOKUM IIIEI-
nuHroM; Tpeoyetcs B 1000 pa3 Gosiblliee YUMo KJIETOK.
HWHTepecHo: KIIETKM HM3KOTYMOPOTEHHOR JIMHUUI
MOXKHO IIpeoOpa3oBaTh B BLICOKOTYMOPOTE€HHbIE, 10-
0aBUB B UX Cpely TaHINIMO3UIbI, BhIACIICHHBIE 13 BbI-
COKOTYMOPOT€HHOTIO KJIoHa. HaGmoneHus maieHToB
C HelpoOIacToOMOI TTOKa3ajiv OTPULIATETEHYIO KOppe-
JISILIMIO BBDKUBAHUS JIIOACH C YPOBHEM TaHIIMO3UIA
GD2 B ontyxonu (Valentino et al., 1990).

IMoka3zaHo BIMSHUE TAHTIIMO3MI0B HA UMMYHHYIO
cucteMy (Ladisch et al., 1983; Gonwa et al., 1984;
Shaposhnikova et al., 1989; Bergelson et al., 1995;

Ta6mma 2. VI3MeHeHUs] UHTEHCUBHOCTH CUHTE3a U 1e-
JMIWHTa TAHTIMO3UIOB IT0 JaHHBIM PaJMOaKTUBHOCTUA Me-
YeHBIX TaHIIMO3UIOB Ilocjie 3-THEeBHOW OO0pabOTKM JIu-
HUU KJIETOK HEeUpoOJacTOMBI YeJOBeKa WHTHOUTOPOM
PPPP; pacuer Ha vamky ¢ kierkamu (Li, Ladisch, 1996)

PPPP, MaM

CuHres, dpm [enauHr, dpm

0 KOHTpOJIb 61152 1454
10 3308 208
20 2700 120

Bergelson, 1995; Li et al., 1996a, 1996b). Tak, raH-
IJIMO3UbI, BhIAEICHHbIE U3 JIMHUU KJIETOK Heipooia-
CTOMBbI, CWJIBHO IIOJABJISIIOT UMMYHHbBIIA OTBET aJIjIo-
TEeHHBIX HOPMAaJIbHBIX KJIETOK MBIIM in vivo (Li et al.,
1995). 3areM 3TO OBUIO TMOKa3aHO HJISI OCHOBHOTIO
raHrnmuosuna Heipoodmactomblr — GD2 (Li et al.,
1996). BoccTaHOBIIEHHE UMMYHHBIX KJIETOK U HEKO-
TOPBIX IPYTUX CBOMCTB HOPMAJIbHBIX TKAHE NOCTU-
rajioch MojJaBjieHEeM KII0UeBOro ¢hepMeHTa CUHTE3a
BCEX TAaHIIMO3MI0B ITIMKO3WILIe pPAMUACUHTA3BI IIpe-
napatoM PPPP (cwm. Beimie). Ilo nannsim P. JIu un
C. Jlaguma (Li, Ladisch, 1996) cuHTEe3 raHIMO3MI0B
TopMmo3uTcsl PPPP B pa3HbIX OIyXoJIsIX IPUMEPHO B
20 pa3 n megauHT — 7—20 pa3. B Hammx padoTtax rmpu
0o0paboTKe KyJIbTyp HOPMaJbHBIX TI'e€NaTOLIUTOB
PPPP ux mennunr nogasisuicst Ha 90% npu UCIOb-
3oBaHuu B 10 pa3 meHbiieit no3sl PPPP (Ta6. 1).

[enauHr raHIMO3UIOB PAKOBBIMU KJIETKAMU U
YCBOEHME 3TUX TAaHIJIMO3WJI0B HOPMaJIbHBIMU KJIET-
KaMU WU3SIIIHO [MOKa3aHbl B ONbITaX Ha JBOMHBIX
kynabrypax (Olshefski, Ladish, 1998). MeueHble TaH-
MIMO3UIBI KJIETOK MEIYI001aCTOMBI OBIJTM OOHApY-
XEeHbl B HOpMAJIbHBIX (pubpobiiactax, OTAETEHHBIX
OT PaKOBOM KyJbTypbl MeMOpaHHbBIM uiibTpoM. [To-
clie 0o0pabOTKM pPaKOBBIX KJIETOK HWHTHOMUTOPOM
PPPP mnepexon raHrino3uaoB ITOJIHOCTBIO MOIaB-
ssuics. I1pu atom cTpykTypa pudbpo01acToB He cTpa-
Jlajia, ¥ B 9TOM KyJbTYpe HaXOAWIU MUTO3bI.

Briiiie oTMeueHO TyYMOpPOTeHHOE IEMCTBUE TaH-
[JIMO3UA0B, BBIIEJIEHHBIX U3 JIUMMOMBI, Ha KJISTKU
HuskopakoBoii tmHuu (Ladisch et al., 1987). 3arem
MoKa3aju IMoJaBJIeHUE IeIINHIa KJIETOK SITMIASPMO-
nnHoit kapuuHomsbl (Barbour et al., 1992) u Helipo-
6mactomsbl (Li, Ladisch, 1996, 1997), a Takke KJIeTOK
MeJIaHOMBI TTocJie 06paboTkm ux PPPP. B nocnennem
cilydyae CMHTE3 raHITINO3UOI0B CHIDKaICs Ha 86—90%.
Henennsa nuMdonuToB B OpraHax MMMYHUTETa HeE
crpaganu. ManykTop nnddepeHIIMPOBKA — PETHUHO-
eBasi KUCJIOTa CTUMYJIUPOBaJia pOCT HEMPUTOB B KJIET-
Kax Heiipoobiactombl. Eciim 00paboTaTh KyJIbTyphI XO-
JIEPHBIM TOKCHHOM, OJIOKHPYIOIIM PELIEIITOPhI TaH-
ruo3uaa GM 1, uiu BBecTu B cpeny aHTuTesaa K GM1,
pEeTUHOEBas KMCI0Ta HE CTUMYJIMPYET POCT HEMPUTOB.
BHoBb oT™Meuy yHUBepcanbHYyIO poiib GM1 B pa3HBIX
GYHKIUSIX U B TTAaTOJIOTUM.

MpbI11aM BBOAWJIM TTOAKOXHO KJIETKM MeJIaHOMBI
(Wen Denget al., 2000). Y Bcex o6pa3oBaircCh OITyX0-
JIU ¢ MeTacTtazaMu. Jpyrue Mbliiiv TOi Xe JTUMHUHU M0~
JIydanu KJaeTku, oopadotaHHble PPPP B ycioBusix,
HEe TOPMO3SIIUX Mpojudepalnio KIeToK. Y TaKuX
MBIIIIEiT OITyX0JI BO3HUKIIU JUIIG Y 40% SKUBOTHBIX,
Y MeTacTas3bl ObUH UL Y 25%. Cpeayu MHOTUX UC-
clieIOBaHM1, TIOKa3aBIIMX MOJIOXKUTEIbHOE BIUSTHUE
PPPP ny1s1 mipodunakTuKy ¥ TepaIliy OITyXOJIeii, OT-
Meuy eme aBa (Inokuchi et al., 1990; Kyogashima
et al., 1996).

PaboThl pa3HBIX aBTOPOB MO3BOJMJIM KJIACCUKY
ncciaenoBaHus ranmmo3ugoB M. Xakomopu (Hako-
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mori, 1991) paccMoTpeTh HOBYIO CTpaTeTUIO Tepanuu
omnryxoJieii. [TomoGHBIE OTHOILIIEHUSI PACCMOTPEHBI U B
npyrom o63ope (Radin, 1994).

3AKIIIOYEHHME

Kazanock ObI, BBIBOA O 3HAUMMOCTU TaHTJIMO3U-
JIOB B XXW3HU OpraHU3Ma TPUBUAJICH: KaK YacTh I1J1a3-
MaTU4YeCKOM MeMOpaHbI, TAHIVIMO3UIbI yYaCTBYIOT BO
BceX GYHKILMIX U B TIPOSIBIICHUSX TTaTonornu. OmHa-
KO, COBpEMEHHBIE TaHHbIE ONPEACTNIIN crieuduye-
CKOE, XOTs U He YHUKaJbHOE yJyacTe MMEHHO T'aH-
IJINO3UIOB B Pa3HBIX JKU3HEHHO BAXXKHBIX MpoOlieccax.
Puc. 7 o6o61maeT 3tu cBeneHust. KpacHbIM BhIgese-
HBI (DAKTOPHI YJIYYIIEHUSI COCTOSIHUM CTapoOro WiIu
GOJIBLHOTO YeJIOBEKa.

OTMeueHbl CBOMCTBA TaHIIMO3UIIOB, HEU3BECT-
Hble maxe B 1980-e ronpl, a HeKoTophie 1 B 2010-e.
Tak BBIICHUJIOCH Y4aCTHUE HEKOTOPBIX TAHTJIMO3UI0B
B OpraHU3aluy MPSIMBIX MEXKKJIECTOUHBIX B3aUMOIE -
crBuii. GM1 n GD1a u3 ity n3y4eHHBIX, OCHOBHBIX
B ICYCHU U B MO3T€, OPTAHU3YIOT PUTM CHHTE3a Oeli-
Ka B pa3HBIX KJIETKAaX in Vitro 1 in vivo. [aHIIMO3UIbI
He eIWHCTBEHHBIN (DaKTop-opraHu3aTop. TakoB ke
3¢ deKT TPaHCMUTTEPOB KPOBU — HOpaJIpeHaINHA U
CepOTOHMHA, a TaKXKe MeJIJaTOHUHA U HEKOTOPBIX Jie-
KapCTB MOIYJISITOPOB Kajblivs. Ho opraHusyromas
GYHKIIMS TaHIIMO3UIOB 00OCHOBaHA DKCIIEPUMEH-
TaMM BIIEPBbIE, XOTSI TUIIOTE3 00 3TOM XBaTajlo, Ha-
YWHas ¢ KJlacCuyecKux padort 1980-x rr.

HccnepoBaHne reHHOMHXKEHE PHBIX MyTaHTOB 10—
Ka3ajio HeOOXOIMMOCTh FaHIJIMO3UIOB JIJIST PA3BUTHAL.
IToBpexxneHue reHa MepBOro IIpollecca MmpeBpale-
HUS LIepaMUIa B TAaHIIMO3UIbI IIPUBOIUT K OCTAHOBKE
racTpyJISILMM TpPY HEHApPYIIEHHON IIPOHMIIAEMOCTHU
MeMOpaH 0JJaCTOMEPOB 1 HE OCTAHOBJICHHBIX JCJICHN-
SIX Opob6aeHuss. MyTaluy MO3OHUX B CTAHOBJICHUU
TaHIVIMO3UAOB T€HOB BEIyT K HapyIIeHUsSIM HEPBHOM
CHCTEMBI, COKPAIICHNIO MPOMOIKUTEITBHOCTU K3~
HU U U3MEHEHUSIM IOBeIeHUS XUBOTHBIX. HekoTo-
pbie HApYILIEHUS yIaeTcs UCIIPaBUTh, BBEIST TaHIJIN -
o3uapl. OTMEUYEeHO, YTO MYTAHTBI C HEeHApyIIeHHBIM
comepxanneM GM1 u GDla no KOrHUTUBHBLIM ITO-
KasaTeJsIM M HEKOTOPBIM IPYTMMM IlapaMeTpam
HEPBHOM CHUCTEMBI HE OTJIMYAIOTCS OT HOPMAaJIbHBIX
KUBOTHBIX.

Cpeny MHOTUX U3MEHEHU CBOMCTB OpraHm3ma u
KJIETOK IPY CTAPEHHH HALIUIW U HAPYLIEHUS MTPSIMbIX
MEXKJIETOYHBIX B3auMOACUCTBUI. Mapkep mpoiec-
ca — aMIUIMTyJa pUTMa CHMHTe3a Oellka — BIBOE
YMEHBIIIAETCSI Y CTapBIX XKMBOTHEIX. I1pu cTtapeHU B
opraHm3Me HaOJogaau 1e(PUIUT TaHIJIMO3UI0B-0P-
ranu3aTopoB GM1 u GDl1a, Torna Kkak apyrue ran-
JIMO3UAbI, OOBIYHEIE B HEPBHOI CUCTEME U B MeUe-
HU, He M3MeHsuch. CHUTyalldl0 C OpraHu3aluei
OpsAMBIX MEXKJIETOUHBIX B3aUMOJEUCTBUIM MOXHO
HWCIPaBUTh, JOOABIISIS B Cpely C KYJIbTypaMU KJIIETOK
CTapbIX KPBIC WM MHBEHUPYS CTapbIM XHWBOTHBIM
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ranmmo3nabl. TakoB ke 3¢p¢eKT oboraieHUsI CbIBO-
POTKM KPOBU CTapbIX KPBIC FAHIIIUO3UAOM-OpraHu-
3atopoM GM 1.

Heduuutr GM1 u GD1a, raHIimo3muaoB-opraHu-
3aTOPOB MPSIMBIX MEXKJICTOUHBIX B3aUMOACHCTBUIA
HaOmogamu 1nipu 0oje3nn Ilapkmncona. IlToxkazaHo
MOJIOXUTEIbHOE BIMSHUE TraHmiuo3uga GMI1 Ha
cumnToMsl 6oJie3Hu. Ene apdexTrBHEe AeiicTBOBaN
dapmakosornyeckuit anamor GM1. Uubexkuum o-
naMm radommosuna GM1 cHYKanu TseKeyble CUMIITO-
MBI 00JIE3HU — HapPYLIEHUSI MOTOPUKH M KOOPIWUHA-
LM OBVDKEHUIT, TpeMOpa, KOTHUTUBHEIX cooeB. [1o-
CKOJBbKY 3((EKTUBHBIX METOMOB JICUeHUST OOJIe3HU
IMTapkuHCOHA TTOKa HET, YIUBUTEIBHO, YTO pabOThI C
TaHIJIMO3UAAMU He IIPUBJICKIM IIMPOKOIO0 BHUMA-
HUS Bpaye.

IIpoTtuBoOIIONOXHBIN (peHOMEH — M30BITOK TaH-
IJIMO3UI0B — COTIPOBOXIAET KaHIeporeHe3. BiaustHust
Ha TaHIJIMO3UIbI MOTYT 00JIer4aTh TeYCHUE 3JI0Kaue-
CTBEHHBIX OITyXOJieil. B 3J10Ka4eCTBEHHBIX OITyXOJIsSIX
colepXaHue TaHITIMO3uA0oB U ocobeHHo GM3 mu
GD2 MoxeT OBITh HAMHOTO OOJBIIIE, YeM B aHaJIO-
TMYHBIX HOpMajbHBIX TKaHsX. IlokazaHo Tymopo-
T€HHOE NeMiICTBUE TaHIJIMO3UIOB, TOPMOXEHUE UMM
MMMYHUTETA OpraHnn3Ma xo3ssmHa. B omyxossix gacto
HEHOPMAJILHO BBICOKAs aKTUBHOCTD (hepMEHTA CUH-
Te3a raHIJIMO3UI0B INIMKO3WIllepaMuaCcCuHTa3bl. MH-
rudurop 3roro pepmenta — PPPP — topmo3ut nmpo-
TPECCHIO OITYXOJIN.

B mocienHee BpeMst onpeAenvin UBMEHEHUSI CO-
nepxXaHust CUHTOJUMUIOB B MIPOLIECCE cepAedHO-Co-
CYAMCTBIX 3200JIeBaHMiA, OCHOBHOI NMPUYMHBLI CMEPTU
moneit. [1penmaraercs n3MepsITb YpOBEeHb C(OUMHTOI-
IMMO0B B IJIa3M€ KPOBH, KaK ZLOFIOHHI/ITCIIBHbIﬁ TECT B
JIMAarHOCTUKE U MPOTrHO3€ CEepACYHO-COCYAMCTHIX 3a-
OoJIeBaHMI1 1 TIPEXKIE BCEro nH(papKTa.

Htak, raHIIMo3uabl — BaXKHbIN (haKTOp pa3BUTUS
1 QYHKLIMOHUPOBAHUS OpPraHU3Ma, BIUSIOIIUI Ha
OCHOBOIIOJIATalOIINEe TEHETUYSCKUE U SITUTSHEeTUYC-
CKMe MeXaHU3MbI B TeUeHHEe BCero oHToreHesa. Kak
MOKHO TIpeacTaBUTh 3@ eKThl TaHIIMO3MmoB? Kak
KOMITOHEHTHI TJIa3MaTU4YeCKOii MeMOpaHbl, TaHTIN-
O3UJBI MOTYT BJIUSITh Ha aKTUBHOCTh MHOTHX PeLIeTI-
TOPOB: (PAKTOPOB POCTa, UHCYJIMHA, CEpOTOHMHA, Heil-
poTrpodryecKux 1 Apyrux. [aHIIMO3UALI U CaMH MO-
TYT OBITH pELENITOPaMHU, U MX HETOCTATOK VI N30BITOK
MOXET CKa3bIBaThCs Ha OMojioruu kjiertok. Kak cur-
HaJIbHBIC MOJIEKYJIbI, TAHIVIMO3UALI MOTYT BJIMSTHL Ha
MHOTHE TIPOLIECCHI B KJIIETKAX, TaK1e KaK CHTe3 OeJiKa,
aKTUBHOCTh (DEPMEHTOB, MOHHBIM TpaHCHOPT. OHU
MOTYT MOOY/JIMPOBATh IEHCTBUE APYIMX CHUTHAJIOB.
3HAUMMOCTh TAaHIIMO3UIOB OTMEeYanach JaBHO, HO
00OCHOBHIBAJIACH JIUIIIL BCEOOIIM MX paCIIpOCTPaHEe-
HUEM B KJIETKaX ¥ CIIOCOOHOCTBIO OTACISITLCS OT KJTe-
TOK U BCTPaMBAaThCSI B MEMOpaHy IpyTUX KIeToK. Pe-
3yabTaT nociaeqHux 20 JieT — JoKa3aTeJIbCTBO POJIU
TaHIJIMO3UAOB MPSIMBIMU (DU3UOJIOTUUYECKUMHU DKC-
MepUMEeHTAMU, a B TIOCIIEIHUE TOAbl U TeHHOWHXE-
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HEePHBIMU MeTogaMu. J{J1si MEQUILIMHEL CYILeCTBEHHBI
Bce 0oJjiee IIMPOKHUE TaHHBIE O BOBJIEYEHHOCTHU TaH-
NIMO3UIOB B 3THUOJOTUIO HEKOTOPBIX HEPBHBIX 00-
JIe3Hel, W mpexnae Bcero OoiiesHu IlapkuHcoHa, a
Tak>Ke B MPOTPECCUIO OIYXOJIECH.

BJIATOOJAPHOCTHU

IMpexne Bcero, 6naromapio H.JI. 3Be3n1HYy, OCHOBHOTO
coaBTOpa PaboT IO TIPSMBIM MEXKKJIETOYHBIM B3aUMOIETi-
CcTBUSIM. BOJbIION BKJIaa B 3TU WCCIECAOBAHUS BHECIH
JILA. Manbuenko u B.. @areeBa, a TakXe COTPYTHUKU
Kapmuouenrpa H.B. Ilpokasosa u E.B. I'paueBa. I1pu-
3HaTtelieH M.B. YrpioMoBYy, KOTOpBIi1 TO3HAKOMII MEHSI C
Hp. P. Jlennubim (R. Ledeen, USA), omfHUM 13 OCHOBHBIX
HcclienoBaTesieil TaHNIMO3UI0OB Mpyu 6ose3Hu [TapkuHco-
Ha. braromapio mokropa C. JIaguima (S. Ladisch, USA) 3a
nonydyenue PPPP. brnaromnapro npodeccopa B.B. Tepckux
3a 3aMeYaHMUsI IO TEKCTY CTaThbU U caMOii TeMe.
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Hacrosimmast cratbst He COOCPKHNT OINMCAaHUA BbIIIOJ-
HCHHBIX aBTOpaMM UCCIIEOBAaHUM C ydyaCTUuEM JIIOJIEN WIIN
HMCHOJIb30BaHNEM XHUBOTHBIX B KAYECTBE OOBEKTOB.
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ABTOp 3asIBJISIET, UTO KaKO-TM00 KOH(MIUKT UHTEpe-
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Gangliosides in Orchestration of Cell-Cell Communication,
Development, Neuronal Pathology and Carcinogenesis
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Glycosphingolipids — gangliosides — are one of the essential factors of direct cell-cell communication and the
development of organisms. They are involved in the pathogenesis of a number of diseases, such as Parkinson’s
disease and malignant tumors, manifesting themselves as a deficiency or surplus of the ganglioside content in
comparison with normal tissues. It is possible to correct such disorders affecting the synthesis or secretion
(shedding) of gangliosides. In terms of future clinical application: when the gangliosides are corrected, the

symptoms of diseases may be alleviated.
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HccenoBaHbl 0COOEHHOCTH OKPACKM JOPCATBHOI M BEHTPAIbHOI CTOPOH PEIKOTO IIyOOKOBOIHOIO CKa-
Tta Puuapncona Bathyraja richardsoni (Arhynchobatidae) B anama3zoHe JiuH ot 14 1o 146 cM 1 TpociiexXeHbI
€€ OHTOTEHEeTUYECKIE N3MeHeHus. [1pencTaBieHbl HOBbIE TaHHBIE IO OKPACKE SMOPHOHOB, HETIOJI0BO3pe-
JIBIX, CO3PEBAIOIINX U TTOJIOBO3PEJbIX 0cobeil. [TokazaHo, YTO Bapyali OKPAacKH JOPCATBHON CTOPOHBI
HE3HAaYMTEIbHBI, B TO BpeMsI KaK OKpacKa BEHTPaJIbHOM CTOPOHBI MOXET 3HAYMTEIbHO BapbupoBath. I1o-
JIydeHHbIE JaHHbIE MOTYT OBbITh UCMOJb30BaHbl B TAKCOHOMUUYECKUX U MOMYJISIIMOHHBIX UCCIETOBAHMSIX,
IIpY pa3paboTKe KIIIOYEH ISl OIpeaeIeHrs BUIOB, ITIOATOTOBKE (hayHUCTUYECKHUX CBOIOK M OIPEICIUTE-
JIei, 06JIerduTh MOHUMaHUE OCOOEHHOCTEN OKPACKU U €€ MU3MEHEHUH Y ITyOOKOBOIHBIX SKUBOTHBIX, O0OM-
TAOIIMX B YCIOBMSIX ITOCTOSIHHOM TEMHOTBI, 8 TAKKE PACIIMPUTh 3HAHUS 00 OTAEIbHBIX aCIIEKTaX MaKpO-
Y MUKPO3BOJIOINY ITyOOKOBOIHBIX CKATOB.

Karoueswie crosa: ckatr Puuapncona Bathjyraja richardsoni, okpacka, OHTOT€HETUYECKUE U3MEHEHUS, TITy-

OokoBoaHbIe cKaThl, CeBepHasi ATJIaHTHKA
DOI: 10.31857/S0475145022010050

BBEJAEHUE

dayHa 1ITyOOKOBOOHBLIX CKAaTOB Aaxke Haubolee
W3YYEHHOM CEeBEePHOI 4acTh ATJIAHTUYECKOIO OKea-
Ha uccjeaoBaHa HeA0CTaTOYHO xopoliio. MHorue ce-
BEpO-aTJIaHTUYECKNE BUIbI OITMCAHBI OTHOCHUTEIBHO
HeJIaBHO (BO BTOPOI IIOJIOBUHE IIPOIILIOTO CTOJIETHS)
U U3BECTHBI IO CUX MOP MO HEOOIBIIIOMY YHUCITY HAX0O-
ok (Orlov et al., 2006; Porteiro et al., 2017). K Takum
BUIaM OTHOCUTCS U cKaT Puuapncona Bathyraja rich-
ardsoni, BriepBble onrucaHHBIN 13 Boa HoBoii 3eman-
muu (Garrick, 1961; Garrick, Paul, 1974). Apean naH-
HOTO BUJIa PACIOJIOXEH B CEBEPHOI 1 LIEHTPAJILHOM
Atnantuke (OT ceBepo-BocToyHOM KaHanmel m 1oro-
3anagHol I'peHmaHaun 10 A30pCKMX 0-BOB U1 MaB-
puTaHuM) W B 1oro-3amagHoii Ilamudpuke B Bomax
Tacmanum u Hosoii 3emanaun (Ebert, Stehmann,
2013; Kulka et al., 2015; Porteiro et al., 2017), toe oH
M3BECTEH TII0 pa3po3HEHHBIM ITomMKaM. Ckar
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Puyapncona — onuH 13 HanboJee KPYITHBIX BUIIOB TITy-
OOKOBOIHBIX CKaTOB, JOCTHTAIONINIT IIMHBI 175 cMm
(Sulak et al., 2009; Ebert, Stehmann, 2013). Hau-
GOIBIIIEl YNCIEHHOCTH OH JOCTUTaeT B paiioHe Cpe-
nuHHO-ATtnantudeckoro xpeora (CAX) (Fossen et al.,
2008) u sIBNISIeTCSl OMHUM 13 HanboJiee IITyOOKOBOIHBIX
CeBepO-aTIAHTUYECKUX CKATOB, MOUMKMU KOTOPOTO
n3BecTHBI ¢ IyonH 501—3055 M ¢ fmanma3zoHoM Mak-
cuMalibHOI BcTpedaemoctu Mexay 2100 u 2400 M
(Orlov et al., 2006; Porteiro et al., 2017).

CKartbl SIBIIIOTCS OAHOI 13 HauboJjiee yI3BUMbIX
IPYIII MOPCKUX PBHIO MO OTHOIIEHWIO K AaHTPOIIOTEH-
HoMmy BoszneiictBuio (Dulvy, Reinolds, 2002), u ot-
JIeJIbHBIE CTPAHBI U IIPUPOJOOXPAHHBIE OpraHU3aLIuK
YIENSIOT ITOBLILIEHHOE BHUMAaHME BOITPOCAM OXPaHbI
U COXpaHEHMs KaK XpSIIEeBBIX PbIO B 1I€JIOM, TaK U
ckatoB B yactHocTu (Opios, 2005, 2008; Cavanagh,
Gibson, 2007; Opnos, llleBepuunkmuii, 2008; OpnoB,
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JIutBuHoB, 2010; Goodwin, 2012). ITo Bepcun Mex-
JIyHapoIHOro coio3za oxpaHbl npupoasl (MCOII)
ckat PuyapacoHa oTHeceH K kateropuu “Least Con-
cern” (Kulka et al., 2015), T.e. B HacToslIlee BpeMsI
YIPO3BI AHTPOITIOTEHHOTO XapaKTepa JJIsl HeTo OTCYT-
CTBYIOT.

HecmoTtpst Ha TO, YTO MJaHHBIN BUI SBISIETCS d0-
BOJIBHO MHOTOYMCJIEHHBIM B CPaBHEHUM C IPYTUMU
IIyOOKOBOOHBIMU CKaTaMM CeBEPHON ATIAaHTHKH,
JIO CHX TIOP €ro OMOJIOTHSI OCTAETCs U3YYEHHOM HEI0-
cratouno (Tempelman, 1973b; Orlov et al., 2006), a B
OOJIBIIMHCTBE OIMyOJIMKOBAHHBIX PA0OT OITMCHIBAIOT -
Ccsl TIPEUMYIIECTBEHHO OCOOECHHOCTH MOPQOJIOTUH
nmanHoro Buaa (Garrick, 1961; Forster, 1965; Tempel-
man, 1973a, 1973b; Garrick, Paul, 1974; Stehmann,
Merrett, 2001; Orlov et al., 2006, 2010; Orlov, 2011;
Orlov, Cotton, 2011). Mexay TeM, onmyOJIMKOBaHHbBIE
cBeneHUsT 00 okpacke ckata PuuapacoHa pa3sposHe-
HBI 1 orpaHnueHHEL. [lItemanH 1 Meppett (Stehmann,
Merrett, 2001) onricany oKpackKy TSITA U3BJICYEHHBIX U3
SIMIIEBBIX Karcyn 3MOpmoHOB. PaHee cBemeHust 00
OKpacKe HeCKOJIbKUX KPYIMHBIX IMOJIOBO3PEJIBIX CKATOB
PuuyapncoHa ObLTM OMUCAHBI IJIS1 9K3EMILISIPOB U3 BOJ,
HoBoit 3enanmuu (Garrick, 1961), ceBepo-BOCTOU-
Hoit (CBA) (Forster, 1965) u ceBepo-3amagHoOit
(C3A) Atnantuku (Tempelman, 1973b), nosmHee
0000IIIeHHbIE B PErMoOHaNbHBIX (hayHUCTUUECKUX
cBonkax (Sulak et al., 2009; Ebert, Stehmann, 2013).
B 1iesiom, B ykazaHHBIX paboTax IJisi OKpacKu B3pocC-
JIBIX 0CO0€il yKa3pIBAIMCh TaKKUE OOIMEe MPU3HAKMU:
JlopcajibHasi CTOpOHaA TeJila OMHOTOHHAs, OT IeIeab-
HOM 10 KOPUYHEBOI, ¢ HEOOJBIIMMU CBETIBIMU TOY-
KaMM UJIM ISITHAMU U TEMHOM KallMO Ha KPbUIbSIX U
HIDKHUX JIOTIACTSX OPIOIIHBIX TUIaBHUKOB (V); BeH-
TpaJibHasl CTOPOHa Tejla 3aMETHO TeMHee T0pCalib-
HOI, C TEMHOM KalMMOM Ha KPbUIbsIX U HUXKHUX JIOTA-
cTax V m Hanmumem OeNbIX YJ4acTKOB BOKpPYT pTa,
HO3Ipeil M KJI0aKu, Ha XBOCTE U Y €ro OCHOBAaHMSI,
Mexay rpyaHbeiMu (P) u V, Ha HYKHUX nomnactax Vu
BEpIIMHAX ITEPUTOIIOIUEB.

OTcyTCTBHE ONyOJIMKOBAHHBIX TaHHBIX ITO OKpac-
K€ cpenHepa3MepHBbIX cKaToB PuyapacoHa He 1o3Bo-
JISJIO UCCIEA0BATh 3aKOHOMEPHOCTHU U3MEHEHUI €ro
OKpacKU Ha IMPOTSKEHUN BCETO XXKM3HEHHOTO IIMKJIIa
U BBISIBUTH €€ BHYTPUBUIOBYIO 1 OHTOT€HETUYECKYIO
M3MEHYUBOCTD. [1og00HbBIE CBECHUS UMEIOT BaXKHOE
3HAYCeHME IS TAKCOHOMUYECKMX Y MOMYJISIIMOHHBIX
HWCCIEIOBAaHUM, a TakKe IIpU pa3paboTKe KIToden
LIS OIIpeaeICHUSI BUAOB U IMOATOTOBKE (payHUCTUYE-
CKHUX CBOIOK M onpenenurencii. Kpome Toro, paspa-
0O0TKa HAaHHOI MPOOJEeMBI MOXKET MPEICTABISATh 00-
Jiee IIMPOKUIA (PyHIaMEHTAJILHBI MHTEpEC B IIaHE
OCMBICJICHMSI 0COOCHHOCTEIl OKpPacKM U €€ U3MEeHe-
HU y TJIYyOOKOBOOHBIX >KMBOTHBIX, OOMTAIOIINX B
YCJIOBUSIX IOCTOSTHHO# TEMHOTEI, a TAK3Ke CIIOCOOCTBO-
BaTh JIy4llIeMy ITOHMUMAHHUIO OTAEIbHBIX aCIIEKTOB MaK-
pO- M MMKpPO3BOMIOLMM (IIPOUCXOXKIECHUE, paccesie-
HUe, popMHUPOBaHME ITOMYISIIIUOHHBIX CTPYKTYP U JIp.)
TyOOKOBOIHBIX CKATOB.

Ilenp paboThl — aHaAMWU3 BCEX MOCTYITHBIX (COO-
CTBEHHBIX M JIUTEPATYPHBIX) JAHHBIX MO OKpacke
ckata PuuapacoHa, mo3BOJISIOLIUX TPOCIEIUTH €€
OHTOr€HEeTUYECKUE UBMEHEHUS B TTpEieiaX BCETO BU-
JIOBOTO apeaja.

MATEPUAJIBI 1 METO/1bI

MartepuanaoM [Jisl aHajiu3a Bapualuii OKpacku
ckara Prnaapacona mocioyxmian 20 3K3eMIIsIpoB 000-
UX I10JI0B 0011eil utnHOoI ot 14 1o 146 cM, ucciienoBaH-
HBIX MepBbIM aBTOpoM B TeueHue 2005—2010 1T. B pas3-
JIMYHBIX My3esix (Tabi. 1):

3oosornyeckuii My3ei yHuBepcurteTa r. bepreH,
Hopgerusi: ZMUB 19528 (7L 142 cm, camka, 2534 M),
ZMUB 17600 (TL 29 cMm, camka, 2534 m), ZMUB
19514-3 (TL 78 cm, camew, 1911 m), ZMUB 19514-4
(TL 63 cMm, camka, 1911 m), ZMUB 19522-3 (TL 45 cm,
caMka, 2364 M), ZMUB 19522-1 (TL 55 cm, camell,
2364 M), ZMUB 19522-2 (TL 53 cM, camka, 2364 m),
ZMUB 19535 (TL 53 cm, camen, 2534 m), ZMUB
19514-1 (TL 69 cm, camka, 2280 m), ZMUB 19514-2
(TL 84 cm, camelr, 1911 m), ZMUB 19476 (T'L 106 cM,
camka, 2288 M), ZMUB 19448 (TL 101 cm, camka,
2534 M), ZMUB 19364 (TL 85 cMm, camka, 2951 M) —
Bce u3 Bog CAX;

HauyoHanbHbIA My3€id €CTECTBEHHOM WCTOPUU,
r. [Tapmx, @panmus: MNHN 1999-1156 (TL 35 cwm,
camell, 1975 m, CBA, BocTouHee [MOpuacKux 0-BOB);

bputaHckuit My3eil ecTeCTBEHHOM WCTOpHUU,
r. JlJongoH, Benukooputanug: BMNH 1999.10.1.1
(TL 52 cM, camenr, 2441 M, rimyOMHA U MECTO ITOMMKU
HeusBecTHBI), BMNH 1999.10.1.2 (TL 69 cM, camelr,
2441 M, mIyOMHa W MECTO NMOMMKU HEU3BECTHBHI),
BMNH 1999.2.2.1 (TL 22 cMm, camel, 1541 m, CBA
BoctouHee Mpnanauu), BMNH 1999.2.2.2 (TL 25 cm,
camel, 1541 m, CBA Boctounee Upnanauu), BMNH
1999.2.2.3 (TL 24 cM, camka, 1541 m, CBA BocTouHee
HWpnanmun), BMNH 1999.2.2.4 (18 cM, camka, 1541 M,
CBA BocTouHee Mpnanoumn).

Kpowme Toro, a1 cpaBHeHUsI TpUBJIeYSHBI JINTE-
paTypHbIe TaHHBIE 00 OKpacke, (hoTorpacduu WIN pU-
CYHKH 9K3eMIUTISIpoB 13 Boxn HoBoii 3emanaum (Garrick,
1961), CBA (Forster, 1965) u C3A (Tempelman, 1973a),
a Takke A3opckux o-BoB (¢poto I'yu Menesec (Gui
Menezes)).

AHayn3 BapManuii OKpacKy IpoOBOAWIN HA OCHO-
BaHUM U3YYEHUS CBEXEBBUIOBJIECHHBIX 0co0eil
(CAX), ux onmcaHuii U3 OITyO0JIMKOBAaHHOM JIMTepa-
Typbl, pucyHKOB (Boabsl HoBoit 3enannun) wim ¢o-
torpaduii (Boanl KaHapckux M A30pCKUX O-BOB,
CBA u C3A) 1 (pUKCHUPOBAHHBIX 3K3EMILISIPOB U3
My3eiiHbIX Koutekiuii (CBA).

OCOOGEHHOCTH TIOJIOBOTO  CO3peBaHMsI  cKaTa
Puuapncona He M3y4eHBI, a 0 pa3Mepax, Mpu KOTo-
PBIX OH CO3peBaeT, HUYETro He M3BeCTHO. OCHOBBIBA-
SICh Ha OITyOJIMKOBAHHBIX CBEICHUSIX, a TAKXKe JaH-
HBIX O COOTHOIIEHWUY IJIMHBI ITEPUTOIIOINEB U HUXK~-
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Puc. 1. Pannwuit s5m6puoH ckara Puuapacona Bathyraja richardsoni nmunoii 14 cm (BMNH 1999.2.2.4): a — nopcanbHas cTopo-

Ha, 6 — BEHTpaJbHasl CTOPOHa.

