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ges MaTprMyHOro NpUHLMNA BOCNPOM3BeAEHWS HacneacTBeHHbIX Monekyn “Omnis molecula ex molecula” —
“Kaxpgas MosieKyna oT MOMEKy/bl” — 04HO U3 Hanbosee 3Ha4YMMbIX Hay4YHbIX NpeackasaHuin H.K. Konb-
LoBa. 3Ta Ufes NPaKTUYECKN He HaLLINa MOAAEPXKKN U MOHUMaHNA Y COBPEMEHHWKOB, YTO CBsi3aHO, BEPO-
ATHO, C 6bITOBaBLUMM TOrAa NpejcTaBneHeM 0 6eNKOBOV NPUPOAe HacneACTBEHHbIX Monekyn. Mocneny-
foLLiee pasBUTUE MOJEKYNIAPHON TeHeTUKKU, OTKpbITMe AHK v noctpoeHve mofenn [BOWHON crnivpanu
JHK noaTeepanno MaTpvyHbIi NPUHLMN BOCMPOM3BEAEHUS HACEACTBEHHbIX MOJEKY/.

Kntouesble €noBa: MaTPUYHbIA MPUHLMIM, penanKaums, HacneacTBeHHocTb, AHK, KonbLos

DOI: 10.31857/S0475145022010062

BblgatoLniics 61Monor, 0CHOBOMOMOXHUK 3KCMe-
pyMeHTanbHOlM 6uonormn B Poccmn — Hwukonaii
KoHcTaHTMHOBMY KOo/bL0B Obl/1 aBTOPOM MEN N Ha-
YUYHbIX MNpeAcKa3aHWii, nNpeobpasuBLUNX Brocned-
CTBUM 06K MMPOBOI HayKn. EMy npuHagnexart, B
4aCTHOCTU, MAEN 3KCNEPUMEHTAIbHOIO MONyYeHUs
MyTauuii (paguauMoHHOIO U XMMUYECKOro MyTare-
He3a) U NONAUMIONAHbIX OPraHM3MOB, UCKYCCTBEH-
HOro napTeHoreHesa M 3KCNEepMMEHTaIbHOro0 BO3-
[eCTBMA Ha Jpyrue yHAaMeHTasIbHble MPOLLeCChI.

Cpean npei n npeackasaHuii H.K. KonbLoBsa
mMaTtpuyHas runotesa BOCMPOU3BEAEHUA Hacnes-
CTBEHHbIX MOJIEKY/T 3aHUMaeT ocoboe mecto. Npo-
6nembl NAeHTUMKALNK, CTPOEHUSA U (DYHKLMOHW-
pOBaHWsi MONEKY/l — HOCUTENIE HacneaCTBEHHOCTU
Bcerga ob1m LeHTpabHbIMKU Ans 6uonorun. OgHako B
Hadyane XX Beka 06 3TMX MOMeKynax 6blno M3BECTHO
HUYTOXXHO Masio. Y>Ke MUCMOo/b30Ba/IcA TePMUH “TeH”,
HO HEN3BECTHbLIM OCTaBa/ICA TUM MaKPOMOJIEKYT — HO-
cuTeneir HacneactBeHHOM WHdopmauun. KonbLos
nepBbIM B LMK/Ie paboT NPeLioKnI OpUrnHaIbHYHO
N4e0 BOCMPOU3BEAEHNST MONEKYN HacNeLCTBEHHO-
CTW, B OCHOBE KOTOPOW Nexkan MaTpUYHbIiA NPUHLMN
(Konbuos., 1928a, 19286, 1929, 1935; Koltsoff, 1928,
1935, 1939). OueBUAHO 3Ta Miesd ornepefuna ceoe
BPeEMS M He Halu/ia NOHMMaHWSA Yy COBPEMEHHUKOB,
OfHaKO rocnefyoLlee pasBUTMe MUPOBON HayKu
NMOATBEPAUIO MPaBU/bHOCTb 3TOr0 npeackasaHus
(cm. MonbiHKWH, 1969; BuHGepr, 1972; PanonopT, 1972;
AcTaypoB, Pokunukuii, 1975; Portugal, Cohen, 1977;
TumocheeB-Pecosckuii, 1993, 2009; Babkov, 2002;
MegHukos, 2005; O3epHtok, 2006, 2007, 2012; Mor-

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

B 0CHOBe MaTpM4HOI rMNoTe3bl NEXMUT CHopMy-
nupoBaHHbIn H.K. KonbLOBbIM HOBbIA NPUHLAN:
“Kaxkgas Monekyna oT Mofieky bl — “Omnis molec-
ula ex molecula”, LOMONHUBLUNIA YXe CyLLEeCTBYHO-
LWne obLebronornyeckme NpuHUmnel “Omnis cellu-
la ex cellula” n “Omnis nucleus ex nucleo™, koTopble
BCKPbIBAIOT CYLLIHOCTb MPOLLECCOB XU3HELEATEIbHO-
CTM Ha pasHbIX YPOBHAX opraHunsaumn. pesa Konb-
LI0Ba CyLLeCTBEHHO pacLumpwna nannTpy PyHLameH-
Ta/lbHbIX 3aKOHOMEPHOCTEN MPOLLECCOB XXM3HeAes -
Te/IbHOCTMW.

BnepBble MaTpUYHbLIA NPUHLMI BOCAPOU3BEae-
HUA MONEKY/N HacNeAcTBEHHOCTU Oblnl U3N0XEH
H.K. Konbuyosbim B 1927 1. Ha Il1-m BcecotosHoM
COBeLLaHMM 300/10roB, aHaTOMOB W MMCTONOrOoB B Jle-
HUHrpage B foknagde “PU3NKo-XMMUYeCKMe OCHOBBI
mopdhonornn”. Bbinn chopmynmpoBaHbl fBa Kpae-
YrofibHbIX MOJIOXKEHUA: 1) B KaueCcTBe MaTpuLbl, Ha
KOTOPOW CTPOUTCS FeH 6yayLlero NoKoneHus, mc-
NONb3YeTCHA reH MpeablayLero nokosfeHus, 2) ans
Hayana MaTpuyHOro CMHTe3a HeobxoAMMma 3aTpaBs-
Ka. YAUBUTENbHO, HO MMEHHO 3TN MAen BMNocrnea-
CTBMM NOJTYYUIN MOATBEPXKAEHME. B 310 Xe pabo-
Te H.K. KonbL0oB BMepBble pacCMaTpuBaET XPOMO-
COMY, COCTOALYHO n3 reHoB. OfHaKo runortesy
KonbuoBa yyacTHMKNM CoBellaHusa B JIeHUHrpage He
CMOI/IN MOHATb, NO-BUANMOMY, B CU/Y €e C/I0KHO-
ctn. bonee Toro, N.W. INpeseHT, copatHuk T.4. Jbl-
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CEHKO, 06BMHUN [OKNAfUMKa B MUCTUKE U yB/eYe-
HUW ab6CTPAKLMAMM.

B 1928 rogy atoT goknag H.K. Konbuosa 6bin
ony6/IMKOBaH Ha PYCCKOM Si3blKe B BUAE KPaTKOro,
(haKTUYeCKN Te3nCHOro, astopedeparta LoKnaja w
CTaTbi B XXypHane 3KCrepumMeHTallbHOW GUONIorMmn
(KonbLos, 1928a, 19286), a Takke Ha HEMELIKOM $3bIKe
B XXypHane “Biologische Zentralblatt™ (Koltsoff, 1928),
B 1929 r. NONHbIN BapnaHT TEKCTA 0KNaAa Bbillen B
0TEYECTBEHHOW cepun “HoBelLLne TeYeHUs Hayu-
Hol mbicnn” (Konbuos, 1929). B cooTBeTCTBMM C
MaTPUUHOWM TMMNOTe30/ MOMEKY bl HacneaCcTBEHHO-
CTV MMetoT 6enKoByo Npupoay. B 20-e rogbl XX Beka
3TO 6bINI0 eCTECTBEHHOE MPESMNONOXEeHMe, NOCKO/b-
KY O HYK/IEMHOBbIX KMCNOTax Torga 6b110 N3BECTHO
HemHoro. K 1910 rogy B cocTaBe HYK/EMHOBbIX KNC-
NoT ObINN ONncaHbl ABa NYPUHOBLIX OCHOBaHUS (Ty-
aHWH N aieHUH) 1 ABa MUPUMUANHOBbLIX (LLUTO3MH U
TMMWH), HO onncaHue CTpyKTypbl AHK nponsoLwno
pgecatunetmuamm nosxe (Watson, Crick, 1953; Portu-
gal, Cohen, 1977). B 1920 roay 6bina cchopMynmpoBa-
Ha HOBas Teopus MoNNMepOoB, 3a KOTOPYHO BMOC/eA-
cTeuun, B 1953 rogy, I. LUTayanHrep nonyumnn Hobe-
neBckyo npemuto (Staudinger, 1920). 31a Teopus
6blna akTBHO BocnpuHATa H.K. KonbuosbiM. o
MHeHUo 3. Mavipa (Mayr, 1982), MeHHO NOHUMaHue
TOro, UTO HacfefCcTBEHHAA MOMeKyna A0/MKHa UMETb
NOMMMEPHYIO CTPYKTYPY, OKa3a/ioCb PeLuaroLLmMmM 415
JanbHelnwero passutus koHuenumn H.K. KonbLosa.
MoHMMasn CnoXHOCTb JaHHOW npo6nembl, KonbLoB
nucas, 4To npegsaraemas UM rmnoTesa B CBOEN XMMU-
UECKOM YacTW Jasieka OT 3aBepLueHus, 6onee Toro —
elle BecbMa crniopHa (Konbuos, 1936). Naes o 6enko-
BOV MPUPO/E reHa Ha NpoTshKeHUW npumepHo 20 net
oCTaBasiaCb JOMWHUPYIOLLER. B umcne npusepxeH-
ueB aton naem H.K. KonbLoB ynommHaeT aBTOpOB
KHUTN “CTpOeHne BbICOKOMOEKYNSAPHbIX OpraHu-
YECKMX eCTECTBEHHbIX coeanHeHnA” K. Maitepa 1
. Mapka (Meyer, Mark, 1930), a Tak)Ke U3BECTHOIO
aHrnuickoro xmMmmnka B. Actbepun (Astbury, 1933).
DTW aBTOpbI CCblaloTesa Ha paboTbl Konbuosa, no-
CBSILLIEHHbIE MATPMYHO rMnoTese U 6eNKOBOI Npu-
pofe HacnefCcTBEHHbIX Monekyn. Cneayet OTMETUTD,
YTO M3BECTHbIA aMepUKaHCKWIA reHeTUK M. [deme-
pey, (Demerec, 1933, 1938) cunTtarn, 4To ponb Hacnea-
CTBEHHbIX Mosniekyn BbinonHAeT AHK. OfHako B Ty
nopy Takue CYy>KAeHUS He 6b1M JOMUHUPYIOLLNMU.

B 1934 r. ctatba H.K. KonbLoBa, noceAweHHas
MaTpuyHoOMy NpuHLUMny Ha mogenu Drosophila, B co-
KpalleHHOM Buje 6blna onybnnKoBaHa B XypHane
Science (Koltzoff, 1934). B aToi1 cTaTbe OH MULLET:
“Kaxpgas xpoMocoma rnpeAcTaBnsieT CrIokKHOe obpa-
30BaHMe, Hanbonee CyLLIECTBEHHOM YaCTbH KOTOPO-
ro SIBNSAETCA NPOAO/bHAA HUTb, COCTOAWAsA U3 psAja
reHoB. $1 Ha3Bas ee No3TOMy reHOHeMOW™ (MepeBog
aBTopa). anee KosnbLOB OTMeYaET, YTO B XPOMOCO-
Me HaxoAuTCA MHOXECTBO FeHOB, M OHW, 6yayuu
cuenneHbl MeXay coboii, nepeaaroTcsa U3 NOKONEHUA
B MOKO/IEHNE.

Mouemy wnpesa H.K. KonbuoBa 0 MaTpUYHOM
NpUHUMNe He 6blna N3BECTHa 3a Npegenammn Poccnn?
M. MopaHx (Morange, 2011) — dhpaHLy3CKWiA nc-
cnefoBarefb, CreLuaincT B 06nacT MoneKynsapHo
61010rMn 1 NCTOPUM HAYKWN CUMUTAET OCHOBHOW NpU-
YMHOI OTCyTCTBME MYy6AMKaLWiA B aHIN0sA3bIYHOM
Hay4HOW nuTepaTtype.

M3BecTHO, 4To Nocne Ny6anKaunin Joknaga “du-
3MKO-XMMWNYECKNE OCHOBbI MOPMOSIOrMKU” Ha He-
meukoMm (Koltsoff, 1928) 1 pycckom a3bikax (KonbLos,
1928, 1929), 0OCHOBHbIe 1Aen MaTPUYHOIO NPUHLMNA B
pa3BepHyTOM Buae Hukonaii KOHCTaHTMHOBWY Ony6-
NINKOBaJT BMNOCMEACTBAM B [ABYX CTaTbfX Ha PYyCCKOM
A3blke: ““HacnefctBeHHble Monekynbl”  (KosbLos,
1935) n “Ponb reHa B u3anonorum passutua”
(Konbuos, 1935). 3T ABe paboTbl ObIIN U34aHbI Ha
(hpaHLy3CKOM A3bIKe B IPECTUXKHOWN cCepum DpMaHHa
(Hermann), B KoTopoii ny6nnkosanuck Tpyabl Afb-
6epTa SitHWTeMHa, HopbepTa BuHepa, Mbepa Kio-
pwv, Jlyn e Bpoins, XXaka MOHO 1 apyrvx aBTOpOB.
B paHHoOI cepum nog 06LLMM Ha3BaHMEM “leHeTMKa
N npobnembl 3agonoumn” pabotel H.K. Konbuosa
Ob1IM N34aHbI B BUAE ABYX HEGONbLUMX KHUT: “Physi-
ologie du de’velopment et genetique”, Paris, 1935; n
“Les mole’cules hereditaires”, Paris, 1939 (Koltzoff,
1935, 1939). OagHaKo 3T KHUIM OCTa/INCb He3ame-
YeHHbIMK. IMprUUNHOK ToMy 6bIN10, Kak cuntaeT Mo-
paH>X, OTCYTCTBME aHI/1I0A3bIYHOM BEPCUN ITUX pa-
60T (“These two books... were published in French,
and not translated into English”) (Morange, 2011). Mo-
paHX nuweT: “06e kHurn [H.K. KonbLosa] cogepkat
KMOUK K NpeacTasneHmam 6monoros B 1930-e rogbl, a
TaKxXe rmnotesam, MOLeNAM N HabNIOAEHUAM, U3 KO-
TOPbIX B MOCNELyHOLEeM BbIpacTeT MOJIEKYIAPHAsA
6vonorna. OHW [alOT nNpefcTaBfeHNne O camoM
KonbLoBe, 0 ero naesx v BKIage B HayKy, a Takxe
NMoKasbIBalOT MOJIUTUYECKYD 0BCTAHOBKY, B KOTO-
poii oH paboTtan” (Morange, 2011). K aTomy Bpeme-
HU UCCNefoBaHUA XUMMUKOB-OPraHMKOB MOLTBEP-
AN BO3MOXXHOCTb CYLLEECTBOBAHWUSA TUTAHTCKUX
MOJIeKyn, 4To YKpenwuo runotesy H.K. KonbLoBao
remoHeme (Konbuos, 1935, 1936; Koltsoff, 1939). B
pa6oTte 1935 roga KonbLoB Nogpo6bHO pacckasbiBaeT
0 TOM, YTO OH NnoapasymeBaeT Mnog NPUHLMMOM MO-
NeKyna oT MOMEKY/bl, T.e. TEM NPUHLMUIMOM, KOTOPbIi
NoNy4YnI Ha3BaHMe MaTPUYHOI 0, OMKUCHIBAET ero Kak
NpoLecc pocTa KPUCTa/INIOB NPU HA/IMYUN KpUCTa-
NINYECKOM peLleTKn. U 34ech XKe OH yKasblBaeT Ha TO,
4TO emy “... 6bIfI0 0YEeHb MPUATHO LUECTb NIET CNYCTA
rnoc/ie Toro, Kak 3ta rmnotesa 6b11a MHO ory6/1MKoBa-
Ha B HEMELIKOM B10N0rMYECKOM XXypHarne, HalTL B pa-
60Te HeMeLKOro xMmMuKa LLITayamHrepa Ty e ugeto,
MOBTOPEHHYIO B TEX Xe BbIpaXXeHUsX™” (UnT. no: Huko-
naii KoHcTaHTMHOBMY KonbLoB..., 2021, cTp. 140).

Bce e Henb3a yTBepXaaTh, 4To paboThl KosbLio-

Ba He 6blNIN N3BECTHbI, CKOPee, OHW Maslo LIUTUpOoBa-
nmce B 1920—40-e rogbl. HO TO, Kak 1 KeM OHU UUTU-
poBasiNCb, CBUAETENbCTBYET O CU/ILHOM 3dpeKTe
naein H.K. Konbuosa. Hanpumep, .M. PuHu B
OHTOrEHES3 Ne 1
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cHocke (Wrinch, 1936, p. 560) K cBOMM paccy>kaeHN-
AM 0 MOIEKYNAPHOW Npupoge (HYKNenHoBbIe KMCNO-
Tbl UNN 6€/1KK) MULENNAPHOIO CTPOEHNS XPOMOCOM,
NULLET, YTO 6bIN0 Obl MHTEPECHO CPaBHUTL MOJTyYeH-
Hble et0 3aK/I0HYEeHNSA € TeMU, UTO BbicKasal H.K. Konb-
uoB (Koltsoff, 1928), (cm. Wrinch, 1936, p. 560: “Itisin-
teresting to compare our conclusions with those ex-
pressed by N. Koltzoff in his paper Biologisches
Zentralblatt, 1928, 48, 345—369"]. Mo3xe YoaauHr-
ToH (Waddington, 1969) B 0630pHOW cTaTtbe B Nature,
MOCBSILLLEHHOM nccnefoBatensim M3 EBponbl, BHec-
UMM BKNaj B NPeabICTOPUIO MOMEKYNSIPHOM 61ono-
MK, MULWET O KOHUENUMM FEMOHEMbI, CCbINasACh
nmeHHo Ha H.K. Konbuosa (Koltzoff, 1939) n PuHy
(Wrinch, 1936) (Waddington, 1969). SpHcT Maiip B
KHure “PocT 6uonornyeckoit mbicnn” (The growth
of biological thought: Diversity, evolution, and inher-
itance) (Mayr, 1982) nogpo6HO paccmaTpumBas UCTO-
pVIt0 Pa3BUTUS TEOPUN FreHa U XMMUYECKOW NPUPOLb!
HaCneaCTBEHHOCTW, [eflaeT akUeHT Ha runorese
H.K. KonbuoBa. 3. Maiip 0TgaeT AaHb YBaXEHUSA U
POCCUIACKOI LLUKOME TFeHeTUKM B LENOM, Kak U
P. FonbaWwMnAT, M3BECTHEMLLNIA  3BOJIOLMOHHbIN
6ronor XX Beka, apyxmsLumnii ¢ H.K. KonbLoBbIiM €O
CTyneH4Yeckux net (cMm. Monsgumuar, 2021). Kpyn-
HeilluMe 3BOMIOLUMOHHbIE 6KOM0OrM, TakuMe Kak
P. Fonbgwmnar - (Goldschmidt, 1938, 1958) wn
C. Paiit (Wright, 1938) HeogHOKpaTHO LUTUPYHOT pa-
60Tbl H.K. KonbLoBa.

Hukonaii Bnagumnposuy TumodeeB-PecoBCcKui
Obl1 nocnefoBate/lbHbIM MPOBOAHUKOM MAen Mart-
puuyHoro npuHumna Konbuosa. C 1925 no 1945 r.
H.B. TumodeeB-PecoBCKNii Obl1 MPUKOMaHANPO-
BaH no pekomeHgaumn H. K. KonbLosa, B epivH-
Byx B VIHCTUTYT nccnefoBaHuii Mo3sra npu O6Le-
CTBE COfeNCTBUS Haykam um. Kalizepa Bunbrenbma,
KOTOPbIM PYKOBOAW U3BECTHbIM Bpay U HEMpoaHaToOM
OtT0 PoOrT, yyactBoBaBLUMI B neyeHUn B.W. JleHnHa,
anospHee B MCCMeA0BaHMM €ro MO3ra. 3Ta KOMaHAu-
pOBKa KpyTO U3MeHWna cyabby TumodpeeBa-Pecos-
ckoro. Npuexas B M'epMaHuUto B Bo3pacte 25 fieT, OH
CTa/ BMOCNeACTBUN NPU3HAHHBIM CMeLmaIncTom B
0651acTn reHeTUKN U pagmnoduonorum (Rokityanskij,
2005; Levit, Hossfeld, 2009; Rajewsky et al., 2016).
WccnepoBaHmsa npupoabl MyTaLuumid, B TOM Yncie pa-
ANaUNOHHOIO MyTareHesa, NPOBOANANCE TUModee-
BbIM-PeCOBCKMM B CO3aHHOM MM OTAeNe reHeTUKN
n 6rnounsnkn B VIHCTUTYTE MCCNeaoBaHUIA MO3ra.
911 paboTbl 6bINN B ONpPeAeneHHOM CTEMEHN Mpo-
AomkeHnem naen Konbuosa 0 MaTpyUyHOM NPUHLN-
ne, KOTOPbIA CTann Ha3biBaTb “KOHBapMaHTHON pe-
AynanKaunen HacnegcTBeHHbIX monekyn” (Timo-
feeff-Ressovsky, 2016; Inge-Vechtomov, 2016).

3. LpeanHrep, aBToOp HEBEPOATHO MOMYNSAPHOM
KHUT “YT0 TaKOe XXM3Hb C TOUKM 3PeHNSI (PU3NKIN?”
(Schrédinger, 1944, nepesog. LpeguHrep, 1947),
CBA3bIBA1 MOABNEHNE MOHATUA ““HacneACTBEHHbIX
Monekyn” ¢ umeHeM Makca [enbbproka. 13BecTHo,
yto B 1930-¢ roabl Oenb6poK 4acTo 06Cy>Kaan CTpo-
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eHVe reHoB 1 XpomocoM ¢ H.B. TumodeeBbiM-Pe-
coBckum (TumodbeeB-PecoBckunin, 2009; Rajewsky
etal., 2016; Timofeeff-Ressovsky, 2016). B nepwog,
pa6oTbl B bepnnH-byxe Hwukonain Bnagnmmnposund
BOLUE/ B 3HaMeHUTbIN “Kpyr Bopa” — HebobLUyLo
rpynmny M3BeCTHbIX Y4YeHbIX, KOTOpble cOobMpainch
06bI4HO B KoneHrareHe y Hunbca bopa gga-Tpu pasa
B rof Ansi 06Cy)KAeHUSA (hM3MYECKUX U BUOoNormnye-
CKnx npobnem. Hukonaii BnagnMmmpoBuy akTMBHO
COTPYLHMYAN C KPYMHbLIMW YYeHbIMW BCErO Mu1pa ro
npo6aemMam reHeTUKM 1 pagruobmonoruun. B 1935T. B
“BecTHMKe [eTTUHreHCKol AKageMumn Hayk” 6blna
ony6nmnkoBaHa 3HameHUTas paborta H.B. Tumodpee-
Ba-Pecosckoro, K.I". Liummepa n M. enbbptoka “O
NPUpPOJe reHHbIX MyTaLWiA N CTPYKTypa reHa”, KoTo-
pyto BMOCNeACTBMM CTa/IN HasblBaTb “3e/eHol TeT-
pagbto” (No ugeTy 06/10KKKM) nnn TZD (no hamunn-
am aBTopos) (Timofeeff-Ressovsky et al., 1935; Timo-
feeff-Ressovsky, 2016). B 3Ttoli paboTe MyTareHes,
BbI3BaHHbIA X-ydamu, 06Cy»aasncs, B YaCTHOCTW, B
KOHTEKCTe “reHHbIX Monekyn”. B yBrieyeHun Tumode-
eBa-PecoBCKOro aT1oil Npo6s1emMoil U UCMO/b30BaHNN
pasvalmoHHOro MyTareHe3a B KauecTse MeToa rnpo-
cnexumBarotca ngen H.K. Konbuosa. HTepecHo,
4TO B 3TOI CTaTbe TPY NoApasaena, Kaxkablil N3 HUX
HanucaH O4HUM aBTOPOM, U B TPETbEM pasfene, Ha-
nucaHHom M. [ens6ptoKoM, NoMMepHas npupoga
reHoB eLle nojBepraeTca COMHeHMo: “Mbl 0CTaBNA-
€M OTKPbITbIM BOMPOC O TOM, SABNAETCA NN UHAVUBUAY-
a/bHbIV FeH NONMMEPHO CTPYKTYPOiA, 06pa3oBaHHOA
MOBTOPEHMNEM WLEHTUYHbIX aTOMHbIX CTPYKTYp, Wn
YK€ OH He MpOosIBNSET Takow nepnogmnyHocTn” (Timo-
feeff-Ressovsky et al., 1935, p. 226, nepeBog aBTopa).

Mocne BbIxoaa B CBET “3eneHoi TeTpaamn” bbinm op-
raH130BaHbl MeXyHapOaHbIe CEMUHAPbI M0 reHeTUKE,
KOTOpble nofaep>xvuBannck PokdenniepoBcknum MoH-
AOM. Y4aCTHMKaMM 3TUX CeMUHapPOoB bblnn . Mennep,
K. XonpeliH, M. [Oenv6ptok, C.A. LapAVHITOH,
P. ®duiwep, H.B. TumodheeB-Pecosckunin, b. ddpyc-
cu (oamH 13 yuyeHnkos H.K. KonbL0OBa, yexaBLUMX BO
®dpaHuuio) (Timofeeff-Ressovsky, 2016). B 1938 . Ha
OJHOM M3 TaKuUX CEMMHApOB, KOTOPbIA NPOXOAN B
r. Cna (benbrus), BCTynuTeNbHble JOKNaAbl caenanm
. Mennep n H.B. Tumoee-PecoBckuii. OCHOB-
HO TEeMOW 3TO BCTPeUn OblNIo 06CYXKaeHMEe CTpoe-
HUA reHa N KOHBapuaHTHas pefynnvukauma Hacnea-
CTBEHHbIX MOSIEKyN. TPyAHO nMpeacTaBuUTb, UTO
YYaCTHUKM 3TOr0 ceMuHapa He cnblwan ot Huko-
nas BnagnmupoBuya TumodeeBa-PecoBCKOro o0
matpuyHoii rmnotese H.K. KonbLoBa, cTonb 61u13-
KOV K 06CYXX1aeMoii TeMaTUKE.

K Havany 1940-x rofos BCe OCTpee BCTaBas BO-
Npoc 0 NPMPOoLe MOMeKyN HaceACTBEHHOCTH. B cBs-
31 C BO3pacTalLUM MHTEPECOM K 3TOi npobieme
MHOI1e 1ccnefosartesii CTaivi U3yyaTb MexaHU3Mbl
pasMHOXeHUs bakTepmodaros. Psj yyeHbIX 06bean-
HWNUCL B TaK HasbIBaeMyHo “charoByto rpynny”, Ko-
Topyto Bo3rnasnanv C. Slypya n M. Jens6prok. B
1944 r. B 3TOI 06n1acTV ObINO CAENAHO BblAaloLLEecs
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oTKpbITHE. [. 3Bepu, O. Mak/leog n M. MakKapTu,
n3y4yaBLLVE pa3MHOXeHME 6aKTeprodgaros 1 NpUpo-
Ay TpaHc(opMMpyIoLLEero akropa, nokasaim, 4To
npw TpaHcopMaLmn posb reHeTUYeCKoro MaTepua-
na BbinonHset AHK (Avery et al., 1944). 3apaxeHue
6aKTepun NPOUCXOANT 3a CHET NPOHNKHOBEHUA (ha-
rosovi AHK. 310 OTKpbITVE NPUHLMMNNAIBHO U3MEHW-
N0 B3rIA4bI HA NPUPOLY FreHETUYECKOro marepuana: y
nccnefoBartesneli NOSBUNACH LOKa3aTeNlbCTBO TOr0, YTO
MO/eKy/O HacneacTBeHHocTy aensetca JHK.

M3yuyeHuem cTpykTypbl JHK 3anHTepecoBaimch
(PU3MKKN, XUMUKK, KpucTannorpadgbl. [sa roga vH-
TEHCUBHbIX PEHTFEHOCTPYKTYPHbIX WUCCef0BaHWI
OHK B AHIIMN M HEOAHOKPATHbIX NOMbITOK MNOCTPO-
NTb MPOCTPAHCTBEHHYIO MOAE/Nb 3TOW MOJIEKY bl
npueenn @®. Kpnka K naee camopenivKaummn reHos.
OTa naes — NOATBEPXKAEHME MATPUYHOM TMNOTe3bl
H.K. Konbyosa. k. YoTcoH B 1968 r. nucan: “B
Kpyrax reHeTMKOB TeOPeTUYeCKOro Cknaja, 3aviH-
TPUTrOBaHHbIX NMPOBGIEMOI YABOEHUS reHa, OHa [ru-
noTtesa camopennkKaumm] UMpKympoBana yxxe net
Tpuauate. CyTb ee cOCTOsNa B TOM, YTO AN YABOe-
HUWA reHa TpebdyeTcs 06pa3oBaHMe KOMIMEMEHTaPHO
(HeraTnBHOI) KonNwuK, hopMa KOTOPOI COOTHOCUTCS C
NCXOAHOM (MO3UTMBHOI) MOBEPXHOCTbLIO, KaK KoY C
3aMkoM. KomnnemeHTapHasi (HeratMeHasl) konums oy-
JeT CNY>XUTb B Ka4eCTBE MaTpuLpl 419 CUHTE3a HOBOW
(no3uTmBHOI) kKonun™ (Watson, 1968).

B ntore ®peHcurc Kpuk, [kelimc YoTcoH, Po3a-
nuHa dpaHknmH, Mopuc YunkuHc, PaiimoHp Mo-
CNWNHT 1 NaiiHyc MoAnHr (NOCTPOMBLLNIA NPOMEXXY-
TOYHbI BapvaHT TpoWHol cnupann AHK), npu
nogaepxke JloypeHca bpera, dpsuHa Yapragda n
Makca lNMepyTua B TeyeHue Tpex NieT (HEBEPOATHO
KOPOTKMIA CPOK) CMOTIN NPONATU 3TOT OYEHb A/INH-
HbIA NyTb, KOTOPbIA YCNOBHO MOXHO PasfeninTb Ha
Heckonbko 3Tanos (cm. Fuller, 2003; Klug, 2004):
a) MosnyyeHe nepsbIX AMPPaKLUMOHHbIX KapTnH JHK,
KOTOpble YKa3blBa/IN Ha KPUCTA/IIMYECKOE COCTOSIHUE
aTnx monekyn (1950 r., P. FocnnHr 1 M. YUNKUHC);
0) NepBbIii  PEHTreHOCTPYKTYPHbIA aHanu3 [JHK,
CBUETENbCTBYIOLLINIA O CNUPaIbHOM CTPYKTYpPE 3TUX
MONEKY/1, KOTOpble (POPMUPYIOT CRnpasib: ABOHYIO
nAn TpoiHyto (1951 r., P. dpaHKMH); B) NOCTPOEHNE
nepsoit mogeny AHK — TpoitHoi cnnpann (1952 r.,
N.TlonnHr); r) fokasaTtenbCTBa KOMMIeMeHTapHO-
CTU MYPUHOBbLIX N MUPUMUANHOBLIX OCHOBaHWUI B
cnupann JHK Ha 0CHOBE M3BECTHbLIX paHee rnpasun
2. Yapratdpa (1952 r., 3. Yapradgd, P. Kpuk u
[. YOTCOH); f) nonyyeHne npakuNOHHON KapTu-
Hbl ogHoM 13 dhopm AHK (B-thopmbl), KoTopas nerna
B OCHOBY OKOHYaTe/lbHON MOLENN 3TOW MONEKY bl
(1952, 1953 rT., P. dpaHK/IMH); €) NOCTPOeHNe OKOHYa-
TeNbHOro BapuaHTa Moaenu agoiliHoi cnnpanm AHK
(dheBpanb 1953 1., [. YOTCOH, @. KpUK).

KoHe4yHo, nyTb OT BbICKa3aHHOW BrepBble UAen
mMaTpuyHoro npuHumna H.K. KonbLioBa [0 nocTpoe-
HWs Moaenu aeoiHon cnvpann AHK anvHoii 25 net He

Ob1/1 NPOCTbIM, HO 3aXBaTbIBatoLLLEe MHTePECHbIM. [o-
Cne OTKPbITUS ABOMHOM cnnpann B 1953 T., B 061acTn
n3yyeHnsa AHK nponcxoamno MHoOro cobbITuia, pa-
OUKaIbHO MEHAIOLMX HallW MpescTaBieHns o rpa-
HUL,aX BO3MOXXHOTO U/IM OMYCTMMOrO BMeLLIaTe/IbCTBa
B reHOM. 3T0, B YaCTHOCTW, 06Hapy>XXeHWe MOBU/TbHbIX
3M1EMEHTOB B reHOMe, caiiT-creumgunyecknini mytare-
He3, CeKBEHMPOBaHWe reHOMOB COTeH OpraH13MoB, pe-
[aKTMpoBaHWe reHoMa, NnepcneKTMBbI reHoTepanmm n
MHoOroe gpyroe. CyLlecTBeHHO, YTo “KapTuHa mupa”,
nonyyYeHHas NpU M3y4eHUN reHoma, AOMOSHSAETC U
YCNOXKHSAETCH AMUreHETUHECKUMIN MeXaHU3MaMK pery-
NALMM OHTOreHe3a U MPOLLECCOB XXN3HeeATe/TlbHOCTI.
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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
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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 cTaTbe paccMOTpeHbI MNy6AMKaL My NOCAeAHNX NeT N0 (POPMUPOBAHMIO TaII0B Ha INCTbAX LIBETKOBbIX
pacTeHWI, 3apaXeHHbIX YeTblipexHornmu Knetamu (Acariformes, Eriophyoidea). Vicnonb3oBaHbl nuTepa-
TYPHbIe JaHHbIE MO HECKO/bKMM Mapam NapasnuT—xo38uH, MOCKO/bKY HET YHUBePCa/bHO MOeNbHOM Ch-
CTeMbl /151 SKCMEPUMEHTa/IbHOIO aHanM3a 3Toi Npo6nembl. [anioreHe3 NPeACTaBASeT COGOM CNOXKHYHO
POCTOBYO peaKLMIo, KOTopasi MPOMCXOANT B TKaHAX INCTa Noj BO3AENCTBMEM C/HOHbI Kiela. PaccmoTpe-
Hbl AaHHbIe 0 BO3MOXXHOCTU nepegayy (UTOropMoHOB M CUMOMOTUYECKUX MUKPOOPraH13MOB OT napasu-
TOB K ra/i71006pasyoLm pacTeHNSAM, 0HaK0 BaXKHbIi BOMPOC O MPUPO/E areHToB, MHAYLMPYIOLMX KNe-
LLIEBbIE ral/ibl, MOKA OCTAETCS OTKPbITbIM. B nocnefHme rogbl SOCTUTHYTLI YCIEXM B M3YHEHUN SKCNPECCUN
reHOB B XOfle Pa3BUTUS Fa/INIOB Ha INCTbSAX 3EMAAHUKN. [N9 KELLEBbIX FaN/l0B XapaKTePHO NPUCYTCTBUE
NUTaTeNbHOM TKaHW, 1 NPEACTABNSOT UHTEPEC CPABHUTENbHO-LIMTONOIMYECKUE U MONIEKYNSPHO-TEHETH-
YECKME UCCNeoBaHMsA ee pa3BUTUS U andepeHLMPOoBKU. Heobxoaum Takxke aHaM3 ponnm U AMHAMUKN
W3MEHEHWUI KNETOYHOM Mponudepaumn B xo4e raanoreHesa, NOCKO/bKY LUMPOKO pPacipoCTpaHeHHbIe
npeacTaBneHns 06 akTUBaLMK KNETOUHbIX AENIEHWIA HAa paHHWUX 3Tanax )opMUPOBaHMSA raioB 6asmpyoT-
CS INLLb Ha Ka4eCTBEHHOW OLeHKe, 6e3 KOJTMYECTBEHHOTO yyeTa JeNALNXCA KNETOK.

KntoueBble cnoBa: rannoreHes, andhepeHUMpPoBKa KETOK, MHAYLMPYIOLLMI CTUMYA, NUTaTeNlbHas TKaHb,

nponudepalms KNeTok, napasutnusm
DOI: 10.31857/50475145022010037

BBEAEHUNE

PacTutenbHble rannbl — 370 Cneunanm3npoBaH-
Hble CTPYKTYpPbl, NOABNAIOLLMECH HA PaCTEHUAX B OT-
BET Ha BO3AEMCTBMA Pa3/IMYHbIX NapasvuToB, TaKUX
KakK pacTUTeNbHOALHbIE HACEKOMbIe, KNeLn 1 HeMa-
TOfbl, BUPYCbI, 6akTepum, rpubsl (Sinnott, 1960; Ra-
man, 2011; Chetverikov et al., 2015; de Lillo et al.,
2018; Ferreira et al., 2019; Harris, Pitzschke, 2020 v gp.).
AHaIM30M ra/1/10B 3aHUMaKOTC MHOT Ve UccefoBaTe-
NN, HO Yallle BCero 60TaHNKK, 300/10M1, S3HTOMOJIOTU,
NapasuTosory 1 aKonorn. Hecmotps Ha Haimume 06-
LUMPHOW NUTepaTypbl MO MPOLIECCy ra/ioreHesa, OH
pesKo NpuB/eKaeT BHUMaHWE CreLnaImncTos rno omo-
norvn passutusa. Mexay TeM UHLYLMPOBaHHbIE YXWN-
BOTHbIMW ra/1/1bl (CMHOHMM: 300LeL1ANN) “UMEIOT MO-
CTOSIHHYIO 1 XapaKTepHyt0 hopMy, pa3mep 1 CTPOeHWe
1 MM NMpUCYyLLAa AO0BObHO 3HAYUTENbHAsA TMCTONOrNYe-
CKas andhdhepeHUMPOBKa... B 6OMbLUNMHCTBE Cy4vaeB
[N15 HVX XapaKTepeH Kakon-To onpeae/ieHHbI Nepuog
PasBUTUSA, U XXMU3HEHHbIV LKA, CBSA3aHHbIV C LNK-
oM pa3BuTuA napasmrta” (Sinnott, 1960, p. 283).

B HacToswweM 0630pe npegnpuHATa MOMbITKa
paccMOTPeTb MHAYKLUMIO KNeLeBoro raanoreHesa
Kak npobnemy 6uonormm passutus. ns storo Mbl, B
4aCTHOCTW, MPUBNEKAEM HEKOTOPbIE K/ACCUYECKME
ny6mKaumm rno UccnefoBaHNI0 MEXK/IETOYHbIX B3au-
MOZENCTBUIA B OHTOreHe3e XXMBOTHbIX (Toivonen et al.,
1976; De Robertis, Kuroda, 2004), nocKo/bKy Haun-
60MbLUNE YCNEXN B U3YHEHUN NHAYKUNOHHbIX NpPO-
LIeCCOB ObINM AOCTUTHYTbI MUMEHHO B 06/1aCTK 3KcMe-
PUMEHTa/IbHO 3MOPUONOTNN XXMBOTHbIX. DTO Kaca-
eTCA TaKMX acrneKkToB, KaK reHeTUYEeCKU KOHTPO/Ib
3MOPMOHaNTbHOM MHAYKUMN, NAEHTUDNKALMA UHAY-
LMPYOLMX MOSIEKY/T 1 CrOCO6bI Nepefaydn NHAYLN-
pylowmx cTUMynoB. PasymeeTcs, npoueccbl Kre-
TOYHOW AnddepeHLMPOBKM U MOpPOreHesa y BbiC-
LUMX pPacTeHWU UMEHT CBOK creyndguky. Tem He
MeHee, NMpu B3aMMO/eNCTBUM pacTeHMIn 1 napasun-
TMYECKNX YNEHUCTOHOMMX CTUMY bI, MOANDNLMPY-
toLLMe Nporpammy pasBuUTUA PacTeHUS—X035MHA U
NHAYUMPYIOLLME ranioreHes, UCXoAsaT OT OpraHmn3-
Ma XMBOTHOTO.
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Puc. 1. CTpoeHue rannoBbix Kneleli Ha npumepe camkum Phyllocoptes bilobospinosus (KoHhokanbHas nasepHas CKaHupytoLas
MUKpockonus). O603HaveHUs: AJT — aHanbHast lonacTb, T — rHatocoma (MrnoBMAHbIE XeNuLEpPb! BbIBEPHYTLI BBEPX), MK —
reHUTaNIbHas KpbilwKa, AL, — nop3anbHbli WwmTtok, Ol — onmMcTocoma, MOKpPbITas KoMbLEBUAHbIMU KYTUKYNSAPHbLIMU CKNaj-

kamu (no: Chetverikov et al., 2019).

lannbl MOryT 06pa3oBbIBaTLCS Ha CaMbIX Pa3HbIX
4acTaX pacTeHWs, OfHaKO Mbl OrpaHUYMBAEMCA B
3TOI cTaTbe paccMOTpeHWeM ny6nnkauumii no Kie-
LLEBbIM rasliam, MHAYLMPOBAHHbLIM TOMIbKO Ha /N-
CTbAX. TPaAMLMOHHO Yalle U3y4yanu IMCTOBble ra-
Nbl, pa3BMBalOLLMEC HA PaCTeHUAX, 3apaXKeHHbIX
HaceKoMbIMW. OIHaKO HepeaKo B 0630PHbIX CTaTbAX
no atoii Teme (Hanpumep, Raman, 2011, 2021; Fer-
nandes et al., 2012; Gatjens-Boniche, 2019; Miller,
Raman, 2019) aBTopbI paccMaTpuBaloT B O4HOM KOH-
TEKCTe fJaHHble MO ranfam, WHAYLMPOBAHHbIM He
TO/IbKO HaCEKOMbIMU, HO M YeTbIPEXHOrMMU KeLa-
MU (BPeAOHOCHBLIMW BUAAMM C BbICOKO 3KOHOMUYe-
CKOW 3HAYMMOCTbH0). MO3TOMY B OTIMUME OT yNoMSI-
HYTbIX 0630P0OB, B KOTOPbIX K/ELLEBbIM raniam yae-
NANOCb MUHUMaNIbHOE BHUMaHWe, Mbl 06CyXXJaeM
NPeVMYyLLECTBEHHO NIUTepaTypy Mo raijioreHesy Ha
NNCTBSAX, 3aPAKEHHbIX YeTbIPEXHOrMMMU Kewamm,
HO NPV 3TOM TaKXXe UCMO/b3yeM HEKOTOPbIE BaXKHbIe
[aHHble NOCNeAHNX NeT NO Pa3BUTUIO raioB, UHAY-
LMPOBaHHbIX HacekombiMU. C Apyro CTOPOHbI, B
00630pax Mo B3aMMoeCTBUAM pacTeHUI C YeTbIpex-
HoruMmn Knewamn (Petanovié, Kielkiewicz, 2010a,
2010b; Chetverikov et al., 2015; de Lillo et al., 2018)
aBTOPbl CTPEMU/INCL OXBATUTL BCE aCMeKThl KieLle-
BOIO ra/1l/IoreHe3a v BO3MOXHO M0 3701 Npu4ymHe no-
YTW HE MCMOMb30Ba/IN NNTEPATYPY MO rasnoobpasy-
IOLLMM HACeKOMbIM.

KPATKAA XAPAKTEPUCTUKA
UETBIPEXHOIMX KNELLEWN

lannosble Knewy, wnn apuoduongen (Acari-
formes: Eriophyoidea) — abeppaHTHasi rpynna MmK-

POCKOMUYECKMX aKapunhopMHbIX Knelen (puc. 1).
OHM MMENT BbITAHYTOE 4YepBeobpasHoe Teno, Mno-
KPbITOe KOJ/bLEBLIMU CKNagKamu, KOMHOLLEe-COoCy-
LLINIA pOTOBOW annapat 1 TONbKO ABe napbl XOAN/b-
HbIX KOHEYHOCTe, MO3TOMy WX YacTO Ha3blBaloT
“yeTbIipxHorumn™ (four-legged mites). 3Tn ocobeH-
HOCTW CTPOEHMUA 3pnoduroniein ceA3bIBatoT € afan-
Taumen K putonapasnMTUMy U MUHMUATIOPU3ALMEN
(Nuzzaci, Alberti, 1996). Pa3vepbl aproguongeii B
cpegHem HaxopaAaTca B npegenax ot 200 go 300 MKM, a
MefbyaiiLLve NpeacTaBmTeNv He NpeBbILwatoT 90 MKV B
anviHy (Polilov, 2015). HecmoTps Ha CBOW MUKPOCKO-
NMUYecKmne pasmepbl YeTbIPEXHOTME KewWm urparoT
BaXXHYO POJib B 3KOCMCTEMAX, BHOCA CYLLEECTBEHHbIIA
BKNaL4 B Perynsiumio KONNYECTBEHHOIO M Kaue-
CTBEHHOro (CTPYKTYpPHOro) coctaBa (YUTOLLEHO30B
6narogapsi CnOCO6HOCTU 3pNONONAEN BbI3bIBATb
yrHeTeHVe pocTa pacTeHuWI, a TakxXe MHAYLMPOBaTb
rannoreHes (Cyxapesa, 1992; de Lillo et al., 2018).
MocnegHne paboTbl Mo dmnoreHnn Acariformes
(Bolton et al., 2017, 2018; Klimov et al., 2018), noka-
3a/11, UTO 3apuomongen UMeT 06LLMX MPEeLKOB C
APeBHEN rpynnon NOYBEHHbIX YepBEOOPa3HbIX Ke-
wen-Hematanmumg (Nematalycidae) n, BeposTHO,
nepewwnn K gurogarnn 4epes MPOMEXYTOUHYIO
CBSA3b C MMKOPU30M BbICLLNX PACTEHNIA.

B HacTosLLee Bpemsa n3secTHO nopsagka 5000 su-
Q0B ranfioBbIX KNeLLei, HO NpeanonaraoT, YTo 60/b-
LLIasi YaCTb MMPOBOro pasHoo6pasns apudononaei
[0 CUX MOp He ornucaHa, a obLLee YACNOo BULOB OLe-
HuBaeTcA npumepHo B 50000 (Amrine et al., 2003).
OpHako nuuwb npumepHo 500 Braos (okono 10% ot
00LLero yncnia) UHAYLMPYOT hopMmUpoBaHue rassos,
Toraa Kak apyrue Buabl apuocthmonaeli Tako cnocoo6-

OHTOrEHES3 Ne 1
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HOCTbHO He 06/1aJak0T M HaCTO XXMBYT Ha pacTeHUAX OT-
KpbITO (Michalska et al., 2010; Chetverikov et al., 2015;
de Lillo et al., 2018). Knewu crnocobHbl 06pa3oBbl-
BaTb raifibl HA BCEX HA3eMHbIX HE MOKPbITbIX KOPOWA
4acTsAX pacTeHWUI, HO HamMbo ee YacTo MopaXKatoT In-
CTbsA. XOTS MOMbITKN KnaccuuumpoBatb pasniny-
Hble TWMbl JINCTOBLIX TaIN0B MPeLnPUHMUMANNCH
mHorokpatHo (Nalepa, 1929; Keifer, 1975; Westphal,
1992; Westphal, Manson, 1996; Chetverikov et al.,
2015), Ha AaHHbIA MOMEHT HET eAMHON MPUHATOM
BCEMW CrneunanmcTamm Knaccupukaumn. B kavecTse
OCHOBHbIX KNacCU(MKALNOHHBIX KpUTEPUEB 06bIY-
HO paccMaTpuBalOT Takme MPU3HaKW raifoB Kak ux
BHELLHWI BUA 1 (hOpMa, LiBET U TIOKaNIn3aLms Ha pac-
TeHUN. MOCKONbKY ANt MHOTUX rasiioB apuodunona-
HbIX K/eLlel XxapakTepHO Hasmume pasHOobpasHbIX
TPUXOM, (DOPMUPYIOLLNXCS MOJ, BO3LENCTBUEM CNHO-
Hbl KNELLei B rasifie, TO 4acTo A1 pasIMyeHns TUNoB
rannoBs UCMOosb3YHT (POPMY TPUXOM (BOSTIOCOBUIHbIE,
ronosyarble, 6ynaBoBUAHbIE N 4p.). Ha nnCTbax ape-
BECHbIX paCTeHWI K/eLLM BbI3bIBAKOT CeLyHoLLMe OC-
HOBHbIE TWMbI TainoB (pUC. 2): MELUKOBUAHbIE U
POXKOBUHbIE Fra/fibl, BOWIOYKN (HE3aMKHYTbIE ras-
Nbl, XapakTepusyromecs opmMmposaHnem 06nactu
NnCTa, NAOTHO MOKPLITON TpMXoMamu, CBOeobpas-
HbI “TPUXOMHbIA KOBPUK’), 3aKpy4MBaHUA Kpas
NINCTA, XXWUIKOBbIE Ta/lflbl, @ TakXe MapeHXMMaTo3-
Hble ras/bl (B 3TOM CNy4ae K/eLm BHeAPSAOTCA Mog
anuaepMy 1 BbI3bIBAIOT HEKPOTMYECKUE U3MEHEHNSA
NapeHxmMbl).

YMeCcTHO OTMETUTb, YTO BO BK/THOYAIOLLEM CBblLLE
MW/IMOHA BUAOB Kracce Hacekomblx (Insecta) Ha-
CUMTbIBAETCA MO JaHHbIM pa3HbIX aBTOpPOB OT 13 f0
211 Tbicau rannoobpasytowmx sngos (Stone, Schén-
rogge, 2003; Hardy, Cook, 2010; Takeda et al., 2021).
Takune HacekOMble BCTPeYatoTCA B LUECTU OTpsAjax,
npuyem yaile Bcero B otpage Diptera (B cemeiictee
Cecidomyiidae) n B otpsage Hymenoptera (B cemeii-
ctBe Cynipidae). CnocobHOCTb MHAYLMPOBATL ras-
NoreHe3 BO3HWKana B K/lacCe HaCEKOMbIX MHOro-
KpatHo 1 Hesaeucumo (Hardy, Cook, 2010; Miller,
Raman, 2019; de Aradjo et al., 2019; Takeda et al.,
2021), TaK e, KaK 1 B pa3HbIX (hMI0reHeTUYECKNX
NMHUAX rannosblx Kneweri (Chetverikov et al., 2021).

KPATOE ONMMNCAHWE T'ANTNOINEHES3A,
MHOYUMNPOBAHHOIO YUETBIPEXHOIMMMW
KJIELWWAMW HA JTIMCTbAX
LUBETKOBbLIX PACTEHWU

HeT yHuBepcanbHOW MOAENbHOW CUCTEMbl ANA
aHa/m3a KNeweBoro rannoreHesa Ha nMCTbsx. Pas-
Hble aBTOPbI N3y4anv pasHble Napbl NapasnT—xo351H
13 pasHbIX KIMMATUYECKMX 30H 3EMHOIO Llapa: yme-
peHHbI Knumar (Kendall, 1930; Kane et al., 1997), cy6-
Tponuku (de Lillo et al., 2020), Tponukn (Moura et al.,
2009).

