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OPTOJIOT TEHOB CEMENCTBA MUOTEHHBIX PETYJIATOPHLIX
DAKTOPOB (MRF) 1 UX BOSMOXKHBIE ®PYHKIINN Y UTJIOKOZKHUX
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I'enbl cemeiictea MRF, urpatoniue BaxkHyI0 pojib B Pa3BUTUN MBILLIEYHON CUCTEMBI, €CTb Y BCEX JKUBOT -
HbIX. MccaenoBaHne TOCTYIMHBIX TPAHCKPUIITOMOB M T€HOMOB pa3HBIX ITpencraButeieit Echinodermata
MoKa3ajo HaJluuue Y 3TUX JKUBOTHBIX OPTOJIOTOB TeHa Myo D MO3BOHOUHBIX. Y MOPCKUX JIWJINIA 1 MOPCKUX
exXeil mpucyTCTBYIOT Tpu reHa: MyoD1, MyoD2 u MyoD3; MopcKue 3Be31bl, II0-BUAVMOMY, YTPATWIN IeH
MyoD3, aronorypuu — MyoD2. T1pu pereHepalu MbIILL y ToJdoTypun Eupentacta fraudatrix 3HaYUTETbHO
YBEJIMYMBAJIACh dKCIIpeccus reHa MyoD3, B TO BpeMsl KaK YMCJIO TPAaHCKPUIITOB MyoD 1 He N3MEHSIIIOCh.
BDT0 MOXET YKa3bIiBaTh Ha yuactue MyoD3 B peryisiiuu MUOreHe3a y ToJIOTYPHid.
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I'ennl cemeiictBa MRF (myogenic regulatory fac-
tors) UrpalmT KJIIOUYEBYIO POJIb B MUOTeHe3€ MO3BO-
HouHbIX (Buckingham, Rigby, 2014). CemeiicTBO co-
CTOUT U3 4YeTblpex reHoB: MyoD, Myf5, Myogenin
(MyoG) u MRF4. Ilpennonaraetcsi, 4TO y MOCJAEIHETO
obmmero npenka Bcex Chordata mMmencs: TOJIbBKO OOUH
reH atoro cemeiictBa (Dehal et al., 2003). ¥ 6ecno-
3BOHOYHBIX K HACTOSIIIIEMY BpeMEeHU OOHapy>KeHBI
OPTOJIOTU TOJBKO omHoro npencraButesist MRF — re-
Ha MyoD (Venutietal., 1991; Arakietal., 1994; Adams
et al., 2000; Howard-Ashby et al., 2006). BeposiTHO,
spoonrsa MRF y BTOpUYHOPOTHIX >KUBOTHBIX IPO-
nucxonuiaa HezaBucuMo, Kak y Chordata, Tak u y Am-
bulacraria.

I'ensr cemeiictBa MRF komupyroT TpaHCKPHITIIN-
OHHBIe (haKTOPBI, OTHOCsIIMecs K Kiaccy I basic helix-
loop-helix (b HLH). OHu urpatot BaxkHyI0 poJib B pas3-
BUTUU MbILILL. WX pyHKIIMS 3aKITI0YaeTCsl B PETY/ISILIMA
nposuvdepaly, BbIBOIE KIETOK-IPEAIIeCTBEHHUKOB
M3 KJIETOYHOTO LIMKJIa, B mupdepeHman 1 popMm-
poBaHMU (PEHOTUIIA MUOIINTA CKEJSTHBIX MBI, Bce
reHsl ceMeiictBa MRF mMmeloT cxomHoe CTpoeHue U
BKJIIOYAIOT YYaCTKM, Koaupyromye N-KOHIIeBOM TpaH-
CaKTUBALIMOHHBIN TOMEH C Y9aCTKOM, OOraThbIM IIMCTe-
nHoM/TuctTunHoM (N-TAD), ieHTpaIbHBII y4acTOK
¢ MmotnBoM bHLH, BKITIogarormimmM nBa noMmeHa — ba-
sic myogenic u helix-loop-helix (HLH), a Taxcke C-koH-
1IeBO#i TpaHCAaKTUBALIMOHHBII foMeH MyfS, KoTopblit
comepxut Helix I11 (Singh, Dilworth, 2013). JloMeHBI
HLH u basic myogenic oTBe4aioT 3a TeTepOInMepH-
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3auuio ¢ E-tiporemHamMu — 6eKkaMu IPyroro ceMei-
ctBa bHLH. OO6pa3zyromuiicss KOMITJIEKC CIIOCOOeH
cBa3bIiBaThbed ¢ nocienoBareiibHOCTEIO CANNTG B
pEeryasITOPHBIX ydacTKax IelieBbix reHoB (Lassar
etal., 1991). N- u C-xoHlieBble TpaHCAKTUBAIIMOH-
HBI€ TOMEHBI BaXKHBI ST JOIOTHUTEILHOM Peryisi-
MU QYHKUMIA TpPaHCKPUNLIMOHHBIX (pakTopoB MRF
(Weintraub et al., 1991; Bergstrom, Tapscott, 2001).
B orimunie OT BBICOKOKOHCEPBATUBHEIX TOMEHOB
HLH u basic myogenic, N- n C-KoHIIeBbIE ITOCIEI0-
BaTeJIbHOCTU IOCTATOYHO BapvabebHbI U pa3jinya-
oTcst y 0enkoB paszHbix cemeiictB MRF (Ishibashi
et al., 2005).

Bricokast romostorust yaactkoB bHLH Bcex uie-
HoB cemeiictBa MRF ykaspiBaeT Ha ux (pyHKIIMO-
HaJIbHYIO CXOXECTb, B TO BpeMsl KaK pa3januus B Ipy-
TUX IOMEHax 00yC/aBIMBaOT HAJIMYME Y OTAEIbHBIX
oenkoB MRF cnemuanu3upoBaHHBIX (QYHKIIUA
(Atchley et al., 1994). Hannpumep, MYF5 u MyoD He
TOJIBKO 3aI1yCKalOT TPAHCKPUIILIUIO, HO MOTYT CO3/1a-
BaTh OTKPBITYIO CTPYKTYPY XpOMaTHHA B reHaX, CBSI-
3aHHBIX C MUOTeHEe30M. B cBOIO ouepelnb, 3TO MO3BO-
nser 60enky MyoG peryimmMpoBaTh TPaHCKPHUITIIMIO
aTux reHoB (Lassar et al., 1991). [ToMmumo yyacTtus B
pa3BuTuUM MbI Oenku cemeiictBa MRF wurpaior
KJIIOUEBYIO poJjib B ux pereHepauuun (Grounds et al.,
1992; Zhou, Bornemann, 2001; Pavlath et al., 2003;
Karalaki et al., 2009; White et al., 2016).

