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Cnmcok coKpaleHuu

MI'D - MOOHIIbHBIE TEHETUYECKUE DIIEMEHTHI

PHK - pubGonykienHoBasi KucjaoTa

JTHK - ne3okcupuOOHyKIIEHHOBAsE KMUCIOTA

kJIHK - kommmementapuas JJTHK

MPHK - marprnunas PHK

TPHK - tpancnopthaas PHK

LTR - long terminal repeat - ITUHHBIE KOHIIEBBIC TTOBTOPHI

RNH -RNAse H type I - pubonykieasa H 1 Tuna

aRNH - “Archeal”/Archea-like RNH - “apxeitnbiii”/nononautensHbiil fomen RNH
LTR-RNH, LTR RNH - natusnas RNH LTR-perpoTpancno3oHoB
fmRNH - fungi-metazoa RNH - nromen RNH rpu6oB u >xuBOTHBIX
TSD - Target Site Duplication - gyniaukanus 1ejaeBoro caira

DARTS - Domain-Associated RetroTransposon Search - momeH-accoruupoBaHHBII
MTOMCK PETPOTPAHCIIO30HOB

MJIPA - MAJIJIUAPA

I1.0. - Tapbl OCHOBAHMI

T.I1.0. - TBICSIYM IIap OCHOBAHUM

RT - reverse transcriptase - oOpaTHasi TpaHCKpHIITa3a
PR - protease - nmpoTeasa

INT - integrase - unTerpasa

GAG - 6enok reHa 000J109KkH gag [B paboTe Jijisi yA00CTBa yIIOTPEOIIeTCs Kak JIOMEH,
OJIHAKO, Ha JieJie, cocTouT U3 TpEx JomMeHOoB - CA, NC u MA]

CA -xancuaHbIil JOMEH reHa gag
NC - HyKJI€OKaICHUIHBIN JOMEH r'eHa gag

MA - maTpuyHbIl JOMEH I'€Ha gag
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ENV - nomen rena obonouku env (envelope - 000s104ka)

OPC - otkpsiTeie pamku cuntbiBanus (ORF - open reading frame)
1OPC - no6aBounsie OPC

BIIY - BupycomnogoOHas yacTuiia

PBS - prime binding site - caiiT cBsi3pIBaHUS IpaiimMepa

PPT - polypurine tract - moJumypuHOBBIN TPAKT

SSA [pathway] - single-strand annealing - 0THOIIETIOYEUHBIN OTXKUT
IR - inverted repeats - ”HBEPTHPOBAHHBIE IOBTOPHI

CC/CCDC - nomen/morus coil-coiled

PMD - plant mobile domain - MOOUIBHBIN JOMEH PaCTCHHI

Tr28 - moMeH TpaHcno3a3bl 28

SMC - MOTHUB cerperaiuu XpoMOCOM

aLRT - approximate likelithood-ratio test - “nipuGIU3UTENBHBIN TECT MAKCUMAJIBHOTO
MPaBAOIIO 00U

UfBoot - ultra-fast bootstrap - yneTpa-0sICTpBbIif OyTCTper

CDD - conserved domain database - 6a3a TaHHBIX KOHCEPBATUBHBIX JOMCHOB
1O - nporpaMMHOE OOeCrICUeHHE

DB - database - 6a3a qaHHBIX

PDB - protein database - 6enkoBasi 6a3a JaHHBIX

UTR - untranslated region - HeTpaHciIpyemas 00J1acTh



Beenenue

AKTYaJIbHOCTD

MoOunbHbIe TeHeTudeckue 3yemMeHTsl (MI'D) - mocnenoBaTeTbHOCTH T€HOMa,
CIOCOOHBIE MEHSATH CBOE mojokeHue B HEM [l]. bmaronmapst atomy cBoiictey MI'O
SBJISIFOTCS. BaKHBIMU PETYJIATOPAMH CTPYKTYPhl U (PYHKIIMOHMPOBAHUS reHoma [2].
Cpemn  MI'D  BBIIENAIOT MHMPOKYIO TPYyIIly - KJIAacC PETPOTPAHCIIO30HBI.
OTnuuuTeNbHOW  OCOOEHHOCTBHIO  PETPOTPAHCIO30HOB  SIBISIETCS  MEXAHU3M
nepeMelleHrs o NPUHIUIY “KonupoBaHHe U BcTaBka™ (“copy-and-paste”), B OCHOBE
KOTOPOTO JISKHUT mpoliecc oOpatHoit (“perpo-") Tpanckpunuuu [3,4]. B mporecce
oOpatHoii TpaHckpunuuu no marpuie MPHK perporpancno3ona cuHTezupyercs ero
HoBas JIHK-konus, kotopas 3areM BcTpauBaeTcs B HOBOE MECTO B reHoMe. biiaronaps
TOMY CBOMCTBY PETPOTPAHCIIO30HBI MOTYT COCTaBJISATH IMOAABISIOLIYIO JIOJIO OT
pa3MepoB TI'€HOMOB JYyKapuoT, cIOcOoOHyr nocturatb 90% B ciyyae T'€HOMOB

HEKOTOPBIX BBICIIUX pacTeHui [5,6].

Cpean peTpOTpPaHCHO30HOB BBIJCISIIOT OTIEIBHBIA  OOJIBIION  MOJKIIACC
3JIEMEHTOB C JUTMHHBIMHU KoHIIeBbIMU TIoBTOpaMu (LTR - long terminal repeat) - LTR-
perporpancno3onbl  [7]. LTR-peTpoTpaHCNO30HBI CTPYKTYPHO W 3BOJIOLMOHHO
ONM3KK pPETPOBUPYCaM TMO3BOHOUYHBIX JKUBOTHBIX, a TaKkKe O0O0JaJaloT CXOXKUM
YKU3HEHHBIM HUKJIOM [8]. OCHOBHAsI pa3HHUIlAa COCTOUT JIUIIb B TOM, YTO PETPOBUPYCHI
CIIOCOOHBI TIOKUIATh KIETKY OpPraHM3Ma-XO3SMHA W 3apakaTh HOBBIC KJIIETKU, B TO
BpeMsl Kak JkM3HEHHbIM LUKI LTR-perpoTpaHcnio3oHOB IOJHOCTBIO OrpaHUYECH

KJIETKOU-XO3IMHOM.

Panee B Hameil maGopaTopuu ObLTHM HCCIEAOBaHBI 3JEMEHTHI Kiactepa Iat
rpynnsl LTR-perpoTpancnozonoB 7y3/gypsy, pacupOCTPAaHEHHOI'O UCKIIIOUUTEIBHO B
reHomax 3en€Hplx pactreHuit (Viridiplantae). OtauuutenbHOM ocoOeHHOCTBIO Tat
LTR-perporpancniozonoB ot  apyrux LTR-anmemeHTOB  fBiIIETCA  HalIM4ue
JoTIoJTHUTENbHOTO JoMeHa pubonykieassl H (RNH) B rene momunpotenna (pol) [9].
bbu10 moKa3zaHoO, YTO y 3JIEMEHTOB B JIaHHOM KJAacTepe CYLIECTBYIOT pa3jIU4HbIE
CTpyKTypHble BapuaHThl [10], oTiMuarommecs Kak MOJOKEHUEM JOIMOJIHHUTEIBbHOTO

nomena RNH BHyTpu reHa pol, Tak U mpHUCyTCTBHEM/OTCYTCTBHEM JIOTIOTHUTEIHHBIX


https://www.zotero.org/google-docs/?0NyLni
https://www.zotero.org/google-docs/?CIOjdg
https://www.zotero.org/google-docs/?zMFx43
https://www.zotero.org/google-docs/?0PZcPE
https://www.zotero.org/google-docs/?hPxhh9
https://www.zotero.org/google-docs/?8dzQiB
https://www.zotero.org/google-docs/?n2G11s
https://www.zotero.org/google-docs/?XpxgfP
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OTKPBITBIX PAMOK CUUTHIBAaHUS C HescHOW (yHkmmen. [Ipuuém, pasznooOpasue
ctpykryp Tat LTR-peTpoTpaHCIO30HOB KOPPEIHPYET C BEPTUKAIBHOW 3BOJIFOLHEHN
KPYIHBIX TAaKCOHOB 3€JIEHBIX pacTeHuid. OJIHAKO BCE ATH JAHHBIC OBUIM IOJIYYCHBI
MPEUMYIIECTBEHHO HAa FeHOMaX HamOoJsee BHICOKOOPTAaHU30BAHHBIX I'PYII IIBETKOBBIX
pacTeHuii, a pa3HOOOpa3ue TaKCOHOB HEIBETKOBBIX PACTEHUN OTpaHUYHMBAIIOCH JIMIIb
OJIHMM TeHoMoM 1uiayHa (Selaginella moellendorffii; xnacc Lycopodiopsida) u tpems
reHomaMu XBOWHBIX (kiacc Pinopsida, cemeiictBo Pinaceae) [9]. K Hacrosmemy
MOMEHTY 3HAYUTEIBHO BO3POCIO KOJIMYECTBO TEHOMHBIX COOPOK IMpeacTaBUTENEH
TAKCOHOB HEIBETKOBBIX W JIPEBHUX TAKCOHOB I[BETKOBBIX PACTEHUN, OTKPHIBAs
BO3MOXKHOCTh JUIS 0OoJiee JeTajJbHOro wucciaenoBanusa oHsoiormu  Jlat LTR-
PETPOTPAHCIIO30HOB HAa PAaHHUX dTamax uX AuBepreHiuu. Kpome Toro, 3To MoOXer
MPOJIUTh CBET HA TMPOUCXOXKJICHHUE W PACIPOCTPAHEHHE JOIMOJHUTEIHLHOTO JIOMEHA

RNH y nanHbIX 351€eMEHTOB.

]_Ie.]'lb " 3a1a494 UCCJICI0BaHUA

HeJIBIO I[aHHOfI pa60TI>I ABIIACTCA H3YUCHHUE IMPOUCXOXACHUA W I3BOJIOIHU

CTPYKTYpHbIX BapuaHToB 7at LTR-peTpoTpaHCIO30HOB 3€JIEHBIX PACTCHUM.
J1J1s1 BBITIOJIHEHUS TAHHOM 11e7TM ObUTH MTOCTABJICHBI CIIEIYIONINE 3a1aUM:

1) Pa3paboTtarh MeTOIOJIOTMYECKHE MOJIXOAbl K yrinyonéHHoMy uzydeHuro LTR-
PETPOTPAHCIIO30HOB.

2) HccnenoBanue pa3HooOpa3zus U pacIpoCTpaHEeHUs Tat LTR-
PETPOTPAHCIIO30HOB B TCHOMAX PACTEHUMN.

3) CpaBHUTENBHBIN aHAIN3 CTPYKTYPHBIX XapaKTEPUCTUK HAWJEHHBIX 3JIEMEHTOB.

4) PexoHCTpyKUHS (PUIOTE€HETHYECKUX B3aUMOOTHOILIEHUNA MEXKJIYy OCHOBHBIMU
CTpYKTypHbIMH BapuaHTtam 7at LTR-peTpoTpaHCO30HOB.

5) Pa3paboTka neTanbHOTO CLIEHApHsl POUCXOXKIAECHUS JTONOIHUTEIBLHOIO JOMEHa

RNH wu ero ponu B 3Bosmounu 7at LTR-peTpoTpancno3oHOB.

HayuHnasi HOBU3HA padoThI

B pamkax paGoter paspaboran DARTS - anroputm OmonH(pOpMaTHIECKOTO

MOMCKa MOOWJIBHBIX O3JIEMEHTOB, COJIEpXKaIIUX OCNIOK-KOJAUPYIOIIUE JIOMEHBI.


https://www.zotero.org/google-docs/?iBmAAg
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Anroputm peasmzyet nouck LTR-perporpancnozonos rpymm Tyl/Copia, Ty3/Gypsy,

Bel/Pao, DIRS, a taxxe perpoBupycoB u Penelope-mogoOHbIX 311eMEHTOB.

B pamkax pabotsl BrepBbele mnpou3BenéH mnouck LTR-perpoTpancmnozoHoB
3es€HbIX pacTeHuid (knactep Tat), copepskamux no6aBounslii jomeH aRNH, cpemu
F€HOMOB CTPENTO(UTOBBIX BOAOPOC]EH, MNEUYEHOUYHBIX M AHTOIEPOTOBBIX MXOB,
ManoOpOTHUKOB U IPEBHUX TAKCOHOB CEMEHHBIX, TAKUX KaK TMHI'KOBBIE, CATOBHUKOBBIE,

THCTOBBIC, KUIIAPHUCOBEIC, THUCOBEIC, aM60pCJ'IJ'IOBI>Ie, HI/IM(i)OBI)IG 1 MardoJuuabl.

Bcero B paMKax IIOHCKa OBLIO HCCIICA0BAHO 94 reHoma 3eIEHBIX paCTCHHﬁ,
BBIABJICHO IIATH CTPYKTYP OJJICMCHTOB Tat, pasjimyarommecsa 110  ITOJIOKCHHIO

no6aBounoro qomena aRNH. /[Be n3 HUX onucaHbI BIIEPBbIC.

JlaHHbIe (PUIOTEHETHYECKOTO M CTPYKTYPHOTI'O aHAJIMU30B CBHJIETENBLCTBYIOT B
IIOJIb3Y KOHBEPIEHTHBIX IPOLECCOB C peTpoBUpycamMu MoO3BOHOYHBIX M LTR-
perporpanconzonamu Chronos u Archon oommuietroB. PazHooOpa3ue BBISBICHHBIX
CTPYKTYp U UX B3aMMOOTHOUIEHUS] CBUAETEIBCTBYIOT B MOJIb3Y €JUHUYHOIO COOBITHS
3axBara nfoMeHa aRNH, onposepras nmpexHiow runoTe3y 0 MHOKECTBEHHOM 3aXBaTe B

xoze sBomounu Tat LTR-peTpoTpaHCio30HOB.

N3yyen mponecc nerpagauuu HaTuBHOTO JoMeHa RNH Bo Bcex rpymnmax B
coctaBe Tat. TlokazaHa CBs3b MEXIy Haiauuwem jgo0aBouHoro gomeHa aRNH wu
nerpaganue HatuBHoro RNH, mpoucxozasmas Bo BcexX Ipylax B PaBHOW CTEIIEHMU.
Herpaganus cpasy aByx U3 TpEx noMeHoB cemeiictBa RNH B onHol 3 BlepBbie
BBISIBJICHHBIX CTPYKTYP KOCBEHHO CBHUIETEIBCTBYET B IIOJb3Y IPEANOIO0KEHHUS, YTO
Jnerpaganvs SBISIETCA CIICICTBUEM KOHKYPEHLUHMH MEXIAYy JOMEHAMH C OJHOMN

(byHKIHEH.

