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AHHoTauus. Mpupofa nocneaHero yHuBepcanbHoro obuero npefka (last universal common ancestor, LUCA) Bcex
HbIHE >KUBYLLMX OPraHU3MOB A0 CUX MOP OCTaeTcsA aKTyanbHOW Npobnemoit 6uonorum. CylwecTByioT CBUAETENbCTBA B
nonb3y Toro, uto LUCA 6bin Kak Tepmoprnom, Tak 1 Me3opunom. YCnoxKHeHmne KNeTouHoro annapata B Xofe 3BooLnm
OT paHHMX GOPM XM3HM K COBPEMEHHbIM OpraHv3mMaM MO0 MPOABUTLCA B AONTOBPEMEHHBIX 3BOMIOLMOHHbIX
N3MEHEHMAX HYKNEOTUAHOrO COCTaBa FEeHeTMYECKMX nocnefoBaTenbHOCTEN. BbiABNEHMIO NOJOGHbIX TeHAeHUU B
nocneposatenbHocTax TPHK noceAweHa s1a pabota. MNpeactaBneHbl pesynbTaThl 3BOMIOLVOHHOIO aHanm3a ToueYHbIX
HyKNeoTuaHbIx 3ameH B TPHK 123 Bupos Tpex jomeHos: Bacteria, Archaea n Eukaryota. O6Hapy»eH yH1BepcanbHbIi
BEKTOP HamnpaBfeHHOro 3BOMOLMOHHOIO U3MeHeHna nocnegoBatenbHocTel TPHK, npu KoTopom 3ameHbl ryaHuHa (G)
n yutosumHa (C) Ha ageHuH (A) n ypaumn (U) cymmMapHO NponcxomnaT valle obpaTtHbix. Hanbonee Apko acummeTpua
yncna 3ameH HabnpaeTca B creayowWwyx nepexomax: a) Mexay nypviHamy B npeobnagaHuy ymcna 3ameH G—A Hag
yncnom 3ameH A—G; 6) mexay nupumuguHamu B npeo6nagadun C—U Hap U—C, a Takxe B) Npu nepexoge 13 nypuHa
B MUPUMUAMH U HaobopoT — B npeobnagaHun G—U Hag U—G. B pesynbraTe 3BontoLmoHHoro npouecca TPHK mornm
TEPATb «CUMbHbIe» KOMMIeMeHTapHble Napbl C TPeMA BOAOPOAHbBIMU CBA3AMU, GOPMUPYEMbIE FyaHVHOM U LIUTO3UHOM,
N GUKCMpoBaTb «Cnabble» KOMMIeMeHTapHble napbl C ABYMA BOAOPOAHBIMK CBA3AMM, ob6pasyemble af€HUHOM U
ypauunom. O6HapyeHHOMY M3MEHEHWNIO COCTaBa NocneAoBaTeNbHocTel Obiny noasepskeHbl 16 13 20 cemencts TPHK,
YTO COOTBETCTBYET YPOBHIO CTaTUCTUYECKON 3HauMMocT p = 0.006 cornacHO OAHOCTOPOHHEMY BUHOMMANbHOMY TeCTy.
BblfABNeHHan 3aKOHOMEPHOCTb CBMAETENbCTBYET O BbiIcOKOM GC-copepaHum B NociefoBaTesibHOCTU o6Lero npeaka
coBpemeHHbix TPHK 1, cnegosatenbHo, noaTBEpKAaeT NPefnonoXKeHNe 0 TOM, YTO Camas MOJioAasn U3 MmnoTeTMYeCKUX
0o6LWMX MPefKOBbIX KNEeTOK, OT KOTOPOW MPOV3OLWN BCE HbIHE >KMBYLLME OpraHu3mbl (MOCAEAHWIA YHUBEPCATbHbII
o6wmin npefok, LUCA), obutana B 6onee ropsuein Cpefe, HeXXenu HblHe >KUBYLLME OPraH3Mbl.

KnioueBble cnoBa: 3Bontoums; Tepmodun; mytauum; TPHK; matpuua nepexopa; nociefHUn YHUBEPCANbHbIN 06WwumiA
npenok
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Asymmetry of nucleotide substitutions in tRNAs
indicates common descent of modern organisms
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Abstract. The nature of the last universal common ancestor (LUCA) of all living organisms remains a controversial issue
in biology. There is evidence of both thermophilic and mesophilic LUCA origin. The increasing complexity of the cellular
apparatus during the evolution from early life forms to modern organisms could have manifested itself in long-term
evolutionary changes in the nucleotide composition of genetic sequences. This work is devoted to the identification
of such trends in tRNA sequences. The results of an evolutionary analysis of single-nucleotide substitutions in tRNAs
of 123 species from three domains - Bacteria, Archaea and Eukaryota - are presented. A universal vector of directed
evolutionary change in tRNA sequences has been discovered, in which substitutions of guanine (G) to adenine (A)
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and cytosine (C) to uracil (U) occur more frequently than the reverse. The most striking asymmetry in the number of
substitutions is observed in the following transitions: a) purine-to-purine, where G—A outnumbers A—G, b) pyrimidine-
to-pyrimidine, where C—U outnumbers U—C, and c) purine-to-pyrimidine and vice versa, where G—U outnumbers
U—G. As a result, tRNAs could lose “strong” three-hydrogen-bond complementary pairs formed by guanine and cytosine
and fix “weak” two-hydrogen-bond complementary pairs formed by adenine and uracil. 16 out of 20 tRNA families are
susceptible to the detected change in sequence composition, which corresponds to the significance level p = 0.006
according to the one-sided binomial test. The identified pattern indicates a high GC content in the common ancestor of
modern tRNAs, supporting the hypothesis that the last universal common ancestor (LUCA) lived in a hotter environment

than do most contemporary organisms.
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BBepeHmne

HecMmoTps Ha JUTMTEIIbHBIE HCCIIEI0BAHNS, IIPUPOA [TOCIIE/-
HETo yHUBepcanbHoro oodmiero npesxka (last universal common
ancestor, LUCA) Bcex HBIHE KUBYIIIMX OPTaHHU3MOB — aKTy-
anpHas mpobnema oronorun 10 cux mop. CornacHo HeJaBHEH
pabore E.R.R. Moody ¢ xomreramu (2024), LUCA Bo3HHK
~ 4.2 mapa net Hazan u obnaman 0a30BBIMU dJIEeMEHTAMU
KJIETOYHOTO aImapaTra COBPEMEHHBIX MPOKAPHOT (F'eHaMH H
MOJIEKYJISIPHO-TEHETHYECKUMH CHCTEMaMH TPAHCKPHITIIHH 1
Tpancisinuy, Bimodas TPHK). CymmecTByroT cBHIETENBCTBA
B monb3y Toro, uto LUCA 6511 kak TepmodumoMm (Di Giulio,
2000; Weiss et al., 2016; Moody et al., 2024), Tak 1 Mme30(u-
som (Galtier et al., 1999; Cantine, Fournier, 2017).