Hriokoxune — ogHa U3 IpyIn 0eCrIO3BOHOYHBIX,
MMOKAa3BIBAIOIINX XOPOIIKE CIIOCOOHOCTH K peEreHepa-
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muu. [Tociae 3HaYUTETbHBIX MOBPEXICHUI Y HUX MO-
I'YT BOCCTaHABJIMBATbCS KaK BHEIITHUE MMPUIATKU, TaK
n BHyTpeHHUe opraHbl (Candia Carnevali, 2006;
HommatoB u ap., 2014). BoccraHoBiieHrE Y 3TUX XK1~
BOTHBIX IPOUCXOAUT O0€3 y4acTHsl CTBOJIOBBIX KJIETOK
3a cueT aeauddepeHIUPOBKU COXPAHUBIINXCS TUQ-
¢depeHnupoBaHHbIX KiIeTOK (Mladenov et al., 1989;
Garcia-Arraras et al., 1998; Dolmatov, Ginanova,
2001; Mashanov et al., 2005, 2008; HonmaroB, Ma-
maHoB, 2007; Garcia-Arraras, Dolmatov, 2010).
B yacTtHOCTH, MOKa3aHO, YTO y TOJOTYpUil TIpU MO-
BPEXIEHUU MPOAOIbHON MbIliedHOU JieHTHI (ITMJI)
HOBBIE MUOLIUTHI (DOPMUPYIOTCS B PE3yJIbTAaTe MHO-
reHHoM nuddepeHINPOBKU KIESTOK IEJIOMUISCKOTO
SIIMTEIINS, TIOKpBIBaloiero Moy (Dolmatov et al.,
1996; Dolmatov, Ginanova, 2001). Beicokas cko-
pocTh 1 nojiHoTa BoccTaHoBaeHus [TMJI mocie mo-
IIEPEYHOI Tepepe3KH IeIaloT rOJOTYpUid yIOOHBIM
MOMAEIbHBIM OOBEKTOM IS M3Y4EHUST pereHepanuun
MBIIIEYHOM cucTeMbl Yy wurmokoxux (Dolmatov,
Ginanova, 2001; Garcia-Arraras, Dolmatov, 2010).
OCO0EHHOCTH MMOTE€HE3a Yy 3TUX XWBOTHBIX JOCTa-
TOYHO XOPOIIIO U3y4YeHbI Ha KJIETOYHOM YPOBHE KaK B
pa3BUTUH, TaK U ipu pereHepauuu (Dolmatov, Ivan-
tey, 1993; Dolmatov et al., 1996; Ginanova, 1998;
Dolmatov, Ginanova, 2001; Dolmatov, 2010). OgHako
OTCYTCTBYIOT JaHHEIE O MOJICKYJISIDHBIX MEXaHU3MaXx
1 00 yyacTtuu B 3ToM mpoiecce reHoB MRF y urio-
KOXUX.

B HacTosiiee BpeMsl HaJiMmyue OPTOJIOTOB TeHa
MyoD mokazaHO TOJIbKO IJIsl ABYX BUAOB MOPCKMX
exeit. Y Strongylocentrotus purpuratus (Stimpson,
1857) wmaitmeHnl reHsl MyoDI, MyoD2 w MyoD3
(Howard-Ashby et al., 2006), a'y Lytechinus variegatus
(Lamarck, 1816) — ren MyoD1 (Venuti et al., 1991).
ITo npyrum KjlaccaM UIJIOKOXMX Y F€HaM CeMECTBa
JaHHbIe OTCyTCTBYIOT. HeT uHdopmalum u o6 yya-
ctun reHoB MRF B mmorenese y Echinodermata.
B cBsI3M ¢ 3TMM HaMU TPEONPUHSITA IMOTBITKA BbI-
SIBUTh T€HbI TAaHHOTO ceMeiiCTBa y pa3HbIX BUIOB UT-
JIOKOXXUX, a TAKKE OMPEIEINTh UX TOMOJIOTHIO 1 yJa-
CTHE B pereHepalu.

MATEPUAJI U METOAMKA

Jlag aHann3a MCIoJIb30BaI MMEIOIIecs B 0a3ax
naHHbix SPbase (http://www.echinobase.org/Echi-
nobase) nu NCBI (https://www.ncbi.nlm.nih.gov) re-
HOMBI MOPCKUX eXeil Strongylocentrotus purpuratus
(PRINAI13728), Eucidaris tribuloides (Lamarck, 1816)
(PRINA63057) u Lytechinus variegatus (PRINA657258);
Mopckux 3Be3n Patiria miniata (Brandt, 1835)
(PRINAG683060) u Acanthaster planci (Linnaeus,
1758) (PRJINA397419); ronotypuii Apostichopus ja-
ponicus (Selenka, 1867) (PRIJINA354676) u A. parvi-
mensis (Clark, 1913) (PRJNA182998) u Mopckoii Tuiuu
Anneissia japonica (Miiller, 1841) (PRINA615663).

Hcmonp30oBaii Takke TPAHCKPUITOMBI KUIITKU
Mopckoit munuu Himerometra robustipinna (Carpen-
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ter, 1881) (HdonmaroB u ap., 2014) u ronorypuu Eupen-
tacta fraudatrix (D’yakonov, Baranova & Savel’eva,
1958) (Boyko et al., 2020), aMOy1akpoB U LieJJOMUYE-
ckoro snutesus rojiotrypuii Cladolabes schmeltzii
(Ludwig, 1875) (Dolmatov et al., 2018) u Holothuria
glaberrima (Risso, 1826) (PRIJNA158511), a Ttakxke
sgilekaeTok rogotypuu Sclerodactyla briareus (Le-
sueur, 1824) (PRINA236087) u MOpCKOil 3Be3IbI
Henricia sp. (PRINA236087). IToucK BBIITOJIHSUIM B
nporpamme Ugene u B 6aze NCBI (https://www.nc-
bi.nlm.nih.gov) anropurmamu blastp, tblastx, blastn.

st onipeneneHUs paMOK CUMTBIBAHUSI UCTIOJb-
3o0Banm blastx. OKOHYATEIILHYIO COOPKY KOHTHUTOB,
onpejesieHMe U BbIpaBHUBaHUE TpeAIoaraeMbix
AMUHOKMCJIOTHBIX MOcjien0BaTeIbHOCTEl MpPOBO-
WU B mporpamme Mega X ¢ MOMOIIBIO aJITOpUTMa
Muscle. IlociaenoBaTebHOCTH, WCIOJAb30BaHHBIC
IS BEIpaBHMBAHMS, IOCTYIIHBI MO https://drive.goo-
gle.com/drive/folders/1VIoilLfYZSiti-9IXkPPIGG9-
5f2ut7g? usp=sharing. CpaBHEHUE IIpeaIoJaracMbIx
aMUWHOKMCJIOTHBIX ITOCJIEI0BaTEIbHOCTEN BBIMOJ-
HsIJIM MTHCTpyMeHToM blastp (align two sequences).

st moctpoeHust (pUIOTeHETUYECKUX 1ePEBLEB
KCIIOJIb30BAJIM KOJIUPYIOILIME TIOC/IeI0BaTeIbHOCTH
TPAHCKPUIITOB, TperojaracMble aMUHOKHUCIOTHbBIE
MOCJeN0BAaTEIbHOCTA W KOHCEPBATHUBHBIE YYaCTKU
MpeanojgaraeMblX aMUHOKMUCIOTHBIX TOCea0Ba-
TeJIbHOCTE! MpeAcTaBUTeNIeii YeThIpeX KJIaCCOB UTJIO-
KOXUX: TOJIOTYpUii A. japonicus, A. parvimensis, S. bri-
areus, FE. fraudatrix, C. schmeltzii u H. glaberrima,
MOpPCKUX exeit S. purpuratus, E. tribuloides n L. varie-
gatus, MOpCcKUX 3Be3n P. miniata, Henricia sp. n A. planci
1 MopcKkux aunuit H. robustipinna n A. japonica ¢ no-
OaBieHUEM TOCIeI0BaTEIbHOCTEN HaceKOMBIX (Dro-
sophila melanogaster), nonyxopaoBbix (Saccoglossus
kowalevskii) u xopnoBbix (Branchiostoma belcheri, Ciona
intestinalis, Danio rerio, Xenopus laevis, Mus muscu-
lus). Ins Oonee MJOCTOBEPHOTO OIpENCICHUST MpU-
HA/JIEXKHOCTU MOCeA0BaTEIbHOCTE TeHOB U Oe-
KoB urjokoxux K MRF B aHanu3 go0aBiaeHbI HYK-
JICOTUHBIE W TIpearojiaracMble aMUHOKUCIOTHBIE
MOCJeA0BaTEIbHOCTA JPYTUX WIEHOB CyrnepceMeit-
crBa bHLH (NeuroDI, NeuroGl, bHLH2I, dimmed,
twist, bBHLH 15, mesp, bHLH23, atonal, nato) XopaoBbIX
(B. belcheri) n nonyxopaoBbIX (5. kowalevski).