TeopeaneCKaﬂ H NPAKTHYIECCKAA 3HAYNMOCTDb UCCJICIOBAHUA

PesynbraThl  paboThl  pacIUpSIIOT TPEACTABICHUS O KOBEPreHTHOW U
MOJAYJIbHOM 3BOJIIOLIMH, MPOJIMBAs CBET HAa BOINPOC O CMEHSIEMOCTH M KOHKYPEHLIUH
monyneil. KoHBepreHTHoe  CXOACTBO  HE3aBUCHUMO  00pa3yeMbIX  CTPYKTYp
CBUJIUTEIICTBYET B II0JIb3Y CXOXKETr0 JKWU3HEHHOTO ULHKJIA U1 SBOJIIOIUOHHO

yAaNEHHBIX TPy MOOWIBHBIX 3JIEMEHTOB.
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PaszpaGorannsiii anroputm DARTS ycmemHo anpoOupoBaH i TOHMCKa
MOOWJIBHBIX AJIEMEHTOB, CHCHU(PUYHBIX M0 HATWYHIO J00aBouHOTO aomeHa aRNH.
ANTOpPUTM TaKXKe TOKa3ajd BBICOKHM TOTEHIMAN IS MOUCKA JIPYTHUX TPYII OeTOK—
KoJupyroumx MoOWwIbHBIX dnemeHToB (7v1/Copia, Ty3/Gypsy, Bel/Pao, DIRS,
Penelope-nono6HbIe 37€MEHTHI) M TOTCHIIMATHHO MOXET OBITh aJanTHUPOBAH s

noucka non-LTR-perporpancnozonoB u JIHK-TpaHcrno3oHoB.

OcHoBHbBIE MOJIOKEHUHA, BBIHOCUMBIC HA 3aIIUTY

1. DOnementsl LTR-peTpoTpaHCIO30HOB, coAepkaliue J00aBOYHBIA JOMEH
pubonykieazsl H (aRNH) Bo3HHMKIM B reHOMax Ha3eMHBIX PACTEHUU MOCIE
3€JIEHBIX  BOJIOPOCIEH, YTO  HBOJIIOLUOHHO  COOTBETCTBYET  IEPUOAY
BO3HUKHOBEHMS TU(PPEpEHIINPOBAHHBIX TKAHEH.

2. Jlo6aBouHnblii gomeH pubonykieazsl H (aRNH) O6pm1 nmpuoOperen
pPETPOTPAHCIIO30HAMU  pPAaCTEHUH  Kak  pe3yJbTaT KOHBEPreHTHBIX IO
OTHOLIEHHIO K PETPOBUPYCAM IIO3BOHOYHBIX IPOLECCOB B aHAIOTMYHOM
MOJIOXKEHUH, a DJIEMEHThl C aJbTEPHATUBHBIMU BAapUAHTAMHU IOJIOKEHUS
JAHHOTO JIOMEHA SIBJIAIOTCSI €ro IMPOU3BOJHBIMHU, KOTOpbIE 3aKpENUINCh U
Pa3MHOXWINCH BIOCIIEACTBHH.

3. Tlponecc nerpaganuu HatuBHoro nomeHa puoOonykieazsi H (RNH) B LTR-
pPETPOTPAHCIIO30HAX  PACTEHMH  SBISAETCS  CIEACTBUEM  NPUOOPETEHUs

nob6aBouHoro momMeHa puoonykieassl H (aRNH) .

Bxaax aBropa

Bce ocHOBHble  HaydHble  pe3yibTaThl  ObUIM  MOJyYEHBl  aBTOPOM
camoctoaTenbHo. AnroputM DARTS paspabotan u HamucaH aBTOPOM Ha SI3bIKE
nporpammupoBanus Python camoctosrensHo. [[ns 3amycka anropuTMa HCHOIb30BajICs
kiactep EBpomeiickoro mccieaoBaTenbckoro HHCTUTyTa omonoruu u crapenus (ERIBA,
I'ponunren), goctyn k kKoTopomy Obul moiydeH oT bepesukoBa E.B., 3aBemytomiero

Ja00paTOPHEH PETyIISIIIUN CTBOJIOBBIX KJIETOK U MEXaHU3MOB pereHepaIiy.

MaTepI/IaJILI JJIA pa60TBI OBLT B3ATHI U3 OTKPBLITBIX OecIuIaTHBIX NCTOYHUKOB.
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Anpobanus padoThl

PesynbTaThl JaHHO# paOOThl OBUIA MPEACTABJICHBI B BUAEC CEMH ITyOIMKAIIMA,

Cpelli KOTOPBIX TPU TE€3KMCA HAYYHBIX KOH(PEPEHLU:

1.

Biryukov M., Ustyantsev K. Diversity and evolution of Tat LTR
retrotransposon structures in non-flowering plants // Bioinformatics of Genome
Regulation and Structure/Systems Biology (BGRS/SB-2020)-2020.—C.201-201.
Biryukov M., Ustyantsev K. LTR retrotransposons in green plants show
multiple examples of convergent evolution // 12th International young scientists
school «System Biology and Bioinformatics» (SBB-2020) — 2020. — C. 24-24.

. Biryukov M. , Ustyantsev K. Diversity and evolution of structural variants of

tat ltr-retrotransposons in green plants. / EMBO Workshop The Mobile

Genome: Genetic and Physiological Impacts of Transposable Elements. 2021.

Taxxke mo Teme pguccepranuu ObUTM OMyOJIMKOBAaHBI YETHIPE CTATbU B

PEIEH3UPYEMBbIX 3apyOeKHBIX M OTEUECTBEHHBIX KypHaJIax, TpH U3 KOTOphiX (1-3)

BXOIAT B cricok BAK:

L.

K. Ustyantsev, M. Biryukov, I. Sukhikh, N.V. Shatskaya, V. Fet, A. Blinov, I.
Konopatskaia. Diversity of mariner-like elements in Orthoptera. //
BaBuiioBckuii )kypHan reHetuku U cenekuuu. 2019;23(8):1059-66.

M. Biryukov, K. Ustyantsev. DARTS: An Algorithm for Domain-Associated
Retrotransposon Search in Genome Assemblies: 1 // Genes. Multidisciplinary
Digital Publishing Institute, 2022;13(1):9.

. Martinez P., Ustyantsev K., Biryukov M., Mouton S., Glasenburg L., Sprecher

SG., Bailly X., Berezikov E. Genome assembly of the acoel flatworm
Symsagittifera roscoffensis, a model for research on photosymbiosis. // G3
Genes| Genomes| Genetics. 2022; , P. 00(0), jkac336.

Biryukov M., Berezikov E., Ustyantsev K. Classification of LTR
retrotransposons in the flatworm Macrostomum lignano. Letters to Vavilov
Journal of Genetics and Breeding. 2020. 6(2). DOI: 10.18699/Letters2020-6-12.
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CtpykTypa u 00beM padoThI

Juccepranuss COCTOMT W3 BBEJCHHsA, 0030pa JIMTEpATypbl, MaTEpUAIOB U
METO/IOB, PE3yJIbTaTOB, O0CYX/IEHUS Pe3ylbTaTOB, 3aKIIOYEHUs, BBIBOJIOB U CIIHCKa
autepatypbl. PaGora uznoxxena Ha 103 crpanumax, cogepxuT 17 pHCYHKOB, 2

TaOIUIBI U 7 TIPUIIOKESHUM.
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I'naBa 1. O030p JuTepaTypsbl

MooOu/ibHbIe TeHeTHYECKHE 3JIEMEHThI: KJIAcC PeTPOTPAHCIO30HbI

Perporpancno3oHbl - KilacC MOOMJIBHBIX T'€HETHUECKHX 3jeMeHTOB (MID),
00J1a/1al0IIHUX CHOCOOHOCTBIO K CaMOCTOSITEIbHOMY MEPEMEIIEHUI0 BHYTPH T€HOMa
(TpaHCHO3UIIMK) TIOCPEJICTBOM MEXaHHW3Ma “‘KomMpoBaHHWe U BcTaBka’ (‘“‘copy-and-
paste”) [3,4]. Mexanu3sm nmporecca OOBIYHO CpPABHUBACTCS C AHAJOTHMYHBIM
MEXaHU3MOM Jpyroro Oosnbinoro kimacca MI'D, JIHK-TpaHCio30HOB, KOTOPBIN HOCUT
Ha3zBaHMe “BbIpe3aHue U BcTaBka (‘“‘cut-and-paste”) [11]. Mexanusm “konupoBaHue U
BCTaBKa~ 3aKJIOYAECTCA B HAJWYUU IMPOMEKYTOYHOM CTaAUU B >KU3HEHHOM IHUKIIE
pPETPOTPAHCIIO30HOB - Konuu perpoTpaHcno3oHa B Buae MPHK. ITo mannoit MPHK
IIOCPEACTBOM TPAHCIISIUUU CHHTE3UPYIOTCA 3aKOJIWPOBAHHBIE B PETPOTPAHCIO30HE
Oenku, KoTopsie 3aTeM nepeBoaiaT camy MPHK cHauana B kommiementapuyto eit JJHK
(xIHK), a 3arem yxe B mojHOIeHHYI0 aBynenoudeunyto JIHK-komuro wmcxomHoro
pETPO3JIEMEHTAa, KOTOpasi BCTPAUBAETCSI B HOBBIM YU4aCTOK F'€HOMA KJIETKH-XO0341Ha [4—
6].

Bknao mobunvnvix zenemuueckux 31€MeHMO8 6 2€HOMbI JyKapuom u e2o

J60/1I0UUOHHbIE nocieocmeus

B reHomax pa3inyHBIX 3YKAPUOTHYECKHX OPraHU3MOB PETPOTPAHCIIO30HBI
IIPEICTABIIEHBl PA3HBIM YHCIIOM KONUM. PETpOoTpaHCII030HBl HEKOTOPHIX IPYII MOTYT
IIPUCYTCTBOBAaTh MEHEE, YEM B JECITKE KOIMM, WM OTCYTCTBOBaTh BooOIIe. B TOXe
BpeMs1 ApyrHe rPpyIIbl IPEACTABIEHbI MHOKECTBOM KONUI (BIUIOTH /10 COTEH ThICSY Ha
TEHOM), 4TO OOBSCHSCTCS AKTUBHOM JKM3HEIEATEIBHOCTHIO IJIEMEHTOB B MPOIILJIOM
u/umn  HacrosimeMm [6,12,13]. bmaromaps cBoeMy MeXaHH3MYy TEpEeMEIICHHUs
PETPOTPAHCIIO30HBI CIOCOOHBI OOPAa30BHIBATH OOJBIIOE YWCIO KOMHM, KOTOpHIEC, B
CBOIO OY€pe/lb, MOT'YT COCTaBJISITh OTPOMHYIO JOJII0O OT OOLIEro pazMepa reHoma, B
KOTOpOM OHM HaxozsTcs. Haubornee $SBHO 3TO BbIpaXkaeTcs Yy pacTeHHUil, T'€HOM
KOTOPBIX BO MHOTOM YBEJIMYEH MUMEHHO 3a CU€T peTpoTpaHciio3oHoB [12,14,15]. Tax,

HalpuMep, B F€HOME KYKYypy3bl, pa3Mep KOTOPOTO COCTaBIIE€T MPUMEPHO 2,3 MIpJ


https://www.zotero.org/google-docs/?ZlBd6V
https://www.zotero.org/google-docs/?tOOFWD
https://www.zotero.org/google-docs/?Rd5l0u
https://www.zotero.org/google-docs/?Rd5l0u
https://www.zotero.org/google-docs/?tBymYD
https://www.zotero.org/google-docs/?w0RcjS
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1.0., okosio 70-80% OT 3TOro pazMepa NpUXOAUTCS Ha PETPOTPAHCIIO30HbI [16—-18]. ¥V

HEKOTOPHIX JTIeHHBIX (ceM. Liliaceae) aTo 3Hauenue goxomut a0 90% [19].

OBOJIIOLMOHHAs POJb PETPOTPAHCIIO30HOB, pPaBHO Kak u jApyrux MID,
HEo/IHO3HayHa. Tak, MHOrooopasue KOIui peTpoTPaHCIIO30HOB CIYKUT callTamu JUIst
HEPAaBHOI'O KPOCCHUHIOBEpPA M JPYTMX XPOMOCOMHBIX IIEPECTPOEK, BKIIIOYAs
TOMOJIOTHYECKHE PEKOMOMHAIMKM, CalThl KOTOPBIX CO3/al0TCSI B TOM 4YHCIE B
pesynbrare Tpancnozuuii MI'D [1,2,20-24]. C apyro#i cTOpoHBI, ObUIN MOKa3aHbI U

MPOSBIICHUS, OCHOBAHHbIE HA MHCEPLIMOHHBIX COOBITUAX [25,26].

Tak, nepBbIM, HanboIee MPOCTHIM CIEICTBUEM BCTPOWKHU 3JIEMEHTA SIBJISETCS
ero TSD (Target Site Duplication, gynaukaius eJIeBOro caiTa) - CaiT, 0 KOTOPOMY
MEeNTUAbl C UHTErPa3HOW/TPAHCII03a3HON aKTUBHOCTHIO PETPOBHPYCOB U MOOMIIBHBIX
AJIEMEHTOB BCTPAMBAIOT MOCJEI0BATEILHOCTA TpaHCHO30HHOM min BupycHoit JJHK B
TeHOM XO03s€B, crenuuYHO pacrno3Haércs M yaBauBaeTcs. B ciyyae a1eMeHTOB,
KOTOpbIE€ TIOTOM MOTYT OBITH BhIpe3aHbl W3 MmecTa Berpoiku (JJHK-tpancnosonsi,
JIpyroy Kiacc MOOWJIBHBIX 3JEMEHTOB) AYIUIMKAIUS LIEJIEBOTO CaiTa MPUBOAMUT K
MOSIBJICHUIO HECKOJIBKUX JIMITHUX HYKJICOTUIOB [25], CIOCOOHBIX KaK BHECTUU HEKOE
TOUYEYHOE pa3HOOOpa3ue, TaK U CO3/1aTh CABHUI paMKH cuuTbiBaHus (frameshift) [27—
29].  Opmnako,  PETPOTPAHCIIO30HBI  OOBIYHO  HWMEIOT  Ooyiee  JITTUHHBIE
MOCJIEIOBATEIbHOCTH, BCTPOHKA KOTOPBIX BHOCUT TOpa30 OOJIBIINHN TIaCT BEPOSTHBIX
s¢p¢exroB. CamMo BCTpauBaHHUE JOCTATOYHO JUIMHHOM MOCJENIOBATENBHOCTH, a TAKXKe
BO3HHUKAIOILIME CIIEJAOM 32 HEll MepecTpoMKH, CIIOCOOHBI U3MEHUTHh CTPYKTYpY TeHa:
BHYTPH T€Ha MOXeET ObITh oOpa3oBaH HOBbIM uHTpoH [30,31], sx30H [32-34],
IIPUBHOCSTCSI HOBBIE CAalThl aJlbTepHATUBHOIO cruiaiicunra [30,31,35-37], mpoucxoaut
CIBHUT paMKH CUHTHIBaHUS [28,29,38], mpuBOAAIIMN BIUIOTH A0 HApyLIIEHHUS PabOTHI
reda (ayneBoit genorun) [34,39,40]. Takxke M3BECTHBI CIydau CIUSHUS XO3SHCKOTO
TeHa C JOMEHAMU MOOWJIBHBIX JJIEMEHTOB, B PE3yJlbTaTe 4Yero oOpa3zyloTCsi HOBBIC
xuMepHble reHbl [41,42]. JI7is HOBBIX KOMUN MOOWJIBHBIX AJIEMEHTOB MOKA3aHO TAKKE
Y BIIMSHHE HAa OPraHU3M XO3iHMHA HAa 3MUT€HETUYECKOM ypoBHE [43,44]: BcTpoiiku B
PEryiasTOPHOM O0OJACTH TMPUHOCIT HOBBIE WM pa3pylIalOT CTapble MPOMOTOPHI U
canTbl-3HXaHcepbl [23,45-49], caitTel caineHcunra [21,44], nmonvaaeHUIMPOBAHUS
[42] u metunupoBanus [50-52], MEHSIOT CTPYKTYypy NPOMOTOPHOM 00JIacTH CBOEH
MMOBTOPEHHOM TOCJIEIOBATEILHOCTbI0 WJIM  TepeHoCcs (PparMeHThl WM  IIeJIbie

MIPOMOTOpPHI U3 JIpyrux obmnacreid renoma [43,53,54]. Tak, npucyTcTBUE MOOUIBHOTO


https://www.zotero.org/google-docs/?wZGlWa
https://www.zotero.org/google-docs/?IMCdFY
https://www.zotero.org/google-docs/?NIEg7U
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https://www.zotero.org/google-docs/?XTwTA2
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https://www.zotero.org/google-docs/?X25qsU
https://www.zotero.org/google-docs/?CuIxSH
https://www.zotero.org/google-docs/?dcE4Gn
https://www.zotero.org/google-docs/?1CTXI3
https://www.zotero.org/google-docs/?N3EoiL
https://www.zotero.org/google-docs/?OCAMwP
https://www.zotero.org/google-docs/?NGIQXP
https://www.zotero.org/google-docs/?qNB5X0
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14

AJIEMEHTA YacTO CHIDKAET SKCIPECCUI0 OJIM3IIekamux reHoB [55]. Berpoiika B jokyce
userenus C (flowering locus C, FLC) y Arabidopsis thaliana, HanpoTuB, TPUBOIUT K
paHHEMY CO3PEBAHHUIO U MU3MEHEHHUIO0 3(PGEeKTUBHOCTU sipoBu3auuu [56]. IIlpomoTopsl
Tak)Ke€ MOTYT ObITh C(POPMHUPOBAHBI CAMOM MOCIIEI0BATEIHHOCTHIO PETPOTPAHCIIO30HA

Ha IpUMepe IPOMOTOPHOM obsacTu pacturenbHoro rena LATS9 [57].