VYeiio)KHEHNE KIISTOYHOTO arrapara B X0/€ 3BOJIOLHH OT
paHHUX (OPM KM3HU K COBPEMEHHBIM OpPraHW3MaM MOTIJIO
MPOABUTHCA B TOJITOBPEMEHHBIX 3BOJTFOIIMOHHBIX UBMCHCHUAX
HYKJICOTHJIHOTO COCTaBa I'€HETHYECKHX IOCIIEI0BATEIIbHO-
creit. Tak, 1.K. Jordan ¢ kommeramu (2005), ucmomb3yst METOT
HeykopeneHHo# nmapcumonuu (Rickert et al., 2025), oOHapy-
JKHJIA 3aKOHOMEPHOCTH CHCTEMaTHYECKOTO OJJHOHAIPABIICH-
HOTO M3MEHEHHSI aMHHOKHCIIOTHOTO COCTaBa OEJIKOB MPHU UX
HBOJIOIMH OT MPEIKOBBIX (HOPM: YBETHUCHHE COMACPKAHUS
amuaOoKkucnot Cys, Met, His, Ser u Phe 3a cuer cHmkenuns
cozepxanusi amuHokucior Pro, Ala, Glu u Gly. B pabore
(Galtier et al., 1999) mpoBeneHO cpaBHEHHE pUOOCOMATBHBIX
PHK LUCA u copemenssix BunoB no GC-comeprxaHuro,
HO pe3yNbTaThl Mo37Hee ObUIM MoABEprHyTHl KputHke (Di
Giulio, 2000). MuTepec npexacrapisier uccieaoBanue Y. Men
¢ xommeramu (2022), B KOTOPOM PEKOHCTPYHPOBAHHI (par-
MeHTHI pubocomanbabix PHK LUCA (16S, 5S u 23S rRNA),
9BOJJIIOITMOHHO KOHCEPBATHUBHBIC B COBPEMCHHBIX ITOCIIEI0BA-
TENBHOCTSIX M COOTBETCTBYIOLIME CaliTaM B3aUMOICHCTBUS
pPHK ¢ 6enxamu pudocomsl. OiHaKo B 3TOH paboTte HyKieo-
tuaHbe mocnenoBarenbHoctu pPHK paccmarpuBanuce B
OWHAPHOM Iy PUH-TIMPUMUANHOBOM KOJIE H, CJIECI0BATEIIBHO,
He coznepxkany oneHok GC-cocraBa PHK. Takum oGpa3zom,
9BOJIIOIIMOHHOE M3MEHEHHE HyKIeoTuaHoro coctaBa PHK ot
LUCA 1o coBpeMeHHBIX BH/IOB HE SIBISICTCS OKOHYATEIHFHO
YCT@HOBJICHHBIM.

B cBsi3u ¢ 5TUM MpEACTaBIATIOCH MHTEPECHBIM UCCJIEI0BATH
JIOJITOBPEMEHHBIC TPEHIbI H3MEHEHHSI HYKJICOTHIHOTO CO-
CTaBa TAKOTO KJIacca HyKJICOTH/IHBIX MOCIIEI0BaTEILHOCTEH,
a uMmeHHo, monekyn TPHK, sBistonuxcs 00s3aTenbHBIM dJ1e-
MeHToM cucteM TpaHcisiuuu TPHK Bo Bcex opranusmax.

B Hamei pabote n3ydeHbl 0COOCHHOCTH MOJICKYIISIPHOM
spostoninu 20 n3oaknentopHeix cemeiicts TPHK, kaxmnoe u3

KOTOPBIX B IPOIlecCe TPAHCIIIUHA 00ECIeUnBacT IEepPEeHOC
OrpeeIeHHON aMUHOKHCIIOTHL. D1 cemeiictBa TPHK Obuin
MpOaHaTM3NPOBaHbl A 123 opraHU3MOB TpeX ITOMEHOB,
Bacteria, Archaea u Eukaryota.

DUIOreHeTUYECKUN aHAJIU3 IIPOBOAWIIN C IIPUMEHEHUEM
MeTona HeyKopeHeHHoH mapcumonun (Jordan et al., 2005).
Boumn oOHapyKeHBI OIMHOYHBIC HYKJICOTH/IHBIC 3aMEHBI,
¢uxcuposasumecs: B TPHK B Xone nx sBosonuu ot npen-
KOBBIX TOCJIEJ0BATEIbHOCTEH K COBPEMEHHBIM; ITOKa3aHo,
4yT0 3aMeHbl ryannHa (G) win nurosuHa (C) Ha ageHuH (A)
win ypauui (U) dukcupyrorces yamie 3ameH A win U Ha G
i C. 910 000CHOBBIBAET KapTHHY MPEUMYIIECTBEHHO O-
HOHAITPABJIEHHOTO BOJIOIMOHHOTO M3MEHEHHS TT0CIIe/I0Ba-
tenabHOcTelt TPHK, mpu koTOpoM OHM Tepsiau «CUIbHBICH
KOMIIJIEMEHTAPHBIE TIApbl C TPEMsI BOAOPOAHBIMHU CBS3SIMH,
(opmMupyeMble TYaHHHOM W UTO3MHOM, M (DUKCHPOBAIN
«ciabble» KOMIUIEMEHTApHBIE TIaphl C JIBYMS BOJOPOIHBIMH
CBA3AMH, 00pa3yeMbIMH aJICHIHOM H YPaluIoM. DTa 0CO-
O6eHHOCTH OblTa XapakrepHa st 16 n3 20 cemeiicts TPHK, ¢
YpOBHEM cTaructuieckor 3Hauumoctu p < 0.006 cormacHo
OITHOCTOPOHHEMY OMHOMMAILHOMY TECTY.