st moctpoeHust (UIOTeHETUYECKUX NePEBbEB
KCIIOJIb30BaJIM ABa ainroputma: MrBayes (Guindon
et al., 2010) u RAXML-HPC BlackBox (8.2.12) oH-
naiiH cepsuca CIPRES (http://www.phylo.org). s
MOCTPOEHUSI (PUITOTEHETUUECKHUX IEPEBBEB AJITOPUT-
MoM MrBayes HyYKJI€OTUIHbIE U aMMHOKMCJIOTHBIE
MOCJeI0BaTeIbHOCTA aHAJM3UPOBAJIM C TTOMOIIbIO
Partitionfinder 2.1.1 (Ronquist et al., 2012; Lanfear
et al., 2016). Busyanuzanuio gepeBbeB OCYILECTBIIS -
i B iporpamme Figlree.
BUOJIOTUA MOPA Ne 3
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Taomuna 1. HykneoTuaHble mocaeaoBaTeIbHOCTHU TTpaiiMePOB 1151 MpoBeneHust koandectBeHHoi [TL[P

HazBaHnue npaiimepa

[TocnenoBareabHOCTD (5'—3")

TubBF2
TubBR2
EFlaF2
EF1aR2
MyoD3F1
MyoD3R1
MyoD1F1
MyoD1RI1

CAGCCGTCTGTGACATTCC
TCAGTAAACTCCATCTAATCCAT
ACATCAACATTGTGGTCATCGG
ACGCTCAGCCTTCAGTTTGTCT
ACCCATCATCGGTAAGAGAAACAGG
GTTCGTCCATCTTCACCACTCCTG
GGCGGCTCAGAAAGGTCAAC
CGTCTGTCATTCCGTCTGATGTATT

[loaumepasnas yennas peakyus
6 peanvom epemeru (KIILIP)

B xauecTBe 0O0beKTa MCCAeIOBAHUST MCTIOIb30Ba-
JIM B3pOCIILIX 0cobeii rofiotypuu E. fraudatrix B HopMe U
yepe3 10 m 20 cyT mocie IoIepevyHoro pa3spe3aHus
ambynakpa (creHku Teina u IIMJI). CymmapHyro
PHK Boigensiu ¢ momompio TRI Reagent (MRC).

st mpoenenust KITL P ucronbs3oBanu 1mo 3 oco-
O >KMBOTHBIX HA KAXKIBI CPOK pereHepaliii 1 HOpMY.
Hns cunre3a kAHK 6panu 1 Mmkr ToransHoit PHK,
Habop MMLYV (Evrogen) corinacHoO peKOMeHOAIUSIM
n3rorosutens 1 Random npaitmepsl. B kauecTBe pe-
¢depeHCHBIX TeHOB ucnonb3oBanu Tubulin (Tub) n
FElongated Factor 1o, (EFI0). Peakiiiio npoBoauu ¢
ucrionb3oBanreM Habopa SYBER Green RT-PCR kit
(Cunron, Poccust) Ha nmpubdope C1000 Thermal Cy-
cler CEX96 Real-Time System (Bio-Rad, CI1IA). Pe-
akumoHHas cMech (20 Mki1) cocTostia 13 9.8 Mk mQ,
2 Mk 10 X PCR 6ydepa b (Cunron), 2 mxia 2.5 MM
dNTP (Cunromn), 1 mxn 25 MM MgCl, (Cunron), 0.2 MK
Syn Taq JHK-nomumepassr (CuHTON) U IO 2 MK
5 MM mpaiimepos: Ha Tub — TubBF2 u TubBR2; Ha
EFlo — EF1aF2 u EF1aR2; Ha MyoD3 ronotypuu
E. fraudatrix — MyoD3F1 n MyoD3R1; na MyoDI1
rojotypuu FE. fraudatrix — MyoDF1 1 MyoDRI1. Ilo-
CJIeIOBATEIbHOCTA MCIIOJIL30BAHHBIX IIpaiiMepoB
npuBeneHbl B Tadmuie 1. [Iporpamma amrumagnka-
uuu: 3tan 1 — 1 MuH 1ipu Temneparype 95°C, stan
2 —10 ¢ ipu 96°C, stan 3 — 30 ¢ ipu 63°C, sTan 4 —
10 ¢ ipu 72°C. KonuuectBo 1ukiIoB — 40. Kaxayio
MpoOy aMIINGUIMPOBAJIM ABAXKIbI IS TIpeayIpe-
XOEeHUST OIIMOOK. YpoBeHb 0a30BOM JUHUU OIS
omnpeneneHusI, Ha KaKux MUKIaX JOJKHBI BEIXOIUTh
reHbl, Ob1 ycTaHoBaeH Ha 100. Pe3ynbpTaThl 06pado-
TaHbl ¢ UCIOJb30BaHUeM mporpamMm Bio-Rad CFX
Manager 2.1 u Microsoft Excel, ezANOVA.

PE3VJIBTATDbI

VY Bcex uccieq0BaHHBIX BUIOB UTJIOKOXKUX He 00-
HapyKeHbI TOMOJIOTU TeHOB ceMmeiictB Myf, MyoG n

BUOJOTUA MOPA  Ttom 48 Ne 3 2022

MRF, Ho HaligeHbI TOMOJIOTU MyoD. Y pa3HbIX BULOB
WUIJIOKOXXMX YHMCJIO OpTONOroB MyoD pa3nndaaoch U
BapbupoBajo oT 1 no 3.

AHanm3 reHOMOB MOPCKOI1 3Be3dbl A. planci, To-
JIOTypun A. japonicus 1 MOPCKOI TWiauu A. japonica
roKas3ajl HaJlu4yue y 3Tux BuaoB reHa MyoD 1. Konu-
pyeMbIii uM 0enok comepxkai 4 nomeHa: N-TAD, ba-
sic myogenic, HLH n Myf5. B reromax Mopckoit
3Be31bl P. miniata, mopckoro exa FE. tribuloides v To-
Jiotypuu A. parvimensis teH MyoDI xonupoBai Oe-
JIOK, KOTOpBIM comepxKall ToiabKo moMeHBI N-TAD,
basic myogenic u HLH.

IMonnable TpaHcKpunThl Myo DI HalineHEl B TpaH-
ckpuntomax ronorypuii E. fraudatrix v H. glaberrima,
a Takxke Mopckoil tunuu H. robustipinna. Ilpu aTom
TpaHcKpunThl E. fraudatrix n H. glaberrima conepxa-
JIM y4aCTKM, KOJUPYIOIIKE BCE YEThIPE TOMEHA OeiKa
MyoD1, a y H. robustipinna Myf5 otcyTcTBOBaJ.
B tpanckpuntome ronorypun C. schmeltzii oOHapy-
XKEH HEeNOJHBIM TpaHcKpunt MyoDI, wnMerommii
YYaCTKM, KOAUPYIOIIIME BCe YeThIpe JoMeHa. B TpaH-
CKpUIITOMaX TOJIOTYpPUM S. briareus U MOPCKOI 3Be3-
bl Henricia sp. MpOAYKTbI 3TOrO reHa HE OTMEYEHbI
(Tabin. 2).