Cama aktuBHOCTh MI'D TOXE cr1ocOOHA BHECTU CBOM KOPPEKTUBBI B KIIETOUHbIE
npouecchl. AKTUBUPYSICh TOJI BO3JEHCTBUEM pPa3IUYHbIX CTPECCOPHBIX (PaKTOpOB
(takux kak HarpeBanue [28,58,59] wnm ramma-paguanus [59—62]) OPOAYKTHI
KU3HEAEATENbHOCTH MI'D NpUHUMAKOT NPUHUMAIOT y4acTHE B KJIETOYHOM OTBETE.
OTnenbHO  CTOUT  BBIIEIAUTH  PETPOAYIUIMKAIMM -  BCTPOMKM B T'€HOM
npoueccupoBanubix MPHK 3a cuér depmentoB MID (oOpaTHas TpaHCKpHMTasza
uHTerpasza u mp.) [25,49]. Oraensubie rpynmbl non-LTR perporpancno3oHoB Obliu

chopMHUPOBAaHHBI UIMEHHO 3TUM IyTEM [3,63].

Oco0eHHO Ba)KHBIM OKa3bIBACTCS TOT TI'€HETUYECKHH Marepuas, KOTOPbIi
MOJKET OBITh NEPEHECEH PETPOTPAHCIIO30HOM BMECTE C MOCIIEI0BATEIBHOCTHIO CAMOI0
sreMeHTa. | OpU30HTANBHBIA MEPEeHOC TeHOB IO3BOJIAET OparHU3MaMm HpuoOpeTaTh
CBOIICTBA, HE BBIPA0OTAHHBIE UM YTPAYEHHBIE “BEPTUKAIbHBIM NyTEM [64—06]. Taxk,
M3BECTHBI CIIy4aW 3axBaTa pPa3IMYHBIX OaKTepUAIbHBIX OEITKOB TE€HOMaMHU
MarmoOpOTHUKOOOpa3HbIX [67,68] W TOKPHITOCEMEHHBIX [67], TOPH3OHTAIHLHOTO
MepeHoca M3 apTponoj B IMOKpPbITOCEMEHHbIE [68] 3a pacTeHHsIMU-TIapa3uTaMu

3aJI0KyMEHTHUPOBaH F'OPU30HTAIbHBIN IEPEHOC T€HOB OT UX KepTB [69,70].

N3BecTHBI TAKKeE MHOTOYUCJICHHbBIE MIPUMEPBI OJIOMalIHUBaHUS
PETPOTPAHCIIO30HOB WJIM UX OTJIEJIBHBIX T€HOB U JIOMEHOB, /1€ BMECTO TOPHU30HTAIBHO
MepEHECEHHBIX TEHOB HOBBIE CBOMCTBA BO3HUKAIOT U3 CAMHX MOOUJIBLHBIX 2JIEMEHTOB U
npoBupycoB. Tak, perposnementsl HetA n TART BCTpanBarOTCA B palloOH TETOMEPHBIX
KOHIOB Yy Apo3o(dui, HEe UMEIoIuX padboyeil Temomepasbl, M BBINOJHIIOT TAKUM
o0Opa3om ¢QyHKIUIO 3TOro pepmMenTa. OUIOreHeTUYECKU aHaIu3 Tak)Ke MOKa3bIBaeT,
YTO caMma TeloMepa3a IMpou3onia OT oOpaTHOW TPAHCKPUITA3bl JIPEBHETO
perpoTrpancno3oHa [71,72]. OT peTpoBUPYCOB BeIyT CBOE MPOMCXOKICHUETPOTO-
OHKOTeHHble Oenku (BUpycHble KuHa3bl) [73-75]. VY pacteHuil aHojmoruyHas
TeHACHIMs ¢ TmpeoOpasoBanueM reHoB LTR-perporpancnozonoB [76]. VY
PETPOBHUPYCOB MO3BOHOUYHBIX KUBOTHBIX, JOUEPHEN I'PYIIIBI PETPOTPAHCIIO30HOB, I'E€H

obonoukn env (envelope - o00ojouka) Takxke OBLT “OJOMAIIHEH” TE€HOMaMH


https://www.zotero.org/google-docs/?rO8Wy4
https://www.zotero.org/google-docs/?i3NM1U
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MJICKOTIUTAIONINX W BBIMOITHIET POJib (hakTopa (opMHupoBaHUsS IUIANEHTHI [77,78].
PaznooOpaszue Tpymnm BHYTpH KiIacca PETPOTPAHCIIO30HOB TIO3BOJSET HaOIIOAATh
pa3IUYHBIC HBOJIIOIMOHHBIE TIPUCIIOCOOJICHUS PETPOTPAHCIIO30HOB, TaKHE Kak
MPUOOPETEHHUE TIPEIKOM PETPOBUPYCOB MTO3BOHOYHBIX T€HA 000JIOYKH, TO3BOJIUBIIIETO

UM BBDKHMBATh BO BHEIIHEW cpesie U 3P(HEKTUBHO PacHpOCTPAHATHCS.

Ocobennocmu Knaccugukayuu pempompancno3onos

MHoroo6pa3ue peTpoTPaHCIIO30HOB W WX TPYyNI, KaKk M JPYyTUX TPYIIIl
MOOWJIBHBIX 3JIEMEHTOB, MOMOJIHIETCS MOCTOSIHHO. W, XOTs HEKOTOpoe BpeMsi Hazaj
Obu1a oOHapykeHa OazanbHas rpynmna perporpancno3oHoB (PLE, Penelope-nono6Hsie
3JEMEHThI), HE  TMOAXOoJfAllas ToJa  JaHHyr  kiaccudukamuioo  [79-81],
pPETPOTPAHCIIO30HBl  KJIACCUUUIMUPYIOT B  TEPBYIO  OouepeAb 10  HAJUYHIO
nocienoBarenbHocTet LTR - nounHBIX KOHIEBBIX MOBTOpOB (long terminal repeat).
Tak, nomumo PLE, BeigenstoT aBa noakiacca: LTR- u non-LTR-peTpoTpaHcnio30HBI.
[TocnepoBatenpbHocT LTR, Kak MOXHO CyAWTh IO HUX Ha3BaHHIO, (DIAHKUPYIOT
PETPOTPAHCIIO30H, ompenensss ero rpanunbl. Camu mo cebe LTR He conmepxkar
TPAHCIUPYEMBIX  PAaMOK  CUMTBIBAHUS, HO  SIBISIOTCS  IOBTOPSIOLIMMMCS

IMoCJICAOBATCIIBHOCTAMU C BBICOKUM YPOBHEM HACHTUYHOCTH [7]

Xorsa kmoyeBoe otinune nogkiacca LTR-perpoTpancno3oHoB oT mojkiiacca
non-LTR-peTpoTpaHCIO30HOB - 3TO HAJWYKE Y 3IEMEHTOB nepBoro kiacca LTR, - ux
TaK)K€ MOXKHO Pa3IUYHTh IO IOCJIEIOBATEIHLHOCTH T'€Ha OOpPaTHOW TPaHCKPHUIITA3hI
(wnmu “pemeptaszwl’, reverse transcriptase, RT) [4]. Dtor depmenT obecneuynBaeT
nepesox MPHK B JIHK. On BriepBbie OblT OOHAPYKEH y PETPOBUPYCOB MO3BOHOYHBIX
KUBOTHBIX M CHayajia BOCIPUHUMAJICS KaK OCOOCHHOCTh, CBOWCTBEHHas Cyrybo
JaHHOM rpymme. B ganpHeiimemM ObU10 MOKa3aHO, YTO OOIBIIMHCTBO SYKAPUOTHYECKUX
OpPraHu3MOB COJIEpKAT TE€H OOpaTHOW TPAHCKPUIITA3bl B KOJUYECTBAX, YUCICHHO
MPEBOCXOMAIINX KOMUMU JIpyrux TreHoB. Kak okazaiock B XoA€ B JalbHEHIIEM
IIPOBEJICHHBIX HCCIIEI0BAHUN T'€HOMHBIX MOCJIEA0BATEIBLHOCTEW, BCE OHM BXOJIWUJIU B
COCTaB PETPOTPAHCIIO30HOB, CO3/ABIIMX BHYTPH JYKapUOTHYECKMX T'€HOMOB
MHOXECTBO COOCTBEHHBIX ayOnukaroB [7,82,83]. Ceituac M3BECTHOE MHOrooOpaszue
PETPOTPAHCIIO30HOB 3HAYUTENHHO MPEBOCXOJUT OMOpa3zHoOOpazne pPeTPOBHPYCOB.
Bosnee Toro, peTpoBUpPYCHl IPUHATO CYUTATh JOYEPHEU IPYNIION PETPOTPAHCIIO30HOB

[8,9]. D10 MOXHO mpocienuts no 3Boitouuu reHa RT, mockoibKy 3TOMYy TeHy
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XapakTe€pHa  JBOJIIOLMOHHAS  MOHO(HWIMS B TMpexenax  BCEro  Kjacca
perpotpancno3oHoB [4]. C nomomnisio redHa RT Obl1u ycTaHOBIEHBI B3aMMOOTHOIIICHUS

pa3IUYHbIX 3JIEMEHTOB BHYTpH Kiacca (Pucynoxk 1).

dunoreHuns Obuwaa cTpykTypa
Penelope-nogobHble = -
(Penelope-like, PLE) L _
peigch;F;iclngaoHu =H RT ui =

. e
= orF1][ ap Fsna

pol

non-LTR-peTpoTpaHCcno3oHkI

Pseudoviruses/Hemiviruses/Sireviruses

LTR-peTpoTpaHCrnosoHbI Ty1/copia| — m RT |RH
Semotiviruses pol
LTR-peTpoTpaHcno3oHbl Bell | [ mm ) RH“ —]
ICR
TVUPO3NH-PeKOMBUHAa3HbIE =H o0 |GG R PP

(YR) perporparcrosors
ICR

Metaviruses/Errantiviruses

pol
‘ LTR-peTpoTpaHCnoaoHsl Ty3/gypsy|
pol
Popoanpyon | == Ir I o e

Pucynok 1. @unorenusi peTpoTpPaHCIIO30HOB, MOCTPOEHHAsI IO TeHy oOpaTHoi TpaHckpunTtassl (RT), u obmias
CTPYKTypa i Kaxmol rpymmel. Haxg HEKOTOpeIMH TpymIaMH IOANMCAaHAa WX KiaccHupukamus IO
BHPOJIOTHYECKOH HOMEHKIAaType. B cocTaB OONBIIMHCTBA TPYII BXOIAT OTKPBITHIE paMku cunthiBaHusA (OPC,
ORF - open reading frame) gag, pol, y perpoBuypcoB emg env. OcHOBHBIC JOMeHBI: PR - acmaptuibHas
nporeaza, RT - oOparnas tpanckpuntaza, RNH - pubGonykneaza H, INT - wmnterpaza, YR - Tupo3un-
pexombunaza, T - “tether” - momen-’cms3ka”, EN - sHponyxieasza, AP - AmypHHOBas/anmMpHIMHIITHOBAS
SH/IOHYKJea3a. JlOMEHHBIE CTPYKTYpHl U pOIb JOMEHOB OyAeT pa3o0paHO B TMOCICHYIONMX pa3leiax.

AnanTtupoBaHo u3 [4].

LTR-perpoTpaHCcno30HbI

Kak Opuio ckazano Beime, LTR-peTpoTpaHCHO30HBI —XapakTepU3yIOTCS
(hIaHKUPYIOIMUMH C KXKJOTO Kpas 3jieMeHTa mocienoBarenbHocTsmu LTR. LTR we
KOJUpyeT OEJIKOB, OJHAKO, B CBOEM COCTABE OHHU COJEpPKAT IPOMOTOPHBIA U
TEPMUHATOPHBIN CalThl, HEOOXOAUMBIEC JIsi oOpaTHOU TpaHckpuniuu [7]. MmenHo
3TOT MOAKJIACC PETPOTPAHCIIO30HOB ABJIETCS HauOOJIee MPEACTABIEHHBIM B FEHOMAX
pacteHuil. OHaKO BKJIaJ B CTPYKTYPY F€HOMOB pPAaCTEHUI pealn3yeTcsi CPaBHUTEIbHO
ManbiM pasHooOpaszuem LTR-perpoTpaHcno3oHOB ¢ BBICOKUM dYuciIoM Komwuid. [lo

CPaBHCHHIO C PACTEHUSIMH, B T€HOMax >KMBOTHBIX Kaxabli LTR-perporpancnos3on
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mpescTaBiieH He 0oyiee 4eM JIeCATKOM KOIWW, HO pa3HooOpa3ue AJIEMEHTOB Ha TEHOM
mupe [6,12,14,15].