[omy4eHHbIe pe3ysbTaThl CBHACTEIBCTBYIOT O BHICOKOM
GC-conep)kaHui B HYKJICOTHIHBIX IMOCIEI0BATEILHOCTIX
TPHK o6mero mpenka coBpemeHHBIX Bacteria, Archaea n
Eukaryota u, cienoBaresibHO, B TIOJIB3Y MPEATIONOKEHUS O
TOM, YTO MOCIeNHUHN yHUBepcanbHbIl 00t mpeaok (LUCA)
oOuTai B 6osee ropsiaeit cpese, HesKelld HbIHE JKUBYIIHE Op-
TaHU3MBI, T. €. OH OBII TEPMO(UIIOM MK TETUIOIIOOMBBIM Me-
30¢ oM (yMEpEeHHBIM TepMO(UIOM). ITOT BBIBOJ 00OCHO-
BBIBACTCS TEM, UTO cozpepxkanue Hykneorunos G u C B Hy-
KJICOTHIHBIX ITOCIIEIOBATEIFHOCTSX CBSA3aHO C ONTHMAalIb-
HOW TeMmeparypoil oOUTaHMsI OPraHU3MOB, B CBSI3U C YeM
reaetndeckne Makpomonekyisl (IHK, PHK) moxuo pac-
CMaTpHBaTh KaK CBOCOOPa3HbIC MOJIEKY/ISIPHBIE TEPMOMETPBI,
a nx GC-coneprxaHue — Kak HHIUKATOp TEMIIEPaTyphl Cpe/Ibl
00OHUTaHMS.

MaTtepwuanbl n metogbi

Hyxneorunansie nocnenosarensHoctu TPHK Tpex nomeHos,
Bacteria, Archaea u Eukaryota, B35TbI 13 Kypupyemoii 6a3bl
JIAaHHBIX, MPEACTaBICHHON B padoTe (Sprinzl et al., 1998)
(Mpunoxenune S1)!. B 1ol 6aze TaHHBIX CONEPIKANOCH BBI-
paBHuBaHUe nocnenoparenbHocTeit TPHK, «Hanbomnee coBme-
CTHMOE C (PHJIOTCHUECH U M3BECTHBIMH TPEXMEPHBIMU CTPYK-

T Npunoxenus S1 1 S2 cm. no agpecy:
https://vavilovj-icg.ru/download/pict-2025-29/appx41.zip
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ba3a nocnepgoBartenbHocTen TPHK

¥

123 opraHusma

20 n30¢pyHKLMOHanbHbIX cemencts TPHK

Puc. 1. Cxema co3gaHua Bbibopku 13 6a3bl nocnegosatesibHocTen TPHK.

typamu TPHK» (Sprinzl et al., 1998). Kaxnas u3 TPHK 6bu1a
COIOCTABJIEHA aBTOPaMHK 0a3bl JAHHBIX CBOEH aMUHOKHCIIOTE.

[Tpouenypa popmupoBanus BEIOOPKH HYKICOTHAHBIX I10-
CIIeZI0BATEIbHOCTEN /TS SBOJIOIIMOHHOIO aHAIN3a COCTOsIIA
B cieqyromiem: 1) ams kaxaoro u3 123 opraHu3mMoB paccMat-
pusamu 20 rpynn TPHK. Kaxnas rpynna Bkmtouana TPHK,
B3aMMOJICHCTBYIOIIKE C OJHOM 13 20 aMUHOKHCTOT. Bo3Moxk-
HBIM TOPHU30HTAJIBHBIM IepeHocoM (Soucy et al., 2015), xax
U TIepexo/jaMi MKy TPYIIIaMH B PE3yJIbTaTe PeMOJIINHTa
(CMEHBI M30aKLENTOPHOM IPYIIBI B Pe3yJIbTaTe N3MEHEHHUs
AQHTUKOJIOHA, /I KOTOPOI K HACTOAIIEMY BPEMEHH H3BECT-
Ho Jurb okoio 20 cimydaes (Bermudez-Santana et al., 2010;
Velandia-Huerto et al., 2016; Romanova et al., 2020)), npe-
HeOperany; 2) A KaKIOH TO3UITNH HYKJICOTHIHBIX MOCTe-
JIOBaTEJILHOCTEH 3TOM IPYNITbI, COOTBETCTBYIOMINX KOHKPET-
HOMY OpraHUu3My U aMUHOKHUCJIOTE, MOACYUTBIBATIA YaCTOThI
YEeTBIPEX HYKJICOTHIOB M PACCMATPUBAEMON TO3UINHU TIPH-
MUCHIBAII HYKJICOTH I ¢ HAanOOJbIIeH 4acTOTOH; mpu pac-
CMOTPEHMM BCEX IMO3ULUN IOCIEN0BATEIbHOCTEN IPYIIIbI
KOHCTPYHPOBAIM KOHCEHCYCHYIO MTOCIEN0BATEIbHOCTD IPyYTI-
el TPHK 3) 17151 KOHCEHCYCHOM MTOCIIeTOBATEIIFHOCTH, COOT-
BeTCTBYIoILEeH onpenenenHoit rpynne TPHK, onennBanu ee
CXOJICTBO C KayK/I01 M3 HyKJICOTHIHBIX MOCJIEI0BATEILHOCTEH
MHOKECTBEHHOTO BBIPAaBHUBAHHS, BXOJSIINX B paccMarpu-
BaeMYyO IPYIIITY, ¥ U3 3TOU IPYIIIbI BHIOUpAach Ta nocieo-
BaTEILHOCTB, KOTOpast ObLTa HanboJIee CXOIHA C KOHCEHCYCOM.

Takum criocoboM ObUTa TOCTPOECHA BBIOOPKA HYKICOTH/I-
HBIX ocnenosarensHocTel TPHK 11s aBOMIOIIMOHHOTO aHa-
mm3a, comeprkanmias 20 X 123 = 2460 THIUYHBIX TOCIIET0BA-
tenpHOCTeH TPHK (puc. 1). Kaxxmast mociemoBaTensHOCTD
9TOi BBIOOpKH Oblila HauOoJIee TUIMYHOW AJISI OJJHOTO M3
n3odyHKIMoHaIbHEIX cemeiictB TPHK xonkperHoro opra-
Hu3Ma (u3 123).