Heit nomactu V (Opnos, 2006) y uccliemOBaHHBIX
CcaMIIOB, MOXHO 3aKJIIOYUTh, UTO JJIMHA SMOPUOHOB
cocraBisieT 14—25 cM, HEMOJIOBO3pENbIX — 35—69 cM,
co3peBatolmx — 78—85 ¢cM U TTOJIOBO3PEbIX — CBbI-
me 113 cm. I1pu aToM mmHa, IIpu KOTOPO co3peBa-
IOT caMIbl U CaMKM KPYITHBIX CEeBEPO-TUXOOKeaH-
CKHMX M IOXHO-aPUKAHCKUX CKAaTOB, MPaKTUYECKH
He pa3jnJaeTcs, a IToJIoBasl 3peJIOCTh HACTYIIAeT MpU
JoctrkeHnn 60% wmakcuManbHOM mauHBL (OpiioB,
2006; Ebert et al., 2007; Opno, CmupHoB, 2015). B
CBSI3M C OTUM, B JaJbHEUIIIEeM IpU 0O0CYXKIeHUU TT0-
JIYIEHHBIX PE3YJIbTATOB [IJisI 0003HAYEHUsI CTEICHU
MOJI0BO# 3pesiocT ocobeil ckata PuuapacoHa B uc-
CJIeTOBAaHHOM Pa3MEPHOM PSIITy MbI YCIIOBHO BbIAE/ISIEM
CJIEYIOIIE TPYITITBI; SMOPUOHBI — 18—25 cM, HeroJo-
BO3penbie — 29—69 cM, co3peBapIle U MOJI0BO3pe-
aeie — 78—105 cm, monoBo3penbie — Bhime 105 cMm
(mmocnenHsist cocTasisier 60% OT MakKCUMaJIbHO W3-
BECTHOM JIJIMHEL).

PE3VYJIbTATDI

Pe3ynbrathl aHanmmu3a TipencTaBiIeHbBl B Ta0m. 1,
BKJIIOYamIeil 13 TIpu3HAKOB — OCOOEHHOCTEM
OKpacku. B aHanm3 He BKIIIOYEH paHHUWI 3MOPHUOH
nnuHoit 142 Mmm BMNH 1999.2.2.4 (puc. 1), KoTopbIii
OBbL1 OKpallleH OMHOLBETHO U HEe MMEJ XapaKTePHBIX

IS BUJa OCOOEHHOCTell OKpackKu KaK B CBEXEM
(Stehmann, Merrett, 2001), Tak 1 (PUKCUPOBAHHOM
cocTossHUM (HalM naHHbIe). OnucaHue OKpacKu
MPOUJLTIOCTPUPOBAHO poTOrpadusiMu CKaToB, Mpel-
CTaBIISIOIINUX pa3sMepHBbIit psn 14, 18, 25, 35, 52, 69,
84,106 u 127 cM (puc. 1-9).

Jopcanvnas cmopona mena

Bapmanmu okpacku mOpcajbHON MOBEPXHOCTH
ckata PudyapmcoHa B CpaBHEHUM C TaKOBBIMU BEH-
TPaJIbBHOM MOXHO paccMaTpWBaTh KaK HE3HAYUTEITh-
Hble. JIJ1sT Bcex McciieMoBaHHBIX 0CO0OEH JaHHOTO BUIA
(6e3 ydera 3K3EMIUISIPOB, Y KOTOPBIX IIO OTAEIbHBIM
MIpy3HAaKaM JTaHHBIE OTCYTCBOBAJIN) HE3aBUCHMO OT UX
pa3mepa, TI0JIa M COCTOSTHUSI TTOJIOBOM 3peiocTy ObuTa
XapakTepHa OMTHOTOHHAsI OKpacKa I0pCalbHOM CTOPO-
HBI OT IIETIeIbHOM 10 Kopu4yHeBoit (cM. Tad. 1). ITo-
IaBisoniee OONMBIIMHCTBO OCOOEi Ha JOopcaabHOM
TTOBEPXHOCTH IHMICKAa MMeEJI0 0ojiee TEMHYIO KaitMy TI0
€ro Kparw U Ha HIKHUX jonactsax V (96.4%), a Takxke
HeOOJBIINE CBETIILIE TOYKM WIIK IITHA (96.4%) (puc. 2).
HMcxkimodueHe B 3TOM OTHOIIEHHWHU TpeACTaBIIsIa
camka gymHou 110 cm (Ne 22 B Ta6. 1) u3 Box Ka-
Hapckux o-BoB (Brito et al., 1998), y kotopoii (cyas
no ¢oto) oba paccMaTpuBaeMbIX MPU3HAKA OTCYT-
CTBOBAJIH.

OHTOT'EHE3 Ne 1
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BeHmpafthaﬂ CMOoOpoHa meaa

Bapuannu okpacku BEHTpalbHOII CTOPOHEI cKaTa
Puyapncona 6b1711 6oiee pa3HoOOpa3HbI. Y BCeX MC-
clleIOBaHHBIX CKAaTOB 0€3 MCKIIOUEeHUs HE3aBUCUMO
OT UIMHBI, TI0JIa U TIOJIOBOM 3pENOCTU BEHTpaJIbHAs
CTOpOHA B 1IeJIOM ObIJIa MeTneJIbHO-KOpUYHeBOI. [Tpnu
9TOM OHa ObLJIa OOBIYHO TEMHEe JOpCalbHOM, a Ha
KpasiX KPbUTbEB ¥ HIDKHUX JIOTIAcTeil V mMenach TeM-
Hasg KaiiMa. Takke Bce McclieTOBaHHBIE OCOOU Xa-
PaKTEpU30BAIUCH HAIMYKUEM OeJIbIX YYACTKOB BOKPYT
pTa, HO3Ipei 1 OT HO3Ipei A0 yriioB prTa (puc. 3). Y
MOJABJISIONIETO OOMBIINHCTBA ocobeit (92.3%) or-
BepCTHE KJI0aKU ObLIO GeJIBIM (CM. pUC. 3), 3a UCKITIO-
YyeHUueM JIBYX SMOpUOHOB uytnHoM 18 1 22 cm (Ne 1 u
2, B Tabn. 1 u puc. 46, 66). HuxHss ctopoHa XBocTa
OblJ1a TTIOJTHOCTBIO 6es10ii y 2 9MOPUOHOB — caMKu 1L
18 em 1 cammra TL 35 cm (Ne 1 1 6 COOTBETCTBEHHO).
V npounx ocobeit HU3 XBOCTa B pa3HOM CTEIEHU TIUT-
MEHTHPOBaH (IO MOJHOCTBIO TEMHOIO — puc. 3 u 5);
MPUYEM y HEKOTOPBIX U3 HUX Yy €Er0 OCHOBAHUSI UMEJI-
cs1 Oenblii yaacTok (puc. 46, 6). OKoI0 TpeTH uccie-
JMOBaHHBIX 3K3eMIUIApoB (35.7%) xapakTepusoBa-
JIMCh HaJIMYMEM CBETJIBIX IISITEH Ha XBocTe (puc. 80),
3a UCKJIIOYECHUEM YXe YIIOMMWHABIIMXCS BBIIIE IBYX
ocobeil, y KOTOPBIX XBOCT C BEHTPaJbHON CTOPOHBI
ObLJT TTOJTHOCTbIO OEJIbI.

V 73.1% ocob6eii Gesblii y4aCTOK OTMEYEH B MECTE
coeauHenust Pu ViutaBHukos (puc. 3, 46, 66, 70, 80,
96), 3a UICKJTIOUEHEM CEeMU CaMOK M CaMIIOB JUTMHO
oT 29 10 146 cm (puc. 56). Y HeCKOJIbKO OOJIbIIEro
yucia ocobeit (76.9%) Genble ydacTKA OTMEUEHBI Ha
HYDXKHUX JoracTtsax V (puc. 46, 90), 3a UCKITIOUEHHEM
IIECTH CaMILIOB M CAMOK JUTMHOH oT 69 1o 113 cM (puc.
56, 86). YUyTb O0sbllIe TPETU UCCIIEOBAHHBIX 9K3EM-
IUIIPOB JUIMHOM 1m0 69 ¢cM mMenu Oellble TISITHA Ha
oproxe (puc. 80), bopma, pacrnonaokeHUe U pa3Mepbl
KOTOPBIX BApbUpOBaInu. Y SMOPUOHOB JJIMHOI 18, 22
" 24 CM COXpaHWJINCH CBETJIO OKpAIICHHBIC YIaCTKU
Ha MECTe KeITOYHOro meiika (puc. 40, 90), a Takxke
WMEJIUChH JTOTIOJTHUTEIbHbIC CBETJIbIE YYaCTKU BOKPYT
KabepHbIx weneid (puc. 96). ¥ smMOpuoHa NJIMHOM
24 cm (Ne 3) uMenuch IOTOJHUTEIbHBIE CBETIIbIC
y4acTKu, o0pasyrolye (PUrypy CTpeIoBUIHOMN (hOpMEI,
C BEpIIMHOM y MecTa MPUKPEIUICHUS KEITOYHOTO
MeIIIKa 1 OCHOBaHMEM Yy HIDKHUX Jionacteii V (puc. 90).
Y camua mmuHoi 35 cM (Ne 6) Gestoe MATHO OTMEYEHO
MEXAy MATBIMU KabepHBIMU IIeasiMu (puc. 66). Y
camiua iuHo 69 cMm (Ne 14) Genoe ISITHO HAXOMU-
JIOCh Ha YPOBHE MEXIy BTOPBIMU U TISITBIMU XKabep-
HbIMU 1ensiMu (puc. 76). Kpome toro, y 80.0% cam-
IIOB MMEJINCh OeJible YIacTKW Ha IITePUTOITOIUSIX
(puc. 3, 46, 56, 66, 76), 3a UCKJTIOYEHUEM DK3EMILJIsI-
poB miuHoi 53, 69 u 78 cm (Ne 10, 14, 16).

OcoberHocmu OKpacku pasiuyHslX pazmepHuix epynn

B uenom, He3aBUCUMO OT pa3Mepa U nosa (3a uc-
KmodyeHrueM sMopuoHa 7L 14 cM) Bce mucciienoBaH-

OHTOI'EHE3 TtomM 53 Nel 2022

Puc. 2. JlopcanbHasi CTOpOHa KPYITHOW CaMKU CKaTa
Puyapncona Bathyraja richardsoni nnunoit 106 cm
(ZMUB 19476): 1 — rpynHble TIaBHUKU (KPbUTbS), 2 —
HUKHUE Jionactu V.

Hble 0COOM MMENU OOHOTOHHYIO OT IIeIeJIbHOM OO
KOPUYHEBOI OKpPAacKy JOPCaJIbHOM CTOPOHBI C HE-
3HAYUTEJIbHBIMY BapuallusIMU B BUIE HAJIMYMS Y HE-
KOTOPBIX 3K3EeMIUISIPOB OoJjiee TEMHOM KaliMbl II0
KpassM Pu V, a Takke MEJIKMX TOYEK M TISITeH Ha JHC-
Ke. Bapuanuu okpacku BEeHTpaJIbHOI CTOPOHBI TeJia
ObUIM OoJice 3HAYUTEILHBIMU, XOTS BCEe M3yYEeHHEIC
9K3EMIUISIPHl XapaKTepU30BaJlCh ee 0oJiee TEMHOM
OKpacKOli B CPaBHEHUHU C OOPCAJIbHOI CTOPOHON M
HaJIM4yMeM TEeMHOM KalWMbl Ha KPBUIbSIX M HUXXKHUX
Jgonactax V.

DOMOpuonsl. Halm getaibHbIE UCCIEIOBAHUS
n3yyeHHbIX paHee Illtemanom u MepperTtom (Steh-
mann, Merrett, 2001) 5MOpHOHOB B (PUKCUPOBAHHOM
coctosiHUM (Ne 1—4 tabGn. 1) BBIIBWIM HEKOTOpPBIE
JIOTIOJIHUTEJIbHBIE OCOOCHHOCTU MX OKpPAacKM. DM-
OpMOH UIMHOI 14 cM MMeJ1 OMHOLBETHYIO OJIEIHYIO
OKpACKYy KaK B (PUKCUPOBAHHOM, TaK U CBEKEBbLIIOB-
JieHHoM cocTtosiHuu (Stehmann, Merrett, 2001). ¥V nByx
npyrux aMopuoHoB 7L 18 cm (Ne 1) u 22 cM (Ne 2) oT-
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Puc. 3. BeHtpanbHasi CTopoHa Moj10Bo3pesioro caMmuia ckata Puuapncona Bathyraja richardsoni o 127 ¢M 13 Bo A30pCKHX O-BOB
(doto ['yn Menesec): 1 — poTt, 2— HO31pH, 3 — KPbUIbsI (TPYAHbIE TUIABHUKM), 4 — HUXKHUE JIOTIacTh V, 5 — Kjloaka, 6 — NTepUIionum).

CYTCTBOBaJIO OeJjioe TISITHO Y BXOAa B KJIOaKy. Y Tiep-
BOTO U3 yKa3aHHBIX 3K3eMILISIpOB, KpOME TOTO, BCS
HWDKHSISI TIOBEPXHOCTh XBOCTa Oblla Oeyioit, B OTIU-
Yre OT OOJIBITMHCTBA DK3EMILISIPOB, Y KOTOPHIX CBET-
JIBIIi Y4aCTOK OTMEYEH TOJIBKO Y OCHOBAaHMUS XBOCTA.
V yeTbipex U3 pacCMaTpUBAEMbIX 9K3EMILISIPOB UME-
JIMCH OeJIbie IIsITHA Ha Oproxe pa3InMdHOM KOHGpUTypa-
LIUM YU MECTOIIOJIOXKECHUSI, KOTOPhIE OTCYTCTBOBAIU Y
CKaTOB JUTMHOI cBbIlIe 85 cM. Cpenu 3MOPUOHOB Y
BCEX CaMIIOB MOopcaabHas MOBEPXHOCTD TITEPUTOITO-
JIeB ObIIa CBETJION.

HemnonoBo3pensie 3k3emMiuisippl. COIIacHO MOJY-
YeHHBIM HaMM AAaHHBIM, Y BCEX HEITOJIOBO3PEIbIX
0oco0eil OTMEYEHO HaJIndue OeIbIX y9aCTKOB BOKPYT
pTa, HO3OpeEit, y BXoAa B KJTIOAKY 'y OCHOBAaHMUSI XBO-
cta. B To ke BpeMsi, HEKOTOpbIE OCOOCHHOCTH MX
OKpacK’ 3aMETHO OTJIMYAJINCh OT TAKOBOM CO3peBa-
IOILIMX U TTIOJIOBO3PEJIbIX DK3eMIUISIPOB. Tak, y HeKO-

Topoit yactu ocobeit TL 29—69 cm (4 u3 11 3K3.) oTCyT-
CTBOBAJI O€JIBIN y4acToOK Mexay Pu V' Tipu HAIM4nUK ero
Y Bcex 0cobOeit MeHblIIel JUIMHBI 1 O0JILIITMHCTBA OoJiee
KPYIHBIX 3K3EMIUISIPOB. Y IBYX CKaTOB JUIMHOI 69 cM
(Ne 14 1 15) He oTMeYeHO OeJIbIX Y4aCTKOB Ha HUKHUX
Jornactsx V.Y uetbipex ocobeit 7L 52—55 cm (Ne 8—11)
1 69 cM (Ne 14) oTcyTcTBOBaIM OeJble MISITHA Ha Gpio-
Xe, TIPUCYTCTBYSl Yy OOJBIIMHCTBA CO3PEBAIOIINX U
MOJIOBO3PEIbIX 3K3eMILISIpOB. Y ckatoB 1L 55 cm
(Ne 11) 1 69 cm (Ne 14) He oTMedeHO OEJIBIX TISITEH Ha
xBocte. Y aByx camuoB 7L 53 (Ne 10) u 69 cm (Ne 14)
OTCYTCTBOBaJIY OeJible yJaCTKY Ha BEPIIIMHAX MTePUro-
TTOMEB, TIPUCYTCTBYS Y BCeX Oollee METKUX U OOIb-
LIIMHCTBA 00Jiee KPYIMHBIX 9K3EMILISIPOB.

CospeBawmue 3K3eMILIApbl. 1T oKpacku BeH-
TPaJIbHOM CTOPOHBI TeJIa BCEX CO3PEBAIOIINX 0CO0EH
OBUIO XapaKTEepHO HaJM4yue OeJIbIX y4aCTKOB BOKPYT
pTa, HO3Ipeil M BXxoJa B KJIOAKy. ¥ OOHOIO U3 MSTU

OHTOT'EHE3 Ne 1
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Puc. 4. ODM06puon ckara Puwapncona Bathyraja richard-
soni nyuHoi 18 cm (BMNH 1999.2.2.4): a — nopcanbHast
CTOpOHA, 6 — BeHTpaibHasi CTOPOHa: / — OCTAaTKU XKeJ-
TOYHOTO MelllKa, 2 — Gejible Y4acTKM Ha HUKHMX JIoTa-
ctax V, 3 — cBeT1ast HUKHSISI TOBEPXHOCTh XBOCTa, 4 — Ge-
JIbIE YYaCTKU Ha TITEPUTOTIOAMSIX.

HMCCIIeA0BaHHBIX 3K3eMILIIpoB (Ne 16) oTcyTcTBOBa-
Jio Gesioe TisiTHO Mexxny Pu V. Y Tpex u3 nsatu ocobeit
(Ne 16—17 u 19) He oTMe4YeHO OelbIX YJ4aCTKOB Ha
HIDKHMX JIoTTacTsx V. ¥V Bcex co3peBaolInx 3K3eM-
TJISIPOB OTCYTCTBOBaJIM Oejiple IISITHA Ha Opioxe, 3a
uckmouyeHuem camua 7L 84 cm (Ne 17). Y Bcex cka-
TOB paccMaTpWBaeMOM TPYIIITBI OTCYTCTBOBAIU Oe-

OHTOT'EHE3 Ne 1

TOM 53 2022

Puc. 5. Co3peBaromuii camern ckara Puuapncona Bathy-
raja richardsoni nnunoii 84 cm (ZMUB 19514-2): a — nop-
cajJbHast CTOpOHa, 6 — BEeHTpaJIbHas CTOPOHA.

JIBIe TISITHA Ha XBocTe. M3 IByX M3YYEeHHBIX CO3peBa-
rorux camMuoB (Ne 16 u 17) IWIIb y OMHOTO BEPIIMHBI
NTEPUTOTIONMEB OBLIM OKPAIIIeHBI CBETIIO.

IToaoBo3pebie 3Kk3emMILIsIpol. Kak 11 rmomaBirstioniee
OOJILIIMHCTBO OCOOEH NPYrux pa3MepHBIX TPYIII, Y
MOJOBO3PENbIX JK3EMIUISIPOB OTMEYEeHBbI Oelible
YYaCTKM BOKPYT PTa U HO3IpE U y BXoAa B KIIOAKY.



38 OPJIOB u 1p.

Puc. 6. HemonoBospensiii camer; ckara Puyapmcona
Bathyraja richardsoni nmanoit 35 cm (MNHN 1999-1156):
a — JopcajibHasi CTOpOHa, 6 — BeHTpajibHasi CTOPOHA.

Benble yaacTKu y OCHOBaHUSI XBOCTa UMEJIMCH Y TPEX
u3 cemu (Ne 21, 23—24) uzyyeHHbIX ckaToB. Hanuuue
GeJIbIX yuyacTKOB Mexay Pu V ormedeHo y nByx (Ne 23
U 28) u3 cemu ak3eMIUIsipoB. HuxkHue nonactu V obi-
JIV OKpallIeHbI CBETJIO TOJILKO y OMHOM ocoou (Ne 23).
benbie nmaTHA Ha OproXe M HYDKHEM ITOBEPXHOCTH XBO-
CTa HU Y OTHOTO MOJIOBO3PEJIOro cKaTa He OTMEUYEHHI.
[Ipu 3TOM y BCeX M3YyIEeHHBIX CaMIIOB TaHHOM TpyTI-

Puc. 7. HenonoBospenblii cameln; ckata PudyaprncoHa
Bathyraja richardsoni nmunoii 69 cv (BMNH 1999.10.1.2):
a — lopcajibHasi CTOpoHa, 6 — BEHTpaJIbHasi CTOPOHa.

IIbl BEPIIMHBI NTEPUTOIIOAUCB OBLIM CBETJIO OKpa-
MIEHHBbIMU.

Bapuauuu OKpacKu 6 3asucumocmu om noaa

AHanu3 Bapualuii OKpackKy BEHTPAJIbHOI CTOPO-
HBI Tesa 14 camok 1 12 caMI1IOB ee IIPUHINITHATBHBIX
pa3auumnii y oco0eil pa3HbIX MOJOB He BbISIBMI. OT-
Ne 1 2022

OHTOI'EHE3  TOM 53
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Puc. 8. HenonoBospemasi camka ckara Puyapmcona
Bathyraja richardsoni ymnoit 53 cm (ZMUB 19522-2): a —
JopcajbHasl CTOpOHa, 0 — BEeHTpaIbHasi CTOpOHa: / — ISITHO
Ha Oproxe, 2 — OeJblif y4aCTOK Y OCHOBAHMSI XBOCTa.

OHTOI'EHE3 TtomM 53 Nel 2022

Puc. 9. ODM06puon ckara Puuapncona Bathyraja richard-
soni nuHoi 24 cm (BMNH 1999.2.2.3): a — nopcaibHast
CTOpOHa, 0 — BEeHTpalbHAsI CTOPOHA: / — OeJible y4acTKu
B paiioHe XaOepHbIX 11ieJieii, 2 — CBETJIbIil yUacTOK CTpe-
JIOBUIHOI (DOPMBIL.

CyTCTBUE O€JIOTO yJyacTKa y BX0/1a B KJI0aKy OTMEUEHO
y IBYX HamOoJiee MEJIKUX Pa3HOIIOJBIX dMOPHOHOB
(Ne 1 1 2). benble y9acTKA Y OCHOBaHMS XBOCTa OT-
CYTCTBOBJIM y OHOM KpymHO# camku (Ne 21) u ye-
TeIpex camuoB 7L 78—127 cm (Ne 16, 17, 23—24). He
ObLTO OesbIX ydyacTKoB Mexnay P u V'y Tpex camok
TL29,45u 146 cm (Ne 5, 7, 28) u 4 camuoB TL 55, 69,
78, 113 cm (Ne 11, 14, 16, 23). benble yuacTKu Ha HUK-
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HUX JIOMAcTSIX V He oTMedeHHI Y IByX caMoK 1L 69 n
101 cM (Ne 15 u 19) u yetbipex camuoB 7L 69—113 cm
(Ne 14, 16—17, 23). benble nsATHA Ha GPIOXE OTCYT-
CTBOBaJu y BocbMu caMok 7L 53 1 >85 cM, B TO Bpe-
M1 KaK CpeJli CaMlIOB JaHHbII MPU3HaK HE ObLT BbI-
paxeH y ak3emrisipoB 7L 52—78 cm u 113—130 cwm.
benble msiTHa Ha XBOCTE OTCYTCTBOBAJIM y CEMU ca-
MoK TL > 85 cMm u cemu caM110B >55 cM.

Bapuauuu OKpacKu e 3aeucumocmu om 2/zy6quz

V ocobeit ckata Pruapncona, moMaHHBIX Ha
pa3IUYHBIX ITyOMHax B nuamna3zoHe 1541—2951 m, ot-
MeYeHbI HEKOTOPbIE pa3InuMsi OCOOEHHOCTEM OKpac-
KM BEHTpaJbHOM cTOpoHBI Tena. Ilpm mx aHammze
yKa3aHHBII 11ana3oH ObUT pa3fesicH Ha TPU OTpe3Ka:
1541—1975 m (8 ocobeit), 2125—2441 m (13 ocobeit) u
2534—-2951 M (5 ocobeit). CkaTbl, y KOTOPBIX OTCYT-
CTBOBAJIM OeJIbIe YYAaCTKM Y BXOJAa B KJIOAKy, OOHapy-
>KeHBI ToJIbKO Ha TimyouHax <2000. benbie yyacTku y
OCHOBAHUS XBOCTA OTCYTCTBOBAIN Y IBYX SK3EeMILISI-
poB ¢ yonH <2000 M 1 y Tpex — ¢ mryoun 2000—
2500 M, HO HE OTMEUeHBI y 0cobeii ¢ TmyouH >2500 M.
benvie yaactku mexny P 1 V oTcyTCTBOBaIM y ABYX
CKaToB, IoiiMaHHBIX Ha TITyonHe <2000 M, yeTBIpex —
¢ tyoun 2000—2500 M v omHoro ¢ myouH >2500 m.
Ha HyxHux nomactsax V Genble y4acTKU He oGHapy-
XeHBI y Tpex ocobeii ¢ imyonH <2000 M, 1ByX — C TITy-
oun 2000—2500 M 1 ogHo1 ¢ — w1youH >2500 M. be-
JIBIX TISITEH Ha OpIoXe He OBLIO y ABYX 3K3eMILISIPOB,
IOOBITEIX Ha rmyomHax <2000 M, y mecaT — Ha TITy-
ounax 2000—2500 M 1 y 4YeThlpex — Ha DIyOMHax
>2500 M. benble msaTHA HA XBOCTE OTCYTCTBOBAIU Y
Tpex ocodeit ¢ rmyouH <2000 M, y BOCBbMU — ¢ TIIYyOMH
2000—2500 M u y Tpex — ¢ ryouHsl >2500 M. OTcyT-
CcTBUE OeJbIX BEPIIUH NTEPUTONOANEB OOHAPYKEHO
TOJILKO y IBYX caMIIOB ¢ IiryouH meHee 2000 M u of-
HOTO ¢ NIyOuH cBbiie 2500 M.

Bapuauuu OKpAcCKU 6 3asucumocmu om pal)OH(l

He6ombmoit oo6beM MaTepuasioB n3 Bon HoBoit
3emanaum (1 3x3.) u C3A (2 3K3.) He NO3BOJISIIOT UX
HCIIOTb30BaTh B CpaBHUTEIbHOM aHammie. bonee
o0beMHble BbIOOpKU U3 Boa CBA (9 3k3.), CAX u
A3opckux 0-BoB (14 3K3.) MpenocTaBsOT BO3MOX-
HOCTb CpaBHEHUSI OKPAacCKM BEHTPAIbHOM CTOPOHBI
TeJla pacCMaTpUBaEMOTO BUIa B yKa3aHHBIX palioHaX.
Oco6u, y KOTOPBIX OTCYTCTBOBaJ OeJiblii y4acTOK Y
BXOJa B KJI0aKy (2 3K3.), oTMedeHbI TOJIbKO B CBA.
OTcyTcTBHE 6€JI0TO y9acTKa y OCHOBAHMS XBOCTA ObI-
Jlo Oosiee xapakTepHo mJisi ckaTtoB u3 Bom CAX
(4 3x3.), Hexxermu CBA (1 3k3.). Takke y ocobeit u3 Box
CAX yaiiie OTCyTCTBOBaIM OeJTble yJacTKU Mexny Pu V'
(4 2k3.) B cpaBHeHuu ¢ CBA (2 3K3.), a TakKke — Ha
HIDKHUX JonacTsax V' — 5 m 1 3K3. COOTBETCTBEHHO.
benpix nateH Ha Oproxe He oTMeueHo y 10 ckaToB n3
Bon CAX u tpex uz CBA. OtcyTcTBre OesbIX MSITeH
Ha XBOCTE OTMEUEHO Y IeBsITH ocobeit 13 Bong CAX n

nByx — u3 CBA. TToryTHO OTMETUM, YTO Y BCEX U3Y-
YEeHHBbIX HamMu ckatoB U3 Boja HoBoit 3enaHnuu u
C3A Takxe He ObLIO OesbIX MSITeH Ha OpIoXe U XBO-
cre. Hanuuue 6esbIX BEpIIMH NTEPUTONIOAUEB OTME-
YeHO TOJILKO y Tpex caM1ioB 13 Bog CAX.

OBCYXIEHUNE

HMmeromuecs B 1uTepaType cBeIeHUs 00 OKpacke
ckaTta PuyapacoHa orpaHMYMBarOTCI ONMUCAHUEM Ta-
KoBoil 3MOpuoHoB (Stehmann, Merrett, 2001) u
B3pOCJ/BIX MOJIOBO3peibIX ocobeit (Garrick, 1961;
Forster, 1965; Tempelman, 1973a; Sulak et al., 2009;
Ebert, Stehmann, 2013). JlanHbie 00 OCOOEHHOCTSIX
OKPACKM HEITI0JIOBO3PEJIbIX U CO3PEBAIOIINX 0cobeit
JTaHHOTO BUIA B OMYyOJIMKOBAHHBIX MCTOYHHUKAX IO
CUX TIOp OTCYTCTBOBAJIM 32 UCKJIIOUEHUEM CaMKU U3
paitona CAX (Orlov, 2011), umeromieit HEeKOTOpbIe
aHOMAaJIMU BO BHEIITHEM CTPOESHUHU U OKpacKe. Takum
00pa3zoM, UMEIINECS 0 CUX MOP B IUTEepaType CBe-
JNEHUS HE JaBaJIx BOSMOXHOCTU OIIMCATh OHTOI'€HE-
TUYECKUEe U3MEHEHMsI OKpacKU cKaTta PuyapncoHa B
IOJIHOM 00beMe, XOTS YIIOMUHAHUS O HAIMYUU Ta-
KOBBIX B OIYyOJIMKOBAHHOM paHee JTUTepaType BCTpe-
yanuchk (Orlov, Cotton, 2011).

OmnuceiBasi OKpacKy M3BJICYEHHBIX U3 SIMIIEBBIX
Karicyn smMopuonoB 7L 14—25 cm, Illteman u Mep-
petT (Stehmann, Merrett, 2001) orMe4anu, 4To OHA B
1ICJIOM COOTBETCTBYET TAKOBOM B3POCJIBLIX OCOOEI, HO
y IIEPBBIX OKpacKa JopCajbHOI M BEHTPaJIbHOM CTO-
POH OTJIMYAIOTCS CUJIbHEE B CPABHEHUM C ITOCIETH-
Mu. [Ipu 53TOM Yy 9MOPUOHOB HUXKHSISI TIOBEPXHOCTD
OKpallleHa 3aMeTHO TeMHee, B TO BpeM:sI KaK y B3pOcC-
JIBIX pa3JIM4usl OKpACKM JOPCAJIbHOM U BEHTPaIbHOM’
CTOPOH BBIPaXHbI HE CTOJIb oTYeTNMBO. Hamm uc-
cJIeOBaHUSI OKPAacK! (PUKCHUPOBAHHBIX 3MOPHOHOB
He OOHApyXWIM 3aMETHBIX Pa3Iuduii MeXIy Iop-
caJIbHOM U BEHTpaJIbHOM CTOpOHAMM, OJHAKO OOHa-
PYXWIY JOIIOJHUTEIbHBIE 0COOEHHOCTH MOCJIETHEI,
Ha KOTOpbIE HE ObUIO OOpAIlleHO BHUMAHUS paHEe U
KOTOPBIE OTCYTCTBYIOT Y B3POCJIBIX OCOOEIA.

OO0 O0COOEHHOCTSIX OKpaCcKM CpeIHepa3MEpPHBIX
ckaToB PuyapacoHa (HEOJIOBO3pENbIX U CO3peBalo-
IIUX) IO CUX MOp CBeAeHUsT oTcyTcTBoBaiu. Ilomy-
YyeHHBIe HaMM JaHHBIE TI0 OKpacKe cpemHepasMep-
HBIX CKaTOB PI/I‘IapﬂCOHa SBHAYUTCIIBHO OOITOJHAOT
MMeEIOIIMEeCs CBEIEHUS U ITO3BOJISIIOT MPOCIEIUThH
OHTOTeHETUYECKIE U3MEHEHUS OKPACKU paccMaTpr-
BaeMOI0 BH/a B ITOJITHOM OOBbEMeE.

CeneHuil 00 OKpacKe B3POCJIBIX ITOJI0BO3PEJIbIX
ocobeit ckata Puuapacona B onmy0OJIMKOBaHHOM JIUTe-
patype nmocratouHo (Garrick, 1961; Forster, 1965;
Tempelman, 1973a; Sulak et al., 2009; Ebert, Steh-
mann, 2013). OcHOBHAasI OKpacKa 10pCajlbHOM CTOPO-
HBI, COIIACHO HAIIIMM NaHHBIM, NPUHIMIINAJIBHO
HUYEM He OTJIMYaliach OT orrcaHHoi paHee (Garrick,
1961; Forster, 1965; Tempelman, 1973a; Sulak et al.,
2009; Ebert, Stehmann, 2013). Hannune Ha gopcaib-

OHTOTEHE3 Ne 1
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HOM CTOpOHE HeOOJIbIINX CBET/ILIX TOYEK VI IISITEH,
a TaKXe TeMHOM KalMbl Ha Kpasx JMCKA U HUKHUX
JIOTIacTSIX V OTMe4YeHBI 1 HaMU Y OOJIBIIMHCTBA IIPO-
aHaJIM3UPOBAaHHBIX 0CO0OCH, 32 UCKIIIOUEHUEM CaMKU
mmuHoit 110 cm (Ne 22) m3 Box KaHapckux o-BoB
(Brito et al., 1998). O HaiMunu GeIbIX Y4aCTKOB BO-
KpyT pTa 1 HO3Apeit coobIaan MHOTHEe aBTOpPHI (Gar-
rick, 1961; Forster, 1965; Tempelman, 1973b). Hamm
JJaHHbIE B OTHOILLIEHMU KPYIHBIX CKATOB MOJHOCTBIO
COOTBETCTBYIOT YKa3aHHBIM HAOJIOACHUSIM.

PesynbTarsl IpoBeaeHHOTO HAMM aHaIM3a O3B0~
JISTIOT CYIIIECTBEHHO YTOUHUTH OTHAEIbHBIE OCOOCHHO-
CTH OKPACKHM BeTpaIbHOI MOBEPXHOCTU KPYITHBIX DK~
3eMIUISIpOoB ckKara Puyapacona. Hanwuwme O6enoro
y49acTKa y OCHOBAHMSI XBOCTAa OTMEUYEHO ILICJIBIM PsI-
nmom aBTropoB (Garrick, 1961; Forster, 1965; Tempel-
man, 1973b; Sulak et al., 2009; Ebert, Stehmann,
2013). OgHako IpH 3TOM OHH aBTOPHI YKa3bIBAIOT HA
HaJimyre 0ejI0ro yyacTka y OCHOBaHUSI XBOCTa, ApY-
rve — Ha Haju4due OeJIbIX IMoJIoC (IISITEH) Ha XBOCTE.
[1o HammM maHHBIM, 00a YKa3aHHBIX IIpU3HaKa Cle-
JIyeT paccMaTpMBaTh KakK He3aBUCHMbIe. Hannuue
0eJIOro y4acTKa y OCHOBaHHUS XBOCTa XapaKTEPHO He
JIJIST BCEX KPYITHBIX CKATOB, IIOCKOJIBKY OH HE OOHapy-
XeH y ocobeit qiauHoi 106—127 cm (Ne 21, 23—-24), a
OeJIble MITHA Ha XBOCTE 3apEeTUCTPUPOBAHEI IPEUMY-
LIECTBEHHO Y MOJIOABIX 3K3eMILISIPOB.

Hamrane nsiTHA y BXoJa B KJTOAKy paHee oTMeda-
Jock psaom aBtopoB (Garrick, 1961; Forster, 1965;
Tempelman, 1973b). CornacHo HallUM JaHHBIM,
MaHHBIN TIPU3HAK XapaKTepeH TSI OKpPacK!W BCeX
KPYITHBIX CKaTOB pacCMaTpMBaEeMOTO BUIA.

Eile onuH npu3HaK, KOTOPBIM XapaKTepeH s
OKpAacCKM B3POCIbIX cKaToB PuuapacoHa — Haauuue
6ertoro yuactka mexxay Pu V (Garrick, 1961; Tempel-
man, 1973b). 1o HamuM JaHHBIM, TAaHHBIN TTPU3HAK
OTCYTCTBOBaJ y camia minHoii 113 cm (Ne 23) u cam-
KM auHoi 146 cM (Ne 28).

Hexoropele aBtopnl (Sulak et al., 2009; Ebert,
Stehmann, 2013) oGpaimiaior BHUMaHuE Ha HaJIU4ue
OenbIX y4acTKOB Ha HMXKHHUX JionacTtsax V. Cpeamn
KPYITHBIX 0CO0eil, M3y4YeHHBIX HAMU, MaHHBIA ITpU-
3HAK OTYTCTBOBaJI TOJBKO y caMKM urmHOM 101 cm
(Ne 19) u camua puHoit 113 cm (Ne 23).

Ha nanuuue GebIX y4acTKOB BOKPYT >KaOepHBIX
1iesieil, KOTopble Ha MPUBEICHHBIX U300paKeHUSIX
MPaKTUYECKU HE BUIHBI, YKa3blBaJIi HEMHOT'ME aBTO-
pbl (Garrick, 1961; Tempelman, 1973b). Tonbko Ha
pucyHke rogoruma (Garrick, 1961) oT4e TIUBO BUIHBI
y3Kue Oelible y4aCTKU BOKPYT >KabepHBIX OTBEPCTUI.
Hammmu ucciienoBaHUSIMM HaJIMUUEe OeJIbIX y4acT-
KOB BOKpYI »aOepHbIX Ilejeil y ucclieMOBaHHBIX
KPYMHBIX 9K3€MIUISIPOB HE BbISIBJICHO.

Eme omHMM mpu3HAKOM, XapaKTEepHBIM IUIS
KPYIHBIX CaMIIOB ckaTta PumuapncoHa, SBasioTcst Oe-
JIble BeplurHbI nTepurononues (Tempelman, 1973b).
Hamm mccnenoBaHus moKasaiu, YTO HJaHHBINA MpHU-
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3HaK XOPOIIO BbIpaKeH Y KPYIMHbIX (JUIMHOI CBBIIIIE
84 cM) camI1IOB.