Haubonee kpynmHbIMM W JA€TadbHO U3y4YeHHbIMH Tpynmamu  LTR-
PETPOTPAHCIIO30HOB sBIstOTCA rpynnbl 1y3/gypsy m Tyl/copia (Pucynok 1). Ux
MPEICTABUTENN TAKXKE PaHbIE PACCMATPUBAINCH KaK PETPOBUPYCHI, M MOTOMY IO
BUPOJIOTHYECKOM HOMEHKJIAType HMEIOT Ha3BaHus MeTaBupychbl (Metaviridae) wu
nicepaoBupychl (Pseudoviridae), coorBercTtBeHHO. OCHOBHOW JTOMEHHBIM COCTAaB ATHUX
rpynn aHanoruueH (pucyHok 1), onnakoKnaccuduuupyrot 31 J1Be, a TakKe u ApyTue,
MeHee wu3ydeHHble, rpynmbl LTR-perporpancno3onoB (Bel/Pao, DIRS u np.) 1o

COCTaBY KOJAMPYEMBIX (DYHKIIMOHAIBHBIX OCIKOBBIX JOMEHOB, UX MOPSIKY [7,84].

Cmpoenue LTR-pempompancno3onos

OCHOBHBIMH CTPYKTypamu, cocTaBisiomumu 060t LTR-peTpoTpancnosoH,
aBistoTcsl  (pnankupyromue nocnepoBarenbHoct LTR w ngBe (wnm wHOrma B
pe3ynbTaTe CAUsHUS - 0JHa) OTKpbIThie pamku cuutbiBanus (OPC) BayTtpu [7,15,19].
Otumu OPC xonupytorcs 1Ba reHa: gag M pol (unu gag-pol B citydae CIUSIHHUS PaMOK
CUMTBIBAaHUS B OJIHY), - OKCIPECCUPYIOUIMXCS B pa3HOM CcooTHouieHuu [4,84].
[IponykThl reHa gag TpedyroTcs Al COOPKH YIIaKOBOYHOU BUPYCONOJ00HOMN YacTHUIIbI
(BITY), mpuuém ux TpebyeTcs 3HAUUTEIbHO OoJibllle, YeM TpoayKToB pol [19]. Ha
onHoi monekyie MPHK nonobHoe ctexnoMerprueckoe COOTHOIIEHUE JOCTUTaeTCs 3a
CUET MPOCKANIb3bIBAHUSL PUOOCOMBI 10 MATPHIIE. ITO MOXKET OBITH O0OYCIIOBJIEHO KakK 3a
CYET KOPOTKOTO NMOBTOPEHHOIO MOTHBA, TaK U CIyYallHOTO IPOCKAJIb3bIBAHUS PAMKHU

cuuThiBaHus [85,86].

[lonmunpoTenH, moylydaeMblii M3 TE€Ha gag, CTPYKTYPHO CXOX C OelkoMm
HYyKJIEOKarcuaa 000JI0YKH PETPOBUPYCOB. Y PETPOBUPYCOB OH COAEPKUT TPH JIOMEHA!
Karcuj, HyKJICOKaIlCuJl U MaTpU4YHbIN JoMeH. Kancua, wim noanMepru3yronmi JOMEH,
yuactByeT B ¢opmupoBanuu BITY. BIIY, BepositHOo, BocTpeOOBaHa aJis CO3JaHUs
cpensl, rae Tonbko MPHK peTpoTpancno3zona noasepruercs o0paTHOM TpaHCKPUIILUY.
Hykneokancupn - nomeH, oTBeTCTBEHHBIN 3a B3aummozernctesue ¢ MPHK perposupyca
WU PETPOTPaHCNO30HA. MaTpuU4HbIi JOMEH IPUCYTCTBYET B SIBHOM BHIE Y
PETPOBUPYCOB, TOCKOJBKY OTBETCTBEHEH 3a CBA3b C OCJIKOM 000JOYKU. Y OCTaIbHBIX

PETPOTPAHCIIO30HOB MAaTPUUYHBIN JOMEH BBIPAKEH HE SIBHO WIM OTCYTCTBYET [87,88].


https://www.zotero.org/google-docs/?MxmJFp
https://www.zotero.org/google-docs/?HujYOG
https://www.zotero.org/google-docs/?wPO5eH
https://www.zotero.org/google-docs/?hESLfj
https://www.zotero.org/google-docs/?HG5Jgw
https://www.zotero.org/google-docs/?UETgg4
https://www.zotero.org/google-docs/?DxV2jo
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[TonunpotenH re’a pol peryaupyer >KMU3HEHHBIA IIUKJ 3JEMEHTA U COHEPIKUT
HecKoJIbko JIoMeHOB: PR - acmaprunbHast npoteasza, RT - oOpaTHas TpaHckpuIiTasa,
RNH - pubonykieaza H u INT - unterpaza. PR oTBevaer 3a npoueccusr Oeika nocie
TpaHCIAUUUA. IDTOT (PepMEHT OTUIeTUIseT COOCTBEHHBIM JIOMEH OT MOJUNENTHAA,
nosyyeHHoro nocie tpaHciaauuu ¢ MPHK rena pol, mocne uero, yxe Haxonsich B
CB0OOOIHOM (popMe, MOBTOPsIET aHATOTHYHBIN Tiporiecc ¢ JomeHoM INT. lomensr RT u
RNH ocratorcsa equHoil CTpyKTypoil, KoTopasi oTBevaeT 3a Bzaumozeiictsue ¢ MPHK,
cunte3 HoBod JIHK-xommu u mnocnenyromee pacmennenne MPHK. Jlomen INT

ocymiecTBisier BcTpauBanue noiydeHHor JIHK-komuu anemeHnta oOpaTHO B TeHOM
[87,89].

B cnywae ciausauss OPC reHOB gag u pol B OIHY paMmKy, HapylaeTcs
TpeOyeMoe  CTEXHMOMETPUYECKOE  COOTHOIIEHHE  IOJUMPOTEHHOB.  IlOCKONBKY
MPOAYKTOB T'eHa gag TpeOyeTcsl 3HaYuTEeNbHO Oobliie, st popmupoBanus BITY, To B

JAHHOM CJy4yae U30BITOYHBINA MPOAYKT C reHa pol pacueruisiercs [19].

Kuznennwtit yuxkn LTR-pempompancno3zonog

B o61eM Bujie KU3HEHHBIN LUK PETPOTPAHCIIO30HOB MOKET OBITH Pa3ouT Ha 4
craauu: (1) TpaHCKpuIMSg W TpaHCAIUSA, B xojae KoTopeix cmepa ¢ JHK
perporpancnozona cuuthiBaercs MPHK, ¢ kortopoit 3aremM cuHTe3upyrorcs
nosurniporennbl Gag u Pol (kaxaplii moiBepraeTcsi pacuierieHuto Ha Tpu Oemnka); (2)
oOpa3oBaHue PUOOHYKJICONPOTEMHOBOTO KOMIUIEKca (KOTopbiM siBisieTcss BIIY) -
MPHK cBsi3piBaeTcs ¢ O€TKOBBIMHU CTPYKTYypaMu, MOJYyYEHHBIMH Ha TiepBoM mmiare; (3)
B xojie oOparHoi Tpanckpurnuuu hopmupyetcs JJHK-xomust perporpancmnosona; (4)
WHTErpaldss HOBOW  KOMHUH, TPAHCHOPTUPOBAHHONW  PUOOHYKJICONPOTEUHOBHIM
KOMIIJIEKCOM, B HOBBIM Y4aCTOK T€HOMA ¢ MOMOIIbio uHTerpassl [90,91] O6006menHbIi

YKU3HEHHBIN [IUKJ IPEACTaBICH HA PUCYHKE 2.


https://www.zotero.org/google-docs/?jbTyvn
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Pucynox 2. )Ku3HeHHBIH UK pETPOTPAHCIIO30HOB B OOIIIEM BHJIE, IPEICTABICHHEIHN B 4 mara. AIanTHPOBaHO
u3 [92].

I'oBops sxe 06 LTR-peTpoTpancio3onax, cieayeT AeTalbHo pa3o0paTh mpoiecc
oOpaTHOW TPaHCKPUIMIMK, OTMETHUB pPOJb, KOTOPYIO HIPAIOT IMOCIEI0BATEIBHOCTH
LTR. B BIIY, cocrosimen u3 JOMEHOB IPOLECCUPOBAHHOIO IPOAYKTA I'€Ha gag,
nomajgaroT Bce OenkoBble mponykThl reHa pol m MPHK LTR-perporpancmnozona.
HNannas MPHK coxepxut Bce OPC snementa (gag, pol n nononuurensusie OPC, ecou
Takue uMeroTcs), GaaHkupoBaHHble mocienoBarenbHocTsmMu LTR. Ilems mMPHK
Moau(pUIIMPOBaHa TONH-A TMOcaeAoBaTeNbHOCTRI0O Ha 3'- koHIle. B cocraBe LTR
UMEETCsl KaK MOBTOpstoNIascs nocieaoBarenbHocTh (R), Tak u yHUKanmpHbIe U1 5™ U
3" LTR nocnenosarensHoctu (US u U3), coorBercTBeHHo. Mexay 5° LTR u nepsoit
OPC (rena gag) npucyTcTByeT nocienoBarenbHocTh PBS (primer-binding site - caiit
CBsI3BIBaHMS TmpaiiMepa). Mexay nocneaneit (pol nnm nodasounoit) OPC u 3° LTR

pacnionaraercs nonunypuHoBblil TpakT (PPT - polypurine track) [10,91,93-95].

[Tpormecc 0OpaTHOM TPaHCKPUMIIMK HAYMHAETCA ¢ mocaaku Moiekyiasl TPHK B
KauecTBe mpaiiMepa-3aTpaBku Ha ydyactok PBS (Pucynok 3a). RT mpoanieBaer nenb
yxke B Buge komiuiementapHo JJHK (xIHK), oGpasyromeit munyc-niens (PucyHok
3b), cuHTe3upoBaHHYIO 110 TMOBTOpstomierocss ydactka R. Bcenen 3a weii RNH
ruaponuszyer PHK B oOpazoBaBmemcs kommuiekce MPHK:kIHK (Pucynox 3c). 3aTtem
MPOUCXOJIUT TepBas CMEHa MaTpHIlbl, B XOJE€ KOTOpPOM TNOJydMBIIAACS LENb
nepeHocutcs Ha 3° koHenn MPHK, cBaspiBasg R-yuactok x/[HK ¢ xommiemeHTapHbIM
emy R 3" konma MPHK (Pucynok 3d). Ilenb npogoipkaeT yaauHAThCS, IPOXOs yepes
PPT, Buytpennune OPC Bmots g0 camoro aomeHa PBS, mocne koroporo nens MPHK
yxxe Obuta pacmieruieHa nomeHoM RNH. Ilo mepe ymnmuHenuss munyc-nienu k/IHK,

RNH mnponomkaer pacmemnsate Marpurnly MPHK, kpome yuactka PPT. 3Otor


https://www.zotero.org/google-docs/?naAVQ7
https://www.zotero.org/google-docs/?B28w68
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HEPACIIECTUIEHHBIM YYaCTOK CTAHOBUTCA 3aTpaBkou mid mmoc-uenu kJIHK, npoanesas
e€ 10 obmactu, kommiemeHtapHoi US mmunyc-menu. Jlamee ciemyer pacuienjieHHe
TPHK-3atpaBku nomenom RNH (Pucynok 3e-f). [locne mpoucxoaut BTOpasi cMeHa
Matpuipl, rae mioc-uens kAHK nepeOpackiBaeTcs Ha ywyactok PBS munyc-nenu
kJIHK, komrmemenTapubiii eid. MuHyc-1enbs NpoJI0KaeTcsl M0 MATPHIIE TUIFOC-LENH
no obnactu U3, He nmesiueiica Ha ucxonnoit MPHK. 3atem muttoc-uiens, nepeckakubas
Ha TOJBKO YTO 3aBEPIIMBIIMICA AHTUCMBICIOBOM y4dacTok jJomeHa PBS,
HapaOaTbhIBaeTCsl MO MaTpUlle MHUHYC-LIENH, BO3Bpallasch cHoBa K ywactky US.
Munyc-uens cuntesupyercss 10 U3 HOBOW MaTpuLbl IUIIOC-LIENH, U B PE3yJbTaTE
nonyuaercs (parment aByxuenodeunoit JHK (au/IHK) perporpancno3ona c
yaactkamu U3-R-US5 ¢ kaxgoro konna (Pucynok 3g-h) [91,93,95]. IlockonbKy B X078
pETPOTPaHCIIO3ULUN 3 IIOCJIEI0BATEIBHOCTD LTR dbopmupyercs c
KOMILIEMEHTapHOT'O 5 LTR y4yacTka MUHYC-LIETIH, WJICHTUYHOCTh
nocienoBarenbHocTed L'TR MOXeT cuuTaTbCcs OJHUM M3 KIHOYEBBIX MApKEPOB

HenaBHer akTuBHOCTH LTR-perporpancno3oHa.

a s AR
S R U5 PBS BHyTpeHHMe fOMEHbI PPT U3 R i
b R US
AAAA
R U5 PBS BHyTpeHHue gomenbl PPT U3 R
R US
c — AAAA
PBS BHyTpeHHue gomenni PPT U3 R
d -~
PBS BHyTpeHHue fomeHbl  PPT U3 R
. PPT U3R US
PBS BHyTpeHHWe AOMeHbl || U3R U5
PPT U3R U
f
USR US
g

U3 R US PBS BHyTpeHHue aomeHbl PPT U3 R US

U3R U5 3S BHyTpeHHue gomeHbl PPT USR U5

Pucynok 3. Mexanusm obparnoii Tpanckpumun LTR-perporpancno3onos. a-h - craanu mponecca odpatHoi
TpaHCKpHnuH. R - moBTopstomasics nocnenopareabHocts, US u U3 - yHukaneHble obnactu Ha 5° 1 3' KoHIa

anemeHTa, PBS - caiit cBsa3pBanus npaitmepa, PPT monumypiuHOBBINA TpakT. AnantupoBaHo u3 [95].

Hanee, roroBeiii ¢pparment JJHK unTerpupyercs B HOBBINA JIOKYC T'€HOMa 3a

cu€t aktuBHOCTH nomeHa INT. lomen INT, mpowmsomenmmuii ot tpancnosas JHK-


https://www.zotero.org/google-docs/?xr654x
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TpaHcno3oHOB [96—100], padortaer ananoruunbiM oOpazom [101]: (1) 3axBaThiBaeT
BCTpamBaeMblii (pparmMeHT B Buae nemm ¢ KoHieBbiMH moBTOpamu (LTR, IR),
dhopMupyOIMX MINWIBKY; (2) MOBTOPEHHBIE MOCIEI0BATEILHOCTEN PACHICTUISIIOTCS C
OJIHOTO KOHLA Kaxzas; (3) KOMIUIEKC CaJuTCsi Ha CHEHU(PUYHO Ppacro3HaBAEMbIN
WHTETpa3on caiiT; (4) TpOU3BOAUT IO HEMY pa3pbiB LENH, B XOJE KOTOPOTO
ykopoueHHas uenb JIHK Bupyca/perposnemenTta cuimBaeTcsi ¢ XpoMOCOMHOM; (5)
KOMIUIEKC pa3Oupaercsa. [lanee, cineayer amiuiM@uKanus HEAOCTAIOIIUX KOHIIOB,
yaaneHue n30bITouHoro parmenta 5° kpaés unrerpupyemoit JIHK u nuruposanue, B
pe3ysbTaTe KOTOPBIX HWMEETCs HOBbIM JokKyc Bcrpoiiku [101,102]. Cxema
BBIIICONTUCAHHBIX COOBITUM OTpak€Ha HAa NpPHUMEpPE PETPOBUPYCHOW HMHTErpa3bl Ha

pucyHke 4.


https://www.zotero.org/google-docs/?sr3lNp
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Pucynoxk 4. MexanusMm unTterpanuu supycHoit JIHK B xpomocomy reHoma-xo3anHa. AgantupoBaso u3 [102].