OTHOCUTENbHO MOAPO6GHO OMMCaH ra/lyioreHes,
MHAYUMpPOBaHHbIA Knewlom Eriophyes laevis Nalepa

OHTONEHE3 Ttom 53 Nel 2022

Ha [ByX Buzax esBponeickoi onbxu Alnus glutinosa
(L.) Gaertn. 1 Alnus incana (L.) Moench. (Betulaceae)
(Kane et al., 1997), a Takke Knewom Aceria lantanae
Cook Ha HeOTpPONUYeCKOM BEYHO3€/IEHOM KYCTapHUKe
Lantana camara L. (Verbenaceae) (Moura et al., 2009).
B 060ux cnyyasx HauyasbHble 3Tanbl rajiioreHesa co-
NPs>KeHbl C aKTUBHbLIMUW KIETOYHBLIMU [eNeHUAMN B
anugepmMe N napeHxume nucra. Ha abakcuanbHoW
CTOPOHE IMCTOBOW NMACTUHKWN MPOUCXOAUT MHBArMU-
Hauwua 1 B pe3ynbTarte (opMmUpyeTcs MeLLKOBUAHbI
rann (Kane et al., 1997). Mannosas Kamepa, B KOTO-
PO/ NPOUCXOAUT Pa3MHOXEHVE U PasBUTUE KIIELLEN,
BbICT/IaHa MUTATE/IbHOM TKaHbIO, CyXalleld Npsimbim
MCTOYHMKOM Ny ana napasvitoB (Moura et al.,
2009). OfHaKo HeO6X0ANMO OTMETUTL, UTO B YNOMSI-
HYTbIX CTaTbsX (Kak, BNpoYyeM, U B paboTax No aHa-
NN3Y rajifioreHesa, MHAYLMPOBaHHOIO HACEKOMbIMM)
He NPOU3BOANIN KOIMYECTBEHHOIO yyeTa AeNALmnx-
Csl K/IETOK npu (hOpMUPOBaHUW INCTOBbLIX Fa/1/10B.
Mo3ToMmy, K COXa/leHMIO, B HAcTOsILLee BPeEMS eLle
HWYero HeNb3s CKasaTb O MPOAO/MKUTENBHOCTM Kie-
TOYHbIX LMKNOB (& BO3MOXHO TaKXe 1 0 JUHAMUKe
NX N3MEHEHWNIA) B XO4e pa3BUTWUS IMCTOBbLIX rasifos,
NHLYLNPOBaHHbIX 3pUOPUONAHBIMA KNeLamu.

Okono 50 netT ToMy Ha3aj Ha HECKOMbKNX cUCTe-
Max A/19 U3y4eHUs K/eLweBoro rajiyioreHesa obi1a rno-
KasaHa nonvniougmnsauns aaep KNetok nutartesb-
HOW TKaHW B INCTOBbIX raifax pacTeHU-xo3ses (pac-
TeHus pogos Alnus, Campanula, Prunus, Ulmus n gp.;
Knewm popos Aceria, Eriophyes, Phytoptus) (Hesse,
1968, 1971a; Westphal, 1974). OqHOBpPEMEHHO C 3TUM
nonMNIonaHble Aapa 6bin 06HapYXKeHbI TakXe B
KNeTKax NuTaTe/lbHOM TKaHW NINCTOBbIX rafinoB, UH-
AyuMpoBaHHbIX HacekombiMn (Hesse, 1968, 1971b,
1972). OgHako m3 60 n3yyeHHbIX B paboTtax M. Necce
nap “LBeTKOBOe pacTeHne—napasnTUYecKoe YneHn-
CTOHOroe” MONUMIOUAHbIE A4pa B K/eTKax ranos
ObININ YETKO BbISIB/IEHLI TONLKO B Ciy4ae 26 nap. B
25 napax pe3ynbTaT Obl/l OAHO3HAYHO OTPULIATENb-
HbIM, a B 9 napax — NpeanonoXKuTebHO oTpuLaTesb-
HbiMm (Hesse, 1968). K coxaneHuto, B nocnegyrome
rogbl NepcneKTUBa AalbHEMLLIEro U3y4yeHUs Noann-
NoNANN Yy KNETOK rannos, UHAYLUPYeMbIX Knelamm
NN HaCEKOMbIMU, He NpUBEKana BHUMaHWe uccne-
fnoBaTeneii.

Hanbonee 06¢CTOATENbHBIM aHA/IM30M K/ELLEBOr0
rajiyioreHesa o CUX NOp OCTaeTCA MHOTONETHAS ce-
pua uccnefoBaHWUA, NPOBeAeHHbIX BO PpaHuuu
E. Becthanib 1 ee konneramu (Westphal et al., 1981,
1990; Westphal, 1982, 1983, 1992; Bronner et al.,
1989; Westphal, Manson, 1996 v gp.). 3T aBTopbI
KY/IbTUBMPOBA/IMN  MHOTOMIETHUIA  NONYKYCTapHUK
nacneH cnagko-ropbkuin Solanum dulcamara L. (So-
lanaceae) B yc/ioBusix n1abopaTopun Uim opaH>xxepeun
1 3apaXkaniv pacTeHns 3pnomnonaHbIM KneLom Ace-
ria cladophthirus Nalepa. 9KcnepumeHTasIbHOE WUC-
CnefioBaHue ¢ Ucnosib3oBaHnem 240 MooLbIX pacTe-
HWI nacneHa, Kaxaoe u3 KoTopbix 6b110 B BO3pacTe
3—4 Hefenb 3apaxeHo 20—50 ranfiosbIMK KneLamm,
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Puc. 2. HekoTopble pacnpocTpaHeHHble TUMbl IMCTOBbIX Fa/1/10B, BbI3bIBaEMbIE 3PUOPUOMAHBIMU KNelamu. (a) — 3akpy4umnBa-
HWe Kpas mcTa Ha byke Fagus sylvatica, Bbi3biBaemoe kreliom Acalitus stenaspis Nalepa; (6) — MeLLIKOBWAHbIe ras/ibl Ha 0/ibXe
Alnus incana, BbI3blBaemble Knelom Eriophyes laevis Nalepa; (B) — XMnKoBblIe ranbl Ha nncTe rpabda Carpinus orientalis, BbI3bl-
Baemble knewom Aculops macrotricus Nalepa; (r) — napeHx1MaTo3Hble (6NALWKOBUAHbIE) ranbl Ha psibrHe Sorbus torminalis,
BbI3blBaeMble Knewom Eriophyes sorbi Canestrini; (4) — poxXKoBuAHbIe rasinbl Ha fivne Tilia cordata, Bbi3biBaeMble K/ELLLOM
Eriophyes tiliae Pagenstecher; (g) — cxemaTMyeckoe CTPOEHME MELLKOBUAHOIO ranna. (a—pa) — Opur. JaHHble. (e) — no: Ferreira
et al., 2019, c usmeHeHmAMM. O603HaueHNs: BO — BxogHoe oTBepcTuie, 'K — rannosas kamepa, JIIN — nuctoBas NiacTUHKa,

MT — nuTatenbHas TkaHb, MM — NPOBOAALLMIA NYHOK.

06Hapy>Wo fiBa COBEpPLUEHHO pa3HbIX OTBETa Opra-
HM3Ma X03AMHa Ha Bo3feiicTBue napasmTos (West-
phal et al., 1981). BocnpuvMynBbLIMU K Ta/I/IOreHHO-
MYy BO3[EINCTBMIO YKYCOB KNeLLel 6bln ToNbKo 36%

pacTeHWid, y KOTOPbIX B pe3y/ibTaTe 06pa3oBbIBa/INCh
JINCTOBBIE ra//bl. Y>Ke B TeUeHMe NepBoro yaca nocre
TOro, Kak K/ell, MPOoKaibiBa/ XeNULepamu CTEHKY
anuaepMarnbHOM KNETKU NUCTa NacreHa, Bo3/e MecTa

OHTOMEHE3 TOomM 53 Nel 2022
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NPoKO/a HauMHamacb akKymynsums pacTuUTeNbHOro
nosmcaxapua Kaniosbl. Agpa 1 A4PbILLKA KNeTOK
anuaepMbl BOKPYr MecTa NpPOKona YBeMYMBaIUCL B
pasMepax 1 Mpoucxofunia AMCrepcust XxpoMmatuHa. B
nocneayroLLmMe Yacbl OTMEeYaIN LeNeHUs STUX KIETOK U
HauMHaI0Cb MOCTENeHHOe (HOPMUPOBaHVE Tanna.
MoBpexxaeHHas K/eLoM KeTka anvaepmMbl nornéa-
na. OfHaKo OKpyXatoLme anuaepMasbHble KIeTKW,
Nno-BUAMMOMY, KaKUM-TO 06pa3om nosyyanm oT Hee
CUTHaT K AVddepeHLMpPOBKe B NMUTATENbHYIO TKaHb
ranna, KNeTky KOTopoii XxapaKTepy30BaINCb HECKO/b-
KO YBE/IMYEeHHbIMM pa3mepaMu 1 605ee KpyrnHbIMU
AapamMy 1 ApbILLKaMK, XOTA aHaIn3 MI0ULHOCTU B
JaHHOM cnyyae He npowussogunn (Westphal et al.,
1981; Westphal, 1982; Westphal, Manson, 1996). Ta-
KM 06pa3omM, B 3TOI cepum paboT 6b1/10 NoKasaHo,
4TO K/IeLL, BO3LENCTBYET Ha eMHNYHYIO KNETKY pac-
TeHns (BNPbICKMBas CMOHY), a rannoobpasyowmii
3(hheKT 3axBaTbIBAET Lie/blii y4aCTOK UCTa.

C Apyrow CTOPOHbI, NOYTN 2/3 3apaXXeHHbIX Ke-
LLaMKn pacTeHwui nacneHa (64%) He 06pa3oBbIBaIN
rannel (Westphal et al., 1981; Westphal, 1982). Tem He
MeHee, Ha 3TUX PaCTeHUSIX KNELLM B CHUTAHHbIE Yacbl
NHAYLMPOBa/I peakuMIo rmrnepyyBcTBUTENIbHOCTA B
anuaepme IMCTbeB. BOKPYr MecT MPOKOJIOB YKe B Te-
YeHMe NepBOro Yaca HauyMHanach rmbenb KNeTok, oT-
NOXKEHWe Kasl/103bl He NPOUCXOANIIO, a Yepes 4 yaca B
HEeKpPOTMYeCKMX 06/1aCTAX, KOTOPble ObI/IY YETKO OT-
rPaHU4YeHbl OT HOPMa/bHOM (HEMOBPEXAEHHON)
TKaHW, 06Hapy>XXvBa/in MONNQEHO/bHbIE COeANHE-
HUA. MprMepHO vepe3 3 Hefenn NATHA HEKPOTUYe-
CKWX MOPaXKEHWNI Ha cnerka ae)opMmMpoBaHHbIX Nn-
CTbSIX YCTOMUMBBIX pacTeHU umenn auameTtp 300—
400 MKM. BpeMst BbKMBaHMSA KELLIE Ha 3TUX YCTON-
YMBbIX PaCTEHMSIX He NpeBbILWano 2—3 Hefelb 0T MO-
MeHTa 3apaxxeHus nacneHa (Westphal et al., 1990). Co-
rnacHo pabotam nocnegHux net (Golan et al., 2017;
Wallis, Galarneau, 2020; Singh et al., 2021), nonude-
HOMbl, LUMPOKO pacnpocTpaHeHHble MeTabosnTbl
LIBETKOBbIX pacTeHUI, 06ecneynBaroT X XMMmue-
CKY0 3aLMTy OT pa3HOO6pa3HbIX BpeauTeneit, B TOM
4ncne OT NapasUTUUECKMX YNIEHUCTOHOTUX.

Oco06blii MHTepec NPeACTaBNAT fJaHHble Bect-
hans (Westphal, 1992), nonyyeHHble B uUccnegoBa-
HUW APYro CUCTEMbI NapasnUT—X03aUH: 3pnuoduro-
ngHbIn Knew, Eriophyes eupadi Newkirk n yepemyxa
06bIKHOBeHHasA Prunus padus L. (Rosaceae). bbin
NnpoBefeH aHaIn3 3aBMCMMOCTU 3arycKa raiforeHe-
3a OT NPOJO/MKUTENBHOCTU NUTaHUA Knewla. Ans
3TOro K/ewlen yaansinm ¢ IMCTbeB Yepes pas/INyHble
NMPOMEXYTKN BPEMEHW Mocne Hayana onbITa, npo-
pomkasLerocst 10 gHein. Ha KOHTPObHbIX INCTbSAX K
KOHLY [ecATUAHEBHOIo Ccpoka CthopMmUpoBanCh
MOMIHOLIEHHbIE MOJOAble Tanbl C ANddepeHLmMpo-
BaHHOW nuTaTeNbHOM TKaHb0. MUHUMabHOE BpeMs
KOHTaKTa rnapasvra C pacTeHueM, Heobxogumoe ans
BO3HVKHOBEHWS TO/IbKO He6O/bLUMX NEPBUYHBIX Bbl-
NAYNBAHWIA yHaCTKa IMCTOBOM NNacTUHKM (“abopTmB-
Hble ra/fibl’”), COCTaBNANO OT 8 0 24 YacoB, NPUYEM
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AaNbHEeALWNIA rannoreHes nocne yaaneHus Knewlen
He npogomkanca. [na Toro, 4Tobbl chopmmpoBancs
MaIeHbKNIA MELLKOBUAHBINA rans, ele He MMeoLnii
nMTaTeNbHOMN TKaHW (“HENONHOLEHHbIV rann’), Tpe-
60BanoCh NPUCYTCTBUE NUTAOLLLErOCH K/eLla Ha n-
CTe YepeMyxu B TeyeHue 48 u.

Takum 06pa3om, IKCMEPUMEHTbI, MPOBEAEHHbIE B
nabopatopuu BecTthanb, NoKasbiBaloT, UTO 1) cTe-
NeHb PasBUTUA raina 3aBUCUT OT NPOAO/HKUTENbHO-
CTV BO3AENCTBUA Kiela; BO3MOXHO, Onpesensio-
MM SBNSETCA MUHUMa/IbHOE KPUTUYECKOE KoNnYe-
CTBO C/HOHbI, KOTOpPOe Knew, AO/MKEH BBECTU B
pacTUTeNbHYIO KNeTKy, Y4ToObl 3amyCTWUTb rannore-
He3; 2) pacTeHMs MOryT pasnnyaTbCA MO CTerneHu
YCTONYMBOCTU K BO3LENCTBMIO KNELLEN N CNOCOGHbI
Ha O4WH 13 ABYX TUMNOB peakuunii: NM60 hopMmpoBa-
HWe rannos, M60 peakLMs CBEPXHYBCTBUTENIbHOCTH,
COMPOBOXAAOLLASACH HEKPO30M TKaHei.

KPATKWIN OB30P NCCNEAOBAHUN
MOCNEAHWNX NET MO K/ELWEBOMY
FANNOMEHE3Y

MOXHO BbIeNNTb HECKO/IbKO Harpas/ieHU mc-
CnefoBaHUM, KacaroLmxcs NHAYKUMM raioreHesa.
Bo-nepBblix, B cneumanbHbIX 3kcnepumeHTax (de Lil-
lo, Monfreda, 2004) 661710 06HapY>XeHO, YTO C/OHA
YeTbIPEXHOTNX KNeLLEen BO3AENCTBYET Ha KONeonTn-
NN MNLUEHWLbI CXOAHO C TeM, KaK [elCTBYIOT Ha KO-
neontunn (ycunmeasa MxX pPoCT) ayKCUHbI U LUTOKN-
HUHbI. 3TN (PUTOrOPMOHbI UIPaKOT BaXKHYHO POsb B
npoLiecce HOPMasIbHOrO Pa3BUTUA PaCTEHWIA, y4acT-
Byl B KOHTPO/IE K/IETOUHbIX AeNeHUI, AnddepeHum-
poBKM 1 MopdoreHesa (cm., Hanpumep: Fambrini,
Pugliesi, 2013; van Berkel et al., 2013). Brnocneacteuu
JaHHbIE O HIMYNN ayKCMHOB U LIUTOKUHWHOB (npe-
NMYLLIECTBEHHO B C/IFOHHBIX XXesie3ax) bl MnosyyeHbl
B IMMYHOXMMMWYECKOM aHann3e 60/bLLIOro Yymcna Bu-
[0B HacekombIx (Yamaguchi et al., 2012; Andreas et al.,
2020; Ponce et al., 2021). Takim 06pa3om, BO3HUKNA
rmnoTesa o TOM, YTO 3TV (PUTOrOPMOHbI (MN UX aHa-
NOTW) CUHTE3NPYHOTCA B C/IIOHHbIX Xene3ax ranioo6-
pasytoLLMX YIEHUCTOHOMNX 1, NoMNajas B TKaHW pac-
TEHUA—X03AMHa, MOAUMPULMPYIOT MporpaMmy ero
HOPMaJIbHOr0 PasBUTUA.

Bo-BTOpbIX, XOPOLLO M3BECTHO, YTO MHOIME BUfbl
UNEHNCTOHOTUX (KaK KNEeLLEen, TaK M HACEKOMBbIX) YacTo
Haxo4ATCcA B CUMBUOTUYECKMX OTHOLLIEHUSAX C Pa3/iny-
HbIMK 6akTepuaMM (CM., Harpymep: Zhang et al., 2016;
Gétjens-Boniche, 2019; Hammer, Moran, 2019),
npuyem Takue GakTepuasibHble CUMOUOHTBI OblBalOT
KaK BHYTPUK/IETOUYHbIMW, TaK U BHYTPUMNOMIOCTHBIMMN.
Ha aToM OCHOBaHMM MOXHO 6bIf1I0 Obl Mpeanonarath,
4TO BMECTE CO C/IOHOI MapasnuTUYeCKOro XMBOTHOMO
pacTeHMe—x03AMH NoyyaeT TaKkxke U 6aKTepun, KOTo-
pble CTUMYNNPYIOT (hOPMMPOBaHME FayII0B. TeM He Me-
Hee, HeflaBHee MCCnefoBaHve, NpoBefeHHOe Ha 12 Bu-
[aX HaCeKOMbIX (Cpeamn KOTOpbIX 6bIv Kak MHAYLMpY-
toLLMe ransibl BUABI, Tak U 6/IM3KO POACTBEHHbIE BUADI,
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He WHAYLMpYOLWe Ta/ifibl), He MOALEPXXaOo JaHHYH
rmnotesy. Kak ykasanm astopbl (Hammer et al., 2021,
p. 1), “He 6bINI0 HUKaKKX CNeunpUYecKnx baktepm-
a/lbHbIX TaKCOHOB, KOTOpPblE MOCTOAHHO CBSi3aHbl C
NHAYKUWen rannos”. OfHaKo YMCNOo BUAOB, N3YUeH-
HbIX B 3TOI paboTe, 6b1710 HeBeNMKO. Kpome Toro, He
Ob1/1 aHaIM3MPOBaH PAJ XapaKTepHbIX rasnoobpasy-
OLLMX NpefcTaBuUTeNell HacekoMbIX W3 CEeMENCTB
Cynipidae n Cecidomyiidae. Vccnegosanm B OCHOB-
HOM npegcTasuTeneli cemeincts Aphididae (Hemip-
tera), Gelechiidae (Lepidoptera) un Tephritidae (Dip-
tera). Mpwn aTOM Knewwm He BbIN BKIOYEHbI B aHa-
nn3. HakoHeL,, HeKOTopble BWAbl 3PUOPUOUIHBIX
K/eLLen MoryT 6bITb NepeHoCcUMKamm hnuTonaToreH-
HbIx BupycoB (de Lillo et al., 2018; Mansouri et al.,
2021; Trzmiel et al., 2021 n gp.), 04HaKo N B 3TOM
C/ly4yae HMUYEero He N3BECTHO O TOM, MOTYT /N BUPY-
Cbl—CYMOWOHTBI Kfielein 6biTb MPUYMHON (hopMu-
poBaHMSA rasifios. Takum 06pa3oM, rOBOPUTL O BO3HUK-
HOBEHUN YETKO CHOPMY/IMPOBAaHHOM “‘CMMBUOTUYE-
CKOI” (MM “UHDEKLMOHHOI’") rMNoTe3bl NHAYKLUN
rajinioreHe3a rnpeLcTaBAeTCcs NPexXaeBpeMeHHbIM.

B nocnegHwve rofpl B YACN0 NePCneKTUBHbLIX MO-
[eneil 4Na aHanm3a NINCTOBOrO rajlioreHesa BoLusia
cucTeMa, COCTOALasa U3 3pUodrUonLHOro Krewa
Fragariocoptes setiger Nalepa n 3eMNSIHUKN 3eneHO
(nonyHuupbl) Fragaria viridis Weston (Rosaceae) (IMa-
yTOB U1 Ap., 2016; Paponova et al., 2018). MNpegnona-
raetcs, 4to “mMopgdo/IOrMYecKn rasnoobpasosaHme
npeactaensieT cobol M3rmbaHme KNETOYHbIX MNa-
CTOB, ClararoLmx naacTUHKY 1MCTa, ConpoBoXaae-
MOe M3MeHeHWeM HarnpasfieHus auddepeHLmaLmm
nx knetok” (Maytos 1 ap., 2016, c. 1406). O6cykaas
TMMNOTETUYECKYKD CXeMY (DOPMMPOBAHUA JINCTOBbLIX
ranfioB, 3TW aBTOPbl NbITAOTCA MPUBMEYL UAEN U3
3KCNEPUMEHTAIbHON 3MOPMONOrNMA MHOTOK/ETOY-
HbIX XXMBOTHbIX (Benoycos, 2005), cornacHoO KoTo-
PbIM BaXKHYIO POJ/ib B MOPhOreHe3e KNeTOUHbIX Nia-
CTOB UrpatoT MexaHU4ecKue HanpskeHus. OfHaKo
NpeLCcTaBAeTcss, YTO Takas MOMbITKa He BMOJHe
KOPPEKTHA MO NPUYMHE XOPOLLIO N3BECTHBIX pasn-
4nii MOP(POreHeTNHYECKMX MeXaHU3MOB Y MHOTOKJ/1e-
TOYHbIX YXVUBOTHbIX W BbICLUNX pacTeHUin (1BaHOB,
2011). B yacTHOCTM, U3-3a HA/IMYNS B PACTUTE/IbHOM
opraHun3Me K/IeTOYHbIX CTEHOK B MpoLecce ero pas-
BUTUS HET HN MUTpaLmii UHAUBULYAIbHbIX KNETOK,
HW NepeMeLLeHNA KNeTOYHbIX naacToB. Kak 6bl TO
HW 6bIN0, AeTaNbHbIA aHaNM3 BO3MOXHOW Ponn Me-
XaHMYeCKMX HarpsHXeHWn 4ns MoporeHesa KeLe-
BbIX F/1/10B Ha INCTbAX 3eMAAHUKN (MU KaKUX-NTN-
60 Apyrmx pacTeHWin) NoKa He ony6/IMKOBaH.

Bnocneacteum Ta e rpynna astopos (Paponova
et al., 2018) BbINONHWMA KOMMIEKCHbIN MOPKONorn-
yeCKM (TUCTONMOMMYECKNIA) U MONEKYNSPHO-TEHe-
TUYECKMIA aHa/IN3 Ta/INIoB Ha 3eMSHMKE. Bblno Bblge-
NEHO 4 cTafum pocTa rasifios: Nnepsas CTagusi NpUMepHO
COOTBETCTBYET “abopTBHOMY ranny” BecTtdhans (West-
phal, 1992), BTOpas cTagus NpMMePHO COOTBETCTBYET
““HernonHoueHHOMY ranny” BecTanb, Torga Kak

TPeTbA N YeTBepTasd CTaguu COOTBETCTBYHOT MOJSIHO-
LEHHbIM MONOAbIM M 3pefbiM rannam Becthanb. OH-
TOreHe3 ranfa HauMHaeTCca aKTMBaUMe aHTUKIN-
Ha/TbHbIX KNeTOYHbIX AeNeHNIA B Me30une 1 ann-
nepme (Ha ctagum 1). TMo3gHee nNpoTeKalT Kak
aHTUKNNHA/bHbIe, TaK U NePUKINHATIbHbIE feNleHNS,
nponugepauunsa KNeToK ranna Npoao/HKaeTcs Ha cTa-
AnNsiX passntma 2 n 3. BecbMa MHTEPECHO HaXOL4 KO
aBTOPOB MOXHO cuyMTaTb OBGHapyXXeHWe WHBepPCUU
aflakcnanbHo-abakcnasbHOM NONSPHOCTU 3anuaep-
Mbl B XOf€e pocTa rasioB. HakoHeL,, OTMETUM, YTO B
aToi xe nybnukauum (Paponova et al., 2018) npuBe-
AeHbl NoAPO6HbIe aHHbIe 0 TOM, Kak B MPOLecce ran-
JloreHe3a NU3MEHSAETCH 3KCMPEeCcCUs reHoB K/IETOYHOrOo
uukna CYCD3 n CYCBLI, a Takke reHoB, KOAMPYHOLLNX
rOMEeOZOMeHHbIe TPaHCKPUMUUOHHBbIE (haKTopbl U3
cemerictB KNOX n WOX. VIHTEHCMBHOCTb 3KCMpec-
CUW BCeX YNOMSAHYTbIX TeHOB YCU/INBaach B TEYEHNE
CTafuu 2, ocTaBasiacb Ha BbICOKOM YPOBHE Ha cTagun 3
M pe3Ko nagana K ctagumn 4. 13 nutepatypbl U3BeCT-
HO, YTO roMeo60KCHbIe reHbl KNOX 1 WOX aBnsitoT-
CA YHMBEpPCa/IbHbIMU PErynaTtopamMmm HOPMasibHOro
pasBUTUSA 1 pa3Hoobpa3uns pacTeHnin (Hake etal., 2004;
Hay, Tsiantis, 2010; Gao et al., 2015; Radoeva et al.,
2019; Conklin et al., 2020).

Takum 06pa3om, B pacCCMOTPEHHOM HaMu Npume-
pe knewlesoro rannoreHesa (Paponova et al., 2018)
MMEET MECTO N3MeHeHNe (MoaudmKaunsa) HopMasb-
HOW reHeTUYeCKOM NporpaMMbl pasBUTUA MOJSIOLOTO
NncTa pactTeHMs—xo3smHa. CxofHble faHHble 00 13-
MEHEHUWN reHeTUYECKON NporpamMmmbl pa3BUTUA pac-
TEHNA—X035MHA OblI COBCEM HEeAaBHO MOJyYeHbl
npw N3y4eHnUn NNCTOBOrO ranioreHesa, NHAyUupye-
mMoro HacekombiMy (Hirano et al., 2020). Cuctema
napasMTt—xo3samMH BKAoYana Tneii Schlechtendalia
chinensis Bell (Aphididae, Hemiptera, Insecta) u cy-
Max siBaHCKWi Rhus javanica L. (Anacardiaceae). Ha
paHHMX aTanax pasBuTUSA rasina o110 NoKasaHo ycu-
neHuve akcnpeccum reHos KNOX v nogaeneHme aKc-
NPeccum reHoB, CBSA3aHHbIX C perynsaumei poTocnH-
Te3a. lNogasneHWe POTOCMHTE3A B XO€e raslfioreHesa
NoA BANSIHMEM HaCeKOMbIX U K/eLwein 6bino nokasa-
HO BO MHoOrunx pa6otax (Patankar et al., 2011; Carnei-
ro et al., 2014; Kmiec et al., 2018; Takeda et al., 2019;
Pestov, Ogorodnikova, 2020; Shih et al., 2020).

B HoBeliLweli nuTepatype NOSABUINCL AaHHbIe 06
yyacTuUM 3/1IeMEHTOB MPOrpamMmm pPenpoLyKTUBHOIO
pa3BuUTUS B peasi3aunn rannoreHesa: o6HapyxeHa
aKTMBaums reHos, obecneyvsaroLLmx HOpMUPOBa-
H1e penpoayKTUBHbIX opraHos (Schultz et al., 2019;
Takeda et al., 2019). Noka3aTeneH npumep BUHO-
rpagHon comnnokcepbl Daktulosphaira vitifoliae Fitch
(Phylloxeridae, Hemiptera, Insecta) n BuHOrpaga
npuopexHoro Vitis riparia Michx (Vitaceae) (Schultz
etal., 2019). HekoTopble NMCTOBbIE ranbl BUHOrpaja
Mo BHELLUHEMY BUAY HamOMMHAOT LBETKU U NAOAbI.
Mo rannoo6pasyowmnm 3puoPUonNLHbIM - KieLlam
aHa/IorMyHble fJaHHble NOKa OTCYTCTBYHOT.
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Bectdanb (Westphal, 1983) yTBepxaana, 4to Bbl-
CTMNaoLWan ranosble KamMepbl nNuTartesbHas TKaHb
(C KpynHbIMM KIETKaMu 1 MOMUMNAOULHBIMW afpa-
MW) MMEETCH TONbKO B K/eLLEeBbIX rannax, a B rainax,
NHLYLMPOBAHHbIX HACEKOMbIMU €€ HeT. Takas TouKa
3peHunst 0Kasasiacb OLUMBOYHON 1 HeLaBHO Obl10 NO-
Ka3aHO Haiuuyme TUMUYHOW NuUTaTeNbHOM TKaHW
TaKXe N B rainax, NHLyLMpoBaHHbIX NpecrasmTe-
NSAIMU HaceKoMbIX 13 0TpAgo. Diptera, Hymenoptera
n Lepidoptera (Ferreira et al., 2017, 2019). OpHako
3TV aBTOPbLI NMPEeAnoaratoT, YTo NUTaTebHaa TKaHb
OTCYTCTBYET B rajinax, MHAyLMpPOBaHHbIX HACEKOMbI-
M1 13 otpsga Hemiptera (Hanpumep, tnamu). MNo-
cliefjHWe nUTaroTCs, No-BUAVMOMY, HEMOCPELCTBEH-
HO (PI03MHbLIM COKOM, BbICaCblBas MUTaTeNbHbIE BE-
LLLeCTBa 13 MPOBOAALLMNX MYYKOB.

B ny6nukaunsax naboparopumn Bectdans (West-
phal et al., 1981; Westphal, 1982, 1992) nogyepkmsanu,
YTO KNETKU NUTATENbHOM TKaHU B MHAYLMPOBaHHbLIX
K/IeLwamm IMCTOBbLIX rasiax AnddepeHumpyoTcsa 13
KNETOK anugepMbl. COBPeMeHHble  UCCeoBaTenm
(Ferreiraetal., 2017, 2019, 2020) yTBep>KaatoT, UTO NUTa-
Te/lbHasA TKaHb B K/IELLEBbIX rasifax MoXeT anddepeH-
LMpOBaTbCA He TOIbKO U3 aNUAEPMbI INCTA, HO TakK-
Xe M 13 KNIETOK MnapeHxuMmbl. FoBopsi 06 aTux rnpe-
BpaLLeHUAX KNEeTOUHbIX TUMOB B XOfe rasioreHesa,
aBtopbl (Ferreira et al., 2019) Mcnonb3yOT TEPMUH
“pegnhdpepeHumpoBka”. OfHako B 6uonorum pas-
BUTMA 1 BMONOTNN KNNETKN AN 0603HaYeHUA U3Me-
HEHUI B AN EPEHLMPOBKE Ha KNETOUHOM YPOBHE
00bIYHO MPEAMOYMTAIOT  MCMO/b30BaTb TEPMUH
“TpaHcanddepeHumposka”  (Hanpumep, Eguchi,
Kodama, 1993). Hu cpaBHUTeNbHOE UCCnefoBaHWe
NUTaTeNIbHON TKaHW K/EeLLEeBbIX raifoB, HU MOJIEKY-
NAPHO-TEHETUYECKNIA aHaIN3 ee Pa3BUTUSA MOKa He
NPOBOAWN.

SAKMHOYEHVE

dopMnpoBaHME NNCTOBOrO ranna npeacrasnser
c0601 CNOXHYH POCTOBYH peakLuto, KoTopas npo-
NCXOAUT B TKAHSAX INCTa PaCTEHUA B OTBET HA UHbEK-
LUV CMHOHbI YETbIPEXHOIMX Khellen. AHanmanpys
rannoreHes, UCcnefoBaTeNn CTaIKMBAKOTCS C Lie/bIM
PALOM SBMIEHWIA U NPOLLECCOB, TPAAMLMOHHO Haxo-
ASWMMNCA B chepe MHTEPECcoB 6MONOrnK PasBUTHSA:
N3MEHEHMA 3KCNPECCUN TeHOB M aKTUBHOCTU Kile-
TOYHOW nponudepalmm, NOUCK hakTopPoB, MHAYLN-
pytoLmx hopmoobpasoBaHme, TpaHCANMGEPEHLIN-
POBKa KMETOK U TKaHeiA.

K HacTosilLeMY BpemMeHM HambosnbLume ycrnexu
AOCTUTHYTbI B OTHOLUEHUM M3YYeHUS M3MEHEeHW
reHHOI 3KCNpPeccun B Xoe rannoreHesa, MHAyLunpy-
eMOro Knewjamm Ha nucTtbsx (reHbl U3 CEMENCTB
KNOX n WOX, a TakXe reHbl K/I1€TOYHOIO UMKIa
CYCD3 n CYCBL). OgHako aHann3 nponvdepaunm B
paboTax no rannoreHesy 6asmMpyeTcs NnLLIb Ha Kade-
CTBEHHOW OLeHKe, 63 KOMYECTBEHHOIO y4yeTa ae-
NALLMXCA KNETOK.
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Mpupoga areHToB, WHAYLMPYHOLWMNX KNeLleBom
rasinoreHes, N KOHKPETHbIE MeXaHW3Mbl X Nepefayu
K pacTeHM0 [0 KOHLA He BbIICHEHbl HECMOTPSA Ha
WHTEHCUBHbIE NCCNEA0BaHNS B 3TOM HarnpasieHUN.
He ncKYeHo, YTo B pa3HbIX B3aMMOAENCTBYOLLMX
cucTeMax MapasvT—xO038UH AeTann “KeTOYHOro n
MOMEKYNAPHOro Auanora’” aTux AByX y4aCTHUKOB OT-
nnyarotca. Takas naes nepeknnKaeTcs ¢ npeacras-
NEHUSIMU  KNaCCUYECKON 3KCMEePUMEHTa/IbHO 3M-
OpPUONOrNN XXMBOTHbIX, COrNaCHO KOTOPbIM pasny-
Hble B3aVIMOLENCTBYIOLLME CUCTEMbI VMEKOT PAA
06X OCOBGEHHOCTEN, 0fHAKO Cnocob nepegayn
NHAYLMPYIOLLErO CTUMYNA He ABNSIETCA YHMUBEPCAlb-
HbIM (Toivonen etal., 1976). Kpome Toro, MofieKynbil,
NHAYUMpyoLme anddepeHUNPOBKY OAHOM N TOM
)K€ CTPYKTYpbl B paHHEM Pa3BUTUU KMBOTHOIO, MO-
ryT 6bITb BECbMa pa3HO06pasHbl (CM., Hanpumep: De
Robertis, Kuroda, 2004).

OCc060ro BHUMaHUs! 3aCNy>XKMBAET CPaBHUTENbHO-
LIMTONOTMNYECKIMIA N MONEKYNSPHO-TEHETUYECKIIA aHa-
NN3 Pa3BUTUS NUTATENbHOW TKaHWN KNELLEBbIX ra/ifioB,
MOCKO/IbKY MOKa OIHO3HAYHO He SICHO, 13 KaKoro Mc-
TOUYHMKA (KNETKM NapeHXUMbl MW 3NUAEPMbI NINCTA)
OHa NPOUCXOaWT.

Taknm 06pa3oM, HECMOTPS Ha 3HAYMTENbHOE KO-
NNYecTBO ny6nMKaumii No WHAYKUUM NINCTOBOrO
rannoreHesa YeTbIPEXHOTUMMW KJELLLaMM, NPOrpecc B
pa3paboTKe 3TOM Npobnembl C TOUKN 3peHUs 6B1OI0-
ra pasBuTmsa K HaCTOsILLEMY BPEMEHMW CPaBHUTENbHO
HeBenuK. Ha Haw B3rnsg B 6yayuiem Heob6xoamMmo
MCNOMb30BaTb HECKONLKO (KaK MUHUMYM 2 uamn 3)
MOAENbHbIX CUCTEM NapasnT—X03SUH, MPUYEM XKe-
naTenbHo, YTOObl Ha KaXa0M 13 3TUX CUCTEM Napas-
NenbHO paboTann HECKONbKO Fpynn uccnegoBate-
nei. MNaBHble OTKPbITUA B 061aCTK U3yyeHns 6uo-
NOTVN Pa3BUTUS KNELLEBbLIX Fa/1/10B €LLe He caenaHbl.
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Induction of Leaf Galls by Four-Legged Mites (Eriophyoidea)
as a Problem of Developmental Biology
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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.
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MMKOCUMHIONMNNALI — FAHTNO3UAbl — OAHW U3 CYLLLECTBEHHbIX )aKTOPOB NPSMbIX MEXK/IETOUHbIX B3a-
VIMOJECTBUI 1 pa3BUTUSA OpraHn3moB. OHK BOB/IEYEHbI B MATOreHe3 psiga 60ne3Hel, TakmMx Kak 60/1e3Hb
MapKWUHCOHA 1 3/10Ka4YeCTBEHHbIE OMYX0/N, MPOSIBAASACH KaK AePUUNT Unn M36bITOK CofepXXaHus onpe-
JENeHHbIX TaHIMO3UL0B CPABHUTENIHO C HOPMa/IbHbIMW TKaHAMU. VI3MEHEHWS TaHT/IMO31A0B MOXHO
NCNPaBUTb, BMSAA Ha UX CUHTE3 UK ceKpeuuto (LueaanHr). Mpu BAMSHUAX Ha raHIMo3nabl 06/1eryatoTcs

CUMMTOMbI 6ONE3HEN.

Kntoyesble €ioBa: raHrNnMo3nabl, MeXKneTouyHble B3&VIMO,£I.EI7ICTBVIFI, OHTOreHes, 60ne3Hb IMapKNHCOHa,

OMyxo/n, reHHOMHXeHEPHbIe MOJEeNN
DOI: 10.31857/50475145022010074

BBEAEHUNE

FaHrNno3ngbl — 06bl4HbIE KOMMOHEHTbI Niasma-
TMYECKOWM MemMbpaHbl 6aKTEPUiA, KNETOK PacTEHNIA 1
YKMBOTHBbIX, BK/tOYas venoseka (nut. Hakomori, 1981;
Ledeen, Yu, 1982; Tettamanti, Riboni, 1994; Kong
etal., 1998; Proia, 2003; Schengrund, 2015). Bnep-
Bble TraHrMo3nabl WMAEHTUMUUMPOBaHbI B Havane
1940-x rr. B mo3re (0TCtOfa Ha3BaHWe), 3aTeM OHW 06-
Hapy>KeHbl BO BCEX OpraHax, BO BCEX K/eTKax. Y MBOT-
HbIX FaHrN03U bl — MOCTOSAHHbIA KOMAOHEHT He TO/b-
KO M/1a3mMaTnyeckoii MeMopaHbl, HO TaKkXKe U KPOBMU.

B OCHOBe raHrnMo3vgoB HaxoguTcs uepamug —
COUMHroNMNg, COCTOSALLLMIA N3 COMHIO3MHA W XKUPHOM
KncnoTel. Liepamng cMHTE3NpyeTca B 3HAONIAa3MaTN-
YECKOM PETUKY/yMe MO AeNCTBMEM LiepaMUACUHTa3bI
1 3aTeM nepemeLLaeTca B annapar Fonbmku. Tam K Lie-
pamugy NpUCcoeanHSIIOTCA YINeBOAbI U CUanoBast KMC-
noTa npun AericTBuUKM CMHTa3 1 TpaHcdepas. o uncny
0CTaTKOB CUa/IOBOM KMUCNOTbI Pa3inyatoT pasHble TU-
Nbl FAHrNNMO3MA0B — MoOHO- (GM), am- (GD) nmm
Tpucnanosble (GT). BHyTpy Trina pasnnyatoT BapraH-
Tl — GD1, GD2 ... n nx nogpasgeneHna — GDla,
GD1b... . BapnaHTbl raHrnnMo3ngos 061agatoT pasHbl-
MW (O30T HECKMM CBOMCTBaMU. BblaeneHo OKo-
no 200 raHrnnosngoBs, HO B onpejeneHHOM opraHe B
3aMeTHOM KO/INYecTBe BCero 3—b5.

M3 annaparta [onbmpkn raHrno3snisl rnepemMetua-
IOTCA Ha MOBEPXHOCTb K/IETKM, rfe BXOAAT B COCTaB
nnasmMaTnyecko Membpanbl. Llepamupg  siBnsieTcs
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KOMMOHEHTOM BHELLIHE MeMOpaHbl KNeTOYHOM 060-
NOYKW, a YrNeBOAHAA YacTb HarnpasieHa B MeXKie-
TOYHYIO Cpefy M CNoco6Ha COEAMHATLCA C Pa3HbIMN
nnraHgamun. FaHrAMosnabl KOXW MOTyT CRYXUTb
6apbepom OT MPOHMKHOBEHUSA B OpraHnU3M BHeELL-
Hel BOfAbl U, C APYroli CTOPOHbI, 3aWMLaoT OT No-
Tepb BOAbl, OT 06€3BOXMBaHUA OpraHn3Ma. YacTb
raHrIMo3naoB UCNONb3YeTCA M B rManonnasme ans
TpaHCMopTa Pas/NYHbIX BEWECTB, B 4aCTHOCTU
(hepMeHTOB, K opraHennam. YTUAU3UPYKOTCS raH-
rMNo3MAbl B TN30COMaX.

laHrnImMo3ngbl MoryT 6bITb peLienTopaMy TOKCU-
HOB, HanpuMep, XxonepHoro. OHW U3MEHSIOT aKTUB-
HOCTb psja peLenTopoB — (PakTopoB pocTa, CepoTo-
HWHA, UHCYNNHA. [aHrNMo3nabl BAVSAIOT Ha CUHTE3
6e/Ka 1 aKkTMBHOCTb MHOTVX (PEPMEHTOB, a TaKXe Ha
TPaHCNopPT MOHOB. OHM YYacTBYIOT B aAAre3nn KneTok.
[JedhekTbl MeTabonmn3ma raHrnMo3naos — ofgHa 13 npu-
YMH HapyLLeHW (hyHKLMI opraHoB. OnurcaHbl 6ones-
HW, coBMnajaroLime C HefOCTaTOYHOCTLIO FaHIMo3n-
A0B. Npun HeKoTopbIX 60/1e3HAX, HANPOTUB, HabMa-
tOT N30ObITOK raHrIMO3MA0B.

B 3kcnepumeHTax MCNoMb3ylT WMAM npenapat
MOMHOM CMEeCU FaHrMo3naoB U3 Mo3ra KpymnHOro
poratoro ckoTa (BBG, bovine brain gangliosides)
NN OANH ONpeeNeHHbI FaHrNo3ng,
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Tabmmua 1. M3meHeHne KoHLeHTpaummn GM1 (nMI/106 kne-
TOK/1 4) uepes cyTkn fgeiictena 1 MKM PPPP Ha nioTHble
KynbTypbl renatouutos (no: Brodsky et al., 2003)

O6beKT KoHTpOonb PPPP
enatoynTbl 53 29
Cpega 2 0.2

FAHIINO3NAbI

B MEXXK/NETOUHbIX KOMMYHUKALIAX

B koHLe 1990-X IT. BbIACHWIOCbL, YTO 6aKTEPUM U
NPOTUCTbI He 6eCNOPsA0YHbIE CKOMEHUS KIETOK, a
HeKue nx coobuiectsa. CTano NOHATHO, YTO NMpsiMble
MEeXK/eTOYHble B3aUMOJENCTBUA — NepBble peryns-
Lun B 3BoNtOLMN. HepBHasa cnuctema — no3gHee npu-
obpeTeHue. VccneagoBaHme MeXXKNETOYHbIX B3aUMO-
AENCTBUIA Y MNEKOMUTAIOLLIMX Havyanoch 3a0/ro Ao
6akTepuii. B Taknx paboTax NCMonb3ytoT KNETOUHbIE
Ky/NbTypbl. O4eBMAHO, YTO NPsAMble B3aMIMOAEACTBUS
KNETOK B Ky/NbType — eIMHCTBEHHbIA CNOCO6 nx 06-
LLLEHWA.

MapKkepoM MPAMbIX MEXK/IETOYHbIX B3avMOel-
CTBWIA CTa/IM OKONOYacoBble (YIbTpaguaHHbIE) KeTou-
Hble pUTMbI. OTKpPbITbIE CyYainiHO B KOHLE 1950-X IT.
OKO/0YacoBble PUTMbI MPUCYLLM OCHOBHbIM CBOM-
CTBaM KJIETOK: CUHTe3y 6e/ka, akTMBHOCTY pepMeH-
TOB, fbIXaHWo (nocnefHui 0630p: Brodsky, 2014).

OkosoyacoBsble (ynbTpagviaHHbIE) PUTMbI UCChe-
OYIOT B M/OTHbIX WUIN PEAKUX KyNnbTypax; MepsbiM
MapKepom bbi1 puTM cuHTe3a 6enka (Brodsky et al.,
2000). B nnoTHbIX KynbTypax ¢ 6/1M3KOPacronNoXeH-
HbIMW K/IETKaMu PUTM OBHapyXuBaeTCcA uepe3 He-
CKO/IbKO MUHYT MOC/e NepeHeceHns KyrnbTyp B CBe-
XyHo cpefly. B pekux KynbTypax ¢ faieKo OTCTOALLM-
MW KNEeTKaMU PUTM HaxogaT NINLLb Yepe3 HEeCKO/bKO
yacoB. [lo6asnieHne B cpedy C OTMbITbIMA PEAKUMN
Ky/lbTypaMy HEeKOTOPbIX BELLECTB MPUBOAUT K BblsAB-
NEHVIIO pUTMa CUHTe3a 6esika Yepes HECKO/IbKO MUHYT.
MepBbIM BbIABMEHHbLIM BELLECTBOM-CUHXPOHW3ATO-
poM 6bin raHrnMosngpl. NMoTom Hawwnm u gpyrue
CUMHXPOHM3ATOPbI, HANPYMep TPaHCMUTTEPbI KPOBU.

CHavana anpobupoBasivi CMeCb raHrMo3nios
BBG, Kak 13BeCcTHO, cogepxkatuyto 20% GM1, 40%
GDl1a, 16% GD1b, 20% GT1b u ewie 4% raHrnmosn-
[OB B MUHOPHbIX KOHUEHTpauusax. MccnegosaHue
BANSHWUIA pasHbIx 403 BBG Ha pegkne KynbTypbl re-
naTouuUTOB BbISIBUIO PUTM CUHTE3a 6e/1Ka B KOHLEH-
Tpaumsax BBG 0.2—0.4 mkM (Brodsky et al., 2000).
Mo3xe Takow adyhekT BBG Halum Takxke Ans Kepa-
TUHOLMTOB, U /1 Me3eHXUMHbIX CTPOMa/IbHbIX KIie-
ToK (Brodsky et al., 2011, 2012).

B neyeHn B 3aMeTHbIX KOHLEHTpauusax comep-
XUTCA MATb pasHbIX raHrnnosugos (Senn, Sellin,
1992). Mbl uccnegosanu sce — GM3, GM1, GDla,
GD1b, GT1b B pasHbIx go3ax (Brodsky et al., 2000).
OPHeKTUBHLIMIN B OpraHn3aumn rnpsMbIX MeXKIe-
TOYHbIX B3aMMOAENCTBII OKa3annch [jBa raHrnmo3un-

fa— GM1 n GD1a (puc. 1). OcTtanbHble N3yYeHHbIe
raHrMo3nspbl He BINANN Ha KUHETUKY CUHTe3a 6enka
B peakux Kynbtypax. Cpean He 3h(PeKTVBHbBIX Obin
GM3, 04nH 13 OCHOBHbIX raHIIMO3K0B B MeYeHU.

[na onpefeneHns guHaMuMkn HakonneHns GM1
B K/IETKax U B MEXKJIETOUHOM cpefe dlyopecLeHT-
HbIM UMMYHOLIUTOXUMWUYECKUM METOAOM OMpesesne-
HO HaKOM/IeHWe 3TOro raHrMo3naa B KynbTypax re-
natoumtoB (3Be3gnHa n ap., 2000; Brodsky et al.,
2000). B nnoTHbIX rpynnax renarountos GM1 spko
ceeTuca Yyepes 60 MUH MoCNe OTMbIBAHUSA KY/bTY-
pbl. PUTM CUHTe3a 6e/1ka Mbl HAXOAWN U PaHbLLE, TO
eCTb KPUTMYHAsA KOHLEHTpaUMA raHrnmosnaa B cpe-
Je obpasyeTcs 6bICTpee, YeM 3a yac. AHann3 GM1 B
cpefie 06HapyXWn raHrNno3una yxxe vepes 5 MuH. Cy-
LLLeCTBEHHA He CPefHAS KOHLIEHTPauns CUHXPOHU-
3aTtopa B cpefe, a JIoKa/lbHas BOIN3M KNETKWU, YTO
6b110 NokaszaHo H. 4. 3se3anHoli 1 ap. (2000) B onbl-
Tax C MeEXaHNYeCKOM Kayasikoi. B Hopme B NIOTHbIX
KynbTypax pPUTM CUHTe3a 6enka OOHapy>XmBaroT
NpaKTUYecKn cpasy nocne cMeHbl cpebl. Ho ecnm
CBEXYIO Cpefy B YallKe C KynbTypamu nepemMeLuu-
BaTb, PUTM HE BUEH [iaXe yepes yac.

3aTeM 6bIN10 UccnefoBaHO BANSIHNE TOPMOXKEHNS
CMHTE3a raHrMo3na0B Ha NPsMble MEXK/IETOUHbIE
B3ammogelictems. PPPP (1-phenyl-2-hexadecanoyl-
amino-3-pyrrolidino-1-propanol) TopMo3un cuHTe3
IMKO3WU/ILEPaMMNACUHTA3bI, K/IHOYEBOro (epMeHTa
cuHTe3a raHrnmo3naos (Inokuchi, Radin, 1987; Abe
etal., 1995).

B MuKpomonapHbIX gosax PPPP 3HaunTesbHO
TOPMO3WT, MO AaHHbIM J13guLua 1 COTPYAHNKOB, Kak
CVMHTE3 raHrM1Mo3nioB, Tak U NX OTAEeNeHWE OT K/eTOK
(wepamHr) B cpegy (Li, Ladisch, 1996; Olshefski, La-
disch, 1998; Kong et al., 1998). C nomousto ELISA
Mbl OLIeHMBaNK fercTBme pasHbix o3 PPPP (ot 0.5
00 10 MKM) Ha cofiep>kaHue raHrnnosunga-opraHmsa-
Topa GML1 B KynbTypax rernatounToB 1 Hawn ag-
(hekTnBHbIM Y>ke 1 MKM PPPP (Brodsky et al., 2003).
Mocne PPPP B kKneTKax ocTaBasiock NPUMEPHO NoJo-
BMHa GML1, a B cpege nvwwb 10% (tabn. 1). B nnot-
HbIX KynbTypax, 00paboTaHHbIX PPPP, He Hawinn
pUTM cuHTe3a 6enka (puc. 2). [eincteue 1 mMkM
PPPP o6patumo. IHrMomuTop He MoBpeXaaeT KeT-
Ku. Yepes CyTKM B HOPMasIbHOW Cpeje B KyNbTypax re-
naTouuToB, NpegobpaboTaHHbIX PPPP, 06Hapyxmnu
pUTM CUHTE3a beska.