IMocmenHuit MprU3HaK OKPACKHM KPYITHBIX OCOOEHA,
KOTOpPBIf YITIOMUHAETCS B OMMyOJIMKOBaHHOI TUTEepa-
Type, 3TO CBETJIBIE YYaCTKU, PACIIOJIOXKEHHEIE
BIOJIb cpenuHHON auHuM Teja (Sulak et al., 2009;
Ebert, Stehmann, 2013). Uto u3 cebs1 nmpeacTaBiisiioT
JIaHHbIE Y9aCTKU, B YKa3aHHBIX UICTOYHUKAX HE 00b-
scHsieTcs. MBI mpenmojiaraeM, 4YTo pedb B JaHHOM
cliygae MOXET UATU O OeJIbIX ISITHAX Ha OpIOXe B LIEH-
TpaJbHOI YacTU AMCKA, KOTOPhIC, MO HAIIMM JaH-
HBIM, Y 0COO€ pa3IMIHON JJIMHBI MOTYT UMETh pa3-
HbI€ MECTOITOJIOXKEHWE U KOHdUTypauum (CM. BbI-
IIIe), a TAaKKe O OEIbIX y9aCTKaX Y OCHOBAHUS XBOCTA
U BOOJb HETO.

Takum oGpa3om, aHaINU3 AUTEPATYPHBIX U COO-
CTBEHHBIX JaHHBIX TOKAa3bIBAET, YTO OTAEIbHbBIC IPU-
3HAKM OKPacKM cKara PuyapacoHa COXpaHSIOTCS Y
HEro Ha MNPOTSXKE€HUU BCEro XXM3HEHHOIo LMKIAa U
NpaKTUYECKU HE 3aBUCST OT pa3Mmepa, MoJja, Iiyou-
HBI 1 paifoHa. K HUM OTHOCSTCS LIBET 00€UX CTOPOH
TeJla, HaJIMYMe CBETJIbIX TOYEK WU MSITEH Ha OOp-
CaJIbHOM MOBEPXHOCTU IMCKA, HAJTMUME TEMHOM Kari-
MBI Ha KPBUIbSIX U HIDKHUX JIONIACTAIX V' ¢ 06eux cTo-
pOH TeJa, OeIble Y9acTKHU BOKPYT pTa M HO3IPEHA.

IMpakTuuecku y Bcex ocodeit (7L > 24 cm) umeet-
csl Oesiblii y4acTOK y BxoJa B KJIOAKy, OTCYTCTBYS Y
JIMIb CAMbIX METKUX 3MOpHUoHOB (Ne 1-2). ¥V 6ob-
el 9acT ocobeit mMeeTcst 6enblil y9aCTOK Y OCHO-
BaHUSI XBOCTa, OTCYTCTBYSI Y HECKOJIBKUX CO3pEBAIO-
mux (NeNe 16—17) 1 momoBo3pensix (Ne 21, 23—24).
Cpenu HemoJIOBO3PEIBIX CKATOB, B OTJIMYHME OT dM-
OPMOHOB, TOSIBIISIOTCS 3K3eMIUIIpHI (Ne 5, 7, 11, 14),
V KOTOPBIX OTCYTCTBYET OCJIbIiT yaacTOK Mexkny Pu V,
YTO M3penKa OTMeYaeTCs TaKKe y CO3PEeBaIOIINX
(Ne 16) m monoBoapensix (Ne 23, 28) ckatoB. beibie
YYaCTKM Ha HIDKHMX JIOTIACTSIX V/ mcue3aloT y HelmoJIo-
Bo3peibix ocobeit TL > 69 cm (Ne 14—15), 9To oTMEUeHO
TakKe y 60JbIeii yactr co3peBatomux (Ne 16—17, 19)
OHOTrO MoJyioBo3peJioro ak3eMIuisspa (Ne 23). besbie
IISITHA Ha OpIoXe MCYe3aloT ¥ HEITOJIOBO3PETbIX 0CO-
6eit TL > 52 cM (uckmoueHre Ne 13 TL 63 cm) u He
00OHapy:KMBAIOTCS KakK cpeau co3penBarommx (Ne 17
TL 84 cM), TaK ¥ MOJIOBO3pEIbIX CKAaTOB. besbie msaT-
Ha Ha XBOCTE XapaKTePHBI TOJIbKO TSI MOJIOABIX 9K~
3eMIUISIPOB, OHM Mc4ue3arot mpu 7L > 55 cM u He oT-
MEUYaIOTCS Y CO3PEBAIOIINX U TTOJIOBO3PEIIBIX 0cobeit
(ucximrouenne Ne 14 TL 69 cm). Hammame OGembix
YYaCTKOB Ha TITEPUTOMOINIX XapaKTePHBI LTSI 6OJTb-
LIIMHCTBA U3YYEHHBIX CAMLIOB 34 UCKJIIIOYEHUEM IBYX
HemosioBo3dpebix (Ne 10, 14) u onHOrO co3peBarole-
ro (Ne 16) sk3zeMIisspoB. Ha mpoTsskeHUM KM3HEH-
HOTO IIMKJa JaHHBIA TPU3HAK TIOABEPKEH CyIle-
CTBECHHBIM U3MEHEHUSIM: €CJIV Y SMOPHUOHOB M HETTO-
JIOBO3PEJIBIX CaMIIOB BEHTpalbHAsI ITOBEPXHOCTH
MITEPUTONIOINEB IIEJIMKOM CBETJIasi, TO Y Co3peBalo-
X ¥ TTOJOBO3PEIbIi SK3EMITIIPOB OKpaIlleHHBIMHI
CBETJIO OCTAIOTCS TOJBKO BEPIITMHBI IITEPUTOTIOIUEB.
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B uemoMm, mo okpacke caMIlbl M CaMKHM cKaTa
Puyapncona nmpuHLIUATIMAIBHO APYT OT Ipyra He OT-
Juvanuch. OJHAKO MOXHO BBIIEJUTH YEThIpe TIPU-
3HaKa, M0 KOTOPBIM OKpacKa 0cobeil pa3HbIX MOJIOB
“MeJia 3aMeTHBIE pa3Inuus: OeJIblii y4acTOK Y OCHO-
BaHus xBocTa (92.9% y caMoxk npoTuB 66.7% y cam-
1OB), Oelblii yyacTok mexny P u V (78.6% nporus
66.7%), Oenblii ydacTOK Ha HWXHHUX Jionactsax V
(85.8% npotuBs 66.7) u 6Genoe naTHO Ha Oproxe (42.9%
potuB 33.3%). CiaenyeT OTMETUTD, UTO paccMaTpy-
BaeMble YeThIpe TpU3HaKa y 0COOei pa3HbIX IMOJIOB
MNPOSIBJISUIUCH T10-pa3HOMY. Eciiu Genblit ydacTokK y
OCHOBAHUSI XBOCTA UMEJICS Y BCEX caMOK (MCKITIoUe-
Hue Ne 21 TL 106 cm), TO OH HE OTMEUEH Y BCeX KPYIT-
HbIX cam1ioB TL > 78 cMm (uckimouenue Ne 25 TL 130 cm).
IIpaktuyecku y Bce KpynHble camku 1L > 103 cm
MMeJIM Oeble YJYacTKU Ha HIDKHUX JIomacTsx V (6e3
UcKoueHus ) u Mmexnay Pu V (uckmouyeHue Ne 28 T1L
146 cM), B TO BpeMs Kak y 60Jiee MOJOBUHBI KPYITHBIX
cammoB TL > 55 cm (57.1%) 3T™v IpU3HaKU HE ObLIU
BbIpakeHbl. Hanuyue GesibIX MITeH Ha Oproxe oTMe-
YaJIOCh MPEUMYIIECTBEHHO CPEAU MOJIOABIX DK3EM-
MJISIpOB 000MX MOJIOB. MOXHO IIPEANOIOXNUTh, 4TO
OOHapyXeHHbIE pa3Inuusl B OKpacKe KPYMHBIX caM-
LIOB ¥ CAMOK, IMPU3BaHbI OOJIETYUThH MOUCK MOJI0BOTO
rMmapTHepa B YCIOBUSIX HU3KOM UYMCIIEHHOCTH BHUIA B
YCJIOBUSIX MTOJTHOTO OTCYTCTBUSI CBETA.

I[MpyHIUIIMAIBHBIX ~ Pa3IMYUMil  OCOOEHHOCTE
OKpacku ckata PuuapacoHa B 3aBUCUMOCTH OT TJTy-
OMHBI BBISIBUTH HE yIAI0Ch. M OXHO JIUIITb OTMETUTD,
YTO ®MOPUOHBI, ¥ KOTOPBLIX OTCYTCTBOBAJIM OcJbIe
YYaCTKM y BXOJla B KJI0aKy, OTMEUYEHBI JIMIb Ha TIIy-
ouHax <2000 m. BeposiTHO, 3TO CBSI3aHO C TE€M, UTO
NOJOOHBIX HAXOMOK Ha JAPYIrMX IIyOMHAX IMOKa HET.
Cpenu ckaTtoB, NOMMaHHBIX Ha 1youHe >2500 M, He
OTMEUEHO 0CO0€ii, Y KOTOPBIX OTCYTCTBOBAJ OEJIbIi
y4aCTOK Y OCHOBaHMS XBOCTa. bejble y4acTKu Ha
BEpIIMHAX MTEPUTONOIUEB UMENNChH Y BCEX CKATOB,
noiMaHHBIX Ha TmyomHax 2000—2500 M, B oTiimune
OT DK3EeMIUISIPOB ¢ OOIBIINX M MEHBIIMX ITyOuH. Ha-
JIMYME WJIM OTCYTCTBHE OCTaJIbHBIX M3YYEHHBIX TIPU-
3HAKOB OTMEUYEHO y 0cO0€ii HE 3aBUCHUMO OT IJTyOMHBI
nouMku. CKopee Bcero, oOHapy:XKeHHBIC pa3Inums
OKpacKHU Ha pa3HbIX NNIyOMHAX HOCSIT CJIy4allHbIN xa-
pakTep, ITIOCKOJIBKY Yy pacCMaTpHUBaeMOro BUIa, B OT-
JIM4Me OT JPYyrux DIyOOKOBOJIHBIX CKaTOB, HaIlpu-
Mep, ceBepo-TuxookeaHckux (Orlov et al., 2006b),
OHTOreHEeTUYECKME BepTUKAJIbHbIC MUTPALIIM HE BbI-
paskeHBbI, M pa3Mepbl 0COOEH ¢ TITyOMHOI HE CBSI3aHbI
(Orlov et al., 2006a).

I[MpuHOMIIMATIBHBIE pa3IUYMsI B OKpacKe cKaTa
Puuapncona B pasHbIX palfoHax He OOGHapyKEHHI.
TeMm He MeHee, IO HEKOTOPBLIM MPU3HAKAM OCOOU U3
Bon CAX n CBA paznnuamicek. Tak yactoTa BcTpeya-
€MOCTH COCTaBUJIa, COOTBETCTBeHHO, 71.4 u 88.9%
IJIst GeJIBIX YYacTKOB y OCHOBaHMs XBocTa, 64.3 u
77.8% — nnst 6enbix ydacTkoB mexay P u V, 64.3 n
88.9% — st GeITbIX y4aCTKOB Ha HYDKHUX JIOACTSIX V,
28.6 1 66.7% — nig GenbIX MSATeH Ha Opioxe, 28.6 u

77.8% — nna Genblx msATEH Ha xBocrte, 50 u 100% —
IUIT OeNbIX BepIIWH mTepurornonnueB. OOBICHUTH
MPUYUHBI OOHAPYXKEHHBIX reorpauyeckKux pasin-
yuii B oKpacke ocobeii ckara PuuapacoHa moka He
MpencTapisieTcss BO3MOXHbIM. OIHAKO WMMEIOTCS
cBeneHus1 o crieuuduke okpacku B Bogax CAX u
CBA u _apyrux riybOKOBOIHBIX CKAaTOB, HAallpUMeED,
ckata MeHcena Amblyraja jenseni, 6aegHOro ckara
Bathyraja pallida n cxkara KykyeBa Rajella kukujevi
(Orlov, Cotton, 2013, 2015; Orlov, 2014).

Oxkpacka CBeXXEBBIJIOBJIECHHBIX 1 (PMKCHUPOBAHHBIX
B (popmaimHe ocobeii ckata PuuyapacoHa HeCKOIBKO
pasziau4daeTcsi, XoTsd M He3HauuTtenabHo. [appuk (Gar-
rick, 1961) yka3sbIBaJi, uto nocie ¢pukcaunu B popma-
JIMHE OKpacKa 0co0eil CTAaHOBUTCSI HECKOJIBKO TeM-
Hee. TemrmmaH (Tempelman, 1973b) nonaran, yto
nocie (puKcalmu IoJI0BrMHA 0co0eil He MEHSIET CBOIO
OKpacKy, a y NHOJIOBUHBI CTAHOBUTCS TEeMHEE BEH-
TpajbHasl IIOBEPXHOCTb, 0OCOOEHHO MO KpasiM AMCKa.
Hamm pesynbTaThl moKa3aian, 4To nociae GUKcauu
MHTCHCUBHOCTh OKPACKM TOPCAJIbHOM M BEHTpPajlb-
HOM CTOPOH 3MOPHMOHOB IIPAaKTUYECKHM HE pa3jimya-
ercg. Hamm ncciaemoBanms IryOOKOBOIHBIX CEBEPO-
atmanTudeckux ckatoB (Orlov, Cotton, 2013, 2015;
Orlov, 2014; HacTosIIee COOOIIEHNE), OCHOBAaHHbIE
Ha M3YyYEeHUM KaK CBEXKEBBUIOBJIIEHHBIX, TaK U (DUK-
CUPOBaHHBIX 00pa3lioB, MOKA3bIBAIOT, YTO U TE, U
JIpyrye BIIOJIHE MPUTOOHEI IUISI aHajM3a OCOOCHHO-
CTel UX OKpPaCKM.

3AKJIIOYEHHME

IIpuBeneHHBIC B TaHHOI CTaThe M paHee OITyOJIi-
KOBaHHBIE CBEICHUS O HAJIWYMU BUOOCIIELIMpUYEC-
CKO OKpaCKH BEHTPaJIbHOM CTOPOHEI y TITyOOKOBOI-
HBIX CEBEPO-aTJIaHTUYECKUX CKATOB CTaBAT 3aKOHO-
MEPHLIIA BOIIPOC O €€ OMOJOTMYECKOM CMBEICTE Y
BUIOB, OOUTAIONINX B YCIIOBUSIX TTIEPMAHEHTHOTO OT-
cyTcTBUSA cBeTa. [1o HallleMy MHEHMIO, TaHHBINA de-
HOMEH SIBJISIETCSI 3BOIIOLMOHHBIM ITPUOOPETEHHUEM,
HaIlpaBJIEHHBIM Ha OOJIETUYEHME IIOMCKA ITOJOBOTO
MmapTHepa B YCJIOBUSX HM3KOW YUCIEHHOCTU. W3-
BECTHO, YTO CIAPUBAHUIO y PA3IMYHBIX BUIOB Hall-
otpsima Batoidea mpeniiiecTByeT HaruIbIBAHME OTHOTO
apTHepa Hall APYTUM C TTOCIENYIOIIMM 3aXBATOM CaM-
LIOM YeJTIOCTSIMM Kpast Kpbita camku (Tricas, 1980; Luer,
Gilbert, 1985; Yano et al., 1999; Chapman et al., 2003).
Kak mpoucxoaut mpoiiecc criapuBaHUsI y TJTyOOKO-
BOJIHBIX CKATOB, HEU3BECTHO, HO BpS JIU OH MPUH-
LUMHAATLHO OTIMYAeTCs OT OMWCAHHOTO BhIlIe. B
YCIIOBUSIX TIOJITHOM TEMHOTBI M1 HU3KOI YUCIEHHOCTHU
YCITEITHOCTh KaXXIOW MOIMBITKA CIapUBaHUsS UMEET
BBICOKOE 3HAaUCHUE IS BEDKUBaHUS BuAa. [1oaTomy
pPEeNPOAYKTUBHBIN YCIIEX BO MHOTOM 3aBUCUT OT KOP-
PEKTHOII BUIOBOM WASHTU(MUKALMU IapTHEpaMU
npyr npyra. BepositHo, Bumocnemuduieckmue oco-
OGEHHOCTH OKPACKH BEHTPAJIbHOM CTOPOHBI TeJIa TJTy-
GOKOBOJIHBIX CKATOB CJIYXKAT CBOCOOpa3HbIM MapKe-
pOM B CHCTeMe OIIO3HAaBaHUS “CBOM—YYKOM”, 4TO
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MO3BOJIIET TIOJOBBIM MapTHepaM Oe301IMO0YHO
OIPEAEATh HE TOJIbKO MPUHAIIEXHOCTh K OMHOMY
BUJYy, HO Y TOTOBHOCTb K CIlapuMBaHulo. JlaHHas ru-
MoTe3a BbI3bIBaeT 3aKOHOMEPHBII BOITPOC O TOM, Ka-
KUM 00pa3oM IMOJIOBbIE TAPTHEPHI Pa3INYaIOT PUCYHOK
Ha BEHTpaJIbHOU ToBepxHOCTU Teja? M3BecTHO, 4TO
pasmuuHble BUOBI cKaTooOpasHbIx (Rajiformes) cro-
COOHBI U3IaBaTh claboaneKTpudyecke curHabl (Bar-
onet al., 1992; bapoH, 1994; New, 1994; Sinceros et al.,
1998; Sinceros, Tricas, 2002), MCIOIB3YsI X B TOM YKC-
Je u g Toucka monoBoro maptHepa (Tricas et al.,
1995). MoxXHO TIpenrnojioXXnuTh, YTO U TITyOOKOBOI-
HbIe CKaThl B TTOMCKaX MOXOASIIETo 00beKTa IJIsI cria-
PUBaHUS UCIOJIb3YIOT AHAJIOTUYHBIN MEXaHU3M, KO-
TOPBII MO3BOJISIET UM pa3inyaTb OCOOEHHOCTU PHU-
CyHKa Ha BEHTpaJbHON cTOpoHe Teja. OOHAKO He
clielyeT UCKJII0YaTh U POJIb 3pEHNUS B 9TOM Mpoliecce,
MOCKOJIbKY HAJIMYME 3pUTEbHOTO ITIMTMEHTA B I1a3ax
ITyOOKOBOIHBIX BUAOB, BKJIOYasl ckata Puuapacona
(Douglas et al., 1995; Lisney et al., 2012), cBune-
TEJIBTCBYIOT O TOM, UTO OHO B 3KM3HM paccMaTpuBae-
MOTO BUJia UTpaeT He TOCJIEIHION POJb.

BJIATOJAPHOCTHA

ABTOpBI MCKpPEHHE IMPU3HATEIbHBI CBOMM KOJIJIeram
HNureapy bupuenany (Ingvar Byrkjedal, Zoological Muse-
um, University of Bergen, Bergen, Norway), IlaTpuky
Komnbemny u Po6epro Muryec (Patrick Campbell and
Roberto Miguez, British Museum of Natural History, Lon-
don, Great Britain), Bepaapy Cepe u Pomany Kocce (Ber-
nard Séret and Romain Causse, Museum National d’His-
toire Naturelle, Paris, France), koTopble caefanu BO3MOX-
HBIM HCCJIeOBaHWE KOJUICKIIMOHHBIX MAaTepuajoB |
MPEAOCTaBWIM JJISI 9TOTO TOMEIIeHUsI U 000pyIOBaHUE.
Yapin3 KorToH (Charles Cotton, Savannah State Universi-
ty, Savannah, USA) oka3a ITOMOIIIb B U3MEPEHUSIX DK3EM-
mwisipoB ZMUB. I'ym Menesec (Gui Menezes, Departa-
mento de Oceanografia e Pescas, Universidade dos Acores,
Horta, Portugal) npenocraBui oTorpaduu 3K3eMILISIpOB
13 BoA A30pCKUX 0-BOB. BceM mepeuncieHHbIM KoJuleraM
aBTOPbI BbIpaXaroT NIyOOKYI0 Oj1aronapHoCTh. Takxke oHU
GyraromapHbl aHOHMMHBIM pelleH3eHTaM 3a IIeHHbIE 3aMe-
YaHUS U TIPENJIOKEHUsI, KOTOPbIE TTO3BOJIWIIM CYIIIECTBEH -
HO YJIYYIIIUTh KAY€CTBO CTAThU.

OMHAHCUPOBAHUE PABOThI

INonroroBka naHHOIT pabOTHI BBHIIIOJHEHA B paMKax rocy-
JapcTBeHHOro 3amaHusi MuHoOopHayku Pd® Ne 0128-2021-
0008.

COBIIOJEHUE 5TUYECKUX CTAHOAPTOB

Bce mpuMeHMMBIE MeXAyHAapOIHbIE, HAllMOHAJILHEIE
WU/WIA MHCTUTYLMOHAIbHBIE TTPUHLIMIBI UCITOJIb30BaHUS
KMBOTHBIX B 3KCIIEPUMEHTAX U YCJIOBMSI yXOJa 3a HUMU
OBLJIN COOJIIOAEHHBI.
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KOH®JIUKT MHTEPECOB

ABTODBI 3aIBJISIOT, YTO KaKOU-1100 KOHMIUKT UHTE-
pPECOB OTCYTCTBYET.

MH®OPMALIMA O BKIIAAE ABTOPOB
OpJoB A.M.: cOop NepBUYHBIX JaHHBIX, (hopMUpOBa-
HUe 6a3bl JaHHBIX, GOPMYIMPOBaHKWE UIEU, HAITMCAaHUE
pykormucu; PabazanoB H.M.: paspaborka MeTOOUKU
006pabOTKM TAHHBIX, WHTEPIPETALUS
penaktupoBaHue pykomnucH; Hukndopos A.W.: ananus

pe3yIbTaToB,

NMIAaHHBIX, TIOATOTOBKA M PEIaKTUPOBaHWE WJUTIOCTPALIMiA,
penakTUpoBaHUe PyKONUCHU. Bce aBTOpBI ydacTBOBAJIM B
00CYXXIIeHUH pe3yTbTaToOB.
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Ontogenetic Changes in Coloration of Rare Deepwater Richardson’s Ray
Bathyraja richardsoni (Arhynchobatidae, Rajiformes, Chondrichthyes)

A. M. Orlov'-% *, N. 1. Rabazanov* 5, and A. 1. Nikiforov’
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of the Russian Federation (MGIMO), Moscow, Russia
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The coloration features of the dorsal and ventral surfaces of the rare deep-sea Richardson’s ray Bathyraja
richardsoni (Arhynchobatidae) within the length range from 14 to 146 cm are studied and its ontogenetic
changes are described. New data on the coloration of embryos, immature, maturing and sexually mature in-
dividuals are presented. It is shown that the coloration variations of the dorsal surface are insignificant, while
the coloration of the ventral surface can vary significantly. The obtained data can be used in taxonomic and
population studies, in the development of identification of species, in the preparation of faunistic overviews
and regional guides, to facilitate the understanding of the features of coloration and its changes in deep-sea
animals living in permanent darkness, as well as to expand knowledge about certain aspects of macro-and mi-
croevolution of deep-water skates.

Keywords: Richardson’s ray Bathjyraja richardsoni, coloration, ontogenetic changes, deep-water skates,
North Atlantic

OHTOI'EHE3 TtomM 53 Nel 2022



OHTOTEHES3, 2022, mom 53, Ne 1, ¢. 4657

MOJIEKYJIAPHAA BUOJIOTI'A PASBUTUA

YIK 577.152.34

KAKHNM OBPA30OM PA3BUTUE TOHKOI'O KNIITEYHUNKA KPbICbI
CBA3AHO C USMEHEHUAMM B IIVJIE IIPOTEACOM?

© 2022 r. H. C. Kapnos“, I1. A. Epoxos®, H. II. IIlaposa® *, T. M. AcraxoBa®

‘PI'bYH Hucmumym 6uonoeuu pazéumus um. H. K. Koavyosa PAH, ya. Basunosa, 26, Mockea, 119334 Poccus
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IMoctynuna B pegakuuio 19.07.2021 r.

IMocne nopa6orku 04.08.2021 .
[Mpunsara k nyonukauuu 11.08.2021 r.

Llenp HacTosIIIEH pabOTHl — UCCIenOBaTh, KAKUM 0Opa30M pa3InyHbIe MEPHOIbI PAHHETO PA3BUTUST TOH-
KOro KMIIIeYHMKAa KPBICHI CBSI3aHbI C UBMEHEHUSIMU B ITyJie TpoTeacoM. [lokazaHo, 4To K 21-mMy aMOpuo-
HajmbHOMY AHIO (D21) 1 1o 30-ro mHs rmoctHaTtanbHOro pa3suTus (I130) Ha hoHe TOCTOSTHHOTO KOJIMYeCTBa
MPOTEacCOM U3MEHSIETCS UX XUMOTPUIICUHITONOOHAS M Kacna3anono0Has akTUBHOCTD, IIPOSIBIIsieMast CyOb-
enmauamu 5 + LMP7 u 31 + LMP2 cooTBETCTBEHHO, a TAKKe MHANBUIYAIbHAS AKTUBHOCTD UMMYHHBIX
cyobenuuull LMP7 u LMP2. I1pryeM BbISIBJIEHBI KaK CXOTHbBIE XapaKTePUCTUKH, TaK 1 Pa3M4us B IMHA-
MMKE 3TUX TUIIOB aKTUBHOCTH. CXOICTBO MPOSIBIISIETCST B ciemytolieM. Bo-TiepBbIX, BCs MCClIeI0BaHHAsT
aKTHBHOCTb 3HAUYMTEJILHO MOBHILIaeTcs mocie D18 u nocturaer Mmakcumyma Ha [15—I115. Bt uameHeHust
COOTBETCTBYIOT MEPUOY YCKOPEHHOTO pOCTa KUIIIEYHUKA, 3aCeJIEHUsT eT0 MUKPOOMOTOM, pa3BUTHS alar-
TAallMOHHBIX MTPOLECCOB U MUIIEBAPUTEbHON U UMMYHHOU (yHKIIUI. BO-BTOPBIX, CXOACTBO 3aKJI04aeTCs
B YMEHBIIIEHU U BCEX MCCIIEIOBAHHBIX TUITOB akKTUBHOCTU K [122. PasHuiia kacaetcs cieaylomero. Bo-mep-
BBIX, XUMOTpUIICUHITION0o0Hasd 1 LMP7 aktuBHocTh nmagaet K I122 B CyllleCTBEHHO MEHbILIE CTEIIeHU 110
CcpaBHEHUIO ¢ Kacma3anonobHoit 1 LMP2 aktuBHocThI0. Bo-BTOpHhIX, K [130 (ITepron u3onsiuym oT MaTe-
pH) TOJBKO XUMOTpUNICUHITONO00Hass 1 LMP7 akTUBHOCTh BHOBB BO3pacTaeT 10 MaKCUMAaJIbHBIX YPOBHEI,
YTO yKa3bIBaeT Ha BOBMOXKHYIO €€ pOJIb B alanTalluy K BHEITHeMY TUTaHuI0. [Tepron moBBIIIEHUS] aKTHB-
HOCTH COMPOBOXIAICS yBETMUCHUEM 101 akThBaTtopa PA280/3 1 UMMYHHBIX TPOTEACOM C CYyObeAMHUIIA-
mu LMP7 n/umu LMP2 B o01mieMm npoteacoMmHoMm Iryie. Hanboiiee 3HaYMMEBI “CKav40K” B coOmep-KaHUN
MMMYHHBIX CyObEeIMHUI] B TOHKOM KUIlIeuHUKe BbIsiBIeH Ha D21 u I10 (1eHb poxaeHus1, uBMEHEeHHe yCI0-
BUii TuTaHust). TakuM o6pa3oM, TOMOJTHUTEIbHAsE HapaboTKa UMMYHHBIX ITPOTEACOM MOXET ObITh OMHUM
u3 ¢$HakTOpoB, CIIOCOOCTBYIOIINX CYLIECTBEHHOMY MOBBIIIEHNIO aKTUBHOCTH B MEPUHATAIbHbBII MEPUOI.
HanbHeiiee pazputue ToHKoTo KuieyHuka ¢ [11 mo 130 conpoBoxknanock MeHee 3HAaYUTEIbHBIM YBETU-
YEeHUEM COAEepXaHUs MMMYHHBIX cyObenuHUl. Bce uccineqoBaHHbIE TUIIBI aKTUBHOCTH U KOJUYECTBO
CyOBeNHUII IPOTEACOM M aKTMBAaTOPOB B mepeoMHbIe repuonsl (D21, 10, I130) He 3aBucenun ot mona
KpbIC. AKTUBHOCTh UMMYHHBIX CyOBEIMHULL I€TEKTUPOBAHA B HECKOJIbKUX (popmax npoteacom, 20S-198S,
20S-PA280f 1 20S, pasnuyaromnxcsl HATMIUEM WJIM OTCYTCTBMEM TOTO MJIM MHOTO aKTMBaropa. MOXHO
roJjiaraTh, YTO MHOXECTBEHHbIE (HDOPMbI UMMYHHBIX IMPOTEACOM 00Pa3yIoT OMOJIOTHYECKN aKTUBHBIE TIETT-
TUIBI B HECKOJILKO 3TaroB. [To-Buanmomy, riporeacombl 20S-19S, copepxkaliyie UMMYHHbBIE CYyObETUHM -
1IbI, HA TIEPBOM 3Talle MPOAYIIMPYIOT U3 MOJHOPA3ZMEPHBIX YOUKBUTUHUPOBAHHBIX OETKOB MOJIUITEHTHIbI
MEHBIIETO pa3Mepa Co CITEUMUIECKON CTPYKTYpOii, KOTOphle ciyxkar cyocrparamu mist 20S-PA28a
u/vnu 20S nporeacoMm. [TocnenHue Ha 3aKJIIOYMTEILHOM 3Talle, BEpOSTHO, 00pa3yloT NeNTHUIbI, HEMOCPe/ -
CTBEHHO YYaCTBYIOIIHME B MEXKKIIETOYHBIX B3aMMOICICTBUSIX U pPa3BUTUN UMMYHHOM (DYHKIINH, a TAaKXKe B
afanTaiy K MUKpOOHUOTE U U3MEHSTIOIIMMCS YCIOBUSIM TTUTAHMUSI.

Knroueswie cr06a: akTHUBHOCTD IIporeaCcoM, UMMYHHBIC ITPOT€AaCOMbI, aKTUBATOPLbI IIPOTCACOM, TOHKUM KU-
MEYHUK, paHHI/Iﬁ OHTOI'€HE3, KpbICa
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BBEAEHUE

MccnenoBaHue MOJIEKYJISIDHBIX MEXaHU3MOB pa3-
BUTHUSI OPTaHOB MJICKOIIMTAIOIINX SIBJISIETCSI aKTyaJlb-
HOIT 3amaueii coBpeMeHHOU Omomormm. Perrenue
9TOI 3aJa4yu MePCIEKTUBHO HE TOJBKO IS (hyHIa-
MEHTaJILHOM HAayKM, HO U IJI BBISIBIACHUSI TPUYUH
BO3HMKHOBEHUSI Pa3IMYHBIX mNaTtoJoruii (Sassin,

46

2018, 2020). B cBs3u ¢ 3TUM Bce 00j1ee BaXKHBIM CTa-
HOBUTCSI M3yJYeHWE TOHKHMX MEXaHW3MOB (DYHKITMO-
HUPOBAHUS ITPOTEACOM, MYJIBTUCYOBETMHUIHBIX TIPO-
Teas, YJacTBYIOIIMX B TOMICPKaHUHM TOMeocTa3a Oel-
KOB M PETYIMPYIONINX MHOTOYMCIIEHHBIE KJIETOUHBIC
npoiecchl. [Iporeacombl 00pa3yloT OMOJIOTMYECKH aK-
TUBHBIEC TIENTHIbI, TUIPOINU3YIOT (haKTOPHI pOCTa, pe-
IIETITOPHI, TPAHCKPUTIITMOHHBIE (haKTOPhI, KOMITOHEH-
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TBI CUTHAJILHBIX ITyTeli 1 Apyrue 0enku (Abramova et al.,
2002; Spirina et al., 2013; Kondakova et al., 2020).
MHoroo6pa3ue (pyHKIMA MpoTeacoM obecreynBa-
eTcsl MHOXXECTBEHHOCTBIO UX (DOpM, OCHOBaHHOI Ha
CTPYKTYPHBIX Pa3IMUMSIX U CIocobax TUAPOIM3a
OeNKOoB.

Haumensbiireit hyHKIIMOHATBHOM CTPYKTYPOU SIB-
nsieTcest 20S KopoBasi cydbJacTuiia IIpoTeacomM, JOCTYII
B KOTOPYIO IJIsT OETKOBBIX CYyOCTPaTOB, KaK IPaBUJIO,
3a010KpoBaH. TeMm He MeHee, 20S cybuacTuiia cama
mo cebe CIIocoOHA YTWIM3UPOBAaTh OEJIKM, MOBpe-
XKIEHHbIE OKHUCIUTEIbHBIM CTPECCOM, U PSII MHBIX
o6enkoB (Davies, Shringarpure, 2006; Voigt et al.,
2007; Raynes et al., 2016). [IpoHnkHOBeHUE GOIb-
IIIMHCTBA OEJIKOB B IMPOTEOJIUTUUECKYIO KaMepy Mpo-
TeacoM obecrieunBatot aktTuBatopsl 19S5 (PA700), 11S
(PA280f3, PA28y), PA200, oGpasyiolne KpyIHbIC
KOMITJIEKCHI mpu coeaguHeHuun ¢ 20S cyOuacTuiieit
(Tanaka, 2009; Stadtmueller, Hill, 2011; Kish-Trier,
Hill, 2013). AktuBatop 19S crioco6eH pacrno3HaBaTh,
3axXBaTbhIBaTh M IIPOITYCKaTh B IIPOTEOJUTUYECKYIO
Kamepy OelKM, MeYeHHbIe YOUKBUTUHOBOU LIETIOU-
KOI, 3a cyeT cBoeit MHOTO(YHKIIMOHAILHON MYJib-
TUCYOBbEIMHUYHON CTPYKTYpHI. B oTiuuune ot akTu-
BaTopa 19S, peryastopsl 11S u PA200, kak nipaBuJio,
He MIPOMYCKAIOT B IIPOTCOJUTUIYECKYIO KaMepy I10JI-
HOpa3MepHble YOMKBUTUHUPOBAHHBIE OCIKM, HO OT-
KPBIBAIOT BXO[I, JJ1sI TOJIUTIETITUAOB CPEIHETO U MaJjlo-
ro pa3MepoB 0e3 MpeaBapUTEIbHOIO MX YOUKBUTU-
HUPOBAHMSI.

ITo Habopy MpPOTCONMUTUIESCKU AKTUBHBIX CyOh-
eIUHUIL My TIPOTeacoM MOXKXHO pas3leuTh Ha KOH-
CTUTYTUBHbIE MPOTEACOMbI WJIM TIPOTEACOMBI “J0-
MAaIlIHero XO3dicTBa”, coaepxKaline CyObeTMHUIILI
B1, B2 u B5, u HECKOIBKO CYOTUITOB MMMYHHBIX TPO-
TeacoM, BCTpauMBalOlIMX UMMYHHbIE CYObEeAWHUIIbI
LMP2 (Bli), LMP10 (MECLI, B2i) u LMP7 (pB5i)
BMECTO KOHCTUTYTUBHBIX CyObENUHUILL TUOO MOTHO-
CTBIO, INOO B pa3IMYHBIX codyeTaHusIXx ¢ HUMuU (Gro-
ettrup et al., 1997; Griffin et al., 1998; Guillaume et al.,
2010; Dahlmann, 2016). KoHCTUTYTUBHBIE CyObeaN-
Hutibl B1, B2 1 S MPOSIBISIIOT COOTBETCTBEHHO Kac-
na3zarnono6nyo (KII), TpuncuHnogno0Hy0 U XMMOT-
puncuHnogoonyto (XTII) akTUBHOCTB, TIpU 3aMeHE
KOHCTUTYTUBHBIX CYObEIUHUILL HA UMMYHHBbI€ YBEJIM-
yuBaetrcd XTI u TpurncuHIionoOHass aKTUBHOCTh M
yMeHbinaercss KIT aktuBHocTh. Eciu ocHoBHas
(YHKIIMSI KOHCTUTYTMBHBIX TPOTEACOM 3aKJTI0OYaETCs
B BBIITOJTHEHUM pYTUHHOTO OEJIKOBOTO OOMeHAa 1 yCTpa-
HEHUM TTOBPEKACHHBIX OEJIKOB, TO UMMYHHBIE IIPOTEa-
COMBI, 00pa3ys crnenududeckue NenTUuabl, peryjaupy-
10T pa3BUTHE U MOJABJIEHUE UMMYHHBIX peaKiIvii, Kje-
TOYHYIO TIpoiudepaluio, aJanTUBHBIE IPOLIECCHI
(Caudill et al., 2006; Sharova, 2006; Tanaka, 2009;
Lyupina et al., 2013; Erokhov et al., 2017; Astakhova
et al., 2019).