Opnaxo, nomen INT He siBnsieTcss eAMHCTBEHHBIM criocoboM uHTerparnuu JJHK
perpoBupycoB u LTR-perporpancnio3ona B reHoM xo3suHa [103-106]. Tak, meHee
s ¢extuBHbIl (puMepHO Ha 2-4 mopsinka) INT-He3aBuCHMBIN MyTh HHTErpaIU,
crocoOHbI  (pyHKIMOHMPOBAaTE y perpoBupycoB u LTR-perporpancmno3zoHos
nmapamensbHo ¢ INT-onmocpenoBaHHBIM, peau3yeTcs 4Yepe3 MyTh OJHOLENOYEYHOTO
omkura (single-strand annealing (SSA) pathway). DTOT myTh OCHOBaH Ha KJIETOYHBIX

MEXaHMW3Max penapanuu AByxuenodeuHblx paspeiBoB JIHK opranmsma xossuna, B
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YaCTHOCTH, romojiornuHoi pekomOunamnuu [103,104,107]. HekoTopbie KOMITIOHEHTHI
(mrell, rad50, rad51 [103], u B 0COOCHHOCTH KIIFOUEBOW 3JIEMEHT Tporecca - rad52
[103,108,109]) pexoMOMHALIMOHHOIO KOMILJIEKCAa IOKa3all KPUTUYECKYIO pOJIb B
ocymectBiennu INT-HezaBucumoit pekomOuHanuu. CBUIETENIBCTBO HE3aBUCUMOM OT
HaJIU4usg JIOMEHa WuHTerpasbl nyTh BHeapeHuss cobcrtBenHoi JIHK orpaxaer
MPUCIOCOOUTENBHYIO poiib npuobOpereHuss gomena INT perpoBupycamum um LTR-

PETPOTPAHCIIO30HAMH, U3HAYAJIBHO CIIOCOOHBIX 00XOAUTHCS 0€3 HETO.

Dynukyusn oomena RNH ¢ LTR-pempompancno3onax

Pubonykiieaza H u3BecTHa Kak camMOCTOSTENbHBIA (DEPMEHT, OTHOCSIIMICS K
SHJOHYKJI€a3aM, KOTOPBI MPUCYTCTBYET NPAKTUYECKU y BCEX >KUBBIX OPTraHU3MOB.
Kak y Bcex »oHIOHyKII€a3, OCHOBHOW ero (yHKIUeW SBIAETCS pacliericHUue
HYKJIEMHOBBIX KUCHOT 1o (ochoauddupnoit ceszu [110,111]. CymectByeT Tpu Tuma
dbepmenta RNH, cxokue mo CTpyKType, HO pa3lIhyaroluecs Mo MpearnoYuTacMoMy
cyocrpary. RNH, coiictBennas LTR-peTrpoTpaHcrio3oHaMm, OTHOCHUTCS K TIEPBOMY
turty (RNase HI, RNH 1 type), KoTOpbIii BBIsIBIIEH y TIPEACTaBUTENICH MTPO- U SYKAPUOT

u ruaposnsyetr PHK npeumymecrsenno B komiuiekcax PHK ¢ JIHK [110].

OO6mmas yacTh CTPYKTYphl (pepMEHTa COCTOUT U3 S5 B-CKIaA0K, POPMUPYIOIINX
B-muct, u 3 a-cnimpanei (00bIYHO UX OOJMBIINE, HO HE BCE YYaCTBYIOT B (POPMUPOBAHUH
aktuBHOTO TieHTpa) [112—114]. Ha HmMX pacmosararoTcsi aMUHOKHUCIOTHBIE OCTATKH
KaTAIUTUYECKU aKTUBHOTO LIEHTpa - TeTpaaa amuHokuciaor DEDD. OxgHako, B TeTpaje
DEDD TONBKO TIEpBBIC TPH aMHUHOKHUCIOTHI SBJISIOTCS HeoOXxomuMbiMu. IlociaemHuit
AMHMHOKHCIIOTHBIA OCTAaTOK acnaparuHoBOM KucioTbl MoTuBa DEDD MoO)eT TepsaTbes
y HEKOTOPBIX TPYIMI OPraHW3MOB C YACTUYHBIM COXPAaHEHHEM CBOWMCTB (PepMEHTA.
®epmeHTy Ui pabOThl HEOOXOIUMO B KauecTBE KO(AKTOPOB MOJIEKYJa BOJBI U J[BA
HOHA JIBYXBaJEHTHBIX MeTatoB. OGBIYHO JaHHBIM HOHOM sBIIsIeTCS Mg?, peske Mn?'.
B pesynpraTe rugponusza PHK Ha pubO3HBIX OcTaTkax OCTAalOTCS THAPOKCHIIbHAsS
(-OH) rpynma Ha 3° koHue u ¢ocdopHbiii ocratok Ha 5 konue [110,115,116].
Peaknus ruaponuza mo ¢ochoandPupHOl CBsI3M TMpeACTaBiIcHA B OOIIEM BUIE Ha

pUCYHKE 5.


https://www.zotero.org/google-docs/?7BcPYn
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Pucynok 5. Peakiiust ruposin3a HyKJIEHHOBO#H KuCaoThl (hepmenToM RNH. DroseToBsIM 1[BETOM 0003HAYCHBI

aromMbl Mg?*, CHHEM - MOJIEKyJIa BOJIbI, HyKJI€OQIBHO atakytommas Gpocdop. Ananruposaso us [110].

B cBoGonnoii gopme depment RNH Tuma 1 camocrositensHo “Beirubaer”
MOJIEKYTly cyOcTparta, dYTOOBl KOH(POPMAIMOHHBIE W3MEHEHUsI CIIOCOOCTBOBAIU
ruaponusy [117]. B LTR-perporpancno3onax RNH He siBasieTcss caMOCTOSITEIbHBIM
(dbepMeHToM, a COCTOUT B MyJIbTHAOMEHHOM (pepmente BMecte ¢ RT. Ilpu atom, B cuity
nerpaganmu  gomeHa RNH (orcyrcrBue ¢akyabTaTHBHOW ISITOW aMHHOKHUCIIOTHI
AKTUBHOTO ILIEHTPA - apTMHUHA WJIA TUCTHIMHA, MHOTJA YYacTBYIOILIEH B €ro padoTe,
oTeps  YETBEPTOM  AMUHOKHUCIOTBI  TETPAAbl  HEKOTOPBIMM  KJIACTEpaMH
PETPOTPAHCIIO30HOB, o0mas aerpaganus C-KOHILIEBOIO y4yacTKa JIOMEHA), (pyHKIUIO
cBs3bIBaHusl cyOctpata mnepeHumaer gomeH RT. KondopmanmonHble W3MEHEHUS
nomeHa RT BrekyT 3a co0oif n3MEHEHUE aKTUBHOCTHU CBSI3aHHOTO ¢ Helt jomeHa RNH,
yeMm, BEPOSITHO, JIOCTUTACTCS crenupUIHOCTh B3aNMMOICHCTBUS RNH
perpoTrpancno3oHoB ¢ komiiekcom PHK:kJIHK. Taxxe npennosiaraercsi, 4T0 KMEHHO
onaronapst stoit nerpaganuu npomeHa RNH LTR-perporpancno3oHoB ¢epMeHT He
paspymaer ob6bnacte PPT, cmocobctByst obpaszoanuto mmoc-tienu JIHK LTR-

perpoTpancno3oHna [94,110].

Otnenpubie Tpynmbl LTR-peTpoTpaHCIIO30HOB HE3aBUCUMO TIPHOOpETH B
IIPOLIECCE CBOEH HBOJIIOLMU JONMOJHUTENbHBIM AoMeH RNH: rpynma 7at 3eneHbix
pactenwuii [9] u rpynnst Chronos u Archon oomunietoB [118]. 3anHoBO npruoOpeTEHHBIN
nomeH RNH He wumeer cCTONb K€ BBIPAKEHHOW Jierpajallid  COOCTBEHHOM
MOCJIEI0BATEIbHOCTH, @ IO CBOEMY MPOUCXOXKICHHUIO OKazayics (UIOTEHETUUECKU
oonee Onu3kuMm k reHam RNH 1 tuna Oakrepuii, apxeil u pacrenuil. Ha3zpaHHbI
“apxeitnpiM” RNH (Archaea-like RNH, aRNH), “HoBbIii” 1OMEH ObUT BBISIBIICH B

HECKOJIbKUX MO3ULMIX BHYTpH reHa pol [9,118].


https://www.zotero.org/google-docs/?CLeEnb
https://www.zotero.org/google-docs/?1UoYUY
https://www.zotero.org/google-docs/?LktmU8
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Tat LTR-peTpoTpaHCIIO30HBI

Knacrep 7at w3 LTR-perporpancno3oHoB mnonkiacca 71y3/gypsy Obln
OOHapy’>XeH TOJBKO B I'€HOMAax 3€JICHbIX PAaCTEHMH U SIBISETCS OJHOM M3 Haumboee
CIIOKHO ycTpoeHHbIX rpynn LTR-perporpancno3onos. Mx minHa coctasiser ot 10 1o
21 T1.m.0., moBTopsl LTR umerot mouny g0 1000 m.o. [Tomumo obmiero ans Bcex LTR-
PETPOTPAHCIIO30HOB CTPOCHHUS 3JIEMEHTHI 7af IIBETKOBBIX PACTEHUM MOTYT COAEpkKaTh
nononuutensupie OPC ¢ nHemsBectHbiMu ¢QyHkimsiMu [119]. O6prano st OPC
pacronararoTcsi 10 TeHa gag W Tocjie reHa pol B CMBICIOBOM H aHTHCMBICIOBOM

MOJIOKEHUSX [7].

HaunbGonee wuHTEpecHO OCOOEHHOCTBIO 3JEMEHTOB Kiactepa Tat sBIsSETCS
HaJu4Yue 3aKOJUPOBAHHOTO B TreHe pol nomonHUTEenbHOro gomeHa aRNH [9]. Ha

pucyHke 6 mpejcrapiieHa B o0iiem Buje cTpykrypa Tat LTR-peTpoTpaHcno3oHOB.

TaugemHble
NOBTORE

LTR

1 :-'.:-.... I :

f — |

- PR | RT  RNH | INT | PPT
aRMNH aRMNH aRMNH

Pucynok 6. O6o6uienHas crpykrypa Tat LTR-perporpancnosonoB. Gag u Pol - nBe ocuoBubie OPC. CA -
karicua, NC - Hykireokarcua, MA - MaTpuuHbIid moMeH (matrix), PR - acnapruneHas mpoteasa, RT - o6patHas
tpaHckpunrasa, RNH - pubonykneasa H, INT - unrerpaza, LTR - minHHBIE KOHLIEBBIE 1OCIIEIOBATEIBHOCTH,
nOPC - nonogHUTENbHBIE OTKPBITEIE paMKu cuuThiBaHud, PPT - monunypuHoBslit Tpakt, PBS - calfT cBs3pIBaHMSA

npaiimepa, aRNH - BO3MOXKHBIE ITOJIOKEHHSI TOMOIHATEILHOTO qoMeHa RNH, BBISBICHHBIC B MPSIKHUX padoTax

[9].

Crout oOpaTuTh BHUMAHHUE, YTO HA WILTIOCTPALIMH OTPAXKEHO BCE M3BECTHOE HA
JaHHBIA MOMEHT MHOT000Opa3ue BapuaHToB nosoxeHus jomeHa aRNH B rene pol. 3to
HETOCTOSIHCTBO OOBSCHSETCSI TEM, UTO CPEIu 3JIEMEHTOB Tat BBISBICHBI pa3ivuHbIE
CTPYKTYpPHbIE BapHaHTbhl, COJEpKAIIME€ JOMEH B paA3JIUYHBIX IOJOKEHUSX.
CTpyKTypHblE BapHaHTBHl, BBISIBICHHBIE B TPEXKHUX paboTax Jsaboparopuu

MonekyisipHo-renernueckux cucrem UIul" CO PAH npexncraBiensl Ha pucyHke 7.

Pacnpenenenue CTPYKTYpHBIX BapHaHTOB IO TaKCOHAM 3€JICHBIX PACTEHUM
TaKXKe TMpeacTaBisier TiyOokuit mHTepec. B mpexnux paborax momck 7Tat LTR-

PETPOTPAHCIIO30HOB BBIMMOJHAJICA IMPCUMYIIICCTBEHHO HAa I'CHOMAX IOKPBITOCCMCHHBIX


https://www.zotero.org/google-docs/?Rk0Ljt
https://www.zotero.org/google-docs/?XY7Nb7
https://www.zotero.org/google-docs/?W1EbCs
https://www.zotero.org/google-docs/?kjCVwu
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(uBerkoBhiX) pacteHuir [9]. Bce »snementst Tat LTR-perpoTpaHcno30HOB,
BBISIBJICHHBIC B 3TOW IPYyNI€ PACTEHUM, UMEIHU €IUHbIA CTPYKTYPHBII BAPUAHT I10 TEHY
pol, o6o3HaueHHbIN Ha pucyHke 7 “Tat IV-VI”. ¥V apyrux u3y4eHHBIX B TOH ke padbore
reHoMoB (Selaginella moellendorffii; xnacc Lycopodiopsida u Tpu reHOoMa XBOWHBIX -
kiacc Pinopsida) HaGmoanucey JBa APYrux CTPYKTYPHBIX BapuaHTa IO IOJIOKEHUIO
aRNH (rpynmst I, IT u II).

A B Cyclops-2
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Pucynox 7. A. ®unorenernueckoe aepeBo kiacrepa Tat/Athila rpynmel Ty3/gypsy LTR-peTpoTpaHCIIO30HOB.
Bersr CHRVir (xpoMoBHpYCHI) SIBIIETCS BHEIIHEH rpynIoil Ha faHHOM Aepese. B. CtpykrypHble BapuaHTsl 7at
LTR-peTpoTpaHCIIO30HOB, BBISBICHHBIC Y BBICHIMX PACTCHUH M UX Oyvkailiias poJICTBEHHAs rpyma - Kiactep
Athila. Pumckumu midpamMul TpoHYMEpOBaHbBI Kiactepsl ieMeHToB Tat LTR-peTrpoTpaHCio30HOB U3 pabOTHI

[9]. CA - kamcun, PR - acnaprunbHast nporeas3a, RT - obparnas tpanckpunrasza, gRNH - mcxonusnii momeH

9y

pubonykneasst H, INT - unrterpaza, aRNH - nononHuTenbHbIH, “apxeiHbiii”, 1oMeH pubonykieassl H, env-like
- IIoMeH TOMOOHBIA JOoMeHy B reHe obonouku perpoBupycoB (env). CC, PMD, Tr28 - koHcepBaTHBHBIE

OeTKOBBIC TOMEHBI C HEN3BECTHOHN (yHKIIHEH B cocTaBe qomonHuTeIbHEIX OPC. AnantupoBano u3 [9].