CornacHo pa6ore (Jordan et al., 2005), npentudukannio
HYKJICOTUIHBIX 3aM€H, (PUKCHPOBABIINXCS B XO/I€ IBOTIOLUHT
HYKJICOTHJTHBIX TTOCIIEIOBATEILHOCTEH KaXK10T0 N30(yHK-
nuonansHoro cemeiictea TPHK, ocymectsnsiim Ha ocHOBE
METOZla HEYKOPEHEHHOW MaKCUMaJbHOW NAapCUMOHMM 110
(hrmItoreHeTHYECKUM JIEPEBBAM U3 TpeX BepIInH (puc. 2) ¢
MoMolIIbIo porpammMbl Dnapars (naket Phylip, https:/phylip
web.github.io/phylip).

[Ipu ananuse OTACIBHOTO CEeMecTBA M30aKIETITOPHBIX
TPHK BBINONHAIM CAEIYIOLTYIO POy PY: A1 KaXKJI0H HY-
KJIIEOTHUIHON rocienoBarepbHoct S1 n3 123 ocnenoBarens-
Hocteit TPHK, BXomsamux B ceMeiCcTBO, MACHTH(DHUIINPOBAITH

Asymmetry of substitutions in tRNAs indicates common descent
of modern organisms from a thermophilic ancestor

O6wnin O6wnin
npepok npepok
A ?
A -G
S3 S2 S1 S3 S2 S1
A G A A G U

Puc. 2. Mowuck HYKNeOoTUAHbIX 3aMeH MeTo40M HeyKOpeHeHHOIﬁ MaKcu-
ManbHOM napcmoHunm no I'IpOCTeIhLUI/IM [epeBbAM U3 Tpex 6AvKanLwmnx
TPHK.

CneBa nokasaHa ugeHTnoununpoBaHHas 3ameHa A—G BHYTPU rpynnbl U3 ABYX
6nKanNLWMX POACTBEHHMKOB S2 1 S3, a cnpaBa — HeMHPOPMATMBHAA 3aMeHa.

Takyr OrKaiiyro (10 CXOACTBY) HYKJICOTHIAHYIO TOCTC-
JIOBAaTENFHOCTE S2 U jajnee — Ommkaimryio K S2 mocieaoBa-
TEJIBHOCTH S3 (cM. puc. 2), uto S2 n S3 00pa30BEIBAIN APy
OmKalIMX POICTBEHHUKOB. B pe3ynbsrare opmupoBaiach
(hmoreHeTHyecKas Tpoiika, B KoTopoit S1 OblTa «BHEITHUM
POZCTBEHHUKOMY (Outgroup) Mo OTHOIICHHUIO K rape S2 u S3.

B meTone HeykopeHEHHON MaKCHMaJIbHOM MapCUMOHHUU
MIPEJIIOJIAraeTCsl, 4T, €CIIH B ONPEICICHHOM TTO3HIIUH ITOCIIe-
JIOBaTEJIILHOCTH HAXOJHUTCS HYKJICOTH L, COBIaatomuii y S1,
S2 1 S3, TO 3TOT HYKJIEOTH] COAEPHKAIICSA B TOM XKe MO3ULIUU
TPHK y o6mero npeaxa S1, S2 u S3. Ecnu npu stom y S3
HaOJIIoIaeTCs PYroi HYKJICOTH L, TO BIOJb BETBH, BEAyIICH
K S3, mpousoluia OAMHOYHASA HYKJICOTHIHas 3aMeHa. Ecnu
BCE TPU HYKJICOTHIA OBUIN Pa3IUYHBL, TO, cornacHo (Jordan
et al., 2005), 3Ty mo3unuI0 cYUTAIN HEMH(OPMATHBHON U
HCKJIFOYAITU U3 PACCMOTPEHHsI. DTOT Crioco0 He TpeOdyeT cTa-
IIMOHAPHOCTH U OOPAaTUMOCTH 3BOJIONMOHHOTO IpoIecca
(Klopfstein et al., 2015).

Pesynbratbl

Crenys monxony 1.K. Jordan ¢ kommeramu (2005) 1 paccmar-
puBas U3MEHEHHS HYKJIECOTHAOB MEXAY MOCIIeq0BaTeNlb-
HOCTSIMU ONMKalIINX MPEeJKOB U MOTOMKOB, MBI ITOCTPOHMIIH
MaTpHUIly MyTallMOHHBIX MEPEX0JIOB ISl Kakaoro nu3 20 BbI-
paBHeHHbIX cemerictB TPHK. B T1a6n. 1 npusenen npumep
Tako# MaTpHIel Js cemeiictea TPHKCYS, HemmaronansHeie
SIeMeHTEI M; 4 (i, k=1, ..., 4) XapaKTepHU3yIOT IOITHOE YHUCTIO
OIMHOYHBIX 3aMEH B MocnenoBareabHocTsX TPHKSYS nykieo-
THJa i Ha HYKJIeOTH k. JluaronaibHble 5eMeHThl M; 4 cOOT-
BETCTBYIOT KOHCEPBAaTHBHBIM MO3UIMsAM. CTPOKH U CTOJIO-
16l C TIPOITYCKAaMH B BBIPABHUBAHMUSX (—) B OCHOBHOM COOT-
BETCTBOBAJIN paliOHy BapnaOeIbHOM METIIN 1 ObUIN OITYIIEHbI
JUISl KOJTMYECTBEHHBIX OIICHOK.

W3 Tabi. 1 BUIHO, 4TO Cpe/iv HyKJICOTUIHBIX 3aMEH, BbISIB-
JeHHBIX T ceMeiicTBa TPHKCYS, Hanboee yacTo HaOmIOAa-
JIMCh TPAH3ULIUH, T. €. 3aMeHbI MKty mypuHaMu (Ng_,5 = 139
u Na_g = 113) u mexay nupumunusamu (Ne_,y = 177 u
Nu_c = 138).