O6 opraHusyroLlen yHKUUM raHrmnmo3ngos ro-
BOPWN M HALLW ONbITbI C EeNCTBUEM Cpefbl, KOHAM-
LIMOHNPOBAHHOM MIOTHBLIMU Ky/IbTypamMu, Ha pegkume
KYNbTYpbl. Cpeay peaknx KynbTyp 3aMeHAIN Ha KOH-
OVULMOHNPOBaHHYIO MOTHLIMU KYNbTypamu, Hop-
MaJIbHbIMW 1N NpeaobpaboTaHHbIMU PPPP. Putm
CuHTe3a 6enka opraHM3oBasia TOMIbKO HOPMaslbHas
cpepa. O6 opraHuM3yoLLIE PONK FaHTIMO03U0B rOBO-
pyno 1 BbICTPOe BOCCTAHOB/IEHME PUTMa CUHTE3a
nocne BBeAeHNSA B Cpeay € NIOTHbIMU KyNbTypamu,
npegobpaboTaHHbIMU PPPP, raHrnmo3naos.

OHTOrEHES3 Ne 1

TOoM 53 2022



FTAHIINO3NAbl B PASBUTN OPTAHUN3MOB 21

2500 600}

Icorr

2100 - 450

1700 ! ! ! 300

(6)

600

2700

lcorr 400

2200 -

280 '

1700
0

60 120 0 60

Bpems, M1H

Puc. 1. BAMsiHWe raHrno3na0B Ha KWHETUKY CUHTe3a 6e/lka B KyNbTypax renatoLmToB. [Ba onbITa, KaXablii Ha 0fHO Kpbice.
(a) n (B) — OTMbITblEe MNOTHbIE KyNbTYPbl B HOPMa/ibHOWM cpefe (beccbiBOpoToYHas cpega 199 ¢ aob6aBneHneM alibOyMnHa 1 NH-
cynuHa; (6) n (r) — peakune KynbTypbl TEX XXe KpbIC B TaKOW cpefe; cnpasBa BBEPXY B CPeAy TaKMX pegKmx KynbTyp BBeIu
0.06 MKM GM1 Ha 30 MWH [j0 UCCNnefoBaHUS CUHTe3a 6enka; cnpasa BHWU3Y B Cpefy Ky/nbTyp 3Toro onbita Beenv 0.15 MKM
GD1a Ha 30 MuH. Mpo6bl N0 3 KynbTypbl Kaxaas 6pann Kaxable 10 M1H B TeueHue 2 4. Mo ocn abeumce — Bpems (MUH); No
0CV OpAVHAT BKIKOYeHNe *H-neiunHa ¢ nonpaskoy Ha nyn neiuuHa lcorr. Mpamas Ha KaxgoM rpadmke — cpegHee ans faH-
HOro BapMaHTa ONbITa; MyHKTVPHbIE NPsAMble +0LMbKa 3Toro cpegHero (no: Brodsky et al., 2000, ¢ n3meHeHMsIMN).

BbICOKYI0 aKTUBHOCTb B HALLUMX OMbITaxX NpPosiBu-
nv nnnocombl ¢ GM1 (puc. 3). Putm cnHTesa 6enka
B PeaKuX Ky/bTypax 6bln BbISIB/EH NPU KOHLUEHTpa-
umn GM1 B cycneHsum nmnocom 0.0003 mkM, Torga
KaK MUHUMasIbHas 3pheKTNBHAA KOHLEHTPaLMs CBO-
60aHOro ak3oreHHoro GM1 0.06 mkM (Bpoackuii
n ap., 2003).

Kak [0/1ro COXpaHseTcs CUMHXPOHWU3MPYHOLLMIA
3(hheKT raHrMo3naoB? 3 onbITOB Ha PeAKNX Ky/b-
Typax MOJIOfOM KpbICbl CNnefyeT, YTO raHrIMosngbl
paboTatoT, Kak Tpurrep (Brodsky et al., 2005). Mocne
O[JHOKpAaTHOro uX CUrHana, Korga B cpefe [aBHO
(4 oHs) HeT BBG, KNeTKM BCE eLLie OPraHm3yoT pUTtm
cuHTe3a benka. Ocoboe BHMMaHWE yaenunun peak-
LK CTapbIX KpbIC. B NIOTHBIX KynbTypax renatoLm-
TOB CTapbIX KpbIC pUTM CUHTe3a 6enka onpeaensier-
CA, HO aMnNnUTYAbl PUTMA B K/ETKax CTapbIX KpbIC
BABOE HMXe, YeM Yy MOJIOAbIX. TO e MoKa3aHo N Ha
puc. 4. BBG 3HauMTeNnbHO yBennuun amnanTypl
putmMa — ¢ 34 o 63%. CpegHuin ypoBeHb CUHTE3a
6enKa B KaXKAoM BapumaHTe onbiTa NPUHAT 3a 100%.
Takol BbICOKOAMMIUTYAHbIA PUTM COXPaHSANCA W
nocne cofep>xaHusi KynbTyp, 06paboTaHHbIX BBG,

OHTOrEHE3 Ne 1

ToM 53 2022

eLLle CyTKW B CBEXei HopManbHoii cpefie. To ecTb 1 B
3TOM C/lyyae CUrHan JelicTBoBa/l Kak TpUrrep.

C BO3pacTOM CHUXaeTCA KOHLEHTpaUns raHrm-
03ngoB-opraHmnsatopos GM1 n GDla (puc. 5). Bbi-
LUe OTMEYEHO CHWKEHME MEXK/IETOUHbIX B3auMO-
[eiCTBUIA y CTapbIX XXMBOTHbIX. BBeeHWe raHrmno-
31[0B B Cpefy C KNeTKamm CTapbIX XXMBOTHbIX N UM
caMMm in  Vivo HOpMann3yeT B3aMMO[ENCTBMSA
(Brodsky, 2020).

K npeanonoxeHno 06 y4yacTmm raHrino3vios B
MEXK/ETOYHbIX B3aMMOAENCTBUSX MNpULLIAK 6onee
Tpuauaty net Hasag (063op Hakomori, 1981). M'mno-
Te3y 000CHOBbIBa/IM BCeobLLiee pacnpocTpaHeHue
raHrMo3naoB, X CroCOBHOCTb OTAENATLCSA OT Of-
HWX K/IETOK 1 BCTPanBaTbCA B APYrue KNeTku. INMosxe
BbIBOA Obln fanee NOATBEPXAEH Y6eauTenbHbIMU,
XOTA N KOCBEHHbIMU [aHHbIMW O MOCTOSAHHOM MpU-
CYTCTBUW FaHINIMO3MAOB B MEXK/IETOUHOWN cpede, UX
B/IMSIHMEM Ha TPaHCMOPT MOHOB M aKTUBHOCTb psfa
(hepmeHTOB, 1 BO3LENCTBMEM HA COCTOSIHME HEKOTO-
pbIX peuenTopoB. Mbl 060CHOBaIN BbIBOZ, MPAMbIMMA
aKcrnepumMeHTamn. BbigeneHbl KOHKPETHbIE raHrmo-
31abl U TPAHCMUTTEPbI OpraHM3aTopsbl, orpejeneHa
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Puc. 2. KnHeTtnka cuHTe3a 6enka B NAOTHbIX KyNbTypax
renaToumToB; AeCTBME NHIMBMTOPA CUHTE3a U LUeAANH-
ra raHrnnosuaos PPPP. KOHTPO/b — CyTOUYHbIE KY/bTy-
pbl OTMbITbI, MEPeHeCeHbI B CBEXYIO CPeAy, U Yepes CyTKM
B HUX onpefeneH cuHTe3 6enika. Cnpasa — Takme e oT-
MbITbIE KyNbTYpbl NepeHecnn B cpegy ¢ 1 MKM PPPP un
yepe3 CYTKM B HWX OMpefenvnn cuHTe3 benka (Mo:
Brodsky et al., 2003, ¢ u3meHeHMAMN).

LIeNb NPOLLECCOB, BKMOYAIOLLIMX CUHXPOHWU3ALMIO Kile-
TouHoI nonynauun (063op Brodsky, 2018). O6ocHO-
BaHO COXpaHeHWe Kakoe-TO BpeMs ahdpeKTa CUHXPO-
HM3aLMM B MaMATU KNETOK.

FAHITINO3NAbl 1 PASBUTUE

BnunsiHve raHrnnosnaoB Ha pasBuTme OpraHn3ma,
0COOEHHO HEPBHON CUCTEMbI, MOKa3aHO B FEHHO-
NMHXXeHepHbIX uccnefosaHusax (Sheikh et al., 1999;
Proia, 2003; Furukawa et al., 2004; Ohmi et al., 2012).

MepBas cTyneHb 6MOCKMHTE3a MMMKOCHUHIONNMN-
[I0B, BK/HOYasA raHrIMo3nbl, KatamsnpyeTcs rmko-
LepaMMACMHTa30M; K Lepamuiy npUcoeamHsAeTCs
rnoKo3a. depmeHT Koaupyetca reHom Ugcg. Mospe-
XEHWe reHa NPUBOAUT K rnmbenn aMopuoHoB; OHN He
CMOCOGHbI NMPONTK racTpynaumto. MyTaHTbl MO reHy
GalNACT, KoanpytoLLEero epMeHT CUHTe3a raHrmo-
3M40B M3 nakratuepaMmuia, Cregytollero gepvisara

BPOACKNI

Lepammaa, XX1BYT MeHbLLE HOPMa/TbHbIX MbILLEN, XO-
TS N CTAHOBATCSA B3POC/bIMU. CaMupbl TaKUX MblLLEN
CTepU/IbHbI; B CEMEHHMKax 6/10KMpOBaH Meiio3 1 He
o6pasyloTcsa cnepMuu. Y MyTaHTOB npeo6nagatoT
npocTble raHrnmosngbsl — GM3 n GD3. NMpakTnye-
CKW HET raHr1Mo3nioB, OCHOBHbIX B HOpPMa/lbHOM
Mo3re, Taknx kak GM1, GD1a, GD1b n GT1b.

FaHrnnosngbl GDla n GT1b asnstoTcs nuraHga-
MW 4719 TIMKONPOTENHA, CBA3AHHOIO C MUEIMHOM,
HasBaHHOro MAG. 3TOT 6en0K CUHTE3NpyeTcs B
[NINe 1 ABNSETCA OAHUM U3 BefyLLMX PaKTOpOB B3an-
MOZENCTBMA HepoHOB U rmun. MAG y4yacTByeT B
MUENNHU3aLMN aKCOHOB, Y MAG-aeNLNTHBIX Mbl-
LLe C BO3pacTOM AeMUENNHU3NPYHOTCA HEKOTOpble
HepBbl (Sheikh et al., 1999). Takol adhdpeKT Habto-
nanv v npy gedomunte GD1a v GT1b B HepBHOI cu-
cTeme nocne myTtaumm reHa GalNACT. Y Takux my-
TaHTOB HapyLUeHO MoBejeHne N UMMYHUTET. Mepu-
thepnyeckme HepBbl 3TUX MbILLIEA HEe CMOCOOHbI K
pereHepaumn.

MyTaHTbl C MOpaXKeHMemM MHOIMMX raHrImo3ua-
HbIX FreHOB, HO COXPaHWBLLNE HOPMa/IbHOE CofepXKa-
HWe N akTUBHOCTb raHrnmosnagos GM1 n GDla, no
YXM3HECNOCOBHOCTU 1 NOBELEHMNIO MasI0 OT/INYAKOT-
CA OT HOpPMbI. BHOBbL OTMeYy, YTO 3TW ABa raHrIno-
3142 y4yacTBYIOT B PErynauMn npsamMbIX MeXKIeToy-
HbIX B3aMIMOLENCTBUIA (CM. BbILLE).

Cpefiv MHOTMX UCCNefoBaHNI raHrIMo3nAoB rnpu
pa3HbIX NATONOrMSX OTMeYy, MPeXae BCero, ABa LMK-
na pa6ot. OHK 06pallaloT BHMMaHME Ha BO3MOX-
HOCTb CTUMYNALMN aKTUBHOCTU FaHIMO3NL0B UK,
Hao60poT, Ha HEOBXOAMMOCTbL TOPMOXKEHUSA UX CUH-
Te3a u WwegamHra (CeKpeuum) ans ynydLleHms cocTo-
AHNA 60/IbHOrO YeN0BeKa.

FAHIINO3NAbl N HEBPOTMATO/I0I N4A.
APYTUE MATONOTI NN

B psige paboT oTMevaeTca AepUUUT raHMIno3un-
8o GM1 n GD1a npu HeKOTOPbIX HEBPOMATOOMUAX
n, Npexae Bcero, npu 6one3Hn MapkuHcoHa (puc. 6).
OCHOBHbIe cBeAeHUsA ony6/MKoBaHbl rpynnoi Le-

0l (@) 0
lcorr
320 B
120 1 1 1 1
0 0 60 120
Bpewmsa, MUH

Puc. 3. KuHeTuka cnHTe3a 6enka B peakmx KynbTypax renatouuTos: (a) — B HopManbHOW cpege; (6) — B cpege ¢ 0.01 MKM cBo-
60aHOro sk3oreHHoro GM1 unm (B) — B cpege ¢ 0.0003 mkM GM1 B ninnocomax (no: Bpoackuii n gp., 2003, ¢ U3MEHEHMAMN).

OHTONEHE3 Ttom 53 Nel 2022
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Puc. 4. CoxpaHeHve BINAHNA raHrnmo3ngos (BBG) Ha KMHETUKY CHTe3a 6e/1ka B NIOTHbIX Ky/bTypax CTapoii Kpbicbl: (a) —
KOHTPO/1b, CYTOYHbIE KyNbTYPbl B HOPMa/bHOW cpege; (6) — Takume KynbTypbl B cpefe ¢ 0.3 BBG 30 MUH, OTMbITbI 1 MepeHece-
Hbl B HOPMaJTbHYHO Cpejy, U UCCnefoBaH CUHTES 6enKa; (B) — KynbTypbl, NpefobpabotaHHble BBG, 0TMbITbI, U Yepes CyTKM B
HOPManbHOW Cpefie B TaKMX KynbTypax uccnegosaH cuHTes 6enka (no: Brodsky et al., 2005, ¢ M3MeHeHUAMM).

deen et al. (Wu et al., 2012, 2020; Hadaczek et al.,
2015; Ledeen, Wu, 2015, 2017). HanomHto eLe pas,
YTO MO HaLUWUM AaHHbIM MMEHHO 3TW f1Ba FaHIIMO031aa
N3 N3YyYEHHbIX HAMW MSATU MaXXOPHbIX ANS MEYEHN U
HEepPBHOW CUCTEMbI PErYIMPYHOT MPSAMbIE MEXK/IETOY-
Hble B3aMMOAECTBUS, OpraHnN3yoLLIMe PUTM CUHTE3a
6enka.

GML1 ognH ”3 rnaBHbIX raHrIMo3naos padgTos,
NabUNbHbIX CTPYKTYP Na3MaTMyecKon MembpaHbl.
PadTbl cnoco6CTBYIOT NepemeLLeHNI0 6e/1KOB B MEM-
6paHe, B YHaCTHOCTW, HEKOTOPbIX UMMYHOI106YIMHOB
N peuenTopos. Tenepb MoKasaHo, YTO raHIINO3NLbI
perynnpytoT yHKUUN padToB. Y MbILLEA MYTaHTOB
No rMMKO3UATPaHcdepase N CUHTa3aM raHrIMo3ng0B
MoKasaHbl [paMaTvyeckue MW3MeHeHUs papToB B
KneTkax in vitro u in vivo (Furukawa et al., 2004; Ohmi
etal., 2012).

CBA3bIBaACL C MMMKONPOTEMHAMW N NPOTEOI/IN-
KaHamu cpefbl, GM1 obpa3syeT B6/IM3N KNETOK rNf-
POUNLHbIA CNOR, BANSSA Ha afre3nto KNeTokK, CuUr-
Ha/lbHble (DYHKLUUM U MEXK/IETOYHbIE B3aMMOLein-
cteua. GM1 BnuseT Ha TpaHCNoOpPT NOHOB KabLuA
yepes nsjasMaTUyeckyto MeMbpaHy M NMOTOKN Kaslb-
unsa BHYTpM Knetku (Sano et al., 2009). MNoka3zaHo
BvAHMe GM1 Ha akKTUBHOCTb afleHUNaTLUuKiassl B
nnasmaTn4eckKom MembpaHe. 3TO OAUH U3 MyTeil pe-
rynaumm copepxxaHma AT® n tAM®. o Hawum
[aHHbIM NPY 3TOM aKTUBUPYIOTCH MPOTEUHKNHA3bI,
K/HOUEBOW MPOLECC MEXKIETOUYHOM Koonepaumn.

HekoTopble nccnefoBaHNs OTHOCATCA K reHeTu-
YECKUM WHXEHEPHbIM MoensiM 60n1e3HM MapKuH-
coHa (Wu et al., 2012; Hadaczek et al., 2015). B ogHo
MYTaHTHOM MbILUMHOW TMHUK pa3pyLLEeHbl 06a anne-
NS reHa B4galntl, v Takue MblLIKY MOMHOCTLIO NnLLe-
Hbl GM1. B apyroii reTepo3nroTHoOM NMHUK paspy-
LLIEH NNLWLb OAWH annienib (puc. 6). Y Taknx MyTaHTOB
KOHLUeHTpauna GM1 cHmxkeHa Ha 45—60%. He me-
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Hee CHMXXeHa KOHUeHTpaumsi GDla, Torga Kak
GD1b n GT1b mM3MeHeHbl Mano CPaBHUTENLHO C
HOPMa/lbHbIMUW MbIlLaMKW. Y MblLLIeiR 06enx MyTaHT-
HbIX IMHU NPOABAAIOTCSA pasHble CUMMTOMbI 60/1e3-
HW MMapKNUHCOHA: HapyLLUeHNS MOTOPUKM U KOOPAU-
HaUMn ABUXEHWNIA, Tnbenb AohaMMHOBbLIX HEAPOHOB
nT.A.

HelpoTpodnueckas ponb raHrno3vaoB npea-
nonaranack ewe Xakomopu (Hakomori, lgarashi,
1993). Bckope 3KcneprmeHTasIbHO 6bIN0 NMOKasaHo,
4yto GM1 ycmnnmBaeT akTUBHOCTb (hakTopa pocTa Hep-
BoB (Rabin, Mocchetti, 1995). Noka3aHO, 4TO 3KCMO-
HUPOBaHMe KNeTOK rMMoMbl ¢ H®PP 3HaunTeNnbHO Mo-
BbllLaeT (pocthopunmpoBaHmne peuentopos HOP. K
TakoMy 3(ppeKTy NPUBOANUT U IKCMOHUPOBaHWE Krie-
TOK ¢ GML, T.e. HeMpoTpodmyeckmii ahheKT 3Toro
raHrMo3maa MoXeT ObITb CBA3aH C BOCMPOU3BEAEHM -
emM UM aenctema HPP, akTMBUPYS ero peLienTopsbl.

Mo3xe nokasaHbl 1 gpyrve sHaummele poiv GM1
B HepBHoM cucteMe (Ledeen etal., 1998; Ledeen, Wu,
2010). GM1 mogynupyeT akTUBHOCTb HEKOTOPbIX pe-
LenTopos, BkoYad Na/K-AT®-a3bl 1 ONUOUIHbIE.
BnvseT Ha KasibLMeBble KaHa/1bl Y TEM CaMbIM Ha BCe
(OYHKUUN HerpoHa. DTOT raHrnvMosung perynvpyert
felicTeune HenpoTpoduueckoro dakropa (GDNF),
BblAENSIEMOro MnanbHbIMN  KneTkamy (Hadaczek
etal., 2015). CurHanbHbI hakTOp Heobxoaum Ans
BbDKMBAHUA KaTEXO/TAMUHIPTUYECKUX HEPOHOB.
Mpun pecbnumte GM1 n aktnBHocTU haktopa GDNF
B 601e3HM MapKMHCOHA NPOUNCXOANT rnbenb goda-
MWHOBbIX HEAPOHOB.

MoBblleHNe KOHUeHTpauum GM1 Heobxoanmo
419 pereHepauunm nepmudepmnyeckmx Hepsos (Kappa-
gantula et al., 2014). B onbITax Ha KpbiCax NoKasaHo,
YTO Moc/e rnepepesku cefannLHOro HepBa NpPoucxXo-
anT KoHBepcuss GDla n GT1b B8 GM1 ¢ nomoLbto
Neu3-cuanngassbl. ocne nepepeskn HepBa KOHLEH-
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Puc. 5. 13meHeHUs ¢ BO3paCcTOM MblLLEl YeTbIpex raHrmo3ngos. WT — HopMa/ibHble Mbllwn, HT — reTepo3uroTHbIe MyTaHTbl
no reHy cuHTesa GML1 (cm. B TekcTe). Ocb abeLmce — BO3pacT MblLUeit (4HK), OCb OPAMHAT — KOHLIEHTPaLMs raHInMo3unios,

nMonb/mr 6enka (no: Wu et al., 2012, ¢ usMeHeHUsIMM).

Tpaumsa GM1 Bo3pacTaeT B HECKO/LKO pa3 B TeUYeHune
6 4 1 OCTaeTCs BbICOKOW 12 Y. Y MyTaHTOB C MHAKTU-
BMPOBaHHOW Crannaa3oli pereHepawms He NPOUCX0-
AnT. IHbeKLUNA crnannpasbl Kpbice CTUMYNUPYET pe-
reHepauutio.

Yyactne GML1 B aTnonormum 6onesHun MapkuHco-
Ha 060CHOBaHO MONOXWUTE/bHbIM BIUAHMEM GM1
Ha CUMNTOMbI 3TOI 60ne3HU. MepBble HabNAEHUS
Ha XXMBOTHbIX MOAeNAX OTHocATCA K 1980-Mm rogam.
M3BeCTHbI COBPEMEHHbIE JaHHbIE O NMOJIOXKNUTENILHOM
athcpekTe GM1 Ha ntogeli ¢ 60ne3HbL0 MapKMHCOHa.
BonbHbIM NoAAM exxeiHeBHO BBoaMAM GML1 (Schnei-
der et al., 2010, 2015). Mocne 16-HeaenbHOro Kypca
3HAUNTENbHO CHU3WUNUCL MOTOPHbIE U Apyrue CUMI-
TOMbI 60/1€3HK. 26 NaLMeHTOB Habnwaanu 5 net no-

cne kypca GM1. CumnTombl 60/1€3HN OCTaBa/IUCh
CHVKEHHbBIMW.

dapmakonornyeckmnin aHanor GM1, Ha3BaHHbI
LIGA20 (Kharlamov et al., 1993), 3HaunTeNnbHO 3(-
thektnBHee GM1 B nofasneHnUM CUMMNTOMOB 60/1€e3-
HU IMapK1UHCOHa. B 0T/iMyme OT camoro raHriMosn-
na, LIGA20 npoHunKaeT yepes remaTosHLUedanmnye-
CKMA Gapbep W 3aTeM 4epe3 M1a3MaTUYECKYHO
MeMOpaHy HelipoHOB. Ero BHyTpMOpPHOLLIMHHOE BBE-
[eHVe MbllamM-MOJEeNsIM 3HaunTeNbHO 06/1eryano
NX COCTOSIHWE N MPOL/eBasio Xn3Hb. K coxaneHumo,
B KMHW4Yeckoi npaktuke LIGA20 He MOXeT uc-
No/b30BaTbCA M3-32 TOKCUYECKOro ero fencTBus
npw 4ANTeNbHOM NMPUMEHEHUN (TMYHOE CO06LLEHNE
npoeccopa Ledeen; npoBoguTCcAa MOUCK APYrux
OHTOrEHES3 Ne 1
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Puc. 6. KoHLeHTpaums raHrmo3nios B 3aTblI04HON KOpe Mo3ra MbiLei B Hopme (Ctl, 6enble Kpy>KKKM) 'Y MblLLeli-MyTaHTOB
¢ cumnTomamu 6one3Hun MapkmHcoHa (PD, yepHble KpyXkn). Ocb OpANHAT — KOHLIEHTpaums B HMonb/Mr 6enka (no: Had-

aczek et al., 2015, ¢ U3MEHEHNAMW).

aHanoros GM1). OgHa 13 BO3MOXHOCTEN NCMO0/b30-
BaHUsA LIGA20 — BBeCTW €ro B MNOCOMbI; 3hpek-
TUBHasA KOHLIEHTPauUsa MOXeT ObITb CHUXEHA B COT-
HU pa3 (puc. 3). CTpaHHO, YTO 3TV faHHbIe N Pe3y/ib-
TaTbl LLIHengepoB He NPUBAEKIN BHUMaHNS Bpayeli-
NpPakTNKOB. BonesHb MapKNMHCOHA NMOKa He NIeYnTCS.
No6as nonbITKa CHU3UTL XOTS Gbl CUMNTOMbI 3TOM
60/1e3HN NHTEPECHa.

[ednunT raHrNMo3naoB CBOMCTBEHEH W TaKol
HelipoJereHepaTUBHOM 60NE3HN KaK XPOHWUYecKas
xopes, unu 6onesHb XaHtuHrToHa (Desplats et al.,
2007). bonesHb xapakKTepm3syeTcs MOTOPHbLIMUK, NCKU-
XNAaTPUYECKUMN U KOTHUTMBHBIMW HapyLLEHUAMN.
NMoka3aHO HapyLleHWe mMeTabomM3ma raHrnmo3naos
npwv 310 601e3HM, HEHOPMaJIbHasA IKCMPECCUS NN-
Ko3unTpaHcgepas. CHMXeHa KOHLUEHTpauus raH-
rnno3sngos GD1la, GD1b, GT1b 1 60nee BCEro KoH-
ueHTpauna GML.

HepnaBHO BblfeneH 0COObIA Knacc HepBHbIX 60-
Ne3Hel — raHrnMo3naosbl, 06ycnoBNeHHbIE HEHOP-
Ma/lbHbIM Katabo/sIM3MOM raHrMo3naoB, U36bIToY-
HbIM UX HakonneHnem B Knetkax (Sandhoff, Harzer,
2013). bonesHn 06yCnoBMEHbI BPOXAEHHLIMU [e-
(heKTamu rngponas n HeKoTopbIxX 6enko.. MaHrmo-
31[03bl BEL4YT K C/IENOoTe N UANOTU3MY MOJIOABIX /0-
aeli. Moka neveHnsa HeT. Hagexxay BHyLLaeT co3fa-
HUe MbILLVHBLIX MOLENeEN.

B nocnegHee Bpems onpefenvunn M3MEHeHUs
COMHIONMNMAOB MPU CEPLEYHO-COCYAUCTLIX 3a60-
neBaHuAX (0630p: AneceHKo v ap., 2019). HcynbTbl
N MHAPKTbl — OCHOBHAs MpUYMHA CMEPTU NOAEN.
HapyLueHuns nunugHoro o6meHa AaBHO CUMTatOT 0f-
HUMM N3 OCHOBHbIX PUCKOB BO3HMKHOBEHUSA TaKMX
60ne3Heln. Tenepb, KPOMe U3MEHEHWIA X0necTepuHa
N TPUTNNLEPNAOB, OTMETUIN HapylleHUs mMeTabo-
nm3ma 1 COUHrONUNUAOB, BKIKOYAA raHrMo3nabl,
NPUYeM BaXKHYHO PO/b MMeeT 6a30BbI X KOMMO-
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HEHT — LiepamMng. YpoBeHb COUHTONNMIAOB MEHSIET -
sl NPy ULLEMUM, TUNEPTOHMU, UH(APKTE MUOKapAa.
MpeniaraeTcs U3MePsTb YPOBEHb COMHIONMMNAOB B
naasme KpoBW, Kak AOMONHUTENbHbIV TECT B AUarHo-
CTUKE 1 NPOTrHO3e CepAeYHO-COCYANCTbIX 3aboneBa-
HWIA 1 NpeX/e BCEro MH(apKTa.

N3MEHEHUNA TAHTTIO3NA0B
B KAHUEPOIEHE3E

[laBHO N3BECTHO YBE/NNYEHME COLEPXaHUA raH-
rMMO3MA0B B 3/10Ka4eCTBEHHbIX onyxonax (Mora
etal., 1969). JanbHenne nccnefoBaHUa NOATBEP-
OUNu NepBble HAONIOAEHNS, U MPU 3TOM OblNa NoKa-
3aHa Koppenauma Mexzay Cofep>XaHuem raHrimosu-
[OB 1 4acTOTOW MeTacTa3oB onyxonu (ltaya et al.,
1976; Skipski et al., 1981). Kpome pa3nnyHbIX Kre-
TOYHbIX IMHWIA, TaKast KOppensaumsa oTMeveHa 1 ans
HeKOoTOopbIX onyxoneii. MNokasaTenbHble NpUMepbl —
KNETOYHbIE IMHAWN MbILLUWHOW MeNlaHOMbI 1 INM{O-
Mbl YesioBeka. B onyxonsix Hanborsee pacnpocTpaHe-
Hbl NpocTble raHrmMo3ngel — GD3 n GM3, ncxog-
Hble B JBYX IMHUSX NpeBpaLLeHnin (puc. 7). Beicokas
KOHUeHTpaumss GD3 1 akTUBHOCTb (DepMeHTa ero
CUHTe3a 0C06eHHO XapaKTepHa A1a HelMpo6nacToMbl
KPbICbl 1 paKa NPsMOiA KMULLKM YenoBeka, a ans GM3
raHrnnMo3nga TUNUYHO NOBbILLEHNE KOHLIeHTpaunn
B Me/laHOME 1 B paKe MOYeBOro ny3bIps, r4e MHOTO U
GD2. HekoTopble raHrnmo3ngbsl, MMHOPHbIE B HOP-
MaJibHbIX K/eTKax, Ha4MHAaKOT 3KCNpeccnpoBaTbes B
onyxonsax (Fredman, 1994). B 6bICTPO pacTyLLMX Me-
TacTtasax raHriMosungos 6osblle, Yem B MeLJIEHHO
pacTywinx metactazax. MOHOKNOHabHbIE aHTUTeNa
K “Onyx0neBbIM’ raHr1mo3niam TOpMo3AT pocT ony-
xonn (0630p No aToMy LMKy paboT cM. Segui et al.,
2006).

BblgeneHve (LlefanHr) raHrivMosngos onyxose-
BbIMW K/IETKAMM B Cpefly — BaKHbI MapKep nporpec-
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Puc. 7. FaHrMo3ngbl B pasHbIX COCTOSAHWAX OpraHm3ma
(cvHMM). OnbIT HopManu3auun (KpacHbiM). PPPP — 1H-
rMémnTop CUHTE3a raHrMO3N0B.

cum onyxonun. Cpeay MHOrMX paboT 3TOro Hanpasne-
HUA OTMedy wuccnegosaHusa rpynnel C. Jlaguwa
(Stephan Ladisch); ogHO 13 nepBbIX ony6MKoBaHO
yxe B 1983 rogy (Ladisch et al., 1983). bblno nokasaHo,
YTO KOHLEHTpaUUs raHrnmo3ngoB B BbICOKOTYMOPO-
FEHHOW IMHUN KNETOK IMMOMbI MbILLKX 60/1ee Yem B
100 pas3 BbiLLe, YeM B IMHUN, KNIETKM KOTOpPOI cnabo
npusmsatoTca (Ladisch et al., 1987). KneTku BTOpoiA
NNMHUM BblgensaoT B 90 pa3 MeHbLUe raHrno3nios,
4emM BbICOKOTYMOPOreHHble. KneTku 3T1oil nvHum
NMPUBMBAKOTCA HAMHOIO XYXe, YeM KNeTKU C BbICO-
KM COAepXXaHWeM raHrMo3uL0B U BbICOKUM LUeA-
AnHrom; Tpebyetcs B 1000 pa3 60/bLLIEE YMCSIO KNETOK.
MHTepecHO: KNeTKN HU3KOTYMOPOreHHON NHUK
MOXHO Npeobpa3oBaTb B BbICOKOTYMOPOreHHbIe, 40-
6aBuB B VX Cpedy raHrmno3npl, BblaeeHHbIE U3 Bbl-
COKOTYMOPOreHHOro K/ioHa. HabnogeHns nauveHToB
C Helpo6NacTOMO MOKasann oTpuLaTeNbHYH Koppe-
NAUMIO BbDKMBaHUS NtOAEl C YPOBHEM raHrimosnga
GD2 s onyxonu (Valentino et al., 1990).

Moka3aHo BIMAHWE FaHIIMO03UL0B HA UMMYHHYO
cuctemy (Ladisch et al., 1983; Gonwa et al., 1984;
Shaposhnikova et al., 1989; Bergelson et al., 1995;

Tabnuua 2. I3MeHeHUst MIHTEHCMBHOCTW CUHTE3a 1 Liefd-
AWHra raHrno3ngoB Mo AaHHbIM PagMoaKTUBHOCTU Me-
YeHbIX FaHrMo3naoB nocne 3-AHEBHOM 06paboTKM Nn-
HUN KNETOK Henpo61acToMbl YenoBeKa MHIM6uTopom
PPPP; pacueT Ha YawlKy ¢ kneTkamu (Li, Ladisch, 1996)

PPPP, MM CuHTe3, dpm LenanHr, dpm
0 KOHTPO/b 61152 1454

10 3308 208

20 2700 120

Bergelson, 1995; Li et al., 1996a, 1996b). Tak, raH-
rNNO31AbI, BblAeNEHHbIE U3 JIMHUW KNETOK Helipobna-
CTOMbI, CU/IbHO MOAABNAOT MMMYHHbIA OTBET an/io-
reHHbIX HOPMa/lbHbIX K/IETOK MbILwv in vivo (Li et al.,
1995). 3atem 3TO ObIJIO MOKa3aHO [/ OCHOBHOIO
raHrnmosnga Hepob6nactombl — GD2 (Li et al.,
1996). BoccTaHOBMEHNE NMMYHHbIX K/IETOK N HEKO-
TOPbIX APYTrMX CBOMCTB HOPMa/IbHbIX TKaHEM JOCTU-
rasiocb NOAaB/IEHMEM K/IHOUEBOTO (heEPMEHTa CUHTE3a
BCEX raHrMmMo3naoB rMMKo3n/LepaMuacHTasbl npe-
napatom PPPP (cm. Bbiwe). Mo gaHHbIM P. Jln n
C. Naguwa (Li, Ladisch, 1996) cuHTe3 raHrnmo3naos
TopMo3unTca PPPP B pasHbIX onyxonsax npumMepHo B
20 pa3 u weaanHr — 7—20 pas. B Hawmx paboTtax npu
06paboTke KynbTyp HOPMa/bHbIX TrenaToumnToB
PPPP nx wepanHr nogasnancsa Ha 90% npu ucnonbs-
30BaHuM B 10 pa3 MeHbLLEN 036l PPPP (Tabn. 1).

LLlefvHr raHrMo3naoB pakoBbIMU KNeTKamn 1
YCBOEHWE 3TUX FaHIMO03NL0B HOPMa/lbHbIMU KIIeT-
KaMu M3SILHO MOKasaHbl B OMbITax Ha [BOWHbIX
KynbTypax (Olshefski, Ladish, 1998). MeueHble raH-
rNO3nAbl KNeTOK Mefynno61actoMbl 6b11 06Hapy-
XeHbl B HOpMaJibHbIX hrubpobnactax, OTAENEHHbIX
OT PaKoBOW KynbTypbl MEMOPaHHbIM PUILTPOM. 10~
cne 06pabOTKM PaKOBbIX KNETOK WHIMOGUTOPOM
PPPP nepexon raHrnvosnzoB MOMHOCTLIO MNojaB-
nancs. MNpw aToM cTpyKTypa hrmbpobnacTos He cTpa-
fana, 1 B 3TON KyNbType HaXoAWIN MUTO3bI.

Bbilwe OTMeYeHO TYMOPOreHHOe [eilcTBue raH-
rMMO3NA0B, BblAeNeHHbIX N3 MMMMOMbI, Ha KETKN
HM3KopakoBoi NnHuK (Ladisch et al., 1987). 3atem
nokasanu nofasneHune WeaanHra KNeTok anuiepmo-
ngHoM KapumHombl (Barbour et al., 1992) n Helipo-
6nactomsl (Li, Ladisch, 1996, 1997), a TakXe KNeToK
MeflaHOMbI nocne 06paboTkm nx PPPP. B nocnegHem
Cny4yae CMHTE3 raHrMo3naoB CHyKancs Ha 86—90%.
JeneHns nMMOLNTOB B opraHax MMMYHUTETa He
cTpagann. MHayKTop AnddepeHUMpOBKM — PETUHO-
eBasi KUcnoTa CTUMYIMpoBana pocT HEMPUTOB B KNeT-
Kax HelipobnacTombl. Ecniv 06paboTaTh KynbTypbl X0-
NepHbIM TOKCUHOM, 6/TOKUPYIOLLMM PeLLenTopbl raH-
rnvosnga GM1, nnv Beectu B cpegy aHTuTena K GM1,
PeTUHOEBas KNCN0Ta He CTUMYNNPYET POCT HEAPUTOB.
BHOBb 0TMeuy yHUBepcasibHYyto ponb GM1 B pasHbIX
(PYHKUMSAX 1 B NATONOTNN.

MbiLam BBOAWIN MOLKOXHO K/IETKN MeflaHOMbl
(Wen Dengetal., 2000). Y Bcex 06pa3oBanCh OMyxo-
NN ¢ MeTacTazaMmu. Jpyrue Ml TOM XKe IMHUN No-
nyyanu Knetku, obpabotaHHble PPPP B ycnoBusix,
He TOPMO3ALWMX NMPonndepaunio KIeTokK. Y Takux
MbILLIEV ONYXONN BO3HUKAW NALLb Y 40% XWBOTHbIX,
1 MeTacTasbl 66111 N y 25%. Cpeay MHOTMX UC-
crefjoBaHUI, NOKa3aBLLUMX NONOXUTENbHOE BAIUAHME
PPPP ans npounakTUKn 1 Tepanmm onyxonei, oT-
meuy ewe aga (Inokuchi et al., 1990; Kyogashima
etal., 1996).

PaboTbl pa3HbIX aBTOPOB [103BOMNAN KIAaCCUKY
nccnefoBaHua raHrnmMosngos . Xakomopu (Hako-

OHTONEHE3 Ttom 53 Nel 2022
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mori, 1991) paccmMOTpeTb HOBYHO CTpaTEruio Tepanmm
onyxonei. Mofo6HbIE OTHOLLEHUS PACCMOTPEHbBI 1 B
apyrom o63ope (Radin, 1994).

SAKNHOYEHVE

Kasanocb 6bl, BbIBOA O 3HAYMMOCTU FaHI/IN03M-
[,0B B XXM3HW OpraHn3ma TpUBMaseH: KakK 4yacTb nnas-
MaTM4eCKO MeMOpaHbl, raHrMo3n bl y4acTByHOT BO
BCEX (PYHKLMAX U B MPOABNEHNAX naTtofornn. OpHa-
KO, COBPEMEHHbIE JaHHble Onpesenvan cneunduye-
CKOe, XOTA N He YHUKa/lbHOe y4acTue MMEHHO raH-
rMMO3NL0B B Pa3HbIX XXM3HEHHO BaXKHbIX MNPOLLeccax.
Puc. 7 0606waeT 3K cBefleHnsi. KpacHbIM Bbljene-
Hbl (DaKTOpbl Y/y4YLLEHWA COCTOSIHMIA CTaporo unm
60/1IbHOr0 YenoBeka.

OTMeuYeHbl CBOWCTBA FaHrMO3MA0B, HEW3BECT-
Hble gaxe B 1980-e rogpbl, a HekoTopble 1 B 2010-e.
TaK BbISICHU/IOCb y4aCTUE HEKOTOPbIX FaHIMo3n40B
B OpraHM3auunmn NpsMbIX MEXKKIETOUHbIX B3aMMOAe-
ctBuii. GM1 n GD1a 13 NsiTu U3y4eHHbIX, OCHOBHBbIX
B MeYeHN 1 B MO3re, OPraHm3yT pUTM CUHTe3a bef-
Ka B pasHblIX KeTKax in vitro u in vivo. MaHrnnosngbl
He eMHCTBEHHbIM (haKTop-opraHmn3aTop. TakoB Xe
3(pheKT TpaHCMUTTEPOB KPOBU — HOPafpeHaInHa U
CEPOTOHMHA, a TaKXXe MeNiaTOHNHA N HEKOTOPbIX Je-
KapCTB MOJYNATOPOB Kanbums. Ho opraHusyoLLas
(PYHKLUMA raHrnmo3ngos 060CHOBaHa 3KCMepvMeH-
TaMu BrepBble, XOTA rMNoTe3 06 3TOM XBartano, Ha-
UMHas ¢ Knaccuyeckmx pabot 1980-x rr.

WccnenoBaHme reHHOMHXKEHEPHbBIX MyTaHTOB MO-
Ka3ano Heo6X04MMOCTb raHIMNO3NA0B ANA PasBUTHS.
MoBpexaeHne reHa nepsoro npotecca rnpespate-
HU1A UepaMua B raHrIno3nabl NPUBOANT K OCTaHOBKE
racTpynaumm npu HeHapyLleHHON MPOHULaeMOCTy
MeM6paH 61aCTOMEPOB W He OCTAHOB/IEHHbIX [eNeHN-
AX ApobneHns. MyTtauum No3gHUX B CTaHOBEHUN
raHrMMo3naoB reHoB BeyT K HapyLUeHUAM HEPBHOIA
CUCTEMbI, COKPALLEHUIO MPOAO/MKUTENLHOCTU XKIN3-
HU N U3MEHEHNSAM MOBeeHNA XUBOTHLIX. HekoTo-
pble HapyLUeHWs yAaeTca UCMpaBuTb, BBEAA raHMn-
031Abl. OTMeYeHO, YTO MYTaHTbl C HEHaPYLLEHHbIM
cofepxkaHnem GM1 v GD1a no KOrHUTUBHbLIM MO-
KasatenaMm W HeKOTOpbIM [PYrMMW napameTpam
HEePBHOW CUCTEMbI He OT/INYAKOTCA OT HOPMa/IbHbIX
YXVBOTHbIX.

Cpefv MHOTMX M3MEHEHWIA CBONCTB OpraHM3ma u
KNETOK NPW CTapeHUN HallIu U HapyLLIEHUS MPAMbIX
MEXK/ETOUYHbIX B3aMoaencTBuii. Mapkep npotiec-
ca — amnaMTyga putma cuHTe3a 6enka — BABOe
YMeHbLLAeTCH Yy CTapbIX XXMBOTHbIX. [Mpu cTapeHnn B
opraHunsmMe Habnwganm 4eUUNT raHrMMo3naoB-op-
raHmnsatopos GM1 n GDla, Torga Kak gpyrvue raH-
rMo3nabl, 06bIYHbIE B HEPBHOM CUCTEME U B Mneve-
HW, He M3MeHsAnucb. CUTyauuio ¢ opraHusaumen
NPAMbIX MEXK/IETOUHbIX B3aUMOLENCTBUA MOXHO
NCcnpaBuThb, 406aBNAA B cpedy C KyNbTypamn KNeToK
CTapbIX KPbIC UM UHbEUUPYS CTapbiM >XUBOTHbLIM

OHTOrEHES3 Ne 1

ToM 53 2022

raHrMo3npl. Takos e apheKT oboratleHs CbiBO-
POTKM KPOBM CTapbIX KPbIC raHr1Mo3naoM-opraHm-
3atopom GM1.

Jedmunt GM1 n GD1a, raHrnmMo3ngoB-opraHm-
3aTOPOB MNPAMbIX MEXKIETOYHbIX B3aMMOLECTBUIA
Habnogann npu 6onesHn MapkuHcoHa. oka3aHo
NoNIOXNTeIbHOE BAUSHWE raHrnmosnga GM1 Ha
CMMNTOMbI 60/1e3HN. ELe adhiheKTMBHEE feiiCcTBOBAN
thapmakonormnyeckuii aHanor GM1. IHbeKUumM nio-
Asm raHrnnosnga GM1 cHKanm Tskenble CUMMATO-
Mbl 60/1€3HN — HapyLLUEHNS MOTOPUKMN U KOOPANHA-
LM ABUKEHWIA, TPEMOPA, KOTHUTMBHbIX CO0EB. Mo-
CKONbKY 3(WheKTUBHBLIX METOAO0B fleHeHUs 601e3HU
MapKNHCOHa NoKa HeT, YAMBUTENBHO, YTO paboThbl C
raHrNMo3ngamm He MNPUBAEKIN LUMPOKOrNO0 BHUMA-
HWUS Bpayei.

MpoTMBONONOXKHBIA (DEHOMEH — M30ObITOK raH-
rMMO3MA0B — CONMPOBOXAAET KaHLeporeHes. BAmsaHus
Ha raHrnnMo3ngbl MoryT oberyaTb TeUeHMe 3/10Kave-
CTBEHHbIX ONyX0nen. B 310Ka4eCTBEHHbIX ONYyX0NsAX
cogep>XaHuve raHrnnMo3ngoB M 0cobeHHo GM3 n
GD2 MOXeT 6bITb HAMHOro 60/bLUe, YeM B aHa10-
TMYHbIX HOPMa/lbHbIX TKaHsX. MoKa3aHO Tymopo-
reHHoe [eNcTBME raHrMMo3n40B, TOPMOXEHME UMM
NMMYHUTETa OpraHmn3mMa xo3snHa. B onyxonsx 4acto
HEeHOPMaJIbHO BbICOKasA aKTMBHOCTb PepMeHTa CUH-
Tesa raHrnMo3naoB rMMKo3naLepammnacuHTasbl. MH-
rméuTop atoro chepmeHTa — PPPP — TopmO3u1T Npo-
rPeccuIo Onyxonu.

B nocnegHee BpeMs onpeaenvam U3MeHeHus Cco-
[epXXaHns CHUHrONNNMAOB B NpoLecce CepAeyHO-Co-
CyaMCTbIX 3a60/1eBaHUIA, OCHOBHOM MPUYMHbBI CMEPTH
nogein. MpegnaraeTca U3MepsiTb YPOBEHb CPUHIONN-
NMAO0B B MiasMe KPOBU, Kak JONOMHUTENbHbIV TECT B
[AVarHOCTUKEe U NPOrHO3e CepAevHO-COCYyAMCTbIX 3a-
601eBaHMIN N NpexX/e BCero NHgapKTa.

WTaK, raHrMo3nbl — BXKHbI hakTop pasBuTus
N (YHKUMOHMPOBaHMSI OpraHM3Ma, BAUSAIOLWMIA Ha
OCHOBOMONAratoLLIMe FeHETUYECKME U 3MNUFeHeTNYe-
CKMe MexaHM3Mbl B TeUeHMe BCEro OHTOreHesa. Kak
MOXXHO MPeACTaBUTb 3(eKTbI raHrMo3naoB? Kak
KOMMOHEHTbI M1a3MaTUYeCKoii MeMbpaHbl, FaHIn-
03Il MOTYT BIMSITb HA aKTUBHOCTb MHOTMX peLien-
TOPOB: (haKTOPOB POCTA, NHCYINHA, CEPOTOHMHA, Hei-
POTPONUECKIMX 1 ApYruX. [aHIMO3Mbl U camy MO-
ryT 6bITb PELIENTOPAMMU, N UX HEJOCTATOK U/ U30bITOK
MOXET CKa3bIBaTbCS Ha GMonornm Knetok. Kak cur-
Ha/lbHble MOJEKY/bI, FAHIMNO3WAbI MOTYT BAMSTL Ha
MHOTUE NPOLIECChI B KNETKax, TaKune Kak CUHTE3 6efka,
aKTUBHOCTb (PEPMEHTOB, WOHHbIA TpaHcnopT. OHWU
MOTYT MOAYNMPOBaTh [AEWCTBME APYTUX CUFHA/OB.
3HAUYMMOCTb TaHIMNO3MA0B OTMeYasach AaBHO, HO
060CHOBbIBaNIACh NKLLIb BCEOBLLMM MX pacnpocTpaHe-
HVEM B KJIETKax 1 CMOCOBHOCTbLIO OTAENSATLCS OT Kiie-
TOK 1 BCTPamBaThCsl B MEMOPaHy ApYrux KNeTok. Pe-
3ynbTat nocnegHmx 20 neT — [0Ka3aTeNbCTBO POSK
raHrMo3na0B NPSMbIMA (PU3NOMOTMUECKMUN IKC-
NepMMeHTamu, a B NOC/eAHWE TOfbl U TEHHOMHMXXe-
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HEPHbIMU MeTogaMu. N1 MeANLIMHbI CyLLLECTBEHHbI
Bce 60/1ee LUMPOKME [aHHble O BOBMIEYEHHOCTY FaH-
IMMO3WA0B B 3TUOMOTMIO HEKOTOPbIX HEPBHbIX 60-
ne3Held, 1 Npexae Bcero 60ne3HN MapKMHCOHa, a
TaK>Xe B MPOrpPeccmio Onyxosnei.
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Gangliosides in Orchestration of Cell-Cell Communication,
Development, Neuronal Pathology and Carcinogenesis

V. Y. Brodsky*
Koltzov Institute of Developmental Biology, Russian Academy of Sciences, ul. Vavilova 26, Moscow, 119334 Russia
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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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N3IMEHEHWA OKPACKN PEAKOIO INMYBOKOBOAHOIO CKATA
PUNYAPACOHA BATHYRAJA RICHARDSONI (ARHYNCHOBATIDAE,
RAJIFORMES, CHONDRICHTHYES) B OHTOINEHE3E
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VccnepoBaHbl 0COGEHHOCTU OKPACKW A0PCa/IbHOM 1 BEHTPaNbHOWM CTOPOH PeAKOro ry60KOBOAHOIO CKa-
Ta PuuappgcoHa Bathyraja richardsoni (Arhynchobatidae) B guanasoHe givH oT 14 1o 146 cM 1 NPOCAEXeHbI
€e OHTOreHeTUYeCcKue n3meHeHus . MNMpeacTasneHbl HOBbIE JaHHbIE MO OKPacke 3MOPUOHOB, HEMOMOBO3pe-
NbIX, CO3PEBAOLLMX 1 MOI0BO3PEbIX 0co6eit. Moka3aHo, YTO BapyaLumn OKpacku opcasbHOA CTOPOHBI
He3HauMTe/bHbI, B TO BPEMS KaK OKpacKa BEHTPalbHOWM CTOPOHbI MOXKET 3HAYNTEIbHO BapbMpoBath. Mo-
NyYeHHble JlaHHble MOTYT ObITb MCMO/b30BaHbl B TAKCOHOMUYECKMX U NOMYAALMNOHHBIX NCCNEA0BaHUSX,
npu pa3paboTke KOYel 4ns onpegenieHnst BULOB, NMOArOTOBKE (hayHUCTUYECKUX CBOAOK W onpegennTe-
neii, 061erYynTb MOHMMaHNe 0COBEHHOCTEN OKPaCKM 1 ee U3MEHEHWIA Y TNy60KOBOAHbIX XXMBOTHbIX, 06U~
TaKLLMX B YCIOBUAX MOCTOAHHOM TEMHOTbI, @ TAKKE PaCLLUMPUTL 3HAHUS 06 OTAENbHbIX aCMeKTax Makpo-
1N MMKPO3BO/HOLMN FNy60KOBOAHbIX CKaTOB.