I/IMMYHHLIC IpoT€aCOMbI HACTOJIBKO Ba>KHbI OJIA
pasBuUTHA OpraHnui3Ma, 4To O6pa30BaHI/IC X HAYNHa-
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eTCs1 yKe B 9MOPMOHAJILHEIN ITepuo B TUMYCE, celie-
3eHKe, medeHu (Melnikova et al., 2008; Sharova et al.,
2009; Melnikova et al., 2010; Karpova et al., 2013).
JvHaMuKa 3KCIpPEecCMd HMMMYHHBIX IIPpOTEacoM B
Pa3BUTUU 3TUX OPTaHOB pa3IndHa, YTO OOYCIOBIECHO
pa3HULIE B UX KJIETOYHOM COCTaBe U (yHKIIMSIX. B TH-
MyCe KPBICHI 9KCIIPECCHSI UMMYHHBIX ITPOTEACOM BHI-
XOJIMT Ha MAaKCMMAaJIbHBIN YPOBEHb yKe Ha 21-i1 oMOpu-
OHAJIbHBIN JEHDb B CBSA3U C O6CCH6‘{CHI/ICM NMUN HAYNHA-
IOIIIETOCSI B 3TOT MEepHo Ipolecca OTpULlaTeIbHOM
cenekuu TumonutoB (Melnikova et al., 2008, 2010).
B pa3BuBaroIuxcs ceje3eHKe 1 IeYeHU KPbIChI ypO-
BE€Hb UMMYHHBIX IPOTEACOM YBEJIMYMBACTCSI B TEUEC-
HUE TpeX MOCTHATaJIbHBIX Henelb. B cene3eHke aToT
MPOLIECC OCYIIECTBIISIETCSI MOCIEA0BATEILHO B TeC-
HOM CBSI3U C ITOCTENEHHBIM (DOPMUPOBAHUEM OeI0i
MMyJIbIbl. B meyeHn HapacTaHue 3KCIIPECCUM UMMYH-
HBIX MPOTEacOM HOCUT BOJHOOOpPA3HBIN XapakTep:
IepBasl BOJIHA COBIIafaeT ¢ (pyHKIMOHMPOBAHUEM
MEYCeHU KaK IepPBUYHOro JUM@OMIHOIO OpraHa, a
BTOpasa — C 3KCHpCCCMCﬁ NMMYHHBIX ITpOT€aCoOM B
rermatouutax (Sharova et al., 2009; Karpova et al.,
2013). OyeBUAHO, YTO HMU3KOE KOJMYECTBO MMMYH-
HBIX ITPOT€ACOM B Ir€riarouuTax B II€PBLIC IBC ITOCT-
HaTaJIbHblE HEJeNIMd HECIIOCOOHO o0ecIeyuTh 3(P-
¢deKTUBHOE O0Opa3oBaHWE AHTUTEHHBIX SITUTOIIOB
JUJTST MOJIEKYJT TJIaBHOTO KOMILIEKCa TUCTOCOBMECTH-
MOCTH Kiiacca | B cirydyae MHGULMPOBAHWS M MHULIAM -
poBaTh TIOJIHOIEHHBLI MMMYHHBINA OoTBeT. CorylacHoO
IMOJIY4YE€HHbBIM JaHHBbIM, TaKoi OTBET BO3MOXKEH Ha TpE-
Theli IIOCTHATAJILHOI Heflesle, KOrIa, BO-IIEPBHIX, Tella-
TOLIMTHI YK€ 00/1a1af0T 0a30BBIM YPOBHEM UMMYHHBIX
MPOTEeacoM U, BO-BTOPBIX, CHOpMUPOBaHa Oesiasi MMyJib-
ra ceJIe3eHKU KJIeTKaMW MMMYHHOM CHUCTEMbI, oOora-
IMIEeHHBIMM MMMYHHBIMU IIpoTeacoMaMu. HauwmHast ¢
3TOTO MEPUOIA KIIETKU TTIeYeHU CITOCOOHBI CUTHAJTU31 -
poBaTh UMMYHHOM CUCTEME O CUHTE3€ UMM YyXKE PO -
HBIX OCJIKOB, a KJIETKM Oe€JIOil ITyJIbIBl CEIe3CHKU
CIIOCOOHEBI pearupoBaTh Ha 3TU CUTHAJIBI.

HecmoTtps Ha MOCTUTHYTBIEC YCITEXW B BHISIBICHUT
IMPOTEACOMHBIX MEXaHM3MOB Pa3BUTHUS psima opra-
HOB, HE M3Y4YeH IIyJl TIpOTeacoM, BKJIIOUAIOIINI pa3-
JIMIHBIE CTPYKTYpHBIE (POPMBI, B SMOPUOHATEHOM M
paHHEM TTOCTHATaJTbHOM OHTOTEHe3€¢ KHIIETHHNKA,
BBITIOJTHSIIONIETO BakHelle (pyHKIIMU He TOJBKO B
MUIIIeBapeHNH, HO 1 B UMMYHHBIX polteccax. Llenn
HaCTOSIIe pabOTHI — MCCIENOBATh, KAKMM 00pa3oM
pa3IuyHbIE TMEPUObl PAHHETO Pa3BUTHUS TOHKOTO
KHIIEIHUKA KPBICH CBSI3aHbI C U3MEHEHHUSIMU B TTyJIe
IIPOTEAaCOM.

MATEPHAJIBI 1 METO/J bl

2KupotHbie. PaOOTY BEITTOTHST HA KpBICax ITOPO-
Ibl BucTtap B cooTBeTCTBUU ¢ moyioxkeHnsIMu Komuic-
cuu 110 6uostuke ®I'BYH MHctutyra 6nomornm pas-
putus nM. H.K. Koneosa PAH. [Insg uccnenoBanms
HCITOJIB30BAJTU LBl KUIIIEYHUK IIJIOI0B Ha 18-if neHb
SMOpPHOHAILHOTO pa3BuTus (D18), TOHKMIA KUIIed-
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HUK caMOK Ha D21 u noctHaTainbHbie 10U 110 (1eHb
poxnenus), IT1, I15, T18, 1112, I115, I118, 1122, T130,
a TaksKe TOHKMI KUIIedyHUK camM1oB Ha D21, T10, T130.

AHTHTENAa U OCHOBHBbIe peakTHBbl. {7151 BectepH-
OJIOTTUHTA MCIIOJb30BaJM MOHOKJIOHAIbHBIE aHTU-
Tella MBIIIN K cyobenuuunaM ol,2,3,5,6,7 npotea-
COM, UMMYHHBIM cyOwbeauHuiiamMm LMP2 u LMP7
npoteacoM, cyorenunune Rpt6é aktuatopa PA700
IIpoTeacoM, ITOJIMKJIOHAJIbHEIE aHTUTEIa KPOJIUKa K
cyowenuHuile PA28o aktuBatopa PA28of3 mpotea-
coM (Enzo Life Sciences, CIIIA), MOHOKJIOHA/ILHEIE
aHTUTe A MBIK K B-aktuHy (Santa Cruz Biotech-
nology, CIIIA), anturena Ko3bl K IgG MBI 1 Kpo-
JIMKa, KOHBIOTUPOBAHHbIE ¢ TTepokcuaa3zoit (Amersh-
am Biosciences, Bea1nkoopuranus).

Hnas onpeneneHust XTII akTMBHOCTU MTpoTeacoM
ncnoab3oBanu cyocrpar N-succinyl-leu-leu-val-tyr-
7-amido-4-methyl coumarin (Suc-LLVY-AMC), KII
akTuBHOCTU — cyoctpar Z-Leu-Leu-Glu-7-amido-
4-methyl coumarin (Z-LLE-AMC) (Sigma-Aldrich,
CIIIA), LMP2 u LMP7 akTuBHOCTU — CyOCTpaThl
Ac-Pro-Ala-Leu-AMC (Ac-PAL-AMC) u Ac-Ala-
Asn-Trp-AMC (Ac-ANW-AMC) (Boston Biochem,
CIIIA) cooTrBeTcTBeHHO. Hanmnuue nmpuMecHBIX Tpo-
Teas BBISIBJISITIA C TIOMOIIBbIO MHTMOUTOPA MpOTeacoM
Z-leucyl-leucyl-leucinal (MG132) (Sigma-Aldrich,
CHLIA).

IIpenapupoBanue KuIIEYHHKA W TPUTOTOBJIEHHE
OCBETJICHHBIX TOMOTeHATOB. BEImeneHHbBIN opraH (1ie-
JIBI KUILIEYHUK WJIM TOHKUI KUILIEYHUK) TTOTPYKaIu
B ¢ocdatHbli coneBoit Oydep (PBS, pH 7.4), conep-
xammit 1 MM deHunMeTmiacynbQOHUT (DTOpUI
(PMSF) nnst uHrubMpoBaHUsSl aKTUBHOCTU MpoTeas
BHYTPHUKMUILIEUHOU TojiocTu. Bece nanbHeiiive mpo-
LIEAYpbl, CBSI3aHHbIE C OYUCTKON KUIIIEYHUKA OT CO-
eIMHUTEIbHOTKAHHBIX IUIEHOK U BHYTPUIIOJIOCTHOTO
conepxumoro, nmpopoawiu B PBS ¢ 1 MM PMSEF. O6-
pasilbl OYUIIEHHOIO KHIlIEeYHUKA OOCyIIMBalu Ha
GUIBTPOBAIbHOI Oymare, B3BEIIMBAJIN U 3aMOPa KU -
Baju npu Temiiepatype —70°C.

J11s1 onipeieieHus aKkTUBHOCTH IIPOTEACOM i Vitro
u BecTtepH-00TTHHTA 3am1aceHHBIe 00pa31bl pa3Mo-
paxkuBaI, TOMOTEHU3NPOBaJIN B Oydepe, comepka-
meM 50 MM Tpuc-HCI, pH 7.5, 100 MM NaCl, 1 MM
BIATA, 1 MM gutuotpeunton, 1 MM AT®D, 1 MM PMSEF,
neunienTuH (0.5 MKr/mi), ienctatyH (1 MKr/mo), arpo-
THHUH (1 MKT/MJT), B cOOTHOILIIeHHH 1 : 6 (Bec : 0O6beM)
npu 0°C ¥ OCBETISIIM LEeHTPpU(PYTUPOBAHUEM TIPU
15400 g u 4°C B TeueHue 30 muH. Hamocamounyio
KUJIKOCTh (OCBETJIEHHbBIE TOMOT€HATHI) UCITOJIb30Ba-
JIV UTS JaJIbHEUILUX UCCIIeJOBAaHWN.

JI1s1 HaTUBHOTO 3JIeKTpodope3a odpas3lbl TOMO-
reHusupoBaiu B Oydepe, cogepxaimem 50 MM Na-
HEPES, pH 7.5, 200 MM NaClu 10 MM DTA, B co-
otHouieHuH 1 : 3 (Bec : 00beM).

OnpenesieHne aKTUBHOCTH MPOTeacoM in vitro. Pe-
akuuio poBoAausiv B 100 MKJT peaklIMOHHOI cMecH,
comepxamieit 20 MM Tpuc-HCI, pH 7.5, 1 MM nu-

tuotpeuton, S MM MgCl,, 1 MM AT®, 30 MkM co-
OTBETCTBYIONIETO (hJIyOPOTEHHOTO CyOcTpaTa 1 2 MKJT
OCBETJIEHHOro roMoreHata, npu 37°C B TedeHUE
20 MuH 1 ocraHaBiauBain 1%-ueiM SDS. B maHHBIX
YCJIOBUSIX 3aBUCMMOCTD KOJIMYECTBA 00pa3yIoIIerocs
MPOJAYKTa OT BPEMEHM COOTBETCTBOBAJa MPSIMOIN-
HeliHoMy yyacTKy rpaduka (Erokhov et al., 2017).
NHTeHCUBHOCTDh (JIyOpECLIEHLIMU PETrUCTPUPOBAIN
Ha ¢ayopumetpe (Bio-Rad, CIIIA) nmpu njiHe BOJI-
HBI Bo30ykneHus 380 HM 1 IyIMHE BOJHBI UCITyCKa-
Hust 440 uMm. [T OLICHKM aKTUBHOCTU IIPUMECHBIX
MpoTea3 WCIOJIb30BAIM WHTUOUTOP AKTUBHOCTHU
npoteacoM MG 132 B KoHuieHTpannn 5—10 MkM.

OmnpenesieHne aAKTHBHOCTH NMPOTEACOM B HeJIEHATY-
pupymomeM reje. AKTUBHOCTb IIpPOTE€aCOM B I'paiau-
eHTHOM 4—10% mnonuakpuiaMuIHOM rene (5 MK
ocBeTJIeHHOro romoreHarta uin 70—90 Mxr 6enka Ha
JIOPOXKY) B HATUBHBIX YCJIOBUSIX OMPEIENISLIN C UC-
noab3oBaHueM 300 MkM ¢dayoporeHHoro cyoctpara
B 200 MM Na-HEPES 6ydepe, pH 7.5 (1/20 oT 06b-
eMa Tejisl) Tmoclie ajekTpodopesa npu 60 B B TeueHue
14 4, 140 B B Teyenue 10 4 u 260 B B Teuenue 20 4
(Erokhov et al., 2017). CienyeT OTMETUTh, YTO OITH-
CaHHbIE B JIUTEPAType MPOTOKOJIbI HATUBHOTO 3JI€K-
Tpodope3a MPUMEHSIOTCSI, KaK IIPaBWIO, IS O4YM-
IIEHHBIX (ppaKIUii IIPOTeacoM WIN ST pa3ae/IeHUS
npoTeacoM KietouHbIx muHui (Lyupina et al., 2013).
Ilpu mncronb3oBaHUM TPYOBIX (paKiIvii, TOJTyUEeH-
HBIX U3 LIeJIbIX OPTaHOB, coAepXKalluecs: B HUX HyKJIe-
WHOBBIE KUCJIOTbI, MUKPOCOMBI, MeJIKMEe (PparMeHThbI
COENMHUTEILHON TKaHU MPENsITCTBYIOT MTPOHUKHOBE-
HUIO OEJIKOB C BEICOKOI MOJIEKYJISIPHOIM MacCOIi B TeJlb
W TIPEACTaBISIOT COO0 OCHOBHYIO IIPOOJIEMY BJIeK-
Tpodope3a. B yclIoBUSIX cTaHIApTHOrO Ha4vajJbHOTO
Hanpsckenus 140 B mmporeacombl, HecrienmpuIecKn
CBsI3aHHBIE ¢ HYKJIEMHOBBIMM KHUCJIOTaMM WJIM MUK-
pocoMaMHU, “pa3MbIBAIOTCS” IO TeJI0, HAUYMHAS CO
CTApTOBO# TO3MIMHU. MBI pelInian 3Ty NpooIeMy
IJIABHBIM 00pa30oM ITyTeM CHUKeHMST HAa4aJIbHOTO Ha-
npsikeHust 10 60 B u TTosTarmHBIM €Tro yBeTUdeHUEeM
1o 260 B (Erokhov et al., 2017).

®dnyopeclieHTHbIE MOJIOCH B ree dhororpadupo-
BaJIN TIpH 365 HM. AHAJIU3 aKTUBHOCTH ITPOTEAaCcOM B
reJie OCYIIECTBIISIIN C TIOMOIIBIO CTAHIAPTHOM TIPO-
rpammbl Imagel.

Bectepu-omorTunr. Ilocne snektpodopesa B ne-
HATYypPUPYIOIINX YCIOBUSIX B 13% nonvakpuiaMum-
HoM rejie (10 MKJI OCBETJIEHHOIO roMOreHaTa WA
60—78 MKT OeJiKa Ha IOPOKKY ), TTOJUITETITUALI TIepe-
HOCWJIY U3 refist Ha HUTPOLICJLTIOI03HYI0 MeMOpaHy ¢
MOMOIIIBIO TTOJIyCyXOoro 61oTTuHra. O6paboTKYy MEM-
OpaHbl OCYIIECTBJISIIA CTAaHAAPTHBIM METOJIOM C MC-
MOJIb30BAaHUEM TIEPBbIX AHTUTEN K CyObeaUHMIIAM
«l1,2,3,5,6,7, LMP7, LMP2, B-actin (1 : 1000), Rpt6
wiu PA28a (1 : 1500) 1 cOOTBETCTBYIOIIMX BTOPBIX aH-
THUTEJI, KOHBIOTMPOBAaHHBIX ¢ mepokcumazoii (1 : 2000).
HN3o6paxeHre aHATM3UPOBAIM C TMOMOIIBIO CTaH-
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mapTHoit mporpaMmbl ImageJ, Kak ommcaHoO paHee
(Astakhova et al., 2018).

PesysibraThl HOPMAIM30BAIM Ha comepX)aHue [3-ak-
TiHa. HecMoTpst Ha 1o0aBIeHe KOKTEMIISI THTUOWUTO-
pOB TpoTea3 B roMoreHusupymomuii oydep, B-akrux
HE IeTeKTUPOBAJICS BO (DPAKIIMSIX TOHKOTO KUIIIEYHUKA
Ha [13—T18, HO B HUX BBISBJISIJICS MOJUNICTITH MEHb-
IIei MOJIEKYJISIPHOIM MacChl, KOTOPbI B3auMOIECHi-
CTBOBAJI C aHTUTEJAMU K -akTUHY. DTOT pe3y/IbTaT
yKa3bIBaJl Ha OTILEIICHUE YaCTU MOJIEKYJIbI J-aKTH-
Ha B IPUTOTOBJIEHHBIX 0Opa3iax. JlobaBjieHUue MHITU-
outopa rporeacoM MG 132 B KoHLeHTpauuu 5 MKM K
TOMOTeHu3upylonieMy Oychepy MONABJISUIO paclieryie-
Hue B-aktiuHa. O4eBUIHO, MIPU IPUTOTOBJICHUHN 00pa3-
LIOB TOHKOTO KuiieyHrka Ha I[13—I18 nmmena mecto Mo-
mduKaims MOJIEKyIbl [3-aKTHHa, KOTOpas esiaia ee
JIOCTYITHOM 17151 TipoTeacoM. [ToaToMy MpoTOKOIT orpe-
JeJIEHUsT KOJIMYeCTBa -aKTHHA MpemrycMaTpruBal BBe-
JIEHWEe B TOMOTEHU3UPYIOIINii Oydhep MHruouTopa Impo-
TeacoM MG 132 B KoHlIeHTpalmu S MKM.

Cratuctuyeckmii anamm3. CtaTUCTUYECKUIT aHa-
Ju3 TipoBoawiicss B makeTe mnporpamm GraphPad
Prism 8.0 ¢ ucrmonb3oBaHUEM CTATUCTUYECKIIX METO-
noB: Brown-Forsythe ANOVA, Welch ANOVA, Kru-
skal-Wallis Tect u two-way ANOVA.

PE3VJIBTATHI 1 OBCYXIEHUWNE

AKTHBHOCTb NPOTEACOM B PAHHEM OHTOTEeHe3e TOH-
Koro Kkumeynnka Kpoic. Mccnengopana XTII u KIT ak-
THUBHOCTb IIPOTEACcOM, TPOsSBIseMasi B COBOKYITHO-
CTU KOHCTUTYTUBHBIMM ¥ MMMYHHBIMU CYOBCIUHU-
uamu B5 + LMP7 u B1 + LMP2 cooTBeTCTBeHHO, a
TaKXKe WHAVBUAyaJdbHass aKTUBHOCTh WMMYHHBIX
cyobequaun, LMP7 u LMP2 B paHHeM oHTOreHe3e
TOHKOTO KMIIleuyHnKa. [IpoBeneHo netaibHOe Uccie-
JMIOBaHWE 3TUX TUIMOB aKTUBHOCTH Yy CaMOK KpBIC B
SMOpHOHANBHEIN TTepuon (Ha D21) u B IepBhIA Me-
CdIl MOCTHaTaJIbHOTO pa3Buths. Ha D18 mooByro
MIPUHAIJIEKHOCTh Y TJIOIOB WACHTU(UIINPOBATh He-
BO3MOXKHO, TaK e KaK ¥ BEIUICHUTh TOHKWI KUTIIeY-
aukK. [TostoMmy Ha D18 aHanmm3upoBaiM aKTUBHOCTh
MIPOTEeacoM IIeJI0TO KUIIIEYHNKA TIIOIOB KPBIC 6¢30T-
HOCUTEILHO TT0J1a.

BrisiBiieHO, UTO BCe McCleayeMble TUTTbl aKTUBHO-
CTU MpOTEeacoM M3MEHSIOTCSI B pPaHHEM pPa3BUTUHU,
Mpu 3TOM OOHApPYKMBAIOTCS KaK CXOJIHBIE XapaKTe-
PUCTUKU, TaK U pazianuus (puc. 1). CXoacTBo mposiB-
JisieTcs B clieaytoleM. Bo-nepBrix, Bes uccienyemasi
aKTMBHOCTb MOBBIIIANKUCH Tociie D18 u mocturana
makcumyMma Ha I[15—TI115. Takas nuHaMuKa JIOrMYHa,
TaK Kak Iepexoj, opraHu3Ma oT in utero K ex-utero co-
MPOBOXAETCS 3HAUMTEbHBIMU TIEPECTPOMUKAMU B KU~
ILIEYHUKE: U3BMEHEHUEM KPOBOTOKA 1 POCTa, Pa3BUTU-
€M MUILEBAPUTEIFHON M MMMYHHOM (QyHKIIMIA, KOJIO-
HU3alKMeil MUKpOOpPraHu3MaMu U afarTalluOHHbIMU
npoueccamu (Nanthakumar et al., 2000; Claud et al.,
2003). Bo-BTOpBIX, CXOACTBO 3aK/IIOYASTCS B YMEHb-
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IIEHUM Bcell uccieayeMoii aktuBHocTu K [122. Oue-
BUIIHO, B 3TOT IIEPUO HET MMOTPEOHOCTH KUIIIEUHUKA
B BBICOKOAKTHBHBIX IIpoTeacoMax. Pa3Huiia kacaer-
ca caenyrouiero. Bo-nepBbix, XTII u LMP7 aktus-
HOCTh Mmagaina K I122 B cylecTBeHHO MeHBIIeH cTe-
neHu 1o cpaBHeHuIo ¢ KIT 1 LMP2 akTUBHOCTHIO.
Bo-BTopnIX, K 130 Toibk0 XTTI 1 LMP7 akTUBHOCTB
BHOBb BO3pacTaja I0 MaKCUMaJIbHBIX YpOBHeM. OT-
MeTuM, 4To K I130 >xruBOTHBIE OBLIN U30JIMPOBAHEI OT
MaTepy U aJallTUPOBAIMCh K BHEIIHEMY ITMTAHUIO.
OueBnaHO, 3Ta aganranus TpeodyeT Beicoko XTI n
LMP7 akTuBHOCTHU.

Oco0kIit BOIIPOC B UCCIIEIOBAHUM KMIIIEUHUKA Ka-
caeTcs BKJIaJa B JETEKTUPYEMYIO aKTUBHOCTh IIpoOTea-
COM aKTMBHOCTH OaKTepHUaIbHBIX TpoTeacoM. HecmoT-
psl Ha MPOBOIUMYIO HaMU 00SI3aTeJIbHYIO TTPOLIEAYPY
OTMBIBAaHUSI BHYTPEHHE MOJIOCTU KUIIIEYHUKA, CIICIY-
€T YYUTHIBATh HAIMYME B HE HECMBIBAEMOIT YacTH OaK-
TepuaJibHO# (Jtopbl. B oTiiume oT KJIeToK 3yKapuoT
IIPOKAPUOTHI IIPOSBIISIIOT BCETO JIMIIb OOWH TUIT aK-
TUBHOCTH TIpOTEacoM, OOpPTEe30MHO-UyBCTBUTEIb-
Hy1o akTUBHOCTH (Risa et al., 2020). ITockonbKy 60p-
te3oMu6 — uHruouTop XTII akTuBHOCTH IIpOTEacoM
3YKapHOT, HENb3s MOJIHOCTHIO UCKIIIOUUTh, YTO OaK-
TepUU MOTYT BHOCUTh BKJIAJl B 3Ty aKTUBHOCTb, XOTSI
HWCIOJIb3yEMbId B JAaHHOM pabdoTe cyOCTpaT IS HUX
He onTuMayieH. TeM He MeHee, eCIM 3TOT BKJIAad U
MMeeT MeCTO, OH HEe3HAYUTEJIEH U He MOXET Cyllle-
CTBEHHO MCKa3WUTh BBISIBICHHYIO IWHAMUKY, IIOJI-
TBEPXACHUEM YEMY CIIYKUT CXOICTBO I'pachMKOB IJISI
XTIT u LMP7 aktuBHOocTU (puc. 1), mociaenHsss u3
KOTOPBIX IIPUCYIIA TOIBKO MICKOIUTAIOIIVIM.

Takum oOpa3oM, BBISIBIEHBI II€peJIOMHBIE Bpe-
MEHHBIC TOYKU B TMHAMMKE aKTUBHOCTHU MPOTEacoM
TOHKOTO KUIIIEYHUKA caMOK Kphbic. JIJIst Bcex ucclie-
JIOBAaHHBIX TUIIOB aKTMBHOCTHU 3TO I€pHHATAILHBIN
nepuon, 321 n/umm I10. Kpome toro, mis XTII u
LMP7 akTUBHOCTM NE€TEKTUpOBaHA IOIOIHUTEIbHAS
nepenomHasi Touka, [130 (puc. 1). K I130 y camok KpbIC
M3MEHSIETCSI TOpMOHaJIbHEIN (poH, n K [132—TI133 Ha-
CTyTaeT cTaausl nepsoro mnpoacrpyca (Vidal, 2017).
st ouleHKY BIMSTHUS (paKTopa moJjla Ha oOpa3oBa-
HUE MePEIOMHBIX TOYEK IMMPOBEIEHO CPABHUTEILHOE
HccefoBaHUe aKTUBHOCTU TIPOTEACOM TOHKOTO KU-
IIeYHNKa CaMOK 1 caMIoB KpbIc Ha D21, I10 u I130.
Oxka3anock, 4To (PaKTop I10JIa HE OKA3hIBAET BIAUSTHUS
Ha aKTUBHOCTbH IIPOTEACOM B yKa3aHHBIE MEpesIoM-
HEIe Iepuoabl (puc. 2).

YTto B TaKOM ciiydyae 00eCIleUBaeT BbISIBICHHYIO
HaMU CJIOXHYIO TUHAMUKY TTPOTEaCOMHOI aKTUBHO-
CTU B pa3BUBAIOLIEMCST KUIIEYHUKE KphIchl? PaHee
OBLJIO OKA3aHO, YTO AKTUBHOCTH IIPOTEACOM MOXKET
OMpPEeACAThCS Pa3INYHBIMU (paKTOpaMu, K YUCITY
KOTOPBIX OTHOCITCS 00llee KOJIUIECTBO ITPOTEACOM,
couyeTaHue TPOTEOTUTUYSCKUX CYObEIMHUL, HaIU-
Yye TOTO WJIW WHOTO PETyisITopa, OKUCIUTCIbHBIN
ctpecc u ap. (Tanaka, 2009; Astakhova et al., 2018;
Erokhov et al., 2021). B HacTos1meir paboTe MbI MC-
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Puc. 1. Z[I/IHaMI/IKa AKTUBHOCTHU ITPOTEACOM B paHHEM OHTOI€HE3€ TOHKOTO KMIIIECYHUKa CaMOK KPbIC. AKTUBHOCTH IIpUBCICHA

11t 100 MKJT OCBETJIGHHBIX TOMOTEHATOB 1 TpeacraBjieHa KakK CpEIHEE + CTaHAApPTHOC OTKJIOHCHMUE, n =

6, *p <0.05, ** p<0.01,

% p <0.001, **** p <0.0001. XTI1 aKTUBHOCTb — XUMOTPUIICUHIIOTO00OHAsI aKTUBHOCTD, KI1 aKTUBHOCTb — KacIia3anomooHast
aKTUBHOCTh, D — SMOPMOHAJIBHBIN IeHb, [1 — mocTHaTanbHbIM feHb. Ha D18 mcrmoab30Baim Leblii KMIIeYHUK TUIOO0B KPBIC

0E30THOCHUTEINIHHO TT0JIa.

clieq0BaId YPOBEHb TOTAILHOTO MyJia MPOTEeacoM U
JIUHAMUKY COAEPKAHUSI B HEM UMMYHHBIX CyObeIm-
HUII U aKTUBATOPOB B CPaBHEHUM C JMHAMUKOM aK-
TUBHOCTH IIPOTEACOM.

Conep:kaHue CyObeJMHMII POTEACOM M AKTHBATO-
POB B PaHHEM OHTOre€He3e TOHKOr0 KHIIEYHHKA KpBbIC.
YpoBeHb TOTAJIBHOIO MyJjia MPOTEacoOM OLEHUBAIU
Mo coaepxaHuio cyonreauuui ol,2,3,5,6,7, Bxons-
IIUX B COCTaB BceX CyOTUIIOB mpoTreacoM. M3meHe-
HUE KOoJIWYecTBa akTuBaropa 19S usyyanu no cougep-
JKaHWIO BXOISIIEN B €r0 COCTaB CyObemMHULIBI Rpt6,
a aktuBaropa PA28uf3 — mo comepxkaHuio cyobenn-
Huubl PA280l. MI3MeHeHre KoJanyecTBa UMMYHHBIX
MPOTEacoM HUCCAeA0BaIN MO COASPKAHUI0 UMMYH-
HbBIX cyobenuann LMP7 u LMP2. UMmmyHHas1 cyOb-
ennania LMP10 BcTpanBaeTcst B IpoTeacoMbl, Kak
MpaBUIO, COBMECTHO ¢ cyobeauHuiieit LMP2 (Gro-
ettrup et al., 1997; Griffin et al., 1998), moaTomy OT-
nenbHO ypoBeHb LMP10 cyObenmHUIIBI HE M3yJaliu.

YpoBeHb TOTAJBHOTO MyJia IIPOTEacOM TOHKOTIO
KHMIIEYHUKA CAMOK KPBIC JOCTOBEPHO HE M3MEHSJICS
B IepUHATaJIbHBII IIEPUOI U Ha IIPOTSKEHUU IIEPBO-
ro Mecsilia IOCTHATaIbHOTO pa3BuTHs (puc. 3, 4) u He

MOT IOBJIMSITh Ha aKTUBHOCTB IIpoTeacoM. Bmecre ¢
TeM, Ha (D)OHE MOCTOSIHHOIO KOJMYECTBA MPOTEACOM
MPOU3OIILIU TEPECTPONKU B UX CTPYKType 3a CUET
YBEJIMYCHUSI COIAEpPXaHUS MHPOTCOIUTUIYCCKUX HM-
MyHHBIX cyOobenuHuiy LMP7 u LMP2 (puc. 3, 4) u,
ciaegoBatesibHO, LMP10, 3amemaronimx mpoTeoau-
TUYECKNE KOHCTUTYTUBHBIC CyObennHUILIbI. [1prnyeM
HanboJiee 3HAYNMMBIN “CKa4OK” B COIEPKAaHUM UM-
MYHHBIX CyOBbEIUHULL, TOAOOHO MPOTEaCOMHOM aK-
TUBHOCTHU, BhIsIBjicH Ha D21 u I10. Takum obpa3zom,
JIOTIOJIHUTEJIbHAsA HapaOoTKa UMMYHHBIX IIPOTE€acOM
MOXET ObITh OMHUM U3 (PAKTOPOB, CITOCOOCTBYIOIIIMX
CYILIECTBEHHOMY IIOBBIIICHUIO aKTUBHOCTU B II€pU-
HaTaJbHBIN niepuon. JdanbHeiilee pa3BuTre KAIIeY -
Huka c I11 o IT130 conmpoBoxaanoch 0oJiee MIaBHbIM
MOBHILLIEHEM KOJIMYECTBA UMMYHHBIX CYObEIUHUII C
IOoCTOBepHBIM “mipoBanioM” Ha [122 B rpaduke miis
LMP7 (puc. 4). DTa nuHamMuKa roxoxa Ha JMHAMUKY
XTIT v LMP7 akTUBHOCTM W MOXET CIyXXUTb €€
000CHOBaHUEM.

OTMeTHUM, YTO 3aMeHa KOHCTUTYTUBHBIX IPOTEO-
JIUTUYECKUX CYOBEINHUI, UMMYHHBIMU CYyOBEITMHM-
LHaMM IIpUBOAUT K yBeJndeHu1o XTII akTMBHOCTU U
ymenblieHuto KIT aktuBHoctu (Tanaka, 2009). Bo3-
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Puc. 2. AKTUBHOCTB IIPOTEACOM TOHKOTO KMIIIEYHUKA CAMILIOB M CAMOK KPBIC B pa3HbI€ MIEPUOIBI PAHHETO OHTOreHe3a. AKTUB-
HOCTb nipuBeneHa st 100 MKJT OCBETJIEHHBIX TOMOT€HATOB M MpeACTaBIeHa KakK cpefaHee + cTaHmapTHOE OTKJIOHEHue, n = 5.
XTTII akTUBHOCTb — XMMOTPUTICMHIIONOOHasT akTUBHOCTh, KIT akTMBHOCTD — Kacra3aroaooHast akTUBHOCTh, D — 3MOpHO-
HaJIbHBIA JeHb, I1 — ImocTHAaTaNbHbINA J€HD.
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Puc. 3. BecTepH-06J10TH CyOBbEIUHUIL IPOTEACOM M aKTUBATOPOB B pa3HbIC MEPUOIBI PAHHETO Pa3BUTHUS TOHKOTO KUIIIEUHNKA
CaMOK M CaMIIOB KPBIC C UCIIOIB30BAHNEM COOTBETCTBYIOLINX aHTUTEI. YKa3aHa JIOKAJIM3alMsl B rejle MapKepoB MOJIEKYJISIp-
HOIi Macchl. B KauecTBe BHYTPEHHETO KOHTPOJIS UCIIONBb30BaH B-aKTHH. D — 3MOPHOHAILHBINA 1eHb, I1 — MOCTHATAILHBIIH
neHb. Ha D18 ncnonp3oBany 1eblil KUIIIEYHWK TIJI0I0B KPBIC 0E30THOCUTENBHO T0JIA.
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Puc. 4. luHaMuKa coaepXaHus CyObeIMHULL TPOTEacOM 1 aKTUBATOPOB B TOHKOM KHUIIIEYHUKE CAMOK KPbIC B paHHEM pa3BU-
. 3a 100% npuHuMan 3HaveHust Ha [130. JlaHHbIe HOPMATM30BaHbI Ha collepkaHue 3-aKTHHA U TIPEICTABIEHbI KaK CPell-
Hee + cTaHAapTHOE OTKJIOHeHUe, n = 5, * p < 0.05, ** p < 0.01, *** p < 0.001, **** p < 0.0001. D — sSMOpHOHAJBbHEII AeHBb, I1 —
IMOCTHATAIBHBIN HeHb. Ha D18 McImonp30oBaiy Leblii KMIIEYHUK TUIOM0B KPBIC 6€30THOCUTEIHHO TTOJIa.

MOXKHO, KOJIM4ecTBO cyobenuHuIbl LMP2 Ha I118—
I130 cTajo DOCTaTOYHO BBICOKMM IS TOTO, YTOOBI
00bsacHUTH NageHue KI1 akTHBHOCTY B 3TOT MepUOL.
Henb3st mckiaiodnuTh B JaHHOM Cllydae W HaJMdue
WHBIX PEryJsiTopoB. BMmecte ¢ TeM, ocTaeTcss Hero-
HITHBIM nageHue LMP2 aktuBHoctu Ha IT18—I130
no cpaBHeHu1o ¢ 115, tTMmHaMKKa KOTOpOiA UMEHHO B
9TU OHU HE COOTBETCTBYET OTMHAMUKE KOJIMIECTBA
camoit cyobenuHUIBI. OU4eBUIHO, B KUIIIEYHUKE CY-
ILIECTBYIOT OIOJIHUTENIbHBIE (haKTOPhI, MOMABISIIO-
mue LMP2 aktmBHOCTE. MBI TTON1araeM, 4to K HUM
MOXHO MPUYUCIUTD BBISIBJIEHHOE B JaHHOU paboTe
yMeHbIlIeHUe cofepxkaHust aktruBaropa PA28of mo-
cie I118 (puc. 3, 4).

JluHamuKa cofepxkanusi aktuatopa PA28of} (Ho
He akTuBaTopa 19S) B paHHeM pa3BUTUU TOHKOIO K-

IIeYHMKa KPBICHI OKa3ajach pa3HoHanpasiieHHO#. C
918 mo IT15 KomryecTBO 3TOTO aKTUBATOPA YETHIPEX-
KPaTHO YBEJIMUMIOCH, YTO MOXKET OBITh CBSI3aHO C €T0
y4acTUEM B pa3BUTUM adallTUBHBIX IIPOLIECCOB U 00-
pa3oBaHUM peryasaTopHbix nentuaoB. CoaepxxaHue
akTuBaTopa 19S, HanpoTuB, He MeHsIach (puc. 3, 4).
OueBUIHO, NCXOMHBIN YpOBeHb 19S akTrBaTopa, CBOii-
CTBEHHbBIII 3MOPUOHAIBHOMY TIepHONY, OOCTAaTOYCH
TSI OCYILIECTBIICHUSI OCHOBHBIX er0 (PYyHKIIMIA — obec-
TEeYEeHUS YCTPAHEHU ST TTIOBPEXKICHHBIX YOUKBUTUHUPO-
BaHHBIX 0EJIKOB U YOMKBUTUH3aBUCUMOIO PYTUHHOTO
OeTKoro oOMeHa B TOHKOM KHMIIIEYHUKE B TEUEHUE TIep-
BOI'0O MeCsI11a TOCTHATAJILHOIO PAa3BUTHS.