CyIeCcTBEHHO, YTO KOJIMYECTBO 3aMEH «CHIIBHBIX)» HYKIIE€O0-
TUA0B Ha «cnabsie» (G—A, G—U, C—A, C—U), B cymme
paBHoe 417, mpeoOiiagaeT HaJ KOTMYECTBOM 3aMEH «CIIa0BIX»
HYKIJICOTHIOB Ha «cuwibHBIE» (A—G, A—C, U—-C, U-QG),
koTopoe paBHO 340. DTO CBUACTEILCTBYET 00 IBOIFOIIMOHHON
TeH/ICHINH B HanipaBieHun cHmkeHnst GC-cocrara B TPHK B
none3y yBenmmuenust AU-cocrasa. BersiBnenubIi Hamu 2hexr,
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Ta6nuuya 1. MaTpuua Yncia OfHOHYKIEOTUAHBIX 3aMeH
B nocnegosartenbHocTax TPHKYs

M3\ A C G U -

A 1526 44 27
C 2292 74 25
G 91 2469 6
U 45 1492 23
- 20 27 0 39 3131

MpumevaHue. 3gecb U B Tabn. 2 u 3: 3efeHbiM LBETOM 0603HaYeHO
KOJIMYECTBO 3aMeH U3 «CUibHbIX» Hykneotnaos (G u C, obpasyolmx Kom-
nnemMeHTapHble Mapbl C TPemMsA BOAOPOAHbIMM CBA3AMM) B «Crnabble» (A u U,
06pasyolmx KOMMIeMeHTapHble napbl C ABYMA BOJOPOAHLIMU CBA3AMM);
KENTbIM — KONIMYECTBO 3aMeH «Cnabbix» Hykneotnaos A 1 U Ha «CunbHble»
HykneoTtuapl (G n C). B KonoHKe, 0603Ha4Y€HHON 3HAKOM «—», yKa3aHO Konuye-
CTBO 3aMeH B MO3ULMAX BblPaBHMBaHWSA, COOTBETCTBYIOLLVX AeNELMAM.

Ta6bnuua 2. MaTpuua Yicna ofgHOHYKIEOTUAHbIX 3aMeH
B nocniegoBaTeibHOCTAX TPHKGIu

M3\ A C G U -

A 1353 57 37
C 2526 105 35
G 105 2389 9
U 58 1608 27
- 30 35 0 23 2956

OITMCaHHBIH BbIILIE, ObLJI HA3BaH ACUMMETPUEH HYKICOTH/IHBIX
3aMeH.

K Tem >xe BBIBOZAM MBI TIPUXOIUM IIOCJIE PAaCCMOTPEHUS
MyTaI[MOHHBIX MEPexonoB B cemeiictee TPHKCOM (Tabm. 2).
B 3TOM cemelicTBE KOMMUECTBO 3aMEH «CUITBHBIX» HYKJICOTH-
JIOB Ha «ci1adble» paBHO 454, a KONMMYECTBO 3aMEH «CIIa0BIX»
HYKJICOTH/I0B Ha «CUJIbHBIE» paBHO 302.

Taxoii ke aHau3 mpoBeeH 171 BeceX 20 M30aKIIeNTOPHBIX
cemeiictB TPHK (Ilpunoxenue S2). [lanee Obuia momydeHa
oreHKa 3¢ peKTa aCHMMETPUH IO BCEM CEMEHCTBAM H30aK-
nenropusix TPHK. [l 3TOTO paccunrany o011yto MaTpuiry
3aMEeH IT0CPECTBOM CYMMHUPOBAHHSI COOTBETCTBYIOIINX 3JIe-
MeHTOB Bcex 20 Marpuil cemeicTB n3oakuentopuHsix TPHK
(cm. [pumoxenne S2). Ipu stom mo Bcem TPHK kommde-
CTBO UJICHTU(HUINPOBAHHBIX OJJMHOYHBIX 3aMEH OBLIO PAaBHO
24653, a HenH(popMaTuBHBIX 3aMeH — 2083.

JmaroHansHBIC 3JI€MEHTHI TTOTyYeHHOM MaTpuIls! (Tad. 3)
XapaKTepu3yIoT cpeHuil Hykieotuanslil cocraB TPHK pac-
CMOTpEHHBIX BUJI0B opranu3moB — 32.9 % (G), 27.8 % (C),
21.0 % (U), 18.3 % (A), a Taxke CoIepKaHNEe «CHIIbHBIX)
uykieotunoB G+C (60.7 %) u «cnadbrx» (39.3 %). Tparzummm
npencraBieHbl 4 u3 12 HenuaroHanbHBIX AJeMEHTOB. Jloms
TpaH3UINH B 00IEM JHcIIe 3aMeH Obuta paBHa 56 %o.

Kak 1 B OONBIIMHCTBE YaCTHBIX MATPHIL U OTEIBHBIX
cemeiicTB n3oakuentopHbix TPHK (cM. mist mpumepa tadn. 1
1 2), B Ta0J. 3 9MCII0 3aMEH «CIITBHBIX) HYKICOTH/IOB Ha «CJIa-
ObIe» (MOKA3aHbI 3€JICHBIM [IBETOM ) PEBBIIIACT YHCIIO 3aMEH

Acmmmetpuis 3ameH B TPHK cBrpaetenbcTByeT 06 06Lem nponcxoxaeHnn 2025

COBPEMEHHbIX OPraHW3MOB OT TEPMODUIBHOTO NPeAKa 29.7
Ta6bnuua 3. MaTpuua yncna HyKneoTUAHbIX 3aMeH,
BbIAIBJIEHHbIX METOAOM HeyKOopeHeHHo napcumoHun TPHK,
CYMMMPOBAHHasA Mo BCEM M30aKLENTOPHbIM CEMENCTBaM

M3\s A C G U -

A 28841 1273 853
@ 43778 1829 951
G 1881 51756 330
U 1272 32994 715
- 666 862 210 867 53981

Ta6bnuua 4. AcummeTpuA HYKNeoTUAHbIX 3aMeH B TPHK

Ac-a  Ac-u Ac-u  Ag-c  Aa-u  Ac-a
0.16 0.14 0.12 0.028 0.008 0.011

«cmalbIx» HYKJICOTHIOB Ha «CHIIBHBICY (OTMEUCHBI KEITHIM
uBetoM): cp. Ng_,o = 3451 u Ny_,g =2949, Nc_,y =3963 u
NU—»C = 3468, NG—»U =1421mn NU—»G = 1261, NCHA =963
uNp_,c=952.