B renomax mopckux exeit L. variegatus v E. tribu-
loides, mopckoii 3Be3nbl A. planci 1 MOPCKOM TN
A. japonica obHapyxXeH reH MyoDZ2, Kogupyoouuni
6enok ¢ nomeHamu N-TAD, basic myogenic 1 HLH.
B reromax Mopckoii 3Be30blI P. miniata, a TakKxKe TOJI0-
TYpuii A. parvimensis 1 A. japonicus 3TOT T€H OTCYT-
cTBOBal. [OIOIHUTENIFHO B TPAHCKPUIITOME MOP-
CKoit 3Be3nnsl Henricia Sp. BBISIBJIEH TIOMHBIA TpaH-
ckpunit MyoDZ2. OH conepxKall y4acTKU, KOAUPYIOIIe
momeHbl N-TAD, basic myogenic 1 HLH. B tpan-
CKpPHUIITOMAX OCTaJbHBIX UCCAEIOBAHHBIX BUIOB UT-
JIOKOXUX NponyKThl MyoDZ2 orcyTcTBOBau (TabI. 3).

AHanu3 reHoMOB MOpPCKoOTo exa L. variegatus, T0-
JIOTypun A. japonicus 1 MOPCKOI nMuiauu A. japonica
MoKa3aja HaJIMuyMe Yy 3TUX XKUBOTHBIX reHa MyoD3.
Konupyemass M aMWHOKHUCITOTHASI TTOCIEIOBATENb-
HOCTBb cojepxKajla KOHCEepBaTHMBHBIE yJacTKM basic
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Tab6muna 2. Hanuuue rena MyoD 1 v nomeHHas ctpyKtypa MyoD1 y npencraButeseii pa3HbIX KIaCCOB UTJIOKOXKUX

JlomeH
forace Bt N-TAD mfoagsé;c HLH Myf5
T'onorypuu Apostichopus japonicus + + + +
Cladolabes schmeltzii + + + +
Eupentacta fraudatrix + + + +
Holothuria glaberrima + + + +
Apostichopus parvimensis + + + —
Sclerodactyla briareus T'eH He oOHapyxeH
Mopckue exu Eucidaris tribuloides + + + —
Lytechinus variegatus + + + +
Strongylocentrotus purpuratus + + + +
Mopckue 3Be31b1 Acanthaster planci + + + +
Henricia sp. I'ex He oOHaApyXeH
Patiria miniata + + + —
Mopckue I Anneissia japonica + + +
Himerometra robustipinna + + —

Ta6omuna 3. Hanuuue rena MyoD2 n nomeHHast cTpyKrypa MyoD?2 y npencraBuTeeii pa3HbIX KJIaCCOB UIVIOKOXKUX

JlomeH
forace B N-TAD mfoagsé‘;ﬁc HLH Myf5
Tonorypun Apostichopus japonicus I'en He oOHaApyXeH
Cladolabes schmeltzii T'eH He oGHapyXeH
Eupentacta fraudatrix T'eH He oOHapyXeH
Holothuria glaberrima I'en He oOHapyXeH
Apostichopus parvimensis I'eH He oOHapyXeH
Sclerodactyla briareus I'ex He oOHapyXeH
Mopckue exu Eucidaris tribuloides + + + —
Lytechinus variegatus + + + —
Strongylocentrotus purpuratus + + + —
Mopckue 3Be30b1 Acanthaster planci + + + -
Henricia sp. + + + -
Patiria miniata I'ex He oGHaApyXeH
Mopckue nuauu Anneissia japonica + + + —

Himerometra robustipinna

I'en He oOHapyXeH

BHUOJIOTHUA MOPA

TOM 48

Ne 3
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1. Mo lia M. lus Myod1 NP 034996.2

BASIC

HELIXI

LOOP
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2. Amphibia X. laevis Myodl NP 001079366.1

RRKAATMRERRR L]

3. Actinopterygii D. rerio Myod! NP 571337.2

4. Holothuroidea A. japonicus Myod! PIK38401.1

5. Holothuroidea C. schmeltzii Myodl GFWR01014259.1
6. Holothuroidea E. fraudatrix Myod! GHCL01028116.1
7. Holothuroidea H. glaberrima Myod! GIVL01120360.1
8. Holothuroidea P. parvimensis Myod! JXUT01088199.1
9. Echinoidea S. purpuratus Myod! XP 781762.3

10. Echinoidea E. tribuloides Myodl JZL.H01S0002578.1
11. Echinoidea L. variegatus Myod! Q00492.1

12. Asteroidea P. miniata Myod! PMI_006153.1

13. Asteroidea Henricia sp. Myod1_GAVP01077999.1
14. Asteroidea A. planci Myodl XP 022107356

15. Crinoidea H. robustipinna compl 19714

16. Crinoidea A. japonica Myod! XP_022107336.1

17. Crinoidea A. japonica Myod2 XP_022107356.1

18. Echinoidea L. variegatus Myod2 AGCV02412639.1
19. Echinoidea E. tribuloides Myod2 JZ1L.H01S0622294.1
20. Echinoidea S. purpuratus Myod2 XP 011672159.1

21. Asteroidea A. planci Myod2 XP 022107336.1
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22. Echinoidea L. variegatus Myod3 AGCV02440524.1
23. Crinoidea H. robustipinna Myod3 Contig3693

24. Holothuroidea S. briareus Myod3 GAUT01035896.1
25. Holothuroidea E. fraudatrix Myod3 GHCL01059176.1
26. Echinoidea S. purpuratus Myod3 XP 003726943.2

27. Holothuroidea A. japonicus Myod3 PIK39127.1

28. Crinoidea A. japonica Myod3 XP_033104753.1

29. Insecta D. melanogaster Nautilus NP 001163702.1
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NHLLERLSRAVP
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KVEILRNAIRYIEGL
KVENTLRNAIRYIESL
RKVEILRNAISYIESIL
KVYEILRNAITEYIERLE
KVEILRNAITEY IERLE
KSVAERINE RINFARINESYAINERKSLE
KVEILRNAITEY IERLE
KVYEINLRNAIEYIERLE
KVEILRNAIEYIERLE
KVEILRNAIEYIERLE
KVEILRNAITEYIERLE
KVEILRNAIEYIERLE
KVTILRNAIQYIERL
KVEILRNAIEYIEIRL
KVYE I LRNADEY I ERXKIL
KVEILRNAIEYIERXL
KVMILRHAIQYIDRL
KVT I LRNAI@Y I ERL
RYT [ LRNAT@Y I ERIL
KVTILRNAIQYIERL
KVTILRNAIQYIERL
KLEVIN---FHILFL
KLDILRGAIKYINLL
KADVIRGAADY IRTL
KADVIRGAADY IRTL
KLEVLRGAACYIELL
KVEVIRGVTDY IRTL
KLDILRGAVKY I TLL
KVEILRNAIEYIESL

Puc. 1. Jomenn! basic myogenic 1 HLH B TpanckpunumonHbsx akropax MyoD y MOo3BOHOYHBIX, UTTIOKOXUX U Drosophila

melanogaster.

myogenic » HLH. B TpaHcKpunTOMax MOpPCKOM JIn-
mn H. robustipinna v ronotypuu S. briareus BBIsSIBIIC-
HBbI IOJTHbIE TPAaHCKPUTITHI TeHa MyoD3. B kaxxnom u3
HUX COJEepXaJICsl Y4yacTOK, KOAUPYIOUIUN AOMEHbI
basic myogenic u HLH. B tpanckpumnrome rojory-
puu E. fraudatrix HaliieH HETIOJHBI TPAHCKPUIIT