KonmyectBo Bcex McCClIeAyeMbIX CYObEeIUHUIL
MPOTEAaCcOM U aKTUBATOPOB B MEPEIOMHBIE BPEMEH-
HBIe Toukn, D21, 10 1 130, BEISBIeHHBIC 11 aKTUB-
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AKTUBHOCTb
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Puc. 5. PactipeneneHne akTHBHOCTH IPOTEACOM TOHKOTO
KHIIIEYHUKA CaMOK KPBIC B HEEHATYPUPYIOIIEM Tejie Ha
I13 u I115. Tuporno6ynuH (670 k/la), MedeHHbIT Kpacu-
teneM Cy-3.5, nucnonb3oBaH Kak Mapkep (M) Moieky-
asipHoit Macchl. XTIl akKTMBHOCTD — XWUMOTPUIICUHITO-
noOHas akTUuBHOCTh, KIT aKTMBHOCTh — Kacmna3aroao0-
Hast aKTUBHOCTb, [1 — IOCTHaTaIbHBIM AeHbD.

HOCTH, OBLIIO OMMHAKOBO Y CAMOK M caMIoB (puc. 3),
YTO yKas3blBaeT Ha HE3aBUCHUMOCTb IMPOTEaCOMHOI
CHICTEMBI B IIeJIOM OT TTOJIOBBIX pas3IMIuii, IO Kpaii-
Heif Mepe, B yKa3aHHBIE TTIepUOIHI.

CrenyeT OTMETUTD, YTO paHee ObLIM OOHAPYKEHEI
WUMMYHHBIE CyObeTMHUIIBI TTIPOTEACOM B KUIITETHUKE
KPBICHI, HAYWHasI ¢ 3-if HeIeIM MOCTHATAIbHOTO pa3-
Butus (Claud et al., 2014). Ham ke ynajioch 1eTeKTH-
poBaTh WX, HaYWHAs C MOPHMOHAILHOTO ITePHOIA.
Takass pa3HUIla B pe3ysibTaTax CBs3aHa, Ha Hall
B3IVISIN, ¢ aHAJW30M Pa3HBIX (paKIMil TIPOTeacoM.
ABTOpBI TIPUBEACHHONW PabOTHI MCCICIOBATN OYM-
IeHHYIo (pakiuio 26S nporeacoM. Mbl U3ydanu
rpyoyto (hppakiuio MpoTeacoM — OCBETJIEHHbBII TOMO-
reHat, oboraiieHHbI IUTOoIIa3MaTu4ecKuMu Gop-
MaMU ITPOTEacoM, B TOM yuciie hopMaMu, BKITIOYaIo-
IMUMA UMMYHHBIe CyObenmHMIBI. Ha ciemyiommem
aTamne paboThl MBI pa3meiii (GOpMBI TIPOTEACOM
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Ppa3BUBAOIICTOCA KMIICYHUKA U ITpOaHAJIM3UPOBaJIN
AaKTUBHOCTDb, C HUMU CBA3aHHYIO.

Pacnpenenenue aKTMBHOCTH NPOTEACOM TOHKOTO
KHUIIEYHHKA KPbIC B HeJIeHATypHUpyoeM reje. [Tpore-
acoMbl pa3lelisiid C MOMOIIBI0O MeToJla HaTUBHOTO
anekTpodopesa, pa3paboTaHHOTO HAMM JJISI TPYOBIX
dpakuuii (Erokhov et al., 2017). i1 ucciaemoBaHUs
BbIOpanu nBa nepuoaa: [13 — onuH U3 NepBbIX AHEH
pa3BUTHUS XXUBOTHBIX BHE MAaTEPUHCKOTO OpraHun3ma
u IT15 — mepuoa BbICOKOI aKTUBHOCTH MPOTEACOM U
coJepKaHUsI UMMYHHBIX CyOBbEIMHUIL U aKTUBaTOpa
PA280f3. ®opmbl mpoTeacoM UIEHTUGMOUIIMPOBAIH
0 MX JIOKAJIM3allMM B Irejie B COOTBETCTBUU C OITyO-
JIMKOBaHHBbIMU paHee pesynbTaramu (Erokhov et al.,
2017).

Kaxk na I13, Tak n Ha [115 B KNIlIeYHUKE BBHISBIIC-
HbI TpH hOpMBI TipoTeacom, 20S-19S, 20S-PA28a u
20S, KoTopble MPOSIBIISLIN BCE YEThIpE UCCAeAyeMble
TUIA aKTUBHOCTU, HO B pa3HOM crereHu (puc. 5).
XTII akTUBHOCTH B OOJIbIlIeii Mepe ObljIa CBsI3aHA CO
crpykrypamu 20S-19S u 20S-PA280f3, akTHBHOCTh
cyobequaunbl LMP7 Obuta pacnpemeiieHa MeEXOy
BCEMM CTPYKTypaMH IPOTEacoOM paBHOMEPHO (puc. 5,
tab6a. 1). Bmecre ¢ rem, KIT u LMP2 akTuBHOCTS Jie-
TeKTUPOBAJIaCh, B OCHOBHOM, Bo ¢pakium 20S (puc. 5,
Tabj. 1). MoXHO 1ojaraTh, YTO TakKoe paclipenaeie-
HY€ aKTMBHOCTU BaXKHO 1JIs1 0Opa3oBaHUsI OMOJIOTH-
YEeCKM aKTUBHBIX TENTUIOB B HECKOJIbKO 3TaIlOB.
ITo-Bunumomy, rmporeacomnl 20S-19S, comepkaliue
WMMYHHbIE CyObeIMHUIIbI, Ha IEPBOM 3Tarie 00pas3yroT
U3 TIOJIHOPA3MEPHBIX YOMKBUTUHUPOBAHHBIX OEIKOB
MOJIUTIENTUIBI MEHBIIIETO pPa3Mepa co crelUIecKoi
CTPYKTYpOIi, KOTOpbIE ClTyKaT cyocTpatamu st 20S-
PA280f3 u/umm 20S niporeacom. IMocnenHue Ha 3a-
KJIIOUMTEIbHOM 3Talle, BEpOSITHO, 00pa3yloT MerTU-
JIbl, HEMOCPEACTBEHHO YYaCTBYIOIIUE B MEXKKJIETOU-
HbIX B3aMMOAEHCTBUAX U PA3BUTUM afalTalluOHHBIX
MPOLIECCOB U MMMYHHOI ¢dyHKuuu. Ocobasi pojib
MpU 3TOM, OYEBUAHO, MPUHAIIEKUT HauboJsiee Bbl-
paxennHoi KITu LMP2 aktuBHoctu 20S nmpoteacom.

3AKJIIOYEHHME

Hrak, B HacToseil padoTe BIEpBHIC ITOKA3aHO,
YTO B KOHIIE SMOPUOHAIBHOIO Pa3BUTHS U Ha IIPOTSI-
KEHUM TIEPBOIO Mecslla MOCTHATAJIBHOTO pa3BUTHUS B
IIyJIe TIPOTeacoM TOHKOI'O KUIIIEYHUKA KPBICHI IIPOKC-
XOIUT CMeEIIeHNEe OajlaHca B CTOPOHY YBEJIMUEHUSI JOJIN
MMMYHHBIX IIpoTreacoM. Ecim cpaBHUTH IUHAMUKY
YPOBHSI MMMYHHBIX IIPOT€aCcOM B pa3BUBAIOIIEMCSI K-
IIEYHUKE C OMyOJMKOBAaHHBIMU paHee MAHHBIMU IO
pa3BUBAIOLLIMMCS TUMYCY U cene3eHke (Melnikova et al.,
2008; Karpova et al., 2013), To MOXHO 3aKJIIOUYUTh,
YTO KMILIEYHUK 3aHUMAaET IIPOMEKYTOYHOE IT0JIOXKE-
HUE MEXIy 3TUMHU opraHaMu. B Tumyce, mepBUYHOM
JMMGOUITHOM OpTraHe, coaepKaHNe UMMYHHBIX ITIPO-
TeacoM JOCTUTAaeT MaKCMMyMa yxke Ha D21, 9To CBU-
JIeTeJIbCTBYeT O Hayajie Ipoliecca OTpulLiaTeIbHOM
CeJIeKIIUY TUMOLIUTOB C y4aCTHEM MMMYHHBIX IIPO-
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Tabsmua 1. AKTHBHOCTB MPOTEACOM TOHKOTO KMIIIEYHMKA CAMOK KPBIC BO (DpaKIIUSIX, pa3ieJIeHHBIX B HEICHATYpUPYIO-
LIEM Tee
AKTHUBHOCTB TipoTeacoM, % (%)
AKTUBHOCTb ®pakums 20S-PA28 ®pakums 20S
I3 115 I3 s
XTIl 127 £ 14 122+38 65+ 7* 55+ 9*
LMP7 96 £ 11 90 = 12 97 £ 15 77 £21
KIT 69 + 10 51£8 522 £ 49%*x* 498 £ 65%**
LMP2 125+ 10 136 £ 19 288 £ 22%* 212 + 27**

(*) 3a 100% npuHsATa aKTUBHOCTE BO (bpakuuu 20S-19S. AKTUBHOCTE NPENCTABIEHA KaK CpeqHee + CTaHIApTHOE OTKJIIOHEHUE, 1 = 5.
JlocToBEepHOE OTIIMYME OT COOTBETCTBYIOIIMX 3HaUeHU BO (ppakiusix 20S-19S u 20S-PA28 ipu * p < 0.05, ** p < 0.01 u *** p < 0.001.
XTII aKTUBHOCTb — XMMOTPUIICMHIIONOOHAs1 aKkTUBHOCTD, KIT aKkTMBHOCTBL — KacnazarnonobHast akTUBHOCTb, I1 — mocTHaTaIbHbIN 1eHb.

TeacoM B BMOpPUOHAILHOM pa3BUTUM. B ceneseHke,
BTOPUYHOM JIMM(MOUIHOM OpraHe, OCHOBHOM IIPUPOCT
KOJINYECTBA MMMYHHBIX ITPOTEACOM IIPUXOOUTCS Ha
TPETHIO IOCTHATAIBHYIO HEIEITIO M COBITAIAET C 3aBep-
meHreM (hOpMUPOBaHMsI Oenoit ImyJIbIbl T-1muMporm-
TaMH, OOOTallleHHBIMM MMMYHHBIMU IIPOTEACOMAaMHM.
KuineuyHuk siBsieTcst He TOJIBKO OpraHOM ITUIleBape-
HUSI, HO U BBIMOJTHSIET UMMYHHYIO (DYHKIIVIO 3a CYeT
JTMMGOMIHON TKaHU CIM3UCTON 000JI0uku. DYyHK-
LAIO THUIIEBApEHUST KUIIEYHUK MMPUOOpeTaeT cpasy
MocJie pOXAEHUS, YTO COMPOBOXIAECTCS €ro aganTa-
el K NUIIEBBIM aHTUTEHAM U 3acelISIolIei ero
MUKpoburote. K ToMy ke, B 3TOT IEpHOI HAYMHAETCS
dopmupoBaHrue WMMYHHOM ¢yHKIMU. HeymuBu-
TEJIbHO, UTO PE3KUIi MOIBEM KOINIECTBA UMMYHHBIX
MPOTEACOM, YYACTBYIOIIUX B aJalITUBHBIX IIpoIeccax
1 MMMYHHBIX peaklIMsIX, OOHapyXeH IIpU Tepexoie
OT in utero X ex-utero, Ha D21 u I10 (puc. 3, 4). 3a
S5TUM TOABEMOM CJICAYeT MeHee 3HAUMTEIbHOEe yYBe-
JINYEeHUE COMePKaHUS UMMYHHBIX ITPOTEACOM B Mep-
BBIM ITOCTHATAJBHBII MeCSIl, 4YTO OTJIMYAeT KUIIeU-
HUK 1 OT TUMYCA, U OT CeJIe3eHKU.

B HacTosiieil pabote oOHapy>XeHbI pa3IUdHbIE
dopmbl mporeacom, 20S-19S, 20S-PA28afl u 20S,
MPOSIBIISIONINE AKTUBHOCTh WMMYHHBIX CYOBbeoV-
HUII, B Pa3BUBAKOIIEMCI TOHKOM KUIIIEYHUKE KPBICHI
(puc. 5). He uckiaoyeHo, 4To Kaxkaas u3 3Tux popm
00BbeAVHSIET CYOTUITBI UMMYHHBIX IIPOTEACOM C pa3-
HBIM COYETaHHEM MPOTECOJUTUIECKN AKTUBHBIX M-
MYHHBIX M1 KOHCTUTYTUBHBIX CyObeauHUL. MMMyH-
HBbIE TIPOTEACOMBI, TTI0-BUAUMOMY, SKCIIPECCUPYIOTCS
B Pa3JIMYHBIX KJIeTKaX TOHKOTO KUIIEYHUKA, BKIIIO-
yast KJIETKY SMUTEINUS U KJIECTKU JTUMMGOUTHBIX CKOII-
JICHUIi, 4TO 0OYCIOBJIEeHO pa3HoOOpa3reM (PYHKIIMI
MHOXKECTBEHHBIX CYOTUITOB UMMYHHBIX ITPOTEaCOM.
Tak, TpoTeacoMbl, coaepxKalllue BCEe WMMYHHBIE
CyOBEIVMHUILIBI, 00Pa3yIOT AHTUTEHHBIE SITUTOIHI IS
MOJIEKYJT TJIaBHOTO KOMILIEKCAa TMCTOCOBMECTUMOCTU
kimacca I. Cyopenmumnsr LMP7 n1 LMP10 BaxxHaBI 10159

KOHTpOJIsI KJleTouHoil npoiudepaumuu (Caudill et al.,
2006). IIpoteacomsl ¢ cyobenmunnamu LM P2 u/umm
LMP7 urparoTt poab B MeXKJIETOUYHBIX B3aMMOJICIi-
CTBUSIX M aJaliTallMOHHBIX ITpoueccax (Lyupina et al.,
2013; Erokhov et al., 2017).

CrenyeTt MOAYEPKHYTh, UTO OajaHC B KJIETOYHOM
ImyJie IIPOTeacoOM CMEIIAETCS B CTOPOHY YBEIUYCHUS
KOJIMYECTBAa MMMYHHBIX IIPOTEACOM U B OITyXOJIEBOM
Mpoliecce, B TOM YHUCJIe B Pa3BUTUM OMyXoJieil Ku-
mevyHuKa (Astakhova et al., 2017, 2020; Erokhov et al.,
2021). OmHako MIpU OITYXOJIEBOM POCTE 3KCIIPECCHUST
LMP2-conepxaiix cyOTUIIOB BO3pacTaeT ropasno
OoJiee 3HAYUTENIbHO, YeM 3Kcrpeccuss LMP7-conep-
Xamux cyoTuiioB. B pa3BuBamwIlIeMcCs KHUIIEYHUKE
nuHamuka skcrnpeccuu LMP2 u LMP7 cyobenuHuil,
BBHISIBJICHHAsT B HACTOSIIEH paboTe, B OCHOBHOM,
cxomHa (puc. 4), 4TO SIBISIETCS IIPU3HAKOM HOPMaJlb-
HOTO TIpoliecca.

Takum 06pa3oM, MOXHO 3aKJTIOYUTh, UTO Pa3IAY-
HbIE CTPYKTYpPBI ITPOTEACOM C UMMYHHBIMU CYOBEIM-
HULaMU, GOPMUPYIOLIHNECS B pAHHEM OHTOICHE3€ TOH-
KOTO KMIIIEYHUKA, UTPAIOT BaXKHYIO POJIb B aJaNITAllN K
MUKPOOMOTE ¥ UBMEHSIOIIUMCS YCIOBUSM U pallio-
HY NMUTaHUsI, a TaKKe B 00eclieYeHU HOPMaIbHOMI
KJIETOYHOM mpoiaudepali U CTAHOBJIEHUU UMMYH-
HOI (PYHKIINH.
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How Is the Development of the Rat Small Intestine Related to Changes
in the Proteasome Pool?

N. S. Karpov!, P. A. Erokhov!, N. P. Sharova® *, and T. M. Astakhova!

!Koltzov Institute of Developmental Biology of Russian Academy of Sciences,
ul. Vavilova 26, Moscow, 119334 Russia

*e-mail: npsharova@bk.ru

The purpose of this work is to investigate how different periods of early development of the rat small intestine
are associated with changes in the proteasome pool. It is shown that by the 21st embryonic day (E21) and up
to the 30th day of postnatal development (P30), against the background of a constant number of proteasomes,
their chymotrypsin-like and caspase-like activity, as well as the activity of the immune subunits LMP7 and
LMP2, change. Both similar characteristics and differences in the dynamics of these activities were revealed.
The similarity is shown in the following. First, all activities increase after E18 and reach their maximum values
at P5—P15. These changes correspond to the period of accelerated intestinal growth, colonization with mi-
crobiota, development of adaptive processes and digestive and immune functions. Second, the similarity lies
in the reduction of all activities to P22. The difference in the dynamics of activities concerns the following.
First, chymotrypsin-like and LMP7 activities fall to P22 significantly to a lesser extent compared to caspase-
like and LMP2 activities. Second, by P30 (the period of isolation from the mother), only chymotrypsin-like
and LMP7 activities again increase to maximum levels, which indicates their possible role in adaptation to
external nutrition. The period of increased activities was accompanied by an increase in the portion of the ac-
tivator PA2803 and immune proteasomes with LMP7 and/or LM P2 subunits in the total proteasome pool.
The most significant “jump” in the content of immune subunits in the small intestine was detected at E21
and PO (birthday, change in nutritional conditions). Thus, the additional formation of immune proteasomes
may be one of the factors contributing to a significant increase in activities in the perinatal period. Further
development of the small intestine from P1 to P30 was accompanied by a less significant increase in the ex-
pression of immune subunits. All the studied activities and the number of proteasome subunits and activators
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in small intestine did not depend on the sex of the rats. The activities of immune subunits were detected in
several forms of proteasomes, 20S-19S, 20S-PA2803 and 20S, differing in the presence or absence of one or
another activator. It can be assumed that multiple forms of immune proteasomes form biologically active pep-
tides in several stages. Apparently, 20S-19S proteasomes containing immune subunits at the first stage pro-
duce smaller polypeptides with a specific structure from full-size ubiquitinated proteins, and these polypep-
tides serve as substrates for 20S-PA280/ and/or 20S proteasomes. The latter at the final stage probably form
peptides that are directly involved in intercellular interactions and development of immune function, as well
as in adaptation to the microbiota and changing nutritional conditions.

Keywords: proteasome activities, immune proteasomes, proteasome activators, small intestine, early ontogenesis, rat
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B uccnemoBannu paccMaTpuBaeTCs BIMSHUE KyJIbTUBUPOBAHMS in vitro SMOpHOHOB MbIH ¢ 200 MKM n1-
HousieBoit KucyioThl (JIK) B TeyeHue 48 4 Ha UX XKM3HECITOCOOHOCTh Mociie BUTpuukauuu. OayopecleHT-
Hasi MUKPOCKOITUST SMOPUOHOB, oKpaleHHbIXx DAPI, okaszana ycujieHue pparMeHTaluuu siaep B rpymre
noce BozneiictBus JIK 6e3 KppokoHcepBalluu, U 3HAYUTEIbHOE YMEHBIIIEHUE YMCTIa KIETOK Y BUTPUGU-
LIMPOBAaHHBIX SMOPUOHOB uepe3 24 4 1ociie ux ororpeBa. TakuM o6pa3om, KylabTUBUpOBaHUe in vitro ¢ JIK
CHUXKAET XXM3HECITOCOOHOCTh SMOPUOHOB MBIIIIU TTOCIe BUTPpUDUKAITUN.

Karoueesoie crosa: MBI, IPCUMIIJIAHTALIMUOHHBIC 3M6pI/IOHbI, BHYTPUKIICTOUYHBIC JIMIIUABI, KyJIbTUBUPOBA-

HMUE in vifro, TMHOJEBas KUCI0Ta, BUTPU(DUKALINS
DOI: 10.31857/S0475145022010025

BBEOJEHUWE

Jlunmumasie rpanynsl (JIIN) sSBasioTcsa BHYTPUKIIE-
TOYHBIMM XPaHWIXINAMU XKUPHBIX KucaoT (XKK),
TPUALIITIVLIEPUHOB, U IPYTUX COSAUHEHUIT, HE00XO0-
IUMBIX U1 MeTabomm3Ma, cuHTe3a MmeMOpaH (Walther,
Farese, 2012; Welte, Gould, 2017), a Takzke HOpMaJIbHO-
IO Pa3BUTUS MTPEUMITIAHTALIMOHHBIX 3aPOIbIIICA MbI-
mreit (Tatsumi et al., 2018). DTu KJIeTOYHBIE BKITFOYSHUST
YYBCTBUTEJIBHBI K OXJIAKIACHUIO Y MOTYT BJIUSITh Ha 3 -
($EKTUBHOCTh KPUOKOHCEPBAM SMOPUOHOB y He-
KOTOPBIX BUAOB MiiekonuTamomux (Pereira, Marques,
2008; Amstislavsky et al., 2019). MpIiib, Hapsiay c
JIPYTUMU MJIEKOTTUTAIOIINMM, UCITOJIB3YeTCsI B Kade-
CTBE MOJIENIN IS TIOHUMAaHUS POV BHYTPUKIIETOU-
HBIX JUMUIOB B CO3pEeBAaHUU OOIIMTOB U Pa3BUTUU
MpEenMIUIaHTALMOHHEBIX 3apoabiieii (Dunning et al.,
2014; Arena et al., 2021).

PaHee OBIJTO MOKA3aHO, YTO YCIOBUS KYJIBTUBUPO-
BaHUS in Vitro NMPEeUMITJIAHTAIIMOHHBIX SMOPHOHOB
MOTYT BJIUSITh HA KOJIMYECTBEHHBIM M KaueCTBEHHBIM
COCTaB MX BHYTPHMKIIETOUHBIX JuruaoB (Lapa et al.,
2011). B yactHocTH, pasznuuyHbie KK, nobaBieHHbIE
B MUTATEJILHYIO CPeIy, MOTYT IMIPUBOIUTH K U3MEHE-
Huto coctaa JII' sMOpMOHOB MJIEKOIIMTAIOIINX, YTO
BJIMSIET Ha X pa3Butue in vitro (Nonogaki et al., 1994;
Hochi et al., 1999). Takoit a¢pdhekT oka3piBaeT, Ha-
npuMmep, auHolieBas kuciora (JIK), koropas moxer
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MPUBECTU K U3BMEHEHHUIO BHYTPUKIETOUHOTO Npodu-
151 KK oonuTtoB kpymHoro poraroro ckora (KPC)
npu ux cozpeBanuu in vitro (Lapa et al., 2011). Tak-
K€, KyJbTUBUpOBaHUE in vitro amopuoHoB KPC B
cpene, MOIOJIHEHHO KOHBIOTMPOBAaHHBIM H30Me-
poMm JIK, tpanc-10, mmc-12 okTamekageHOBOM KHC-
notoii (KJIK), yiay4diraeT ux BOCCTaHOBJICHHE TTOCIIE
purpudukanuu (Pereira, Marques, 2008). beiio no-
Ka3zaHo, 4YTO BO BpeMsl KyJIbTUBUPOBAHUS in Vitro
KJIK mpoHmMKaeT B KJIETKM IIPEUMILIAHTALIMOHHBIX
aMOproHoB KPC, BBI3BIBAET ITOBBIIICHHYIO TEKY-
yecTh X MeMOpaH, a Takxke nomnagaet B JII' (Pereira,
Marques, 2008). Haime npensigyiiee uccienoBaHue
MMOKAa3aJio, YTO KyJIbTUBUPOBAHUE in Vitro SMOPHUOHOB
mblieii ¢ JIK BeI3bIBaeT yBeaudeHe OOIIEeTO KOIr-
YyecTBa BHYTPMKJICTOUHBIX JIMMIMAOB U CTEHEHU UX
HEHACHIIICHHOCTH, a TaKXe BbI3bIBACT CHILKCHUE
TeMIepaTypbl Hadajaa (pa3oBOTO Iepexoaa JUITUI0B
(PI1JT), HO He BAUSIET Ha UX XXKNU3HECTTIOCOOHOCTh MO-
cJie mpoleayp MeIJIEHHOTO IIPOrpaMMHOIO 3aMopa-
KUBaHUS M mocaeayioliero orramBaHus (Igonina
et al., 2021). Llenpio gaHHOI PaOOTHI SBJISIIIOCH U3Y-
yeHue BusgHus JIK Ha 3ppekTMBHOCTE BUTpU(DUKA-
LIMM BMOPUOHOB MBIIIEN U UX TTOCeayolllee pa3Bu-
THUE in vitro.
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MATEPUAJIBI 1 METO/1bl

B skcniepuMmenTe OBUIO MCMTOIB30BaHO 17 T10/10-
BO3pEJIBIX CAMOK M IIECTh CAaMIIOB MBIIIEH JIMHUM
CDI1 B Bo3pacTe OT ABYX IO Tpex MecsieB. 2KMBoT-
HBIX COIEpXKalW B CTAaHIAPTHHIX YCIIOBHUSX KOHBEH-
UOHAJIBHOTO BUBapus MHCTUTYTA IMTONOTUA U Te-
Hetuku (HoBocubupck, Poccus).

Camok murment muanm CD1 Ha ctaguy mposcT-
pYC-3CTpyC CcCaXUBaJIU Ha HOYb C (hepTUIbHBIMU
caMIlaMU 3TOM Xe TUHUU. JleHb OGHApYyKeHUSsT Barv-
HaJIbHOM MPOOKMW CYMUTATIU MEPBLIM JHEM OepeMeH-
HocTU. TakuX camMoK TOABEprajii 3BTaHa3UU MyTeM
JUCTIOKAIINY IIEHHBIX TTO3BOHKOB Ha BTOPOI JIeHb
OepeMeHHOCTH, B 14 4. fiinieBoabl M MaTKy U3BJIeKa-
mu u ipoMmbiBasiu cpenoit Flushing Solution (Ferti-
Pro, benwrust), kak ommcano panee (Igonina et al.,
2021).

Ilepen ButpuduKaieii >SMOPUOHBI ObLIIU TOAE-
JIEHbl Ha OBE€ TPYIIIbl, KOTOpPbIE€ KYJIbTUBHUPOBAIHN
in vitro: 1) xoHTponb (n = 82), 6e3 nodapneHus JIK
(Merck, I'epmanust) B cpeny KSOM (Merck, I'epma-
Hus); 2) ¢ modasiaeHueMm 200 MxM JIK (n = 107).
JlaHHas 1031 pOBKa BEIOpaHa HAMM MCXOJIST U3 HAIITNX
MpeaBapuTebHBIX UcciienoBaHuit. CorimacHo Halle
npeaplayieii paboTel, 3Ta TO3UPOBKa ObLIa OITH-
MaJIbHOW IJIs pa3sBUTUS OMOPMOHOB MBIIICH 0e3
kpuokoHcepsaluu (Igonina et al., 2021). Ilepen no-
o6asinenueM JIK B cpeny KSOM ero nipenBapuTeaIbHO
CMEIINBAJIU C OBIYbUM CHIBOPOTOUYHBIM aJIbOYyMUHOM
B cooTHo1eHuHu 3 : 1. KyabTUBUpOBaHUE in vitro Ipo-
n3BoamiM Ha 35 mir yamkax ITetpu (Corning, CILIA)
B 20 Mk karisix KSOM B rpynmnax nmo 3—5 amOpuo-
HOB oJ MUHepaibHBIM MacioM (Merck, Germany) B
teueHue 48 4 nipu 37°C, 5% CO, u BnaxkHoctn 90% B
CO,-unkyb6atope New Brunswick™ Galaxy 48R
(Eppendorf, I'epmanus). DMOproHaIbHOE Pa3BUTHE
KOHTPOJIMPOBAIA BU3YAJIILHO TTOJI MUKPOCKOTIOM S8
APO (Leica Microsystems, I'epmanus). ITocne Kyiab-
TUBUPOBAHUS SMOPUOHBI U3 KaXKIOi IpyIlnbl (PUK-
cupoBanmu B 4% mapadopmanpaeruge (XumMen,
Poccust) Ha PBS u okpatmmBaiu 2 MKr/Mit 4,6-nma-
muanHo-2-penunuanona — DAPI (Merck, I'epma-
HUS): KOHTpoub (1 = 35), rpynna nocie JIK (n = 39);
ocTaBIlIMecsl SMOPUOHBI  KPUOKOHCEPBUPOBAJIU:
KOHTpoJb (n = 41), rpymnna mocite JIK (n = 64).

Jnsg surpundukanum 2—3 sMOproHa TTOMENIAJIN B
cpeny FertiCult Flushing (FertiPro, benbrus), mocie
Yero IMTepeHOCHIIN B YPaBHOBEIITMBAIOIIYIO CPEy, CO-
nepxairyio 20% deralbHON TeaIIbeil CHIBOPOTKH —
®OTC (XumMen, Poccust), 7.5% mpomIeHITUKOST —
II' XumMen, Poccus) u 7.5% nuMeTmicyabhOKCH-
na— IMCO (XumMen, Poccust), Ha 3 MUHYTHI, a 3aTeM
B cpemy Il BHTpUdUKamuM, copepxariyo 20%
DdTC, 16.5% III, 16.5% AMCO u 0.5 M caxapo3ssl
(XumMen, Poccust) Ha 25 cekyHO NMpyU KOMHATHOM
temIteparype. Ha mocireqHeMm stare sMOpPHOHEBI TTe-
peHocunn Ha Cryotop (Kitazato, SImoHust) ¢ MuHuU-
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MaJIbHBIM KOJIMYECTBOM CPEIbI K Cpa3y Ke MorpyKa-
Ju B xkuakuii azot (LN,) 1151 xpaHeHus.

Hus ororpeBa Cryotop nocraBaiu u3 LN, 1 mome-
meH B cpeny FertiCult Flushing ¢ nmoGasieHuem
0.25 M caxapossl ipu 37°C Ha omHy MuUHYTY. I1ocie
4yero, SMOPHUOHBI TIEPEHOCUIIU B Cpey, COAEPXKAIIYIO
0.15 M caxapo3sbl, Ha ISITb MUHYT, a 3aTeéM IMPOMBbIBa-
JIu cpenoil 6e3 KpUOINPOTEKTOPOB W CTaBWJIM Ha
KyJIbTYpY in vitro B 20 mki1 Kamunio cpensl KSOM B
CO,-unkybatop Galaxy 48R Ha 24 yaca, npu Tex xe
YCJIOBUSIX, KOTOpbie ObLIM omnucaHbl Bbiie. [locie
KyJbTUBUPOBAHUSI 3MOPUOHBI M3 KaXIOU TPyImbl
dukcuposanu B 4% mapadopmansaerune Ha PBS u
okpamuBanu DAPI (koHTposb: n = 39, rpymniia mocie
JIK: n = 54).

OxkpamuBanue 3MoproHoB DAPI no u mocne But-
puduUKaLMKY IIPOBOAMIN MO IIPOTOKOJY, ONUCAHHO-
My Hamu paHee (Igonina et al., 2021). [TogcueT yncia
nHTepda3HBIX Saep U UX PparMeHTOB B pa3BUBaIO-
IIUXCST MOpYJIax M OJacTOLMCTaX MPOU3BOIWIN MMy-
TeM BU3yaJbHOII OLICHKM IIperapaToB C IPUMEHEHM -
eM ¢dayopecieHTHOro Mukpockona Axiolmager Al
(Carl Zeiss, I'epmaHust), UMEIOLIETOCS B pacIlOpsiKe-
Huu LHKIT MABO CO PAH, ¢ cooTBEeTCTBYIOIIUM
KyomdeckKuM QUIbTpoM st okpammBanuss DAPI.

CraTtucT4YecKylo 00paboOTKy pe3yJIbTaTOB UCCIIe-
JIOBAHUS TIPOBOIVIIM C ITIOMOILBIO CTAHAAPTHOTO ITaKe-
Ta TiporpamMmmHoro ob6ecrieueHnss STATISTICA V 8.0
(StatSoft, Inc.). Josu 3apoapliiieii, pa3BUBAIOIIIXCS
JI0 CTaIuM MOPYJIbI U OJIaCTOLMCTHI CPaBHUBAJIM C
TMMOMOIIIBIO TecTa XU-KBaapart. Jjasi cpaBHEHUS TaH-
HBIX IT0 YUCITY KJIETOK B SMOpHMOHAaX U MHAEKCY (par-
MEHTALlUM HCHOJb30BaIU f-KpuTepuil CThIOJACHTA.
PesynbraTthl CUUTaNIM CTAaTUCTUYECKU 3HAYMMBIMU
nipu p < 0.05.

PE3VJIBTATbI

B xonme mpoBeaeHHOro ucciaeqOBaHUsI HE ObLIO
BBISIBJIEHO TocTOBepHOro BimsiHus JIK Ha moimo pas-
BUBAIOIIMXCS MOPYJI M OJIACTOLIMCT, a TAKXKe CpeaHee
YUCJIO KJIETOK Ha 9MOpUOH (Tabs. 1). OngHako B rpyIi-
ne, nociae BosaeiictBus JIK, Habmomanoch 3HaUYM-
tesabHOe yBeaundeHue (p < 0.05) nunnekca pparmeHra-
1IUU sifiep o CpaBHEHUIO ¢ KoHTpoJieM (13.2 + 2.3 u
7.6 & 1.2 COOTBETCTBEHHO).

I[Tocne mpouenyp BuTpudUKalMK/OTOrpeBa He
ObLIIO BBISIBJIEHO AOCTOBEPHBIX Pa3jivuuii Mo J0Jje
pa3BuBarmoluxcss Oaactouuct mexay JIK M KoH-
TpoabHOI TrpyraMu (taba. 1). Tem He MeHee, 3Ha-
yutenbHoe cHuxeHue (p < 0.05) cpemHero umcia
KJIETOK Ha SMOPUOH ObLIO OOHapyxeHo B rpynmne JIK
IO cpaBHEHMIO ¢ KoHTpoJieM (50.1 = 3.9 1 65.0 £ 4.7
COOTBETCTBEHHO). Hallm pesynbraThl TakKe IMOKa-
3bIBAIOT, UTO BUTPpUGUKALIMS HE TOBIMsIa Ha ¢par-
MeHTauuio siaep (Tadi. 1).
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Ta6mna 1. Pa3BuTre sSMOPpUOHOB MBILIIEH B KYJIBTYpPE in Vitro 10 U Mocje BUTpUGUKALIMU

KyneruBupoBanue in vitro smopnoHoB ¢ 200 MkM nuHoneBoit kuciortoit (JIK) mo Burpudukanmm

Yucio pa3BuBalOIMXCs SMOPUOHOB, % OxkpammBanue DAPI3
Yucno
l"pynnml SMOPUOHOB - SracTOMUCTEL MOBPEXICHHbIC | YUCI0 KIETOK | DparMeHTAIINsST
SMOPHUOHBI Ha 5MOPUOH saep, %
Koutpoib 82 22 (26.8) 60 (73.2) 4(4.9) 289126 7.6+ 1.2
JIK 107 27 (25.2) 80 (74.8) 12 (11.2) 283+ 2.5 13.2 £ 2.3*
Pa3BuTne sMOpUOHOB B KYJIBTYpE in vitro mociie BUTpU(UKALIIN
Yucio pa3BUBaIOIMXCS SMOPUOHOB, % Oxkpamusanue DAPIT?
Yucno
I'pynmsl
9MOpHOHOB 0J1aCTOLIMCTBI MOBPEXIeHHbIE SMOPUOHBI* HHMCII0 KICTOK | pparMeHTaLMA
Ha 9MOPHUOH anep, %
KonTponb 41 31 (75.6) 10 (24.4) 65.0 4.7 13.7+£2.5
JIK 64 38 (59.4) 26 (40.6) 50.1 £ 3.9* 16.5+2.9

* p < 0.05 110 CpaBHEHUIO C KOHTPOJICM.

DMOPUOHBI OT KaXKI0W CAMKM ObLTH CTyd4aifHbIM 00pa30oM pacrpenesieHbl MEXIy IByMs TPYIIIaMu.

Yucio aMOprOHOB, KOTOpble UMEIOT 20% Wit 6OJTbIIIE MEPTBBIX KJIETOK (IOJIST OT OGIIEro Yrciia pa3BUBAIOIINXCSI SMOPUOHOB).
Yucno sMOpUOHOB, B3STHIX Wi okpaiimBaHus DAPI, coctasisiiio 39 B rpynne, nocie BosneiictBust JIK, u 35 B KoHTpose.
Yucno aMOpUOHOB, KOTOpbie MMeIoT 40% wiin 6oJibliie MEPTBBIX KJIETOK (I0JIsI OT OOIIETO YKCJia Pa3BUBAIOIINXCS SMOPUOHOB).
Yucno asMOpHUOHOB, B3SATHIX It okparmmBaHust DAPI, cocrapisiio 54 B rpymie, mocie BoznevictBust JIK, n 39 B koHTpoIe.