Kniouesble cnosa: ckat PuuapgcoHa Bathjyraja richardsoni, okpacka, OHTOreHeTU4YeCcKne U3MeHeHUs, rny-

60KOBOfHble cKaTbl, CeBepHast ATNaHTMKA
DOI: 10.31857/S0475145022010050

BBEAEHUNE

dayHa rny60KOBOAHbLIX CKATOB AaXe Hambonee
N3y4YeHHOI CeBepHOM YacTy ATNaHTMYECKOro OKea-
Ha nccnefoBaHa HejOCTaTOYHO XopoLo. MHorue ce-
BEpPO-aT/IaHTMYeCKME BUAbl ONUCaHbl OTHOCUTENIbHO
HeflaBHO (BO BTOPOW NOMIOBMHE MPOLLIOro CTONETUS)
M N3BECTHbI 0 CUX NMOP NO HeGONbLLIOMY YMC/TY Hax0-
Jok (Orlov et al., 2006; Porteiro et al., 2017). K Takim
BMam OTHOCUTCA N cKaT PuyapacoHa Bathyraja rich-
ardsoni, BriepBble onucaHHbIN 13 Bog HoBsoii 3enaH-
onm (Garrick, 1961; Garrick, Paul, 1974). Apean faH-
HOro BWAa PacnonoXeH B CEBEPHOM M LIEHTPaNbHOWA
ATnaHTMKe (OT CeBepO-BOCTOYHOW KaHafbl 1 HOro-
3anagHon MpeHnaHAmMM [0 A30pCcKuMX 0-BOB U Mas-
puTaHuM) 1 B toro-3anagHoi Maundumke B BOgax
TacmaHum n Hosoii 3enaHgmn (Ebert, Stehmann,
2013; Kulka et al., 2015; Porteiro et al., 2017), rae oH
M3BECTEH MO pa3poO3HeHHbIM noumkam. Ckat
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PuyapfcoHa — OfiH 13 Hanbonee KpyrHbIX BULOB Y-
6GOKOBOAHbIX CKaToB, AOCTUraloLMA AnHbLL 175 cm
(Sulak et al., 2009; Ebert, Stehmann, 2013). Hau-
60bLUEe YNCNEHHOCTN OH JOCTUraeT B paiioHe Cpe-
ANHHO-ATnaHTU4Yeckoro xpe6ta (CAX) (Fossen et al.,
2008) v siBnseTca ogHUM U3 Hambosee rnyo0KOBOAHbIX
CeBEPO-aT/NIaHTUYECKUX CKATOB, MOWUMKU KOTOPOro
N3BECTHbI C ry6uH 501—3055 M ¢ Arana3oHOM MaK-
CMMa/ibHOM BCTpeyaemocT Mexay 2100 n 2400 m
(Orlov et al., 2006; Porteiro et al., 2017).

CkaTbl ABNAOTCA OAHOM 13 Hanborsee ys3BUMbIX
rpynn MOPCKMX Pbl6 MO OTHOLLIEHMIO K aHTPOMOreH-
Homy BosgencTeuto (Dulvy, Reinolds, 2002), n ot-
AeNbHble CTPaHbl 1 NPUPOLOOXPaHHbIE OpraHM3aLmm
YAENAT NOBbILIEHHOE BHUMaHMe BOMPOCcaM OXpaHbl
N COXPaHEHUSI KaK XPSLLEBbIX Pblb B LeIOM, TaK 1
cKaToB B yacTtHocTu (Opnos, 2005, 2008; Cavanagh,
Gibson, 2007; Opnos, LLieBepHuLknii, 2008; Opnos,
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NunteuHoB, 2010; Goodwin, 2012). Mo Bepcun Mex-
AyHapoaHOro coto3a oxpaHbl npupogsl (MCOIT)
ckat PrnyappcoHa oTHeceH K Kareropun “Least Con-
cern” (Kulka et al., 2015), T.e. B HacTosiLLee Bpems
yrpo3bl aHTPOMOreHHOro Xapakrepa A/19 Hero oTcyT-
CTBYIOT.

HecmoTps Ha TO, YTO AaHHbIA BU ABNSIETCH A0-
BO/IbHO MHOIOYMC/IEHHLIM B CPaBHEHWW C ApYrMMU
rny60KOBOAHbLIMM CKaTaMK CEBEPHO ATNaHTUKW,
[0 CUX NOp ero 61MoN0rMsa 0CTaeTcs N3y4YeHHOM Hedo-
ctaTouHo (Tempelman, 1973b; Orlov et al., 2006), a B
60NbLLUNHCTBE OMY6MKOBaHHbIX paboT ONMCbIBAOT-
CA NPenMyLLEeCTBEHHO OCO6EHHOCTU MOpEOosIornu
faHHoro Buga (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, ony6/MKOBaHHbIe
cBefieHNst 06 oKpacke ckata PuyapacoHa paspo3He-
Hbl 1 OrpaHUYeHHsbI. LLITemaHH 1 MeppeTT (Stehmann,
Merrett, 2001) onmcany oKpacky NATU U3BNEYEHHbIX 13
ANLEBbIX Karicyn 3mOpuoHOB. PaHee cBefeHUs1 06
OKpacke HeCKO/IbKMX KPYMHbIX MOI0BO3PESIbIX CKaTOB
PuuapgcoHa 6b11 onucaHbl 41 3K3eMNISPOB 13 BOA
HoBoii 3enaHanmn (Garrick, 1961), ceBepO-BOCTOY-
Hoin (CBA) (Forster, 1965) mn ceBepo-3anajHoi
(C3A) AtnaHTMkM (Tempelman, 1973b), no3gHee
0600L1eHHbIE B PEernmoHanbHbIX (hayHUCTUYECKMX
cBogkax (Sulak et al., 2009; Ebert, Stehmann, 2013).
B Lenom, B yKazaHHbIX paboTax [/11 OKpacKu B3pocC-
NbIX 0c06el yKasblBaIUCh TaKMe 06LLMe MPU3HAKU:
Jopca/ibHasA CTOpOHa Tefla O4HOTOHHas, OT nenesb-
HOW [JO KOPMYHEBOW, C HEGONbLLVMUN CBET/bIMM TOY-
KaMu UNn NS THaMM U TEMHO KaliMOI Ha KpbIbsX U
HWXHUX nonacTax 6proLWHbIX NnaBHUKOB (V); BEH-
TpanbHas CTOpOHa Tena 3aMeTHO TeMHee Aopcalib-
HOI, C TEMHOI KaliMOU Ha KpbIbSX U HYXXHUX Nona-
cTax V 1M HannumeM 6enblX y4aCTKOB BOKPYr pTa,
HO3ApeN N KNoakn, Ha XBOCTE U Yy €ro OCHOBaHUS,
mexay rpyaHbimu (P) 1V, Ha HXKHKUX nonacTsax V n
BepLUMHAaX NTEPUTrOMNOANEB.

OTcyTCTBME ONY6/IMKOBAHHBIX laHHbIX M0 OKpac-
Ke CpefHepa3MepHbIX CKaToB PruyapicoHa He No3Bo-
NANO MccnefoBaTbh 3aKOHOMEPHOCTU U3MEHEHWI ero
OKpPacKn Ha NPOTSHKEHUN BCEr0 XXM3HEHHOIO LUKna
W BbISIBUTb €€ BHYTPUBUAOBYIO Y OHTOTEHETUYECKYHO
N3MeHYMBOCTb. MOA06HbIE CBELEHNS UMEIOT BXKHOE
3HayYeHue ANt TAKCOHOMMUYECKNX 1 NOMYNSALMOHHBIX
nccnefoBaHuiA, a Takxe MNpu paspaboTKe K/KuYei
ANs onpesenieHns BUAOB U NOArOTOBKe (hayHUCTUYe-
CKWX CBOAOK 1 onpegenuTteneii. Kpome Toro, paspa-
60TKa AaHHO NPOo6AeMbl MOXET MpeAcTaBnsaATb 60-
nee LWNPOKNIA (hyHAAMEHTa/IbHbIA UHTEPEC B MNJiaHe
OCMbIC/IEHNS1 0CO6EHHOCTEN OKPacKu 1 ee U3MeHe-
HUA Yy T[NYOOKOBOAHBIX YXWUBOTHbIX, OOUTAIOLLNX B
YCNOBUSIX MOCTOAHHOMN TEMHOTbI, & TaKXKe CroCO6CTBO-
BaTb Jly4yLleMy NOHUMaHWMIO OTAE/bHbIX aCMeKTOB MakK-
pO- M MUKPO3BOMOLMM (MPOUCXOXIEHWe, paccese-
Hue, (HOPMUPOBaHIE NMONYNALMOHHbIX CTPYKTYP 1 4p.)
rNy60KOBOAHbIX CKATOB.

Llenb paboTbl — aHa/iM3 BCeX AOCTYMHbIX (CO6-
CTBEHHbIX W NINTEPATYPHbIX) AaHHbLIX MO OKpacke
ckata PuuapgcoHa, no3BOnsoWMX NpocnenTs ee
OHTOreHeTUYeCKMe U3MEHEHNS B NMpefenax BCero Bu-
[0BOro apeana.

MATEPUANBI N METObI

MaTepnanom [1A aHaiu3a Bapuauuvii OKpacku
cKaTa PruapacoHa nocnyxunm 20 aK3emnnsapos 060-
X NOMOB 06LLel AMHOM OT 14 10 146 cM, UccnefoBaH-
HbIX NepsbIM aBTOPOM B TeyeHne 2005—2010 rr. B pas-
NNYHBIX My3esix (Tabn. 1):

3oonornyecknini My3eil yHuBepcuTeTa r. bepreH,
Hopserus: ZMUB 19528 (TL 142 cwm, camka, 2534 m),
ZMUB 17600 (TL 29 cm, camka, 2534 m), ZMUB
19514-3 (TL 78 cm, camel, 1911 m), ZMUB 19514-4
(TL 63 cm, camka, 1911 m), ZMUB 19522-3 (TL 45 cwm,
camKa, 2364 m), ZMUB 19522-1 (TL 55 cm, camel,
2364 m), ZMUB 19522-2 (TL 53 cm, camka, 2364 M),
ZMUB 19535 (TL 53 cm, camey, 2534 m), ZMUB
19514-1 (TL 69 cm, camKa, 2280 m), ZMUB 19514-2
(TL 84 cm, camel, 1911 m), ZMUB 19476 (TL 106 cm,
camka, 2288 m), ZMUB 19448 (TL 101 cMm, camKa,
2534 m), ZMUB 19364 (TL 85 cm, camka, 2951 M) —
Bce n3 Bog CAX;

HaunoHanbHbIN My3eil eCTECTBEHHOM UCTOPUN,
r. Mapwx, ®paHuma: MNHN 1999-1156 (TL 35 cm,
cawmel,, 1975 m, CBA, BOCTOUYHee [M6pnaCKNX 0-BOB);

BpuTaHCKMA  My3eil eCTeCTBEHHOW WUCTOpUK,
r. loHaoH, Benunko6putaHms: BMNH 1999.10.1.1
(TL 52 cm, camey,, 2441 m, rny6rHa 1 MecTo NONMKU
Heun3secTHbl), BMNH 1999.10.1.2 (TL 69 cm, camel,
2441 M, rnyébnHa U MecTO MOMMKWM HEU3BECTHbI),
BMNH 1999.2.2.1 (TL 22 cm, camey, 1541 m, CBA
BOCTOYHee VpnaHgnn), BMNH 1999.2.2.2 (TL 25 cwm,
cameu,, 1541 m, CBA BocTto4Hee MpnaHann), BMNH
1999.2.2.3 (TL 24 cm, camKa, 1541 m, CBA BOCTOUHee
MpnaHamn), BMNH 1999.2.2.4 (18 cM, camka, 1541 m,
CBA BocTo4Hee VpnaHgun).

Kpowme Toro, fns cpaBHeEHUA NMpuUB/eYeHbl NNTe-
paTypHble faHHble 06 OKpacke, dhotorpadum unm pu-
CYHKM 3K3emn/isipoB 13 Bog Hosoii 3enaHamm (Garrick,
1961), CBA (Forster, 1965) n C3A (Tempelman, 1973a),
a TaKke A3opckux 0-BoB (hoTo 'ym MeHezec (Gui
Menezes)).

AHann3 BapmaLmin oKpacky NPOBOAWIN Ha OCHO-
BaHMM  U3YYEeHWUS  CBEXEBbIIOB/IEHHBLIX  0CO6EeN
(CAX), nx onucaHmin n3 ony6anMKoBaHHON nuTepa-
Typbl, pucyHKoB (Boabl HoBoi 3enaHann) nnu go-
Torpauin (Bogbl KaHapckmx u A30pCKMX 0-BOB,
CBA 1 C3A) 1 (hMKCUPOBaHHbIX 3K3eMIMIAPOB 13
My3eHbIX Konnekuumin (CBA).

OCOGEHHOCTM  MO/IOBOFO  CO3pPEBaHUS  cKaTa
PuyapacoHa He M3ydeHsbl, a 0 pasmepax, Npu KoTo-
PbIX OH CO3PEBAET, HUYEro He N3BeCTHO. OCHOBLIBA-
SICb Ha OMy6/IMKOBaHHbIX CBEEHUSIX, & TaKXKe AaH-
HbIX O COOTHOLLIEHWW A/IVHbI NTEPUTOMNOANER N HUX-
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Puc. 1. PaHHW1 aM6proH ckaTa PrnuapacoHa Bathyraja richardsoni giviHoit 14 cv (BMNH 1999.2.2.4): a— gopcanbHas CTopo-

Ha, 6 — BEHTpa/lbHas CTOPOHa.

Hein nonactn V (Opnos, 2006) y mccnefoBaHHbIX
camL0B, MOXHO 3aK/TH0UNTb, YTO 4/IMHA 3MOPMOHOB
cocTasnset 14—25 cMm, HenonoBo3penbix — 35—69 cm,
co3pesaroLmx — 78—85 CM 1 N0N0BO3PesbIX — CBbl-
e 113 cm. [Npu 3TOM ANMHA, NPU KOTOPOI CO3peBa-
0T CaMLbl M CaMKWM KPYMHbIX CEBepO-TUXOOKEeaH-
CKUX U HKHO-a)pPUKAHCKMX CKaTOB, MPaKTUYecKu
He pasfinyaeTtcs, a NonoBas 3penocTb HacTynaet npu
AOCTMKeHMM 60% MakcumanbHOW AnvHbl (Opnos,
2006; Ebert et al., 2007; Opnos, CmupHos, 2015). B
CBSA3U C 3TUM, B fa/IbHENLLIEM MPU 0BCY>KAEHUN NO-
NYYEHHbIX Pe3ynibTatoB A1 0603HAYeHUsI CTENEHU
NoN0OBOM 3penocTn ocobei ckata PyvyapacoHa B nc-
CrefloBaHHOM pa3smMepHOM psifly Mbl YC/TOBHO BbIfENseEM
CriegytoLLpe rpynnbl: 3SMOpUOHbI — 18—25 cM, Henoso-
BO3pesiblie — 29—69 cm, co3peBaroLLme 1 MonoBo3pe-
Nble — 78—105 cm, nonosospenble — Bbiwe 105 cm
(nocnepHss coctaenseT 60% OT MaKCMMalbHO W3-
BECTHOW [/IVHbI).

PE3YJ/IbTATDI

PesynbTaTbl aHanm3a nNpeacTaBneHbl B 1abn. 1,
BKMOYawoLWleid 13 npusHakoB — 0COBGEHHOCTEN
OKpacku. B aHanu3 He BKIKOYEH paHHWIA 3MOPUOH
ANnHOM 142 mm BMINH 1999.2.2.4 (puc. 1), KOTOpbIii
OblN OKpaLleH OAHOLBETHO N He MMEN XapaKTepPHbIX

ANA BMAa OCOOEHHOCTEM OKpacKu KaK B CBEXEM
(Stehmann, Merrett, 2001), Tak 1 QUKCMPOBAHHOM
COCTOAHMM (Hawu faHHble). OnucaHue OKpackKm
NPOUINIOCTPUPOBAHO hoTOrpansiMn CKaToB, Npea-
CTaBNSAOLMX pasmMepHbIn pag 14, 18, 25, 35, 52, 69,
84, 106 1 127 cm (puc. 1-9).

[JopcansHas cTopoHa Tena

Bapunaumm OKpacku [JOpCa/lbHOM MOBEPXHOCTU
cKata PuyapacoHa B CpaBHEHMW C TaKOBbIMW BeH-
Tpa/slbHOM MOXHO paccmaTpuBath KakK He3HauuTeSb-
Hble. [115 BCex UccnegoBaHHbIX 0Cobelt JaHHOro B1aa
(6e3 yuyeta 3K3eMMnnApoOB, y KOTOPbIX MO OTAE/bHbLIM
NpU3Hakam flaHHble OTCYTCBOBa/IN) HE3aBMCUMO OT UX
pasmepa, Mnosa 1 COCTOSIHUA NOJIOBOV 3penocTu bbiia
XapakTepHa OfHOTOHHasA OKpacKa opcaibHOM CTOPO-
Hbl OT NenenbHON A0 KoOpM4HeBOWM (cM. Tabn. 1). MNMo-
faBnsoLLee 60/bLUINHCTBO 0CO6el Ha AopcabHOWN
MOBEPXHOCTU AUCKa MMeNo 60iee TEMHYHO Kaiimy Mo
ero Kparo N Ha HWKHUX nonactsx V (96.4%), a Takoke
HebOo/bLLNE CBET/IbIE TOUKM UM NSATHA (96.4%) (puc. 2).
NcknoyeHe B 3TOM OTHOLUEHWW MpeAcTaBnsina
camka anmHoi 110 cm (Ne 22 B Ta6n. 1) u3 sBoa Ka-
HapcKux 0-BoB (Brito et al., 1998), y koTopoli (cyas
no ¢oto) oba paccmatpmBaembix MpPU3HaKa OTCyT-
CTBOBa/IN.

OHTOrEHES3 Ne 1

TOoM 53 2022
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BeHTpasibHaa cTopoHa Tena

BapuaLmm oKpacKu BEHTPa/IbHOWM CTOPOHbI CKaTa
PruappacoHa 6b1nn 60nee pa3Hoo6pasHbl. Y BCeX UC-
CNefjoBaHHbIX CKaTOB 6€3 UCKIHYEHUS HE3aBUCUMO
OT [/IMHbI, NOMa U NONIOBOW 3PeNIoCTU BEHTPa/IbHas
CTOPOHa B Lie/IOM 6bl1a NenenbHO-KOPUYHEBOIA. Mpu
3TOM OHa 6bl1a 06bIYHO TeMHee JOpCabHON, a Ha
Kpasix KpbIIbeB N HMXXHUX flonacter V nmenacb Tem-
Has Kalima. Take BCe UCCNeAoBaHHble 0COOU Xa-
paKTepU30BaINCL HA/IMUMEM Be/bIX yHaCTKOB BOKPYT
pTa, Ho3apen 1 oT Ho3apei Ao yrnos pta (puc. 3). Y
noaaBnsoLWEero 60nblIMHCTBA 0cobeli (92.3%) oT-
BEPCTMe KNoakm 6b110 6e/bIM (CM. puc. 3), 3a UCKI0-
YeHneM [1ByX 3MOPMOHOB A/IMHOM 18 1 22 cm (Ne 1w
2, BTabn. 1 n puc. 46, 66). HMXHAS CTOpOHa XBOCTa
Oblna NONHOCTbIO 6101 y 2 3MOPUOHOB — caMKu TL
18 cm n camua TL 35 cm (Ne 1 1 6 COOTBETCTBEHHO).
Y npounx 0cobeit H13 XBOCTa B Pa3HOI CTEMeHW nur-
MEHTMPOBaH (0 MOMHOCTLIO TEMHOIO — puc. 3 1 5);
NpUYeM y HEKOTOPbIX U3 HUX Yy ero 0CHOBaHWSA UMen-
cA 6enbIii yyacTok (puc. 46, 6). OKono TpeTn nccne-
[0BaHHbIX 3K3emnApoB (35.7%) xapakTepu3oBa-
NINCb HaIMYMEM CBET/bIX NATEH Ha XBOCTe (puc. 86),
3a VCKJ/IIOYEHUEM Y)Ke YNOMMHABLUMXCS BbILLE [ABYX
0C06€l, Yy KOTOPbIX XBOCT C BEHTPa/IbHOI CTOPOHbI
Ob11 NONHOCTLIO GenbIiA.

Y 73.1% ocobeli 6enblil y4aCTOK OTMEYEH B MecTe
coegnHeHns P u V nnaBHMKoB (puc. 3, 46, 66, 76, 86,
96), 3a UCKNHYEHNEM CEMM CaMOK M CaMLLOB A/IMHOMN
0T 29 0 146 cm (puc. 56). Y HeCKOMbKO 60/bLUero
ymcna ocobein (76.9%) 6enble y4acTKM OTMEYEHbI Ha
HMXHUX nonacTsax V (puc. 46, 96), 3a UCKIOYEHNEM
LLIECTM CaMLIOB M CaMOK [/IMHO oT 69 Ao 113 cm (puc.
56, 86). YyTb 60MbLLIE TPETU UCC/IEA0BaHHbIX 9K3EM-
NNSpoB AAVMHOM [0 69 cM MMenwn 6enble NATHA Ha
6ptoxe (puc. 86), thopma, pacnosioXKeHme 1 pasMepsbl
KOTOPbIX BapbMpOBan. Y IMOPMOHOB [IMHON 18, 22
M 24 CM COXPaHW/INUCb CBET/I0 OKpaLleHHbIe Y4acTKun
Ha MeCTe XeNTOYHOro Mellka (puc. 46, 96), a Takke
NMENNCb AOMONHUTENbHbIE CBET/IbIE YYaCTKM BOKpPYT
abepHbIX Lenein (puc. 96). Y aMbpmoHa ANMHOW
24cm (Ne 3) mmenucb AOMONHUTENbHbIE CBET/bIE
y4acTKuM, 06pasyroLLme purypy CTpenoBuaHoM opmbl,
C BEPLUMHOM y MecCTa MNPUKPENIEHUS XENTOYHOIO
MELLIKa M OCHOBaHMEM Y HXKHMX flonacTeid V (puc. 96).
Y camua gnmHoii 35 cm (Ne 6) 6enoe NATHO OTMEYEHO
MeXxay MATbIMU XKabepHbIMK Wenamu (puc. 66). Y
camua anuHoi 69 cm (Ne 14) 6enoe NATHO Haxoau-
NOCb Ha YPOBHE MeXAy BTOPbIMW U NATLIMU >Kabep-
HbIMK Wensamu (puc. 76). Kpome Toro, y 80.0% cam-
LOB MMenucb Gefible yyacTKM Ha MTepuronogusax
(pwc. 3, 46, 56, 66, 76), 3a UICKNHOUEHNEM IK3EMIMNS-
poB AnnHOM 53, 69 1 78 cm (Ne 10, 14, 16).

OC06EHHOCT M OKPacKM pasnnyHbIx pa3MepHbIX rpymnn

B Lenom, He3aBMCKMMO OT pa3mepa v nona (3a uc-
KMtoUYeHneM amoproHa TL 14 cm) Bce nccnegoBaH-

OHTONEHE3 Ttom 53 Nel 2022

Puc. 2. [opcasbHasi cTopoHa KpyMHOW CaMKU CKata
PuuapacoHa Bathyraja richardsoni gnnHoii 106 cwm
(ZMUB 19476): 1 — rpyaHble NiaBHUKKM (Kpbinbs), 2 —
HWXKHWe nonactu V.

Hble 0C0OM MUMeNn OAHOTOHHYIO OT MenenbHON Ao
KOPMYHEBOWM OKpacKy AOpCa/ilbHOM CTOPOHbI C He-
3HaYMTeNbHbIMY BapnaLnsiMn B BUAE HINYMSA Y He-
KOTOpPbIX 3K3EMMASAPOB 60nee TEMHOW KaliMmbl MO
Kpasm P 1 V, a TakkKe MeNKMX TOYEK N MATEH Ha AnC-
Ke. Baprauymm oKpackun BeHTpasbHOM CTOPOHbI Tena
OblN 60Nee 3HAUNTENbHBLIMU, XOTS BCE MU3YUYeHHble
3K3eMMNsapbl XapaKTepn3oBa/IUChL ee 6051ee TEMHOWA
OKpacKoi B CPaBHEHUWM C AOPCa/IbHOM CTOPOHOM n
Ha/IMYMEM TEMHOW KaliMbl Ha KPbUIbAX U HUKHUX
nonacTax V.

OMmOpuoHbl. Halwum  feTanbHble  UCCnefoBaHUA
N3y4yeHHbIX paHee LLITemaHom n MeppetTtom (Steh-
mann, Merrett, 2001) 3M6p1OHOB B (O KCUPOBaHHOM
coctosiHuM (Ne 1—4 Tabn. 1) BbIABMAN HEKOTOPbIE
AONONHUTENbHbIE OCOGEHHOCTU MX OKPacku. OM-
OpPUOH ANMHONM 14 cM MMen OAHOLBETHYIO GneaHYHo
OKpacKy Kak B () MKCMPOBaHHOM, TaK 1 CBEXXEBbI/IOB-
neHHoM coctosiHum (Stehmann, Merrett, 2001). Y AByx
apyrux amopuoHoB TL 18 cm (Ne 1) n 22 cm (Ne 2) oT-
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Puc. 3. BeHTpasibHas CTOpPOHa MOM0BO3PESIoro caMua ckata PuuapacoHa Bathyraja richardsoni gnnHoii 127 cm 13 Bog A30pCKUX 0-BOB
(thoTo 'y MeHesec): 1 — poT, 2 —Ho34pu, 3 — Kpblibs (TPyAHbIE NNaBHUKK), 4 — HWKHWe nonactn V, 5 — Knoaka, 6 — NTepunogmu).

CyTCTBOBAasI0 6enoe MATHO Y BXOAA B KN0OaKy. Y rnep-
BOr0 M3 yKasaHHbIX 3K3eMM/IAPOB, KPOMe TOro, BCA
HWKHSS NOBEPXHOCTb XBOCTa BGblna 6e/10i, B OTN-
yure OT 60/bLLMHCTBA 3K3EMIMAPOB, Y KOTOPbIX CBET-
NbIA Yy4aCTOK OTMEYEH TO/bKO Y OCHOBaHMS XBOCTA.
Y YeTbIpex U3 pacCMaTprBaeMbIX IK3EMIMNISPOB NMe-
NCb 6enble NATHA Ha BproXe pasNNYHO KOHGUrypa-
UMM N MeCTOMOJOXEHWNSA, KOTOPbIE OTCYTCTBOBa/IN Y
CKaToB [JIMHOW cBbiwe 85 cM. Cpesn 3MOPMOHOB Y
BCEX CaML0B Aiopca/ibHasi MOBEPXHOCTb MTEPUIONo-
AveB Oblia CBETNONA.

Henonosospenble ak3emnaapbl. CorfnacHo nony-
YEHHbIM HaMW [aHHbIM, Yy BCEX HEerosioBO3pesibIx
0cobeit 0TMeYeHO Hamumne BesbIX YyHacTKOB BOKPYrT
pTa, HO3ApeW, Y BXoAa B K/0aKy W'y OCHOBaHUSA XBO-
cta. B TO e Bpems, HeKOTOpble OCOGEHHOCTU WX
OKPAacKW 3aMeTHO OT/IMYaIUChL OT TAKOBOW CO3peBa-
IOLLMX M MOJI0BO3PEbIX IK3EMMNAPOB. Tak, y HEeKO-

TOpOW vacTh ocobeit TL 29—69 cm (4 n3 11 3k3.) oTCyT-
CTBOBa/1 6€/bIi yHacToK Mexay P 1V npu Hanmumm ero
Yy BCex 0C06ei MeHbLLel [/IMHbI 1 60/1bLLMHCTBA 60/1ee
KPYMHbIX 3K3eMM/SPOB. Y ABYX CKaTOB A/IMHOM 69 cM
(Ne 14 n 15) He 0TMeYeHO GefibIX YHaCTKOB Ha H/KHUX
nonactsx V. Y vetbipex ocobent TL 52—55 cm (Ne 8—11)
1 69 cm (Ne 14) oTcyTcTBOBaNM 6efble NATHA Ha 6pto-
Xe, NPUCYTCTBYS y OONbLUMHCTBA CO3PeBalOLLUX U
No/sI0BO3pesbIX 3K3eMnaAapoB. Y ckatoB TL 55 cm
(Ne 11) n 69 cm (Ne 14) He 0TMeUeHO 6enbIX NATEH Ha
xBocTe. Y ayx camuos TL 53 (Ne 10) n 69 cm (Ne 14)
OTCYTCTBOBa/IN Be/lble y4aCTKN Ha BepLUMHAX MTepuro-
noaves, NPUCYTCTBYS Yy BCeX 6oniee MeNKmMx 1 60b-
LUMHCTBA 60/1ee KPYMHbIX 9K3eMI/IAPOB.

CospeBatowipe ak3emnnsapbl. 1A OKpackKu BeH-
TpasIbHOM CTOPOHbI Tefla BCEX CO3PEBAOLLINX 0CO6ei
ObII0 XapaKTePHO HaMuKne 6enbiX YH4aCTKOB BOKPYT
pTa, HO34pei 1 BXoAa B K0aKy. Y OLHOro u3 natu

OHTOrEHES3 Ne 1
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Puc. 4. SmbproH ckaTta PnyapgacoHa Bathyraja richard-
soni gnnHoii 18 cm (BMNH 1999.2.2.4): a — fopcasibHas
CTOpOHa, 6 — BEHTpa/bHasA CTOPOHa: 1 — OCTaTKM Xen-
TOYHOrO MeLlKa, 2 — 6eflble y4aCTKU Ha HUXKHUX flona-
cTax V, 3 — CBeTNasA HUXKHASA MOBEPXHOCTL XBOCTa, 4 — be-
Nble YYaCTKN Ha MTepuUronoamsx.

nccnefoBaHHbIX 3k3emnnsapos (Ne 16) oTcyTcTBOBa-
no 6enoe NATHO Mexay P n V. Y Tpex n3 natu ocobei
(Ne 16—17 n 19) He OTMe4yeHO 6esbIX y4aCTKOB Ha
HWKHMX nonactax V. Y Bcex co3peBaroLLnX 3K3eM-
NnIApoB OTCYTCTBOBa/IN Gefble NATHA Ha 6ploxe, 3a
nckntoyeHvem camua TL 84 cm (Ne 17). Y Bcex cka-
TOB paccmaTpuBaemMoi rpynnbl OTCYyTCTBOBaN Ge-

OHTOrEHE3 Ne 1

ToM 53 2022
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Puc. 5. CospeBatoLumii camel, ckata PuuapgcoHa Bathy-
raja richardsoni givHoi 84 cm (ZMUB 19514-2): a— gop-
Ca/lbHas CTOPOHa, 6 — BeHTpasIbHas CTOPOHa.

Nble NATHa Ha XBoCTe. 13 AByX N3yYeHHbIX CO3peBa-
toLmx camuioB (Ne 16 v 17) vulb y 04HOr0 BEPLUMHBI
NTEPUronoAmeB bblnv OKpaLleHbl CBETO.

MonoBo3pesnble ak3emnaApbl. Kak 1 nogaenstollee
60MbLUMHCTBO 0CO0EN APYrMx pasmepHbIX rpynm, y
NoJIOBO3PE/bIX 3K3EMMIAPOB OTMeYeHbl 6efble
Yy4acTKWN BOKPYr pTa U HO34pei 1 'y BXoda B K0OakKy.
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Puc. 6. HenonoBo3penbilii camel, ckata PuuapfcoHa
Bathyraja richardsoni gnnHoii 35 cm (MNHN 1999-1156):
a— flopcasibHas CTOpoHa, 6 — BEHTpasibHasi CTOPOHa.

Benble y4acTKM y 0CHOBaHMA XBOCTa UMENIUCH Y TPeX
n3 cemun (Ne 21, 23—24) n3yyeHHbIX CKaToB. Hannuune
6enbIX y4acTKoB Mexay P 1V oTmeyeHo y aByx (Ne 23
1 28) 13 ceMn 3K3eMnIAPoB. HuxHWe nonactu V 6bl-
N OKpaLLIEHbI CBET/O TONbKO Yy 0AHOM 0cobu (Ne 23).
Benble NsiTHa Ha GPHOXE M HUXKHER NOBEPXHOCTM XBO-
CTa HN Yy OAHOTO M0JI0BO3PE/IOro CKaTa He OTMEYEHbI.
Mpy 3TOM y BCEX M3YYEHHbIX CaML,0B aHHOW rpyn-

()

()

Puc. 7. Henonoso3penbiii camel, ckaTa PuuapacoHa
Bathyraja richardsoni giimHoii 69 cm (BMNH 1999.10.1.2):
a— fjopcasibHas CTOPOHa, 6 — BEHTPabHas CTOPOHa.

Mbl BEPLUMHBbI NTEPUrONOAMEB OblM CBETNIO OKpa-
LUEHHbIMW.

Bapuauum oKpacky B 3aBUCMMOCTM OT Mona

AHann3 BapmaLmii OKpacKu BEHTPalbHOW CTOPO-
Hbl Tena 14 camok 1 12 camL,0B ee NPUHLNMNANIbHBIX
pasnnunin y 0cobein pasHbix NOMOB He BbissBUN. OT-

OHTOrEHES3 Ne 1
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Puc. 8. Henonoso3penas camka ckata PuyapacoHa
Bathyraja richardsoni gnmHoii 53 cm (ZMUB 19522-2): a —
JOpCa/ibHas CTOPOHa, 6 — BEHTPa/IbHasi CTOPOHa: 1 — NSATHO
Ha 6ptoxe, 2 — 6eflbli y4acTOK Y OCHOBaHUS XBOCTa.

OHTONEHE3 Ttom 53 Nel 2022
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Puc. 9. SmbproH ckaTta PrnyapgcoHa Bathyraja richard-
soni gnnHoi 24 cm (BMNH 1999.2.2.3): a — fopcasibHast
CTOpPOHa, 6 — BeHTpanbHasA cTopoHa: 1 — 6enble y4acTKu
B palioHe >xabepHbIX Leneit, 2 — CBET/bIA y4acTOK CTpe-
NOBULHOW (hOpMbI.

CyTCTBWe 6eN10ro yyacTka y BXoja B K/1i0aKy OTMeUeHo
y OBYX Hambonee MenkuMx pasHoMosbIX 3M6PMOHOB
(Ne 1 n 2). benble y4acTKM Yy OCHOBaHWUA XBOCTA OT-
CyTCTBOBa/IM Y OHOW KpynHoi camkuy (Ne 21) u ye-
Tbipex camuoB TL 78—127 cm (Ne 16, 17, 23—24). He
6b110 6enbIX y4acTKOB Mexay P n V y Tpex camok
TL 29,451 146 cm (Ne 5, 7, 28) n 4 camuoB TL 55, 69,
78, 113 cm (Ne 11, 14, 16, 23). benble y4aCTKU Ha HUXK-
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HUX nonacTtax V He OTMeYeHbl y ByX camoK TL 69 n
101 cm (Ne 15 1 19) 1 yeTblpex camuoB TL 69—113 cm
(Ne 14, 16—17, 23). benble nNATHa Ha bGprOXe OTCYT-
cTBOBa/IN Yy BOCbMU camoK TL 53 n >85 cm, B TO Bpe-
MS KaK CpefM CaML0B AaHHbIA NpU3HaK He 6bln Bbl-
paxeH y ak3emnngapos TL 52—78 cm n 113—130 cwm.
Benble NATHa Ha XBOCTe OTCYTCTBOBa/IN Y CEMU Ca-
MOK TL > 85 cm 1 cemun camLoB >55 cm.

Bapuaumm okpacku B 3aBUCMMOCTU OT Ty6UHbI

Y ocobein ckata PuyapacoHa, NMOMMaHHbLIX Ha
pasnnyHbIX rnyéuHax B gnanasoHe 1541—2951 m, oT-
MeyeHbl HEKOTOpbIe pa3inymsa 0CO6eHHOCTEN OKpac-
KV BEHTpa/IbHOW CTOPOHbI Tena. Mpu mnx aHanuse
YKa3aHHbIl Anana3oH 6bin pa3geneH Ha Tpy 0TpesKa:
1541—1975 m (8 ocobeit), 2125—2441 m (13 ocobeir) n
2534—2951 m (5 ocobeit). CKaTbl, Y KOTOPbIX OTCYT-
CTBOBa/IM Befible y4acTKM Y BXOAa B KN0aKy, 06Hapy-
YKeHbl TOMbKO Ha rnybuHax <2000. Benble yyacTkn y
OCHOBaHWS XBOCTa OTCYTCTBOB&/IN Y IBYX 3K3eMMN/isA-
poB ¢ rny6mnH <2000 M 1 y Tpex — ¢ rnybuH 2000—
2500 M, HO He OTMeYeHbI y 0co6el ¢ rny6uH >2500 M.
Benble yyactkn mexay P n V oTCyTCTBOBaIN Y ABYX
CKaToB, NOMMaHHbIX Ha rny6unHe <2000 M, YeTbIpex —
¢ rny6uH 2000—2500 m 1 ogHoro ¢ rny6uH >2500 m.
Ha HmxH1X nonactsx V 6enble y4acTKM He 06Hapy-
YXeHbl y Tpex 0cobeli ¢ rnyouH <2000 m, ABYX — C ry-
61H 2000—2500 M 1 0gHOM ¢ — rny6uH >2500 M. be-
NbIX NATEH Ha GPHOXe He ObIN0 Y ABYX 3K3EMMNIAPOB,
[0OBbITbIX Ha rnyouHax <2000 M, y AecATU — Ha rny-
6rHax 2000—2500 M M y YeTbipex — Ha ryorHax
>2500 M. besnble NaTHa Ha XBOCTE OTCYTCTBOBa/IN Y
Tpex ocobeit ¢ rnyouH <2000 M, Y BOCbMW — C Fy6uH
2000—2500 M 1y Tpex — ¢ ryouHbl >2500 M. OTCyT-
CTBME 6eNbIX BEPLLUNH NMTepUronoamneB 0GHapyXXeHo
TOMIbKO Y ABYX CaMLOB C rNy6uH meHee 2000 M 1 of-
HOro C rNyouH cebliwwe 2500 M.

Bapualim OKpackm B 3aBUCUMOCTU 0T paiioHa

Heb6onbLon 06beM MatepmanoB 13 Bog HosoiA
3enaHamn (1 3k3.) n C3A (2 3K3.) He NO3BONSAIT UX
NCNosb30BaTb B CPaBHUTENIbHOM aHanuse. bonee
06beMHbIe BbIGOPKK M3 Bog CBA (9 3k3.), CAX un
A30pCKnX 0-BOB (14 3K3.) NPefoCcTaBNsAT BO3MOX-
HOCTb CpaBHEHWSA OKPAaCKW BEHTPa/lbHOW CTOPOHbI
Tesla paccMaTprBaeMoro B1Aa B yKa3aHHbIX panoHax.
Ocobu, y KOTOpbIX OTCYTCTBOBa/1 GE/blIil y4acToK y
BXOfa B Knoaky (2 3K3.), 0TMe4eHbl TO/IbKo B CBA.
OTcyTCTBME 6N10r0 yyacTkay 0CHOBaHMA XBOCTa Obl-
no 6onee xapakTtepHo Ans ckatoB u3 Bof CAX
(4 3K3.), Hexxenn CBA (1 3k3.). Takke y 0cobeii 13 Bof,
CAX yvallLle 0TCyTCTBOBa/IN Gefble yYacTKM Mexay P nV
(4 3k3.) B cpaBHeHUn ¢ CBA (2 3K3.), a Takke — Ha
HWKHKUX nonacTtax V. — 5 1 1 3K3. COOTBETCTBEHHO.
Benbix NsiTEH Ha 6ptoxe He 0TMeYeHo y 10 ckaToB 13
Bog CAX un Tpex n3 CBA. OTtcyTcTBME 6enbix NATEH
Ha XBOCTE OTMEYeHO y AeBSATU 0cobein n3 Bog CAX u

aByx — 13 CBA. NonyTHO OTMETUM, YTO Y BCEX U3Y-
YEHHbIX HamW ckatoB 13 Bof Hosoi 3enaHgnn u
C3A TaKxke He 6b1/10 6efbIX NATEH Ha BPIOXE M XBO-
cTe. Hannume 6ebix BEPLUMH NTEPUTOMNOLMEB OTMe-
YeHO TO/IbKO Y Tpex camLoB 13 Bog CAX.

OBCYXIOEHVE

Mmetowmecs B nntepaType cBefeHNS 06 OKpacke
cKarta PuyapfcoHa orpaHMymnBaroTCca onmcaHnem Ta-
KOBOW 3M6pumoHoB (Stehmann, Merrett, 2001) wn
B3pOC/bIX M0/10BO3penbIx ocobert (Garrick, 1961;
Forster, 1965; Tempelman, 1973a; Sulak et al., 2009;
Ebert, Stehmann, 2013). JaHHble 06 0CO6EHHOCTSIX
OKpAacKW HerosioBO3pesibIX 1N CO3PeBatOLLMX 0CO6ei
[aHHOro Buga B ONy6/MKOBaHHbLIX MCTOYHMKAX A0
CUX MOp OTCYTCTBOB&/IN 3a UCK/IHOYEHNEM CaMKU U3
paiioHa CAX (Orlov, 2011), nmetoLleil HeKOTOpbIe
aHOMa/IMM BO BHELLIHEM CTPOEHUW M OKpacke. Taknm
06pa3oM, MetoLLMecs L0 CUX Nop B IUTepaType CBe-
AEHUNS1 He AaBasi BO3MOXHOCTW OnMcaTb OHTOreHe-
TUYECKNe N3MEHEHMSA OKPacKKM ckata PnyapacoHa B
NO/IHOM 06beMe, XOTS YNOMUHaHUA O Ha/IMYNA Ta-
KOBbIX B 0My6/IMKOBaHHOW paHee nnTepaType BCTpe-
yanuce (Orlov, Cotton, 2011).

OnucbiBasi OKPacKy M3BMEYEHHbIX U3 SANLEBbLIX
Karcyn am6punoHos TL 14—25 cm, LLUTtemaH 1 Mep-
peTT (Stehmann, Merrett, 2001) oTMe4anu, YTo OHa B
LIe/IOM COOTBETCTBYET TAKOBOI B3POC/IbIX 0CO6EN, HO
y MepBbIX OKpacKa A0pcasbHOM U BEHTPa/IbHOW CTO-
POH OT/INYAKOTCHA CUNIbHEE B CPABHEHUN C MOCNELHWN-
MW. Tpy 3TOM Y 3MOPUOHOB HUXXHSIA MOBEPXHOCTb
OKpaLleHa 3aMeTHO TEMHEE, B TO BPeMsI KaK y B3pOC-
NbIX Pa3NNYma OKPacku AopcasibHOM U BEHTPa/IbHOM
CTOPOH BbIpaXHbl He CTOMb OTYeTAMBO. Hawm mnc-
CnefoBaHMA OKpacku MKCMPOBaHHbIX 3MOPMOHOB
He 06HapYXXW/M 3aMeTHbIX Pasnuvii Mexay [op-
Ca/lbHOW M BEHTPa/IbHOWN CTOPOHaMM, 0gHaKo 06Ha-
PY>XMNK AONONHUTENbHbIE 0COGEHHOCTU MOCNEAHEN,
Ha KOTOpble He 6b1110 06paLLeHO BHUMaHWS paHee U
KOTOpPble OTCYTCTBYHOT Yy B3POC/IbIX OCOGEA.

O6 0COGEHHOCTAX OKpacKu cpefHepasMepHbIX
ckaToB PryapfcoHa (HenonoBo3pesibix U CO3peBaro-
WMX) 4O CUX MOp CBefeHUst oTcyTcTBOBasN. IMony-
YeHHble HaMWN AaHHble MO OKPacKe cpeaHepasmep-
HbIX CKaTOB PMyapfAcOHa 3Ha4YMTeNlbHO AOMOMHAKT
NMEIOLLIMECS CBEAEHUS N MO3BONSAT MPOCNeANTb
OHTOreHeTUYEeCKME N3MEHEHMS OKPACKM paccmaTtpu-
BaeMOro Bua B NO/IHOM 0ObEME.

CBefieHN1 06 OKpackKe B3pPOC/IbIX M0JI0BO3PEbIX
ocobein ckaTa PrnyapgcoHa B orny61MKOBaHHOW nTe-
paType goctatodHo (Garrick, 1961; Forster, 1965;
Tempelman, 1973a; Sulak et al., 2009; Ebert, Steh-
mann, 2013). OCHOBHas OKpackKa Jopca/ibHOM CTOPO-
Hbl, COrMacHO HalMM [JaHHbIM, MPUHLMMINIBHO
HWUYeM He oTIMYanach OT onmcaHHom paHee (Garrick,
1961; Forster, 1965; Tempelman, 1973a; Sulak et al.,
2009; Ebert, Stehmann, 2013). Hannune Ha gopcasb-
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HOW CTOPOHE HEBGONbLLMX CBET/IbIX TOYEK NN MATEH,
a TaKKe TEMHOW KaliMbl Ha Kpasix AUCKa N HUKHUX
nonactsx V 0TMeyeHbl U Hamn Y 60/bLLMHCTBA NPO-
aHa/IM3MpPOBaHHbIX 0CO6EN, 38 UCK/HOYEHMEM CAMKMU
anvHon 110 cm (Ne 22) n3 Bog KaHapcKux 0-BOB
(Brito et al., 1998). O Hannunn GesnbIX y4aCTKOB BO-
Kpyr pTa n Ho3gper coobLuanu MHorune astopbl (Gar-
rick, 1961; Forster, 1965; Tempelman, 1973b). Hawwn
[aHHble B OTHOLUEHWW KPYMHbIX CKaTOB MOTHOCTHIO
COOTBETCTBYIOT YKa3aHHbIM Hab/HOLeHUSAM.

Pe3ynbTaTbl NPOBeLEeHHOr0 HaMy aHaIn3a No3Bo-
NS0T CYLLECTBEHHO YTOYHUTb OT/e/IbHble 0COOEHHO-
CTV OKPacKM BeTPa/ibHOM NOBEPXHOCTU KPYMHbIX 3K-
3eMnnApoB ckata PuuapgcoHa. Hannuve 6enoro
yyacTKa y OCHOBaHMA XBOCTa OTMEYEHO Le/bIM psi-
naom asTopoB (Garrick, 1961; Forster, 1965; Tempel-
man, 1973b; Sulak et al., 2009; Ebert, Stehmann,
2013). OgHaKo rnpu 3TOM OfiHM aBTOPbI yKa3bIBatoT Ha
Ha/imume 6ef1oro yyacTka y OCHOBaHUA XBOCTa, ApYy-
rme — Ha Hasimyme 6esbix Nonoc (NATEH) Ha XBOCTe.
Mo Hawunm JaHHbIM, 06a YKa3aHHbIX NpU3HaKa cre-
[yeT paccmaTtpuBaTb KaK He3aBucCuMble. Hannuve
6en0ro yyacTtka y 0CHOBaHMA XBOCTa XapaKTepHO He
[/191 BCEX KPYMHbIX CKaTOB, MOCKO/IbKY OH He 06Hapy-
XeH y ocobeli AnmHon 106—127 cm (Ne 21, 23—24), a
6enble NATHA Ha XBOCTE 3aPErnCTPMPOBaHbI NMPenMy-
LLIECTBEHHO Y MOJIOAbIX 3K3eMMN/IAPOB.

Hannume naTtHa y Bxoga B KNoaKy paHee oTMeua-
nocb psgom aetopos (Garrick, 1961; Forster, 1965;
Tempelman, 1973b). CornacHO HalwuM [aHHbIM,
[aHHbIA NPU3HaK XapaKTepeH [1s OKpacKu BCeX
KPYMHbIX CKATOB paccMaTpMBaemoro B1aa.

Elwle ognH nNpu3HaK, KOTOPbIN XapakTepeH s
OKpacKm B3pOC/bIX CKaTOB PuyapAcoHa — Hannume
6enoro yyactka mexay P n V (Garrick, 1961; Tempel-
man, 1973b). Mo HalmMm gaHHbIM, JaHHbIR NPU3HaK
OTCyTCTBOBaN y camua gimHoii 113 cm (Ne 23) 1 cam-
Kn anvHoi 146 cm (Ne 28).

Hekotopble astopbl (Sulak et al., 2009; Ebert,
Stehmann, 2013) o6pallaoT BHMMaHWe Ha Hann4vme
6efbIX y4yaCTKOB Ha HWXHUX nonactsax V. Cpeau
KPYMHBIX 0CO6el, M3yYeHHbIX HaMW, JaHHbIA npu-
3HaK OTYTCTBOBa/1 TOMbKO Y CaMKM AnnHoi 101 cm
(Ne 19) n camua gnmHoi 113 cm (Ne 23).

Ha Hamumne 6enbix y4acTKOB BOKPYT XabepHbIX
LLiesieil, KOTopble Ha NPUBEAEHHbIX M306paXEHUsX
NPaKTUYeCKN He BUAHBI, YKa3blBa/I HEMHOT Ve aBTO-
pbl (Garrick, 1961; Tempelman, 1973b). Tonbko Ha
pycyHke ronotuna (Garrick, 1961) 0TYeTIBO BUAHBI
y3KKe 6Gesble y4aCcTKN BOKPYT XabepHbIX OTBEPCTUIA.
Hawwumun nccnegosaHmaMy Hamumne 6enbix yvacT-
KOB BOKPYr >abepHbIX Lieneil y nccnefoBaHHbIX
KPYMHbIX 3K3EMMISAPOB He BbISIB/EHO.

Ewe ogHUM npu3Hakom, XxapakTepHbIM [AN1A
KPYMHBIX cCaML0B cKaTa PryapfcoHa, ABnatoTcs be-
nble BepLwnHbI nTepuronognes (Tempelman, 1973b).
Hawwm nccnegoBaHus nokasanu, Yto faHHbIA npm-
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3HaK XOPOLUO BbIPaXXeH Y KPYMNHbIX (4/IMHOM CBbILLE
84 cm) camL0B.

MocneaHWn NpU3HaK OKPacKn KpPyrHbIX 0Co6en,
KOTOPbIA YNIOMMHAETCS B 0My6/1MKOBaHHOW nnTepa-
Type, — 3TO CBET/IblE YYaCTKW, PaCMONOXKEHHbIE
BAOMb cpefAnMHHON nuHUK Tena (Sulak et al., 2009;
Ebert, Stehmann, 2013). Yto u3 ce6s npeactasnsatot
AaHHble Y4acCTKM, B YKa3aHHbIX UCTOYHMKaxX He 06b-
ACHAeTcsa. Mbl npegnonaraeM, 4To peyb B AaHHOM
cnyyae MOXET NATW 0 6eNbIX MSATHaX Ha OPOXe B LIEH-
TPa/bHOWM YacTu AMCKa, KOTOpble, MO HalMM AaH-
HbIM, Y 0CO6€e pasNYHOM ANNHBLI MOTYT UMETH pas-
Hble MeCTOMOMOXEHME N KOHUrypauuo (CM. Bbl-
LLe), a TaKKe 0 6enbIxX y4acTKax y OCHOBaHMSA XBOCTa
1 BLONb HEro.

Taknm 06pa3om, aHaIM3 NUTepaTypHbIX U CO6-
CTBEHHbIX JaHHbIX MOKa3bIBaET, YTO OTAE/bHbIE NPU-
3HaKN OKpacKW ckaTa PuuyapAcoHa COXpaHsitoTCs Y
Hero Ha MPOTSHKEHUM BCEr0 XXM3HEHHOro LMKa U
NpPaKTUYeCKM He 3aBUCAT OT pa3mepa, nona, rnyomu-
Hbl 1 paiioHa. K HUM OTHOCATCA LIBET 06EMX CTOPOH
Tena, Hamume CBET/bIX TOYEK UM MATEH Ha Aop-
CaJIbHO MNOBEPXHOCTU AUCKa, Ha/IMYne TEMHOW Kali-
Mbl Ha KPbI/IbSIX M HUXKHMX lonacTax V ¢ 06emx cTo-
POH Tena, 6enble y4acTKN BOKPYT pTa 1 HO34peiA.