MyoD3, KOTOpEIi1, TeM He MeHee, cofepxKajl o0JIacTu,
cooTBeTCcTBYyIOIIME basic myogenic u HLH. Y ocTtanb-
HBIX MCCIETOBaHHbBIX UIVIOKOXUX TeH Myo D3 unu ero
NPOIYKTHl HE OOHapyxXeHHI (puc. 1, Tadi. 4). lome-
HBI basic myogenic MyoD3 B HyKJI€OTUIHON U TIpe-
mojlaraeMoii aMUWHOKMCIIOTHOM MOCJIeI0BaTeIbHO-

Taomuuna 4. Hanuuue rena MyoD3 n nomeHHast ctpykrypa MyoD?3 y npencraBuTesieii pa3HbIX KIaCCOB UTTIOKOXKUX

JlomeH
Knacc Bun ;
N-TAD Basic. HLH Myf5
myogenic
T'onorypun Apostichopus japonicus — + + —

Cladolabes schmeltzii
FEupentacta fraudatrix
Holothuria glaberrima
Apostichopus parvimensis

Sclerodactyla briareus

T'eH He oOHapyXeH

o

+

T'eH He oOHapyXeH

I'eH He oOHapyXeH

[+ ]

+

Mopckue exu

FEucidaris tribuloides
Lytechinus variegatus

Strongylocentrotus purpuratus

I'eH He oOHapyxeH

+
+

+
+

Mopckue 3Be31bl

Acanthaster planci
Henricia sp.

Patiria miniata

I'eH He oOHapyXeH

I'eH He oOHapykeH

I'eH He oOHapyXeH

Mopckue Tuiuu

Anneissia japonica

Himerometra robustipinna

+
+

+
+

BH1OJIOTHUA MOPA
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00 -Enteropneusta S. kowalevskii nato NM 001164998.1
o0 -Enteropneusta S. kowalevskii mesp like NM 001168114
T -Enteropneusta S. kowalevskii dimmed XM 002738754.1
—oo——LEnteropneusta S. kowalevskii bHLH23 XP 006825180.1
El_ooLeptocardii B. belcheribHLH 15 XM 019790393.1
07 LEnteropneusta S. kowalevskii twist NM 001165012.1
tooLeptocardii B. belcheri dimmed XM 019786408.1
W0 LgEnteropneusta S. kowalevskii bHLH15 like XM 006822677.1 pqLH
oo Leptocardii B. belcheri Atonal homolog XM 019764372.1
oo Enteropneusta S. kowalevskii NeuroDI XM 002737117.2
rooLeptocardii B. belcheri bHLH21 XM 019764871.1
mooEnteropneusta S. kowalevskii bHLH21 NM 001164979.1
-Enteropneusta S. kowalevskii neurogenin NM 001168128.1
roo—Leptocardii B. belcheri NeuroG1 XM 019779889.1
oo Leptocardii B. belcheri AmphiNeurogenin AAF81766.1
rsrLeptocardii B. belcheri NeuroG EU685292.1
oo —Holothuroidea A. japonicus Myod3 P1K39127.1
T0| ogHolothuroidea E. fraudatrix Myod3 GHCL01059176.1
08L~Holothuroidea S. briareus Myod3 GAUT01035896.1
oo Echinoidea S. purpuratus Myod3 XP 003726943.2 MyoD3
rooEchinoidea L. variegatus Myod3 AGCV02440524.1
too CrinoideaA. japonica Myod3 XP 033104753.1
oo Crinoidea H. robustipinna Myod3 Contig3693

’_|;T'O:Actinopterygii D. rerio MYF6 NP 001003982.1
0..

1.00

0.76

1.00

88| oo Amphibia X. laevis MYF6 NPAAI169740.1
OS—=Mammalia M. musculus MYF6 NP 032683.1
oo —Actinopterygii D. rerio Myog NP 571081.1

T00|  oeAmphibia X. laevis Myog NP 001079199.1

OO =Mammalia M. musculus Myog NP 112466.1
—oo——Ascidiacea C. intestinalis Myod 1 AAB61359.1 MRF
-Actinopterygii D. rerio MYF5 NP 571651.1
rAmphibia X. laevis MYF5 NP 001095249.1
moMammalia M. musculus MYF5 NP NP 032682.1
too—Actinopterygii D. rerio Myod1 NP 571337.2
tooAmphibia X. laevis Myod1 NP 001079366.1
rooMammalia M. musculus Myod I NP 034996.2
00 Leptocardii B. belcheri Myod 1 AAR12639.1
00 Insecta D. melanogaster Nautilus NP 001163702.1
—roo—Holothuroidea H. glaberrima Myod1 GIVL01120360.1
—oo—Holothuroidea E. fraudatrix Myod1 GHCL01028116.1
0.56] 0.91 —5o—Holothuroidea C. schmeltzii Myod1 GFWR01014259.1
_@Holothuroidea A. parvimensis Myod1JXUT01088199.1
092L—~Holothuroidea A. japonicus Myod1 PIK38401.1

0.50

J

9 0.73

0.95

L T00 Echinoidea E. tribuloides Myod1JZ1.H01S0002578.1
7 EOO Echinoidea L. variegatus Myodl Q00492.1 MyoD1
1.00

rooEchinoidea S. purpuratus Myod 1 XP 781762.3
oo CrinoideaA. japonica Myodl XP 022107336.1
tooCrinoidea H. robustipinna Myodl comp119714
wAsteroidea P. miniata Myod1 PMI 006153.1
rooAsteroidea A. planci Myod1 XP 022107356
-Enteropneusta S. kowalevskii NP Myod 1001158428
Crinoidea A. japonica Myod2 XP 022107356.1
o Asteroidea Henricia sp. Myod2 GAVP01077999.1
-Asteroidea A. planci Myod2 XP 022107336.1 MyoD1
w—Echinoidea S. purpuratus Myod2 XP 011672159.1
wwEchinoidea E. tribuloides Myod2 JZ1.H01S0622294.1
tooEchinoidea L. variegatus Myod2 AGCV02412639.1

1.0

Puc. 2. OuioreHeTUYECKOE IepeBO NMBEepreHInMu reHoB ceMmeiictBa MRF uriokoxux u xopaoBbix. JlepeBo creHeprupoBaHO ¢
nomolibio Metona MrBayes ¢ ucroab30BaHMEM TpeAIoiaraeMbIX aMMHOKUCIOTHBIX MTOC/IeI0BATEIbHOCTE OeIKOB. 3Haue-
HUS B y3/1ax nepeBa oTobpaxatot baiiecoBckue armocrepropHbie BeposiTHOcTH (Bayesian posterior probabilities).

BUOJIOTUA MOPA  Ttom 48 Ne 3 2022
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Puc. 3. YpoBHu akcnipeccuu MyoD1wn MyoD3 B CTeHKe Tejia U IPOJOJIbHOM MBILIIEYHO JIeHTe ToioTypuM Eupentacta fraudatrix
B HopMe 1 citycTst 10 u 20 cyT rmociie rmorepeyHoro pa3pe3aHusi aMOysiakpa. 3HaYeHUsI Ha OCU OPIMHAT BbIpaXkaloT U3MEHEHHE

kpatHocTH (Fold change).

CTIX 3HAYUTENILHO OTJINYAINCh OT TAKOBBIX MyoD1y
MO3BOHOYHBIX U UTJIOKOXUX, a Takxke Myo D2y urio-
Koxux (puc. 1).