OBCYXIEHUNE

Hacrosimee mccnenoBaHue IToKa3aao, YTO BO3-
neiictBue JIK npu KyJIbTUBUPOBAHWH in Vitro HE BIIM-
S710 HAa 4acTOTy MPEUMIUIAHTAlIMOHHOTO pPa3BUTHUS
Mebleii. OmHako HaOJIIogajaoch yBeaudeHue (par-
MEHTAllMU siiep B rpyine, nocie Bosneictsus JIK,
o CpaBHEHMIO ¢ KoHTpoJjieM. CKopee BCEero, 3TOT
a(pdekT MOoXeT ObITh CBsi3aH ¢ BaustHueM JIK, mo-
CKOJIbKY Hallla Tpeablayllnass padoTa IMOATBEpAuIa,
yTto Ta Ke no3a JIK, nobasieHHast K SMOpHUOHAM MBI-
LIEN TIpU KYJIbTUBUPOBAHUU in Vitro, BbhI3Bajla BO3-
pactaHue OOIIero KOJIWYECTBAa BHYTPUKIETOYHBIX
JUTIMIOB B aMOproHax MeImu (Igonina et al., 2021).
B Oonee paHHeM ucciaegoBaHWU OBLUIO ITOKAa3aHO
yrHeTatoliee Aeiicteue JIK Ha pa3zButue sMOpUOHOB
Mbiieir B mo3ax 223—319 mxkxM (Nonogaki et al.,
1994). Omgnako y KPC Habm0gamoch MOa0XKUTEIb-
Hoe BimsHue JIK B KynbType in vitro Ha pa3BUTHE M-
opuoHoB (Hochi et al., 1999). ODtn uccnenoBaHus Mo-
Ka3aJjiy, 4To Ipupoaa 3Tux 3(p@peKToB MOXET 3aBUCETh
OT BHUIIOBOI MPUHAIIEKHOCTA MCCICAYEMbBIX >KMBOT-
Hbeix 1 1036l JIK (Nonogaki et al., 1994; Hochi et al.,
1999). B yacTHOCTU, HAa KPYITHOM POTaTOM CKOTE 1O~
Ka3aHO, YTO C YBEJIMYECHHEM IO3bI IOJISI pa3BUBAIO-
IIMXCS SMOPMOHOB CHavaJia YBEJIMYMBAETCS, a 3aTeEM
ymenbIiaercs (Hochi et al., 1999). B npyroii pa6ote,
TaK:Ke BBIIMOJIHEHHOM Ha KPYIIHOM POratoM CKOTe,
n3ydann BimstHue KJIK Ha sMOpuoHsbI; ObUIO TTOKA-
3aHO TPAH3UTOPHOE YTHETCHUE UX Pa3BUTUS IIPU CO-
MIOCTaBMMBIX [03aX U MOCJEIyIolleM OCJIabJIeHUN
sToro 3@ddeKkra co BpeMEHEeM KYJILTUBUPOBAHMUS
(Dias et al., 2020). B uenom, Haly pe3yabTaThbl Ae-
MoHcTpupyloT, uto JIK B moze 200 MkM oka3biBaeT

JINIITH HE3HAYUTETbHOE, XOTS U JOCTOBEPHOE, TIOBHI-
LIEHWE YPOBHS (PparMeHTALIMU SIAEP B KIIETKAX M-
OpPUOHOB, HO OTCYTCTBUE BIIMSIHUSI HA Pa3BUTHUE DM-
OpPMOHOB MBIIIIEA.

Mexay TeM, Halllu pe3yJibTaThl J€MOHCTPUPYIOT,
4yto BozaelicTeue JIK mpu KyJTbTUBUPOBAHUM in Vitro
COMpPOBOXIIAeTCs YyTHETEHMEM Pa3BUTHSI SMOPUOHOB
rocJje ux BUTpUDUKALIUU U MOCTEIYIONIETO OTorpe-
Ba. HecmoTpst Ha TO, 4TO mojsi OIACTOIUCT ObLIA
CXOIHOI MeXIy IpyIiamMu, CpeaHee YMCIO KJIETOK
Ha ®BMOPUOH OBLJIO HUXKE B TPYIIIE, KOTOPYIO 10 BUT-
pudukailmm KyabtTusupoBaiu ¢ JIK. Otu pe3ynbrarsl
OTJIMYAIOTCS OT JAHHBIX HaIlleil IpenbIayIIeii pabo-
11, Tae JIK B TOI XXe 103MpOBKE HE BhI3BIBAJI U3MEHE-
HUS KauyecTBa SMOPUOHOB MBbIIIIEl IMOCjie MEIJIEHHO-
ro 3amMopaxupaHus/orrauBaHus (Igonina et al.,
2021). O1oT 3(pdheKT, BeposITHO, CBSI3aH C TEM, YTO
MpY MeIJIEHHOM 3aMOpaKMBaHUM TeMIepaTypa Ha-
yajyia @I1J1 6buta HUxXe nocie oopadotrku JIK (Igoni-
na et al., 2021), onHako BO BpeMsl BUTpUDUKAIIUA
O®OITJT npoucXoaUuT MOMEHTAILHO.

Haie ncciemoBaHue MoKasajio, YTO IpeuMILIaH-
TallMOHHbIE 3aPOABIIIN MBILIEH, ITOC]IE BO3AEHCTBUS
JIK, UMEeIOT CHIXKEHHYIO KPUOTOJIEPAHTHOCTh, 3TU
BBIBOJIBI PA3HSTCS C pe3ybTaTaMU KCIIEPUMEHTOB,
MPOBEJEHHBIX PaHEe Ha Pa3IMYHbBIX BUAAX CEIHLCKO-
X039MCcTBeHHBbIX XUBOTHBIX (Hochi et al., 1999;
Pereira, Marques, 2008; Dias et al., 2020), 4T0O MOXHO
OOBSICHUTDL CYIIECTBEHHO MEHBIIUM COAEPKaHUEM
BHYTPUKJIETOYHBIX JIUNKUAOB y MbImM (Amstislavsky
et al., 2019). PacxoxneHue MexXmy IpencTaBIeHHbI-
MU HaMU JAHHBIMU U TIPEIBIAYIIMU pe3yJIbTaTaMu,
MOJIy4EHHBIMM Ha 3MOpHOHAX KPYITHOTO POraToro
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CKOTa U CBUHEII MOXHO OOBSICHUTh BUAOBOM CIICLIM-
¢uKoii, a TakKe pa3IndrusIMU BO BpeMEHU KYJIbTUBH-
pOBaHMs U UCTTONIb3yeMbIX f03ax JIK. MbI mojaraem,
YTO YBEJMYSHHUE YPOBHSI HEHACBHIILIEHHOCTY BHYTPH -
KJIETOYHBIX JTUIIUAOB MOXKET MOJ0KUTEIbHO MOBIM-
SITh Ha 3((OEKTUBHOCTH KPMOKOHCEPBAIIUN 3MOPUO-
HoB KPC u cBuMHei1; IIpu 3TOM 00IIee KOJIUIECTBO
BHYTPUKJIETOYHBIX JUIUIOB y 3TUX BMUIOB CyIlE-
CTBEHHO He MeHsieTcsl. C Apyroil CTOpOHBI, OTHOCHU-
TeJIbHOE BO3pacTaHUE OOIIEro KOJIM4eCTBa BHYTPH-
KJIETOYHBIX JIUITUIO0B ObLJIO 3HAYUTEAbHBIM Yy 9MOpPH-
OHOB MBIIIH, KYJIbTUBUPOBAHHBIX C TO e 10301 JIK
(Igonina et al., 2021), 4ToO MOXeT OBITb TPUIMHOI
CHUKEHMSI Pe3yJIbTaTOB KPUOKOHCEPBAILIUU B TPYIIIIE
JIK, HabGiarogaeMoil B JaHHOI padoTe.
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Linoleic Acid Exposure in vitro Affects Vitrification of Mouse Embryos
E. Yu. Brusentsev!, T. N. Igonina!, S. V. Okotrub!, E. A. Chuyko!, and S. Ya. Amstislavsky! *

! Institute of Cytology and Genetics, Russian Academy of Sciences, Siberian Branch,
prosp. Lavrentyeva 10, Novosibirsk, 630090 Russia
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The study addresses the effect of in vitro culture (IVC) of mouse embryos with 200 uM linoleic acid (LA),
48 h, on their viability after vitrification. Fluorescence microscopy of DAPI stained embryos showed an in-
crease of nuclear fragmentation in the non-vitrified LA-treated group, and a significant decrease in the num-

ber of cells in vitrified embryos 24 h after their warming. Thus, IVC with LA reduces the viability of mouse
embryos after vitrification.

Keywords: mice, preimplantation embryos, intracellular lipids, in vitro culture, linoleic acid, vitrification
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IMPOMCXOXKJIEHUE U DBOJIIOLIVSA HEPBHOM CUCTEMbBI: HOBBIE
JAHHBIE CPABHUTEJIbHBIX IOJJTHOTEHOMHBIX MCCJIEJOBAHUN
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st sBomonimoHHOM Helipoouonorun 2021 rom cBsi3aH ¢ OOJBIINMU OOCTHKCHUSIMU B MCCISIOBAHMSX,
ONUPAOLINXCS Ha METOIbI ITOJTHOT€ HOMHOTO KJIETOYHOTO CEKBEHMPOBAHMS. DTU UCCIIECIOBAHMSI ITO3BOJIM-
JIN CYyLIECTBEHHO MPOIBUHYTHCSI B IIOHUMAHUM LIEJI0r0 psiga yHIaMeHTaabHbIX BopocoB. Kak u korga
MOSIBUJIMCH IIEPBhIe HEPOHBI B 9BOIIOLINHU KMBOTHBIX? KaknMu ObUIH TepBbie HEPBHBIE CUCTEMbI Oa3aib-
HbIX Metazoa, ¥ YTO MOIJIO OBITH YHACIEIOBAHO COBPEMEHHBIM MO3IOM ITO3BOHOYHBIX OT UX APEBHEH Op-
rannsanuu? [MoyeMy mryTamaTr cTajl JOMUHUPYIOIIMM HEHPOTPAHCMUTTEPOM B MO3re MJIEKOITUTAIOIINX?
Kakue reHbl 1 KakiiM 06pa3oM OIpeaessioT OTJINYMSI MO3ra YeJIOBeKa OT IPYrux Mo3BoHOYHbIX? Kak yacto
B HEPBHOII CHCTEME Pa3HbIX TUITOB MHOTOKJIETOUHBIX XKUBOTHBIX HAOJIIOAAETCsl KO-TPaHCMUCCHSI (MCTTOJIb-
30BaHME OJHUM HEHPOHOM HECKOJIbKUX KJIIACCUYECKUX HEMPOTPAHCMUTTEPOB)? AHAIU3Y UBMEHEHMIL TeO-
PETUYECKMX MOJOKEHU SBOIIOIIMOHHOM HEMPOOMOIOTM, KOTOPbIE CBSI3aHbI C 0000IIEHUSIMU PE3yIbTa-
TOB MOCJIEIHUX JIET, IIOCBSIIEH TaHHBI 0630D.

Karouesoie cro6a: MpOUCXOXKIEHUE HEMPOHOB, HEMPOTPAHCMUTTEPHI, TITyTaMaT, KO-TPAHCMUCCHUST, DBOJTIO-

o HCpBHOﬁ CUCTEMDBI, COMAaTNYCCKUE MyTallM T€CHOMA HeﬁpOHOB, JIyrTaMaTHBIC PEICIITOPLI

DOI: 10.31857/S0475145022010086

BBEAEHUE

2021 rom MOXKHO T10 TIpaBy CUMTATh IIEPEJIOMHBIM B
U3yYEeHUU BBONIIOLIMK HEPBHOM cucteMbl. Cpasy He-
CKOJIBKO BaXKHBIX BOIIPOCOB ObIITA MCCIIETOBAHEI C HE-
BUJIAHHBIM paHee BKCIEPUMEHTAIbLHBIM Pa3MaxOM.
Kak u xorma NosiBUIMCH TIEpBble HEMPOHBI B BOJIIO-
LM >KMBOTHBIX (OIWH WJIM HECKOJIbKO pa3)? Kakumu
ObUIM TIepBbIC HEPBHBIE CUCTEMBI, U YTO MOIJIO OBIThH
YHACJIEIOBAHO COBPEMEHHBIM MO3IOM ITO3BOHOYHBIX
OT UX IpeBHel opranm3anmu? Yo ObITO paHbIIIe, Heli-
poH wmu HeliporpancmutTep? IloyeMy TIyramar,
OIVH M3 CAMBIX PaCIPOCTPAHEHHBIX BHYTPUKIIETOU-
HBIX METaGOJUTOB, CTal JOMUHUPYIOIIUM BO30YK-
JAIOIIMM HEMPOTPAHCMUTTEPOM B MO3Te MJICKOITH-
Taromux? Hackoiabko BaXKHO TPAHCMUTTEPHOE Pa3HO-
ob6pasue 1151 GYHKIIMOHUPOBAHYSI HEPBHOM CUCTEMBI 1
KaK OHO MEHSUIOCH B 9BOJIIOLIU MHOTOKJIETOUYHBIX KU~
BOTHBIX? MIHTepeCcHeIIIMe MCCIeNOBaHNS BEIYTCS U Ha
BEpIIVHE 3BOJIOLMOHHON IIIKAIBI TTO3BOHOYHBIX, Ha
YyeJIoBEKe U IpUMaTtax: ¢ 1IeJIbIO IIOHSITh, KaK1ue TeHbl U
KaK1M 00pa3oM OIpeNeTNIN OTINYME MO3Ta YeJIOBe-
Ka OT APYruX NO3BOHOYHBIX. CyIlIeCTBEHHO TIPOIBU-
HYTBCSI B IOMCKE OTBETOB Ha BCE 3TU BOIIPOCHI YIaJI0Ch
Gyaromapsi BBIXOOY B CBET ITyOJIMKALWIA, pe3y/lbTaThl
KOTOPBIX OMUPAIOTCI Ha OTHOCUTEIHHO HEJABHO TO-
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SBUBILMECS METObI ITOJTHOTEHOMHOIO ¥ TPAHCKPUII-
TOMHOTO CEKBEHMPOBAHUSI, B TOM YHCJIe €eTMHUYHBIX
KJieToK. CpaBHUTEIbHBIE WCCIIENOBAHUS, BBINOJ-
HEHHBIE Ha MIPEACTaBUTEISIX OOJILIIOTO YMcia aajie-
KUX JpYyT OT Apyra TAKCOHOB, BCEraa BbI3bIBAIU UH-
Tepec, OAHAKO OHU OBLIN TPYIHO PEaTN3yeMbIMU 10
MOSIBJIEHUSI HOBBIX METOAOB, CYIIIECTBEHHO CHU3UB-
LIUX TPYIOEMKOCTb U 3aTPATHOCTh CEKBEHUPOBAHMUSI.

IMPOUCXOXIEHHNE HEWMPOHOB,
HEWMPOHAJIbBHON CEKPELINMUA
N HEMPOTPAHCMUTTEPOB

HactosmuM mpopbIBOM CTaiu pabOThI, aBTOPHI
KOTOPBIX 00J1a1al0T IIUPOKOI 3pyAuliveit, u ycrel-
HO MCMOJIL3YIOT HOBbIE METOIMYECKNE BO3ZMOXKHOCTH
IS pemeHus GyHIaMeHTAIBHBIX BOITPOCOB OMOJIO-
ruu. K yncity Takux paboT OTHOCSITCSI TTyOIUKaluu
rpynisl npodeccopa Jieonnaa Mopo3sa (Leonid Mo-
roz) u3 Yausepcurera @uopunsl (CIIIA), KoTopbrit
CBOM MHTEpPEC K BOIMPOCAM MPOUCXOXAEHUSI HEMPO-
HOB U XMMWUYECKON CUTHAJIM3ALIMU CBS3bIBAET C pa-
o0oTtamu BeIIaromierocs Heiipooumonora .A. Caxapo-
Ba (paboTaloniero B MOCKOBCKOM MHCTUTYTE OMOJTIO-
run pa3putuss PAH), kotopble BBIIUIA €Ile B
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CEMUIECSTBIX—BOCBMUIECSTHIX TOAAX MPOIIJIOrO Be-
ka. Umenno II.A. CaxapoBy ITOCBsIIIIeHA OAHA U3 CTa-
teil JI. Mopo3sa (Moroz et al., 2021), B KoTopoii 1o-
cJieA0BaTEIbHO MPOBOAUTCS BepU(PUKALIMS MHOTHUX
pannux uaeii JI.A. Caxapona: “This manuscript is dedi-
cated to the 90th anniversary of Prof. D.A. Sakharov,
whose ideas and the book ‘Genealogy of Neurons’
were the driving forces beyond of this manuscript”.
INepeyncanM OCHOBHbBIE U3 HUX.

1. IloJureHus WM MHOZKECTBEHHOE MPOMCXOXKIEHHE
HepPOHOB B 3BOJIIONMU. [TOTHOTEHOMHOE CEKBEHU-
poOBaHMe IIpeacTaBUTENEH MSITHU 0a3aabHBIX TaKCO-
HOB MHOTIOKJIETOUYHBIX OpPraHU3MOB: T'PEOHEBUKOB
(Ctenophora), ryook (Porifera), mmactuHuatbix (Pla-
cozoa), crpekatoninx (Cnidaria) 1 IByCTOpOHHECUM-
MmeTpuuHbIX (Bilateria), najo HoOBble (DaKTHI B OIB3Y
9TOTO MpennojoxeHus. Hamuuue HelipoHOB mom-
TBEPXKAEHO TOJILKO y TPEX 13 3TUX TAKCOHOB, OHM 00-
HapyXeHBI y CTpeKalolInX, OMIaTepuii 1 rpeOHEeBU-
koB. [TociaenHue mpu 3ToM GUIOTEeHETUYECKU HaX0-
ISITCSI Aajibllle OT CTpeKalolluX M OwmiaTepuii, 4eMm
TaKCOHBI, HE MMeIoIIne HelipoHbI, a uMeHHO Porifera
u Placozoa. TlepBoe CBUIETEIHLCTBO HE3aBUCHUMOTO
MIPOUCXOXICHUN HEWPOHOB y TPpeOHEBUKOB OBLIO
nojsrygeHo enie B 2013 r.: Ha TEeHOMHOM YpPOBHE BBI-
SIBUBWJIMCh CYIIECTBEHHbIC OTJIMYMSI HEPBHOI CHCTe-
MbI TpeOHEBMKOB OT CTpeKaromux 1 ouarepuii (Ryan
et al., 2013). HeilipoHbl rpeOHEBUKOB, PaCOJIOXEH-
Hble B Me30Ijiee U 3KTOJAepME, OTJIUYAIOTCS APYT OT
JIpyra I10 TPacKpUIITOMY 1 MOP(hOJIOTMYECKNUM OCO-
OeHHOCTSIM (POPMHUPOBAHUS CETH, ITO3TOMY HEKOTO-
pble UcceaoBaTe v MPEANOYUTAIOT TOBOPUTH O IBYX
HEPBHBIX CHCTEMax IpeOHEBUKOB C IIPEAIIOJIOXI-
TEJIbHO He3aBUCHUMBIM IIPOMCXOXKICHUEM M3 Pa3HbIX
KJIeToK-TipeanrectBeHHUkoB (Moroz et al., 2021).
CxomHble TPUYMHBI MO3BOJIMIM TOBOPUTh M O ABYX
HEPBHBIX CUCTEMAaX CTPEKaIOIIMX, PACTIOI0KEHHBIX,
B OTJIMYKE OT TPeOHEBUKOB, B 9KTOAEPME U SHTOALCP-
Mme (Moroz et al., 2021). HepBHas cuctema oGuiarte-
puii, B CBOIO ouepenb, Ha ypOBHE TPAHCKPUNITOMA U
MOpP(}OJIOTUN OTJNYAETCS OT HEPBHBIX CUCTEM I'ped-
HEBUKOB M CTPEKAIOIINX, YTO MO3BOJIMJIO MIPEaroia-
raTb HE3aBUCUMOCTD ITPOUCXOXIECHUS 1 3BOJIIOLUN
HEHPOHOB B 3TUX Ipyrnax. @eHOTUTTUYECKOE CXOI-
CTBO HEMPOHOB Y pa3HbIX TPYIII IPU 3TOM paccMar-
puBaeTcsd Kak IpUMEp KOHBEPIeHIIMH;, OHO MOTJIO
pa3BUTBCS MO AEMCTBUEM ABUXKYIIETO OTOOpa Mpu
CXOIHBIX YCIIOBUSIX OKPYXKAIOIICH Cpe/Ibl.

Ha ocHOBaHMM MOJTHOT€HOMHOTO CEKBEHMPOBa-
HUd Mopo3 ¢ coaBToOpaMH TIOJIYYMIU HAaHHBIE O
TPAHCMUTTEPHBIX CHUCTEMaX, MCIIOJb3yeMbIX IIpem-
CTaBUTEISIMU 0a3ajbHbIX (PMIOTEeHETUYECKUX TPYIII
(Moroz et al., 2021). UccaenoBanock Hannuue ep-
MEHTOB CMHTE3a, BE3UKYJISIPHOTO MIepeHOCca 1 periern-
TOPOB, DBOJIIOLIMOHHAS AUCTAHLIUS MEXAY HEKOTO-
pBIMU T€HaMM PELIENTOPHBIX OenkoB. [losyyeHHbIe
MaHHBIE CBUACTEIHCTBOBAIM O CYIIIECTBEHHOM pas-
JIMYUU XMMUYECKON CUTHAJMU3allMU B HEPBHBIX CHU-
cTeMaxX TpeOHEBUKOB, CTPEKAIOIIMX M OWIaTepHiA,

YTO XOPOIIO COITIACyeTCs C UIeeii 0 He3aBUCUMOM
MOSIBJIECHNM HEWPOHOB B Tpex Ipymiiax Mmerazoa. K
YyUCly HauOoJiee KOHCEPBAaTUBHBIX TPAHCMUTTEPOB
otHocsarcda rimyramar, NO, AT® u nmenrunbl. OnHa-
KO, y KHUIApUii ITyTaMaTHbBIE PELIEIITOPHI BHISIBJICHBI
y HEHEMPOHAJIbHBIX KJIETOK, YTO OTJIMYAET UX OT OU-
JIaTepuii U TPeOHEBUKOB, HCIIOIbL3YIOIIMX IIyTamMaT
yXe B Ka4ecTBe HelpoTpaHcMUTTepa. MOHOAMUHBI
OKa3aJIUCh XapaKTepHbI TOJLKO [JIsI Oujatepuili u
KHHUAPUIi, HO HE BBISIBJICHBI Y TPE€OHEBUKOB I10 JTaH-
HbIM (Moroz et al., 2021b). Bopouem, TpaHCcKpuUII-
TOMHBIIN KJIETOYHBINA aHAJIM3 HEPBHOM CUCTEMBI TUIPbI
(Hydra vulgaris) He nonTBepaAWJ HaJIUYUE B HEM MO-
HoamuHeprudyeckux cucteMm (Brunet, Sprecher,
2021). IToaToMy Ha CErogHSIIIHUNA JeHb HEHPOHBI
MOHOAMUHEPTUUECKOTO (heHOTHUNA C OOJIBIION Be-
POSITHOCTBIO SIBJISIIOTCSI M300pETEHUEM HCKIIIOYM-
TeJILHO OMJIaTepalbHO CUMMETPUYHBIX SKUBOTHBIX.

2. HeiipoTpancMuTepbl ObLIN YHACJIEIOBAHDI OT J10-
HEPBHBIX (POPM MEKKJIETOYHON CHTHAJIM3AINMH. DTO
MpeacTaBlIeHUE, BEICKa3aHHOE B CEpearHe IPOIILIO-
ro Beka X.C. KomrosgHIeM 1 aKTUBHO pa3BHUBaeMoe
H.A. CaxaposeiM, I'A. by3HukoswsiM, B.f. bpon-
ckuM (Hanmpumep, Caxapos, 1974; JIpsikoHoBa u Caxa-
poB, 2019; bponckmii, 2021; Sakharov, 1974; Buznikov,
2007; Brodsky, 2009) yXe MOXHO CUMTaTh OYEBUII-
HbIM. JleoHun Mopo3 mnpenjaraeT 0oJjiee CUJIBHOE
YTBepKIEeHUE: “TpaHCMUTTEPHI CAENajJy HEPBHYIO
cucteMmy” (Moroz et al., 2021). Ecau Obl o TiosiBIIe-
HUSI HEMPOHOB HE CYIIECTBOBAJIO XOPOIIIO Pa3BUTOM
CHUCTEMbl XMMMUYECKON MEXKJIETOYHON CHUTHaIu3a-
1IMU, C TOTOBBIMU CUCTEMAaMU PELIETTLMY 1 KaTbLIAii-
3aBUCHMMOM CEKpelLnM, He ObUIO ObI HEOOXOIMMOTIO
peaganTUBHOTO 0a3uca Ijis BO3HUKHOBEHUST HEPB-
Hoit cuctembl. CylllecTBOBaHUE TAaKOTO MpeaaarTUB-
HOro 0asmca y IOHEPHBIX MHOTOKJIETOUHBIX TaK:Ke
MOKa3aHO B MCCIIeNOBAHMSIX rpyITsl Mopo3sa (Moroz
et al., 2021b), cBUAETEILCTBYIOIIUX O HAJIMYMU pa3-
BUTOI CHUCTEMBI MEXKJIETOYHOM CUTHAIM3ALlUN U
WHTErpaluy MOBEACHMS 32 CYET XMUMUUIECKOM CUTHA-
Ju3auuu y mactuHyathix (Placozoa). Orta cepust mc-
clIelOBaHUiI CTajla TakkKe BECOMBIM T0Ka3aTellb-
cTBOM elle ogHoit rumotessl 1 .A. Caxaposa.

3. Bo3MOXKHOCTb HECHHANITHYECKO reHepaluu mo-
BeJICHUA IPYNIOM KJIETOK C Pa3HOM XUMHYECKOI CUTHA-
Ju3anueid. MicxonHo aTa rumore3a Obljia chopMyJiu-
poBaHa JIJisl TPYIINbI, WU TOUHee aHcaMOJis, Helipo-
HOB, OTBEYAIOIIMX 3a TeHepaluio OMNpeaeIeHHOTo
MOTOPHOTO TOBEeACHUS (HarmpuMmep, 6era, KeBaHUs ).
Eiiie B 70-X IT. pOIIJIOTO BEKA CTajlo U3BECTHO, UYTO
Takoe IOBEJEHUE HE SIBISETCS MPOU3BONHBIM pe-
(IIeKTOpHBIX IyT, a hopMUpyeTcs OGnarogapst CKOOp-
JUHUPOBAHHOU paboTe aHCcaMOJIsI LIEHTPaIbHbIX Hell-
poHoB. Takue aHcaMOJM MOJYYWIM Ha3BaHUE I1IEH-
TpaibHbIX reHeparopoB mnatrepHa (LII'TI). Ho kak
OpraHnM3oBaHa CKOOPAMHUPOBaHHasi paboTa Helpo-
soB B LII'TI? Y xakum o0Opa3oM IIPONCXOIUT KOOPI-
Hauus pasHeix LITI? JI.A. CaxapoB IpemmonaoxXu,
YTO KOOPAWHALINS aKTUBHOCTU HelipoHOB B LIT'TI mo-
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JKeT TIPOMCXOIUTh 3a CYET CEKPEeLMU PasHbIX TpaHC-
MUTTEPOB HEMPOHAMM Pa3HbIX (ha3 M HATMYUS pa3HO-
ro Habopa pelenTopoB K TpaHCMUTTEpaM IPYTrAM
HelpoHoB. ITo3xXe MOsIBUINCH NaHHbIE, CBUIETEb-
CTBYIOIIIME€ O TOM, YTO U3MEHEHHE KOHIIEHTpalluu
OTHOTO HEUPOTPAHCMUTTEPA MOXKET KOOPAMHUPO-
BaTh U O0Jiee CIOXKHOE MOBEIEHNE, OCHOBAaHHOE Ha
cornmacoBaHHOl pabote pas3Hbix LIT'TI. ITonpo6Hee
000 BCEM OBTOM MOXHO MOCMOTPETh, HAINPUMEP
(dpsaxoHoBa, Caxapos, 2019).

N3yyeHue ocobeHHOCTE OMOJIOTUH, TTIOBEICHUS,
¢du3MoI0rMM 1 TeHeTUKU TipeacraButeseit Placozoa
(Trichoplax, Hoilungia hongkongensis) Tpymnmoi
JI. Mopo3a u, TIaBHBIM 00pa3oM, €ro yJ4eHMIIBI
Hapbu PoMaHOBOIT CTajlo BECOMBIM TTOATBEPXKICHM -
em aToit ugeu (Moroz et al., 2021b; Romanova et al.,
2020, 2021). Placozoa OTHOCST K TOHEPBHBIM MHOTO-
KJIETOUHBIM opraHm3MaM. OHHM CITOCOOHEBI K HaIrlpaB-
JICHHOI JIOKOMOLIMU, JOCTATOYHO CJIOXHO OpPraHu30-
BaHHOMY IUIIEBOMY ITOBEACHMIO, M30eraHuo. [eHoM-
HBII aHAJIM3 BBISIBWII IECATKN CUCTEM MEXKJIETOUHOM
CUTHAJIM3AlIMU U WX KOMIIOHEHTOB, BKJIIOYAIOIIUX U
¢depMEHTHI CUHTE3a CUTHAJIbHBIX MOJIEKYJI, X pELIeII-
TOphl K HUM. Cpenyr HUX oOHapyKeHBI KIIaCCUYeCKUe
HerporpancMutTephl (rmyramat, TAMK), Gomabinoe
YHCJIO MEeNTUIO0B, OKCUA a3oTa. TpaHCKpMIITOMUKA
eIUHUWYHBIX KJIETOK II0Ka3aja, YTO pa3Hbie TUIIbI
KJIETOK MCITOJIL3YIOT MIJISI CUTHAIM3AallMK pa3HbIe CeK-
pETOPHBIE MOJIEKYJIBI M MMEIOT pa3HbIil CHEKTpP pe-
LIENITOPHOM 4yBCTBUTeIbHOCTU. Mdapmakoiaoruye-
CKHE 3KCIEPUMEHTHI JI0Ka3aJii KOOPAWHUPYIOUIYIO
POJIb HEKOTOPBIX M3 3TUX CUTHAJIbHBIX MOJIEKYJI B Op-
raHu3alru MoBeaeHus1 Tpuxorniakca. Koporkuit 06-
30p BTHUX pE3yJbTaTOB MPUBOIUTCS B cTaThe JI. Mo-
po3a ¢ coaBropamu (Moroz et al., 2021b). Ha Hux oc-
HOBBIBAeTCS TIPEAIIOJOXEHUE O HECHMHANTUYECKOMN
OpraHu3aliy NEPBbIX HEPBHBIX CUCTEM B 9BOJIOLIMY 1
0oJ1ee MO3AHEM MOSIBIICHUM CUHAIICOB, IPUYEM TaKKe
MHOXECTBEHHOM U HE3aBMCUMOM ITOSIBJIEHUHU B pa3-
HBIX TAKCOHAX.

4. Vines1 o mpouCX0KIeHUH HEHPOHOB U3 CEKPeTop-
HBIX KJIE€TOK OOCYXHaeTcsl cpasy B ABYX CTaThbsIX TOM
e Tpymnnbl, OMyOJIMKOBAaHHBIX XypHajioM Frontiers
in Molecular Neuroscience B TeMaTU4eCKOM BBIITYCKE,
MOCBSIIIIECHHOM HEKaHOHWYEeCKUM 3@ddeKTaM Heulpo-
tpaHcmurTepoB (Moroz, 2021; Romanova, Moroz,
2021). K unciay Taknx HeKaHOHUYECKHMX (C TOUKH 3pe-
HUS KJIACCUMYECKUX HEMpOodr31oa0roB) MYHKIINI OT-
HOCSIT CUTHAJIM3AlIMI0 B HEHEPBHBIX TKAHSIX, MPSIMbIC
MonupuKalu 6eJK0B U TMCTOHOB (HarmpuMep, aMu-
HUpPOBaHNe), TOpMOHaJIbHBIE 3(hPeKThl. OTHAKO ITPU
pPacCMOTPEHUU B 3BOJIIOLIMOHHON TEPCIIeKTUBE ITU
SIBJICHUSI, HAITPOTUB, TIPUOOPETaAIOT KAHOHUYHOCTb,
CTaHOBUTCSI OYEBUAHBIM, YTO OHU CYIIECTBOBAJIU 3a-
JOJITO 10 TTOSIBJIEHUSI HEMPOHOB U HEPBHOM CUCTEMBbI
B 9BoJIIOLIMU. BoJjiee TOro oHU MOTJIN OTIPENETIUTD BbI-
0Op TOrO WJIM MHOTO TPAHCMUTTEPA JIJIsI BBITIOJTHEHUST
pa3HbIX (DYHKIUU B MO3TE.
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Hanuuue maHHEKCMHOB B TeHOME JOHEPBHEIX Op-
TaHU3MOB ITO3BOJISIET IIPEAMNOJI0XKUTh, YTO CEKPETOP-
HBIC KJICTKM HAYYNJIMCH UCITOJIB30BAaTh UX HE TOJIBKO
B KaUeCTBE 1IeJIEBbIX KOHTAKTOB, HO U JJIsI aKTUBHOM
HECUHAIITUYECKON CEKpELUMM TaKMX BEILIECTB Kak
AT®, myraMaT U JIp. B MEXKJIETOUHOE MPOCTPaH-
CTBO IJIs1 yCKOpeHMs oOMeHa curHajiamu. To ecThb oc-
HOBa OyIyIINX 3JeKTPUIECKMX CUHAIICOB TAKXKE MOT-
Jla OBITH YHaAclenoBaHa HeHpoHaMM OT MUX aKTUBHO
CEKpPETUPYIOLIMX IIpeAIlIeCTBeHHUKOB. MHTEpecHo,
YTO 3TO OTHOCUTEJIPHO HEAABHO OTKpPHITask HeCHHAIl-
TUYeCcKasl CeKpeTopHast (PyHKIIMSI MTaHHEKCUHOB/KOH-
HEKCHMHOB TaKXXe COXpaHWIach U Y COBPEMEHHBIX I10-
3BOHOUHBIX (Moroz et al., 2021b).

dopMHUpoBaHUE HEMPOHOB U3 CEKPETOPHBIX KJTe-
TOK oOcyxxnaetcs u B padote “The chemical brain hy-
pothesis for the origin of nervous systems” (Jékely,
2021). C HeoOXOIMMOCTBIO CHMHXPOHU3AIIMHU, KOOP-
JUHALIMY U TTOBBIIEHUST 3 (OEKTUBHOCTU CEKPELIUU
CEHCOPHO-HENpPOCEKpEeTOPHBIMHU KiteTKamMu JIx. 2Ke-
KeJIM CBSI3bIBAET MOSIBIIEHIE IEPBBIX CUHATITUYECKUX
KOHTAKTOB, MO3BOJISIIOIINX OOBEAMHUTH KJIETKU B
eIUHYI0 cekpeTupymolyto cetb. [Ipu 3Tom Kekenu
paccMaTpMBaeT He IIPOCTO CEKPETOPHEIC, a CeHCop-
Hble CEKPETOPHBIE KJIETKH, UTO COTJIACYeTCs C JaHHbI-
MU HeMipOOMOJIOTUY PAa3BUTHS: B OHTOTeHe3¢e IIEPBUY-
HOPOTBIX CaMbl€ IIepBbIe HEPOHBI, HA3bIBA€MbIE ITHO-
HEpHbIMU (pioneer neurons), MpeACTaBIeHbl UMEHHO
CEHCOPHBIMM KJIETKAMU C HECHHAIITUYEeCKOU CeKpe-
mueit (Nezlin, Voronezhskaya, 2017). Takumm xapakTe-
pUcCTUKamMu 00JIaaloT TMTMOHEPHBIE HEMPOHBI y Mpe-
cTaBUTeNiell pa3HBIX TAKCOHOMUYECKUX TPYII, TOraa
KaK MX TPaHCMUTTEpHas CHEHUDUIHOCTh MOXKET
onITh pa3Hoii (Nezlin, Voronezhskaya, 2017).