MpakTnyecku y scex ocobent (TL > 24 cM) nmeeT-
cs Genblil y4acTOK y BXofa B K/0aKy, OTCYTCTBYS Y
NLLb CaMbIX MeNKnx amoprnoHoB (Ne 1—2). Y 60/b-
LLIEM YacTW 0Ccobel nmeeTcs BenbIi y4acTOK Yy OCHO-
BaHMA XBOCTA, OTCYTCTBYS Y HECKO/IbKMX CO3PEBal0-
wnx (NeNe 16—17) n nonoso3spenbix (Ne 21, 23—24).
Cpefv HenosoBo3penblX CKaToB, B OT/INYME OT M-
6proHOoB, NosABNATCA ak3emnapbl (Ne 5, 7, 11, 14),
Y KOTOPbIX OTCYTCTBYET BefbIii y4aCcTOK Mexxay P n'V,
4YTO M3pefKa OTMeYaeTCAa Takke Y CO3peBatLLUX
(Ne 16) n nonoso3penbix (Ne 23, 28) ckatoB. benble
YYaCTKMN Ha HUXKHUX TonacTsx V ncyesatoT y Henoso-
BO3penibIx 0coberi TL > 69 cm (Ne 14—15), 4To 0TMEYEHO
Taroke y 60nbLLel YacTy cospesaromx (Ne 16—17, 19) n
ofiHoro nosoBo3penoro sk3emnnspa (Ne 23). benble
NATHA Ha 6proXe ncYe3atoT Y Heros10BO3pesibIX 0CO-
6eii TL > 52 cm (McknroveHue Ne 13 TL 63 cM) 1 He
06Hapy>XMBatoTCa Kak cpean cospesarowimx (Ne 17
TL 84 cm), Tak 1 NON0BO3PENbIX CKAaToB. benble NAT-
Ha Ha XBOCTE XapaKTepPHbl TO/IbKO 4151 MOSIOAbIX K-
3eMNNAPOB, OHW ncYyesatoT Npu TL > 55 cm 1 He OT-
MeyatoTCs y CO3peBatoLLMX 1 MOM0BO3PESbIX 0CObel
(nckmoyeHre Ne 14 TL 69 cm). Hanuuume 6enbix
YYaCTKOB Ha NTEPUIOMNOANAX XapaKTepHb! 418 60/1b-
LUMHCTBA M3YYeHHbIX CaML,0B 3a UCK/TIOYEHWEM [BYX
Henonoso3pesbix (Ne 10, 14) n oAHOro co3pesaroLLe-
ro (Ne 16) ak3emnnsApos. Ha npoTsH)KeHNN KXN3HEH-
HOro UMKNa [aHHbI NPU3HaK MOABEPXEH CyLue-
CTBEHHbIM U3MEHEHUSIM: eC/IN Y 3IMOPUOHOB 1 HeMno-
NOBO3pe/bIX CamuOB BeHTpa/JbHas MOBEPXHOCTb
NTEPUrONOANEB LIEIMKOM CBET/NasA, TO Y CO3peBato-
LLMX W NOM0BO3PE/bIA AK3EMMNSPOB OKPaLLEHHbIMMU
CBET/I0 OCTAKTCSA TO/IbKO BEPLUMHbI NTEPUTOMOANEB.
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B uenom, No okpacke camubl M CaMKW cKata
PruapgcoHa npuHUunuansHo Apyr OT Agpyra He oT-
nnyanncb. OJHAKO MOXHO BbIAENNTL YeTbIpe Mpu-
3HaKa, N0 KOTOPbIM OKpacka 0Cco6eli pasHbIX MosoB
nMena 3aMeTHble Pa3nnyums: 6enblil y4acToK y OCHO-
BaHuA xBocTa (92.9% y caMoK NpoTmB 66.7% Yy cam-
LLoB), Genblii yyacTok Mexay P n V (78.6% npoTtus
66.7%), 6enblili y4aCTOK Ha HWXKHWUX nonactax V
(85.8% npoTuB 66.7) 1 6enoe NATHO Ha 6ptoxe (42.9%
npotms 33.3%). CnefyeT OTMETUTL, YTO paccmaTpu-
BaemMble YeTblpe Npr3HaKa y 0cobeit pas3HbIX NOI0B
NPOABNANUCL NO-pa3HOMY. Ecnm 6enblil yyacTok y
OCHOBaHWA XBOCTa MIMEJICA Y BCEX CAMOK (MCK/IHOYe-
Hue Ne 21 TL 106 cM), TO OH He OTMEYeH y BCeX Kpyn-
HbIX camLioB TL > 78 cm (MckmoueHme Ne 25 TL 130 cwm).
MpakTnyeckn y Bce KpyrHble camky TL > 103 cm
UMenn 6eble y4aCTKM Ha HKHKX nonactax V (6e3
NCKOYeHUA) U MexXay P 1V (ucknoveHme Ne 28 TL
146 cm), B TO BpeMs Kak y 60/1ee MoIoBUHbI KPYMHbIX
camuoB TL > 55 cm (57.1%) 3T NpmM3HaKu He Bbin
BbIpaXeHbl. Hannune 6enbix NsATeH Ha 6ptoxe oTMe-
4asioCb NMPENMYLLEECTBEHHO Cpefy MOJOAbIX 3K3EM-
nasapos 060mMx NonoB. MOXHO NPeLAnooXKUTb, YTO
06Hapy>KeHHbIe pPa3INyns B OKPacKe KpPyrHbIX cam-
LIOB 1 CaMOK, Mpu3BaHbl 06/1ErYnTL NMOWCK M0JI0BOr0
napTHepa B YCNI0BUAX HU3KOW YNCIEHHOCTW BUAA B
YC/I0BUAX MOTHOIO OTCYTCTBUS CBETA.

MpuHUMNMANbHBLIX  pa3iMyuniAi - 0COBEHHOCTEN
OKpacKm ckata PuyapacoHa B 3aBUCMMOCTU OT Fy-
OVIHbI BbISIBUTL He YAanocb. MOXHO NLLb OTMETUTb,
4YTO 3MOPUOHBI, Y KOTOPbIX OTCYTCTBOBa/IN Gesible
YYaCTKW y BXOAa B KN0OaKy, OTMeYeHbl INLLb Ha ry-
6nHax <2000 m. BeposiTHO, 3TO CBSA3aHO C TeM, 4TO
NOAO06HbIX HaXo4OK Ha ApYrux rnybrHax noka Her.
Cpeau cKaTtoB, NoMaHHbIX Ha rnyorHe >2500 m, He
OTMEYEHO 0C06ei, y KOTOPbIX OTCYTCTBOBaN 6enblii
y4yacTOK Yy OCHOBaHMA XBOCTa. besnble yyacTKu Ha
BEpPLUMHAX NTEPUTroNoANEB MMENNCL Y BCEX CKATOB,
noMaHHbIX Ha rnyémnHax 2000—2500 M, B OT/IM4Me
OT 3K3eMMN/IAPOB € 6O/1bLUNX M MEHbLUNX FNYy6UH. Ha-
NNYME NN OTCYTCTBUE OCTaNIbHbIX U3YYEHHbIX MpU-
3HAKOB OTMeYeHO Y 0cobeli He 3aBUCUMO OT [NyOUHBbI
noumMmkun. CKopee BCero, 06Hapy>XeHHble pasnyuuns
OKpacKm Ha pasHbIx r1ybrHax HOCAT cyyvaliHblii Xa-
pakTep, MOCKOJIbKY Y paccmMaTpuBaemoro Buja, B oT-
Nn4yre OT ApYrux rnyboKOBOAHbLIX CKaTtoB, Hanpu-
Mep, ceBepo-TuxookeaHckux (Orlov et al., 2006b),
OHTOreHeTUYeCKMe BepTUKa/IbHbIE MUTPaLVK HE Bbl-
paXkeHbl, 1 pasMepbl 0CO6e ¢ rNyouHOM He CBA3aHbI
(Orlov et al., 2006a).

MpuHUMNManbHbIe pasnumMa B OKpacke ckara
PuyapfcoHa B pasHbIX paioHax He OGHapy>XeHbl.
TeM He MeHee, M0 HEKOTOPbIM NPU3HaKaM 0cobu 13
Bog CAX n CBA pasnnyannck. Tak YactoTa BCTpeya-
eMOCTM COCTaBwW/a, COOTBETCTBEHHO, 71.4 n 88.9%
Ans Genbix y4acTKOB Yy OCHOBaHMA XBoOCTa, 64.3 n
77.8% — ans 6enblx y4acTKoB Mexay P n V, 64.3 n
88.9% — A1 6e/bIX YYaCTKOB Ha HYKHUKX lonacTax V,
28.6 1 66.7% — ans 6enbIX NATEH Ha bproxe, 28.6 n

77.8% — ans 6enbix NATEH Ha xBocTte, 50 n 100% —
Ana 6enblx BepwnH ntepurononmes. OOBACHUTL
NMPUYNHBbI 0OGHaPY>KEHHbIX reorpaMyeckux pasnun-
umii B OKpacke ocobeil ckata PuuyapacoHa noka He
NpeLCcTaBNAeTcss BO3MOXHbIM. OfHAKO WMetTCH
CBefieHMA 0 cneundmke okpackn B Bogax CAX u
CBA n_gpyrux rnyboKOBOAHbIX CKaTOB, Harnpumep,
ckaTa WMeHceHa Amblyraja jenseni, 61eAHOro ckata
Bathyraja pallida 1 ckata Kykyesa Rajella kukujevi
(Orlov, Cotton, 2013, 2015; Orlov, 2014).

OKpackKa CBeXeBbII0B/IEHHbIX 1 PUKCUPOBAHHbIX
B hopmanunHe ocobei ckata PuyapacoHa HeCKO/bKO
pasfninyaeTcs, XoTa U He3HauuTenbHo. MNappuk (Gar-
rick, 1961) ykasblIBasi, 4To nocsne mkcauunm B popma-
NINHE OKpacKa 0cober CTaHOBUTCS HECKONbKO TeM-
Hee. TemnamaH (Tempelman, 1973b) nonaran, 4To
nocre pukcalmm NoSoBNUHA 0CO6EN He MEHSIET CBOKO
OKpacKy, a y MOM0BMHbI CTaHOBUTCS TEMHee BEH-
Tpa/ibHasi NOBEPXHOCTb, 0CO6EHHO MO Kpasm AUCKa.
Haww pe3synbTaTtbl NOKasanu, 4To nocne pukcauum
WHTEHCUBHOCTb OKPAacKM JOPCa/lbHON U BEHTPa/lb-
HOI CTOPOH 3MOPUOHOB MPAKTUYECKN He pasnnya-
eTca. Hawm nccnefosaHus rny60KOBOAHBIX CEBEPO-
atnaHTnyeckux ckartos (Orlov, Cotton, 2013, 2015;
Orlov, 2014; HacTosiLlee COOOLLIEHNE), OCHOBaHHbIE
Ha M3YyYeHUM KaK CBEXEBbINIOBNEHHbIX, TaK U (IMK-
CMPOBaHHbIX 06pasLloB, MOKa3bIBaKOT, YTO U Te, U
Apyrvie BrosiHe NMpUrogHbl 418 aHainsa 0co6eHHO-
CTeN NX OKpPacKM.

SAKMHOYEHVE

MpuBeLeHHbIe B JaHHOW CTaTbe U paHee ony6/1um-
KOBaHHble CBEAEHWUSI O HanMumu Bugocneunduye-
CKOW OKPaCcKWN BEHTPa/IbHOWM CTOPOHbI y rNy60K0BO/-
HbIX CEBEPO-aT/IaHTMYECKMX CKAaTOB CTaBAT 3aKOHO-
MEPHbIA BOMPOC O ee OGMOMOrMYeCKOM CMbICNe Y
BMAOB, 0OMTAIOLLMX B YC/IOBUAX NMEPMAHEHTHOr0 OT-
CyTCTBUA cBeTa. [0 Hawemy MHEHWIO, AaHHbIN te-
HOMEH SIB/IIETCA 3BOMIOLMOHHBLIM MPUobpeTeHnEM,
Hanpae/ieHHbIM Ha 06/ieryeHne Movcka rosioBoro
napTHepa B YCMOBWUAX HW3KOW YmMcneHHocTn. W3-
BECTHO, YTO CMapuBaHWIO Y Pas3INYHbIX BUAOB Haf-
oTpsiaa Batoidea npealuecTByeT Han/blBaHWE O4HOMO
napTHepa Hag, ApYrvM ¢ Mnoc/eLyoLwmm 3axBaTom cam-
LLOM YeSTIOCTAMM Kpas Kpblna camku (Tricas, 1980; Luer,
Gilbert, 1985; Yano et al., 1999; Chapman et al., 2003).
Kak npoucxogut npouecc cnapvBaHus y riny6oko-
BOJHbIX CKaTOB, HENM3BECTHO, HO BPSIA /N OH MPUH-
LUUNUasbHO OT/IMYaeTCA OT OMMCAHHOIO Bbllle. B
YC/IOBUAX MOSIHOM TEMHOTbI U HU3KOM YACNEHHOCTU
YCMELIHOCTb KaXXAO0M MOMbITKU CrapuvBaHusa UmeeT
BbICOKOE 3HayeHwue 4/19 BbDKMBaHUA Buaa. MNoatomy
PenpoLyKTUBHbI yCriex BO MHOMOM 3aBUCUT OT KOp-
PEKTHON BWAOBOW WAEHTUUKALUM NapTHepaMu
Apyr gpyra. BeposTHO, Bmgocneumpuyeckmne oco-
6EeHHOCTN OKPAaCKM BEHTPa/IbHOM CTOPOHbI Tena rny-
OOKOBOHbIX CKATOB CNy>KaT CBOE06pa3HbIM MapKe-
pPOM B CMCTEME OMO3HaBaHWUS “CBON—YYXKOI™, 4TO
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NO3BOMSET MOJIOBbIM NapTHepam 6e30MH604HO
onpeaensitb He TONbKO MPUHAAIEXHOCTb K OLHOMY
BMAY, HO M FOTOBHOCTb K CrapuBaHuto. JaHHas ru-
noTe3a BbI3blBAET 3aKOHOMEPHbI BOMPOC O TOM, Ka-
KM 06pa30M MosI0Bble NapTHEPLI Pa3INYatoT PUCYHOK
Ha BEHTpa/IbHOM MOBEpXHOCTW Tena? L3BecTHO, YTo
pasnnyHble BUAbI cKkaTtoobpasHbix (Rajiformes) crio-
CO6HbI 134aBaThb CNaboanekTpuyeckmne curHanbl (Bar-
onetal., 1992; BapoH, 1994; New, 1994; Sinceros et al.,
1998; Sinceros, Tricas, 2002), NCMonb3ys UX B TOM YMC-
ne 1 Ana nowucka nonooro naptHepa (Tricas et al.,
1995). MOXHO npeanonoXuTs, YTO N rNy6oKOBOA-
Hble CKaTbl B NONCKax NOXOAALLEro 06bekTa Ans cna-
pVBaHMA UCMONbL3YIOT aHaI0rMYHBIA MeXaHU3M, KO-
TOpPbI NO3BONSET UM pa3nnyaTb 0COGEHHOCTU pu-
CyHKa Ha BEHTpa/lbHOW CTOpOHe Tena. OfHAaKo He
cnefyeT UCKNYaTb M POJib 3PEHMSA B 3TOM NpoLiecce,
MOCKOJIbKY Ha/In4mne 3pUTe/ibHOro NMUrMeHTa B rf1a3ax
rny60KOBOLHbIX BUOB, BK/HOYasA cKkata PuyapacoHa
(Douglas et al., 1995; Lisney et al., 2012), cBuge-
TEeNbTCBYHOT O TOM, YTO OHO B XXW3HW paccmarpuBae-
MOrO BMJa UrPaeT He Moc/efHI0K POJib.

BAATOQAPHOCTIN

ABTOpbl UCKPEHHe Npu3HaTe/lbHbl CBOWM KOJ/Ieram
WHreapy bupuegany (Ingvar Byrkjedal, Zoological Muse-
um, University of Bergen, Bergen, Norway), Marpuky
Kamn6enny n Pobepto Muryec (Patrick Campbell and
Roberto Miguez, British Museum of Natural History, Lon-
don, Great Britain), bepHapy Cepe 1 PomaHy Kocce (Ber-
nard Séret and Romain Causse, Museum National d’His-
toire Naturelle, Paris, France), KoTopble cAenanm BO3MOX-
HbIM WUCCNeOBaHME KO/UIEKUMOHHbIX MaTepuaioB U
NpeLoCcTaBuIN ANS 3TOro NMoMeLLeHNs 1 060pyaoBaHme.
Yapnb3 KoTToH (Charles Cotton, Savannah State Universi-
ty, Savannah, USA) okasaji TOMOLLb B U3MEPEHUSIX IK3EM-
nnapos ZMUB. 'ym MeHesec (Gui Menezes, Departa-
mento de Oceanografia e Pescas, Universidade dos Agores,
Horta, Portugal) npegoctasun thotorpadunm aK3eMmnisapos
13 Bof A30pCKUX 0-BOB. Bcem nepeyncrieHHbIM Koseram
aBTOpbI BbIPaXaOT [1y60KYH0 6/1arofapHOCTb. Takke OHU
6narofapHbl aHOHUMHbIM PELLEH3EHTaM 3a LieHHble 3ame-
YaHuWA 1 NPEeLNIOKEHNS, KOTOPbIE NO3BOINAN CYLLEECTBEH-
HO YNYYLLIWTb Ka4ecTBO CTaTbMW.

PNHAHCVPOBAHWE PABOTbI

MoaroToBKa jaHHOM PaboTbl BbIMO/HEHA B paMKax rocy-
JapcTBeHHOro 3afaHns MuHo6pHaykn P® Ne 0128-2021-
0008.

COBMMIOAEHUVE STUYECKIX CTAHOAPTOB

Bce mpumMeHUMble MeXAyHapOfHble, HaLMOHa/IbHbIE
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Ontogenetic Changes in Coloration of Rare Deepwater Richardson’s Ray
Bathyraja richardsoni (Arhynchobatidae, Rajiformes, Chondrichthyes)
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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
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CBA3SAHO C NSMEHEHUNAMW B TNYJIE NPOTEACOM?
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Llenb HacTosLLel paboTbl — UCCNeoBaTb, KAKMM 06pa3oM pasiyHble Nepuobl PaHHErO Pa3BUTUA TOH-
KOr0 KULLIEYHMKA KPbICbl CBA3aHbI C M3MEHEHUSMM B My/ie NpoTeacoM. NokasaHo, 4To K 21-my am6puo-
Ha/lbHOMY AHt0 (321) 1 go 30-ro AHA nocTHaTasibHOro pa3suTua (M30) Ha hoHe NOCTOAHHOIO KONMYecTBa
npoTeacoM U3MeHSETCA UX XMMOTPUINCUHMNOL0OHAA 1 KacnasanofobHas akTMBHOCTb, NPosB/siemas Cyob-
eamHuuamn 5+ LMP7u 1+ LMP2 coOTBETCTBEHHO, a TaKXe NHANBUAYaIbHAA aKTUBHOCTb UMMYHHbIX
cyovegmHmy, LMP7 n LMP2. MNpryem BbisSIBNEHbI KaK CXOA4HbIE XapaKTePUCTUKM, TaK U pasnnyms B AuHa-
MWKe 3TUX TUMOB aKTUBHOCTWU. CXOACTBO NMPOSABNAETCA B CriefytoLlem. Bo-nepsbiX, BCA UCCefoBaHHaA
aKTUBHOCTb 3Ha4YMTE/IbHO MOBbILWAETCA nocse 18 n gocturaeT Makcumyma Ha MN5—r115. 3Tn nsmeHeHus
COOTBETCTBYIOT MEPMOAY YCKOPEHHOIO POCTa KMLLEYHNKA, 3aCeNleHMs ero MMKPOOMOTON, pasBmMTrS afan-
TaLMOHHbIX MPOLLECCOB U NULLEBAPUTENLHOM Y UMMYHHO yHKLMIA. BO-BTOPbIX, CXOACTBO 3aK/HO4aeTCA
B YMEHbLLIEHNW BCEX UCCMEA0BAHHbIX TUMOB aKTUBHOCTU K M22. PasHWUa KacaeTcs cnegytoLuero. Bo-nep-
BbIX, XMMOTPUMNCMHMNOA06HasA 1 LMP7 akTMBHOCTb NagaeT K M22 B CylLeCTBEHHO MEHbLLEN CTENEHN Mo
CPaBHEHWMIO C Kacna3anogobHol n LMP2 akTuBHOCTLH. Bo-BTOpbIX, K M130 (Nepmog nsonsauymm ot mate-
p©) TONbKO XMMOTPUMICMHNOA06Has u LMP7 akTUBHOCTb BHOBb BO3PaCTaeT 10 MaKCUMasIbHbIX YPOBHEIA,
YTO YKa3blBaeT Ha BO3MOXKHYIO ee pPosib B afanTauny K BHELLHEMY MUTaHWUIO. [eprnoj NoBbILLEeHUS aKTUB-
HOCTM CONPOBOXAA/ICS YBENNYEHWEM [0V aKTuBaTopa PA28 M UMMYHHbIX NPOTEACOM C Cy6beanHuLa-
Mu LMP7 n/unm LMP2 B 06em npoteacoMHOM nysne. Hanbonee 3Ha4nMbIin “CKaqyoK™ B COAep>KaHUU
UMMYHHbIX CyObeNHWLL B TOHKOM KMLLEUYHWKeE BbisiBfieH Ha 321 1 M0 (geHb POXAEHNA, U3MEHEHMWe YCo-
BUIA NUTaHMs). Takmm 06pa3om, JONONHUTENbHAA HapaboTKa MMMYHHbIX NPOTEACOM MOXET ObITb O4HM
13 (paKTopOoB, CNOCO6CTBYIOLLMX CYLLECTBEHHOMY MOBbILLIEHUIO aKTUBHOCTU B MepUHATa/IbHbIV MEPUO.
[JanbHelillee pa3BUTUE TOHKOTO KuwieyHMKa ¢ M1 no M30 conpoBoXaanock MeHee 3Ha4YMTebHbIM YBEN-
YeHMeM CodepXaHus UMMYHHbIX CyObeanHuL,. Bce nccnefoBaHHble TUMbI aKTUBHOCTU U KO/IMYECTBO
Cy6beguHNL, NPOTEacoOM U aKTMBATOPOB B NepenoMHble nepuogpl (321, M0, M30) He 3aBucenn ot nona
KpbIC. AKTUBHOCTb MMMYHHbIX CyObeANHNL, JeTEKTUPOBaHA B HECKObKIMX (hopMax npoTteacom, 20S-19S,
20S-PA28 1 20S, pa3nnyaroLmnxcs HaIM4Ymem Uam oTCyTCTBMEM TOTO UM UHOTO akTMBaTopa. MoXHO
rnosaratb, YT0 MHOXeCTBeHHble (h0PMbl MMMYHHbIX NPOTEACOM 06Pa3ytoT 61OIOrMYECKU aKTUBHbIE Men-
TUAbl B HECKO/NbKO 3Tanos. Mo-snamumMomy, npoTteacomsl 20S-19S, cofepkalime UMMYHHbIE Cy6beuHU-
Lbl, Ha NepBOM 3Tare NpPoAyLMpyroT U3 NOSIHOPa3MepHbIX YOMKBUTUHMPOBAHHbIX 6e/1KOB NoavMnenTuibl
MEHbLLIEr0 pasmepa Co CreundmyecKoi CTPYKTYpOI, KOTopble ciyxat cybctpatamm gna 20S-PA28
n/vnu 20S npoTeacom. INocnegHWe Ha 3aK/YMUTENIbHOM 3Tane, BEPOSATHO, 06pasytoT NenTUAbl, HENOCPes-
CTBEHHO Y4YaCTBYIOLLME B MEXK/IETOUHbIX B3aMMOAENCTBUAX U PA3BUTUM UMMYHHOI (DYHKLMW, & TAKXKE B
afianTaumm K MMKpobuoTe 1 U3MeHSOLLMMCS YCTOBUAM MUTAHNSA.

KntoueBble CoBa: aKTUBHOCTb MPOTEACOM, MMMYHHbIe MPOTeacoMbl, aKTUBATOPbI MPOTEACOM, TOHKUIA K-
LLEYHWK, PAHHWUIA OHTOreHes, Kpbica

DOI: 10.31857/S0475145022010049

BBEAEHUNE

NccnepoBaHve MONeKyNsApHbIX MeXaHU3MOB Pas-
BUTUS OPraHOB M/IEKOMUTAIOLLMX SBNSIETCA aKTyaslb-
HOI 3afauveli COBPEMEHHOI 6GuonorMn. PelleHune
3TOI 3afa4yM NepcneKTMBHO He TOMbKO AN1A hyHaa-
MEHTa/IbHOM HayKu, HO N AN BbIABAEHUA NPUYMH
BO3HWUKHOBEHUSI pasnnyHbIX naTtonoruii (Sassin,
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2018, 2020). B cBs3u ¢ aTuM BCe 60/1ee BaXXHbIM CTa-
HOBUTCS M3yYyeHNe TOHKMX MeXaHU3MOB (hyHKLIMO-
HMPOBaHWA NPOTEacOM, My/bTUCYObeAUHMNYHBIX NPO-
Teas, y4aCTByHOLLMX B NOAAEPXKaHMM romeocTasa 6en-
KOB U PErynnNpyoLLMX MHOTOUYMUCNEHHbIE KNETOYHbIE
npoueccol. MpoTeacoMbl 06pasyoT GUONOTNYECKM aK-
TUBHbIE NENTUAbI, TMAPONM3YIOT haKTopbl POCTa, pe-
LLenTopbl, TPAHCKPUMLIMOHHbIE )aKTOPbl, KOMMOHEH-
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Tbl CUrHaNbHBIX MyTen 1 apyrve 6enkm (Abramovaet al.,
2002; Spirina et al., 2013; Kondakova et al., 2020).
MHoroo6pasve (PyHKLMIA NpoTeacom obecneynBa-
eTCA MHOXECTBEHHOCTbIO UX (POPM, OCHOBaHHOM Ha
CTPYKTYPHbIX pasivumax n cnocobax rngponvsa
6enKoB.

HavmeHbLuel hyHKUMOHaNbHOW CTPYKTYPOW 5iB-
nsetca 20S koposasi cybyacTumLa NpoTeacom, JoCTyn
B KOTOPYHO 4/19 6eNKOoBbIX Cy6CTPaToB, Kak npasuio,
3abnokmpoBaH. TeM He MeHee, 20S cybyacTnua cama
no cebe cnocobHa yTUAN3MpoBaTb 6GeNKku, nospe-
XIOEHHbIe OKUCNUTE/bHLIM CTPECCOM, W PSS UHbIX
6enkos (Davies, Shringarpure, 2006; Voigt et al.,
2007; Raynes et al., 2016). NMpOHMKHOBEHUE 60/1b-
LUMHCTBA BE/TIKOB B NPOTEO/IMTUYECKYHO Kamepy Mnpo-
Teacom o6ecneymsatoT aktmeatopsl 19S (PA700), 11S
(PA28 , PA28 ), PA200, obpasytoLne KpyrHbie
KOMMAEKCbl Npy coeamnHeHnn ¢ 20S cybuacTumuei
(Tanaka, 2009; Stadtmueller, Hill, 2011; Kish-Trier,
Hill, 2013). AkTrBatop 19S cnocobeH pacno3Hasatb,
3axBatblBaTb M MNPOMycKaTb B MPOTEO/INTUYECKYHO
Kamepy 6efKn, MeyeHHble YOMKBUTMHOBOM LEnoy-
KOW, 3a CUET CBOE MHOrO(YyHKLMOHANbHOK MYy b-
TUCYOBLEAUHWYHOW CTPYKTYpbl. B 0TMumMe oT akTu-
Baropa 19S, perynatops! 11S n PA200, kak npasuino,
He NMPOonyCcKatoT B MPOTEO/IMTUYECKYIO KaMepy Nos-
HOpa3MepHble YOMKBUTUHMPOBaHHbIe 6e/IKN, HO OT-
KPbIBatOT BXOZ 4151 NONUNENTUL0B CPELHETO N MaJIo-
ro pa3mepos 6e3 rnpessapuTeNbHOrO NX YyOUKBUTU-
HUPOBaHUS.

Mo Habopy MpOTEO/IMTUYECKN aKTUBHBIX CyOb-
efMHUL, NMyN nNpoTeacoM MOXHO pasfeNnTb Ha KOH-
CTUTYTMBHbIE MPOTEacoMbl UMK MpPOTeacoMbl “Ao-
MalLHero Xo3siicTea”, cogepxaiine cyobednHULbI

1, 21 5, N HeCKO/bKO Cy6TUMOB MMMYHHbIX NPO-
TeacoM, BCTPamMBalOLLMX UMMYHHble Cy6befMHULbI
LMP2 ( 1i), LMP10 (MECL1, 2i) n LMP7 ( 5i)
BMECTO KOHCTUTYTUBHbBIX CyObeAMHNL, MMO0 MOMHO-
CTblO, MO0 B Pas3IMYHbIX coyeTaHUsAX ¢ HUMK (Gro-
ettrup et al., 1997; Griffin et al., 1998; Guillaume et al.,
2010; Dahlmann, 2016). KoHCTUTYTVBHbIE Cy6beau-
HUUbl 1, 21 5 npoaABnAlOT COOTBETCTBEHHO Kac-
nasanogo6Hyto (KIM), TpuncruHNogo6Hy0 1 XMMOT-
pyuncrMHNogo6Hyto (XTIT) aKTUBHOCTb, NMpU 3aMeHe
KOHCTUTYTUBHbIX Cy6beiMHNL, HA UMMYHHbIE YBENN-
umaeTcst XTI 1 TPUNCUHNOAOOHAA aKTUBHOCTb W
ymeHbllaeTca KI1 aktmBHocTb. Ecnu ocHoBHas
(PYHKLMS KOHCTUTYTUBHBIX MPOTEACOM 3aK/04aeTCs
B BbINO/IHEHUW PYTUHHOIO 6€/IKOBOro 06mMeHa 1 ycTpa-
HEHWUW NOBPEXAEHHbIX 6eN1KOB, TO UMMYHHbIE NpoTea-
COMbI, 06pasys crieunduyeckmne NenTUabl, perympy-
tOT pa3BUTME U MOJaB/IEHNE UMMYHHbIX PeakLni, Kne-
TOYHYIO Mponudepaumio, aganTuBHbIe MNPOLECCHI
(Caudill et al., 2006; Sharova, 2006; Tanaka, 2009;
Lyupinaet al., 2013; Erokhov et al., 2017; Astakhova
et al., 2019).

VIMMyHHbIe MPOTeacoMbl HAaCTO/IbKO BaXKHbI ANs
pasBMTUA OpraHmn3ma, 4To 06pasoBaHNe UX HauyMHa-
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eTCH y)XXe B aMOPUOHasbHbIV Nepuog B TUMYCe, cene-
3eHkKe, neyeHun (Melnikova et al., 2008; Sharova et al.,
2009; Melnikova et al., 2010; Karpova et al., 2013).
AnHamnKa 3KCrpeccum MMMYHHbIX MpOTeacoMm B
pa3BUTUN 3TUX OPraHOB Pas/INyHa, YTo 06YCOBNEHO
pa3HMLEN B NX KNETOYHOM COCTaBe U lyHKLMsIX. B T-
MyCe KpbICbl 3KCMPECCUsi MMMYHHbIX MPOTEacoM Bbl-
XOAUT Ha MaKCUMa/lbHbIiA YPOBEHb YXKe Ha 21-i ambpu-
OHa/TbHbIV ieHb B CBSA3U C 06ecrneyeHeM MU HaunHa-
tOLLLerocs B 3TOT Nepuoj npoecca oTpuLaTeNnsHOM
cenekumn TumoumtoB (Melnikova et al., 2008, 2010).
B pasBumBatoLnXcA cene3eHKe 1 neveHn KpbIicbl ypo-
BEHb MMMYHHbIX NPOTEacoM yBEIMUNBAETCA B Teue-
HWe Tpex NOoCTHaTa/lbHbIX HefeNb. B ceneseHke aToT
NpoLLeCC OCYLLECTBNSETCA MOCNeLoBaTeNlbHO B Tec-
HOM CBSI3M C NOCTENMEHHbIM (POPMUpPOBaHNEM 6enoii
nynbnbl. B neyeHn HapacTaHWe 3KCNpPeccum MMMYH-
HbIX MPOTEAacOM HOCWUT BONHOOGpPa3HbIA XapakTep:
nepsasi BOMHa COBMajaeT C (DyHKLMOHMPOBaHWEM
nevyeHN Kak MepBMYHONO MMCOUAHOrO opraHa, a
BTOpas — C 3KCMpeccuein MMMYHHbIX NpoTeacoM B
renatoumntax (Sharova et al., 2009; Karpova et al.,
2013). O4yeBNAHO, YTO HU3KOE KONNYECTBO MMMYH-
HbIX NPOTeacoM B renaTtoumuTax B nepsble ABe NOCT-
HaTa/lbHble Hefenn HecrocobHo obecneunTtb 3-
(heKTMBHOE 06pa3oBaHWe aHTUIeHHbIX 3MNUTOMOB
ANt MONEKY/ TNaBHOTO KOMIM/IEKCa rMCTOCOBMECTU-
MOCTUM Knacca | B criyvae MH(OMUMPOBAHNSA N UHULMN-
poBaTb MOJHOLIEHHbIA MMMYyHHbI 0TBeT. CorfacHoO
MO/yYeHHbIM JaHHbIM, TAKO OTBET BO3MOXEH Ha Tpe-
Tbeli MOCTHaTa/bHOWN Heaerne, Koraa, BO-nepsbIx, rera-
TOLUTBI YXKe 06/1a4at0T 6a30BbIM YPOBHEM UMMYHHbIX
NpoTeacom W1, BO-BTOPbIX, ChopMmMpoBaHa 6en1as nysb-
na cee3eHKN KeTkamy MMMYHHOR CUCTeMbl, obora-
LLEHHbIMXU MMMYHHbIMX NpoTeacoMaMu. HaunHasa ¢
3TOro nepuoga KNeTkn neveHy crocobHbI CUrHaIN3m-
poBaTb UMMYHHOI CUCTEME O CUHTE3e MU YyXXepos-
HbIX 6€NKOB, a KMNeTKM 6enoit nynbhbl CENE3eHKN
CNOCO6HbI pearmpoBaTb Ha 3TN CUTHASbI.

HecmoTpst Ha JOCTUTHYTbIE YCNEXW B BbISBNEHUN
NPOTEaCOMHbIX MEXaHW3MOB pPas3BUTUS psfda opra-
HOB, HE M3yYeH My NPOTeacoM, BKIOYaoLL M pas-
NNYHbIE CTPYKTYPHbIE (hOPMbIl, B 3MOPUOHA/ILHOM 1
paHHeM MOCTHAT&/IbHOM OHTOreHe3e KMLUEYHUKA,
BbIMOHSAIOLLErO BaXKHeNLMe yHKLUN He TOMbKO B
NULLEBAPEHMM, HO Y B UMMYHHbIX npoleccax. Lienb
HacTOoslLLIEN PaboTbl — UCCNeA0BaTh, KakKMm 06pasom
pa3nnyHble MEepuoabl PaHHEero pasBUTMA TOHKOMO
KMLUEYHWNKA KPbICbI CBSI3aHbl C UAMEHEHUSIMU B Mye
NpoTEacoMm.

MATEPUAJIbI N METObI

>KnBoTHbIE. PaboTy BbINOMHANN HA KpbICax NOpo-
Obl BucTtap B COOTBETCTBUM C NOMOXeHUAMU Komuc-
cum no 6rnoatnke PreyYH NHctuTyTa bronornm pas-
ButMa M. H.K. Konsuosa PAH. Ons vccnefosaHua
NCM0/b30Ba LIENbIA KULLEYHWK M10A0B Ha 18- AeHb
3MOpUOHaNbHOro passntns (318), TOHKUI KuLley-
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HMK caMOK Ha 321 1 nocTHata/bHble AHU M0 (geHb
poxgaeHus), M1, M5, M8, Miz2, ris, ris, r22, nao,
a TaKkkKe TOHKMIA KMLLIEYHMK caMuoB Ha 921, M0, M30.

AHTUTENa N OCHOBHble peaKTuBbl. OnA BecTepH-
GNOTTUHIra MCMosb30Ba/IM MOHOK/IOH&/IbHbIE aHTU-
Tena Mblln K cyobveauHuuam  1,2,3,5,6,7 npotea-
COM, MMMYHHbIM cybveamHuuam LMP2 n LMP7
npoteacom, cyoveanHuue Rpt6 aktneatopa PA700
NpoTeacoMm, NONUK/IOHA/IbHbIE aHTUTEMa KPOnKa K
cyoveamHuue PA28 aktmBaTopa PA28  nportea-
com (Enzo Life Sciences, CLLIA), MOHOK/OH&/IbHbIE
aHTUTena mbiwn K -aktuHy (Santa Cruz Biotech-
nology, CLLIA), aHTuTeNa Ko3bl K 1gG MbILLK 1 KPO-
NNKa, KOHBIOrMPOBaHHbIe C Nepokcungasont (Amersh-
am Biosciences, BennkobputaHus).

Ana onpegeneHna XTI aKTUBHOCTU NpOTEacoM
ncnonb3osanu cyoctpat N-succinyl-leu-leu-val-tyr-
7-amido-4-methyl coumarin (Suc-LLVY-AMC), KI'
aKTMBHOCTU — cy6cTpar Z-Leu-Leu-Glu-7-amido-
4-methyl coumarin (Z-LLE-AMC) (Sigma-Aldrich,
CLUA), LMP2 n LMP7 aKTUBHOCTM — cyb6CTpaThl
Ac-Pro-Ala-Leu-AMC (Ac-PAL-AMC) n Ac-Ala-
Asn-Trp-AMC (Ac-ANW-AMC) (Boston Biochem,
CLLIA) cooTBeTCTBEHHO. Hannumne NpMMeCHbIX Npo-
Teas BbISB/IANN C MOMOLLGH MHIMOUTOPA NPOTEacoM
Z-leucyl-leucyl-leucinal (MG132) (Sigma-Aldrich,
CLA).

MpenapupoBaHMe KUWLLEYHWKA W MNPUroTOB/IEHME
OCBET/IEHHbIX TOMOreHaToB. BblgeneHHbI opraH (ue-
NbIA KULWEYHMK UM TOHKNIA KALLEYHMK) MOTpyXXaniu
B hochaTHbIN conesoii 6ydep (PBS, pH 7.4), coaep-
Xawmii 1 MM beHnnmeTuncynbhoHnn  hTopug,
(PMSF) ana nHrmbuposaHMa aKTUBHOCTM MpPOTeas
BHYTPMKMLLEYHOW Nonoctu. Bece ganbHelwve npo-
Liefypbl, CBA3aHHbIe C OYMCTKOWN KULLEYHNKA OT CO-
eANHNTENIbHOTKaHHbBIX NIEHOK W BHYTPUMNONIOCTHOIO
cofepxmmoro, nposoannu B PBS ¢ 1 MM PMSF. O6-
pasubl OYMLLEHHOIO KULLIEYHMKa 06CyLIMBaIN Ha
(hVNbTPOBA/ILHOM ByMmare, B3BELUMBA/IN 1 3aMOPaXKM-
Ba/sIn npu Temnepatype —70 C.

[nsa onpegeneHmsa akTMBHOCTM MPOTEAcOM in Vitro
1 BecTepH-610TTUHIa 3anaceHHble 06pasLbl pasmo-
paXusann, roMoreHU3NpoBaIn B bydepe, coaepa-
wem 50 MM Tpuc-HCI, pH 7.5, 100 MM NaCl, 1 MM
S4TA, 1 MM gntnotpeunton, 1 MM AT®, 1 MM PMSF,
neinentunH (0.5 Mkr/mn), nencratuH (1 Mkr/mn), anpo-
TUHWH (1 MKr/mn), B COOTHOLLEHWUN 1 : 6 (BeC : 06bem)
npu 0 C 1 oCBeTNANN UEHTPUMYrnpoBaHnem npu
15400 g n 4 C B TeyeHue 30 MUH. HagocagouHyro
YKNAKOCTb (OCBETNIEHHbIE FTOMOreHaThbl) UCMO/b30Ba-
NV ANs fanbHemLnX nccnefoBaHmia.

[na HatuBHOro anekTpoopesa 06pasLibl romMo-
reHM3upoBann B 6ydepe, cogepxallem 50 mM Na-
HEPES, pH 7.5, 200 MM NaCl n 10 MM SATA, B co-
oTHoWeHUn 1 : 3 (Bec : 06beMm).

OnpefeneHne akTUBHOCTM NPOTeacoMm in vitro. Pe-
akuunio nposoamnn B 100 MK peakuMOHHOWN CMecu,
cogepxatlein 20 MM Tpuc-HCI, pH 7.5, 1 MM an-

Tnotpenton, 5 MM MgCl,, 1 MM AT®, 30 MKM co-
OTBETCTBYIOLLLEr0 (PSIyOPOreHHOro cybcTpara v 2 MK
OCBET/IEHHOro romoreHara, npu 37 C B TeyeHue
20 MnH 1 ocTtaHasmBan 1%-HbiM SDS. B gaHHbIX
YC/IOBUAX 3aBMCMMOCTb KONMYecTBa 06pasytoLLerocs
NpoJyKta OT BPeMeHU COOTBETCTBOBasAa MPAMOSIN-
HeilHOMY y4yacTKy rpadmka (Erokhov et al., 2017).
WNHTeHCMBHOCTb (P/IyOpecLEHLMN PETUCTPUPOBASIU
Ha chniyopumetpe (Bio-Rad, CLLA) npu gnnHe Bon-
Hbl BO30YXXeHMA 380 HM 1 AMHE BOMHbI UCMYyCKa-
HUA 440 HM. [Nng OUEHKN aKTUBHOCTU MPUMECHbIX
npoTteas WCMob30Ba/IN  UHIMOUTOP aKTUBHOCTU
npoteacom MG132 B KoOHUegHTpaunm 5—10 MKM.

OnpefeneHve akTUBHOCTM NPOTEACOM B HeAeHaTy-
pupytoLem rene. AKTMBHOCTb MpOTeacoM B rpagu-
eHTHOM 4—10% nonunakpunamugHom rene (5 MKn
OCBET/IeHHOro romoreHara unm 70—90 MKr 6enka Ha
[OPOXKY) B HATUBHbIX YC/IOBUSAX OMpesfensiv ¢ uc-
nons3osaHmemM 300 MKM thnyoporeHHoro cy6crpara
B 200 MM Na-HEPES 6ydepe, pH 7.5 (1/20 oT 06b-
emMa renis) nocsne anektTpodgopesa npu 60 B B TeueHne
14 y, 140 B B TeueHume 10 4 n 260 B B TeueHme 20 4
(Erokhov et al., 2017). Cnegyet OTMETUTb, YTO OMKU-
CaHHble B InTepaType NPOTOKO/bl HATUBHOIO 3/1eK-
Tpodhopesa NPUMEHSIOTCA, KaK MpaBuio, 418 o4u-
LLEHHbIX (PPakunii NpoTeacoM UNKN Ans pasgeneHuns
npoTeacom KneTouHbix nnHMiA (Lyupina et al., 2013).
Mpn ncnonb3oBaHUK rpy6biX (pakLmnii, NoayyeH-
HbIX 3 LiefIbIX OPraHoB, COZepXaLlnecs B HUX HyK/1e-
WHOBbIE KMUCNOTbI, MUKPOCOMbI, MefKue hparMeHThbl
COEANHUTENLHOW TKaHW NPENATCTBYHOT MPOHNKHOBE-
HWO GE/TKOB C BbICOKOIM MONEKY ISIPHOI MacCoW B refb
N NPeLCTaBNAOT CO60M OCHOBHYHO Mpo6riemMy aneKk-
Tpodhopesa. B ycnoBusax cTaHZapTHOrO HayvasbHOro
HanpsbkeHusa 140 B npoTeacoMbl, Hecneuudguyeckn
CBA3aHHbIE C HYK/IEMHOBbIMW KUCN0TaMU U MUK-
pocomamu, “pasmMbiBaloTcA” Mo renwn, HavynmHasa co
CTapToBOM NO3uUMW. Mbl pewmnnm 3ty npobnemy
rNaBHbIM 06pa3oM MyTEM CHUXEHWA HAYa/IbHOTO Ha-
npsbxkeHUs fo 60 B 1 noatanHbIM ero yBennmyeHnem
10 260 B (Erokhov et al., 2017).

PdIyopecLEeHTHbIe MOoJoChI B rene potorpadumpo-
Ba/iv Npy 365 HM. AHaNIN3 aKTMBHOCTU MPOTEacoMm B
rene OCyLLEeCTBNAN C NOMOLLBI0 CTaHAAPTHOW Mpo-
rpammbl ImageJ.

BecTepH-6n0TTUHI. Nocne anekTpodopesa B fe-
HaTypupylowux ycnosmax B 13% nonuakpunamug-
HOM refe (10 MKN OCBET/NIEHHOrO romoreHara wam
60—78 MKr 6e51Ka Ha JOPOXKY), NOMNeNTUAbl nepe-
HOCWNW U3 refif Ha HATPOLLENNIOIO3HYO MeMbpaHy ¢
MOMOLLIbIO MOJTycyxoro 610TTuHra. O6paboTKy Mem-
OpaHbl OCYLLECTB/ANN CTAaHLAPTHLIM METOLOM C UC-
Mo/Ib30BaHMEM MEePBbIX aHTUTEN K CybobeguHuLaM

1,2,3,5,6,7, LMP7, LMP2, -actin (1 :1000), Rpt6
nnn PA28 (1 :1500) 1 COOTBETCTBYHOLLMX BTOPbIX aH-
TUTEN, KOHBIOIMPOBaHHbLIX ¢ Nnepokcuaasoi (1 : 2000).
N306paxkeHne aHaIM3MPOBa/IN C MOMOLLBIO CTaH-
OHTOrEHES3 Ne 1
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JapTHOM nporpaMmMbl Imagel, Kak onvcaHo paHee
(Astakhova et al., 2018).

Pe3ynbTaTbl HOPMa/IN30Ba/IN Ha COLlepXKaHue  -aK-
TUHa. HecMoTps Ha go6aB/ieHve KOKTENIS MHIMOnTo-
pOB MpoOTea3 B rOMOreHM3VpyLoLWmiA bydep, -aKTuH
He JeTeKTUPOBa/ICA BO PPaKLUAX TOHKOTO KMLLIEYHUKA
Ha NM3—I18, HO B HMX BbIABNANCA NOMNNENTUL MEHb-
LUeii MONEKYNAPHOIM MaccCbl, KOTOPbIA B3aMMOfEN-
CTBOB&/1 C aHTUTENAMU K -aKTUHY. DTOT pe3ynbTar
yKasblBas Ha OTLUenIeHne YacTn MONeKynbl -aKTu-
Ha B MPUroToB/EHHbIX 06pasuax. JobasneHne NHIN-
6utopa npoteacom MG132 B KOHLEeHTpauumn 5 MKM K
rOMOreHV3VpyoLLEMyY Byepy MoAaBnsano pacluense-
HWe -akTuHa. O4eBNAHO, NPW NPUroTOBNEHMM 06pa3-
LLOB TOHKOr0 KuLLeyHMKa Ha M3—I18 nvena mecto mo-
AVrKaLmsa MOMeKy/bl  -aKTUHA, KOTopas fenana ee
AOCTYMHOW Ansa npoTeacom. Mo3aToMy NpoTOKoN onpe-
[eneHnsa KoMMyecTBa -aKTUHa MpefycMaTpusan Bee-
[EHVe B TOMOreHU3MpYyLoLLMiA Bydep NHIrMbuTopa npo-
Teacom MG132 B KOHLEeHTpaLmm 5 MKM.

Cratuctmuyecknin aHanm3. CTaTUCTUYECKUIA aHa-
Nn3 nposoauncs B nakeTe nporpamm GraphPad
Prism 8.0 ¢ ncnonb3oBaHMeM CTATUCTUYECKUX METO-
no.: Brown-Forsythe ANOVA, Welch ANOVA, Kru-
skal-Wallis Tect n two-way ANOVA.

PE3YJIbTATbI N1 OBCY>XXAEHWE

AKTMBHOCTb NPOTEACcOM B paHHEM OHTOreHese TOH-
KOro KuweyHuka Kpblic. MccnegosaHa XTI n Kl ak-
TMBHOCTbL MPOTeacoMm, MNposB/isemMas B COBOKYIMHO-
CTW KOHCTUTYTUBHLIMU N UMMYHHbIMUW Cy6befnHU-
yamu 5+ LMP7u 1+ LMP2 cOOTBETCTBEHHO, a
TaKXke WHAMBUAya/ibHaA aKTUBHOCTb WMMMYHHbIX
cyoveamHul, LMP7 n LMP2 B paHHEM OHTOreHese
TOHKOrO KuLeyHuKa. NpoBefeHo feTalbHOE uccrne-
[JOBaHMe 3TMX TUMOB aKTUBHOCTM Yy CamMOK KpbIC B
3MOpUOHabHbIN nepuog (Ha 321) 1 B NepBbIA Me-
CAL, MOCTHaTa/lbHOro passutuna. Ha 318 nonosyto
NPUHALNEXHOCTb Y NI040B UAEHTUMNLNPOBATL He-
BO3MOXXHO, TaK >e KaK W1 BblY/IeHUTb TOHKMIA KMLLIeY-
HUK. INo3aTomy Ha 218 aHaIM3npPoOBaIN aKTUBHOCTb
MpOTeacoM Liefioro KMLLIEYHNKA MNJI0L0B KpbIC 6e30T-
HOCWUTEeNbHO rona.

BbIsiB/IEHO, UTO BCe UCCNefyeMble TUMbl aKTUBHO-
CTW MpOTeacoM W3MeHSATCA B paHHEM pasBUTUM,
npv 3TOM 0BHAapPY>XMBAKTCA KaK CXOAHbIE XapaKTre-
PUCTUKM, TaK 1 pa3nnumsa (puc. 1). CxoncTeo nposs-
nseTca B cnefytouiemM. Bo-nepsblix, BCA nccnefyemas
aKTMBHOCTb MOBbIWANUCL nocne 318 u gocturana
MakcumMyma Ha ['5—I115. Takaa AnHamMmKa NornyHa,
TaK Kak nepexof opraHusmMa ot in utero K ex-utero co-
NPOBOX/AETCA 3HAYNTE/IbHBIMW NEPECTPONKaMU B KU-
LLIEYHVIKE: M3MEHeHNeM KPOBOTOKaA U pPOCTa, pasButum-
eM MULLEBAPUTENBHOM N UMMYHHOM PYHKLMIA, KONO-
HM3auven MUKpoopraHu3aMamm 1 agantalMOHHbIMU
npoueccamn (Nanthakumar et al., 2000; Claud et al.,
2003). Bo-BTOpbIX, CXOACTBO 3aK/H04AETCH B YMEHb-

OHTOrEHES3 Ne 1
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LLIEHWW BCel nccnefyemorn akTMBHOCTY K 122, Oue-
BWAHO, B 3TOT NepMoL HeT NOTPe6HOCTU KULLEYHNKA
B BbICOKOAKTMBHbIX MpoTeacomax. PasHunua Kacaert-
ca cnegyowero. Bo-nepsbix, XTI n LMP7 aktns-
HOCTb Nagana K 22 B CyLeCTBEHHO MeHbLLIEN CTe-
neHu no cpasHeHuto ¢ KIN n LMP2 akTMBHOCTbIO.
Bo-BToOpbIX, K M30 T0N16K0 XTI 1 LMP7 akTMBHOCTb
BHOBb BO3pacTa/ia O MaKCMMa/lbHbIX YpOBHel. OT-
MeTMM, 4YTO K N30 XMBOTHbIE ObIIY N30/IMPOBaHbI OT
maTepu U afanTUpoBaINChL K BHELUHEMY MUTaHWIO.
OueBKnaHO, 3Ta aganTtaums TpedyeT BbicOKon XTI 1
LMP7 akTUBHOCTW.