Ha ¢dunoreHeTnuecKUX AepeBbsIX, IIOCTPOSHHBIX
metogamu MrBayes u RAxML-HPC BlackBox,
ypoBHU noanepxxku (MrBayes posterior probabilities
u bootstrap support levels, COOTBETCTBEHHO) B KJIIO-
YEeBBIX IJISI JAHHOTO MCCIIEIOBAaHMS y3JIaX YyTh BhIIIIE
npu nepBoM anroputme. Cuia nogaepXKu B 00JIb-
IIeif CTETIEH! 3aBUCHUT OT THUIIA aHAJIM3UPYEMBIX IT0-
CJIe0BATEIbHOCTEM: TIOCTPOSHUS IO AMUHOKUCIIOT-
HBIM IIOCJICIOBATEIbHOCTSIM JAI0T YPOBHU MOIIEPXK-
Ku BhIIIe (Kak MrBayes posterior probabilities, Tak u
bootstrap support levels), yeM MO HYKJICOTUIHBIM.
OIIHaKO TOIOJIOTUS AEPEBLEB B 1IEJIOM OCTAeTCsI He-
W3MEHHOM IIpU UCIIOJb30BaHUU KaK Pa3HBIX TUIIOB
MOCJIeA0BATEIbHOCTEM, TaK U pa3HBIX aJITOPUTMOB. B
KadyecTBe IIpuMepa IPUBEICHO (DUIIOTeHETUYECKOE
JIepeBO, MOCTPOEHHOE ITO0 AMUHOKUCIIOTHBIM TOCIIE-
JoBaTeIbHOCTSIM MeTomoM MrBayes (puc. 2).

M3ygaemble TeHBI M KOOMpPYeMbIe MU OEIKH MO-
pa3HOMY IPYNITUPYIOTCS Ha (QUJIOTCHETUUECKUX Jie-
PEBBSIX OTHOCUTEJIbHO TPAHCKPUIIIIUOHHBIX (DAaKTO-
poB bHLH. IIpexne Bcero, HE3aBUCUMO OT CIIOCO0A
MOCTPOCHMSI, TIocienoBarenbHocT MyoDl nm
MyoD3 uriokoxux JOCTOBepHO pasaeisiorcs. Ha
MOCTPOCHHBIX (PUIOTCHETUYECKNX MOEePEBbIX TIE€HBI
MyoDI1 n xonupyemMble MU OEJIKM MCCIIETOBAaHHBIX
UTJIOKOXHUX 00pa3yloT OOIIyI0 IPYIITy C YWieHaMU Ce-
merictBa MRF xopnosbix. [Ipy 3TOM BbISIBICHHBIE
nociaenoBaTeIbHOCTU MyoD2 UTJIOKOXUX BXOIST B
kiactep MyoD1; MyoD3 o0pa3yioT 060co0eHHYIO
IpyIIy, KOTOpasi, TEM He MeHee, MUMeeT CBSI3b C TeHa-
mu cemeiictBa MRF (puc. 2). Bce BhisiBiIeHHBIE T10-
cJIe0BaTEIbHOCTU UTJIOKOXUX 1 TTOCAeI0BaTeIbHO-
ctu ceMmerictBa MRF XopmoBbIX XMBOTHBIX JTOCTO-
BEPHO OTIEJIEHBI OT OCTaJIbHBIX TPAHCKPUITLIMOHHBIX
daxkTopoB bHLH (puc. 2).

AHaJIN3 TOMOJIOTUH TIPENIOoJIaraeéMbIX aMUHOKMC-
JIOTHBIX TIOCJIeAOBaTEIbHOCTEl M3yyaeMbIX TE€HOB
TOATBEPIMII Pe3yJbTaThl puioreHnn. HamGombinee
CXOIICTBO BBISIBIICHO MEXITY BUIAMHU HUTJOKOXHUX IO

BUOJOTUA MOPA  Ttom 48 Ne 3 2022

COOTBeTCTBYIOIINM reHaMm: Myodl — 72%, MyoD2 —
71% n MyoD3 — 53%. T'oMoorysi mpenmoraraeMbIxX
AMUHOKMCJIOTHBIX — MOCJeA0BaTeIbHOCTE  TpaH-
ckpuntoB MyoDI wccaenoBaHHBIX WIJIOKOXUX C
TPAHCKPUIILIMOHHBIMHU (pakTopamu cemeiicteBa MRF
1 ocTtaibHbiMU WwieHamMu bHLH 1o3BOHOYHBIX CO-
craBuia 56 m 35.7% cootrBeTcTBeHHO. [1pmGIm3u-
TeJIbHO TaKOU e YpOBEHb CXOJCTBA MOKA3aJIu U T10-
ciegoBaTtebHOCTU MyoD2. ToMmosorust ¢ 6eakamMu
MRF no3BoHOYHBIX cocTaBmwia 53%, a ¢ OpyruMu
o6enkamu bHLH — 32%. HauGonbime oTamaust xa-
pakTepu3yloT MyoD3 UrioKoxXux, cXOacTBO KOTO-
pbIx ¢ 6enmkamu cemeirictBa MRF cocraBmiio 40%, a ¢
ocranbHbIMU WieHamMu bHLH — 34%.

HMccnenoBaHue OWHAMUKU 3KCIIPECCUM TE€HOB
MyoD1wn MyoD3 npu BOCCTaHOBJICHUH TIPOIOJILHOM
MBIIIEYHOM JICHTHI y ToJIOTYypuM E. fraudatrix, npoBe-
JIeHHOe€ 1151 BhIsiBJIeHUs1 pojiu reHoB MRF B pereHe-
palyy UTJIOKOXMX, IT0Ka3aJI0, YTO 3TU IT'e€HbI pa3jiu-
YaloTCs I10 YPOBHSIM 3KCIIPECCUM KaK y MHTaKTHBIX
JKUBOTHBIX, TaK M Ha PasHbIX CTagusIX MUOTEeHe3a
(puc. 3). B Hopme pedepeHcHble TeHbl Tub u EFIo B
CpemHeM IO TPEM 3aITyCKaM BBIXOMMIN Ha IIMKIIax 21
u 19 cooTBeTCTBEHHO. B HEMOBPEXKIEHHBIX TKAHSIX
reH MyoD1 BbIXonua B cpeaHeM Ha 26, a MyoD3 —
TonbKO Ha 32 uwmkie. Ilpm pereHepanmm ypoBeHb
akcrnpeccun MyoDI He MeHsSICSI W OCTaBajcs Ha
ypoBHe HOpMEL. KonuuecTtBo TpaHCcKpunToB MyoD3
yepe3 10 cyT 1mmociie MoBpeXKIeHNS YBEJIUINBAJIOCh B
25 pas, a yepe3 20 cyT BO3BpallaJIOCh K 3HAYECHUSIM,
OJIM3KKUM K HOpME.

OBCYXIEHUE

HccnepoBanue mokasajo, 4to reH MyoDI mipu-
CYTCTBYET Y BCEX M3YYEHHBIX MIJIOKOXMX, 32 MCKITIO-
YyeHueM ToJIoTypuu S. briareus 1 MOPCKOI 3Be3[Ibl
Henricia sp. IlpuuuHoii oTcyTcTBUsi reHa MyoDl1
MorJia OBITh ero yrpaTa. OgHaKO, €CIN YIECTh, YTO Y
OCTJIbHBIX W3YYEHHBIX WIJOKOXMUX TreH MyoDl
IPUCYTCTBYET W UTPaeT BaxKHYIO POJIb B MOMIEPXKKE
CKeJIETOT€HHOI JIMHUY KaK B IIpoliecce SMOPUOHAJIb-
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HOTO pa3BUTHSI, TaK M B IOCTHATAJILHOM IIEPHUOIE
(Andrikou et al., 2013), To yTpaTa 3TOro KoHcepBa-
TUBHOIO T€Ha TIIPEICTaBJISICTCS MaJOBEPOSITHOIM.
Jpyrum oO0bICHEHNEM MOXKET OBITh HETTOJTHOTA JaH-
HBIX B TpaHCKpUIITOMax S. briareus n Henricia sp. Y
3TUX BUAOB aHAIU3UpoBaau Tojabko MPHK, Haxonus-
IIyIocs B sitnekieTkax. BepositHo, reH MyoD 1 He oT-
HOCUTCS K TeHaM MaTepMHCKOTro 3¢(eKTa 1 ero TpaH-
CKPUIITHI He HAKAIUIMBAIOTCS B TIOJIOBBIX KJIETKAX.