JI71st KONMYeCTBEHHOM OIIEHKH aCUMMETPUH 3aMEH BbIUUC-
JIUM OTHOCHUTEJIBHYIO pa3HUILy, ONPEACIISIEMYIO KaK yABOCH-
HYI0 Pa3HOCTb JIBYX BEIMUYUH, ICJICHHYIO Ha UX CYMMY, YHClia
3ameH Mexay Hykieotunamu F u Z, rne F, Ze(A, U, G, C):

AF—>Z — 2(NF—>Z - NZ—»F). (1)
Np_z+ Nz_p
B Tabi1. 4 npejgcraBieHbl pe3yabTaThl pacyeToB Ag_,; Ha
ocHoBe ypaBHeHU (1) u Tabn. 3. AcuMMeTpus guciia 3aMeH
coctraBmina: 0.16 mst G-AunA—G; 0.14 gns C—»Uu U—-C;
0.12 nns G—U u U—G. OcranbHble Nepexosl 0Ka3aluch
cmabo acmmmetpuaabiME: 0T 0.008 10 0.028 (cMm. Tabm. 4).
Ha ocHoBe Tabi1. 3 MBI MOXXEM TaKXKe paccuuTaTh OajaHc
noTepb U npuobperenuit By aist Hykineornaa Tuna F:

Br=2,(N; r—Ar_7). 2

B Tabm. 5 mpoaeMOHCTpHUPOBAaHO CyMMapHOE CHIDKCHHE
qHCclia «CUIIBHBIX» HyKJIeoTnn0B G/C B McCiIe0BaHHBIX
HYKJICOTHIHBIX TIOCIE0BATEIBHOCTIX BCEX MPOAHATIH3UPO-
BaHHBIX cemericTB TPHK Ha 1198 (714 G+484 C) 3a cueT 3BO-
JIFOIIMOHHOTO NMPUOOPETEHHS TAKOTO JKE KOJINYECTBA CIIA0BIX
nykieotuaoB A/G (512 A+686 U). C yderom cyMMapHOTO
konuuecTBa HykJ1eoTu10B G, C, A u U B UCCII€JOBAHHBIX MO-
caenoBarenabHOCTAX TPHK u3MeHneHus konuuecTsa 3TUX Hy-
KJIEOTH0B B Xoj1e 3Boitounu cemericts TPHK, HopmupoBan-
HBIC Ha MX KolmdecTBo, coctaBmian: —0.014, —0.011, +0.018
u +0.021 mis G, C, A u U cooTBeTCTBEHHO (CM. TabI. 5).

Marpuipl 9ncia HyKI€OTHIHBIX 3aMeH 1 Beex 20 n3o-
akuentopHblx cemeiicts TPHK npusenenst B Ilpunoxe-
Huu S2. B Tabn. 6, nomyueHHol Ha ocHOBe 3TUX 20 MaTpHiL,
npuBeAeHBl apupMeTndeckue pasHocTH Ny_,z — Ny
(F,Z (A, U, G, C) Mex Iy KOTHISCTBAMH BCEX BO3MOYKHBIX
THUITOB HYKJICOTHUAHBIX 3aMEH, (PUKCHPOBABIIIHMXCS B IIpoLiecce
spomtoniun 20 m3oaknenTopubix cemeiicts TPHK. Kaxmomy
BapHaHTY apUPMETHICCKON pasHoCTH 3aMeH F—Z n Z—F co-
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Ta6bnuua 5. XapaKTepI/ICTI/IKI/I COCTaBa 1 3BOIIOLMOHHOW ANHAMUKN UCCNe[0BaHHbIX HYKNeOoTUAHbIX nocriefoBaTenbHOCTEN

BCEX MpOoaHann3npoBaHHbIX cemencts TPHK

XapaKTepl/ICTI/IKVI coCtaBaun 3BOJ'I}OLWIOHHOI7I OVNHAMUKN

CyMMapHOe KONIMYeCTBO KOHCePBATVBHbIX HYKNeoTL0B
UeTbIPEX TUMOB B AePEBbAX HEYKOPEHEHHOI NapCUMOHNM
ANA NCCnefoBaHHbIX nocnegosatenbHocTen TPHK

CpepniHee cofiepKaHue HyKNeoTMAOB YeTblpex TUMOB
B UCCNeaoBaHHbIX nocnenoBatenbHocTaX TPHK, %

M3meHeHnA KonnyecTBa HyKNeoTNLOB YeTbipex TUMOB
B XoAe 3Bontounn cemencts TPHK

M3meHeHnA KonnyecTBa HyKeOTMAOB YeTbipex TUMOB B Xoae
aBonoyumm cemencts TPHK, HOpMrpoBaHHbIe Ha NX KONNYECTBO

G C A U
51756 43778 28841 32994
329 27.8 18.3 21.0
-714 -484 +512 +686
-0.014 -0.011 +0.018 +0.021

Tabnuua 6. ApudpmeTtnueckne pasHoctn N,z - Nz_ ¢ (F, Ze(A, U, G, C)) Mexay KonmyecTBamm BCEX BO3MOXHbIX TUMOB
HYKNeOTUAHBIX 3aMeH, GUKCMPOBaBLUMXCA B NpoLecce 3Bontounmn 20 n30akLenTopHbIX cemencTs TPHK

tRNA Ng—~a-Nasg  Ncwy -Nuymc  Ngoy-Nyog
Ala -5 36 21
Arg 20 41 4
Asn 45 30 10
Asp 32 4 20
Cys 26 39 7
GIn -4 -2 21
Glu 66 60 14
His 52 2 -18
lle 25 -2 5
Leu 62 89 25
Met 34 45 -11
Phe 20 44 7
Pro 29 21 24
Ser 50 105 61
Trp 44 13 6
Tyr 44 48 7
Gly -1 4 -7
Thr =21 -26 -17
Val 12 12 -23
Lys 18 -58 -31

Ngoc-Ncog  Nasu-Nysa  Neoa-Nac  Asow’
0 -20 -4 0.13
6 21 21 0.14
4 -10 -1 0.19
2 -2 13 0.21
17 -1 5 0.20
-3 10 31 0.11
0 -1 12 0.40
10 -4 17 0.04
16 13 8 0.12
6 -13 25 0.14
14 7 -9 0.12
4 19 8 0.24
-9 2 14 0.20
-5 -12 -32 0.19
0 3 -4 0.16
-3 -23 5 024
9 5 6 -0.04
-14 -5 0 -0.06
-5 7 -19 -0.03
3 5 -4 ~034

* B nocnegHem cton6ue npmneefeHo 3HayeHne OTHOCUTENbHOMN Pa3HOCTU KoNINYeCTBa 3aMeH MeXxay «CUNbHbIMU» N «cnabbimm» HyKneotngamu,

A = 2(Ns_y —~ Nyw_s)/(Ns_yy+ Nyy_s), rie S (G, C), We(A, U).