Oco6blIi1 BONPOC B UCCMef0BaHUM KALLIEYHMKA Ka-
caeTcs BK/aja B AeTEKTUPYEMYIO aKTUBHOCTb NpoTea-
COM aKTMBHOCTM 6aKTepuasibHbIX NpoTeacoM. HecmMoT-
ps Ha NPOBOAVMYIO Hamu 06s13aTe/lbHY0 MpoLesypy
OTMbIBaHWSI BHYTPEHHEN MOMOCTU KULLEYHNKA, CNegy-
eT y4NTbIBATb HAINYNE B HE HECMbIBAEMOW YacTU 6aK-
TepyasibHOW (hopbl. B 0T/IMuMe OT K/IETOK 3yKapuoT
NPOKapuoTbl NPOSB/AIOT BCErO NINLLb OAUH TUM aK-
TUBHOCTW MpoTeacoM, 60pTe30MM6-4yBCTBUTENb-
HYt0 akTUBHOCTbL (Risa et al., 2020). NMockosbKy 6op-
TE30MNG — NHIMbuTop XTI aKTMBHOCTM NPOTEACOM
3yKapu1oT, HeNb3s NOMHOCTHI0 UCKNIOYUTD, YTO 6ak-
Tepun MOTyT BHOCUTb BK/ag B 3Ty aKTUBHOCTb, XOTS
NCnonb3yemblii B JaHHOW paboTe cybecTpat Anst HUX
He onTMMa/ieH. TeM He MeHee, ec/iM 3TOT BKNag U
MMeeT MeCTO, OH He3HauMTeNeH N He MOXET CyLue-
CTBEHHO WCKa3WTb BbISIBEHHYK AMHAMWUKY, MOA-
TBEPXKAEHMEM YEMY CTYXXUT CXOLCTBO rpatiMkoB Ansi
XTI n LMP7 aktnBHoctn (puc. 1), nocnegHsasa m3
KOTOPbIX MPUCYLLA TO/TbKO MIEKOMUTAIOLLMM.

Takum 06pa3oM, BbISIBIEHbI MEPeNoOMHble Bpe-
MEHHbIEe TOUKWN B JUHAMUKE aKTUBHOCTW NPOTEacoMm
TOHKOrO KMLLEYHMKA CaMOK KpbIC. s BCex nccrne-
[OBaHHbIX TUMOB aKTUBHOCTW 3TO MepUHaTasIbHbI
nepvog, 321 n/vnn MO. Kpome toro, ansa XTI n
LMP7 akTUBHOCTW [EeTEKTMPOBaHa [LOMOMHUTENbHAA
nepenomMHas Touka, N30 (puc. 1). KN30y camoK KpbIC
N3MEHSETCSH TOPMOHaNbHbIN OH, 1 K M32—I133 Ha-
cTynaeT cTagusa nepsoro npoactpyca (Vidal, 2017).
[nsa oueHKM BAMAHMA (hakTopa nona Ha obpasoBa-
HVe NepenoMHbIX TOYEK NPOBeAEHO CPaBHUTE/bLHOE
nccnegoBaHne akTMBHOCTY NPOTEACOM TOHKOTO KU-
LeYHMKa CamMOK 1 caML0B Kpbic Ha 321, M0 n M30.
OkKasasiocb, 4TO (haKTop Mosia He OKasblBaeT BANAHMUA
Ha aKTMBHOCTb MPOTEacoM B yKa3aHHbIE Mepenom-
Hble Nepuogsbl (puc. 2).

UT0 B TaKOM C/yyae ob6ecrneymBaeT BbISIB/IEHHYHO
HaMV CNOXHYH0 ANHAMUKY MPOTeacOMHOWN aKTUBHO-
CTV B Pa3BMBAIOLLEMCH KULLEYHUKE KPbICbI? PaHee
Ob1/10 NOKa3aHo, YTO aKTMBHOCTb NMPOTEACOM MOXET
onpeaensTbCa pasNYHbIMK hakTopamm, K 4mcny
KOTOPbIX OTHOCATCSA 06LLee KOMMYECTBO MPOTEACcOM,
coyeTaHve NPOTEONINTUYECKMX CYyObeaUHULL, Han-
yme TOro WM WMHOTFO Perynsatopa, OKUCAUTENbHbIl
cTpecc 1 ap. (Tanaka, 2009; Astakhova et al., 2018;
Erokhov et al., 2021). B HacToslLLEeN paboTe Mbl UC-
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Puc. 1. AuHaMyKa aKTUBHOCTU NPOTEACOM B paHHEM OHTOreHe3e TOHKOr0 KMLLIEYHMKA CaMOK KpbIC. AKTUBHOCTb NpuBeAeHa
AN 100 MK/ OCBET/NIEHHbIX FOMOreHaToB W MpeacTas/ieHa Kak cpefHee + cTaH4apTHOe OTKIOHEHWE, N =6, * p < 0.05, ** p < 0.01,
***%n < 0.001, **** p < 0.0001. XTI aKTUBHOCTb — XMOTPUNCUHNOA06HAasi aKTUBHOCTb, KIM aKTMBHOCTb — KacnasanofobHas
aKTUBHOCTb, 3 — 3M6PUOHaNbHbIN AeHb, I — NocTHaTabHbIN AeHb. Ha 318 ncnonb3oBanm Lenblid KMLLEYHMK NI0A0B KpbIC

6e30THOCUTENBHO NoJa.

CNefioBanM YpoBEHb TOT/IbHOIO My/a NPOTEacoM U
AVHAMUWKY COAEPXXaHUsi B HEM MMMYHHbIX Cy6beam-
HWL, 1 aKTMBATOPOB B CPaBHEHWMW C AMHAMUKOW aK-
TUBHOCTW NPOTEACcOM.

Cogep>xaHue cy6beMHUL, NPOTEacoM U aKTUBaTo-
pOB B paHHEM OHTOreHe3e TOHKOr0 KWLLIEYHWUKA KpbiC.
YpoBeHb TOT&/1bHOIO Myna MpoTeacom OLEeHMBANN
no cogepXaHuto cybveguHny, 1,2,3,5,6,7, BXoas-
LLMX B COCTaB BCex CyOTUMOB NpoTeacoM. 3meHe-
HWe KONMYecTBa akTmueartopa 19S nsyyanm no cogep-
YKaHWI0 BXOASLLIEN B ero coctas Cy6beanHuLbl Rpt6,
a akTmBatopa PA28  — no coaepXXaHuto cyobeam-
HUubl PA28 . VI3MeHeHMe KONM4yectBa UMMYHHbIX
NnpoTeacoM UCC/ef0BaIN MO COLEPXKAHMIO UMMYH-
HbIX cy6beanHul, LMP7 n LMP2. MmMmyHHas cy6b-
eanmHuua LMP10 BcTpamBaeTcs B MPOTEacoMbl, Kak
npaBunio, COBMECTHO ¢ cybbeanHuueli LMP2 (Gro-
ettrup et al., 1997; Griffin et al., 1998), noatomy oT1-
AenbHo ypoBeHb LMP10 cy6beanHMLbI HE N3yYani.

YpoBeHb TOTa/IbHOrO Myfia MPoTeacoM TOHKOIO
KMLLEYHMKA CaMOK KPbIC JOCTOBEPHO HE U3MEHSASICA
B MepuHaTa/IbHbIV Neprog 1 Ha NPOTSXKEHUN NEepPBO-
ro Mecsila nocTHata/bHOro pas3snTus (puc. 3, 4) u He

MOT MOBANATL Ha aKTMBHOCTL NpoTeacoM. BmecTe ¢
TeM, Ha (POHe NOCTOAHHOIO KO/IMYeCTBa MNPOTEacoM
NPOU30LLIIN NEePECTPOKN B UX CTPYKTYpe 3a cueT
YBeIMYEHUA COofepXaHUa MNPOTEOIUTUYECKUX WUM-
MYHHbIX cyobeauHuny, LMP7 n LMP2 (puc. 3, 4) n,
cneposarensHo, LMP10, 3amewiarowimx npoTteonn-
TUYECKMNe KOHCTUTYTUBHbIE cy613e,q|/|H|/|u,b| Mpruem
Hanbosee 3HaYNMbIA “CKa4yoK” B cofepXaHny UM-
MYHHbIX Cy6beanHuL, NofoOHO NPOTeacoOMHON aK-
TMBHOCTU, BbIIB/IEH Ha 321 n IM0. Takum obpasom,
[0MoNHNTENbHAA HapaboTKa MMMYHHbIX MPOTeacoM
MOXeT ObITb OfHMM U3 (haKTOPOB, CMOCO6CTBYHOLLNX
CyLL,eCTBeHHOMY MOBbILLEHWIO aKTUBHOCTU B Mepu-
HaTa/IbHbIV Nepuof. JanbHelllee pa3BuTne KULLey-
HuKa ¢ N1 no N30 conpoBoXzanoch 60s1ee niaBHbIM
MOBbILLUEHNEM KO/TMYECTBA UMMYHHbIX CyObeMHNLL C
[AOCTOBEPHbIM “NpoBasiom” Ha M22 B rpadnke ans
LMP7 (puc. 4). 3Ta [uHaMMKa NOX0XKa Ha AMHaMUKY
XTI n LMP7 akKTUBHOCTW W MOXET C/YXUTb €e
060CHOBaHMEM.

OTMETUM, YTO 3aMeHa KOHCTUTYTUBHbIX NPOTEO-
NNTUYECKNX CYObEAVNHUL, UMMYHHBIMW CyObefnHU-
LaMu rnpueoguT K yBennyeHno XTI akTUBHOCTU U
ymeHbLUeHUO KIT aktneHocTy (Tanaka, 2009). Bos-
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Puc. 2. AKTUBHOCTb MPOTEACOM TOHKOTO KMLLIEYHMKA CaMLLOB M CaMOK KpbIC B pasHble Nepurogbl paHHEro OHToreHe3a. AKTUB-
HOCTb NpmBefeHa 411 100 MK OCBET/IEHHbIX TOMOreHaTOB M NpeACcTaBneHa Kak cpegHee + cTaHAapTHOE OTK/IOHEHMe, N = 5.
XTI aKTUBHOCTb — XMMOTPUMCUHNOA06HAas akTUBHOCTb, KI aKTMBHOCTL — Kacnasanofgo6Has akTMBHOCTb, 3 — amMbpuro-
HaNbHbIN AeHb, 1 — NocTHaTaNbHbIN [eHb.

180 15 8 12 15 18 22 30 18 2300 18 21 0 30
1,2,356,7 oy —
— 28
LMP7 -
LMP2 17—
-~ e
Rpt6 55
PA28 28—
— 35 —

Puc. 3. BeCTEpH-ﬁI’IOTbI Cy6beAMHNL, MPOTeacoM M aKTMBATOPOB B pasHble Nepuojbl paHHEro pa3BUTUS TOHKOMO KULLEYHMKA
CaMOK M CaMLIOB KpbIC C UCMO/Mb30BaHNEM COOTBETCTBYHOLLIMX aHTUTES. YKa3aHa loKann3auuns B refie MapKepoB MONEKYNSAp-
HOI1 Maccbl. B KavecTtse BHYTPEHHEr0 KOHTPO/IA MUCMO/Mb30BaH -aKTUH. O — 3M6pMOHaJ'IbeIﬁ JeHb, T — NOCTHaTa/IbHbIi
JeHb. Ha 318 ncnons3osanu LI.EI'IbII7I KALLIEYHWK N0A0B KPbIC 6e30THOCUTENBHO NoNa.

OHTOMEHE3 TOomM 53 Nel 2022



52 KAPIOB 1 gp.

% 1,2,3,5,6,7

120+
100 -
80 -
60 -
40 A
20 -
0 T T T T T
X J o o
% LMP7 o
150+ -
|
100 B *kkk
| —
50 -
O T T T T T T T T T T T
Ilo-woynlyyg
% Rpt6
160+
120
80
40
O T T T T T T T T T

T
Q i AN OO AN O
OHmeH\—i(\lm

% LMP2
150 A *k
I N 1
100+ o
—_
50 -
O T T T T T T T T T T T
BROo-wONRaYg
%
200~ PA28
* %
1504 '
1004 "
50 A
0 T T T T T T T T T T T

Puc. 4. AnHamuka cofiepxaHns cyobeMHUL, NPOTeacoM M akTUBATOPOB B TOHKOM KMLLIEYHMKE CaMOK KpbIC B paHHeM pa3Bu-
Tmn. 3a 100% npuHUManu 3HaveHus Ha NM30. JaHHble HOpMaIN30BaHbl Ha COAepXKaHWe -akTWUHA U NPeacTaBeHbl Kak cpes-
Hee + CcTaHAAPTHOE OTKNOHeHne, N =5, * p < 0.05, ** p < 0.01, *** p < 0.001, **** p < 0.0001. 3 — 3MOPUOHA/bHBINA AeHb, I —
NoCTHaTaNbHbIN feHb. Ha 318 ncnonb3oBav UMbl KALLEYHMK M0A0B KPbIC 6630THOCUTENBHO Mona.

MOYXHO, KO/IMYeCTBO cybbeanHunubl LMP2 Ha M18—
M30 cTtano AOCTaTOMHO BbLICOKUM A/1s1 TOr0, YTOObI
00bACHUTL NageHue KIM akTUBHOCTY B 3TOT NEPUOA,
Henb3A UCKMOUMTL B JaHHOM C/yvyae M Haanudme
WHbIX pPerynatopos. BmecTe ¢ Tem, ocTaeTcs Hemno-
HATHbLIM nageHne LMP2 aktueHOCTM Ha M18—130
no cpaBHeHMIO ¢ M15, AMHaMUKa KOTOPOI MMEHHO B
9TU [HW He COOTBETCTBYeT AMHAMUKE KONnYecTBa
camorii cy6befmHuLbl. OYEBUAHO, B KULLEYHNKE CY-
LLIECTBYIOT JONOSHUTENbHbIE (DaKTOpbl, MOAaBNSAO-
wue LMP2 akTMBHOCTb. Mbl nonaraem, 4To K HUM
MOXHO MPUYUC/IUTL BbISBIEHHOE B aHHOW paboTe

yMeHbLLeHVe cojepxaHns aktmueatopa PA28  no-
cne M18 (puc. 3, 4).
JunHamunka cofiep>xaHns aktueatopa PA28  (Ho

He akTuBaTopa 19S) B paHHeM pa3BUTUM TOHKOIO KU-

LLIEYHMKA KPbICbl OKa3anacb pasHoHanpasieHHOW. C
3218 0 M15 KoNnMYecTBO 3TOr0 aKTMBATOPA YETbIPEX-
KPaTHO YBEIMYMIOCH, YTO MOXKET ObITb CBA3aHO C ero
y4yacTMeM B pa3BUTUM afjanTMBHbIX NPOLLECCOB U 06-
pa3oBaHUM PerynsaTopHbIX nentugos. CofepxaHue
akTmparopa 19S, HanpoTue, He MeHsaNack (puc. 3, 4).
OueBWAHO, MCXOAHbIM ypoBeHb 19S akTmBarTopa, CBOW-
CTBEHHbII 3MOPMOHANBHOMY MEpUoAy, A0CTaTOYeH
AN OCYLLIECTB/IEHWNSI OCHOBHBbIX ero DyHKUuin — obec-
MeyeHs yCTpaHeHNA NOBPEXAEHHbLIX YOUKBUTUHMPO-
BaHHbIX 6€/IKOB U YOUKBUTUH3aBMCUMOIO PYyTUHHOMO
6e/1Kkoro 06mMeHa B TOHKOM KULLIEYHWKE B TeYEeHWE Nnep-
BOr0 MecsiLja MOoCTHaTa/IbHOrO PasBUTUS.

KonnyectBo BCex wuccnegyembix CybbeguHuL
NnpoTeacoM M akTMBATOPOB B Mepe/ioMHbIe BPEMEH-
Hble Touku, 321, M0 v N30, BbIsABNIEHHbIE 4719 aKTUB-
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Puc. 5. PacnpefieneHne akTMBHOCTM MPOTEACOM TOHKOIO
KMLLEeYHMKa CaMOK KpbIC B HefleHaTypupyloLLIeM refe Ha
M3 v M15. TupornobynuH (670 k[a), MeYeHHbI Kpacu-
Tenem Cy-3.5, ucnonb3oBaH Kak mapkep (M) moneky-
NSApHONM maccbl. XTI aKTMBHOCTb — XMMOTPUMNCUHMO-
Bo6Has akTuBHOCTb, KIT aKTMBHOCTb — Kacnasanofo6-
Has aKTMBHOCTb, 'l — MOCTHaTaNbHBbIN eHb.

HOCTW, BbINI0 OMHAKOBO Y CaMOK 1 camLoB (puc. 3),
YTO YKa3sblBaeT Ha He3aBUCUMOCTb MPOTEACOMHOL
CUCTEMbI B LIE/IOM OT NO/MOBbIX Pa3nynii, No Kpain-
Hell Mepe, B yKa3aHHble Nepuoabl.

CnepyeT OTMETUTb, UTO paHee 6b1I1 0BHapYXXeHbI
NMMYHHble CyObeMHNLIbI MPOTEAaCcOM B KULLEYHUKE
KPbICbl, HAYMHasA ¢ 3- HeaeNM NOCTHaTa/IbHOro pas-
BuTuKA (Claud et al., 2014). Ham e yanock geTeKTn-
poBaTb UX, Ha4YMHas C 3IMOPMOHAILHOIO Mepuoja.
Takas pasHMUa B pe3ynbTartax CBA3aHa, Ha Haw
B3rNsi4, C aHAM30M pasHbIX (Ppakuunii NpoTeacoMm.
ABTOpbl NPUBEAEHHON paboTbl MUCCNeaoBaN OUM-
LLEHHYO (hpakumio 26S npoteacoM. Mbl M3yyvann
rpy6yto hpakLMo NpoTeacoM — OCBET/IEHHbIA TOMO-
reHar, 060ralleHHbIN LMTOoNNasMaTnyecknmmn qop-
Mamu NpoTeacoMm, B TOM Yucie popMamu, BK/IKOHaK0-
WMMA UMMYHHble CyObeanHuubl. Ha cnefyroLuem
atane paboTbl Mbl pas3genuan (opmbl NPOTeacom

OHTOrEHES3 Ne 1
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pa3sumBaloLLEroCA KNLLEYHUNKA U MPOoaHa/Tn3NPOBa/In
adKTUBHOCTb, C HUMW CBA3aHHYIO.

PacnpepeneHve akKTWBHOCTM MPOTEAcOM TOHKOIO
KULLEYHUKA KpbIC B HeAeHaTypupytoLem rene. Mpote-
acombl pasfenany c rnoMoLLbI0 MeToda HaTMBHOIO
anekTpodhopesa, pa3paboTaHHOro HaMu A4S rpyobIX
tpakuywii (Erokhov et al., 2017). [ins nccnegoBaHms
Bbl6pann ABa nepuoga: M3 — oAnH 13 nepsbIX AHEN
pa3BUTUA XUBOTHbLIX BHE MaTEPUHCKOro opraHn3ma
1 M15 — nepmog BbICOKON aKTUBHOCTM MNPOTEACOM U
CoAepXXaHnsi MIMMYHHbIX CyObeguHuL, 1 aKTuBaTopa
PA28 . ®opmbl NpoTeacoM WAeHTUDULMPOBAIN
Mo WX IOKann3aumnm B refie B COOTBETCTBMM C OMy6-
NNKOBaHHbIMW paHee pesynbTatamu (Erokhov et al.,
2017).

Kak Ha I3, Tak 1 Ha N15 B KMLLEeYHUKE BbISAB/E-
Hbl TPpU hopMbl NpoTeacom, 20S-19S, 20S-PA28 1
20S, KoTOpble NMPOoSBNSANN BCe YeTbIpe 1Uccneyemole
TMMNa aKTUBHOCTW, HO B pasHOli cTeneHn (puc. 5).
XTI aKTMBHOCTb B 60/bLLIEV Mepe Obina cBA3aHa Co
cTpykTypammn 20S-19S n 20S-PA28 , aKTMBHOCTb
cyobeamHuubl LMP7 6blna pacnpegeneHa mexay
BCEMM CTPYKTypamu NnpoTeacoM paBHOMepHO (puc. 5,
Tabn. 1). Bmecte ¢ Tem, KI' v LMP2 akTUBHOCTb fe-
TEKTMPOBasiacb, B OCHOBHOM, BO (hpakumm 20S (puc. 5,
Tabn. 1). MoXHO nonaratb, YTO Takoe pacnpegene-
HWe aKTVBHOCTU BaXKHO 4/19 06pa3oBaHns 61o1orn-
YeCKM aKTMBHbIX MENTUAOB B HECKO/IbKO 3Taros.
Mo-snamnmomy, npoteacomMsl 20S-19S, cogepxalune
NMMYHHble Cy6ObefMHMLbI, HA MEPBOM 3Tarie 06pasyroT
13 NOMHOPa3MepHbIX YOUKBUTUHMPOBAHHbLIX 6€/IKOB
NoONNNEeNTUAbI MEHbLLIEFO pa3mepa co CreLmprUIecKori
CTPYKTYpPOWA, KOTOPbIe cyxart cybcTpatamm ans 20S-
PA28  wn/vnn 20S npoteacom. INocnegHne Ha 3a-
KNHOYMTENbHOM 3Tare, BEpOATHO, 06pasytoT nenTu-
Abl, HEMOCPeACTBEHHO Y4YaCTBYIOLLME B MEXK/IETOY-
HbIX B3aMMOLENCTBUSAX U Pa3BUTUN afanTauNOHHbIX
NMpoLLEeCCOB M UMMYHHOI (PyHKLMK. Ocobas ponb
npv 3TOM, OYEBUAHO, MPUHALNEXUT Hanbonee Bbl-
paxxeHHo KIM n LMP2 aktnBHocTM 20S NpoTeacoMm.

SAKMHOYEHVE

NTak, B HacToslLLEN paboTe BrepBble MOKasaHo,
4TO B KOHLIe 3MOPMOHa/IbHOIO Pa3BUTUA U Ha NPOTA-
YXEHUW MepBOro MecsAua NoCTHaTabHOMo PasBuUTUA B
nyne NPoOTeacoM TOHKOMO KMLLEYHUKA KPbICbl MPOUC-
XOAMT CMeLLeHVe GaslaHca B CTOPOHY YBENIMYEHNA L0
UMMYHHBIX MNpoTeacoM. Ecnu cpaBHUTL AVHaMUKY
YPOBHSA MMMYHHbIX NMPOTEACOM B Pa3BUBAIOLLLEMCH KN-
LUEYHNKe C OMy6/IMKOBAHHBLIMW paHee LaHHbIMK M0
passuBatoLmmMcs Tumycy u ceneseHke (Melnikovaetal.,
2008; Karpova et al., 2013), To MOXHO 3aK/HOYNTb,
YTO KULIEYHWNK 3aHUMAET MPOMEXYTOUYHOE MOM0oXKe-
H1e MeXay 3TUMK opraHamu. B Tumyce, nepsuyHOM
NMQONAHOM opraHe, cogepXaHue MMMYHHbIX MPo-
TeacoMm [OCTUraeT MaKCcMmMyMa yxe Ha 321, 4To cBuU-
[eTeNbCTBYET O Havasle npouecca OTpULaTebHOM
cenexkuMn TUMOLUTOB C y4aCTUEM MMMYHHbIX MPo-
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Ta6nmua 1. AKTMBHOCTb MPOTEACOM TOHKOTO KMLLIEYHMKA CAMOK KPbIC BO (DPaKLUAX, Pa3feneHHbIX B HeAeHATYpUpyto-

LLem rene
AKTUBHOCTb npoTteacoM, % (%)
AKTMBHOCTb dpakuna 20S-PA28 Ppakuua 20S
M3 Mis5 Mns3 Mis
XTn 127+ 14 122 +8 65+ 7* 55+ 9*
LMP7 96 + 11 90+ 12 97+ 15 77+21
K 69 + 10 51+8 522 & 49%** 498 + 65***
LMP2 125+ 10 136 +£ 19 288 £ 22** 212 £ 27**

(®) 3a 100% NpuHATa aKTMBHOCTb BO (hpakLimy 20S-19S. AKTUBHOCTb NPEACTaB/eHa Kak cpeHee + CTaH4apTHOe OTK/IOHeHKe, n =5,
[locToBepHOE 0T/IMYME OT COOTBETCTBYHOLLMX 3HAYEHMIA BO hpakumsx 20S-19S n 20S-PA28 npum * p < 0.05, ** p < 0.01 n *** p < 0.001.
XTI aKTUBHOCTb — XMMOTPUMNCMHNOA06HAs aKTMBHOCTL, KIM akTMBHOCTL — Kacnasanogo6Hasi akTMBHOCTb, M — NOCTHaTa/bHbIN AeHb.

TeacoM B 3M6PMOHabHOM pas3BuUTUK. B ceneseHke,
BTOPUYHOM IMMCOMAHOM OpraHe, OCHOBHOW NPUPOCT
KO/INYECTBA UMMYHHbIX MPOTEAacOM MPUXOAMTCH Ha
TPETbIO MOCTHATA/IbHYHO HEZENH0 1 COBMajaeT C 3aBep-
LLIEHMEM POPMUPOBaHKWSA 6enoi NynbMbl T-AUMGOLN-
Tamu, 060raweHHbIMU UMMYHHBIMI MPOTEaCoOMamu.
KuLweyHVK ABNsieTca He TONbKO OpraHoM nuLLeBape-
HWSA, HO W BbINONHAET UMMYHHYHO (DyHKLMIO 33 CHET
NNMQOUAHON TKaHW CIU3UCTOM 060M104KN. DYHK-
LMI0 MKYLLEBapeHUs KALLEYHMK NpuobpeTaeT cpasy
nocre poXAeHUs, YTO COMPOBOXAAETCH ero ajanTa-
UMeldl K NULLEBbIM aHTUTeHaM U 3acensioLlein ero
MUKpoburoTe. K ToMy Xe, B 3TOT Neprog HaunmHaeTcs
(hopmMupoBaHMe UMMYHHOW (yHKUMKN. Heyamsum-
Te/IbHO, YTO PE3KUIA NOABLEM KONMYECTBA MMMYHHbIX
npoTeacoMm, y4acTBYHOLLMX B ajanTUBHbIX NpoLeccax
N MMMYHHbIX peakLmsax, 06HapyXeH rnpu nepexoje
OT in utero K ex-utero, Ha 321 n MO (puc. 3, 4). 3a
3TUM MOLBLEMOM C/efyeT MeHee 3HauYnTe/IbHOe YyBe-
NINYEHME COLlepPXKaHMA MMYHHbIX MPOTeacoM B nep-
BbIli NOCTHATa/IbHbIV MeCSL,, YTO OT/IMYaeT KuLLey-
HUK 1 OT TUMYCa, 1 OT CENIE3EHKN.

B HacTosiwein pabote oOHapy>KeHbl pasnnyHble
thopmbl npoteacom, 20S-19S, 20S-PA28  un 20S,
NPOSBASAIOWMNE aKTUBHOCTb MMMYHHbIX CyObeaun-
HUL,, B pa3BMBaoLLEMCS TOHKOM KULLIEYHUKE KPbICb
(pnc. 5). He nckntoyeHo, YTO Kaxaas 13 aTux opm
06bEANHSAET CyOTUMNbI MMMYHHbIX NPOTEACOM C pas-
HbIM COYeTaHUeM NPOTEOIMTUYECKM aKTUBHbIX UM-
MYHHbIX Y KOHCTUTYTUBHbIX CyObeanHuL,. IMMYyH-
Hble NPOTeacoMbl, MO-BUAUMOMY, SKCNPECCUPYIOTCH
B Pa3/IMYHbIX KNeTKax TOHKOro KULLEYHWNKA, BK/IHO-
yas KNneTKn sannTenns n KNeTKn NiMmgonaHbIX CKor-
NEeHWi, 4To 06yCNOBNEHO pasHOOOpasnem hyHKL M
MHOXXECTBEHHbIX CyOTUMOB UMMYHHbIX NPOTEAcOM.
Tak, NpoTeacoMbl, cofepalive BCe MMMYHHbIE
CyObeanHULbl, 06pasyoT aHTUIEeHHbIE SMUTONbI 415
MOJIEKY/T [NTaBHOTO KOMI/IEKCA MMCTOCOBMECTUMOCTU
Knacca |. Cy6bveamHnubl LMP7 n LMP10 BaxkHbI ans

KOHTPONSi KneTouHol nponudepaymmn (Caudill et al.,
2006). MpoTeacombl ¢ cybbeamHuuamv LMP2 n/nnn
LMP7 urpatoT ponib B MEXK/IETOUYHbIX B3auMO/en-
CTBUSX M afanTauMoHHbIX npoueccax (Lyupinaetal.,
2013; Erokhov et al., 2017).

CnepyeT NoAyYepKHYTb, YTO 6alaHC B KNETOYHOM
nyse NpoTeacoM CMELLAETCA B CTOPOHY YBe/IMYEHUSA
KO/INYECTBa MMMYHHbIX NPOTEACOM W1 B OMyX0/1eBOM
npouecce, B TOM YMC/e B PasBUTUN OMYXONen Ku-
weyHuka (Astakhovaetal., 2017, 2020; Erokhov et al.,
2021). OgHako Npy OnyxosIEBOM POCTE 3KCMpeccus
LMP2-cogepxalimx cy6TMNoB Bo3pacTaeT ropasgo
6onee 3HaunTeNLHO, Yem akcnpeccusa LMP7-cogep-
Xawmx cy6tunos. B pa3BuBartoLLEMCS KULLEYHUKE
AnHamumKa akenpeccun LMP2 u LMP7 cy6benHuL,
BbISIB/IEHHAas B HaCTosLlel paboTe, B OCHOBHOM,
cxofHa (puc. 4), 4to ABNSETCA NPU3HaKOM HOpPMasb-
HOro npouecca.

TaknM 06pa3oM, MOXHO 3aK/IHOUUTb, YTO PasIny-
Hble CTPYKTYpbl MPOTEACOM C MMMYHHbIMW CybObeam-
HULAMK, OPMUPYHOLLIMECS B PAHHEM OHTOFeHE3€e TOH-
KOr0 KMLLIEYHMKA, UrpatoT BaXKHYHO PO/ib B afanTaumm K
MUKPOOMOTE N M3MEHSAIOLLMMCS YCNIOBUAM N paumo-
Hy NUTaHWUS, a TaKKe B 06ecnevyeHnn HoOpMasibHOM
KNETOYHOM Nponudepaumm n CTaHOBNEHU UMMYH-
HOW hyHKLMN.
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dOIrBYH NHctutyTta 6monornm passutms uM. H.K. Konb-
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COBJMIOAEHVE STUYECKWX CTAHOAPTOB

pw BbINONHEHUW JAHHOTO UCCNEA0BAaHUS BCE MaHW-
MYNSUUNA C 3KCNEPUMEHTANIbHLIMU XXUBOTHBLIMU, METOAbI
06e360/1MBaHNs, 3BTaHA3MM 1 YXO/a 33 XXMBOTHBIMM 110 U
rnocne 3KCnepuMeHTaNIbHbIX BMELLIATEIbCTB COOTBETCTBO-
Ba/IN MEXAYHapOAHbLIM HOPMam Mo GMO3TUKE.

KOH®/IMKT MHTEPECOB

ABTOPbI 3a5IBISIOT, YTO KaKON-1MG0 KOH(IUKT NHTE-
pecoB OTCyTCTBYET.

NMHD®OPMALINA O BKNTALE ABTOPOB

LLlaposa H.I. n ActaxoBa T.M. pa3paboTanu akcne-
pumeHT. AcTtaxoBa T.M. n Kapnos H.C. nogrotosunu

obpasubl KuweyHnKa Kpbic. ActaxoBa T.M., Kapnos
H.C. n Epoxos T[.A. nposenn 3KcnepuMeHTa/IbHOe
uccnefosaHne nporteacoMm B o6pasuax. Kapnos H.C.
MpOBeN CTaTUCTUYECKY0 06paboTKy pesynbTatos. Kapros
H.C. n Llaposa H.I. nogrotoBMAn WAMOCTPATMBHBIN
matepuan. LLlaposa H.I. nogrotosuna gpadt craten. Bee
aBTOPbl y4yacTBOBa/IM B OOCYXAEHUW pPe3ynbTatoB U
KOPPEKTMPOBKE CTaTbK.
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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!

IKoltzov 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 PA28  and immune proteasomes with LMP7 and/or LMP2 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-PA28  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-PA28  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 nccnegoBaHMM paccMaTpmUBaeTCs BANSIHME KYNbTUBMPOBaHMSA in Vitro aSM6proHoB Mbiwn ¢ 200 MKM nn-
HoneBoi Kucnotobl (JIK) B TedeHMe 48 4 Ha X XKM3HECMOCOBHOCTb Nocse BUTpudmkaumm. dnyopecLeHT-
Hast MUKPOCKOMNWsi aMBPMOHOB, OKpalleHHbIX DAPI, nokasana ycuneHue parMmeHTauum sgep B rpynne
nocne Bo3aeiicTeus JIK 6e3 KpuokKoHcepBaL M, U 3Ha4YMTENbHOE YMEHbLLIEHWE YMCNa KNeTOK Yy BUTpUGn-
LMpOBaHHbIX 3MBPMOHOB Yepes 24 4 Noc/e X oTorpesa. Takum 06pa3om, KynbTUBUpOBaHUe in vitro ¢ JIK
CHMXaET XXM3HECMOCOOHOCTb IMOPMOHOB MbILLK MOC/E BUTPUMKaLUN.

KntoueBble €n1oBa: MbILIW, MPEUMMNAHTALMOHHbIE 3MOPUOHBI, BHYTPUKIETOUHbIE IUMWABI, KYNbTUBUPOBA-

Hue in vitro, TMHONEBas KMUCNOTa, BUTpUUKaLma
DOI: 10.31857/50475145022010025

BBEAEHUNE

NvunngHele rpanynbl (J1IM) ABNAKOTCS BHYTPUKIe-
TOYHBbIMWU XpaHUIMLWAMWN XXUPHbIX Kncnot (OKK),
TPaLMATINLEPVHOB, N APYTUX COeAUHEHWTA, HEOOXO0-
ANMbIX ANt MeTabonnsma, cMHTe3a Memopar (Walther,
Farese, 2012; Welte, Gould, 2017), a Tak:ke HOpMa/bHO-
ro passBuTUA NPENMNIaHTaLNOHHbIX 3apOAblLLeli Mbl-
Leii (Tatsumi et al., 2018). ST KNETOUHbIE BKNHOUYEHNS
YyBCTBUTE/bHbI K OX/I2XKAEHWNIO M MOTYT B/INATL Ha 3¢)-
(PeKTUBHOCTb KPMOKOHCEPBALMW 3MOPMOHOB Y He-
KOTOpbIX BUA0B MiekonuTatowmx (Pereira, Marques,
2008; Amstislavsky et al., 2019). Mbiwb, Hapsay ¢
APYrMMU MNEKONUTAKOWMMU, UCMOMb3YETCH B Kave-
CTBE MOfeNn 419 MOHMMaHUA PO BHYTPUKIIETOY-
HbIX IMMUA0B B CO3PeBaHUM OOLMTOB U PasBUTUU
npenmnIaHTaUMoHHbIX 3apogpbiweid (Dunning et al.,
2014; Arena et al., 2021).

PaHee 6b1/10 MOKa3aHo, YTO YC0BMSA Ky/IbTUBUPO-
BaHWUA in Vvitro npeMmnnaHTauMOHHbIX 3MO6PMOHOB
MOTYT BIMATb Ha KONIMYECTBEHHbIM N Ka4eCTBEHHbIN
COCTaB WX BHYTPUKNETOYHbIX nunngos (Lapa et al.,
2011). B yacTHOCTH, pasnnyHble XK, fo6aBneHHbIe
B NUTaTe/IbHYIO cpeay, MOryT NPUBOAUTL K U3MeHe-
HUMto cocTasa JII 3MOPMOHOB MIEKOMUTAIOLLINX, UTO
BNUSAET Ha Mx pa3suTme in vitro (Nonogaki et al., 1994;
Hochi et al., 1999). Takoi a(pcheKT OKa3sbIBaeT, Ha-
npumep, nMHonesas kucnota (J1IK), Kotopast MoXeT
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NPUBECTU K U3MEHEHWIO BHYTPUK/IETOYHOIO NPOpu-
nsa XKK oouutoB KpynHoro poratoro ckota (KPC)
npu nx cospesaHuu in vitro (Lapa et al., 2011). Tak-
Xe, KynbTuBMpoBaHue in vitro amépuoHos KPC B
cpefe, LOMONHEHHOW KOHBbIOMMPOBaHHbLIM M30Me-
pom JIK, TpaHc-10, ymc-12 oKTageKagueHoBOM Knc-
notoit (K/NK), yny4yiaeTt nx BOCCTaHOB/IEHWE NOC/E
BuTpudmnkaumm (Pereira, Marques, 2008). bbinio no-
Ka3aHo, 4YTO BO BpPeMs KyNbTUBMPOBAHUSA in Vitro
KJ/TK NpoHWKaeT B K/ETKN NpenMniaHTaunoHHbIX
aMbpunoHoB KPC, Bbl3blBaeT MOBbILWEHHYO TEKY-
YeCTb UX MembpaH, a Takxe nonagaet B JII (Pereira,
Marques, 2008). Halue npegbigyliee nccnefoBaHme
nokasasno, 4To Ky/bTUBUPOBaHME in vitro aM6pruoHOB
MblLLel ¢ JIK BbI3bIBAeT YBE/IMUEHME OOLLIEFO KOMN-
YecTBa BHYTPUKI/IETOYHbIX /MNUAOB WU CTEMEHUN WX
HEHaCbILWEHHOCTN, a TakKXe BbI3bIBAeT CHUXeHUe
TemnepaTypbl Hayana a3oBoro nepexoja AMNULOB
(DI11), HO He BNUSAET Ha UX XKM3HECNOCOBHOCTL MOo-
c/e npouesyp Mea/ieHHOro NporpaMMHOro 3amopa-
XUBaHUA M nocnegytowiero ottamaHms (lgonina
etal., 2021). Lienbto faHHOWM paboTbl SIBNANOCH M3Y-
yeHue BnsaHNA JIK Ha aththeKTUBHOCTbL BUTPUDUKa-
LN 3MOPUOHOB MbILLIEN M X NOCNeaytoLLee pasBu-
Tuhe in vitro.
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MATEPUANBLI U METO/bI

B akcnepumeHTe 6bIN0 MCN0ONb30BaHO 17 nono-
BO3pe/iblX CaMOK W LUeCTb CaMLOB MbILLEA NIMHUN
CD1 B Bo3pacTe OT ABYyX [0 Tpex MmecsLes. XX1BOT-
HbIX COAepPXKan B CTaHAAPTHBIX YCN0BUAX KOHBEH-
LiIMOHaNbHOro BMBapua VIHCTUTYTa LIUTONOTNN U re-
HeTukun (HoBocmbupck, Poccus).

CamoK Mblwlen nMHUKM CD1 Ha cTagnmn nNpoacT-
PyC-3CTPYC CCaXMBaIN Ha HOYb C (PepTU/IbHBIMU
camuamu 3To Xe NNHUK. eHb 06Hapy>XeHns Baru-
Ha/lbHOM NPOOKK CUMTaNN MEPBbIM JHEM GepeMeH-
HOCTW. Takux CaMOK Mofgeprasiv aBTaHa3un nyTem
ANCNOKAaLMU LIENHbIX NO3BOHKOB Ha BTOPOW [eHb
6epeMeHHOCTH, B 14 4. AliLeBoabl N MaTKy U3BMEKA-
nm 1 npombiBanun cpefoit Flushing Solution (Ferti-
Pro, Benbrusa), kak onvcaHo paHee (lgonina et al.,
2021).

Mepep BUTpUbMKaLMein aM6PUOHbI 6blIn Noje-
NeHbl Ha [Be TPynrbl, KOTOPble Ky/bTUBMPOBA/IN
in vitro: 1) KoHTponb (N = 82), 6e3 gobasneHns /1K
(Merck, 'epmanus) B cpegy KSOM (Merck, 'epma-
HKA); 2) ¢ pobasneHnem 200 mkM NIK (n = 107).
[aHHas 1031poBKa BbIbpaHa HaMn UCXOAA U3 HaLLnX
npesBapuTe/bHbIX UcCnesoBaHuiA. CornacHo Halueb
npegplgyLieii paboTbl, 3Ta 403MPOBKa 6blna ONTU-
MaJIbHOM Ans pasBuUTUS 3MOPUOHOB Mblllel 6e3
KpuokoHcepsauum (Igonina et al., 2021). Mepeg fo-
6asneHunem JIK B cpegy KSOM ero npeasaputenbHO
CMeLUMBaN € Obl4bMM CbIBOPOTOYHbLIM &/1b60YMUHOM
B COOTHOLeHUN 3 : 1. KynbTnBmnpoBaHue in vitro npo-
n3soamnn Ha 35 mn yawwkax Metpu (Corning, CLUA)
B 20 MKn Kannsix KSOM B rpynnax no 3—5 amépuo-
HOB MNOA MUHepa/ibHbIM Macsiom (Merck, Germany) B
TeyeHune 48 u npn 37 C, 5% CO, 1 BnaxkHocT 90% B
CO,-mHKy6aTope New Brunswick™ Galaxy 48R
(Eppendorf, l'epmaHuns). IMOpUoHanbLHOE pa3BuUTHE
KOHTPO/IMPOBa/IN BU3Ya/IbHO MOA MUKPOCKOMOM S8
APO (Leica Microsystems, lepmaHust). Iocne Kynb-
TMBUPOBAHMSA 3MOPMOHbI U3 KaXJ0WN rpynnbl QrK-
cvpoBann B 4% napadopmanbgernge (XnimMegq,
Poccus) Ha PBS n okpawmvsanu 2 mkr/mn 4,6-amna-
MnanHo-2-tpeHnnHgona — DAPI (Merck, Nepma-
HKA): KoHTposb (n = 35), rpynna nocne JIK (n = 39);
OCTaBLUMECA 3MOPUOHbI  KPUOKOHCEPBMPOBAIN:
KOHTpOsib (N = 41), rpynna nocne JIK (n = 64).

[na sutpmndmkaymm 2—3 ameprnoHa nomeLLanu B
cpegy FertiCult Flushing (FertiPro, Benbrus), nocne
4ero NepeHoOCUIN B ypaBHOBELLIMBAIOLLLYHO Cpefy, CO-
aepxatuyto 20% heTanbHOM TeNnsiubein CbIBOPOTKN —
PTC (XvmMeg, Poccus), 7.5% nponuneHrnmkons —
Mr (XumMeg, Poccnst) 1 7.5% gmnmetnncynsoKcu-
pa— OMCO (XumMeg, Poccust), Ha 3 MUHYTbI, a 3aTEM
B Cpefy 4nA BUTpUMKauumu, cogepxkailyto 20%
PTC, 16.5% Mr, 16.5% AMCO un 0.5 M caxapo3sbl
(XumMeg, Poccunsa) Ha 25 cekyHp npy KOMHAaTHOW
TemnepaType. Ha nocnegHem artarne aMOpUOHBI Me-
peHocunn Ha Cryotop (Kitazato, AnNoHUA) ¢ MUHU-
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Ma/lbHbIM KOMIMYECTBOM Cpefbl U Cpasy Xe Mnorpyxa-
nv B Xuakunin azot (LN,) Ans xpaHeHus.

Ona otorpesa Cryotop goctasanu us LN, 1 nome-
weH B cpegy FertiCult Flushing ¢ pgo6asneHuem
0.25 M caxaposbl npu 37 C Ha ogHy MUHYTY. Nocne
4ero, aM6PMOHbI NEPEHOCUNN B CPeLy, COAEPXKaLLyHO
0.15 M caxapos3bl, Ha MNATb MUHYT, & 3aTeM MPOMbIBa-
NN cpepori 6e3 KPUOMPOTEKTOPOB WM CTaBUIN Ha
KynbTypy in vitro B 20 Mkn kannto cpegbl KSOM B
CO,-nHkybartop Galaxy 48R Ha 24 yaca, npu Tex xe
YCNOBUAX, KOTOpble ObIM ONUCaHbl Bbile. locne
KY/IbTUBMPOBAHUSA 3MOPUOHbI U3 KaXK4OW rpynnbl
thukcuposanm B 4% napaopmansaernge Ha PBS n
okpatuvsanm DAPI (koHTponb: n = 39, rpynna nocne
NK: n =54).

OkpalumBaHume ambpnoHos DAPI fo n nocne But-
pymnKaumm NpoBOANAN Mo NPOTOKOSY, ONUCAHHO-
My Hamu paHee (lIgoninaetal., 2021). MogcueT uncna
NHTep(asHbIX A4ep N UX (hparMeHTOB B pa3BmMBalo-
LLMXCA MOpy/nax u 6nactoumcTax npou3BOAUIN MNy-
TeM BM3ya/lbHOW OLLEHKM NpenapaToB C NPUMEHEHN-
eM hnyopecUeHTHOro Mukpockona Axiolmager Al
(Carl Zeiss, l'epmaHnst), UMEIOLLLETOCS B pacropsixe-
HUn UKIT MABO CO PAH, ¢ cooTseTcTBylOLLMM
Kyb6nyecKnm punbTpom ana okpatumsaHms DAPI.

CraTnctmyeckyro 06paboTKy pe3y/bTaToB Ucche-
[0BaHNSi MPOBOAWN C MOMOLLIbHO CTaHAAPTHOrO Make-
Ta nporpammHoro ob6ecriedeHnss STATISTICA V 8.0
(StatSoft, Inc.). [lonn 3apofplLLeii, pasBuUBatoLLMXCS
A0 CcTagnm Mopynbl U 61acTOLMCTbI CpaBHUBANN C
MOMOLLIbIO TecTa Xu-KBagpar. [ns cpaBHeHUA faH-
HbIX M0 YNCNY KNETOK B AMOPUOHAX N MHAEKCY dhpar-
MeHTaLuMM UCNonb3oBann t-kputepuii CTblofeHTa.
Pe3ynbTaTbl CUMTaIN CTATUCTUYECKM 3HAYUMbIMU
npu p <0.05.

PE3Y/NIbTATHI

B xo4e mpoBefeHHOro mccnefoBaHUsA He Oblio
BbISIB/IEHO JOCTOBepHOro BnvaHuna JIK Ha gonto pas-
BMBAOLLMXCS MOPYN M B61aCTOLMCT, a TaKxXe cpefHee
YMCNO KNIETOK Ha AM6PUMOH (Tabn. 1). OfHako B rpyr-
ne, nocne Bo3geinctena JIK, Habnaan0Ch 3HaunN-
TenbHoe yBennyeHme (p < 0.05) nHaekca pparmeHTa-
Lu1m agep no cpaBHeHUIO ¢ KoHTponeM (13.2 £ 2.3 u
7.6 £ 1.2 COOTBETCTBEHHO).

Mocne npoueayp BUTpuUMKauuu/oTorpesa He
ObI10 BbISAABMIEHO [OCTOBEPHbIX Pa3INYnii No fone
passuBaromxca 6nactounct mexay JIK n KoH-
TponbHoOI rpynnamu (tabn. 1). Tem He MeHee, 3Ha-
untenbHoe cHwxeHme (p < 0.05) cpeaHero umcna
K/eTOK Ha 3MOPMOH 6bI1110 06HapyxeHo B rpynrne JIK
Nno cpaBHeHWUIO ¢ KOHTponem (50.1 +£3.9 n 65.0 £ 4.7
COOTBETCTBEHHO). Hawn pe3synbTaTbl Takke Moka-
3bIBaKOT, YTO BUTPUUKALAA He MOBANSANA Ha par-
MeHTauuto saep (ta6n. 1).
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Tabnuua 1. Pa3BuTue 3MBPMOHOB MbILLIEN B KyNbType in vitro 4o 1 nocne BUuTpucmnkKaumum

KynbTuBupoBaHwue in vitro améproHoB ¢ 200 MKM nnHoneBol kucnotoii (JIK) o Butpudmkaumm

Yuncno passmBaroLLMXcs SMOpUOHOB, % OkpatumsaHue DAPI3
0 1 Yucno
pynnbl 3MGPUOHOB - GnacToLyCT NOBPEXAEHHbIE | YMCO KNeTOK | hparMeHTaums
3MOPUOHBLIZ | Ha 3MOPMOH anep, %
KoHTponb 82 22 (26.8) 60 (73.2) 4(4.9) 28926 76+12
K 107 27 (25.2) 80 (74.8) 12 (11.2) 28.3+25 13.2 +£2.3*
Pa3BuTne aMOPUOHOB B KY/bTYpE in vitro nocne BUTpUMKaLmum
y Yucno pa3BuBaoLLMXCS IMOPMOHOB, % OkpatumsaHve DAPI®
ncno
Mpynnebl
3M6pPU1OHOB 4 | YNCNO KNETOK | (hparmeHTaLus
6nacToumcTbl NOBPEXAEHHbIE 3MOPUOHbI Ha SMGPOH anep, %
KoHTponb 41 31 (75.6) 10 (24.4) 65.0+4.7 13.7+25
K 64 38 (59.4) 26 (40.6) 50.1 £ 3.9* 16.5+2.9

*p < 0.05 N0 cpaBHEHWUHIO C KOHTPOJIEM.

1 OMOPUOHBI OT KaXXA0W CaMKW Oblnn ciyyaliHbiM 06pa3oM pacrpegesneHbl MeXay ABYMS rpyrnamu.

24ucno 3MOPUOHOB, KOTOPbIe UMeoT 20% 1an 6onbLLE MEPTBbIX KNETOK (015 OT 06LLEro YMcna passmBatoLLMXCst SMOPMOHOB).

3yucro 3MOPUMOHOB, B3ATbIX AN oKpawmeaHus DAPI, coctasnsno 39 B rpynne, nocne Bosgeiictauns JIK, 1 35 B KOHTpoe.
Yumcno aMbpMOHOB, KOTOpble UMetoT 40% nin 60nbLLE MEPTBbIX KNETOK (015 OT 06LLEro YMcna passmBatoLLMXcst IMOPUOHOB).

5Yucno 3MOPUOHOB, B3SITbIX /19 OKpalLmBaHusi DAPI, coctaensno 54 B rpynne, nocne so3gaeiictems JIK, n 39 B KOHTpone.