Ha noctpoeHHBIX (UIIOreHeTUYECKUX OACPEBbIX
reHol MyoD1 i KomupyeMble UMU O€JIKHA HCCIeo0-
BaHHBIX UTJIOKOXMX 00pa3yIoT OOIIYIO IPYIIITY C YjIe-
Hamu cemeiictBa MRF XopnoBbIX M CTOSIT MaKCHU-
MajibHO OajieKo OT IIPOYMX TPaHCKPUIILIMOHHBIX
¢dakropoB bHLH, uTo roBOpUT 06 NX IBHOM IIPUHAI-
snexHoctu K MRF (puc. 2).

JlaHHBIE 110 UMEIOIIMMCSI TCHOMaM 1 TPaHCKPUII-
TOMaM MOKa3aJjM, YTO Y BCeX U3YUYEHHBIX UTTTOKOXKUX
re”H MyoD I xonupyeT 4eTbIpe noMeHa. TaKylo ke J0-
MCHHYIO CTPYKTYpPY MMEIOT U optonoru MyoDI wvc-
CJIEIOBAaHHBIX BUIOB ITOJYXOPAOBBIX M XOPIOBBIX.
B T0 Xe BpeMsI Halll MCCIeMOBaHMS II0KA3a/Ii, YTO Y
MOpCKoit 3Be31bl P. miniata, Mopckoro exa E. tribu-
loides v ronotrypuu A. parvimensis MyoD1 He conepuTt
C-KOHIIeBOI TpaHCAKTUBALIMOHHLII JoMeH Myf5.

HopmanbHoe pa3BUTHE MBIIIEUHOM CUCTEMbI B
OTCYTCTBUE NoMeHa Myf5 uinu gaxke OMHOIrO U3 TpaH-
CKPUITLMOHHBIX (paKTOPOB MOXHO OOBSICHUTH TEM,
yto WieHHBI ceMelictBa MRF nmeroT cxomHble pyHK-
muu (Baugh, Hunter, 2006). PaHee mmoka3zaHoO, 4TO y
TMO3BOHOUHBIX MPU HOKAyTe OMHOTO M3 T€HOB 3TOr0
ceMeliCTBa MHIIIIILI pa3BUBaloTCs HopMaiabHO (Rud-
nicki et al., 1992), omHaKo IIpy UHAKTUBALIMU ABYX I'e-
HOB MUOTEHE3 HE TIPOUCXOMIUT, YTO YKa3bIBaeT Ha Ya-
CTUYHOE AyOrpoBaHue QyHKIIM 3Tux reHoB (Rudnic-
ki et al., 1993). Y 0ecno3BOHOYHBIX (DYHKIIMU
TPAHCKPUITLIMOHHBIX (PAaKTOPOB, PETYIUPYIOIINX pa3-
BUTHE MBIIIIII, TaKXe TepeKpbiBatoTcs (Fukushige et al.,
2007). Y nemaronwl Caenorhabditis elegans renvl hih-1,
unc-120w hnd- 1 (optonoru MyoD1, MADS-box/SRF
n HAND/bHIL H-1 O3BOHOYHBIX COOTBETCTBEHHO)
COoO0IIIa PEeryJIMpyoT pa3BUTHUE MHIIIIL B SMOpUOTe-
He3e, OIHAKO yTpaTa JIIoOOro U3 HUX MaJjo BIUSIET Ha
muoreHes (Baugh, Hunter, 2006). [Toka3aHo, 4To reH
nautilus — oprojyor MyoD1 'y npo3odunsl D. melano-
gaster TaK>Ke HE SIBJISIETCSI HEOOXOAUMBIM 15T SMOpU-
oHaimpHOro muoreHesa (Balagopalan et al., 2001).
Becbma npumevatenbHo, uyto hlh-1 u nautilus Toxe
He umeroT MyfS (Michelson et al., 1990). BeposiTHo,
OTCYTCTBHME TPAaHCAKTUBAIIMOHHOTO ToMeHa B MyoD1 y
urnokoxwux P. miniata, E. tribuloides v A. parvimensis
MOXET KOMIIEHCHUPOBATbCsl pabOTOil IpyrMx TeHOB
CeTU peryJisiini MUOTeHe3a.

HopmanbHoe pa3BUTHE MYCKYIATypPhl Y 3TUX XU~
BOTHBIX MOXET JIOCTUTAThCSI HE TOJIBKO 32 CUET OTIU-
yusl JOMEHHOM CTPYKTYPBl TPaHCKPUITLIMOHHBIX
¢daKTOpOB, HO M OJIarogapst NX aKTUBAIIMK Ha pa3HBIX
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aTanax Mop(OreHeTMIEeCKUX IIpolieccoB. B yacTHO-
cTH, y mbliieit Myf5S u MyoD1 coxpaHWIn CXOIHYIO
creunMpUIHOCTb caiiTa CBSI3bIBaHUsSI, HO KOJIUPYIO-
II€ UX T€HBI 9KCIPECCUPYIOTCSI Ha pa3HBIX 3Tallax
cnenvukanuu 1 1uddepeHIupoBKU KIETOK CKe-
JISTHBIX MBI, BKirtoyasice B padboTy nepBbeiM, MyfS
MoIuMGUIMPYET XpOMaTUH B caliTax CBS3bIBAaHUS
Myf5, onHako He B3aumoneiicTByet ¢ Pol II 1 He ak-
TUBUPYET TPAHCKPHUITIIMIO TeHOB, Torma kak MyoD1
CBSI3BIBAETCSI C TEMU K€ caiiTaM1, HO aKTUBHO PEKpY-
tupyet Pol Il u akTuBUpYeT TPaHCKPUIILUIO T€HOB
(Conerly et al., 2016). IlomoGHBIII MexaHU3M, TAe
yIpasjieHrue MOP(GOIeHETUISCKUMM IIPOLeCCaMu
OCYIIECTBIISIETCS 32 CUET TEMIOPAJIbHOM TToce10Ba-
TeJILHOCTU akTuBu3auuu MyoDI1 u npyrux TpaH-
CKPUITIIMOHHBIX (paKTOPOB, MOXKET IIPUCYTCTBOBATh
y P. miniata v E. tribuloides. DTiM MOXHO OOBSICHUTD
OTCYTCTBUE HapylleHUdI B pa3sBUTUM IIPU yTpaTe
TpaHCAKTMBAIIMOHHOIO JOMEHA.

Cpenu Bcex U3y4eHHbBIX UTJIOKOXUX JIMIIb Y MOP-
cKolt 3Be31bl Henricia Sp. B TPAHCKPUIITOME TIPUCYT-
crBoBa1 MyoDZ2. HalimeHHbIII B T€HOMaX MOPCKMX
exent L. variegatus n E. tribuloides, MopcKoii 3Be31bl
A. planci u mopckoit 1unuu A. japonica ren MyoD2
conepKajl yJacTKu, Kogupyomme noMeHsl N-TAD,
basic myogenic u HLH. ¥ ronorypuii naHHEI1 T'eH He
HalineH. Bo3MOXHO, ro1oTypuy yTpaTuiu ero, oaHa-
KO 3TO MpPEAIoJoKEeHUEe HYXIaeTcsl B MPOBEPKe Ha
0oJIbllIeM YKCIie BUIOB.