OTBETCTBYET OIpe/IelIeHHBIN cTosdel Taou. 6. Kaxas crpoka
3TOH TAOMUIBI COOTBETCTBYET OINPECICHHOMY H30aKIIETI-
TopHOoMy cemeiicTBy TPHK. B nmocnenneil xononke npuse-
JICHa OTHOCHTENbHAsl Pa3sHOCTh KOJIMUYECTBA 3aMeH, Ag_,w,
«CHJIBHBIX» HYKIICOTHIOB, S € (G, C), Ha ciadbie, We (A, U),
ompenensemas ypaBaeHueM (1).

U3 Tabmn. 6 MmoxxHO BUIETH, 4TO 16 cemeiictB TPHK xapak-
TEPU3YIOTCS MOJOKUTEIbHOU BEJIMUMHON OTHOCHUTEIbHOU
Pa3HOCTH KOJIMYECTBa 3aMeH, Ag_,w > 0. Bmecte ¢ Tem s

yeTsIpex cemericTB TPHK (HmxHMeE cTpoky) XapakTepHa OTpH-
natenbHas pasHoCcTh, Ag_,w < 0. 3 3THX deThipex ceMeicTB
TPHK mst tpex TPHK, TPHKSY, TPHK™ 1 TPHK V2!, Ha6mro-
JACMBIN OTPHULATEIBHBIN TPEHI, T.€. MpeodiaaHue 3aMCH
W—S nag S—W, neznaunrener (—0.06 < Ag_,w<—-0.03), u
tonbko ans TPHKDYS npeoGnananue 3amen W—S nag S—W
nMeeT BelpakeHHbIHN xapakTep (Ag_,w = —0.34).

J1s OLIeHKH CTaTHCTUYECKON 3HAYMMOCTH TTpeodIafanus
MTOJIOKUTEITEHBIX BEJIMYHH , XaPAKTECPU3YIOIIUX OTHOCUTEITh-
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HYIO Pa3sHOCTb MEXJy a) KOJIMYECTBOM 3aMEH «CHIIbHBIX)
HYKJICOTH/IOB Ha «ciadbie» (S— W) u 0) Komn4ecTBOM 3aMeH
«calbIX» HYKJICOTHIOB Ha «cHIbHBIE» (W—S), hrkcrpoBas-
muxcs B xoae sBosonun 20 cemeiicts TPHK, ncnons3oba-
TN OTHOCTOPOHHUH 6nHOMHUaNbHEIHA TecT (Lehmann, 2012).
B nameMm ciydae ypoBEHb 3HAUMMOCTH BBIYHCISIIN KaK
BEPOSITHOCTh p ciaydaiiHoro HaOmiopenus 16 marpui u3 20
C 3aMEHAaMH B TI0JIb3Y YMEHBIIECHHS KOJINYECTBA «CHIIbHBIX)
HykieorunoB G/C: cm. Beipakenue (3). [Ipu aTom npenno-
JIarajoch, 4YTO KOJINYECTBO (PUKCUPOBAHHBIX 3aMEH THUIIOB
S—W n W—S B cpenHemM 0THHAKOBO:
p =" C00.520 = 0.0059. 3)
C ucnonp3oBaHUeM BbIpakeHUs (3) craTUCTHUYECKas TH-
noreza 00 aCHMMETPHM MaTPHI] 3BOJIIOIMOHHBIX 3aMEH B
HarpasJieHHH noTepu HykiaeotnnoB G u C u npuodpeTeHus
Hyk1eoTu10B A n U Oblia NpUHSTA C YPOBHEM 3HAYUMOCTH
p <0.006.

O6cyxaeHue

IIpoBenennblii HamMu aHanau3 dBoMONMH 20 ceMEeNnCTB H30-
akuentopusix TPHK 123 Bumos tpex nomenos (Bacteria,
Archaea u Eukaryota) ot ux npenkoBbix op™ BbISIBUI TEH-
nernuto cHmwkenns G/C-coctasa TPHK B moms3y yBemmde-
Hust A/U-cocraBa. DT10T 3¢ ekt ObUT Ha3BaH acCUMMETpHEH
HYKJICOTHHBIX 3aMeH. OH 3aKI04aJCsi B 3BOJIOIMOHHOMN
noTepe «cuIbHBIX» HykieoTnaoB G n C, criocoOHBIX (hopMu-
pOBaTh PHEPreTHUECKH BBITOHBIC KOMITJIEMEHTAPHBIE Taphl
C TpeMsl BOIOPOIHBIMHU CBSI3SIMH 1 IPHOOPETEHUH «CITA0BIX»
HykseotunoB A u U, popmupyronmx MeHee cTaOMIbHBIC
KOMITJIEMEHTapHBIE Taphl C JBYMSI BOAOPOIHBIMHU CBSI3SIMU.
OO6HapyXKeHHOMY H3MEHEHHIO COCTaBa IMOCIIeI0BATEIFHOCTEN
OpiTH ogBepkeHsl 16 3 20 cemeiicte TPHK, uto coot-
BETCTBYET YPOBHIO cTaTHCcTHUecKol 3HaunMoctu p < 0.006,
COIVIACHO OJHOCTOPOHHEMY OMHOMHAIBHOMY TECTY.

[NomydyeHnbIe pe3yIbTaThl CBUAECTEIBCTBYIOT B ITOIB3Y TPE-
TMIOJIOXKEHUSI O TOM, YTO MOCIETHUH YHUBEPCAIBHBIA 00Nt
npenok (LUCA) oburtan B Gonee ropsiuel cpeze, HEXeIn
HBIHE XKUBYIIME OPTaHU3MBI, T. €. ObIIT TEpMO(UIOM WITH Te-
TUTOFOOMBBIM Me30(hMIIOM (YMEPEHHBIM TEPMO(UIIOM). DTOT
BBIBOJ] 000CHOBBIBAETCS TEM, UTO COACPKAHNE HYKICOTHIOB
G u C B HYKJICOTHAHBIX TOCJIEI0BATEIHLHOCTIX CBS3aHO C
ONTHUMAJILHOM TemIieparypoii oouranust oprannzmos (Dutta,
Chaudhuri, 2010), mo3TOoMy reHeTHYECKHE MaKPOMOJICKYJIbI
(AHK, PHK) moxHO paccMaTpuBaTh Kak CBO€OOpa3HBIE MO-
JeKyJsipHBIe TepMoMeTphl, a nx GC-conepkanne — Kak MH-
JIMKATOP TEMIIEPATYPhl CPEIbl OOUTaHMUSI.