OBCYXOEHVE

HacTtosiliee nccnefoBaHne nokasano, YTO BO3-
pencteune JIK npu KynbTUBMPOBAaHWM in Vitro He BNK-
A0 Ha 4acToTy MPeMMNNaHTaLMOHHOIO pasBuUTUSA
Mbiwen. OfHaKo Habn4anoch yBennveHue gpar-
MeHTaLUuMn agep B rpynne, nocne Bosaencteus J1K,
Mo CpaBHEHWIO C KOHTponem. CKopee BCEro, atoT
3(pheKT MOXET ObITb cBA3aH C BAnsHMEM JIK, no-
CKOJIbKY Halla npeblgylias pabota noareepavna,
4To Ta e fo3a JIK, fobasneHHas K aM6proHaM Mbl-
LUEe NPy KynbTUBMPOBaHMM in Vitro, Bbi3Basia BO3-
pacTaHue OOLLero KosmyectBa BHYTPUKIETOYHbIX
nmMnnaoe B amMbpuoHax mbltn (Igonina et al., 2021).
B 6onee paHHeM wuccnefoBaHUM OblIO MOKa3aHO
yrHeTatolLee aeicteme JIK Ha pa3BmMTrE 3MOPNOHOB
Mbllei B fgosax 223—319 mkM (Nonogaki et al.,
1994). OpgHako y KPC Habntoganocb nosioxuTesb-
Hoe BnsiHWe JIK B KynbType in vitro Ha pa3BuUTrE M-
6proHoB (Hochi et al., 1999). 311 nUccnegoBaHWA No-
Kasa/n, UTo Npupofa aTnx athheKToB MOXKET 3aBUCETb
OT BW/0BOM MPUHAZIEXXHOCTU UCC/IELyeMbIX YXUBOT-
HbIX 1 gosbl JIK (Nonogaki et al., 1994; Hochi et al.,
1999). B yacTHOCTU, Ha KPYNHOM poraTtom cKoTe Mno-
Ka3aHo, 4YTO C yBe/IMYeHMEM [03bl 018 pa3BUBato-
LLMXCA IMOPUOHOB CHaYasa yBeIMYnBaETCs, a 3aTeM
ymeHbLiaetcst (Hochi et al., 1999). B gpyroii pa6ore,
TaKXe BbIMNO/IHEHHOW Ha KPYMHOM poratoM CKOTe,
nsyyanu snnsiHne KJ1IK Ha aMBpUOHbI; 6b110 Noka-
3aHO TPaH3UTOPHOE YrHETEHME UX Pa3BUTUA MPU CO-
NOCTaBUMbIX [03ax W Moc/eaytowem ocnabneHmum
aToro agppekTa CO BPEMEHEM KyNbTUBUPOBaHUA
(Dias et al., 2020). B uenom, Hawuu pesynbTaTbl ge-
MOHCTpUpYtoT, uTo JIK B go3e 200 MKM oKasbiBaeT

NNLLb HE3HAYNTENIbHOE, XOTSA U JOCTOBEPHOE, MOBbI-
LLEHWe YPOBHSA hparMeHTauun saaep B KneTkax am-
OGPUOHOB, HO OTCYTCTBME BIMSHUS Ha Pa3BUTME M-
OGPMOHOB MbILLIETA.

Mexgay Tem, Hawwn pesynbTarbl AEMOHCTPUPYIOT,
4To BO3geicTeme JIK Npy KynbTUBMPOBaHMWM in Vitro
COMPOBOX/AAEeTCA YrHeTEHWEM Pa3BUTUSA SMOPMOHOB
nocre Ux BUTPUMKaLMM 1 NOCeAyoLero otorpe-
Ba. HecmoTpsa Ha TO, 4TO gona 6nactoumct Gbiia
CXOLHOWM Mexay rpynnamm, CpefHee YMCIO KNETOK
Ha 3M6PMOH ObI/I0 HYXKe B rpyrne, KOTOPYH A0 BUT-
pydmrKaunmn KynbTuemuposanu ¢ JIK. 3ty pesynbrarsl
OT/IMHAKOTCA OT AaHHbIX Hallei npeabiayLieni pabo-
Tbl, rae JIK B TOV e JO3UPOBKE He Bbi3blBa/ NU3MeHe-
HWUS KayecTBa AMOPUOHOB MblLLE NOC/e MeaJ/IeHHO-
ro samopaxmaHus/oTtameaHus (lgonina et al.,
2021). 10T 3h(heKT, BEPOSATHO, CBA3AH C TEM, YTO
npv MeA/ieHHOM 3amMOpaXKMBaHUKN TemnepaTypa Ha-
yana P11 6bina HXKe nocne obpaboTkm J1IK (Igoni-
na et al., 2021), ogHako BO Bpemsi BUTPUMKaL MU
®I1JT nponcxoanT MOMEHTASTLHO.

Halue nccnegosaHune nokasano, YTo NPevmMniaH-
TaUMOHHbIE 3apO/bILLM MbILLER, Noce BO3AENCTBUSA
JIK, MMeloT CHMKEHHYIO KPMOTONEPaHTHOCTb; 3TU
BbIBO/b! PA3HATCA C pe3ynbTaTaMun 3KCNepUMEHTOB,
NpoBefeHHbIX paHee Ha pasINYHbIX BULAX CEe/TbCKO-
XO35ACTBEHHbIX XMBOTHbIX (Hochi et al.,, 1999;
Pereira, Marques, 2008; Dias et al., 2020), UTo MOXXHO
00BACHUTL CYLLECTBEHHO MEHbLUMM COfepXKaHMeM
BHYTPUKETOUHbIX NMNMA0B Y Mbln (Amstislavsky
et al., 2019). PacxoxaeHve mexay npeactaBneHHbI-
MW HaMW JaHHbIMW U NPeablayLLMMN pe3ynibTaTamu,
NOMYyYeHHbIMW Ha 3MOPMOHAxX KPYMHOro poraroro
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CKOTa U CBUHE MOXHO 00bACHUTb BUJOBOI Cneuu-
(h1KOIA, a TaKXKE Pa3NMuNsIMU BO BPEMEHWN KY/bTUBU-
poBaHuA U ucnosnb3yembix fo3ax JIK. Mbl nonaraem,
yTO yBENNYeHMe YPOBHA HEHACHILLLEHHOCTWN BHYTPU-
K/IETOYHbIX IMMNL0B MOXKET MOMOXNTENIbHO NOB/N-
ATb Ha 3(PHEKTUBHOCTb KPMOKOHCEpBaLLMK 3MOPUO-
HoB KPC n CcBUHeN; npn 3TO0M 06LLlee KONNMYecTBo
BHYTPUK/IETOYHbIX NNNUL0B Y 3TUX BULOB Cylle-
CTBEHHO He MeHsieTcs. C Apyro CTOPOHbI, OTHOCU-
Te/flbHOe BO3pacTaHme 06LLEro KOMM4YecTBa BHYTPU-
KNETOUHbIX NMMMMA0B 6bI/10 3HAYNTENbHBIM Y 3MOPU-
OHOB MbILLUW, KYNbTUBMPOBaHHbIX C TOV e o301 JIK
(Igonina et al., 2021), 4TO MOXeT 6bITb NPUYNHOIA
CHWXXeHMS pe3y/bTaToB KPUOKOHCepPBaLMn B rpymnne
JIK, Habntogaemoii B JjaHHO paboTe.
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OMO3TUKE.

MH®POPMALIA O BK/TALE ABTOPOB

AsTopbl E.FO. BpyceHuges, T.H. roHuHa n C.A. AMcTu-
CNaBCKWiA Npuaymann 1 paspabotann amsaiiH aKcnepu-
MeHTa. ABTOpbl E.HO. BbpyceHues, T.H. WVroHunHa wn
C.B. OkoTpy6 nonyyanu npemmniaHTaLmoHHbIe 3MOpUO-
Hbl, MPOBOAWIN NX BUTPU(NKALMIO U OTOTPEB, & TAKKeE UX
Ky/NbTMBMpPOBaHWMe in vitro. ABTop 3.A. Uyiiko nposoaun
okpatumsaHve DAPI, nogcyet uncna uHTepasHbIX aaep, nNx
(hparMeHTOB 1 MeTadiasHbIX MIaCTUHOK B Pa3BUBAIOLLIMXCS
6nactoumctax. AsTopbl E.HO. BpyceHues, T.H. UroHunHa,
C.B. OkoTpy6 n C.A1. AMCTUCNaBCKMIA y4acTBOBaIUN B 06-
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paboTke gaHHbIX. ABTOpbI E.FHO. BpyceHues, T.H. roHnHa
1 C.A. AMCTUCNAaBCKNIA y4aCTBOBa/IM B HaNMcaHUM TEKCTA
cTaTbu. Bce aBTOpbI yyacTBOBa/IM B 06CYXEHWUMN Pe3y/ib-
TaToB.
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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 *
Linstitute of Cytology and Genetics, Russian Academy of Sciences, Siberian Branch,
prosp. Lavrentyeva 10, Novosibirsk, 630090 Russia
*e-mail: amstis@yandex.ru

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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[na 3BONOLUMOHHON Hepobronornm 2021 rof cBsi3aH ¢ 60MbLUMMUK AOCTVKEHUSIMU B UCCNEA0BaHUSIX,
OMVIPaIOLLMXCS Ha METOLbl MO/IHOreHOMHOTr 0 K/1IETOYHOI0 CEKBEHMPOBaHUS. 3TW UCCeA0BaHNS MO3BON-
NN CYLLEECTBEHHO MPOABUHYTLCA B MOHUMaHMM LeNoro psifa (hyHaaMeHTalbHbIX BOMPOCOB. Kak 1 Korga
MOSIBUANCH NePBble HEMPOHbI B 3BO/IOLIMM XXMBOTHbIX? KaknMu 6b11n NepBble HEPBHbIE CUCTEMbI 6a3anb-
HbIX Metazoa, 1 4T0 MOrno 6bITb yHac/e0BaHO COBPEMEHHbIM MO3roM MO3BOHOYHbIX OT UX iPEBHEN Op-
raHnsaumm? MNoyemy rnytamar CTas AOMUHMPYIOLLMM HEMPOTPaHCMUTTEPOM B MO3re MIEKOMUTAIOLLMNX?
Kakue reHbl 1 Kaknm 06pa3om onpegenstoT OTIMYMS MO3ra Ye/loBEKA OT APYTMX MO3BOHOUHbIX? Kak 4acTo
B HEPBHOI CUCTEME Pa3HbIX TUMOB MHOTOK/IETOUYHbIX XXMBOTHbIX HabN04aeTCsA KO-TpaHCMmMccKs (MCNosb-
30BaHWe OAHVM HENPOHOM HECKO/IbKUX K/TACCUYECKUX HEPOTPAHCMUTTEPOB)? AHa/IN3Y N3MEHEHWIA Teo-
PETUYECKMX MONOXEHWNIA 3BOMHOLNOHHOW Helipo6rMonorMm, KoTopble CBA3aHbl C 06006LLEHNSAMN pe3ynbTa-
TOB MOCNEAHUX NET, MOCBSILLEH AaHHbIN 0630p.

KntoueBble CoBa: MPOUCXOXKAEHWE HEAPOHOB, HEMPOTPAHCMUTTEPLI, FyTamaT, KO-TPaHCMUCCUS!, 3BOJIO-

uunA HepBHOVI CNCTEMbI, COMaTU4ECKNE MyTalUln reHOMa HeﬁpOHOB, rnyTaMaTHbIE peuenTopbl

DOI: 10.31857/50475145022010086

BBEAEHUNE

2021 rof, MOXXHO MO Mpasy cyUTaTb MNePeIOMHbLIM B
N3y4eHUN 3BOMOLMM HEPBHOM cuctembl. Cpasy He-
CKOJ/IbKO BaXKHbIX BOMPOCOB Bbl/N UCCNeA0BaHbI C He-
BUAAHHbIM paHee 3KCMNEPUMEHTA/IbHLIM Pa3MaxoMm.
Kak 1 Korga nosiBunnch nepsble HEPOHbI B 3BOJHO-
LM XKMBOTHbIX (OAWH WM HECKO/bKO pa3)? Kaknmu
OblN MepBble HEPBHbIE CUCTEMbI, Y YTO MOI/I0 ObITb
yHacnegoBaHO COBPEMEHHbLIM MO3rOM MO3BOHOYHbIX
OT MX IPEBHEN OpraHmn3aLmm? YTo 6b1/10 paHbLUe, Heil-
POH WAM HelpoTpaHcMUTTep? [Moyemy rnyTamar,
OAMH 13 caMbIX pacrnpoCcTPaHeHHbIX BHYTPUKIETOY-
HbIX METaboNNTOB, CTaN JOMUHUPYHOLLMM BO36YX-
JalOLLMM HelipOTPaHCMUTTEPOM B MO3re MIeKomnu-
TaloLWMX? HaCcKoMbKO BXKHO TPAHCMUTTEPHOE pasHo-
o6pasve Ans yHKLMOHMPOBaHNS HEPBHOM CUCTEMbI
KaK OHO MEHS/10Cb B 3BO/HOLLMM MHOTOK/IETOYHbIX XXW-
BOTHbIX? VIHTepecHenLLVe NCCNeA0BaHWA BELYTCA U Ha
BEPLUMHE 3BOJIIOLMOHHONM LUKa/bl MO3BOHOYHbIX, Ha
YesIOBEKE M NMpUMAaTax: € LIe/bio NMOHATb, KaKue reHbl U
Kakum 06pa3om onpeaennam oTanyme Mo3ra 4enoBe-
Ka OT Apyrux N03BOHOYHbIX. CyLL,eCTBEHHO NpoaBu-
HYTbCS B NMOUCKe OTBETOB Ha BCE 3TN BOMPOCHI yAa/10Ch
6narofiapsi BbIXO4y B CBET My6/mMKaumii, pesynbTaTtbl
KOTOPbIX OMMPAKOTCH Ha OTHOCUTE/IbHO HefaBHO Mo-
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SIBMBLLINECA METO/bl NOTHOFEHOMHOIO W TPAHCKPWI-
TOMHOTO CeKBEHVPOBaHWsI, B TOM YMC/E eANHUYHBIX
KneToK. CpaBHUTENbHbIE UCCNef0BaHMS, BbINOM-
HEHHble Ha NPeACTaBUTENSX 6ONBLLOIO YMcna fane-
KWX [PYT OT Apyra TaKCOHOB, BCEr/Aa Bbl3bIBa/N UH-
Tepec, 0iHaKO OHM GbIIN TPYAHO Peann3yeMbiMU 10
NosIBNEHNS HOBbIX METO/0B, CYLLIECTBEHHO CHU3UB-
LLNX TPYAOEMKOCTb U 3aTPATHOCTb CEKBEHMPOBAHMSI.

MPONCXOXAEHWVE HEWPOHOB,
HEMPOHAJ/IbHOW CEKPELIN
N HEMPOTPAHCMUTTEPOB

Hactoswum npopbiBOM cTann paboTbl, aBTopbl
KOTOpPbIX 0611aJat0T LUMPOKOW 3pyAuLIMEN, 1 ycreL-
HO MCMNO/b3YIOT HOBblE METOLMYECKNE BO3MOXXHOCTU
4N peLleHns pyHAaMeHTa/IbHbIX BOMPOCOB 610/10-
rmn. K yncny Takmx pabot oTHocaTca ny6nmkaumm
rpynnbl Nnpodpeccopa JleoHnaa Moposa (Leonid Mo-
roz) n3 Yumeepcuteta ®nopugbl (CLLUA), KoTopbIit
CBOW MHTEPEC K BOMpOocaM NPOUCXOXAEHUS HENpo-
HOB U XMMWNYECKOWN CUTHaIM3aLmn CBA3bIBAET C pa-
60Tamu BblgatoLlerocs Heiipobmonora A.A. Caxapo-
Ba (paboTaroLLero B MOCKOBCKOM IHCTUTYTe 61oso-
rmn passutna PAH), KoTopble BbIWAM elle B
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CEeMUNAECATbIX—BOCbMUAECATbIX rofax MpoLuioro Be-
Ka. ImeHHO [1.A. CaxapoBy NOCBsALLEeHa Of4Ha N3 CTa-
Tein J1. Moposa (Moroz et al., 2021), B KOTOpO#A no-
CnefoBaTeNlbHO NMPOBOAMTCA BepUMKauma MHOMUX
paHHux naen O.A. Caxaposa: “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”.
MepeyncnvM OCHOBHbIE U3 HUX.

1. MonureHns nnm MHOXKeCTBEHHOE MPOUCXOXAEHMe
HelipoHOB B 3BONOLMMU. [MONHOreHOMHOe CeKBEHU-
poBaHue npeacTaBuTeNneil NATU 6a3anbHbIX TaKCO-
HOB MHOIOK/IETOYHbIX OpraHM3MoB: rpebHEBMKOB
(Ctenophora), ry6ok (Porifera), nnactnHuatbix (Pla-
€0zoa), cTpeKatomx (Cnidaria) 1 iByCTOPOHHECUM-
MeTpuruHbIX (Bilateria), fano HoBble (haKTbl B NONb3Y
3TOro MNpeanonoXxeHus. Hannuve HemnpoHOB Noa-
TBEPXKAEHO TO/IbKO Y TPEX U3 3TUX TaKCOHOB, OHU 06-
Hapy>keHbl Y CTPEKatoLLMX, bunatepuii n rpebHeBun-
KOB. MocneaHme nNpu 3ToM UNOreHETUYECKN Haxo-
ASTCSA fanblue OT CTPEeKalLWuX U 6unatepuii, yem
TaKCOHbI, He MMEIOLLME HEMPOHbI, a UMeHHO Porifera
n Placozoa. MNepBoe cBUAETENLCTBO HE3aBUCMMOIO
NPOUCXOXAEHUN HEMPOHOB Yy TPeGHEBUKOB Oblo
nonyyeHo ewle B 2013 r.: Ha reHOMHOM YPOBHe Bbl-
SABUBW/INCH CYLLIECTBEHHbIE OT/INYNA HEPBHOWN CUCTE-
Mbl rpe6HEBNKOB OT CTPeKaroLLMX 1 bunatepurii (Ryan
etal., 2013). HeilpoHbl rpebHEBMKOB, PacroNOXeH-
Hble B Me30r/Iee U 3KToAepMe, OTMYatoTcs Apyr ot
Apyra no TpackpunToMy 1 MopgoorMyeckmm 0co-
6eHHOCTAM (HOPMUPOBAHNSA CETU, MO3ITOMY HEKOTO-
pble nccneaoBaTenn NPeanoYMTatoT rOBOPUTD O ABYX
HEepBHbIX cUCTEMax rPebHEBMKOB C MpPeanonoXun-
Te/lbHO He3aBMCKMbIM NMPOUCXOXAEHMEM U3 Pa3HbIX
KNeToK-npeaLecTteeHHNKoB (Moroz et al., 2021).
CxofHble NMPUYNHbLI NO3BOININ TOBOPUTL U O [BYX
HepBHbIX CUCTeMax CTPeKarLLMX, PACNONOXEHHbIX,
B OT/INYME OT rPeOHEBMKOB, B 3KTOAEPME N 3HTOAEp-
me (Moroz et al., 2021). HepBHasl cuctema 6unaTte-
pviA, B CBOKO OYepefb, Ha YPOBHe TpaHCKpUMTOMa n
MOPCONOrMM OTINYAETCSA OT HEPBHbIX CUCTEM Fpeb-
HEBUKOB W CTPEKAIOLLIMX, YTO NO3BOMNSIO Npesnosa-
ratb He3aBUCUMOCTb MPOUCXOXAEHUA N 3BONOLMMN
HEeMpPOHOB B 3TUX rpynnax. eHOTUNNYECKOe CXO4-
CTBO HEMPOHOB Y pa3HbIX FPyn npuv 3ToM paccmar-
pvBaeTcA KakK Mnpumep KOHBepreHuun; OHO MOr/IOo
pa3BUTbLCA MO AECTBMEM ABWXYLLErO 0T60pa npu
CXOLHbIX YCMIOBUSAX OKPYXKatoLLer cpeabl.

Ha ocHoBaHWM NONHOTEHOMHOro CeKBEHUPOBa-
HUA Mopo3 ¢ coaBTOpamy MOMYYUIN [aHHble O
TPaHCMUTTEPHBIX CUCTEMAx, MCMOMb3yeMbIX Mpes-
cTaBUTENAMU 6a3a/ibHbIX (PUIOreHETUYECKNX Tpynn
(Moroz et al., 2021). Nccnepgosanocb Hannyue dep-
MEHTOB CMHTe3a, BE3VKY/NAPHOro nepeHoca v peuen-
TOPOB, 3BO/MOLMOHHASA ANCTAHLUMA MEXAY HEKOTO-
pbIMX reHaMu peLenTopHbIX 6eKoB. MonyveHHble
[aHHble CBMAETeNIbCTBOBA/IM O CYLLECTBEHHOM pas-
NNYUN XUMUYECKOWN CUTHANN3ALMN B HEPBHbIX CU-
CTemMax FpeGHEBUKOB, CTPEKaloLMX N GunaTtepuii,

4TO XOPOLLIO COr/acyeTcs ¢ UAeen 0 He3aBUCUMOM
NnosiBNIEHUN HEMPOHOB B Tpex rpynnax merasoa. K
yncny Hambosee KOHCepBaTUBHbLIX TPAHCMUTTEPOB
oTHocATtca rnytamar, NO, AT® n nentugsl. OgHa-
KO, Y KHUZapWiA rinyTamaTtHble peLenTopbl BbIsiB/IEHbI
Y HEHEMPOHa/bHbIX KNETOK, YTO OTIYAET UX OT 6U-
narepuin 1 rpebHeBUKOB, UCMOMb3YIOLMX ryTamaT
yXXe B KayecTBe HelipoTpaHCMUTTepa. MOHOaMUHbI
OKasa/INCb XapaKTepHbl TONbKO ANA 6unatepuin u
KHNAAPWIA, HO He BbISBIEHbI Y TPeOHEBUKOB MO fJaH-
Hbim (Moroz et al., 2021b). BrnipoyeM, TpaHCKpun-
TOMHbIVA KNETOUHbIV aHa/IN3 HEPBHOWM CUCTEMbI TApPbI
(Hydra vulgaris) He nogTBepAMA HaMune B HEM MO-
HoaMuHepruyeckmux cuctem (Brunet, Sprecher,
2021). Mo3toMy Ha CEerogHALWHWIA AeHb HENpPOHbI
MOHOaMWHEPrMYeCcKOro heHoTmNa ¢ 60/bLLON Be-
POATHOCTLIO ABNAKTCA N3006PETEHWEM WCKIHOYM-
Te/IbHO GunaTepabHO CUMMETPUYHbBIX XKUBOTHbIX.

2. HeiipoTpaHcMuTepbl 66111 yHACe[0BaHbl OT A0-
HEPBHbIX (JOPM MEXK/ETOYHOM CUrHanmnsauum. ITO
npefcTaBeHne, BbICKa3aHHOE B CepefuHe NpoLusio-
ro seka X.C. KowWToAHLEeM U aKTUBHO pa3B1Baemoe
O.A. Caxaposbim, IA. BysHukosbiv, B.A. bpoga-
CKMM (Hanpumep, Caxapos, 1974; [bskoHoBa 1 Caxa-
pos, 2019; bpopackuii, 2021; Sakharov, 1974; Buznikov,
2007; Brodsky, 2009) yxxe MOXHO cumTaTb O4eBUA-
HbiM. SleoHng Mopo3 npeanaraet 6onee cubHOe
yTBEPXAEHME: “TPaHCMUTTEPbI CAenasv HepBHYHO
cuctemy” (Moroz et al., 2021). Ecnn 6b1 go nosiene-
HMA HEPOHOB He CyLLECTBOBA/IO XOPOLLO Pa3BMTOM
CUCTEMbl XUMUYECKOW MEXKNEeTOYHON CUrHan3a-
LUK, C rOTOBLIMM CUCTEMAMW PeLLenLNN 1 KanbLNA-
3aBMCMMOI CEKpeLmmn, He Oblio Obl HEOO6XOANMOIO
npeaganTUBHOro 6asuca 415 BO3HMKHOBEHWUS HEPB-
HOW cuctembl. CyLlecTBOBaHMe TaKoro npeaganTme-
HOro 6asnca y [OHepPHbIX MHOTOKNETOUYHbIX Takxke
NnokKa3saHo B UccrefoBaHuAX rpynnsl Mopo3a (Moroz
et al., 2021b), cBUAETENLCTBYOLWMX O HAIMUMN pa3-
BUTOM CUCTEMbI MEXK/IETOYHOW CUrHamM3aumum u
NHTerpaLmm noBejeHns 3a CHeT XMMUYECKOM CUrHa-
nn3aumn y nnactuHyarbix (Placozoa). 3ta cepusa uc-
CNefioBaHU CcTasla TakXe BECOMbIM [OKa3aTeslb-
CTBOM eLLe oaHol rmnoTesbl [.A. Caxaposa.

3. BO3MOYKHOCTb HECUHAMTUYECKOI reHepauum no-
BeJeHVS rpynnoi KNeToK ¢ pa3Hoi XMMUYECKOW CUrHa-
nm3aumeint. icxogHo aTta rmnotesa 6bli1a chopmynm-
poBaHa Ans rpynnbl, UK TOYHee aHCamMbisl, Helpo-
HOB, OTBeYaloLMX 3a reHepauuio ornpeaeneHHoro
MOTOPHOIO NnoBefeHus (Hanpumep, 6era, >xeBaHus).
Ewe B 70-X I'T. MPOLLIOro BeKa CTasio N3BECTHO, YTO
Takoe TMOBefeHWE He ABMSETCA MNPOU3BOAHBLIM pe-
(PNEeKTOPHbLIX Ayr, a hopMupyetcst 6narogaps CKoop-
ANHWPOBaHHOI paboTe aHCaM6/1s LEEHTPa/bHbIX Hel-
poOHOB. Takme aHcambiv MOSlyYnIM Ha3BaHWe LieH-
Tpa/ibHbIX reHepaTopoB nattepHa (LIMTT). Ho kak
opraHM3oBaHa CKOOpPAMHMPOBaHHasi paboTa Henpo-
HoB B LLIT1? L Kakum 06pa3omM NpomcxoamT Koopan-
Hauma pasHbix LIFM? A.A. CaxapoB npesnosioxun,
YTO KOOPAMHALINA aKTUBHOCTW HelipoHoB B LI T mo-
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XET MPOUCXOANTb 38 CHET CEKPELMN PasHbIX TpaHC-
MUTTEPOB HEMPOHaMM Pa3HbIX (ha3 1 HaIMYns pasHo-
ro Habopa peLenTopoB K TpaHCMUTTepaM Apyrvm
HepOHOB. Mo3Xe NOABUAUCH faHHble, CBUAETE/b-
CTBYIOLLME O TOM, YTO M3MEHeHWe KOHLeHTpauuu
OIHOTO HelipoTpaHCMUTTePa MOXET KOOPAMHMPO-
BaTb W 60/ee CNoXHOe NoBeAeHNe, OCHOBAHHOE Ha
cornacosaHHol pabote pasHbix LIITI. Mogpo6Hee
060 BCEM 3TOM MOXHO MOCMOTPETb, Hamnpumep
(AbsikoHOBa, Caxapos, 2019).

N3yueHmne ocobeHHOCTeRn 61nonorumn, NoBefeHUs,
hunsmonormm n reHeTUKN npeactasmTenein Placozoa
(Trichoplax, Hoilungia hongkongensis) rpynnoii
N. Mopo3a wn, rnasHbIM 06pa3oM, €ero Yy4yeHuUbl
[apbn POMaHOBOI CTani0 BECOMbIM MOATBEPXKAEHN-
em atoi ngen (Moroz et al., 2021b; Romanova et al.,
2020, 2021). Placozoa OTHOCAT K IOHEPBHbIM MHOIO-
K/ETOYHbIM opraHn3mamM. OHM CNOCcOGHbI K Hanpas-
NEHHOM NOKOMOLMK, AOCTaTOYHO CMIOXHO OpraHn3o-
BaHHOMY NULLIEBOMY NOBEAEHUIO, N36eraHnio. FeHOM-
HbIi aHa/I13 BbISBW JECATKN CUCTEM MEXK/IETOUHOM
CUTHa/IN3aLUN U UX KOMMOHEHTOB, BK/IHOYAOLLUX U
(bepmeHTbI CUHTE3a CUMHA/IbHBIX MOJIEKY/, U peLen-
TOpbI K HAM. Cpean HUX 06HapY>eHbl Knaccuyeckme
HelipoTpaHcMuTTepbl (rnyTamaT, FAMK), 6onbLuoe
yncno NenTUgoB, OKCUA asoTa. TPaHCKPUNTOMUKA
eLMHUYHbIX KNEeTOK MoKasana, YTo pasHble TUMbI
KNeTOK MCMO/b3YT /19 CUTHAIM3aLUKn pasHble CeK-
peTopHble MOJIEKY/IbI N UMEIOT pa3HbIA CMEKTP pe-
LLeNTOPHOM YyBCTBUTENIbLHOCTU. Papmakonormnye-
CKUVe 3KCMNepuMeHTbl [0Ka3ain KOOPAUHUPYHOLLYHO
POJIb HEKOTOPbIX N3 3TUX CUTHA/IbHbIX MOJIEKY/ B Op-
raHm3aunmn noeegeHmsa Tpmuxonnakca. KopoTtkuii 06-
30p 3TUX pesynbTaToB NMpmuBoanTCA B cTatkbe J1. Mo-
po3a c coaBTopamu (Moroz et al., 2021b). Ha Hux oc-
HOBbIBAETCA MPEANONIoXKEHNe O HEeCUHaNTUYeCKOM
opraHu13aumm NepebIX HEPBHbIX CUCTEM B 3BOSTHOLMMU U
60/1ee NO34HEM MOSB/IEHWMM CUHATCOB, NPUYEM TaKXe
MHOXXeCTBEHHOM W HE3aBUCUMOM MOSB/IEHNN B pa3-
HbIX TaKCOHax.

4. N[es o NpoMcxXoXaeHU HeMpOHOB U3 CEKPeTop-
HbIX KNETOK 06CYy)aaeTcsl cpasy B [BYX CTaTbsX TOW
Xe Tpynnbl, ony6/IMKOBaHHbIX XypHanoMm Frontiers
in Molecular Neuroscience B TeMaTU4eCKOM BbIMYCKe,
NOCBALLEHHOM HEKaHOHWYeCKUM adhdeKTam Helipo-
TpaHcmuTTepos (Moroz, 2021; Romanova, Moroz,
2021). K uncny Takmx HeKaHOHMYeCKKX (C TOYKK 3pe-
HUS KNacCUYeCKMX HEMPOdn3n0oIoroB) pyHKLMIA OT-
HOCAT CUrHaIM3aLMI0 B HEHEPBHbIX TKaHAX, NpsiMble
MoauuKaumm 6eIKoB U TMCTOHOB (Hanpumep, aMu-
HUPOBaHWe), ropMoHasbHble 3hdheKTbl. Of4HAKO Npn
paccMOTPEHMU B 3BOJIIOLMOHHOWN NepcneKTuBe aTn
ABMEHUSA, HANpPOTUB, NMPUOBPETAOT KaHOHUYHOCTb,
CTaHOBUTCH O4EBUAHbLIM, YTO OHU CYyLLLECTBOBA/IN 3a-
[0Nr0 [0 NOAB/IEHNA HEMPOHOB U HEPBHOM CUCTEMbI
B 3BONIOLMW. B0nee TOro OHM MOTNV ONPeSeNNTL Bbl-
60p TOro AU MHOTO TPAHCMUTTEPA 419 BbINOTHEHNS
pa3HbIX (hyHKLMM B MO3re.
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Hannune naHHeKCMHOB B reHOMe [JOHEPBHbIX Op-
raHM3MOB MO3BONSET NPEAMONOXNUTL, YTO CEKPETOP-
Hble KNeTKM HayYnUIncb MCNoNb30oBaTb UX He TONbKO
B Ka4eCTBe LLieNeBbIX KOHTAKTOB, HO U NSt aKTUBHOM
HECUHANTUYECKON CeKpeuun TaKMX BELLECTB Kak
AT®, rnytamaT N p. B MEXK/IeTOYHOe MNpoCTpaH-
CTBO AN YCKOPEHNSA 06MeHa curHanamm. To ecTb Oc-
HOBa 6y ayLLMX 3NEKTPUYECKNX CUHAMCOB TaKkXKe MOr-
na 6bITb YHacneAoBaHa HeMpoHaMM OT WX aKTUBHO
CeKpeTMpYIoLWLMX MNpefLecTBEHHUKOB. WHTepecHo,
4TO 3TO OTHOCUTENIbHO HEeaBHO OTKPbITas HeCcUHan-
TWUYECKas CeKpeTopHas (PyHKUMA NaHHEKCUHOB/KOH-
HEKCMHOB TaKXXe COXpPaHWIach 1y COBPEMEHHbIX Mo-
3BOHOYHbIX (Moroz et al., 2021b).

DopMMpoBaHNE HEMPOHOB M3 CEKPETOPHBIX Kie-
TOK 06Ccyaaetcs u B pabote “The chemical brain hy-
pothesis for the origin of nervous systems” (Jékely,
2021). C HeobX0AUMOCTbIO CUHXPOHW3aL MK, KOOp-
ANHAUMM 1 NOBbIWEHNS 3PEKTUBHOCTM CEKpeLnm
CEHCOPHO-HEPOCEKPETOPHbIMU KneTKamu k. XKe-
Ke/n CBSI3bIBAET NMOSAB/IEHME NEPBbIX CUHANTUYECKUX
KOHTaKTOB, MO3BONSHOLWNX 0ObEAMHUTL KNETKM B
eANHYIO CeKpeTupyowyo ceTb. Mpn atom XKekenu
paccMaTpvBaeT He MPOCTO CEKPETOPHbIe, a CeHCcop-
Hble CEKPETOPHbIE KNETKW, YTO COr/acyeTcs ¢ AaHHbI-
MW HeApPo6NONOrM pasBUTUS: B OHTOreHe3e NnepBmy-
HOPOTbIX CaMble NepBble HENPOHbI, Ha3blBaeMbIe NNO0-
HepHbIMKM (pioneer neurons), NpeacTaBneHbl UMEHHO
CEHCOPHbIMU K/IETKAMW C HECMHaNTUYeCKOW Ccekpe-
upenn (Nezlin, Voronezhskaya, 2017). Takumu xapakTte-
pUCTMKaMN 06M1afatoT NUOHEPHbIE HEPOHbLI Y Npea-
CTaBuUTENe pasHbIX TaKCOHOMUYECKWUX Tpynn, Toraa
KaK WX TPaHCMUTTEPHas CneunuuYHOCTb MOXET
6bITb pa3Hoii (Nezlin, Voronezhskaya, 2017).

Boripoc o0 ToM, Kakne MMeHHO 0CO6eHHOCTH CeK-
PETOPHbIX KNETOK CTa/IN HEOOXOAMMbIM YCIOBUEM NS
NOSAB/IEHMS HACTOALMX HEMPOHOB N CUHAMTUYECKOM
CeKpeLmm, paccMaTpuBaeTCs B HefjaBHel cTtatbe Po-
MaHoBo 1 Mopo3sa (Romanova, Moroz, 2021). ABTO-
pbl NpegnonaratoT, YTO Cneunanmauns aHLoMNNas-
MaTMyecKoro petukynyma (SP) B HanpasneHu yBe-
NINYEHNST CEKPETOPHOM CMOCOBHOCTU KNETKU W
CBSAA3aHHOE C 3TUM YBe/IMYeHWNEe BHYTPUKIETOUHbIX
MeMOpaHHbIX CTPYKTYP MOryT 6bITb TeMU (haKTopa-
MW, KOTOPble 3anyCTUIN U ChOPMUPOBaAIN PaHHIOKD
HEeNpPOHa/IbHYI0 N CUHANTUYECKYO 3BONIOUMIO. H-
TepecHo, YTO NpY HeporeHe3e MeM6paHHbIe CUHar-
TUYECKUNE Ny3bIPbKU MPUCYTCTBYIOT B PacTyLLMX aK-
COHax M NX OKOHYaHWSX eLLe [0 TOro, Kak chopmu-
pytoTca Hactoswme cuHanckl (Sukhinich et al.,
2021). MoXHO npeanonoXnTb, YTO pa3BUTUE HEPO-
Ha BOCMNPOM3BOANT NOC/eA0BATENbHOCTb 3TUX COObI-
TUIA B 3BOOLLUN.

Cratblo Mopo3a 0 NPOUCXOXKAEHUN HENPOHOB 13
CEKPETOPHbIX KMNETOK PasHOro XMmmama B XXypHane
Frontiers (Moroz, 2021) cmeno MOXHO Ha3BaTb NPo-
rPaMMHOI. B Heil MHOr0 BHMMaHWA yaensieTca nep-
CMEeKTUBaM PasBUTUS “HOBOIA” Helpobuonornm, oc-



66 ObAKOHOBA

HOBaHHOW Ha MNPEeACTaB/IEHMAX O MHOXXECTBEHHOM
NPOUCXOXKAEHNN HEMPOHOB M N3yYeHUN 3BOOL MM
“XMMUYECKOTO Ai3blKa” HEPBHOWN CUCTEeMbl. ABTOP
npegnonaraeT, YTO CpaBHUTE/IbHas TPAHCKPUMTO-
MMKa HeipOHOB Y Ma/I0M3y4eHHbIX TAaKCOHOB MHOrO-
K/IETOYHbBIX XXMBOTHBIX NMO3BOMIUT NOCTPOUTL CBOErO
poza neproLnYecKyro CUCTEMY, B KOTOPOi CBOMCTBA
HelipoHa ByayT NpeackasbiBaTbCA ero reHeanornye-
CKUM nonoxeHnem. O TOM, YTO celiyac Mbl Haxo-
AMMCA B CAMOM Hadasie 3Toro nyTu, roBOpuUT TOT
(hakT, YTO 13 36 COBPEMEHHbLIX TUMOB MHOTOK/IETOY-
HbIX XXMBOTHbIX HeipOHa/IbHble CUMHa/IbHbIE CUCTe-
Mbl OTHOCWUTE/IbHO XOPOLUO NCC/ef0BaHbl TONbKO Y 5
(Chordata, Arthropoda, Nematoda, Mollusca, An-
nelida). Bo3MOXHOCTW, KOTOpPblE OTKPbLIBAET 3TO Ha-
rnpas/ieHWe NCCNeL0BaHNIA, XOPOLLO WIKOCTPUPYIOTCS
CNeflytoLLIel CTaTbei TOM ke rpynnbl, MOCBALLEHHOW
3BOJIKOLMM CaMOT0O PacrnpoCTPaHeHHOr0 HelipoTpaHc-
MUTTEpa — FnyTamara.

KAKT/TYTAMAT CTAJ
HENPOTPAHCMWTTEPOM?

nytamatr 3aHUMaeT 0cob60e MOMOXeHWe cpeau
APYIUX CUMHANIbHBIX MOMIEKY/ Cpasy MO HECKO/IbKUM
npuumnHam (Moroz et al., 2021a). Bo-nepBbix, 60/b-
LLUMHCTBO HEPOHOB r0JIOBHOrO MO3ra M/IEKOMUTA0-
LMX MCMOMb3yeT B KayecTBe HelrpoTpaHCMUTTepa
rnyTamar, XoTs cyulecTByeT 6osnee 20 Apyrnx Hempo-
TPaHCMUTTEPOB C HU3KUM MOJIEKY/NIAPHBIM BECOM.
He yanBuTenbHO, 4TO OKOMO NOSIOBUHbI COBPEMEH-
HbIX HEMpPO6MONOroB MU3y4aroT pasNNYHbIE aCNeKThbI
rnyTamareprmyeckon nepegayv. Bo-BTOpbIX, Cpas-
HUTENbHbIE UCCMEL0BaHNA YKa3blBalOT Ha rnytamar
KaK Ha OfJMH U3 caMblX paHHUX TPAHCMUTTEPOB: Iy~
TamaTHbIe peLenTopbl BbISB/EHbI TPynnoii Mopo3sa un
APYrMMU aBTOpamn MpPakTUYecKn Yy BCeX UcCnefo-
BaHHbIX Ha CErofHALWHWA [eHb MHOrOK/IETOYHbIX
opraHM3MoB, BK/tOYas BOLOPOC/IM W pacTeHus, a
TaKXe Y OAHOKNeTOYHbIX 3aykapuot (Moroz et al.,
2021a). B-TpeTbmx, Te Xe cpaBHUTENbHbIE UCCea0-
BaHMA MOKa3bIBatOT, YTO ryTaMaT, 3aHAB IANPYLO-
LLiee MOMOXKEHME B MO3re M/IEKOMUTAKOLLNX, NO-BU-
AUMOMY, YTPATU Y HUX PAS YHKLUWIA 1 peLenTopos,
pa3sHoo6pa3ne KoTopbIX, HanpumMep, Y MHOTUX nep-
BMYHOPOTbIX 6GECNO3BOHOYHbIX YXUBOTHbLIX BbILLE.
Tak, y MO/IIIOCKOB, HEMATO[, HAaCeKOMbIX ryTamar
0Ka3bIBaeT He TOJIbKO BO36Y>KaatoLLee, HO 1 TOPMO3-
HOe JeCTBME, CBA3bIBASICH C NEHTaMePHbLIMU peLen-
TOPHbLIMU KaHalaMu C Ccys-neTnsiMu. L-rnytamar siB-
NSAETCA neputepuyecKMM HepBHO-MbILLEYHbIM Hei-
POTPAHCMUTTEPOM Y GO/MBLUMHCTBA YXMBOTHbLIX Ha
nnaHeTe, HO He y MeKonNUTarOLWMX (Y KOTOPbIX 3Ty
(PYHKLMIO BbIMOMHSET, KaK M3BECTHO, aLleTUIXO/VH,
a rnytamar CTaHOBUTCA OCHOBHbIM TPaHCMUTTEPOM
LIeHTpabHO HEPBHOI cucTembl). HakoHel,, B OTAN-
4yve OT MOHOAMWHOB M aueTU/IX0/IMHA, OTKPbITbIX B
KayecTBe HEPOTPaHCMUTTEPOB CYLLLECTBEHHO PaHb-
Lue, rayTaMar HacTO/IbKO pacrpoCTpaHeHHbIA Kre-

TOYHbI MeTabonuT, 4YTO UCCeLoBaTeNn AOro CTa-
BW/N MO COMHEHWe caMy BO3MOXHOCTb BbIMoJiHe-
HUA MM TpaHCMWUTTEpHOM (yHKuMK. [Mpobnema
3aK/0YaeTCA B ero HU3KOM creumpuyHocTn n oT-
CyTCTBMM CNeLnanm3npoBaHHOM CUCTEMbI CUHTE3A,
XapaKTepHOM 418 Apyrnx TPaHCMUTTEPHbIX CUCTEM.
nyTamateprmyeckmin HelipoH 061agaeT 3pruyHo-
CTbtO, TO €CTb TPAHCMUTTEPHOM CNELMPUIYHOCTbIO, B
HECKO/IbKO MHOM CMbIC/Ie, YeM, HarnpuMep, MOHO-
aMWHOBbIE, NENTUAEPTNYECKNE NN aLETUNXONNHO-
Bble HeMpOHbl. EcnnM ans nocnegHUX xapakTepHa
cneymanM3npoBaHHas cnuctema )epMeHTOB CUHTE3A,
BE3UKY/APHOro 3axeara M Bblbpoca, cneuuduyHas
TONbKO ANSi O4HOMO TUMa KNeToK, TO rnyTaMaTHbIf
HeipOH CTaHOBUTCA TaKOBbIM TO/IbKO 3@ CYET 3KC-
NpPeccuu reHa rnyTamMaTHoro TpaHcnopTepa, 3akayun-
BAlOLLLEro raytaMar B Be3uKy/lbl — CUHaNTUYecKme
ny3bIpbKWN. He 34eck M HATOUKA, NOTSAHYB 3a KOTO-
pYyto, MOXHO pacrnyTaTb 60bLLIOK KNy60K BOMPOCOB?
ABTOpPbI 06CYXXAaeMOW CTaTbM CUATAIOT, UTO fa. UTo
pasrafblBaTb UHTEPECHYHO 3afla4yKy O MPOUCXOXKAe-
HUM TPaAHCMUTTEPHOM (PYHKUMW TnyTamaTa U ee
Ja/lbHeNLWeN 3BOMOUNN HY)XHO HauuMHaTb C pac-
CMOTPEHUS Posiv 3TON aMUHOKUC/IOTbI BO BHYTPU-
KnetoyHom MeTabonmame (Moroz et al., 2021a).

BbI1/10 NpoBeAeHO cpaBHeHVEe MeTabo/10MOB MpPo-
KapunoTuyeckomn knetku (E. coli) n kneTkn mnekonm-
TaroLLero (Ky/fbTypa KIeToK Mol iBMK — Immor-
talized Baby Mouse Kidney Epithelial Cells). Oka3a-
NOCb, 4YTO B 060MX CryyasdAx raytamar ABASETCA
OCHOBHbIM BHYTPUK/IETOYHLIM METabo/INTOM, €ero
KOHUEHTpauus B KeTke MpeBbILaeT KOHUEHTpa-
LU0 Opyrux Monekys. AGCO/MIOTHbIE BHYTPUKIIETOY-
Hble KOHLIeHTpauun raytamara gocturarot 96 mM ans
6akTepmn 1 64 MM N8 KNETKW MIEKOMUTAKOLLIET 0, YTO
coctasnset 37 1 35% Bcex MeTabonnToB. C 60/1bLINM
oTpbIBOM cnegyeT rnytamuH (9%), onepexas npu
atom AT®P (3%). NIHTepecHO, YTO MO/IOBMHY BCErO
mMeTabo/10Ma COCTaB/SAOT 3BO/MIOLMOHHO KOHCEpBa-
TMBHbIe “NMaH-CUrHa/bHbIE™ Monekynbl (Moroz et al.,
2021a).

[nyTtamar yyacTByeT cpa3sy B HeCKO/IbKUX OCHOB-
HbIX MeTabo/IMyecKmx NyTax Knetkn. OH sABnseTcs
KPUTUYECKN BRXKHBIM METabo/IMTOM Mpu NonyvYeHnn
aHeprum (umkn Kpebea), accummnsaumm a3ota n CUH-
Tese aMMHOKUCNOT. U rnytamar, u rnyTaMuH saBnsi-
OTCA JOHOPaMM a30Ta /19 aMMHOKUC/IOT, y4acTByOT
B MexaHu3Max TpaHCaMUHUPOBaHWUS. Bce dhepMeHTbI
NnepeyvnCNeHHbIX BblLLe MeTaboIMUeCKMX NyTel BbICO-
KO KOHcepBaTuBHbI. CUHTE3 HU3KOMONEKYSPHBIX
curHanbHbIX Bewects (FAMK, acnaprata, N-auetun-
1-acnaptara, rnnumHa n NO) Takxe HepaspbIBHO CBS-
3aH ¢ MeTaboIM3MOM rnyTamata U KneTovyHou buo-
3HEPreTMKON. TN CUTHaNbHblE BeLLEeCTBa MOryT
CMHTE3MPOBATbCA KaK MPOMEXYTOUHbIe MPOAYKTbI
MeTab0/1mM3Ma NOYTU KaXKLOW NPOKapnoTUYECKOM 1
3YKapMOTMYECKOW KNETKOIA.
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M aes o Tom, 4TO riyTamar Mor 6bITb NepBbIM TPaHC-
MUTTEPOM, MOBbILIEHVE KOHLEHTPaUMnM KOTOPOro B
MEXKETOYHOW Cpeje CUrHaIM3nMpoBasio O NoBpexae-
HUW KNETKK, Bblna 03By4veHa JleoHMaoM Mopo3om
yXe 6onee 10 net Hasaa. Torga oHa Kasasiacb MHTe-
PECHOW, HO TPYAHO A0KA3YEMOW, MHTYUTUBHON. Oa-
HaKO HOBble JaHHble O MeTab0/IOMe KNIETOK JaneKmx
B 3BOJIOLMOHHOM OTHOLLEHMW OpPraHM3moB Cylle-
CTBEHHO M3MEHW/I 3Ty CUTYaLMIO.

OueBUIHO, YTO HapyLUeHMe LEeNOCTHOCTU NGO
KNEeTKW NPUBOAUT K MOSBNEHUIO B MEXKIETOUHOM
NPOCTPAHCTBE CaMblX pa3HbIX MeTabonToB, HO ApYy-
TMM KNIeTKaM [N BbISIB/IEHUA TaKoro cobbITUSA Mpo-
LLie HACTPOUTLCS Ha CaMblli CUTbHBIA Y YHUBEPCA/b-
HbIA curHan. Fnytamat MOXeT CMeNo NpeTeHA0BaTb
Ha pofib Takoro curHana. B mupe OgHOKNETOUHbIX
OpPraHM3mMOB CHELNADNYECKNIA XMUMUYECKWUIA CUTHaT,
NHOPMUPYIOLLMIA O NorubaroLleil KneTke, MoXxeT
ObITb B&XHbIM MULLEBLIM CTUMY/NOM. Y MHOTFOK/Ie-
TOYHbIX MOBbILIEHWE KOHUEHTpauun rnyramara B
MEXK/NEeTOYHOM MPOCTPAHCTBE CTAaHOBUTCS YXKE CUT-
Ha/IoM, YKa3bIBatoLLIMM Ha HEGNaronpusiTHbIE COBbI-
TUS B opraHu3me. buonornyeckas 3Ha4MMOoCTb 3TOW
NH(hOpMaLLMM OYeHb BbICOKa. M03TOMY HeyAUBUTEb-
HO, YTO Y)Ke Ha caMbIX paHHKX 3Tanax asonouun (no
oueHkam J1. Mopo3sa ¢ coasTopamu, 3.5 muannapga
NneT Hasap), MosIBNSAKTCA CUCTEMbl pacro3HaBaHWs
3KCTPaK/IeTOYHOr 0 rlyTamaTHOro curHana, a MeH-
HO rnyTaMaTHble peuenTopbl. 34ecb TPYAHO yaep-
XaTbCA N HE HarNoOMHUTb, YTO 06e aHLeCcTpa/ibHble
(PYHKUMW TnyTamaTta, BblSIB/IEHHbIE eLle Y [OHepB-
HbIX MHOTOK/1ETOYHbIX OpraHn3mMoB Placozoa, coxpa-
HUINCb Y M/IEKOMUTAIOLLMX HECMOTPSA Ha LONTYHO
MOJHYI0 COOBLITUIA 3BOMOLNIO. [OCTAaTOYHO BCMOM-
HWUTb MPO XOPOLLO U3BECTHbIV YCUINTENb BKYyCa, FNy-
TamaT HaTpusi, B3aMOAECTBYOLLMIA CO cneumann-
3MPOBaHHbIMU T/lyTaMaTHbIMW peLenTopaMu, oTBe-
YaKOLLMMM 33 BKYCOBblE OLLYLEHWS, Ha3blBaeMble
“ymammn”.

AHann3y 3BOMOLNN TeHOB ryTamaTHbIX peLer-
TOPOB MOCBSILLIEHa 3HAuWUTENlbHAA 4acTb pPaboThl
1. Moposa ¢ konneramu. Npegnonaraercs, YTo pas-
NNYHBIE TUMbI aHLIECTPa/IbHbIX FyTamaTHbIX peLen-
TOPOB Y 06LLEro npefka MHOTOK/IETOYHbIX YKUBOT-
HbIX (Urmetazoa) MOriv aKkTMBMPOBATLCA PasHbIMU
NUraHgamy, BK/OYasA [MUMH, [yTamat v gpyrue
aMWHOKMC/OTBI, KaK 3TO MOKa3aHo, Hanpuwvep, y co-
BPEMEHHbIX PacTeHWA U NPOKapuoT. [pyrumum cnosa-
MW, 3TN PeLLenTopbl CXOAHO MO/ ObITb YHVBEPCA/Ib-
HbIMW aMWUHOKWC/IOTHLIMU CEHCOPaMK, N 0THYacTu 3Ta
NX (DYHKLMA COXPaHWIACh My MHOTOK/IETOUYHBbIX XWN-
BOTHbIX. OfiHaKO, OTHOCUTENbHO BbICOKME KOHLEH-
Tpawmu BbICBOBOX/EHHOIr0 BHEK/IETOYHOTO rnyTamMa-
Ta (1Mo cpaBHEHWIO C APYTMMM aMUHOKMCN0TaMW) MOT/IN
cAenarb 3TV peLenTopb! (DyHKLMOHATbHLIMU PeLenTo-
pamu riyTamara — aHanormyHo peuenTopy iGIUR, onu-
CaHHOMY Y pacTeHWIA.
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Mony4yeHHble faHHble MO (OMIOrEHUN TyTamar-
HbIX PELLENTOPOB 3yKapmoT NpeAnonaratoT, YTo 0f-
HUMK U3 CTaperLmx MoryT 6bITb NIM6Aa-peLenTo-
pbl. MprMeyaTenbHO, YTO OHW GbINN UAEHTUPULM-
poBaHbI TONbKO Y ry6ok (Porifera). Moka HeN3BeCTHO,
ABNSAKOTCA NN 3TW PeLlenTopbl 3BOMOLMOHHON MHHO-
Baumeli ryboK mnv noTepssincb Co BpeMEHEM B ApYrnx
TaKCOHax XMBOTHbIX. PetienTopsl NMDA-TUMa, 0bec-
neyvBaroLLMe Takue SIBMIEHUS Kak [0NroBpemMeHHast
noteHyyaumnsa (LTP) n obyyeHne y NO3BOHOYHbIX,
BbISAB/MIEHbI N Y MHOTMX 6€CMO3BOHOYHbIX C MOXOXKW-
mu (Rosenegger, Lukowiak, 2010) 1 HoBbiMK (Dya-
konova, 2003; D’iakonova T.L., D’iakonova V.E., 2010)
pyHKumamu. 3a npegenamm Metazoa NMDA peuen-
TOpbl He 06Hapy>keHbl, a cpean Metazoa, UX He Ha-
lWam y rpebHeBuKoB 1 ry6ok (Moroz et al., 2021a).
Bcero y aykapuot 6bIM UAEHTUPULMPOBaHbI ABa-
Auatb ABe pas/inyHble PUIEeTUYECKNe IMHUN ryTa-
MaTHbIX peLenTopoB.