KonBeprenTHasi 3BOJTIOIUSA IPYNI PETPOTPAHCIIO30HOB, HMEIOIINX JOMEH
aRNH

Tennenuust nmpuobpereHust HonoiHuTeNbHOro qomMeHa aRNH Obia BbIsiBIEeHa
HEe TOJNBKO y oneMeHToB Tat LTR-perporpancnozonos. Jlo 7Tat LTR-
PETPOTPAHCIIO30HOB OBIIO HM3BECTHO, YTO PETPOBHPYCHI TO3BOHOYHBIX TaKXKe
npuobpenun BTopoit reH RNH [115]. Cuuraercs, uyto HoOBbIM TeH RNH Obin

MPUOOPETEH B XOJE SBOJIOLUU PETPOBUPYCOB MO3BOHOYHBIX M3 F€HOMA OpraHU3Ma-


https://www.zotero.org/google-docs/?6Eity6
https://www.zotero.org/google-docs/?Sq0MYj
https://www.zotero.org/google-docs/?Gxm1H1
https://www.zotero.org/google-docs/?t5GupW
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X035iMHa, B TO BpeMs Kak ucxoigHbli reH RNH mpucyrcrBoBan emé€ y mnpenka
petpoBupycoB - apeBHero  1y3/gypsy  LTR-perporpancmozona  [120,121].
Bnocnencteun B stont “mape” nomenoB RNH mpousonuia crnenmanusanus, B XOH€
KoTopoil opuruHanbHas komuss RNH mnpeoOpa3oBamach B Tak Ha3bIBaeMbIi
noMeH-"cBs3Ky” (tether domain), KOTOpBII MOTEPAN KATAIUTUYECKYIO AKTUBHOCTh
[8,115,122]. Cuuraercsi, 4To 3a CYET JAHHOW “‘CBS3KH~ PErYJIUPYETCS AKTUBHOCTH
HoBoro jgomMeHa RNH, mnoBeimaercs aktuBHOCTh niepeHoca menu JHK B xoxe
oOpaTHOW TPAHCKPUMIMK M TOBBIINIAETCI YacTOTa PEKOMOMHAIIMM B MOJEKYJax
BupycHoii PHK, yckopsisi »Bostoiuio BuUpyca B TOHKE BOOPYKEHUH C HUMMYHHOMR

CHUCTEMOU opranusma-xo3siuda [115].

[Tapa nmomenoB RNH-aRNH y 7atr LTR-perpoTpaHCnO30HOB ILIBETKOBBIX
pacteHuii u napa ‘“cBa3ka’-RNH y peTpoBUpYCOB MO3BOHOYHBIX JEMOHCTPUPYIOT
OJIMHAKOBYIO TEHJCHIMIO KaK MPUOOPETEHUS PETPOITEMEHTOM IMOCIEAOBATEIEHOCTH
redra RNH 1 tuma m3 reHoma Xo3simHa, TaK W B3aHMMOJICMCTBHE HOBOI'O JIOMEHa C
ucxoaubiM gomeHoM RNH u RT [9]. B kaxmoit u3 rpynm coxpaHsieTcss oOmias
CTpykTypa, rae HoBbli JomeH RNH crnenyer 3a ucxomueiM. Takum oOpazowm,
oOpazyercst cxoxuit mopsimiok  jgomeHoB  “RT-RNH-aRNH” 'y Tar LTR-
perporpancno3oHoB U “RT-tether-RNH” petpoBupycoB noszBoHounbix. I[loBTOpHOE
npuodperenne reHa RNH oT pa3Hblx X034€B M OOIIHOCTh MX IOJIOXKEHUS
CBUJICTEJICTBYET O KOHBEPI€HTHON 3BOJIIOIMU PETPOBUPYCOB MMO3BOHOUYHBIX U LTR-
PETPOTPAHCIIO30HOB PACTCHU K JaHHOMY CTPYKTypHOMY “denHortumy”’. BeposTHo,
JnaHHoe mnoJiokeHne HoBoro aomeHa RNH y perpoBupycoB u aRNH y 7ar LTR-
PETPOTPAHCIIO30HOB  ToyiepkuBaeTcsi otdéopoM [9]. ITlepeuncnenHsle coOBITHS

MPOWLTIOCTPUPOBAHBI HA PUCYHKE 8.


https://www.zotero.org/google-docs/?GpHvjO
https://www.zotero.org/google-docs/?8Rq3bJ
https://www.zotero.org/google-docs/?8uZmkX
https://www.zotero.org/google-docs/?bNu91X
https://www.zotero.org/google-docs/?RuUL1h
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Mo3BOHOYHOE-X03AUH PacTteHune-xo38nH
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Pucynoxk 8. IIpoucxoxnaenue Tat LTR-peTpoTpaHCIO30HOB U PETPOBUPYCOB MO3BOHOYHBIX M X KOHBEPT€HTHOM
nomenHol cTpykTypsl (“RT-RNH-aRNH” u “RT-tether-RNH” cooTrBercTBeHHO) OT 0bmiero npenka 7y3/gypsy
LTR-perporpancniozona. RVT - perpoBupycel, LTR-RT - LTR-perporpancnosonsr, RT - obpartHas
Tpanckpunrasa, gRH - natusaas pubonyxireaza H, INT - unterpasa, aRH - “apxeiinas’ pubonykieasa H tether -
JoMeH-“cBa3ka”. Hag BcemMu cTpykTypamu, TpOM3BOAHBIMH OT JpeBHero reHa RNH mnoanucanb
COXpaHUBIIMECS B HHMX aMHMHOKHCIOTHI M3 axkTHBHOro meHrpa (MotuB DEDD) wu noGaBouHas msTas

aMUHOKHCJIOTA (TTOMeUeHa KpacHbIM). AJTaNTUPOBAHO U3 [9].

Taxke mnpuoOperenue gomeHa aRNH Opmio  BeisiBmeno y  LTR-
PETPOTPAHCIIO30HOB B TI'E€HOMAax Mapa3sUTUYECKUX DJyKApUOT TPYyNIbl OOMHIETOB
(Stramenopiles, Oomycetes) [118]. PeTposneMeHTsI 0OMHUIIETOB, KOTOPBIE TTPHOOPETH
nomeH aRNH, mnpunagnexxar k nBymM kiactepam rpynnsl  7y3/gypsy LTR-
perporpancno3oHoB: Chronos u Archon. (O06a »5>THX KJIacTepa, COIJIacHO
¢uIoreHeTMYECKOMY —aHanu3y mocienoBaTenbHOCTH  RT-momena, renerudecku
yAQJICHBI OT peTpodsieMeHTOB kiacTepa Tat. [lpuooperénusniit qomen aRNH B kaxmoit
W3 3TUX Ipynn ciueayer cpa3y 3a nomeHamu RT u ucxonusim nomeHoM RNH. Takum
obpaszoMm, emé€ B oxHoi rpymne LTR-peTpoTpaHCno30HOB, MOMHUMO PETPOBHPYCOB
II03BOHOYHBIX JKUBOTHbIX M 7Tat LTR-perpoTpaHCnioO30HOB LBETKOBBIX pPACTCHUM,
HaO/I01aeTcsd OAMH M TOT K€ CTPYKTYPHBIM BapuaHT reHa pol. Uto mo3BoisieT B
OUYepEeHOM pa3 yTBEpXKIaTh, YTO BO3HMKAs HE3aBUCHMO, JAHHBIM MOPSIOK JTOMEHOB
MOJIEPKUBAETCS oTOOpOM, u, CJIEI0BATEIIBHO, OJaronpusiTeH JUTSL
KU3HEIESITEIbHOCTH LTR-peTpoTpaHCcio30HOB [118]. Crpoenue LTR-

PETPOTPAHCIIO30HOB OOMHMIIETOB M3 rpynn Chronos u Archon TpeiCTaBIEHO Ha


https://www.zotero.org/google-docs/?fFtQwP
https://www.zotero.org/google-docs/?l8d1vb
https://www.zotero.org/google-docs/?p7410D
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pPUCYHKE 9.
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Pucynokx 9. ®unorenermueckoe apeBo LTR-perporpancmo3oHoB, moctpoeHHoe 1o gomeHy RT. 3enéHbmM
I[BETOM BBIJICJICHBI TPYIITBI M KJIaCTEpPhl, OOHAPY)KEHHBIE Y BBICIINX PACTEHUH, CHHAM - Y OOMHIETOB. Ha y3max
JiepeBa TOAIIMCAHBl 3HaYeHus craructudeckoi moanepkku aLRT (approximate likelihood-ratio test), kpacHbIM
BBIJICJIEHBI Y37IbI, C JOMOJHUTENbHOW OyTcTpen-noanepxkoi 6omee 60 u3 100 ureparmii. PR - acnmaptunbHas
mpoteasa, RT - oOparHas Tpanckpumra3a, gRH - mHaruBHas pumbonykneaza H, INT - wmuTerpaza, aRH -
“apxeitHas” puOoHykieaza H (BBIZETCHBI KpacHBIM I[BETOM B CTPYKTYpaX KOHCCHCYCHBIX JJIEMEHTOB).

AnantupoBaHno u3 [118].

3aKio4YeHue

Tenpgennusa pasueix rpynnn LTR-perporpaHCnio30HOB HE3aBUCUMO JpYr OT
Apyra npuoOperarb JonoiaHUTenbHbI qomeH RNH, a Takke 3akperuieHHe HOBOTO
noMmeHa B Buje ‘“‘perpoBupycHoii”’ cTpykTypbl “RT-RNH-aRNH” (mmu “RT-tether-
RNH”) noka3ana Ha Tpéx pasHbeix rpynmnax LTR-perpo3nemeHTOB H3 T€HOMOB
3eJIeHbIX pacTeHuit (7at), mapasuTUIECKUX MPOTUCT oomMulleToB (Chronos u Archon) n
MPEAIIECTBEHHUKOB PETPOBUPYCOB MO3BOHOYHBIX JKMUBOTHBIX. Takas TEHACHLHUS, IO
BCEl BUAMMOCTH, MOJACPKUBAETCS OTOOPOM M HECET BAXKHOE IMPUCIOCOOUTENIbLHOE
3HAYEHUE JJIs1 KU3HEHHOIO LHMKJIAa PETPOTPAHCIO30HOB UMEHHO CO CTpyKTypou “RT-
RNH-aRNH”. Opnako 3BOJIONMOHHAS POJIb JAaHHOTO TMPHUCIIOCOOJICHHS BCE eIe

HCAOCTATOYHO U3YyUCHA.

B rpynne LTR-perporpancno3oHoB 7Tat y HEUBETKOBBIX PACTEHUMN BBISABJICHBI
TaKXKe JpyTrue CTPYKTYpHbIE BapHaHTBI PACIIOJIOKEHUS NPUOOPETEHHOIO JIOMEHA
aRNH (PucyHok 7). MexaHnu3m 3akperieHuss IMEHHO CTPYKTypHoro BapuaHta ‘“RT-

RNH-aRNH” ocraércst nesicapiM. U3yduenne pazHooOpasus CTPYKTYPHBIX BapuaHTOB


https://www.zotero.org/google-docs/?wQJZtM
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Tat MOXeT IPOJINTH CBET Ha JBOJIIOLMOHHBIE NMPOLECCHI, UMEBIIME MECTO B Pa3HBIX
rpynnax LTR-perpoTpaHClO30HOB OT MOMEHTa MNPUOOPETEHHs JOMOJIHUTEIBLHOTO

nomeHa RNH 1o 3akpernieHuss KOHKpETHOTO CTpPYKTYPHOI'O BApHAHTA.
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I'raBa 2. MeToabl HCCJIeI0BAHUSA

[IpexxHuii anropuT™M IIOMCKa M U3BJIEYEHMs mnocienoBarenbHocTed LTR-
PETPOTPAHCIIO30HOB OBIJI OCHOBAH Ha NEPBOHAYAIILHOM IOMCKE MOCJIEN0BATEIbHOCTEN
LTR. Jlns oToif 3amaum HCHONB30BANIOCH mMporpamMmmHoe obecrneueHne L TRharvest
[123], xoTopoe oOOHapyXMBaeT MOBTOPbl 3aJaHHOW [JIMHBI M HJIEHTUYHOCTU Ha
3aJIaHHOM pPAcCTOSIHUU. 3aTeM, BHyTpHU oOHapy>keHHOM napsl LTR uckamuce JoMeHbI
RT u aRNH [9]. Ognako konmuu peTpoOTPaHCIIO30HOB, KOTOPBIE JJIUTEIBHOE BpPEMs
MpeObIBAlOT B TeHOME 0€3 MepeMelleHHs, HEeU30€KHO HaKaIlUIMBAIOT MyTalud B
nocnenoatenbHocTaXx LTR [124]. Bonbpmoe 4Yucio TakuX MyTalMid HPUBOJIUT
nocnenoBatenbHocTH LTR Kk jperpanupoBaBiIeMy COCTOSIHUIO, U YYBCTBUTEIIBHOCTh
MPOrpaMMbl HE MO3BOJISET UX OOHAPYKUTh. BBUY BEpOSATHO (BBICOKOI) HETOOLICHKU
KOJIMYECTBA HMCKOMBIX PETPOTPAHCIIO30HOB OBLIO MPHUHATO pELIeHUuEe pa3zpaboTaTh
HOBBIM ~ QJIrOPpUTM  TOWCKAa W  H3BJIeUYeHUs  nochenoBarenbHocTed  LTR-
PETPOTPAHCIIO30HOB, OCHOBAHHBIN Ha MEPBUYHOM MOMCKE KOHCEPBATUBHBIX OEITKOBBIX
nocnenoBatenbHocTeil 1omeHoB RT u aRNH (mompoOHoe omucanue paGoThbl
ajropuTMa Jaiee).