Ha noctpoeHHBIX (UIIOreHeTUUECKUX ACPEBbIX
nocaenoBaTeIbHOCTU MyoD2 UTTOKOXNUX COCTaBIIS -
IOT OTIEJIbHYIO TPYIILY, BXOOSAIIYIO B OOUH KJIacTep
BMecTe ¢ MyoD1 MITTOKOXUX M XOPAOBBIX, a TAKXKE C
MyoD1, Myf5, Myog, Myf6 1m03BOHOYHBIX, 4TO T'O-
BOPUT O SIBHOM mpuHamiexxHocTu MyoDZ2 K cemeii-
ctBy MRF. IlocrnenoBaTebHOCTh MOPCKOW JTMIUU
A. japonica, paHee ob6o3HaueHHass Kak SUM-1-like
(XP_033102045.1), Ha MOCTPOEHHBIX NEPEBBSIX BO-
nuia B rpynmny MyoD2, B To BpeMsI KakK IIOCIeI0Ba-
tenbHOCTL XP_033101843.1, Takke oOoO3HaueHHas
kak SUM-1-like, Bonuia B rpynny MyoD1 (puc. 2).

I'en MyoD3 u ero TpaHCKPUITHI BBISIBIIEHBI Y TO-
JIOTYPUMI1, MOPCKHUX €XEel U MOPCKMX JTWIUii. B TO ke
BpEMS1 Y BCEX UCCIIEAOBAHHbBIX BUIOB MOPCKUX 3BE3/1
OH OTCYTCTBOBaJI, UTO, CKOpEe BCEro, TOBOPUT O €T0
yrpate. JloMmeH basic myogenic B MyoD3 urinokoxux
CHJILHO OT/IM4aeTcs oT TakoBoro B MyoD1 1 MyoD?2
UTJIOKOXUX U MO3BOHOYHBIX IMIABHBIM 00OpasoM 3a-
MEHOU MepBOil aMWHOKUCIOTHL: gu3nHa (MyoD1 u
MyoD2 urnokoxwux) wiu apruanHa (MyoD1 mo3Bo-
HOYHBIX) Ha CEpUH WU BaMH. JIU3UH U apTMHUH —
OCHOBHbIE aMMHOKHCJIOTHI, OHU B3aUMO3aMEHSIEMbl
IUIsT HOPMaJIbHOM paboThl IOMEHa, B TO BpeMs Kak
BaJIH (HeiTpanbHas ruapo¢doOHass aMUMHOKMCIIOTA)
U CepuH (HeWTpaabHas MOJISIpHAsT aMUHOKMCIIOTA)
OTJINYAIOTCH 110 (PUBUKO-XUMUYECKUM CBOMCTBAM OT
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MIEPBHIX IBYX M Pa3IMYaIOTCI MeXOy coboii (puc. 1).
JaHHBIE pa3In4usl CTaBAT IIOJ BOIIPOC PabOTOCHO-
CcOOHOCTh 3TOrO noMeHa B MyoD3. B cBs13u ¢ yem
MyoD3 He mMeeT BO3MOXHOCTH CBSI3BIBAThCS C
JAHK, mockoinbKy UMEHHO TOMEH basic myogenic oT-
BevaeT 3a 3Ty yHkiuio (Lassar et al., 1991). Takue
bHLH 6enku ¢ HepabounM basic myogenic ZTOMEHOM
OTHOCSTCS K TpyIIIe d, WIeHbI KOTOPOIl BEICTYIAIOT
aHraronucrtamu bHLH 0enkoB rpynmnsl a, B KOTOPYIO
BxomsaT MyoD1 u MyoD2 (Van Doren et al., 1991,
1992). HeobGxomuMbl majbHeiIIne WCCIeIOBAHUS,
YTOOKI BBISICHUTh, KAKUM 00pa3zoM MyoD3 ygacTByeT
B TPAaHCKPUIIIIMOHHBIX B3aUMOACUCTBUSIX.

Ha mocTtpoeHHBIX (QUIOTeHETUYSCKUX OEPEBbSIX
nociaenoBaTeabHOCTY MyoD3 cToST OTmenbHO OT
MREF, HO Bce ke 00pa3yloT C HUMU OIHY OOJBIIYIO
000CO0JIEHHYIO OT OCTAJILHBIX TPAHCKPUITLIMOHHBIX
dakTopoB rpymy (puc. 2). PuaoreHeTUIECKUI aHA-
JIN3, CpaBHEHUE TIpeaIojlaracMblXx aMUHOKHCITOTHBIX
MOCeTOBATEIbHOCTEM M pPe3yJIbTaThl ITOUCKa Yepes
BLAST mo3BoAgOT coenarb BBIBOI, YTO TEHBI
MyoD3, xotst u oTHOCSTCS K cemeiicTBy MRF, Bce ke
MMEIOT CJ1a0yl0 TOMOJIOTHMIO C €TI0 MPEACTaBUTEISIMU.
Hwu3zkas romosiorust BHyTpu Ipymisl MyoD3 n cTonb
OoJIbIIME Pa3Indus B JOMEHAaX HABOISAT Ha MBICIb,
YTO 3TU YHUKAJIbHBIE IJII UTJTOKOXHUX T€HbI CUJIBHO
IVBEPTUPOBAIM IIOCTIC TyTIMKAIINH.

HMccnenoBanue mnokasajo pas3inyusl B IKCIpec-
CUM U, BEPOSITHO, B (DYHKIMSIX TE€HOB ceMeiicTBa
MRF y ronorypuii. Ilpn pereHepanuy MBI Yy
E. fraudatrix sxcnipeccusi reHa MyoD3 yBeauduBa-
Jlachb 3HAUYMTENbHO, B TO BpeMS KakK YUCJIO TpaH-
CKpuITOB reHa MyoD1 He U3MEHSIIOCh. DTO MOXET
yKas3bIBaTh Ha 0coOylo poib MyoD3 B pereHepauuu
MBILILIBI M CTeHKU Tenay E. fraudatrix. BeposiTHO, TeH
MyoD3y TonoTypuil MOXET ObITh OMHUM U3 PEryJsi-
TOpPOB MUOreHe3a. B cBsi3u ¢ 3TUM HEOOXOIUMBI 1aJTb-
Heilme uccienoBaHust ero GyHKIUMA He TOJbKO MPpU
pereHepaluu, HO U B XO/1¢ IMUYMHOYHOTO Pa3BUTHSI.
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Gene Orthologs of Myogenic Regulatory Factors (MRF) Family
and Their Possible Functions in Echinoderms

V. A. Nizhnichenko® and 1. Yu. Dolmatov*

YA.V. Zhirmunsky National Scientific Center of Marine Biology, Far Eastern Branch, Russian Academy of Sciences,
Viadivostok 690041, Russia

MRF family genes are found in all animals and play an important role in the development of the muscular
system. The study of the available transcriptomes and genomes of different members of Echinodermata
showed that they have orthologs of the vertebrate MyoD gene. Crinoids and echinoids have three genes:
MyoD1, MyoD2, and MyoD3. Asteroids apparently lost the MyoD3 gene, while holothurians lost MyoD2. In
the holothurian Eupentacta fraudatrix, the expression of MyoD3 was significantly increased during muscle re-
generation, while the number of MyoD1 transcripts did not change. This may indicate the involvement of
MyoD3 in the regulation of myogenesis in holothurians.

Keywords: MRF, MyoD3, muscular system, Echinodermata, holothurians, regeneration, development, myo-
genesis
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