Ecnu peuenTtopsl rnytamara HangeHbl y BCex U3y-
YeHHbIX OPraHM3MOoB, TO BE3UKY/SAPHbIE TPAHCMOop-
Tepbl, Kak 1 cneayet oxungatb, — He y BceX. OHU He
BbISIB/IEHbI Y TYOOK, rPebHEBMKOB M XoaHodnaren-
NAT. YNCno pasHbIX PeLenTopoB U TPaHCMNopTepoB
rnytamara, Kak OKasalocCb, He KOppenupyeTt ¢ 3BO-
NOUNOHHOW NMPOABUHYTOCTHIO M C/TOXXHOCTHIO HEPB-
HbIX cucteM Metazoa. Tak, y KHugapuii (CTpekato-
LMX) HalgeHo 15 reHOB pasHbIX FnyTamaTHbIX pe-
uenTopoB M 10—17 reHoB pasHbIX BE3UKYNAPHbIX
TpaHCNOPTepPOB rnyTamara, NnpuyemM 60/bLUMHCTBO
N3 HUX 3KCNPECCUPYHOTCA He B HeMpOHax. Hanbonb-
LLiee pa3HOOb6pa3me rnyTaMaTHbIX PeLenTopoB (26)
06HapY>KeHO Y 6POXOHOrMX MOMNKOCKOB. [ cpaB-
HEHUS: Y MNEKONUTAIOLMX HageHo 18 pelenTopoB
n 3 TpaHcnopTepa. [dake MOBEPXHOCTHbLIA 0630p
(PYHKUMIA HEMPOHaNbHOIO FfyTamaTa TaKXXe BblIsiB-
NSET CYLLECTBEHHbIE Pas3NuMa Mexay KpyrnHbIMU
TaKCOHaMK, TakKMMU KaK MOJIIIOCKM, HaCeKOMblIe,
XOPAO0Bble, CTPeKaloLLMe. DTO MOXET YKasblBaTb Ha
napaiiefibHyH 3BOIOLMIO FNyTaMaTepruyeckom cun-
CTeMbI WUN, NMPaBU/IbHEE, CUCTEM B 3TUX JIMHUAX. Y
UNIEHUCTOHOIMX rNyTaMaT — OCHOBHOW HeMpOMbI-
LUEYHbI/ TPaHCMUTTEP, Y MOJITIOCKOB OH MpeACcTaB-
NleH BO BCeX Tumnax HermpoHOB (CEHCOPHbIX, UHTEpP-
HelrpoHax M MOTOHEMpOHax), y MNEKONUTAKLMX
rnyTamar He BCTPeyaeTcs B HeMPOMbILLEYHbIX KOH-
TakKTax (TO/IbKO B CEHCOPHbIX U LEEHTPa/IbHbIX HEAPO-
Hax), rae OKa3bIBaeT TO/bKO BO36YXJatoLme adek-
Tbl. O (PYHKUMAX rNlyTamara y pacTeHUi 1 BOLOpOC-
nei (KpacHbIX 1 6ypbIX) M3BECTHO, YTO 3TO y4acTue B
OCMOperynauum, pereHepaLmn, peakumsx Ha nospe-
XEeHWe, XeMOCEHCOPUKE.
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MOYEMY MO3I M/IEKOTMTAIOLL X
MCMOMb3YET MMYTAMAT B KAUECTBE
OCHOBHOIO BO3BYXX/JAOLLIErO
HEWPOTPAHCMUTTEPA?

CyLLeCTBEHHbIE OTIMYNA B  KOJIMYECTBEHHON
NPeACTaBNEHHOCTU TNyTamaTeprmiyecKnx HerMpoHoB
BUAHbI B Npeaenax rpynnbl 6unarepasbHO-CUMMET-
PUYHBIX XMBOTHbLIX. Y MEPBUYHOPOTHLIX TOMLKO 5—
10% HeMpOHOB WCMNONb3yeT rnyTaMaT B KayecTBe
HepoTpaHcmuTTepa. LIHC no3BOHOYHbIX yBENNUN-
Ba/laCb B 3HaUUTE/IbHOWM CTEMEHW 3a CYeT MOBbILLE-
HUSA LONWN FyTaMaTHbIX HEMPOHOB. TaK y rpbi3yHOB
3Ta foNns cocTaBngeT yxxe 50%, a y YyenoBeKa OHa f0-
cturaet 80%.

Mouemy yBennueHve mo3ra B psifly NO3BOHOUHbIX
npoucxoansio narogapst POPMUPOBaHNIO 60/bLLIETO
ynMcna UMEHHO rnyTamaTHbIX HelpoHOB? Mopo3 u
coasTopbl (Moroz et al., 2021) oTBeYatOT Ha 3TOT BO-
npoc Tak. Bo-nepBbix, 04eHb HM3Kas 3HepreTnye-
CKas CTOMMOCTb MPOVN3BO/ACTBA. DHEPTUSA, pacxoaye-
Mas Ha 3axBaT W CUHTe3 rfytamara, y rpbi3yHoB CO-
CTaBnsieT Bcero 2—3% OT 06LLMX 3aTpaT, CBA3AHHbIX C
nepefaveli CMrHanos, 1 5% —y NoAein; Kpome Toro,
rnyTamar cam MOXeT OblTb MCTOYHUKOM 3HEepruu.
Bo-BTOpbIX, 3TO MOXeET 0ObACHATLCS 60siee Mpo-
CTbIM TeHETUYECKMM U MEeTabo/IMYeCKUM MexaHWU3-
MOM MOJlyYeHUs TNyTamaTepruyecKom KNeTKu: BCe,
4TO TpebyeTcs ANA TOro, YTobbl HEMPOH CTan rnyTa-
MaTeprmyeckmnm, 3To aKTMBaLMs IKCMpPeccun Besn-
KYNIAPHOr0 rNyTaMaTHOro TpaHcnopTepa.

B pononHeHue K ngee /1. Mopo3a MOXHO Npesano-
NOXXWUTb, YTO PACMPOCTPaHEHHOCTb ryTamaTepruye-
CKMX HEMpPOHOB B MO3re MO3BOHOYHbIX OTpaxaeT
“nocneLHOCTL” ero 3BoNOLMN: 06beM HapaLLMBa-
cA BbICTPO, NPOCTLIMU N MAKCUMaSIbHO 3KOHOMHbI-
MK cnocobamn. BeposiTHO, ObIN0O HaligeHO YHMBEpP-
Ca/lbHOe peLLeHne 419 yBENNYEHNS pa3MepoB MOo3ra
3a CYeT uMcna HePBHbIX KNEeTOK (a He X pasmMepa Kak,
Hanpumep, y HEKOTOPbIX MOJINIFOCKOB), N UCMNO/b30-
BaHWA ANs 3TOW LeNv CaMOi IHepPreTUYeCcKn felue-
BOW M NPOCTOW rNyTamaTepruyeckom curHanmsaumm.

Ecnn ato gelicTBUTENBbHO Tak, TO OfHa U3 Npo-
6nem xummnueckoii wkonbl KolutosiHua-Caxaposa,
KOTOPYHD MOXXHO Ha3BaTb ““KOLLUMapOM” 3TOM LUKO-
Nbl, NOXOXe, 6/1M3Ka K CBOEMY pa3peLueHuto. [MoBbI-
LLIEHNE XMMWYECKOW OAHOPOAHOCTU HEMPOHOB B
Mo3re Hanbosee NPoABUHYTLIX B KOTHUTUBHOM OT-
HOLLIEHNX OpraHM3MOB Ka3a/loCb MPOTMBOPEYNIIO
OCHOBHOMY MOCTyNaty LUKO/Mbl O 3HAYMMOCTU ANns
paboTbl HEPBHOWN CUCTEMbI MY/IbTUTPAHCMUTTEPHO-
CTW N XMMMYECKOro pasHoobpasms. Ceiiyac Mbl BU-
VM, YTO B 3BO/IIOLMM MO3ra MO3BOHOYHbIX XUMUYe-
CKoe pa3Hoobpa3ne HelPpOHOB He YMeHbLUAoCh: B
LIHC yenoBeka HaigeHbl NPaKTUYECKN BCe N3BECT-
Hble HelipoTpaHCMUTTepbl. OLHAKO Ha onpejeneH-
HbIX 3Tanax pasBUTUA HepBHas cCUCTEMa, NMO-BUAN-
MOMY, 6blna “BbIHY>KAeHa” CTPEMUTENbHO YBENNYN-
BaTb YMCNO HEMPOHOB, W “Hay4ymnach” 3TO fAenatb

CaMbIM MPOCTbIM, GbICTPLIM U 3HEPTeTUYECKMN Bbl-
rogHbIM Croco60M. DKOHOMUS BPEMEHMN N SHEPTUN
npviBena K cylecTBeHHOMY Mpeo6/ajaHunio Helipo-
HOB OfJHOTO TPAHCMUTTEPHOIO (heHoTUNA.

BTopoii, He MeHee MHTEPECHbI BONPOC O TOM,
noyemy MMEHHO BO30YXXJatoLLMe peLenTopbl coxpa-
HUIUCb B MO3Te M/IEKOMUTAIOLLMX, MaI0 06CYXKAaeT-
Csl B CTaTbe. B 3TOM KOHTEKCTe MHTEPECHbI Ceayto-
Lme haKTbl. Bo36y>kaeHWe HelipOHOB Ha 3MON0-
r'MYeCKOM YPOBHE CO34aeT YC/OBUA 419 BbIXofa U3
YCTOMUMBLIX COCTOSIHUIA, BO3MOXHOCTW ObICTPOro
(hopMMpOBaHUSA HOBbIX KOHCTENNALMWIA HENpOHOB.
Ho ewe 66nblias NnacTMYHOCTb U pa3Hoobpasne
MOXET JOCTMraThCs 3a CYET MOBbILIEHMS NIACTUYHO-
CTW, OTKPLITOCTU reHOMa, PerynsiLnmn ero 3KCrnpeccum.
HegaBHO Oblna nokasaHa CBA3b (PM3MONOMMYECKOTO
BO36Y)XeHMS C MNOBbILLEHNEM AEMETUINPOBAHUS re-
HOMa HelpoHoB runnokamna (Grassi et al., 2017).
BBefeHMe xnopuga Kanms, Bbi3blBalOLEro Hecneuu-
hryeckoe NOBbILLEHNE 3NEKTPUYECKON aKTUBHOCTU
HEeMNpOHOB, M3MEHW/IO KCNPECCUIO HECKO/IbKUX Thl-
CSY reHoB, NMpwy aToM nNpuMepHo y 90% Habntoganochb
aKTUBHOE IeMETUNNPOBaHKE, N TONbKO Yy 10% — 06-
paTHbIN 3hheKT. HeCKONbKO TUMOB BO36YXAAIOLLINX
rnyTamaTHbIX PELLeNTOPOB aKTUBMPYET MyTW, BegyLme
K MOBBbILLEHNIO 3KCMPECCUN YHMBEPCAIbHOIO penak-
cepa rerepoxpomatnHa GADD45 n pemetunmposa-
HMO (Sultan, Sweatt, 2013). YuuTbiBas BbICOKYIO
KOHCEPBaTMBHOCTb 3TWX MyTeld 1 hopMUpOoBaHue ry-
TamaTHbIX PELLenTOPOB Ha PaHHKX aTanax 3BO/OLUN,
MOXHO MpPeLnoioXnTb, YTO PUCKOBAHHbIV BbIGOP B
Nonb3y BO30YXXAAKOLWMX FNyTaMaTHbIX PeLenTopoB
ObIN CBA3aH C BO3MOXHOCTBIO “NMepeTpsaxmBatbh’” He
TOMbKO YCTOMUMBbLIE (DYHKLMOHaNbHbIE aHCamMbnn
KNETOK, HO M UX TPAHCKPUMTOMbI, CO37aBast 6a3y ans
BbICOKOW MNacTUYHOCTL 1 MOUCKA HOBOT 0.

Moyemy Takol BbIGOP MOXHO Ha3BaTb PUCKOBaH-
HbiM? [pn BO36GYXAEHUM HEMpPOHa aKTUBUPYETCS
MeTabonmM3M, NOBbILLAETCS BbIOPOC CBOOOAHbLIX pa-
ANKaNOB, NOTEHLMaIbHbIX MyTareHoB. A ecniv npu
3TOM eLle N CHUXKAEeTCA 3aLUMLLEHHOCTb reHoMa 3a
CYET [leKOHAEHCaHLMMN XpoMaTHa 1 leMeTUInpoBa-
Hus AHK, To pyck nprobpeTeHns MyTauuii Bo3pac-
TaeT. IKCaMTOTOKCUYHOCTb FnyTamata (narosiormm
HEepPBHOM CUCTEMBbI, CBA3AHHbIE C N30bITOYHOM aKTUN-
BauMeld BO30YXXJAKOLLMX ryTaMaTHbIX PeLenTopoB)
[aBHO M3BECTHA Ha (DM3MONIOTMYECKOM YPOBHe, e
NOCBALLEHO KO/IOCC/IbHOE YMC0 HEBPOIOrNYECKINX
nccnefoBaHni. CesA3b C HAKOMNIEHNEM MyTaLMiA MOKa
MeHbLUe n3ydeHa. OHaKO BblJaoLLascs rno cpaBHe-
HUIO C APYrMU KNeTKaMu CMOCOBHOCTb KOPKOBbIX
HEeMPOHOB NO3BOHOYHbIX (HanNoMHHO, 4To 50—80% 13
HUX rnyTamaTeprmyeckue), HakanavMeatb MyTauuu
nokasaHa y)xe B psfie paboT 1 He BbI3blBAET COMHE-
Huin (Evrony et al., 2012; Hazen et al., 2016; Wu et al.,
2021). bonee TOro, akTUBHOCTb MEHOB, CBSA3aHHbIX C
perynsiumein HeMpoHabHOr 0 BO36YXKAEHWNS, 06paTHO
KOppenupyeT ¢ NPOLO/HKUTENIbHOCTLIO XXU3HN Y Ye-
noseka v Hematogbl (Zullo etal., 2019). Bblno BbiCKa-
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3aHO MpeanonoXXeHne, YT0 UMEHHO HaKOMJIeHWe My-
TaUMiA N MX KOCBEHHbIA “NOACYET” NEXUT B OCHOBE
3TOr0 OTPULIATENBHOIO BAUAHUA BO36GYKAEHMA Ha

NPOLO/MHKUTENBHOCTL XXM3HKU (Dyakonova et al., 2020).

NTaK, yBenmyeHne yncna HeMpoHOB 1 UCMO/b30-
BaHVe NPenMyLLECTBEHHO r/lyTamarta B KayecTBe pe-
rynatopa Kak Bo36yAMMOCTM HEMpOHOB, TakK U ae-
MeTUI0BaHUS UX FeHOMa MOr/0 Crnocob6CcTBOBaTb
MOBBILLIEHWIO U BbIMUCANTENBHOM MOLLHOCTU, U NNa-
CTUYHOCTW HEPBHOM cncTeMmbl. MNnaToi okasasnca no-
BbILUEHHbI PUCK HaKoMeHnst MyTaumii. Mpotmeo-
AeliCTBOBaTb 3TOMYy Hebn1aronpuATHOMY (hakTopy, B
CBOKO 0Yepedb, MOXHO YBenMumMBasi U30bITOYHOCTb
K/1eTOK, NOBbILLAA “KONUMUHOCTL” reHoMa. YBenunye-
HWe 4ymcna HelipOHOB MOXET CMYXXWTb He TO/bKO
YC/TIOXXHEHWIO CUCTEMbI, HO 1 ee 3aLLuTe Npu ciyyai-
HOM MyTareHese. licnonb3oBaHue BO30YXXAaroLLel
rnyTamMaTHOM CurHaamsaumm Torga MOro Takxke
MOACTErHYTb 6bICTPOE YBE/IMYEHME Pa3MEPOB MO3ra B
3BOJIIOLMUN MO3BOHOYHBIX. CXOAHbIe paccyXaeHus,
elle 6e3 KOHKPETHOM aTpnbyumn K raytamaty u ero
BIMSIHNIO Ha TeHOM, OblfM BbiCKa3aHbl B paboTe O
BO3MOXHOI 3BO/OLLMM MO3ra B YC/IOBUAX MH(hOPMa-
LIMOHHOW nnaTbl 38 KOrHUTUBHbIN ycrex (KpyLmnH-
CKuiA, 2014).

KAKWVE YYACTKI TEHOMA
N KAK OMPEJENNAN OTNTNYHNA
MOSI'A YE/IOBEKA

Bornipoc, AaBHO MHTEPeCcoBaBLUWNIA He TO/IbKO 3BO-
NIOUMNOHHBIX Helipobronoros, HO ropasgo 6onee
LLIMPOKWE CIOM YeNI0BEYECKOW MONY ALMK: YTO fena-
€T MO3I Ye/I0BEKA Ye/I0BEYECKMM, OT/IMYHBIM OT ApY-
FMX MO3BOHOYHbIX. CpaBHUTENbHAA TFEHOMUKA U
TPaHCKPUNTOMMKa nocnegHux net (2018—2021) Tak-
Ke NO3BOJIN/IN COBEPLUNTL 3HAUNTE/IbHbIE OTKPbLITUS
B 3TOI 061acTN. HauyHeM c TOro, 4To NOUCK peryns-
TOPHbIX (DYHKLUMIA Yy4aCTKOB reHoMa, CrieunumnyHbIX
ANs YenoBeka M 06M1afatoLLMX BbICOKO CKOPOCTbIO
3BO/OLNN, NPUBEN K OKNAAEMOMY pe3y/ibTaTy — Mno-
faBnstoLLee 60MbLLMHCTBO U3 HUX PeryvmpyroT pas-
BUTME HepBHOI cucteMbl (Girskis et al., 2021). 3Tu
[aHHble NO3BONAIOT CLEeNATb JOBO/IbHO BAXHbIW Bbl-
BO/: UMEHHO M3MEHEHWSA B HEPBHOM CUCTeMe cpena-
NN YenoBeka 4enoBekoM. OYeBUAHO, YTO MOHUMA-
HMWe KOHKPETHOW pOonn pasHblX OTAENOB TeHOMa,
CBSI3aHHbIX C Perynauuein pasBuTnUsa HepBHOW cuCTe-
Mbl, NPUAET HAMHOro no3xe. Moka yaanocb HEMHOro
pa3obparbCsi ¢ TeM, MOYeMy B OHTOreHe3e Kopbl rooB-
HOro MO3ra YenoBeKa rnosnyyaeTcs 60/bLLe HeNpPOHOB,
Yem y Apyrmx no3BOHOUYHbIX, U Kakue (hakTopbl onpe-
AENsT OTANYNSA B (POPMUPOBAHUN NPEDPOHTAIbHOW
KOpbl Yenoseka, 0651acT mMo3ra ¢ Hanbosnee 6bICT-
PbIM 3BOIIOLNOHHBIM Pa3BUTUEM.

MNokasaHo, YTO O4HMM N3 MEXaHMU3MOB yBeNnYe-
HUS Yncna HelPOHOB OKa3blBaeTCs 3amed/ieHune ne-
pexofa HelpOHaNlbHbIX MPOTreHUTOPHbIX KNeTOK K
AndhepeHUNPOBKe, NO3BOMIAIOLLEE UM COBepLUaThb
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[OMONHUTESbHBIE LKLl MUTO3a Nepes, AnddepeH-
umposkoii (Fiddles et al., 2018). YBennueHue nnowla-
AW KOpbl FOIOBHOIO MO3ra COBPEMEHHOIO Ye/loBeKa
MOrf10 ObITb 06eCNeYeHO YaCTUYHOWN AynanKaumen
reHa notch2, cyluecTBytOLLEro y Apyrvx npuvmMaros.
OTa ApeBHAA HEMONHAA fyNnKaums ¢ U3MeHeHeM
nocnefoBarte/lbHOCTU FeHa npuBena K MosiBEHWUIO
reHa notch2nl, NpoAyKT KOTOPOro BAMSET Ha pa3Bu-
TWe HerpoHaNbHbIX MPOreHUTOPHbIX KNETOK KOpbl.
DTOT reH npeteprien eLLe Ase AynavKaumm, n cospe-
MEeHHbI Ye/loBeK B pe3y/ibTaTe MMeET TPpY KOMum 3T1o-
ro reHa. Pe3ynbTat B 04epeaHOl pa3 NoATBEPAW PO/b
AyNInKaumii B 3BOMKOLMN NO3BOHOYHBIX (Bayramov
etal., 2021). MoB.bILeHMe akcrpeccun notch2nl BegeTt
K 3aMe/ieHno AnddhepeHLMPOBKN NPOreHUTOPHbIX
K/IETOK U YBE/IMYEHWNIO YMC/a HEMPOHOB, Kak MoKa-
3aHO B 9KCNEePUMEHTAX Ha KyNbType KeTOK 1 MO3ro-
BbIx opraHougax (Fiddles et al., 2018). HTepecHoO,
4TO 3Ta 06M1aCTb reHoMa OT/INYAETCA HeCTabubHO-
CTbO W Y COBPEMEHHbIX /0A€e, BCTPeYatoTCs reHo-
MbI C YU1CIOM KOnuiA notch2nl aBe 1 YeTbIpe, B NepBOM
CNnyyae pa3BUBaeTCA MUKpoLedanns, BO BTOPOM —
makpoueanus (Fiddles et al., 2018). EcTb eLle oanH
reH, CyLleCTBEHHO M3MEHVBLUWIA KNEeTOYHbIA nat-
TEPH N YPOBEHb 3KCMPecCumn 3a CHET U3MEHEHWUI B
nocnefoBaTeNlbHOCTY PerynaTopHbIX y4aCTKOB reHOo-
Ma, CneuuduyHbIX AN Yenoseka. OTO reH 6enka
PPP1R1/, Bbi3blBalOLLLEro 3amefsieHne KIeTOYHOro
LMKNa HeMPOHa/IbHbIX NPeALEeCTBEHHNKOB, HAb/MH0-
fiaeMoe B OHTOreHe3e NMpMMaToB 1 B eLle 60/bLUein
CTErNeHWN YesoBekKa, CyLLEeCTBEHHO U3MEHW/ K/1eTOY-
HbI NaTTepH 1 YPOBEHb 3KCMPECCUM Y YenoBeka 3a
CYET U3MEHEHWUI B NOC/eA0BaTENbHOCTN perynmpy-
FOLLIMX YHACTKOB reHOMa, CNeLMUYHbIX 4Ns Yenose-
Ka (Girskis et al., 2021).

HeaasHMM OTKPbITMEM CTa/1a TakKe JEMOHCTpaums
3KCnpeccum cepoTOHNHOBOTO peuentopa HTR2A 6a-
3a/lbHbIMW MpeaLecTBEHHNKaMNU HEeMpOHOB paaun-
a/IbHOM NN Y YenoBeka Kak OAHOro u3 (haktopos
3amefneHns anddepeHUMPOBKN 6asanbHbIX npef-
LLUECTBEHHMKOB W YBENNYEHWUA YMCNa HEMPOHOB
(Xing et al., 2020). OgHaKo 3TV pa3nn4uns onpeaenn-
NN OT/INYNE He TONbKO YesloBeKa, HO U ipyrux no3so-
HOYHbIX, 06N1a4atOLLINX BbIPQXKEHHOI CKNaa4aToCTbo
KOpbI M0 CPaBHEHMIO C TEMU, Y KOTOPbIX Kopa 60nee
rnafkas (4To OTpaxXaeT MeHbLLEE YMC/0 HEMPOHOB 1
MEHbLLYHO M/owaab Kopbl). JKCnpeccust aToro pe-
LenTopa onpeaensieT 3aBUCUMOCTb YMCa HEMPOHOB
OT KOHLEHTpauun CepoTOHUHA B OHTOreHese, U
y4yacTByeT B MexaHu3Me )OPMUPOBAHMUA KOHTEKCT-
3aBUCUMbIX UHAMBULYANTbHBIX Pa3IVUniA.

pOMKMM nocneaHM cobbITUEM B 3TOM 06n1acTu,
MOXHO CUMTaTb [jBe CTaTbM, BbilLeAlIMe B OKTA6pe B
Nature (Shibata et al., 2021a, 2021b), coobLumBLLME 06
onpefensitoLLEM Y4acTUN PETUHOEBOW KUCNOTbI (MPo-
N3BOJHOrO BUTaMMHa A) B HeliporeHe3se MNpedpoH-
TanbHoi Kopbl (M®PK) yenoseka. ABTOPbI 3aHUMASIUCh
NMOMCKOM 3BOJ/IOLIMOHHbIX MEXaHM3MOB pPacLLUMPEHMS
M®dK n ee cBA3eN ¢ MeANO-A0PCa/TbHbIM TalamMycoM y
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npumMartoB 1 yenoseka. Cunrtaercs, uto NPK orse-
YaeT 3a Mo3HaBaTeNbHYI0 AeATeNbHOCTb, KOTHUTUB-
HYH M1aCTUYHOCTb, CAMOKOHTPO/b, pabouyyto na-
MSiTb, COLMa/IbHblE B3anmogenicTausa. Mopdonorn-
yeckKumu Mapkepamum NPdK npumatos 1 4yenoseka
AB/IAETCA NaTepa/ibHOe paclUMpPeHNe U YBeNYeHWe
YETBEPTOro 3epHUCTOro (rpaHynapHoro) cnosi. OH-
TOreHeTMYeCKNe MexaHW3Mbl, OMpefenstoLne atn
0CO6EHHOCTU OCTaBa/INUChb A0 MOC/ELHEN0 BPEMEHM
HEeN3BECTHbIMU.

Mcnonb3ya fAaHHble cekBeHupoBaHua PHK
BrainSpan 4yenoseka (RNA-seq), aBTopbl NpoBenn
CKPVHWHT TeHOB, KOTOpble AnddepeHUnanbHO ak-
TUBUPYHOTCA B CPeHEN YacTn TOOHOW JoNM Nnoga Ha
16—22 Hen. nocne 3adatms. VccnegoBaHHble 06na-
CTW BKIOYaIM YeTblpe rpegnonaraeMblX 061acTu
M®K (MegnanbHas, opbutanbHas, gopconarepasib-
Has, BeHTponarepasbHas) U NepBUYHY0 MOTOPHYIO
KOpy. DKCrpeccus reHoB B 3TUX JIOOGHbIX 061acTAX
CpaBHVBaNaCb C 06M1acTAMM TeMeHHON (nepBuYHas
CceHcopHasa Kopa, S1C; HWXHAA TeMeHHas Kopa,
IPC), 3aTblnoyHOi (NepBMYHaa 3puTeNbHas Kopa,
V1C) 1 BUCOYHbIX foneli (NepBuMYHas CnyxoBasi KO-
pa, A1C). AHann3 reHHol oHTonorum (GO) reHos,
anddepeHUManbHO aKTUBMPOBAHHbIX BO PPOHTa/Tb-
HbIX 06/1aCTAX, BbIABU/ CNefytoLLe KaTeropun re-
HOB: ““UyBCTBUTENbHbIE K PETUHOEBOW KucnoTe”,
““cBsI3aHHbIe C 06pa3oBaHMEM CUHAMCOB™ U “OTBeYa-
oL Me 3a pa3BUTNE aKCOHOB”. VIcnonb3ysa UMMYHO-
thepmeHTHbIN aHanu3 (ELISA), aBTOpbl OLEHUAN
KOHLEHTpaLMI0 PeETUHOEBOW KUCNOTbI B Pa3BUBalo-
LLLeMCS1 MO3re, U 06HaPY>XXMNN BblPaXXEHHbIV rpagn-
eHT B MNepefHe-3aHeM HarpasieHUn ¢ MakCUMasib-
HbIMW 3HAYEHUAMMW B TOOHBIX OTAeNax. Kcnpeccus
(hepMEHTOB CUHTE3a PETUHOEBOW KWUCNOTbI Gblna
TaKXXe BblLLIE B /IOGHbIX OTAENax, M 3HAYUMO OT/InYa-
nacb y NpuMaToB (YeN0BEK N MaKaka) OT YPOBHS 3KC-
npeccun B NOGHBLIX OTAenax rpbi3yHOB (MblILLER).
KoHUeHTpaumsa peTUHOEBOW KUC/IOTbI PerynmpyeTtcs
Takxke hepmeHTOM CYP26B1, KaTabonnsmpyowmm
PETUHOEBYIO KUC/IOTY M TeM CambIM OrpaHUyYnBalo-
LLIMM ee CUTHaIM3aLMNI0. DKCMpeccus 3Toro hepmMeH-
Ta, HanNpoTWB, Bbllle B KayAalbHbIX 06/1acTaX Mo
CPaBHEHWIO C NPeMPOHTA/IbHLIMW, YTO TaKXXe MOXET
CMY>XUTb (POPMUPOBAHUIO MepefHe-3a4Hero rpagu-
eHTa PeTMHOEBOM KNCNOTbI. JTaKT03a-3aBMCMMOE HO-
KayTMpoBaHWe COOTBETCTBYIOLLErO reHa B MepuHa-
Ta/lbHOWM NOGHOI KOpe Y MblLLIE NPUBENO K POCTY
KOHUEeHTpaLmn peTMHOEBOW KUC/OTbl, YMEPEHHOMY
YBE/IMYEHUIO NepesHNX OTAENO0B, MOBbILLEHHON 3KC-
npeccuun reHa rorb, xapakTepHOro A/ YeTBepToro
rpaHynspHoro cnof MNM®K aHTponongHbIX npuma-
TOB, HO 9KCMPECCUPYIOLLEroCcs B HOPME Y MblLLEi, 1
pacLUMpPEHNIO MeAnaIbHON  TanaMOKOPTUKa/IbHOM
WHHepBaLun.

BbIf10 N3y4eHOo pa3BUTMEe MO3ra y MbILLER TIMHUN,
HecyLLen geneunto reHa oepmeHTa CYP26B1, yyact-
BYIOLLIETO B flerpafjaumnm peTMHoOeBoM K1cnoTbl. Oka-
3a/10Cb, YTO CMIHa/bHbIN KacKaf PeTUHOEBOI KKC-

notbl (pabotalowmin yepes peuentopbl RXRG u
RARB) HeobxoaMM Ans KOPPEKTHOWM npeapasMeTKu
npepoHTaNbLHOM U MOTOpPHOIM o6nacTei mo3sra, a
TaKxXe 419 (hopMnpoBaHns cBA3N mexay NP K v me-
ANoJopcaibHbIM TanamycoM. ITU JaHHble BrepBble
CBUAETENbCTBYHOT O TOM, UYTO Kackaj peTWHOEeBOW
KUCNOTbl UrpaeT KPUTUYECKYKD POSib B PasBUTUM
M®K un B ee paclLuMpeHUn B Xo4e 3BOMIOLMN FO/1I0B-
HOro Mo3ra N03BOHOYHbIX.

MNHTepecHO, YTO rpafueHT KOHLEHTpaUUn petu-
HOEBOW KUCNOTbI CXOAEH C rpagveHTOM MI0OTHOCTU
AEeHOPUTHBIX LUMMUKOB, KOTOPas TakXXe YMeHbLLaeT-
CA B MNepefHe-3aHeM Hanpas/eHUN, U 0CO6eHHO Bbl-
COKa B MpethpoOHTa/IbHOW KOpe Ye/ioBeka Mo cpaBHe-
HWIO C ApYrMMn Miekonutarowmmn. CpaBHUB TpaH-
CKPUMTOMbI YeNOBEKA M MaKakKu Ha CTafn CpefHero
nnoga, CoBNajatoLLeli ¢ Ha4a/loM CUHanToreHesa, as-
TOPbI 06HAPY>KN/IN OCTOBEPHOE YBENTMYEHWE SKCTpec-
cum uepebennnHa 2 (CBLN2), HelipekcHa (NRXN) n
6efika-CMHaNTNYeCKOro opraHM3aropa, CBA3aHHOro C
GRID/GIluD-peuenTopom rnytamata (Shibata et al.,
2021b). BaoBble pa3nnumsa B YypOBHE 3KCMPECCUN 1
pacnpefeneHnn B Kope LiepebennnHa, no KpariHen
Mepe 4YacTUYHO, OKa3a/nCb 00YCNOB/EHHbIMU Aene-
LMAMM, cofepXXallumMMKn caiTbl cBAsbiBaHMA SOX5 B
3HxaHcepe chin2, pearvpytoLem Ha peTUHOEBYHO KUC-
noty. “I'eHeTUYecKoe O4efioBeyMBaHMe” 3HxaHcepa
MbILLMHOTO cbIn2 in situ (T.e. ero 3ameHa Ha vesioBeve-
CKMi1) BbI3bIBAET MOBbLILLEHHYK 3KCMpeccuto chin2 n
crnoco6cTByeT 06pa30BaHNIO AEHAPUTHbBIX LLWMNKOB
B N®K.

Takum 06pa3om, BbIACHU/OCH, YTO U3MEHEHNE He
TO/IbKO KOHLEHTpauumn peTUHOEBOM KUCNOTbI, HO U
UYBCTBUTENBHOCTW K HE 3HxaHcepa LiepebensvHa,
MOXXET 0TBeyaTb 3a crneynduyHoe passntne NMNOK
yesioBeka M BbIPaXEHHbIV MepefHe-3a4HWI rpagu-
€HT NJIOTHOCTU AEHAPUTHbIX LLUMMMKOB. Bonpoc e o
NpUYMHaxX pasyunii B KOHLEHTpaunmM n pacnpege-
NEHUN PETUHOEBOWM KMCMOTbI Y NPMMATOB OCTaeTcs
OTKPbITbIM.

KO-TPAHCMNCCUA —TNMPABUJIO
NN NCKIKOYEHWME?

ELLe ogHUM XOpoLLnM NPYMePOM BO3BpaLLEeHUs K
cTapbiM BOMpocam Ha HOBOM YPOBHe pa3BUTUSA Hay-
KN SIBNSETCA paboTa, OMyO/MKOBaHHAs >XYpPHa/ioM
Frontiers in Molecular Neuroscience B theepane 2021 r.
(Brunet, Sprecher, 2021). CtaTtbs MOMHOCTLIO NNLLE-
Ha SKCMepUMEHTa/IbHOM COCTaBNAOLLIEN, OHA BbIMO/-
HeHa Ha OCHOBE JjaHHbIX, ONy6/IMKOBaHHbIX ApYrMuy
nccnefoBatensimu. bbICTpo HabupatoLLee CKOPOCTb Ce-
KBEHUPOBaHME TPAHCKPUNTOMOB e€AMHUYHBLIX Krie-
TOK NPWBESIO K TOMY, YTO B CBOGOLHOM JOCTYre Haxo-
[ATCA faHHble O MOHENPOHHO OTCEKBEHWPOBAHHbLIM
HepBHbLIM CUCTEMaM Y)Ke MHOTUX BWUAOB XXMBOTHbIX.
STUMN laHHBIMM BOCIMO/1b30Ba/IUCH LUBEMLIAPCKME UC-
crefoBareniv, YTO6bl OKOHYaATENbHO pa3obpaTbcsi C
TeM, KaK 4acTO B HEPBHOW cucTeme HabnoaaeTcs Ko-

OHTOrEHES3 Ne 1

TOoM 53 2022



MPOUVCXOXAEHWE W 3BOMOUMA HEPBHOW CUCTEMBI 71

TpaHcmucems (MCnonb3oBaHMe O4HUM HEPOHOM He-
CKOJ/IbKMX HEepOTPaHCMUTTEPOB) Ha LUMPOKOM 3BO-
NOLMOHHON LWKane. Kpome TOro, Ha HEKOTOpPbIX BU-
Jax WM y[anocb MNpPOBEPUTb, MOXET M B XOfe
OHTOreHe3a M3MEeHATLCS YMC0 HEMPOHOB C KOOKa-
Nn3aumein HeCKONIbKUX HEMPOTPaHCMUTTEPOB. Bbinn
MCMNO/b30BaHbl AaHHbIE MO TPAHCKPMMTOMaM Helpo-
HoB rnapsbl (Hydra vulgaris), ronoBHOro raHrnvs nna-
Hapuun (Schmidtea mediterranea), HepBHOI CUCTEMBI
Hemarozpbl (Caenorhabditis elegance), ronoBHOro mos-
ra IMYNHKN 1 B3pocnoit myxum (Drosophila melanogas-
ter), ronOBHOro Mo3ra npeacTaBnTeNs TyHUKar (HU3-
LLIIE XOPAO0BbIe, C MOABVKHOW NINYNHKOM N CUAAYNM
06pa3oM XM3HK Y B3pOCabIX 0cobeit) acumamm (Cio-
na intestinalis), KOCTUCTOW pbibbl (Danio rerio), KOHeY-
HOro mMo3ra penTunnii (Y4epenaxm Trachemys scripta 1
Allepnubl Pogona vitticeps) 1, HakOHEL, FOOBHOrO
Mo3ra npeacTaBuTens Maekonutaowmx Moiwmn (Mus
musculus). 3yqann cnyyan KoOnoKamsaumm TOMbKO
K/1aCCUYECKNX HEMPOTPaHCMUTTEPOB (ryTamar, ate-
TmnxonnH, FAMK, rvumH, MOHOaMUHbI), UCMO/b3yA
Ha/IMume B TpPaHCKPUNTOMax HelipoHoB MPHK reHoB —
MapKepoB OMpesesieHHOro TPaHCMUTTEPHOro (peHo-
TNa. MpoayKTbl 3TUX FreHOB-MapKepoB, Kak Npasuno,
OTBeYaloT 3a CUHTE3 /UM Be3NKYNAPHbIA NepeHoc
COOTBETCTBYHOLLMX CUTHASTbHbIX MOEKY/.

YacTo Ko-TpaHCMUCCUIO pacCMaTPUBAIOT Kak Ha-
pyweHve npyHUmna [feina, chopMyIMpoBaHHOIO B
NATUAECATbIE oAbl MPOLU/IOro BeKa. Torga OHoO MMeso
3HayeHue, CXO4HOe NO 3HAYMMOCTM C BbIBOZOM Pamo-
Ha Kaxana o Tom, HepBHas CUCTEMa — 3TO He CUHLN-
TUA, @ COBOKYMHOCTb OTAE/bHbIX HEPBHbLIX KNETOK.
MpuHuun deina ycunuean npeacTaeneHne o He3aBu-
CUMOM CyLLLHOCTU HeilpoHa. OfHAKOo y camoro npuH-
umna [erina cyLecTByeT ABa pasHbIx NpouTeHnsi. Co-
rMacHo YnpoLeHHOMY BapuaHTy 3TOro NMpUHLMNG,
OAWH HEeNpoOH MOXEeT WMCMO/b30BaTb TOMbKO OAWH
HeMnpoTpaHCMUTTEpP, KOTOPbI CEKPETUPYETCS BCEMU
ero OKOHYaHusIMWU. YacTb muccnegosatenell MHTep-
NnpeTupyeT 3TOT MPUHLMN WHa4Ye: Habop Henpo-
TPaHCMUTTEPOB A/151 BCEX CEKPETUPYHOLLNX 06nacTel
OJHOro HelpoHa noctosiHeH. O TOM, YTO NPUHUMN
[Jelina B ynpoLLeHHOM BapmaHTe HapyLlaeTcs, 6b110
N3BECTHO AaBHO. CyLLeCTBYIOT NPUMEPbLI KOIOKaN-
3aUMK KNacCMYeCKNX HEMPOTPaHCMUTTEPOB C HeMpo-
nenTngaMu, ra3oo6pasHbIMU CUrHaIbHbIMU MOJIEKY-
JlaMy 1 Y NMEPBUYHO-, N Y BTOPUYHOPOTHIX XXMBOTHbIX.
DYHKUMOHaNbHOE 3HaYeHWe TakKoW KOJoKam3aumm
TaKKe N3y4anoch 1 06Cyxaanock. Ho BOT TO, HACKO/Ib-
KO 3TO SIBNEHME XapaKTePHO ANS KNaCCUYECKUX He-
pOTPaHCMUTTEPOB, OCTAaBA/IOCb HE COBCEM SICHbIM.
Ko-TpaHcMuccns— aTo aK30TUKa UKW Npasuio s
HepBHO CUCTEMbI?

CTOPOHHUKM XMMWYECKOW OpraHu3aumm mosra
paccMaTpvBain KONOKanM3auuo HeMpoTpaHCMUT-
TepoB, CKOpee, Kak UCK/oYeHne 13 npasuna. Mpeg-
nonarasiocb, YTO OHa MO0 HYXXHA B PELKUX CNyYasx
NS creumaibHbIX Lener, NMbo OTpakaeT cyvainHoe
“HeaohopMnpPOBaHME™ TPaHCMUTTEPHO cneumdny-
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HOCTW. 3Ta TOYKa 3pEHUs BMOSIHE MOHSTHA, eC/IN UC-
XOAWUTb M3 TOTO, YTO pasHble HelipoTPaHCMUTTEpbI
VIMEIOT pasHble PYHKLMM, HECYT Pa3HyHo CMbIC/IOBYHO
Harpysky. B 3ToM ciiyyae KOMOKaM3aumsi He MOXeT
6bITb MPaBU/IOM [ HEPBHO CUCTEMBI.

NTaK, 4TO XXe BbISICHMNOChL 61arofaps KNeTo4Hom
TpaHCKPUNTOMNKe? [lepeyncnmm KOpPOTKO OCHOB-
Hble pe3y/bTaTbl 3TON PaboThbl.

BONbLUINMHCTBO HEPOHOB Y BCEX MCCEeJ0BaHHbIX
BW/0B 3KCMPECCUPYET MapKepPbl TONbKO OAHOT0 Hell-
poOTpPaHCMUTTepA.

HelipoTpaHCMUTTEPHbI Npodnib HEPBHOWN CU-
CTEMb! CYLLLECTBEHHO OT/INYAETCA Y pasHbIX BUAOB.
Hanpumep, y rmugpbl Knaccuyeckne HelpoTpaHc-
MUTTepbl NpeacTasfeHbl aueTunxonnHom n FMAMK;
Y pPenTuanii OCHOBHbIM HEPOTPAHCMUTTEPOM AB/ISA-
eTcs rnytamart, W, B MeHbluei cteneHn, FAMK; y
MbILUEA 3TO COOTHOLUEHWe MeHSAETCs Ha obpaTHoe
(TAMK npeo6nagaet Haf rnytamMaTtom), 1 K TOMY >Ke
CyLLeCTBEHHO BO3pacTaeT [0/ MOHOaMWHeprude-
CKUX HEPBHBbIX K/IETOK.

[ns BCex nccnefoBaHHbIX BMAOB KONOKaM3aUms
K/aCCUYEeCKNX HEMPOTPAHCMUTTEPOB HEU3MEHHO Bbl-
ABNAeTCA NpUMepHO y 10—25% HelipoHOB. Mpun 3TOM B
50% cny4yaeB (1 60/bLLIE) MUHOPHbIE HEAPOTPAHCMUT-
TepHble heHoTUNbI (6onee peakme) MoryT 6bITb Npea-
CTaB/ieHbl HelipOHaMK, CUHTE3VPYIOLLMMU eLle OAuH
NN faXe HECKO/IbKO K/acCUYeCKMX HelpoTpaHc-
MUTTEPOB.

3aBMCMMOCTb YacTOTbl KOMIOKaNM3aLum oT unno-
FeHeTUYECKOro PACCTOSIHNSA MeXy OpraHu3Mami He
BbISIBNEHA.

B OHTOreHese 4MCnO MyNbTUTPAHCMUTTEPHbIX
HelipOHOB MOXXET MeHATbCA. Hanpumep, B HEPBHOIA
cucTeMe B3POC/bIX APO30INST 3HAYMMO CHUXKAETCH
[0NS1 MyNbTUTPAHCMUTTEPHBIX KNIETOK MO CpaBHe-
HWIO C HEPBHOM CUCTEMO NMUMHKK. C 4pyroi cTo-
POHBbI, y CTapbIX MbiLLEl OHA CYLLEeCTBEHHO HE MeHSI-
eTCS M0 CPaBHEHMIO C MOMOABIMM.

KnacTepHblii aHanM3 TPaHCKPUMNTOMOB OTAE/b-
HbIX HepoHoB (MeTogom Uniform manifold approx-
imation and projection, UMAP) He BblieNnsieT KNeTku
C KOMOKann3aumein HempoTpaHCMUTTEPOB B OTAESb-
Hble rpynnbl, KaK NpaBuio, OHW BXOAAT B KacTepbl
HeipOHOB, CEKPETUPYIOLLMX OAMH N3 KO-TPaHCMUT-
TepoB. C Jpyroii CTOPOHbI, He Y BCeX BUZOB MNPOsB/s-
eTcA M YeTKas Knactepmsaums MOHOTPaHCMUTTEP-
HbIX K/IETOK.

Taknm 06pa3oM, 0OKa3anocb, YTO C OfHOI CTOPO-
Hbl, 60/IbLUINHCTBO HEMPOHOB Y BCEX NCCEA0BAHHbIX
BWAOB MCMO/b3YeT TO/IbKO OAMH KNaCCUYECKUIA Hell-
POTPaHCMUTTEP, a HENPOHbI C KO-TPaHCMUCCUEN
NPUHAANEXNT K KnacTepam HelipoHOB, BbipabaTbiBa-
OLLMX OUH N3 KO-TPAHCMUTTEPOB, YTO COrnacyeTcs
CKOpee CO C/yyariHbIM MOSIBNEHWEM 3TUX KI/ETOK.
YMeHbLLUeHVe A0V KONOKanusaumii npu nepexoge
OT IMYNHOYHOIO K B3POC/IOMY MO3TY TakXe cornacy-
eTCsA C NPEACTaBNEHNAMWN O KO-TPAHCMUCCUW Knac-
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CMYECKUX MeAMaTOpPOB KakK O ClyYaHOM Hepfodop-
MUPOBaHUN TPAHCMUTTEPHOM cneungmyHoctn. C
APYrol CTOPOHbI, 0N HEMPOHOB C KOMoKann3awu-
el BCe-TaKM BeNMKa AN Cny4vaHOM, U 0Kasanochb,
yTo Aaxke 30% TaKMX HEPOHOB Y IMYNHKM APO30¢hK-
Nbl He MeLaeT paboTe HEPBHOM CUCTEMBbI.

B 3akntoueHve nogsefemM OCHOBHbIE UTOTU 3TOrO
HaCbILLEHHOro HOBbIMM pe3y/ibTaTamMn U NAEAMU ro-
Aa 3BOMOLMOHHON HeNpoouonornn. HempoHbl ¢
60MbLIO BEPOATHOCTbIO MOSBAANMCL B 3BOMOLMN
HEeCKOoMbKo pa3. Heobxoanmow npeagantaumein K nx
NOSIBNEHMIO BbIN0 Ha/IMYME Pa3BUTON CUCTEMbI MEX-
KNETOYHON XMMWYECKOW CUrHanmn3aumm, BKIOYato-
LLielA 3N1eMeHTbI BE3VKYNAPHOM CeKpeLun, peLenTopbl
N MeMbpaHHble KaHa/lbl, 06pa30BaHHbIE MaHHEKCKMHA-
MW. TpaHCMUTTEpHasi reTeporeHHOCTb CEKPEeTUpPYHO-
LLIMX KNETOK M MEPBbIX HEPBHbIX CUCTEM Oblfia HEO6X0-
AUMbIM YCNOBMEM KOOPAMHaUMKW MOBEAEeHWUs opra-
HM3Ma Ha OCHOBE O0OBLEMHOWM HeCMHaNTUYeCKOM
cekpeunn TpaHcmuTTepoB (volume transmission).
3TN ApeBHME YepTbl COXPaAHWUIUCHL U B HEPBHOM CU-
CTEMe COBPEMEHHbIX M/IEKOMUTAIOLLNX, XapaKTepu-
3yHOLLIENCS 60NbLLIMM Pa3HO0bpa3neM XMMUNYECKON
MEXHenpoHabHOW curHanmsaumni. BonbLIMHCTBO
HEeMNpPOHOB Y BCEX NCCNe0BaHHbIX XXMBOTHbIX, Mpes-
CTaBUTENEN TUMOB KHWUAAPUWN, XOPAOBbIE, HACEKO-
Mbl€, MOJIIIOCKN, aHHEeNNAbl, WCMOo/b3yeT TOMbKO
OAMH M3 KNacCUYeCcKuX HelpoTpaHCMUTTEPOB. Of-
HaKO HEeMPOHbI C KO-TPaHCMUCCUEN TaKkKe HEM3MEH-
HO BbISIBNIAIKOTCA Y BCEX MCCNEA0BaHHbIX BUJOB U CO-
CTaB/IAOT NpUMepHO 10—25% OT BCex HelipOHOB opra-
Hu3ma. [nyTamar, 6yayym cambiM pacnpoCcTpaHeHHbIM
K/NETOYHbIM MeTabonMTOM, MO-BUAMMOMY, SIBNSETCA
OAHMM 13 MEPBbIX CUTHa/bHbIX ()aKTOPOB MOBPEXAe-
HWSA NN TMBeNN KNeTKW. NS y3HaBaHUS 3TOro 6mo-
NOFNYECKN-3HAYMMOrO CUrHaMa MornmM copmMmpo-
BaTbCA MepBble ryTamaTHble peLenTopbl. MpocToTa
N 3HepreTnyeckas felleBn3Ha (PopMMPOBaHUS Ty~
TamaTepruyeckom CuUrHaamsauuu, mMo-suguMomy,
onpegenunia 1cnosb3oBaHKe rinyramara Kak OCHOBHO-
ro TpaHCMUTTEpa NpW ObICTPOM YBEIMYEHUWN YmMCna
HelipOHOB B 3BOJIKOLMM MO3ra MO03BOHOYHbIX. JOHepB-
Hble WM HEKaHOHWYeCKne (YHKUUN HerpoTpaHc-
MWUTTEPOB MOI/IM  ONPefennTb UX pasHoobpasHble
(PYHKUMW B HEPBHOI cucTeme. Tak, NPSIMOe Un orno-
CpefioBaHHOE BNNSAHWE BO30YXXAAIOLLMX PeLenTopoB
rnyTamara Ha COCTOSIHME XpOMaTuHa, No-BUAMMOMY,
6b110 UCNOMb30BAHO A4/15 MOBbILLEHWS HE TONbKO (-
3M0N0rMYECKO, HO U FTeHETUYECKOW MIacTUYHOCTH
MO3ra MNO3BOHOYHbIX.

Cygas no Temnam TeKyLLMX UccnefoBaHnii, 2022 T.
NMPUHECET He MeHee 3HaYMMble U MHTEPECHbIE pe-
3ynbTaTbl B 06/1aCTV 3BONKOLMOHHON Henpobunono-
TN, AHOHCbI HEKOTOPBIX U3 HUX y)Ke NPO3ByYasn B
NNYHbIX COOBLLEHUSAX.
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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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