N CTOYHUKY e HOMHBIX TaHHbIX

B xone paboter ObutH mcmonb30BaHbl 0aszbl maHHBIX plaBi, NCBI Genomes,
GigaDB, Dryad, GyDB, FernBase, Phytozome, TreeGenes, JGI, CNGBdb, NGDC s
MOJIYYEHHsI TIOCTIEAHUX BEPCUN T'€HOMHBIX COOpPOK IMpEACTABUTENIEH HELBETKOBBIX U
JPEBHUX LBETKOBBIX PACTEHUH Pa3IMYHBIX TaKCOHOB. J[Jis MoyydeHHs IBYyX T€HOMOB
AHTOLIEPOTOBBIX MXOB HCTIOJIb30BAJICS cairt YHuBepcurera [ropuxa

(https://www.uzh.ch/en.html). B 6a3e manubsix plaBi mpeacraBieH crnucok pacTeHUi,

JUISL KOTOPBIX UMEETCs] MPOUYTEHHBIM T'€HOM M CChlIKa Ha 0a3y JaHHbIX ¢ HUM. CIUCOK
MOJIYYEHHBIX T€HOMHBIX COOPOK M CUCTEMATHYECKOE MOJI0KEHUE BUOB MPEACTABICHbI
B Ta0mmre 1.
AJropuTm noucka u usBjiedyeHusi Tat LTR-perporpancno3oHos
ABTOMaTU3MPOBAHHBIN AJTOPUTM MOUCKA, U3BJIEUEHUS [10CIIEI0BATENBHOCTEN U
aHanmusa cTpykryp 7at LTR-peTpoTpaHCIIO30HOB B MCCIEAYEMBIX '€HOMAaX PacTCHHI
HaIucaH Ha s3blke nporpammupoBaHusi Python (Bepcus 3.6) ¢ mpumeHeHHeM nakera
Biopython [125]. Cokpaménnas cxema pabOThl aJirOpUTMa M300pa)kKeHa Ha PUCYHKE
10.


https://www.zotero.org/google-docs/?ebCNHY
https://www.zotero.org/google-docs/?fCu7eJ
https://www.zotero.org/google-docs/?NoH1es
https://www.uzh.ch/en.html
https://www.zotero.org/google-docs/?YEIkLN
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Pucynox 10. Cokpaménnas cxema pabOThl OMCBIBaeMOro anroputMa. @aiapl TeHOMHON COOPKH MOJAI0TCS Ha
nHctpymeHT RPS-BLAST, paGorarommii ¢ 6a3zoii manueix CDD, Ha mepBoM miare orpaHHYeHHOW TONBKO 1
JIOMEHOM Jyisl TToncka. B nanHom ciydae sto nomen aRNH (o6o3nauen xak aRH). 3aTem, o koopauHaTam st
KaXIO0TO JOMEHa H3BIIEKaeTcs ero (hruaHkumpyromas obnacts (koopamHaTtel £7500 map ocHOBaHHI), KOTOpas
mojaéTcss Ha BTOPOM payHI TOWCKa JOMEHOB. [lo KoopanHaTamM BOCCTAaHABIMBACTCS IOMEHHBIH COCTaB
BEPOSITHOTO 3JIEMEHTa, OT(WIBTPOBHIBAIOTCS HENPUTOJHBIE JUIS aHann3a nociepoBarenbHocTH. OcraBmmecs
AJIEMEHTBI KJIACTEPU3YIOTCS TI0 IOCJIE0BATENbHOCTH 1leHTpanbHoro gomeHa RT mncrtpymentamu CD-hit mim
MMseqs2. BeiOuparoTcsi 3eMeHTHI-IIPECTaBUTENN MOMyYeHHbIX KimacTepoB. OT Hux Oepytes 4 momena (RT,
INT, RNH u aRNH, o6o3nauennsie kak RH u aRH cooTBercTBeHHO), Tpu M3 KOTOpBHIX OcHOBHBIE B LTR-
peTpOTpaHCIO30HaX, a nocneauuit, aRNH, kitodeBoit B JaHHOM HUCClIeOBaHUU. [l KaX /100 1OMEHA CTPOUTCS
BBIpDABHUBAaHUE HMHCTpyMeHTOM Mafft u BnocneacTBuM NpoM3BOANTCS (UIIOTEHETHYECKAs PEKOHCTPYKIIUS

nactpymenToM IQTREE.
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Anroput™m ocymecTsiser: (1) 6momHbopMaTHUECKUH MOUCK TOMOJIOTHYHBIX
OETTKOBBIX TIOCIIEJIOBATEIBHOCTEH € MOMOIIbI0 TporpammHoro makera RPS-BLAST
[126] B HYKIEOTHUAHBIX T€HOMHBIX IOCJIEIOBATENBHOCTAX; (2) aHANU3, U3BJICUCHUE U
KJIaCCU(UKAINIO CTPYKTYpHBIX AoMeHOB LTR-perpoTpaHcno30HOB Ha OCHOBaHUU
naHHbIXx RPS-BLAST u nokanbHO#l BepcuM MpOrpamMMbl JUIsl ONpeesieHns OeIKOBBIX
nomeHoB CD-search [127]; (3) peKkOHCTpyKUHIO CTPYKTYpHBIX BapuaHToB 7at LTR-
PETPOTPAHCIIO30HOB.

Ha naHHBIMI MOMEHT aJrOpPUTM HMEET HECKOJBKO BEPCUM, Pa3IMYarOIINXCs
YCIIOBUSIMH TIOMCKa MW BO3MOXKHOCTBIO HAacTpaMBaTh UX Ipu 3amycke. llomarosoe
OIKCaHMUEe MPUHIIUIIOB paObOThI AITOPUTMA MPEICTABICHO HIKE.

Hlaz 1. TlepBoHadanbHO ObUT pa3pabOTaH aIrOPUTM, BBITOJIHSIOMIMNA MOUCK
uHctpyMeHtoM  RPS-BLAST  nocnenoBarenbHocTet  agomeHa aRNH  cpenu
HYKJICOTHIHBIX TIOCIJIEZIOBATEIHHOCTEH T€HOMHBIX cOOpok. BrocnmeactBum 3TOT 010K
ObLT mepepaboTaH AJisi nepBOHadabHOro mnoucka gomeHa RT. Ha nanHbiif MOMEHT
MMEETCsl BO3MOXXHOCTH BbIOOpa gomeHa s meporo mara (RT wam aRNH). 94
MCCJIEIOBAaHHBIX T'€HOMAa MPOIUIM 4Yepe3 KaKIblii M3 JBYX IyTeW JaHHOTO IOMCKA.
ITouck 4yepe3 nomen RT 3HauuTENbHO paciIUpseT BbIOOPKY MOIYYEHHBIX
MOCJIEIOBATENIbHOCTEM, MO3BOJISIS BBIABIATH HE TOJIBKO 3JIEMEHTHI Kiactepa at (T.e.
coaepxainue fomeH aRNH), HO u 3;eMeHTOB ocTanbHbBIX KiacTepoB 7y3/gypsy LTR-
PETPOTPAHCIIO30HOB. DTO YKa3blBa€T HAa MEPCHEKTUBHOCTh W MAcCIITaOMPyEeMOCTb
anroputMa i paboTel ¢ apyrumu rpynmnamMu LTR-peTpoTpancno3oHOB.

Ha nanHoM 3Tamne anropuTM Takke ObLI CIIEHUaIbHO aJalTUPOBAH JUIsl TOMCKA
nomenoB RT papyrmx rpymn LTR-perporpancniozonos (7yi/copia, Ty3/gypsy w
Bel/Pao, DIRS, PLEs - Penelope-iono0HbI€ 3JIEMEHTHI) U PETPOBUPYCOB. B panHHeil
Bepcuu (MPOM3BOAMBIIEH TOUCK dnemMeHToB 1yl/copia, Ty3/gypsy wm Bel/Pao)
anroput™ ObUT ycrienrHo ampoOupoBaH st aHHoTanmu LTR-perporpancno3oHoB B
T€HOME CBOOOJHOXKHMBYILIETO PEreHEPUPYIOLIEr0 MOJAEIBHOIO IUIOCKOTO —YepBs
Macrostomum lignano.

HeoxunnanueiM okazanock TO, 4TO mnouck depe3 gomeH RT mno3Bomun
pacuupuTh BeIOOPKY aemeHToB ¢ aRNH, B koTopeix qomen aRNH pacnonarancs B
otrnensHoi OPC (5° wnu 3°, ornensHo ot OPC renoB gag u pol). B Gonee no3anei
BEPCUM aJTOPUTMA B ATOW YaCTH CKPUIITa OBLIM BHECEHBI MPABKH, IMO3BOJISIONINE

IIOUCKY 4CpC3 JOMCH aRNH ne TCPATb HCAOCTAIOMICC KOJIUYICCTBO 2JICMCHTOB.


https://www.zotero.org/google-docs/?4rf5qi
https://www.zotero.org/google-docs/?WNFj2k
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Ilo OxkOHYaHMM NOMCKOBOIO JTalla IIOCJIEIOBATEIBHOCTH HCKOMOIO JIOMEHA
BMeCTE C (UIAaHKUPYIOIIMMHU €ro o0JacTsIMU M3 TEHOMHOW COOpPKH H3BJICKAIOTCS
CKPHIITOM C HCTIOJIb30BaHueM makera Biopython. Cymmapnas anmHa QraHKHPYOLIIIX
oOnacTel M NOCIENOBATEIbHOCTH MEXJy HUMU ObUIa CONOCTaBUMa CO CpeIHEH
mmuHo Tat L'TR-petpoTpancno3oHoB. JlaHHBIN OOK “U3BIEYEHUs” €IUH JJIsT BCEX
MOCJIEAYIOIIMNX BEPCUI CKPUITA.

Illaz 2 anropuT™Ma HaYMHAETCA C TOBTOPHOIO MOMCKA IOMEHOB MHCTPYMEHTOM
RPS-BLAST. Ognako Ha JaHHOM IIare MOMCK MPOU3BOAUTCS MMPOTUB JIOKATHHOM 0a3bl
JNAHHBIX, COCTAaBJIEHHOW W3 OCHOBHbIX JoMeHOB LTR-perporpancno3oHoB (B
yacTHOcTH, omeHa GAG u3 cooTBeTcTBYyHOLIEro reHa gag u qomeHos PR, RT, RNH,
INT rena pol). lna Bcex oOHapyxeHHbIX JomeHOB (Bkitouas aRNH) wn3Bnekaercs
aMUHOKHCJIOTHAS TIOCIIeI0BaTeIbHOCTh, HHpopMarus o0 OPC u koopauHaThl JOMEHOB,
pacmoJIOKEHHBIX 10 KpasM Ha ciy4ail, eciu He yjnactcs OOHapy»KuTh
nocnenoBarenbHocT LTR. Ha ocHoBaHmu HAOOpOB KOOPAMHAT HAMJACHHBIX JOMEHOB
AJITOPUTM TAKXKE OMPEAENISECT U BHIBOAUT B HA3BAHMM IMOCJIEAOBATEIBHOCTH AJIEMEHTA
ero cTpykrypy no npomeHaM. [louck mapsl nocnenoBarenbHocTeid LTR npousBoautcs
nnctpymentoM BLASTn u3 makera BLAST+ [126]. Ha Bxogq BLASTn nopatorcs
o0racTH, (IaHKUPYIOLME Hayallo MePBOT0 U KOHEIl MOCIEAHEr0 HAallICHHOTO IOMEHa.
PaccmarpuBanuchy Onmkaiiiiye K JOMEHaM Mapbl MOCIEI0BAaTEIbHOCTEH C BBICOKOM
uaeHTUYHOCTHIO (O0mee 80%) u nnuHoit He MeHee 100 HykieoTuaoB. 1o momydeHHbIM
KoopauHatam KpaéB mocnenoBarenbHocTeld LTR dopmupoBanmack okoHUaTeabHas
HYKJICOTUHAs [TOCJIEI0BATEIbHOCTD 3JIEMEHTA.

Jlis  nmanpHEWIIero aHanu3a MPOU3BOAWMIACH (DUIBTpAIMs DJIEMEHTOB 10
HaJIMYHIO TpEX  KIIOYEBBIX  JIOMEHOB oI KU3HEICITCIbHOCTU LTR-
perporpancno3oHoB - RT, RNH, INT. /lanusie nomeHsl Takxke o0ianaioT Hanbomee
KOHCEPBAaTUBHBIMU aMHUHOKHUCJIOTHBIMU IOCJEAOBATEIBHOCTSIMU, OJlarogaps Yemy
BO3MOXHO MX HCIIOJNb30BAaHUE Ui TOCTPOEHUS JIOCTOBEPHOH  (puoreHuun
PETPOTPAHCIIO30HOB U3 HBOIIOLUOHHO JAIEKUX BUIOB.

[Tocnegnum mporeccoM BTOPOro Iara sIBISE€TCs KilacTepu3alusl NOJyYEHHBIX
AJIEMEHTOB U BBIOOP AIIEMEHTOB-IIPE/ICTaBUTENEH OT KilacTepoB. B cuity ocobenHocTei
SBOJIIOIMM  PETPOTPAHCIO30HOB  Haubosiee  MOAXOMAAIIMM  KAaHIAWJATOM  JUIS
kiacrepuzanuu  saBisgercss goMeH RT. OH sBidercs ULEHTPAJbHBIM JOMEHOM B
ABOJIIOIMH JIaHHOM TPYNIbl MOOUIIBHBIX AJIEMEHTOB U YK€ UCTIOIb30BAJICS MPEXkKAe s

OIIMCAaHHA 3BOJIIOIIMH BCCIo KijiacCa PCTPOTPAHCIIO30HOB [4] KHaCTepI/ISaHI/Iﬂ CHa4dalia


https://www.zotero.org/google-docs/?nPcSZM
https://www.zotero.org/google-docs/?ee8WHj
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npousBoauiack wuHCTpymMeHToM CD-hit [128]. Pammsis Bepcus anroputma ¢
IPUMEHEHUEM JlaHHOTO TnporpaMMHoro ooOecrnedenuss (I1O) Opima 3amymieHa u
YacTHYHO INpopadoTaHa Ha 49 reHomax 3a NEpHOJ MEPBOTO rojia ¢ MOMEHTa CMEHBI
TeMbl. OJHaKO, €ro ajiropuTM HE COOTBETCTBOBAJI MOTPEOHOCTAM JaHHOW pPabOThI,
noroMy nporpamma Obuia 3ameHeHa [IO MMseqs2 [129], umeromuM HECKOJIbKO
pa3IUYHBIX PEXKUMOB JJis Kiactepusanuu (easy-linclust, easy-cluster u T.1.). Bei6op
[1O nnsa xnacTepuzanuu, a TakKe pexruMa Kiaactepusanuu (uaeHTHIHocTh 50% u 80%
st MMseqs2, 63% u 80% nns CD-hit) qoctynHsl 71 BRIOOpa B MO3JHUX BEPCHUAX
CKpHIITA.

Ilaz 3. PeKOHCTPYKLHMS DSBOJIIOLMOHHBIX B3aMMOOTHOIICHUN HaWJICHHBIX
CTPYKTYpHbIX BapuaHToB 1at LTR-peTpoTpaHCIIO30HOB MPOU3BOINIIACH 32 JIBA payHIa
MOCTPOEeHUS (PUITOTCHETHUECKHX JCPEBHEB.

Cnavana mocnenoBatenbHocTH Kaxkaoro u3z 4 momeHoB (RT, RNH, INT u
aRNH), moyiy4eHHBIX OT 3JIEMEHTOB-TIPE/ICTABUTEIICH, BEIPABHUBAIMCH HHCTPYMEHTOM
JUIsi MHOKEeCTBEHHOro BblpaBHHMBaHus Mafft [130,131] mpoTUB COOTBETCTBYIOIIUX
nomMeHOB u3 0a3bl nanHbix GyDB [132].

Jlanee, HaunMHaJICsA NEPBBIA payHO, B XoA€ KOTOporo mHcrpymeHtom FastTree
[133] ctpouniock “ObicTpoe” (HUIOTCHETHYECKOE IPEBO JJIs KKIOTO M3 4 TOMEHOB.
JlaHHBIA UHCTPYMEHT MO3BOJISIET MOJYYUTh MPUMEPHBIE TaHHbIE O (PUIIOT€HETUYECKOM
B3aMMOOTHOILIEHUH HCCleayeMbIx nocnenoparenbHocTel. Taxxe FastTree mo3sossieT
NPEIBAPUTENIBHO OLIEHUTh: HACKOJIBKO Yy BBIOPAHHBIX AJIEMEHTOB-IIPEICTaBUTENCH
pasnuvaeTcs SBONIOIUOHHAS CyAb0a MX OTIENIBHO B3SITHIX OEIKOBBIX JOMEHOB. Jliis
Ipynmsl KiIacTepoB, chopmupoBaBminx oOIIyr0 BeTBb (kiactep) Ha apeBe FastTree
ObLT BBIOpPAH KIIACTEP-NIPEACTABUTENb, HCIOJIb3YEMBIM Ha CIEAYIOIIEM payHJe
MOCTPOCHHS (DUIIOTCHETHYECKOTO JIpeBa. 3aTeM JJisd OCHOBHBIX JoMmeHOB - RT, RNH,
INT - anroput™ npou3BOINI KOHKATEHALIMIO AMUHOKUCIOTHBIX MOCJIEA0BATEIbHOCTEN
B MmepeurcieHHOM nopsake. KoHkaTeHanuss MpOU3BOAWIACH C BBIPABHUBAHUSIM
JAHHBIX JOMEHOB OTJEIbHO HAMHMCAHHBIM CKPUITOM Ha SI3bIKE MPOTPAMMHPOBAHMS
Python. IlomyuyeHHble ‘“KOHKaTeHaThl” HCIOJB30BATUCH JUIsI IOCTPOCHUs Oosee
TOYHOTO (PMIIOTEHETUIECKOTO JIpeBa (CM. Jaiee).