YenoBust paHeit 3eMITH JOIDKHBI OBUTH OTIPEAETUTH YHEP-
reTHYECKUe, MeTadoNIn4ecKknue, OHOXUMUYECKHE U IKOJIOTH-
yeckue ocooernoctu LUCA. CornacHo padoram (Di Giulio,
2000; Weiss et al., 2016), LUCA w1 B TOpSYHX HCTOYHUKAX,
BBICOKasi TEMIIEpaTypa KOTOPBIX 00JIeryaeT npoTekanue Ouo-
XMMHYECKUX PEAKIUH U MOJIEKYJIIPHO-TEHETHUECKUX TPO-
IIECCOB, HO TpeOyeT TePMOJMHAMHYECCKOW M KHHETHYECKOH
YCTOWYMBOCTH OMOMOJIEKYIISIPHBIX CTPYKTYP, TEPMOJHMHAMH-
yeckne (IyKTyalluu KOTOPBIX 3HAUUTENINBHO BBIPAKEHBI IPU
Goree BBICOKOI TeMmeparype cpebl oonTanust. CoBpeMeHHbIE
TepMO(UITBI aJTaNTUPOBAHBI K OOJIBIINM TEMIIEpaTypam OJaro-
Jlapsi B TOM 4HCII€ BBICOKOMY COJEP/KaHHIO B TEHOME HYKJIEO-
tunoB G u C (Dutta, Chaudhuri, 2010), popmupytrommx Ooee

Acmmmetpuis 3ameH B TPHK cBrpaetenbcTByeT 06 06Lem nponcxoxaeHnn 2025
COBPEMEHHbIX OPraHW3MOB OT TEPMODUIBHOTO NPeAKa

29.7

9HEPreTUUeCKU MPOYHbIe KOMIUIEMEHTapHbIE CBA3U JPYT C
npyroM. 1 3T0 0coOeHHO BaXXKHO IS TEPMOCTAOMIBHOCTH
ctpykrypHbix PHK, Brmrouas TPHK.

HeoOxoauMo oTMeTHTbh, uTO ueThipe cemeirictBa TPHK
n3 20 uccneoBaHHBIX B HAIleH paboTe He CIeayroT o0men
TEH/ICHIINH TIOTEPH «CHIBHBIX» HYKJICOTHIOB. [IpHUnHBI,
o0ycaBiuBaBIIre 0co0eHHOCTH 3BooIUH 3TuX TPHK, Mo-
ryT OBITH pasHooOpasnbl. Harpumep, Ba cemeticta, TPHKC!Y
u TPHKY2!, coOTBETCTBYIOT XMMHYECKH POCTHIM TaK Ha3bl-
BaeMbIM MUJIJIEPOBCKUM aMUHOKHcIoTaM. [IpeanonoxuTesns-
HO, 9TH aMUHOKHUCIIOTHI BXOJWIIN B CaMble IPEBHNE OCIIKH, 1
HyKseotuaHbli coctaB ux TPHK mor ycners nocturayts ux
WHANBUAYAJIBHOTO 3BOJIIOI[IOHHOTO PAaBHOBECHSL, ITYCTh U OT-
mmgHoTo OT cpexnero no Bcem TPHK. Ognaxo B miemom mpu
cpaBHeHnn GC-cocraBa TPHK opranusmos, »kuBymux mnpu
Pa3HBIX TEMIIEPATypax, HAIM PE3yNbTaThl CBUIETEIbCTBYIOT
0 TOM, YTO COBPEMECHHBIE OPTaHU3MBI B CPEIHEM JKUBYT B
Goee XOJIOTHOM cpefie, HeXKEIH MTOCICAHNI YHUBEPCAIbHBIH
o6mmit ipenok (LUCA).

3aknioyeHue

OOHapy)KeH yHMBEPCAJIbHbBIH BEKTOP HAIlPaBICHHOIO HBO-
JIIOLIMOHHOTO U3MeHeHus nocnenosarensHocteil TPHK, npu
KoTOpoM 3aMmeHbI ryanuHa (G) u uro3una (C) Ha ageHuH (A)
n ypauwi (U) cyMmMapHO IpoHUCXOsT Yaiie oopaTtHsiX. B pe-
3yJbTare 3BOMIOLMOHHOrO npouecca TPHK mormu Tepsats
«CHJIbHBIE» KOMIUIEMEHTAPHBIE Mapbl C TPEMS BOLOPOIHBIMU
CBsI3sIMH, (pOopMHUpYyeMble TYaHHHOM M LIUTO3UHOM, U (UK-
CHPOBATh «cIa0bIe» KOMIIJIEMEHTaPHBIE Maphl C IBYMs BOJO-
POZIHBIMH CBSI3IMH, 00pa3yeMbIMU aJICHUHOM M ypalnJIOM.
OOHapyKEeHHOMY U3MEHEHHIO COCTaBa M0CIIeI0BATEILHOCTEH
On1mr oaBepskeHsl 16 w3 20 cemeiicts TPHK, uto coot-
BETCTBYET YPOBHIO CTaTHCTUYECKON 3HaunMMocTH p = 0.006
COIIACHO OJIHOCTOPOHHEMY OMHOMHMAJILHOMY TeCTy. BbI-
SBIICHHAs] 3aKOHOMEPHOCTb CBUIETEILCTBYET O BBICOKOM
GC-conepkaHuu B MOCIEA0OBATEIBHOCTSAX OOMIMX MPEAKOB
coBpemennbix TPHK u, ciaenoBarenbHo, B OIB3Y TIPEANION0-
JKEHHUsI O TOM, 4TO camasi MOJIO/iasi U3 TMHOTETHUECKUX 00-
HIMX IPEAKOBBIX KJIETOK, OT KOTOPOH MPOU3OILIHA BCE HBIHE
JKUBYIIME OPraHU3MBbI (ITOCIIECHUN YHUBEPCAIbHBIH 00N
npenok, LUCA), obutana B Gonee ropsiaeii cpene, HeXenn
HBIHE JKUBYIINE OPTaHU3MBI.
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