Bormpoc o ToMm, Kakre UMEHHO OCOOEHHOCTHU CEK-
PETOPHBIX KJIETOK CTaJIM HEOOXOIMMBIM YCIOBUEM JIIsT
MOSIBJIEHUS] HACTOSIIUX HEUPOHOB U CUHANITUYECKOM
CeKpelLMr, paccMaTpuBaeTcs B HemaBHell ctaTtbe Po-
MaHoBoi1 1 Mopo3a (Romanova, Moroz, 2021). ABTo-
pbI TIpeanosaraloT, 4YTo clieluaan3anus HI0IIa3-
MaTU4eCcKoro peTukyiayma (OP) B HanmpaBieHUM yBe-
JIMYEHUS CEKPETOPHOM CIOCOOHOCTU KIETKU U
CBSI3aHHOE C BTUM YBEJUYEHUE BHYTPUKIETOYHBIX
MEeMOpaHHBIX CTPYKTYP MOTYT ObITb TeMU haKTOpa-
MU, KOTOPbIE 3aMyCTUINU U CDOPMUPOBATIU PAHHIOIO
HEWPOHAIBHYIO U CUHANTUYECKYIO 9BOJIOLIMI0. MH-
TEPECHO, UTO MPpU HelporeHese MeMOpaHHbIE CUHAT -
TUYECKUE My3bIPbKY MPUCYTCTBYIOT B PACTYIIUX aK-
COHax M MX OKOHYaHMUSIX ellle A0 TOro, Kak chopmu-
pylorcs Hacrtosiaue cuHanchkl (Sukhinich et al.,
2021). MOXHO NpeanooXnTh, YTO Pa3BUTHE HEMPO-
Ha BOCTIPOU3BOJIUT MOCIEA0BATEIbHOCTb 3TUX COObI-
TUI B 9BOJIIOLIMU.

CraTbhio Mopo3a 0 MpOUCXOXIEHUN HEMPOHOB U3
CEKPETOPHBIX KJIETOK Pa3HOTO XMMH3Ma B XXypHaje
Frontiers (Moroz, 2021) cMe1o MOKHO Ha3BaTh IIPO-
rpaMMHoOIi. B Heit MHOro BHUMaHUS yaeasieTcsl nep-
CIIEKTUBaM pa3BUTHUs “HOBOI” HeHIpOOMOIOIUH, OC-
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HOBAaHHOI Ha MNPEICTaBJICHUSIX O MHOXECTBEHHOM
MPOUCXOXAEHUN HEHPOHOB M M3YYECHUU 3BOJIIOILIUU
“XMMUYECKOTO $I3bIKa” HEPBHOU CHUCTEMBbI. ABTOD
MpeAroaaraeT, YTo CpaBHUTEIbHAS TPaHCKPUIITO-
MUKa HEHPOHOB y MaJIOM3Yy4YE€HHBIX TAKCOHOB MHOTO-
KJIETOYHBIX JKMBOTHBIX MO3BOJUT MOCTPOUTH CBOETO
pona IIepUuoANYIECKYIO CUCTEMY, B KOTOPOi1 CBOMCTBA
HelpoHa OyayT IpeacKa3biBaThCsl €ro reHeajorunye-
cKUM nojoxeHueM. O ToMm, 4To ceilyac Mbl Haxo-
IUMCS B cCaMOM Hadajie 3TOTO IIyTH, TOBOPUT TOT
daxT, 4To U3 36 COBpEMEHHBIX TUIIOB MHOTOKJIETOY-
HBIX JKMBOTHBIX HEIpOHAaIbHBIE CUTHAJIbHbIE CUCTE-
MBI OTHOCUTEILHO XOPOIIIO UCCIEAOBAHBI TOJBKO Y 5
(Chordata, Arthropoda, Nematoda, Mollusca, An-
nelida). Bo3aMoXXHOCTH, KOTOpbIE OTKPHIBACT 3TO Ha-
MpaBJicHre UCCIICIOBAaHUI, XOPOIIO WLIIOCTPUPYIOTCS
CJIENYIOLIE CTaThEl TOM K€ TpyINbl, MOCBIILIEHHOMN
9BOJIOIM CAMOTO PacpOCTPaHEHHOTO HeHpoTpaHc-
MUTTEpa — IIyTaMara.

KAK TJIYTAMAT CTAJI
HEMPOTPAHCMHUTTEPOM?

I'myramaTr 3aHmMaeT ocoboe TOJIOXKEHHE Cpeau
JIPYTUX CUTHAJIBLHBIX MOJIEKYJ Cpa3y MO HECKOIbBKUM
npuurHaMm (Moroz et al., 2021a). Bo-1miepBbix, 60J1b-
LIMHCTBO HEMPOHOB IFOJIOBHOTO MO3Ta MJICKOITUTAIO-
IIUX MCMOJb3yeT B KadyeCTBE HEUPOTPAHCMUTTEpPA
mIyTaMart, XOTsI cyluecTByeT 6oliee 20 IPyrux Hepo-
TPAHCMUTTEPOB C HU3KUM MOJICKYJISIPHBIM BECOM.
He ynuBuTENBbHO, YTO OKOJIO MOJIOBUHBLI COBPEMEH-
HBIX HEMPOOUOJIOTOB M3Y4YalOT Pa3IMYHbIe aCHEKThI
mIyrTaMaTepruieckoi nepegayu. Bo-BTophix, cpas-
HUTEIbHbIC MCCIIENOBAaHUSI YKA3bIBAIOT Ha LJIyTamMat
KakK Ha OJVH U3 CAMBIX pAHHUX TPAHCMUTTEPOB: TITy-
TaMaTHBIE PELIENTOPHI BBISIBJIECHBI rpyInoi Moposa u
JIPYTUMU aBTOPAMU MPaKTUUYECKU Yy BCEX UCCIEHO-
BaHHBLIX HA CETOOHSIIIHUI AEeHb MHOTOKJIETOYHBIX
OpraHM3MOB, BKJIIOYasli BOJOPOCIU M pacCTEeHUs, a
TaKKe y OOHOKJIETOUHBIX 3yKapuoT (Moroz et al.,
2021a). B-TpeTbux, Te e CpaBHUTEIbHBIC UCCIEI0-
BaHUS MOKA3bIBAIOT, YTO TJIyTaMar, 3aHSB JIMAUPYIO-
IIIee TTOJIOKEHUE B MO3Te MJIEKOIMUTAIOLINX, IT0-BU-
JIUMOMY, YTPATUI Y HUX psif GYHKIUI U PELIETITOPOB,
pa3HoOOpa3ue KOTOPhIX, HAIIPUMEDP, Y MHOTUX TIep-
BUYHOPOTBIX OECIO3BOHOYHBIX YXMBOTHBIX BBHIIIIE.
Tak, y MOJUTIOCKOB, HEMATOH, HACEKOMBIX ITyTamMat
OKa3bIBaeT He TOJILKO BO30YKaatollee, HO U TOPMO3-
HOE JIEICTBUE, CBI3BIBAsICh C TIEHTAMEPHBIMU PELIETI-
TOPHBIMU KaHaJIaMU C Cys-TIeTIIMU. L-Tiayramar sB-
JISIeTCsl nepugepuyeckum HEPBHO-MBILIEUHBIM Heii-
pOTPAHCMUTTEPOM Y OOJBIIMHCTBA XWBOTHBLIX Ha
IUTaHETE, HO He Y MJIEKOIMUTAIOIINX (Y KOTOPHIX 3TY
(YHKIINIO BBIMOIHSET, KAK U3BECTHO, alleTUJIXOJINH,
a IyraMaT CTaHOBUTCSI OCHOBHBIM TPaHCMUTTEPOM
UeHmpaabHOU HEPBHOM cucTeMbl). HakoHell, B 0T/~
Yre OT MOHOAMUHOB M alleTUJIXOJIMHA, OTKPBITHIX B
KauyeCcTBE HEUPOTPAHCMUTTEPOB CYILLIECTBEHHO PaHb-
IlIe, TJIyTaMaT HACTOJBKO PACIIPOCTPAHEHHBIN KJle-

TOYHBIIA METabOJIUT, YTO MCCISAOBATEIN JOJITO CTa-
BWJIM 1107, COMHEHME CaMy BO3MOXKHOCTH BBIIIOJIHE-
HUSI UM TpaHCMUTTepHOU dyHKIu. I[Ipodiema
3aKJII09aeTCsI B €r0 HU3KOM crnenu(pUIHOCTU U OT-
CYTCTBUU CHEUATU3UPOBAHHON CUCTEMbI CUHTE3a,
XapaKTEepHOM I OPYIUX TPAHCMUTTEPHLIX CUCTEM.
I'myramaTtepruyeckuii HelipoH 00JamaeT 3PTUYHO-
CTBIO, TO €CTh TPAHCMUTTEPHOM CIIEIM(UYHOCTHIO, B
HECKOJIbKO MHOM CMBICJIE, YeM, HallpuMep, MOHO-
aMMHOBBIE, MENTUIEPTUYECCKUE U alleTUIIXOJIUHO-
Bble HEMpOHBI. Eciam 1y ImocnemHux xapakTepHa
creuMaJInu3upoBaHHas cucTeMa (OepMEHTOB CUHTE3a,
BE3UKYJISIPHOTO 3aXBaTa M BbIOpoca, crielupuuHas
TOJILKO JIJISI OQHOIO THMA KJIETOK, TO INIyTaMaTHBIN
HEWPOH CTAaHOBUTCSI TAKOBBIM TOJBKO 3a CUET IKC-
IIpecCcrU reHa IJTyTaMaTHOTO TPaHCIIOpTepa, 3aKadu-
BaIOILIETO TIyTaMaT B BE3UKYJIbI — CUHAIITUYECKUE
my3bIpbKH. He 31ech 1n HUTOYKa, MOTSIHYB 32 KOTO-
PyI0, MOXXHO pacItyTaTh OOJIBIION KIIYOOK BOITPOCOB?
ABTOpPBI 00CYXIaeMOIi CTaTbU CUMTAIOT, YTO Aa. YTo
pa3ragblBaTh MHTEPECHYIO 3aJauykKy O ITPOMCXOXIIE-
HUU TPAHCMUTTEPHON (yHKUIMM IiIyTamMaTa u ee
JaJbHEHIIe 3BOMIOLMKU HYXXHO HadYMHATh C pac-
CMOTPEHUST POJIM 3TOM aMUHOKMUCJIOTHI BO BHYTPHU-
KJieToyHOM MeTabonuszme (Moroz et al., 2021a).

Bru10 IpoBeneHo cpaBHEHHE METabOJIOMOB TIPO-
KapuoTudeckoit KineTku (E. coli) n KIeTK1 MJIEKOITH-
Tatolero (Kyiabrypa KiaeTtok mbii iBMK — Immor-
talized Baby Mouse Kidney Epithelial Cells). Oxa3za-
JIOCh, YTO B OOOUWX CIydJassXx TIJIyTaMmar SIBIISIETCS
OCHOBHBIM BHYTPUKJIETOYHBIM METaOOJIUTOM, €ro
KOHIICHTpAIMS B KJIETKE MpPEBBIIIaeT KOHIIEHTpa-
1IUIO IPYTMX MOJieKyld. AOCOMIOTHBIE BHYTPUKIIETOY-
HBIEe KOHIIEHTPAIINX IIyTaMara JoCTUTaoT 96 MM mist
GakTepuu ¥ 64 MM I KJIETKMA MJIEKOITUTAIOLIETO, YTO
cocrasiget 37 u 35% Bcex MeTabonuTOB. C GOJIBIIUM
OTpPBIBOM ciienyeT miytaMuH (9%), omepexast mpu
atoM AT® (3%). HTepecHO, YTO TMOJIOBUHY BCETO
MeTaboJIoMa COCTABIISIOT 3BOMIOIMOHHO KOHCEpPBa-
THUBHBIE “NaH-CUTHaJIbHBIC” MojeKyJbl (Moroz et al.,
2021a).

ImyTamat yyacTByeT cpa3y B HECKOJIbKUX OCHOB-
HbIX MeTa0oJUYecKUX MyTsAX KiaeTku. OH sBisercs
KPUTHUUYECKHU Ba>KHbIM METa0OJIUTOM TIPU MOJTYyYEeHU U
sHepruu (uukia Kpebca), accuMuisimm a3oTa i CUH-
Te3e aMUHOKUCJIOT. M miyrtamar, U TiyTaMuH SIBJIsI-
IOTCSI JOHOPaMU a30Ta Jj1s1 aMUHOKMCJIIOT, y4aCTBYIOT
B MeXaHW3Max TpaHcaMMHHUpoBaHus. Bce ¢pepMeHTHI
MEePEeUYMCICHHBIX BBIIIE METAOOJIMUYECKUX TTyTei BbICO-
KO KOHCepBaTUBHbI. CHHTE3 HU3KOMOJIEKYJISPHBIX
curHainbHbIX BelecTB (TAMK, acniaprara, N-aueTuii-
1-acmaprara, nmumHa 1 NO) Takke Hepa3pbIBHO CBSI-
3aH C METa0OJIM3MOM IIIyTaMaTa M KJIETOUHOM OMo-
SHEPreTUKON. DTU CUTHAJIbHBIE BeElleCTBA MOTYT
CUHTE3UPOBATbCSl KaK MPOMEXYTOUHbIE MPOIYKThI
MeTaboJiM3Ma MOYTHU KaXk0i MpoKapuoTUYEeCKOi 1
3YKApUOTUYECKOM KIIETKOM.
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W paest o TOM, 4TO IIyTaMaT MOT ObITh IEPBBIM TPaHC-
MUTTEPOM, TMOBBILIEHUE KOHIIEHTPALIMU KOTOPOIO B
MEXKJIETOYHOM Cpelle CUTHAIU3UPOBAJIO O TIOBPEXIe-
HUU KJIETKM, ObuIa o3BydeHa JleoHmmom Mopo3om
yke 6onee 10 net Hazan. Torga oHa Ka3ajiach MHTE-
pECHOI1, HO TPYIHO JOKA3yeMOM, MHTYUTUBHOM. Om-
HaKoO HOBBbIE€ JaHHBIE O ME€Ta00JIOME KJIETOK AaleKUX
B SBOJIIOLIMOHHOM OTHOILEHWMW OPTaHW3MOB CYIILE-
CTBEHHO U3MEHWJIN 3TY CUTYALIUIO.

OueBUIIHO, YTO HapYLIEHUE 1IEJTOCTHOCTHU 10001
KJIETKU TIPUBOJIUT K TIOSIBJEHUIO B MEXKJIETOYHOM
MPOCTPAHCTBE CaMbIX Pa3HbIX META0OJIUTOB, HO Y-
TUMM KJIETKaM JUJIS BBISIBJIEHUSI TAKOTO COOBITUSI TPO-
11l HACTPOUTHCSI HA CaAMbIi CUJIBHBIN U YHUBEpCalb-
HbIi curHail. [lyTamat MOXeT CMelo MPeTeHA0BaTh
Ha poJib TaKoTo CuUrHaja. B Mupe oaHOKIIETOYHBIX
OpraHu3MoB crneluUYecKuii XMMUYECKUI CUTHaJ,
WHGOPMUPYIOIIUI O TOTUOAIOIIEN KIIETKE, MOXKET
OBbITh Ba>KHbIM MUIIEBBIM CTUMYJIOM. ¥ MHOTOKJIE-
TOUHBIX TMOBBIIIEHNWE KOHIIEHTPALMU [iyTaMmaTa B
MEXKJIETOUHOM TPOCTPAHCTBE CTAHOBUTCS YK€ CUT-
HaJIOM, YKa3bIBalOIIMM Ha HeOJIaronpusTHbie COObI-
THSI B opraHusMme. buonornyeckasi 3HaYUMMOCTb 3TOM
nHGOpMalM oYeHb BbicoKa. [103TOMy HEyIMBUTENb-
HO, UTO y>X€ Ha CaMbIX paHHUX 3Tarax 3BOJIOLUU (T10
ouenkaM JI. Mopo3a ¢ coaBropamu, 3.5 MULIAapaa
JIET Ha3am), MOSIBJSIOTCS CUCTEMBbl pPaclio3HaBaHUS
9KCTPAKJIETOYHOTO IIyTaMaTHOTO CUTHaja, a UMeH-
HO MJIyTaMaTHbIE peLeNnTopbl. 31ech TPYAHO yaep-
KaTbCs M HE HAllOMHMUTb, UTO 00€ aHlleCcTpajbHbIE
¢GYHKIIMM TyTaMarta, BbISIBJICHHbIE ellle Y JOHEPB-
HBIX MHOTOKJIETOUHBIX opraHu3MoB Placozoa, coxpa-
HWIVCh Y MJIEKOIMUTAIOIIUX HECMOTPS Ha MOJTYIO
MOJIHYIO COOBITUIA PBOIONLUIO. JJOCTATOYHO BCITOM-
HUTB PO XOPOIIIO U3BECTHBIN YCUIIUTEDb BKyCa, TITy-
TamMar HaTpusl, B3aMMOJEHCTBYIOIINI CO CIleLraIn-
3MPOBAHHBIMU TJIyTaMaTHBIMU PELIENITOPAMU, OTBE-
YalIlIMMU 3a BKYCOBbIC OIIYIIECHUSI, Ha3bIBacMbIe
“yMaMI/I”.

AHanu3zy PBOJIOLMY T€HOB IIyTaMaTHBIX pelern-
TOPOB TIOCBSIIIIEHA 3HAYUTENbHAs YacThb pPabOThI
JI. Mopo3a ¢ koaneramu. [Ipeanosaraercs, 4To pas3-
JIMYHBIEC TUTIBI AHLIECTPAIBHBIX TITyTAMATHBIX PeLeTI-
TOPOB Yy OOIIETO TIpenKa MHOTOKJIETOYHBIX XXWBOT-
Hbix (Urmetazoa) MOIJIM aKTUBUPOBATbCS Pa3HbIMU
JUTaHOaMU, BKJIIOYad DIWULWH, DIyrTaMarT U Jpyrue
AMWHOKWCIIOTHI, KaK 3TO MOKa3aHO, HAIIPUMED, Y CO-
BPEMEHHBIX PACTEHUI U MPOKapuoT. Jpyrumu ciioBa-
MU, 3TU PELIENTOPHI UICXOTHO MOTJIU OBITh YHUBEPCATb-
HBIMU AMUHOKHWCIJIOTHBIMU CEHCOPaMU, U OTYACTH 3Ta
X (PyHKIIMS COXpAaHWIACh U Y MHOTOKJIETOUHBIX XK1~
BOTHBIX. OJIHAKO, OTHOCUTEIBHO BBICOKME KOHIIEH-
TpaluU BbICBOOOXIEHHOTO BHEKJIETOYHOIO IyTama-
Ta (10 CpaBHEHUIO C IPYTMMU aMUHOKUCIOTaMM ) MOTJIA
CIIeJIaTh 3TY PELENTOPbI (PyHKIMOHAIBHBIMU PELIETITO-
pamu niyTamaTa — aHajiorngHo penernrropy iGluR, onui-
CAaHHOMY y PaCTEHUIA.

OHTOT'EHE3 Ne 1

TOM 53 2022

ITonyyeHHble JaHHBIE MO (DUIOTEHUU DIyTamaT-
HBIX PelLenTOPOB 3yKapUOT MpPeAroaratoT, YTo o~
HUMU U3 CTapeNIInX MOTYT OBITh JIIMOIa-peLenTo-
pbl. [IpuMmeyaTenbHO, UTO OHU ObLIM UACHTUDULIK-
poBaHbI TOILKO Yy Ty0oK (Porifera). Iloka Hem3BeCTHO,
SIBJISIIOTCSI JIU BTU PELIENTOPhI 3BOJIOLIMOHHON MHHO-
BalMelt TyOOK WU TTOTEPSIIIMCH CO BpeMEHEM B IPYTUX
TakCcoHaX XUBOTHBIX. Perientopsl NMDA-Tuna, obec-
MeYnBaIIe Takue SIBJIEHUsI KaK AOJTOBpeMeHHast
noreHnuanus (LTP) um oOydyeHue y ITO3BOHOYHEIX,
BBISIBJIEHBI U Y MHOTUX O€CTTIO3BOHOYHBIX C TTOXOXU-
mu (Rosenegger, Lukowiak, 2010) 1 HoBeIMH (Dya-
konova, 2003; D’iakonova T.L., D’iakonova V.E., 2010)
dyuknusmu. 3a npeaenamu Metazoa NM DA petier-
TOpblI He OOHapyXeHbl, a cpean Metazoa, ux He Ha-
TN Y TpeOHEeBUKOB 1 Tyook (Moroz et al., 2021a).
Bcero y sykapuoT ObUIM MOEHTU(UIIMPOBAHLI IBa-
JIIaTh AB€ pa3juyHble (pueTnuecKrue JUHUU TIyTa-
MAaTHBIX PELIENITOPOB.

Ecnu pelieniTopsl TiyTaMaTa HaliIeHbl y BCeX U3y~
YEHHBIX OPraHU3MOB, TO BE3UKYISIPHBIE TPAHCIIOP-
Tepbl, KaK U CJIeayeT OXUIaTh, — He y BceX. OHU He
BBISIBJIEHBI y TYOOK, TpeOHEBUKOB 1 XOaHOIaremi-
9T, Yneno pasHBIX pelenTopoB M TPAHCIIOPTEPOB
mIyTaMaTa, KakK oKa3ajaocCh, He KOppelMpyeT C 3BO-
JIIOLIMOHHOM MPOABUHYTOCTBIO U CJIOXKHOCTBIO HEPB-
HBIX cucteM Metazoa. Tak, y kHumapuii (cTpekaio-
IIMX) HalACHO 15 reHOB pa3HBIX INIyTaMaTHBIX pe-
nenTtopoB U 10—17 reHOB pasHBIX BE3UKYISIPHBIX
TPaHCIIOPTEPOB IIIyTaMaTa, IpudYeM OOJIbITUHCTBO
W3 HUX 9KCIIPECCUPYIOTCI He B HelipoHax. Hanbomb-
Iee pasHooOpasue TIIyTaMaTHBIX penenTopoB (26)
OOHApYXKEeHO Y OPIOXOHOTUX MOJITIOCKOB. JIJ1s1 cpaB-
HEHUS: Y MJIEKOTTMUTAIOIINX HaliieHO 18 pelenTopos
n 3 TpaHcrioptepa. [axke MOBEpPXHOCTHHI 00630p
¢GYyHKIUI HEMPOHATBLHOTO TIIyTaMaTa TaKXKe BBISIB-
JIIeT CYILIECTBEHHBIE Pa3IUUMST MEXIY KPYITHBIMU
TaKCOHAMM, TaKMMHN KaK MOJUTIOCKH, HaceKOMBIE,
XOPIOBBIE, CTpeKalole. DTO MOXET yKa3biBaTh HA
MnapajjieJbHYI0 3BOJIOLUIO TITyTaMaTe pru4ecKoi cu-
CTeMBI UJIH, TIpaBUIbHEEe, CUCTEM B 3TUX JIMHUSX. Y
YJIECHUCTOHOTUX IJIyTaMaT — OCHOBHOM HEWpPOMBI-
LIEYHBII TPAHCMUTTEP, ¥ MOJUIKOCKOB OH TIPEICTaB-
JIEH BO BCeX TUIaX HEHPOHOB (CEHCOPHBIX, MHTEP-
HelipoHaX M MOTOHEHpOHAax), y MJIEKOMUTAIOIINX
mIyTaMaT He BCTpedyaeTcsl B HEHPOMBILIEUHBIX KOH-
TakTaXx (TOJIbKO B CEHCOPHBIX 1 IEHTPAJIbHBIX HEHPO-
Hax), TJe OKa3bIBAeT TOJILKO BO30YyKmatomine 3 dex-
Tel. O QYHKUMSIX IJIyTaMara y paCTeHUM U BOOOPOC-
JIeii (KpacHBIX 1 OYpBIX) M3BECTHO, YTO 3TO YYacCTHE B
OCMOPETYJISILUM, pereHepaLliu, PEaKIUSIX Ha TIOBpe-
KIEHUE, XeMOCEHCOPUKE.



68 AbAKOHOBA

[TOYEMY MO3I' MJIEKOITUTAIOLLI X
HNCITOJIB3VET ITTYTAMAT B KAYECTBE
OCHOBHOTI'O BO3BYXIAIOIIEIO
HEHMPOTPAHCMMTTEPA?

CyliecTBEeHHBIE OTIMYUSI B  KOJIWYECTBEHHOI
MPEICTABIEHHOCTH TIIyTaMaTePIrUYeCKUX HEMPOHOB
BUIHBI B MIpeesiax IPyIIibl OMjIaTepaaIbHO-CUMMET-
PWYHBIX XUBOTHBIX. ¥ TIEPBUYHOPOTHIX TOJILKO S5—
10% HelipoHOB MCITONB3yeT IIIyraMaT B KadecTBe
HeliporpancmutTepa. LIHC 1mo3BOHOUYHBIX YBEIUYN -
BaJlaCh B 3HAYUTEJILHOM CTEIEHU 3a CYET ITOBbIIIE-
HUS JOJIU TIIYyTaMATHBIX HEMPOHOB. TakK y rphI3yHOB
9Ta noJig coctaniseT yxke 50%, a y yemoBeka oHa J10-
cruraer 80%.

IToyemy yBenu4deHHE MO3Ta B PsIAY TTIO3BOHOYHBIX
IIpOUCXOAMIIO Garogapst (OPMUPOBAHUIO OOJILIIIETO
yuclia UMEHHO IJTyTaMaTHBIX HelpoHoB? Mopo3 u
coaBTopkl (Moroz et al., 2021) oTBeyaloT Ha 3TOT BO-
npoc Tak. Bo-mepBEIX, OYeHbh HU3Kasi 3HepreTude-
CKasi CTOMMOCTB IIPOM3BOMICTBA. DHEPIHUS, paCXOmye-
Masl Ha 3axBaT U CUHTE3 INIyTaMmara, Y TPhI3yHOB CO-
crasiisieT Bcero 2—3% oT 00ILIMX 3aTPaT, CBSI3aHHbIX C
rnepegavyeii CUTHAJOB, U 5% — y Imoaeii; KpoMme Toro,
IyTaMaT caM MOXKET OBbITh MCTOYHMKOM SHEpPruu.
Bo-BTOpBIX, 3TO MOXET OOBSICHSThbCI Oojiee Mpo-
CTBIM T€HETUYECKUM M MeTabOJIMYECKMM MEXaHW3-
MOM TIOJIyd€HUSsI IIyTamMaTepruyeckoil KJIETKHU: BCe,
4YTO TpeOyeTcsl AJIsk TOro, YTOOBI HEMPOH CTaJjl IIyTa-
MaTepPruYeCKUM, 3TO aKTHUBAlIMs SKCIPECCUU Be3U-
KYJISIPHOTO IIIyTaMaTHOIO TpaHCIIopTepa.

B nononnenue Kk uaee JI. Mopo3a MOXKHO IIpeano-
JIOXKUTb, UTO PACIIpOCTPaHEHHOCTD IJTyTaMaTepruye-
CKMX HEHpPOHOB B MO3re MO3BOHOYHBIX OTpaXaeT
“IIOCMEIHOCTD” ero 3BOJIIOLIN;: 00BEeM HapallliBaJl-
cs1 OBICTPO, MPOCTHIMU Y MAaKCUMaJIbHO SKOHOMHBbI-
MU criocobamMu. BeposiTHO, OBLIIO HaiimeHO YHUBEP-
CaJIbHOE pellleHre ISl yBeJIMYEHNS pa3MepoB MO3ra
3a CUeT Yucjia HEpBHBIX KJIETOK (a He UX pa3Mepa Kak,
HaMpuMep, Y HEKOTOPbIX MOJUIIOCKOB), Y UCTIOIB30-
BaHWS [UTSI OTOW LIEJIM CAMOU 3HEPTeTUUYECKU JIeIIe-
BOI ¥ NPOCTO¥ MIyTaMaTepruyeCcKoil CUTHaAJIU3aLUH.

Ecnu 310 neiicTBUTENbHO TaK, TO OJHA U3 MpPO-
onem xummyeckoil mkoabl KomrosHia-Caxaposa,
KOTOPYIO MOXKXHO Ha3BaTh “KOIIMapoM” 3TOM IIIKO-
JIbI, TIOXOXeE, OJIM3Ka K CBOeMY paspelleHunto. [ToBbI-
IIeHWe XWUMUYECKOM OTHOPOMHOCTH HEHpPOHOB B
MO3re HanboJiee MPOABUHYTHIX B KOTHUTUBHOM OT-
HOIIIEHUM OPraHU3MOB Ka3ajoCh MPOTUBOPEUYUIIO
OCHOBHOMY TIOCTYJIATY IIKOJBI O 3HAYMMOCTH JUTSI
paboThl HEPBHOM CUCTEMBI MYJIbTUTPAHCMUTTEPHO-
CTU U XMMUYECKOro pazHoobOpasusi. Ceituac Mbl BU-
M, 9YTO B BOJIOIMH MO3Ta ITO3BOHOYHBIX XUMMNYE-
CcKOe pa3HOoOOpa3ue HeMPOHOB HE YMEHBIAIOCH: B
IIHC uenoBeka HaliieHbl TPAKTUUYECKU BCE U3BECT-
HBbIe HelipoTpaHCMUTTephl. OMHAKO Ha OIpeneacH-
HBIX dTarax pa3BUTHS HEpBHas CUCTeMa, IO-BUIW-
MOMYy, OblJIa “BBIHYXJ€HA” CTPEMUTEIbHO yBEINYM-
BaTh YMCJIO HEMPOHOB, U “Hay4ywiach”’ 3TO JenaTh

CaMBbIM IIPOCTBIM, OBICTPHIM 1 SHEPIreTUYECKU BbI-
TOTHBIM CITOCOOOM. DKOHOMMSI BpeMEHU M DHEPTUH
MpuBeja K CyIIeCTBEHHOMY MpPeo0agaHuIo Helpo-
HOB OIHOIO TPAHCMUTTEPHOIO (heHOTUIIA.

Bropoii, He MeHee MHTEepPECHBI BOIIPOC O TOM,
MoyeMy UMEHHO BO30YXXAaloIIKe PELIENITOPhI COXpa-
HUJIUCh B MO3Te MJIEKOTIMTAIOIINX, MaJIo OOCYXIaeT-
csl B cTaThbe. B 9TOM KOHTEKCTE MHTEPECHBI ClIeayIO-
mue ¢akTel. Bo30yxKneHne HeiipoHOB Ha (GU3MOJIO-
TMYECKOM YPOBHE CO3JAeT YCJIOBHUS IJISI BbIXOJA U3
YCTOMYUBBIX COCTOSIHMM, BO3MOXHOCTH OBICTPOIO
¢opMUpOBaHUS HOBBIX KOHCTEJUISALMI HEHPOHOB.
Ho eme 66mpImas miacTUYHOCTL M pa3zHoOOOpasue
MOXKET JIOCTUTAThCS 32 CYET MOBBIIICHUS TIACTUYHO-
CTU, OTKPBITOCTU TEHOMA, PETYJISILIMU €0 SKCIPECCUU.
HemaBHo ObLTa TOKa3aHa CBSI3b (PU3MOJIOTMYECKOTO
BO30YXKIEHUSI C MOBBIIIIEHUEM AEMETUIMPOBAHUSI I'e-
HoMa HelpoHoB rumnmokamiia (Grassi et al., 2017).
BBenenue xjaopuraa Kajiusi, BbI3bIBAIOIIETO HECTIEIIM -
¢duryeckoe TOBHIIEHUE 3JEKTPUIECKON aKTUBHOCTHU
HEWPOHOB, U3MEHUJIO IKCITPECCUIO HECKOIBKMUX Thi-
Cd4 TeHOB, IpU 3TOM puMepHO y 90% HabJ1r0gaJI0Ch
aKTUBHOE IEMETUIMPOBaHUE, U TOJABKO y 10% — 00-
paTHbIit 3pdhexT. Heckonbko TUMOB BO30YKIAIOIINX
IyTaMaTHBIX PELIETITOPOB aKTUBUPYET IyTU, BEAYIIME
K TIOBBIIIEHUIO SKCITPECCUN YHUBEPCAJIBLHOIO pelak-
cepa rerepoxpomatnHa GADD45 n neMeTWiIMpOBa-
Huto (Sultan, Sweatt, 2013). YuuTbiBasg BBICOKYIO
KOHCEPBAaTUBHOCTh 3TUX MyTeii 1 (OPMUPOBAHUE TITY-
TaMaTHBIX PELIENTOPOB Ha paHHMX 3Tarax 3BOJIOLMUY,
MOXHO NPEANOJ0XUTh, YTO PUCKOBAHHBIU BbIOOD B
MOJIb3Y BO30OYKIAIOLIMX TIyTaMaTHBIX PELENTOPOB
OBLI CBSI3aH C BO3MOXHOCTBIO “IIepeTpsxXyuBaTh’ HE
TOJIbKO YCTOuMBBbIE (DYHKIIMOHAJIbHbIE aHCAMOIU
KJIETOK, HO U X TPAHCKPUIITOMBI, co3/1aBast 6a3y 1Jis
BBICOKOH TUIACTUYHOCTH Y MOMCKa HOBOTO.

IToueMy Takoi1 BEIOOP MOXHO Ha3BaTh PUCKOBAH-
HbeIM? [lpn BO30OyXIeHMM HelipoHa aKTUBUPYETCS
MeTaboIN3M, TOBBIIIAETCSI BEIOPOC CBOOOIHEBIX pa-
JIUKAJIOB, TIOTEHIIUAIbHBIX MyTareHoB. A eclii Mpu
STOM ellle ¥ CHMXKAETCs 3alllMIIeHHOCTh TeHOMa 3a
CUET AeKOHIECHCAHIIMM XpOMaTHUHA 1 IeMETHINPOBa-
Hust JIHK, To puck mprnoOdpeTeHus MyTaiiii Bo3pac-
TaeT. DKCAUTOTOKCMYHOCTh INIyTamara (IIaTOJIOTHU
HEPBHOM CUCTEeMBbI, CBI3aHHBIE C N30BITOUYHOI aKTH-
Ballveil BO30OYXKIaIONIMX TIIyTaMaTHBIX PEeLeNTOPOB)
JIaBHO M3BeCTHA Ha (pM3MOJIOTMYECKOM YpPOBHE, €il
MOCBSIIIEHO KOJIOCCATbHOE YMCIIO HEBPOJIOTMUECKMX
uccienoBanuii. CBsI3b C HAKOTUJIECHUEM MyTalluii moKa
MeHbIIe n3ydeHa. OMHAKO BBIIAIONIASICS IO CpaBHE-
HUIO C APYTMMHU KJIETKaMU CIIOCOOHOCTh KOPKOBBIX
HeIpOHOB IMMO3BOHOYHBIX (HAaITOMHIO, 4yTo 50—80% 13
HUX TIIyTamMaTeprudeckue), HaKarjiuBaTh MyTalllu
MoKa3aHa yxKe B psfie padoT U HE BHI3BIBA€T COMHE-
Huit (Evrony et al., 2012; Hazen et al., 2016; Wu et al.,
2021). bonee Toro, akTUBHOCTb T€HOB, CBI3aHHBIX C
peryasguuei HeifpoHaIILHOTO BO30Y:KIeHMST, 0OpaTHO
KOppeIUpyeT ¢ MPOAOKUTEIbHOCTBIO XXU3HU Y Ye-
noBeka 1 HemaTonsl (Zullo et al., 2019). Brio BeIcKa-
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3aHO TIPEANOJIOKEHNE, UTO UMEHHO HAKOIUIEHUE MY-
TallMii U UX KOCBEHHBIA “TNOACYET” JIEXKUT B OCHOBE
9TOr0 OTPULATEILHOTO BJIWSIHUSI BO30YXICHUSI Ha
MIponoJKUTEILHOCTD >Xu3HU (Dyakonova et al., 2020).

Hrak, yBeandeHUe ynciia HeApOHOB U MCIIOJIb30-
BaHMe MPEeUMYIIIECTBEHHO IJTyTaMaTa B KaueCTBe pe-
TyJIITOpa KakK BO30YyIMMOCTH HEMPOHOB, TaK U He-
METWJIOBAHUSI WX T€HOMa MOIJIO CIIOCOOCTBOBATH
MOBBIIIEHUIO Y BBIYUCIUTEIbHO MOIITHOCTH, U IJ1a-
CTUYHOCTHU HepBHOI cucTeMBbl. [1naToit okazascs mo-
BBILICHHBIN pUCK HaKoIUIeHUsT MyTauuii. [IpotuBo-
JIEMCTBOBATh 3TOMY HEOJIarOoNpUITHOMY (PaKTOpy, B
CBOIO ouepedb, MOXHO YBEJINYMBAsE M30BITOUHOCTh
KJIETOK, TTOBBIIIAS “KOMUITHOCTL” TeHOMa. YBeIude-
HUE 4Yucjia HEMPOHOB MOXET CIYXKMTh HE TOJIbKO
YCIIOXKHEHUIO CUCTEMBI, HO 1 €€ 3alllUTe MPU CIyJaii-
HOM MyTareHese. Kcmonb3oBaHue BO30yXKmalolleid
DIyTaMaTHOM CUTHAJIM3allMM TOIJAa MOTJIO TaKKe
MOJACTETHYTh OBICTPOE YBEIMUCHHE Pa3MEPOB MO3ra B
SBOJIIOLINHY ITI03BOHOYHBIX. CXOMHBIC pacCyKOCHMUS,
ele 6e3 KOHKPETHOI aTpuOylIMU K IJIyTaMaTy W €ro
BJIMSIHUIO Ha I'eHOM, ObUIM BBICKa3aHbl B paboTe o
BO3MOXHOI1 3BOJIIOLIMY MO3Ta B YCIOBUSIX MH(OpMa-
LIMOHHOM IUIaThl 3a KOTHUTUBHBIN ycnex (KpymmH-
ckuit, 2014).

KAKHME YYACTKHW TEHOMA
N KAK OITPEAEININ OTINYUNA
MO3TA YEJIOBEKA

Bormpoc, naBHO MHTEpeCOBaBILMI HE TOJBKO 3BO-
JIIOLIMOHHBIX HEWpPOOMOJIOTOB, HO Tropa3go Ooice
IIMPOKUE CJIOU YeIOBEUYSCKOM ITOMYJISILIMU: YTO AeiIa-
€T MO3T YeJI0BeKa YeJIOBEYSCKUM, OTIMYHBIM OT JIpY-
rux MO3BOHOYHBLIX. CpaBHUTENbHAsI T€HOMMKA W
TpaHCKpUNTOMUKa nociaenHux jet (2018—2021) tak-
K€ TTO3BOJIMJIA COBEPIINTDH 3HAYUTEIbHBIC OTKPBITHUS
B 9TOM obnactn. HauHeM ¢ TOro, 94To MOMCK perysi-
TOPHBIX (PYHKIIMI y4aCTKOB T'eHOMa, CIIeIM(pUIHBIX
JUIST 4eJloBeKa M 00JIamaloInX BBICOKOM CKOPOCTBIO
9BOJIIOLIMHU, IPUBEI K OKUAAeMOMY Pe3yJIbTaTy — IMO-
JIaBJIsTionIee OOJBIIMHCTBO U3 HUX PETYJIUPYIOT pas3-
BUTHE HepBHOI1 cucteMnl (Girskis et al., 2021). DTtu
JIaHHbIE MO3BOJISIOT CAeJIaTh JOBOJBHO BaXKHBIN BbI-
BOJI: UMEHHO U3MEHEHUSI B HEPBHOII CUCTEMe cella-
JI1 4YejioBeKa 4ejaoBekKoM. OYeBUIHO, YTO MOHMMaA-
HUE KOHKPETHOM pOJIM pa3HbIX OTAEIOB T€HOMA,
CBSI3aHHBIX C PEryJIsIUeil pa3BUTUSI HEPBHOM CHUCTE-
MBI, TIpUIEeT HaMHOTO mo3xe. [Toka yganoch HEMHOTo
pa3o0parhecs C TEM, IOYEMY B OHTOT€HE3€ KOPbI TOJI0B-
HOT'O MO3Ta 4YeJIOBeKa IToJTydaeTcsl OOJIblle HEpOHOB,
yeM y IPYrux ITO3BOHOYHBIX, M KaKre (PaKTOPhI OIIpe-
JIEeJISTIOT OTJIMYKS B (pOPMUPOBAHMH TITPpedPOHTATEHOMN
KOpBbI UeoBeKa, 00JacTh MoO3ra ¢ Haubdosee ObICT-
PBIM 3BOJIIOLIMOHHBIM Pa3BUTHEM.

INoka3zaHo, YTO OMHUM M3 MEXaHM3MOB YBeJIMUe-
HUs 9MCcJia HeMPOHOB OKAa3bIBACTCS 3aMeJICHUE T1e-
pexona HeHpOHAIBHBIX MPOTeHUTOPHBIX KIETOK K
muddepeHITUPOBKE, TTO3BOJIAIONIEe UM COBEpIIaTh
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JIOTIOJIHUTEJIbHBIC [IUKJIBI MUTO3a Iieped auddepeH-
mupoBkoii (Fiddles et al., 2018). YBenuueHue mioia-
I KOPBI TOJIOBHOTO MO3ra COBPEMEHHOTO YeloBeKa
MOIJIO OBITh OOECIEUYeHO YaCTUYHOM IyIUIMKalldeid
reHa nofch2, CylleCTBYIOILIEIO y APYTMX IIPUMATOB.
Dra OpeBHssT HENOJIHAas OYIJIMKALMS ¢ U3MEHEHUEM
MOCJICIOBATEIbHOCTA I'eHa NpHBeia K MOSBICHUIO
reHa notch2nl, IpOIYKT KOTOPOTO BIMSET HA pa3BHU-
THE HEMPOHAIBHBIX MPOreHUTOPHBIX KJIETOK KOPBI.
DTOT reH npereprien elle ABe AyriuKaluu, U COBpe-
MEHHBIN YeJIOBEK B pe3yJIbTaTe MMEET TP KOITUU ITO-
ro reHa. Pe3ynbTar B ouepenHoii pa3 nmoaTBepaui pojib
OYIUIMKALMKA B 3BOIOLIUM MO3BOHOYHBIX (Bayramov
et al., 2021). IoBbiuieHre 3Kcpeccun notch2nl Beaet
K 3aMeieHnIo TuddepeHIIMPOBKU TTPOreHUTOPHBIX
KJIETOK 1 YBEJIMYCHMIO YKMclia HeApOHOB, KaK IOKa-
3aHO B 3KCIIEPUMEHTAX Ha KYJIbTYPe KJIETOK U MO3TO-
BoIX opraHounax (Fiddles et al., 2018). MuTepecHo,
YTO 3Ta 00J1aCTh F'eHOMAa OTIMYACTCS HECTAOMIIHbHO-
CTBIO U Y COBPEMEHHBIX JIIOJEii, BCTPEUYAIOTCS TeHO-
MBI C YMCJIOM KOITUI notch2nl nBe 1 4eThIpe, B IIEPBOM
ciyyae pa3BUBaeTCs MUKpoledaiusi, BO BTOPOM —
makpouedanusa (Fiddles et al., 2018). Ectb eiie onuH
IF€H, CYLIECTBEHHO M3MEHUBIUMI KJIETOYHBIM MaT-
TEpH U YPOBEHb 3KCIIPECCUM 3a CYET UBMCHEHUI B
MOCJIeIOBATEIbHOCTU PETYIITOPHBIX yYaCTKOB IreHO-
Ma, CIieuM(UUYHBIX IS 4YeJoBeka. DTO TeH Oenka
PPP1R17, BhI3BIBaloLIero 3aMeajieHUE KJIETOYHOTO
LKJIa HeipOHAIbHBIX ITPEAIIECTBEHHUKOB, HA0II0-
JIaeMO€ B OHTOTe€HEe3€ MPUMATOB U B €llle OOoJbIlei
CTEIICHU YeJIOBEKa, CYIECTBEHHO M3MEHMJI KJIeTOU-
HBII MaTTEPH U YPOBEHb 3KCIIPECCUM Y YeI0BeKa 3a
CUeT UBMEHEHMI B TOC/IEIOBATEIbHOCTU PETYINpY-
IOIIMX YYACTKOB I'eHOMA, CIIeIM(UYHBIX I YeJIOBE-
Ka (Girskis et al., 2021).

HenaBHUM OTKpBITHEM CTajia TAKKE TEMOHCTPALINS
IKCIIpeccun cepoToHMHOBOTO pernentopa HTR2A 6a-
3aJIbHBIMU TIpEAIICCTBEHHUKAMU HEMPOHOB paau-
aJIbHOHM IJIMK y 4YejIoBeKa KaK OJHOro m3 (paKTOpOB
3aMemIeHus TuddepeHINPOBKNA 0a3abHBIX TIpE-
IIECTBEHHUKOB U YBEJIWYEHUs] YHMCa HEHpOHOB
(Xing et al., 2020). OmHaKO 3TH pa3aIndnsI OIpeIeI-
JI OTJIMYME HE TOJIBKO YeJIOBEKa, HO M IPYTUX O3B0~
HOYHBIX, 00JIaAaIOIINX BEIPaXKeHHOM CKJIaI4aTOCThIO
KOpBI TI0 CPaBHEHMIO C TEMU, Y KOTOPEIX Kopa 0oJee
mIagkas (4To oTpaxkaeT MEHbIIIee YUCII0 HEMPOHOB U
MEHBIIYIO TUIOLIAAb KOPbI). DKCIIPEecCHs 3TOTO pe-
LENTOpa OIpeaesieT 3aBUCUMOCTD YHCJIa HEAPOHOB
OT KOHIIEHTpallMX CEPOTOHMHA B OHTOreHe3e, U
y4acTBYeT B MeXaHU3Me (POPMUPOBAHUSI KOHTEKCT-
3aBUCUMBIX MHIVBUAYAILHBIX Pa3IAImii.

I'poMKUM mociemHUM COOBITUEM B 3TOM 00JIacTH,
MOXHO CUUTATh ABE CTATbU, BBIILLIEAIINE B OKTSIOpE B
Nature (Shibata et al., 2021a, 2021b), cooOmuBIIIIE 00
OTIpeeISIONIEM YYaCTUM PETUHOEBOI KUCIIOThI (IpO-
M3BONHOIO BHUTAaMMUHA A) B HelporeHese IpedpoH-
tajibHO# Kophl (ITMK) yeroBeka. ABTOPHI 3aHUMAINCh
TTOMCKOM 3BOJIIOLIMOHHBIX MEXaHW3MOB PaCIIUPEHUS
[®K 1 ee cBsI3€ii ¢ MEANO-TOPCATHLHBIM TAJITAMYCOM Y
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puMaToB U 4enoBeka. Cumntaetcs, yto [IOK oTse-
YyaeT 3a IMO3HABATEJIbHYIO AeITeIbHOCTb, KOTHUTUB-
HYI0 TIJIJACTUYHOCTh, CAMOKOHTpPOJIb, pabouylo ma-
MSTh, COLIMaJIbHBbIC B3amMoaeiicTBIsI. Mopdomori-
yeckuMu Mapkepamu IT®PK npumaToB 1 4yenoBeKa
SIBJISIETCS JIaTepaJibHOE paclIMpeHUue U yBeJIUYeHUE
YeTBEPTOro 3€pHUCTOro (TpaHyjsipHoro) ciosi. OH-
TOTEHETUYECKNE MEXaHU3MBI, ONpeAe/IaIoNie 3TU
OCOOEHHOCTU OCTaBaJIUCh IO ITOCJIETHETO0 BpEeMEeHU
HEU3BECTHBIMMU.

HMcnonw3yss naHHble cekBeHUMpoBaHus PHK
BrainSpan ugenoBeka (RNA-seq), aBTOpbI IIpoBeINn
CKPMHMHT T€HOB, KOTOphble nuddepeHINaAIbHO aK-
TUBUPYIOTCS B CpeaHeit yacTu TOOHOI 10U TIJToJa Ha
16—22 uen. mocie 3auatuda. MccnemoBaHHble 001a-
CTU BKJIIOYAJIU 4YEThIpe IpedriojaraéMbiX 00JacTu
I[N®K (MenunanbHasi, opOUTaIbHAasI, JOpcojaTepaib-
Hasl, BEHTpoJIaTepaJibHasl) ¥ TIEPBUYHYI0 MOTOPHYIO
KOopy. DKcIipeccHusi TEHOB B 3TUX JOOHBIX 00JaCTIX
CpaBHUBaJIaCh C OOJIACTIMM TeMEHHOI (TepBUYHAs
ceHcopHast kopa, S1C; HIKHSI TeMeHHas Kopa,
IPC), 3arbutouHoO#i (mepBUYHAasI 3pUTENIbHAs Kopa,
VIC) 1 BUCOYHBIX JI0Jieii (TepBUYHAsT CITyXOBasi KO-
pa, A1C). Ananu3 renHoit ontojoruu (GO) reHos,
muddepeHInaTbHO aKTUBUPOBAHHBIX BO GPOHTATb-
HBIX 00JIACTSIX, BBISIBUI CJAEAYyIOIINE KAaTErOpUU re-
HOB: “YyBCTBUTEJIbHbIE K PETUHOEBOM KMHCJIOTE”,
“cBsI3aHHBIEC ¢ 00pa30BaHMEM CUHAIICOB” 1 “OTBeYa-
I01IMe 3a pa3BUTHE aKCOHOB”. MCIoib3yss UMMYHO-
¢epmenTHbiii aHamm3 (ELISA), aBTOphl oLeHMIN
KOHIIEHTPAlIMIO0 PETUHOEBOI KMCJIOTHI B pa3BUBaIO-
1IeMcsl MO3Te, 1 OOHAPYKWIN BbIpaXKeHHbIN Ipanu-
€HT B IlepeaHe-3aIHeM HallpaBIeHUN ¢ MaKCUMaJlb-
HBIMU 3HAYEHUSIMU B JIOOHBIX OTAEIaX. DKCIIPECCHUS
¢depMEeHTOB CHHTE3a PETUHOEBOM KHCJIOTHI ObLIa
TaK>Ke BHIIIE B TJOOHBIX OTAEaX, M 3HAYUMO OT/IMYa-
Jlach y TIpMMAaToB (Y€JI0BEK 1 MaKaKa) OT YPOBHSI 9KC-
MMpeccur B JIOOHBIX OTHejdaX TPLI3YHOB (MBIILICHT).
KonueHTpamus peTHHOEBOM KMCJIOTHI PETyJIMPYETCS
takke dpepmeHToM CYP26B1, kataGoan3upyolmum
PETUHOEBYIO KUCJIOTY U TEM CaMbIM OrpaHUYMBalO-
VMM €€ CUTHAIN3aL1I0. DKCIPECcCus 3TOro (hepMeH-
Ta, HAIPOTWUB, BBIIIE B KaydaJdbHbIX OOJIACTIX II0
CpaBHEHUIO ¢ TIpedPOHTATbHBIMU, YTO TAKKE MOKET
CIIyXXUTh (POPMHUPOBAHUIO TIepeaHE-3aIHETO Tpaar-
€HTa peTUHOEBOI K1CIIOTHI. JIakTO3a-3aBUCUMOE HO-
KayTUPOBAaHUE COOTBETCTBYIOIIEIO IeHa B TepuHa-
TaJIbHOM JIOOHOM KOpe Yy MBIIIeil IIPUBEIO K POCTY
KOHIIEHTPALIMM PETUHOEBOM KUCIOThI, yMEPEHHOMY
YBEJIMYEHUIO TEPETHUX OTACIOB, MOBBIILIEHHOI DKC-
Ipeccuu reHa rorb, XapaKTepHOIO IUISI YETBEPTOIO
rpanyasspHoro ciaog IT®K aHTpomouaHbIX IIprUMa-
TOB, HO DKCIIPECCUPYIOILETOCsS] B HOPME y MBIIIEH, U
paclIMpeHUI0 MeAuaabHOI TallaMOKOPTUKAILHOM
WHHEpBaIUU.

BbL10 M3ydeHO pa3BUTHE MO3Ta Y MBIIIEI TUHUH,
Hecyuiei neneunto reHa pepmenta CYP26B1, yuact-
BYIOILIETO B Jierpagallii peTUHOEBOM KMCIOTEL. OKa-
3aJI0Ch, YTO CUTHAJBbHBIN KacKajl PEeTMHOEBOI Kuc-

Jothl (pabotamiuii yepe3 penentopbl RXRG u
RARB) HeoOxonum aJjisi KOPpPEKTHOM Ipenpa3MeTKu
npedpoOHTAILHOIM W MOTOpPHOI oOjacTeil mo3sra, a
Takxke sl popMupoBaHust cBsizu mexay [TPK u me-
JIMOAOPCATIbHBIM TaJlaMyCOM. DTHU JaHHbI€ BIIEPBbIE
CBUIETEJBCTBYIOT O TOM, UTO KacKajJ PETHUHOEBOi
KMCJIOTBl UTpaeT KPUTHUUECKYIO pPOJib B Pa3BUTUU
I1PK u B ee pacliMpeHU B XO€ SBOJIOLIUU TOJIOB-
HOTO MO3ra MTO3BOHOYHBIX.

HMHTEepecHO, UTO TpaAueHT KOHLIEHTPALIUU PETH-
HOEBOI KHUCJIOThI CXOIEH C IPaAdeHTOM IUIOTHOCTHU
JNEHAPUTHBIX IIIMINUKOB, KOTOpasi TAKXK€ YMEHbIIIAET-
csl B MepeaHe-3aIHEM HallpaBJeHUuN, 1 0COOEHHO BbI-
coka B TIpedpOHTAJILHOM KOpe uejloBeKa Mo CpaBHe-
HUIO C ApyTMMHU miiekonuTtaroimumu. CpaBHUB TpaH-
CKPUIMTOMBI YeJIOBEKA M MAaKaK/d Ha CTaluM CPEIHETO
TUIO/a, COBMAaoIIeii C HaYaJloM CUHAIITOreHe3a, aB-
TOPBI OOHAPYKUJIU JOCTOBEPHOE YBEJTMUEHUE IKCITpec-
cuu nepedeumHa 2 (CBLN2), nelipekcuHa (NRXN) u
0eJIKa-CHHAIITUYECKOTO OpraHu3aTopa, CBSI3AHHOTO C
GRID/GluD-peuenTopom mryramara (Shibata et al.,
2021b). BunoBble pa3nuyusi B ypOBHE 3KCIIPECCUU U
pacnpeneieHUn B Kope LepebeslsinHa, 1o KpaiHei
Mepe YacCTMYHO, OKa3aJlUChb OOYCIOBJIEHHBIMU Jeje-
LIUSIMU, COAepKAIIMMM CaiThl CBsI3bIBaHUS SOX5 B
9HXaHcepe chln2, pearupyolileM Ha PETUHOEBYIO KKC-
qnory. “I'eHeTMyeckoe odejoBeYMBaHUE” SHXaHCepa
MBILLIMHOTO chln2 in situ (T.e. ero 3aMeHa Ha 4yejloBeYe-
CKUi1) BBI3bIBAET IOBBILICHHYIO 3KCIIpeccuto chln2 n
CcnocoOCTBYeT 00pa3oBaHUIO NEHAPUTHBIX ITUTTUKOB
B [TDK.

Takum o6pa3oMm, BEISICHUIOCH, UTO U3MEHEHUE HE
TOJBKO KOHIIEHTpAllMM PETUHOEBOM KUCIOThI, HO U
YyBCTBUTEJIILHOCTU K HEll 3HXaHCepa LepeOesinHa,
MOXeT OTBeuaTh 3a crienuduuHoe paszsutue [TOK
YyeJoBeKa W BBIpaXKeHHBII MepeaHe-3adHUuI Ipaau-
€HT IUIOTHOCTH JeHIPUTHHIX IMMIHUKOB. Borpoc xe o
MMpUYMHAX pa3Induii B KOHLEHTpALIUM U paclipeje-
JICHUM PETUHOEBOI KUCJIOTHI y TIPUMATOB OCTAETCS
OTKPBITBIM.

KO-TPAHCMUCCHA — ITPABHUITIO
NJIN UCKIIOYEHUE?

E1re omHIM XOpOIIMM IIPpUMEPOM BO3BPAIIICHUS K
CTapbIM BOIIPOCaM Ha HOBOM YPOBHE pa3BUTUS Hay-
KA SIBIIIeTCST paboTa, OIyOJIMKOBaHHAS SKYpPHAIOM
Frontiers in Molecular Neuroscience B ¢peBpane 2021 1.
(Brunet, Sprecher, 2021). CtaTbsl TIOJTHOCTbIO JUIIIE-
Ha 3KCIEPUMEHTAIBHOM COCTaBIISIONICH, OHA BBITION-
HeHa Ha OCHOBE JaHHBIX, OIYOJIMKOBAHHBIX IPYTMHU
ucciiefoBaTesisiMu. beicTpo Habuparolee CKOpOCThb ce-
KBEHUPOBaHNE TPAHCKPUIITOMOB SIMHWYHBIX KITe-
TOK TIPUBEJIO K TOMY, YTO B CBOOOTHOM ITOCTYITE HAX0-
JISITCSL JaHHBIE O MOHEMPOHHO OTCEKBEHUPOBAHHBIM
HEPBHBIM CHCTEMaM yXe¢ MHOTHUX BHUIIOB KMBOTHBIX.
DTUMU TaHHBIMH BOCTIONTb30BAJTMCH ITBEUIIAPCKIE UC-
cJenoBaTeNv, YTOObl OKOHYATEJIbHO pa300paThes ¢
TeM, KaK 9acTO B HEPBHOM CHCTeMe HaOIIOMaeTCsT KO-

OHTOTEHE3 Ne 1
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TpaHcMUccUsl (UCITOIb30BaHUE OMHMM HEMPOHOM He-
CKOJIBKUX HEMPOTPAaHCMHUTTEPOB) Ha IIUPOKON 3BO-
JIOLIMOHHOM 1mKaje. KpoMme Toro, Ha HEKOTOPbIX BU-
Jlax UM yoajJochb TIPOBEPUTb, MOXET JU B XOIe
OHTOTeHe3a U3MEHSTHCS YUCIIO HEMPOHOB C KOJIOKa-
Ju3anyeit HECKOJIbKUX HeiipOoTpaHCMUTTEPOB. bbuiu
KCIIOJIb30BaHbI JAHHBIE 110 TPAHCKPUIITOMaM HEeMpo-
HOB ruapsl (Hydra vulgaris), TOJIOBHOTO TaHIJIMS 1J1a-
Hapuu (Schmidtea mediterranea), HEpBHOI CUCTEMBI
HeMaTonbl (Caenorhabditis elegance), TOTOBHOTO MO3-
ra JMYMHKU U B3pociioit myxu (Drosophila melanogas-
ter), TOJIOBHOTO MO3Ta MPeACcTaBUTEsl TYHUKAT (HU3-
111 XOPAOBbIE, C MOABUXHOMN JUUYUHKON U CUASTIUM
00pa3oM KM3HU y B3pOCHbIX ocobeit) acuumun (Cio-
na intestinalis), KoctucToii pblObI (Danio rerio), KOHeU-
HOTO Mo3ra penTuiuii (uepenaxu Trachemys scripta v
samepuilbl  Pogona vitticeps) W, HakKOHEll, TOJOBHOIO
MoO3ra TIpeACTaBUTENST MICKOMUTAIONIMX MbIu (Mus
musculus). Izydanu ciiydan KOJIOKaJIU3alluy TOJbKO
KJIaCCUYECKMX HEMPOTPAHCMUTTEPOB (IIIyTamar, alie-
TunxoauH, TAMK, mimMiyH, MOHOAMUWHBI), UCIIOJIb3YSI
HaJMuue B TpaHcKpunTomax HeiipoHoB MPHK reHoB —
MapKepoB ONpPEAEJIEHHOI0 TPAaHCMUTTEPHOrO (heHo-
tuna. I[TpoayKThl 3TUX TeHOB-MapKepoB, KaK MPaBUIIO,
OTBEUaIOT 3a CUHTE3 U/WUIW BE3UKYJISIPHBIN MepeHOocC
COOTBETCTBYIOIIUX CUTHAIbHBIX MOJIEKYJ.

YacTo KO-TpaHCMHUCCHUIO pacCMaTPpUBAIOT KaK Ha-
pyienue npuHumia Jeina, cdopMyInpoBaHHOTO B
IMIATNACCATBIC rOAbI ITPOIILJIOro BEKa. Toma OHO UMEJIO
3Ha4YEHME, CXOMHOE M0 3HAYMMOCTH ¢ BBIBOIOM PamMo-
Ha Kaxajss o ToM, HepBHasl cCTeMa — 3TO HE CUHIIM-
TVII7[, a COBOKYITHOCTb OTAC/IIbHBIX HEPBHBLIX KJIETOK.
[MpyHun Jleiina ycnnvBai IIpeacTaBieHue O He3aB1-
CUMOM CYIITHOCTU HelipoHa. OmHAKO y caMOTo TIPUH-
uumna Jeiina cyiecTByeT ABa pa3HbIX IpouteHusi. Co-
IJIACHO YIPOIIEHHOMY BapUaHTy 3TOro IPpUHIIUIIA,
OIWH HEWPOH MOXET MCIIOJb30BaThb TOJBKO OIUH
HEUPOTPAHCMUTTED, KOTOPHIN CEKPETUPYETCHA BCEMU
ero oKoHYaHUsIMHU. YacThb HcciaemoBaTeeil MHTep-
MpeTUpyeT 3TOT MPUHLMI HWHadye: HAOOp HeMpo-
TPAaHCMUTTEPOB JJIsl BCEX CEKPETUPYIOLIMX 001acTe
OOHOTIO HelipoHa mocTosgHeH. O TOM, YTO IIPUHIIUIT
Jleiima B ynpoIllIeHHOM BapuaHTe HapylIaeTcsi, ObII0
U3BEeCTHO NaBHO. CyIlIeCTBYIOT ITPUMEPhI KOJIOKAJIN-
3alM1 KJIACCUYECKUX HEMPOTPAHCMUTTEPOB C HEMPO-
MEeNTUAAMU, Ta3000pa3HBIMM CUTHATBHBIMU MOJIEKY-
JJaMH1 1y TIEPBUYHO-, 1 Y BTOPUYHOPOTLIX 2XKNBOTHDIX.
DyHKIMOHATBLHOE 3HAYEHHME TAKO KOJOKAIM3allUuU
TaK3Ke M3yJaJioch M 00cykaaaock. Ho BOT TO, HACKOJIb-
KO 3TO SIBJIEHME XapaKTepHO ISl KJIACCUYECKUX Heli-
pOTPAaHCMUTTEPOB, OCTABAJIOCh HE COBCEM SICHBIM.
Ko-TpancMuccusi— 3T0 3K30THKa WJIM IIPAaBUIIO JJIsI
HEpBHOI CUCTEMBI?

CTOpOHHUKM XWMUYECKON OpraHU3aIlluy MO3Ta
paccMaTpMBaiM KOJOKAJM3allMI0 HEWpOTPaHCMUT-
TEepOB, CKopee, KaK NCKITIoUueHre u3 Ipasuia. [Ipen-
I10JIarajIoCh, YTO OHA JIMOO Hy>KHA B PEAKMX CITyJasix
IJIs1 CieMalIbHBIX 1iesieid, 1100 oTpaxkaeT cilydaitHoe
“HemodopMUpOBaHKUE” TPAaHCMUTTEPHOI crelmrpua-
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HOCTU. DTa TOYKA 3pEHUS BITOJIHE MOHSITHA, €CJIN KUC-
XOOUTh W3 TOTO, YTO pa3Hble HEUPOTPAHCMUTTEPBI
MMEIOT pa3Hble (PYHKIIMU, HECYT Pa3HYIO0 CMBICIIOBYIO
Harpy3ky. B aToMm ciydae Koa0KaaIu3alus He MOXKET
OBITH ITPABUJIOM JIJISI HEPBHOI CUCTEMBL.

Mrak, 4T0 X€ BBISICHUJIOCH O1arogapsi KJI€TOUHOMN
TpaHckpuntomuke? IlepeynciuM KOpOTKO OCHOB-
HbI€ Pe3yJIbTAaThl 3TOU PabOTHI.

BonbIIMHCTBO HEMPOHOB Y BCEX MCCeTOBaHHBIX
BUIOB 3KCIIPECCUPYET MapKePhl TOJBKO OJHOTO Heli-
pOTpaHCMUTTEpA.

HeiiporpancMuTTepHBIN NTpodUIbL HEPBHON CH-
CTEMBI CYIIECTBEHHO OTJIMYACTCSI Y pa3HbIX BUIOB.
Hampumep, y rumopbl KilaccuyecKue HeMpoTpaHC-
MUTTEPHI TIpeAcTaBaeHbI arleTrmixoauHoM u TAMK;
Y PENITUJINI OCHOBHBIM HEHAPOTPAHCMUTTEPOM SIBJISI-
eTcs IIyTaMmatr, M, B MeHbIIel crerneHu, TAMK; y
MBIIIIEN 3TO COOTHOIIIEHWE MEHSETCS Ha oOpaTHOE
(TAMK mnipeo6aangaet Had IiyTaMaTOM), U K TOMY Xe
CYIIIECTBEHHO BO3pacTaceT HOJs MOHOAMWHEpPIrude-
CKHX HEPBHBIX KJIETOK.

s Bcex MCClIeIOBaHHBIX BUAOB KOJIOKATU3aIVst
KJIaCCUYECKUX HEHPOTPAaHCMUTTEPOB HEU3MEHHO BhI-
saBsieTcs npuMepHo y 10—25% neiipoHos. [1pu 5ToM B
50% cirygaeB (11 60JTbIIIe) MUHOPHBIE HEMPOTPAHCMHUT-
TepHbIe (heHOTUIIBI (00JIee PeIKKE) MOTYT OBITh IIPe/I-
CTaBJICHbI HEMPOHAMM, CUHTE3UPYIOIIUMU ellle ONUH
WIN JaXe HECKOJNbKO KJIACCUYECKUX HeUpoTpaHC-
MUTTEPOB.

3aBUCUMOCTb YaCTOTHI KOJIOKAIN3all1 OT (1)I/IJ'[O—
TCHCTNYCCKOI'O paCcCTOAHMA MCXKIY OpraHM3MaMU HE
BbIsIBJICHA.

B oHTOoreHese 4uciao MyJAbTUTPAHCMUTTEPHBIX
HEMPOHOB MOXET MeHsIThcsl. Harpumep, B HepBHOM
CUCTEME B3POCJBIX APO30(MUII 3HAYNMO CHUXKAETCS
JIOJISI MYJIBTUTPAHCMUTTEPHBIX KJIETOK TI0 CPaBHE-
HUIO ¢ HEpBHOM cucTeMoii mnuuHku. C apyroit cTo-
POHBI, y CTAPBIX MBIIIEN OHA CYIIIECTBEHHO HE MEHSI -
€TCsI MO CPABHEHUIO C MOJIOABIMU.

KiactepHblii aHaln3 TPaHCKPUIITOMOB OTHEb-
HBIX HelipoHoB (MeTomoM Uniform manifold approx-
imation and projection, UMAP) He BbIAE/SIET KIETKHU
C KoJIoKaiu3alueil HeipoTpaHCMUTTEPOB B OTAEIb-
HBIE TPYMITBI, KaK MPaBUJIO, OHHU BXOISIT B KJIACTEPhI
HEHPOHOB, CEKPETUPYIOIINX ONUH U3 KO-TPAHCMMUT-
TepoB. C Ipyroii CTOPOHBI, HE Y BCEX BUIOB MPOSIBIISI-
eTcd Y YeTKas KjiacTepu3alus MOHOTPAHCMUTTEP-
HBIX KJIETOK.

Takum 06pa3oM, oKazaaocCh, YTO C OTHOI CTOPO-
HBbI, OOJILITMHCTBO HEPOHOB y BCEX UCCIIETOBAHHBIX
BUIOB UCIOJIL3YET TOJILKO OOUH KJIACCUUECKUIT Heli-
pOTPAaHCMUTTEpP, a HEHPOHBI C KO-TPAaHCMUCCHUEA
MMPUHAIJIEKUT K KJIacTepaM HeMpOHOB, BbIpabaThIBa-
IOIIMX OIVH 13 KO-TPAHCMUTTEPOB, UTO COMIACYETCS
CKOpee CO CIIyJaifHBIM ITOSIBIEHHMEM 3TUX KIIETOK.
YMeHbllIeHNe 00U KOJOKaJIU3aluil Mpu mepexole
OT IMYMHOYHOTO K B3POCIIOMY MO3Ty TaK3Ke COIIacy-
eTCsd ¢ MPEACTAaBIEHUSIMHN O KO-TPAaHCMUCCUM KJlac-
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CUYECKMX MEIMAaTOPOB KaK O CIIydaitHOM Hemodop-
MHUPOBAaHUU TPaHCMUTTEpHOU crienupuuHoctu. C
JIPYTOIi CTOPOHBI, TOJIS HEMPOHOB C KOJIOKAJIM3AIIM-
el BCe-TakMu BeJuKa IS CIIydYalHOI, U 0Ka3aJloCh,
yTo naxe 30% Takux HEMPOHOB Y IMYMHKU APO30GH-
JIbI HEe MelllaeT paboTe HEPBHOI CUCTEMBI.

B 3aximroueHue mmoaBeaeM OCHOBHBIC UTOTH 3TOTO
HaCBIILIEHHOTO HOBBIMU pe3yibTaTaMU U UAESIMHU TO-
JIa SBOJIIOIIMOHHON Hewpoobmosorun. HelipoHBI ¢
OOJIBIIION BEPOSITHOCTHIO MOSIBJISUIMCH B 3BOJIIOLIUU
HEeCKOJIbKO pa3. HeoOxommumoii rmpeaganTanueii K mx
MOSIBJICHUIO OBLJIO HAJIMYKME PA3BUTOM CUCTEMBI MEX-
KJIETOYHON XMMMYECKON CUTHaIMU3allMM, BKJIIOYAIO-
et 3JIEeMEHTBI BE3UKY/ISIPHOMN CEKPELN, PELEITOPBI
1 MeMOpaHHBbIEe KaHaJIbl, 0Opa30oBaHHbIC TAHHEKCUHA-
mu. TpaHCMHMTTEpHasT T€TEPOreHHOCTh CEKPETUPYIO-
II1X KJIETOK U TIEPBbIX HEPBHBIX CUCTEM OblJIa HEOOX0-
JIUMBIM yCJIOBHEM KOOPAWHALIMM IOBEASHMS Opra-
HU3Ma Ha OCHOBE OOBEMHOI HECHMHANTHUYSCKOM
CeKpelMu TpaHCMUTTEpoB (volume transmission).
DTH IpeBHUE YePThl COXPAHMINCh U B HEPBHOM CH-
CTeMe COBPEMEHHBIX MJICKOIIMTAIOIIUX, XapaKTepu-
3yIOIIeiics OONBIIMM pa3HOOOpa3sreM XUMHYECKON
MEXHEUPOHAJIbHOW cUTHaIu3aluuu. boJabIIMHCTBO
HENPOHOB y BCEX UCCIEAOBAHHBIX XKUBOTHBIX, TIPEI-
CTaBUTEJICH TUMNOB KHUIAPUM, XOPIOBBIC, HACEKO-
Mbl€, MOJUIIOCKM, aHHEJMUAbI, HCIIOJb3yeT TOJIbKO
OIWH U3 KJIACCUYECKMX HeMpoTpaHCMUTTEpoB. Om-
HaKO HEMPOHBI C KO-TPAaHCMUCCHUEH TaKxKe HEU3MEH-
HO BBISIBIISIIOTCSI Y BCEX MCCIIEIOBAHHBIX BUIOB U CO-
cTaBigioT mpuMepHo 10—25% ot Bcex HEMpOHOB opra-
Hu3Ma. [iyramar, Oyaydm caMbIM pacIpoCTpaHEHHBIM
KJIETOYHBIM METa0O0JIMTOM, ITO-BUAMMOMY, SIBJISICTCSI
OIHVM M3 MEPBBIX CUTHAIBLHBIX (PaKTOPOB MOBPEKIEC-
HUSI WA TUOEeIU KieTKu. s y3HaBaHUSI 3TOro 0mo-
JIOTUYECKM-3HAYMMOI'O CUTHajla MOTJIM C(popMUPO-
BaThCs MEPBbIE TIyTaMaTHbIE pelenTophl. ITpocToTa
W 3HepreTudyeckas aellieBu3Ha (pOpMUpPOBAHUS TITy-
TaMaTEepruyecKoll CUTHAJIM3alUuU, MO-BUIUMOMY,
oIpe/ie/njia UCIOIb30BaHME ITyTaMaTa KaK OCHOBHO-
ro TpaHCMUTTEpa MpU OBICTPOM YBEIWUYEHUM 4MCIIa
HEMPOHOB B 3BOIIOLIM MO3Ta IO3BOHOYHBIX. JIoHEepB-
Hble WJIM HEKaHOHMWYecKue (YHKUUU HeupoTpaHC-
MUTTEPOB MOIJIM OIPEACIUTh HX Pa3HOOOpa3HbIE
¢GYHKIIMM B HEPBHOI cucTeMe. Tak, IpsMoe WX OIlo-
CpEIOBaHHOE BIMSHME BO30YXIAIOIIMX PELIENITOPOB
IyTamara Ha COCTOSIHUE XpOMAaTHHA, ITI0-BUINMOMY,
OBbLIO UCIIOJIb30BAHO IS TOBBIIIEHUS HE TOJIBKO (hu-
3MOJIOTMYECKOM, HO U TeHETUYECKOI TUIaCTUYHOCTHU
MO3Tra IT03BOHOYHEIX.

Cyns 1o TeMIiaM TeKyIIux nucciienoBanuii, 2022 r.
MpUHECET HE MeHee 3HauYMMble M MHTEPECHbIE pe-
3yJbTaThl B 00JIACTU 3BOJIIOLMOHHOI HEWpPOOMOJIO-
I'MU. AHOHCHI HEKOTOPBIX U3 HUX YK€ IMPO3ByYasiu B
JIMIHBIX COOOIIIEHUSX.

OUNHAHCHUPOBAHUME PALOTbI

Pa6ora BeimonHeHa B pamkax ['3 0108-2019-0002 u
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In the very recent years, comparative studies, based on genome and transcriptome sequencing techniques,
have made great advances in evolutionary neuroscience. Several intriguing questions were addressed in these
investigations with combination of field observations, laboratoty experiments and genomics approaches. How
and when could the first neurons have appeared in animal evolution? What could the first nervous systems of
basal metazoans looked like, and what could have been adopted by the modern vertebrate brain from an an-
cient organization? Why has glutamate become a neurotransmitter, and why does glutamate excitatory sig-
nalization dominate in the mammalian brain now? How often does co-transmission occur in the neurons of
different metazoans? What are the genes that make us human and control development of the human brain?
This review considers recent insights in evolutionary neurobiology, which are associated with comparative
whole-genome and whole-transcriptome sequences studies on a large evolutionary scale.

Keywords: origin of neurons, neurotransmitters, glutamate, cotransmission, evolution of the nervous system,
somatic mutations of the neuron genome, glutamate receptors
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