Btopoit  payHm  mocTpoeHuss  JEpeBbEB ISl  KOHKATEHUPOBAHHBIX
IIOCJIEIOBATEIBHOCTEN TPEX JOMEHOB M OTAENbHO il qomeHa aRNH npownssogumics
uHctpyMentoM  1QTree  [134,135], rapanTupyromuM  OOJBIIYI0  TOYHOCTh

MNpCACTaBJICHHBIX Ha JOpPCBC B3aMMOOTHOIIICHUN 3JieMeHTOB. (CraTucThueckas


https://www.zotero.org/google-docs/?11qc7u
https://www.zotero.org/google-docs/?mqYgSv
https://www.zotero.org/google-docs/?gLuKNT
https://www.zotero.org/google-docs/?i9RJWu
https://www.zotero.org/google-docs/?a3fDQW
https://www.zotero.org/google-docs/?5RHSYQ
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MOJAJIEp)KKA  JIOCTOBEPHOCTH  MOJYYEHHBIX y3710B  (KJIACTEPOB)  BBIYMCIIAIACH

QITOPUTMAaMHU “‘TIPHOIM3UTENHHOTO” TecTa mpaBaononodus (approximate likelihood-
ratio test, aLRT [136]) u ynbTpa-ObicTporo Oyrcrpemna (ultra-fast bootstrap, ufBoot
[137]). HocToBEpHBIMU MPUHUMAJIUCH y3JIbl, 3HAYE€HUE KOTOPBIX ObLIO BbIimie 80 u 95
g aLRT u ufBoot, cooTBeTCTBEHHO.

Tadauna 1. Cuctematuyeckas kiaccuukamus Mo TakcoHaMm ‘“‘otnen’”’, “kimacc” H
“BUI’ pacTeHHi, UMEIONINX MPOYTEHHBIE T€HOMBI, U KOTOpbIe ObUIM HCCIIEIOBaHbI B
naHHoi pabote. Takke mnpenacraBieHbl 0a3bl JTAHHBIX, W3 KOTOPBIX MOITYYEHBI
COOTBETCTBYIOIIME TeHOMHBIe cOopku. [IpeacraBnensl 6a3pl manHbix: NCBI:Genome
(https://www.ncbi.nlm.nih.gov/genome), GigaDB (http://gigadb.org/site/index),
FernBase (https://www.fernbase.org/), Phytozome
(https://phytozome.jgi.doe.gov/pz/portal.html), = DRYAD  (https://datadryad.org/),
CNGBdb (https://www.cngb.org/index.html), NGDC (https://bigd.big.ac.cn/), JGI
(https://genome.jgi.doe.gov/portal/), TreeGenesDB (https://treegenesdb.org/).

Ncnonb3oBan Taxxke cat nHctutyTta [ropuxa (https:// www.uzh.ch/en.html).

No OCHOBHBIE TPYIIITBI Kitace Bug basza manHpIX

1 Palmophyllophyceae Prasinoderma_coloniale CNGBdb

2 Ostreococcus lucimarinus NCBI:Genome
3 Ostreococcus tauri NCBI:Genome
4 Mamiellophyceae Bathycoccus prasinos NCBI:Genome
5 Micromonas pusilla NCBI:Genome
6 Micromonas commoda NCBI:Genome
7 Pyramimonadophyceae Cymbomonas tetramitiformis NCBI:Genome
8 Chlamydomonas reinhardtii NCBI:Genome
9 Chlamydomonas eustigma NCBI:Genome
10 Tun "Chlorophyta Volvox carteri NCBI:Genome

(3enénble BogoOpoOCIH)
11 Gonium pectorale NCBI:Genome
12 Tetrabaena socialis NCBI:Genome
13 Haematococcus pluvialis NCBI:Genome
Chlorophyceae

14 Yamagishiella unicocca NCBI:Genome
15 Eudorina sp. NCBI:Genome
16 Mychonastes homosphaera NCBI:Genome
17 Monoraphidium neglectum NCBI:Genome
18 Chromochloris zofingiensis NCBI:Genome
19 Tetradesmus obliquus NCBI:Genome



https://www.zotero.org/google-docs/?jEpkqT
https://www.zotero.org/google-docs/?nxuzM2
https://www.ncbi.nlm.nih.gov/genome
http://gigadb.org/site/index
https://www.fernbase.org/
https://phytozome.jgi.doe.gov/pz/portal.html#
https://datadryad.org/
https://www.cngb.org/index.html
https://bigd.big.ac.cn/
https://genome.jgi.doe.gov/portal/
https://treegenesdb.org/
https://www.uzh.ch/en.html
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Raphidocelis subcapitata

Scenedesmus quadricauda

NCBI:Genome

NCBI:Genome

Ulva mutabilis

NCBI:Genome

Ulvophyceae
Caulerpa lentillifera NCBI:Genome
Parachlorella kessleri NCBI:Genome
Chlorella variabilis NCBI:Genome
Chlorella sorokiniana NCBI:Genome
Micractinium conductrix NCBI:Genome
Auxenochlorella protothecoides | NCBI:Genome
Auxenochlorella pyrenoidosa NCBI:Genome
Trebouxiophyceae Helicosporidium sp. NCBI:Genome
Prototheca zopfii NCBI:Genome
Chloroidium sp NCBI:Genome
Coccomyxa subellipsoidea NCBI:Genome
Picochlorum sp. NCBI:Genome
Picochlorum costavermella NCBI:Genome
Botryococcus braunii NCBI:Genome
Klebsormidiophyceae Klebsormidium flaccidum NCBI:Genome
Charophyceae Chara braunii NCBI:Genome
Tun Streptophyta . .
(“Crperrrodutossic” Chlorokybophyceae Chlorokybus atmophyticus NCBI:Genome
BOZIOpOCIH, HE BKiHOqaﬂ Mesostigmatophyceae Mesostigma viride NCBI:Genome
BBICIIUX PaCTECHUH )
Mesotaenium endlicherianum NCBI:Genome
Zygnemophyceae
Spirogloea muscicola NCBI:Genome
Knaga Marchantiophyta Maschantiopsida Marchantia polymorpha NCBI:Genome
(HeugHoumpIe MxH) Marchantia inflexa NCBI:Genome
Anthoceros angustus NCBI:Genome
Knana Anthocerotophyta Anthocerotopsida Anthoceros punctatus uzh.ch
(AHTOLIEPOTOBBIE MXH)
Anthoceros agrestis uzh.ch
Sphagnum magellanicum Phytozome
Sphagnopsida
Knama Bryophyta
Phyt
(HacTostmue yxu) Sphagnum fallax ytozome
Bryopsida Physcomitrella patens NCBI:Genome
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Pleurozium schreberi
Calohypnum plumiforme
Ceratodon purpureus
Fontinalis antipyretica

Syntrichia caninervis

NCBI:Genome
GSA
Phytozome
CNGBdb

NCBI:Genome

Knacc Lycopodiopsida

Selaginella tamariscina

Selaginella moellendorffii

NCBI:Genome

NCBI:Genome

Lycopodiopsida
(TmayHsI) Selaginella kraussiana NCBI:Genome
Isoetes engelmannii NCBI:Genome
Polypodium sp https://digitalc
ommons.usu.ed
Pteridium sp u/fern_genome
/2
Plagiogyria sp
Dipteris sp https://digitalc
Knacc Polypodiopsida ommons.usu.ed
(ITanopoTHHKOOOpa3HbIE Polypodiopsida Cystopteris sp u/fern_genome
) 2
Ceratopteris sp
Ceratopteris richardii NCBI:Genome
Salvinia_cucullata Fernbase
Azolla_filiculoides Fernbase
Knazia Gnetophyta . Gnetum montanum DRYAD
r Gnetopsida
(PHeroBuanHEIC) Welwitschia mirabilis DRYAD
Knama Ginkgophyta Ginkgoopsida Ginkgo biloba GigaDB
(F'uHKTOBBIC)
Knana Cycadophyta Cycadopsida Cycas panzhihuaensis NCBI:Genome
(CaroBHHKOBHUIHEIC)
Pseudotsuga menziesii NCBI:Genome
Abies alba TreeGenesDB
Pinus taeda NCBI:Genome
Pinopsida . . ]
Krace Pinopsida (conifers I clade - Pinus lambertiana NCBI:Genome
(TomocemeHHbIC) otnen Pinales,

XBOMHBIE)

Picea abies
Larix sibirica
Picea sitchensis

Larix kaempferi

NCBI:Genome

NCBI:Genome

NCBI:Genome

NCBI:Genome
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81 Picea glauca NCBI:Genome
82 Sequoiadendron giganteum NCBI:Genome
Pinopsida
83 (conifers II clade - Sequoia sempervirens NCBI:Genome
otaen Cupressales,
84 KHITapPHUCOBHIC U Thuja plicata Phytozome
THUCOBBIC)
85 Taxus wallichiana NCBI:Genome
86 Amborella trichopoda NCBI:Genome
87 Nymphaea colorata NCBI:Genome
88 Nymphaea thermarum NCBI:Genome
89 Aristolochia fimbriata NCBI:Genome
Knacc Magnoliopsida Lo . .
90 Magnoliopsida Liriodendron chinense NCBI:Genome
(IToxpeITOCEMEHHBIC)
91 Chimonanthus salicifolius NCBI:Genome
92 Cinnamomum kanehirae NCBI:Genome
93 Persea americana NCBI:Genome
94 Litsea cubeba NCBI:Genome

Onpenesenue 3aBUCMMOCTH Jerpagauuu HatuBHoro aomMeHa RNH ot

Hajuuus 100aBo4HOro 1oMmeHa aRNH B pa3jim4HbIX MOJI0KEHUAX

Ha mpumepe peTpoBUpyCOB OBLIO MOKA3aHO, YTO MOCIE MPUOOPETEHUs HOBOTO
nomeHa RNH, wucxonHbiii (HaTUBHBIM) JerpagupoBall, Tepsii aMHUHOKHCIOTHBIE
OCTAaTKM KaTaJIMTUYECKOTO ILEHTpa, NpeBpalasch B T.H. JOMEH- cB3Ky  (‘“tether”)
[8,84,115]. AnasiornuHas TeHAeHIMs ObUIa TOKa3aHa B MpeXHeN paboTe Ha AIeMEeHTax
Tat UBETKOBBIX pacTEeHUN € “peTpoBUPYCHON” cTpykTypoil [9]. UToObl mokKa3ath
HaJM4ue TOJOOHOW TEHACHIMU B JPYrHUX CTpyKTypax 7Taf, TPOU3BOANIOCH
BbIpaBHUBaHue 1oMeHOB aRNH u HatuBHbix RNH 1no TtpernuHoi ctpykrype npotus
uMmeromuxcs B 6a3ze gaHHeix PDB [138] cTpykTyp 3TOro cemeiictBa ¢ MOMOIIBIO
unctpymenta PROMALS3D [139]. Ha ocHOBaHMM MOJYyYEHHOTO BBIPABHUBAHUS IS
KaXI0r0 U3 BBISIBJICHHBIX COUETaHHMH KiIacTep-CTpyKTypa laf BbIOMpaluch HambOosee
COXpPAHUBILHECS, WHTAKTHBIE,MTocnenoBarenbHocty reHoB RNH m aRNH, xoropsie

BBIHOCHJIMCb B OTHACJIBHOC BbIPABHWMBAHHUC W IMPOBOJUIIACH BH3YyaJIbHAA OICHKA

COXpPaHHOCTHU KatasuTrudeckoil rerpaasl DEDD.


https://www.zotero.org/google-docs/?qq3Lek
https://www.zotero.org/google-docs/?O6bKBK
https://www.zotero.org/google-docs/?ycykln
https://www.zotero.org/google-docs/?zfecVp
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ITovcK TOMOJTHUTEIbHBIX OTKPBITHIX PAMOK CYUTHIBAHUSA

LTR-perpoTpancno3oHsl CcHOCOOHBI Tpuodperarh jgonoiaHutTenbHbie OPC
(nOPC), koaupymomuye MOCAEA0BATEIbHOCTH PA3JIMYHBIX OENKOBBIX CTPYKTYP.
OyHKIMOHANBHAS POJIb  Mpeoliafameld YacTH JaHHBIX CTPYKTYp OCTaércs
HeuccaegoBanHoi [140]. Ognako mpuoOOpeTeHHE M 3aKperyieHHe HOBOW JOMEHHOM
CTPYKTYpbl BHE 3aBUCUMOCTHM OT €€ MpeJHAa3HAYEHUS - BECOMOE 3BOJIIOLMOHHOE
COOBITHE B JKU3HEACATEILHOCTH MOOWIBHBIX DJIEMEHTOB, BEAyllee K JUBEPTEeHIUU
HOBBIX JBOJIIOIMOHHBIX JIMHUHI. [IOMCK M M3y4yeHue NaHHBIX CTPYKTYp pacuIupsier
MpeICTaBIEHuE O MHOTOOOPA3UU U HBOJIIOIIMN MOOMIBHBIX 3JIEMEHTOB.

Knacrep 7at, a Ttakxke pOACTBEHHBI eMmy kiactep Athila, cocrosimue
uckimounTenbHo u3 LTR-perpoTpaHCio30HOB pacTeHUid, U3BECTHBI 3a pazHooOpasue
nOPC. Cpean 1oOMEHOB, CBOMCTBEHHBIX JaHHBIM TpyMIiaM, paHee ObLUIN BBISBICHBI
env-moJIo0HbIC JOMEHBI (CTPYKTYPHO COOTBETCTBYIOT T'€HY enVv PEeTpOBUPYCOB, HO, B
CWJIy HAJIM4YUS Y PACTCHUN KJIETOYHON CTEHKHU, €ro (PYHKIHS 0CTAa&TCs MO/ BOIIPOCOM),
CBOMCTBEHHBIC TOJIbKO TipeacTaButTensM Athila [140]; nononauTenpHbIe JoMeHB RNH
[9,120], plant mobile domain (PDM), motus coil-coiled (CC), nomen Tpancno3asbl 28
(Tr28), cBoiictBennbie TONbKO Tat, a Takxke npyrue OPC c HeusBecTHOU (yHKIUEH
[140].

B pamkax gannoit padotsl nouck 7OPC npou3Boauiics Bpy4HYIO Ha OTAEIbHBIX
MOCJIEI0BATEILHOCTSIX 3JIEMEHTOB-TIPEICTaBUTEIICH MOCPEJICTBOM OHJIAMH-
unctpymenta ORFfinder [141] u onmaiin-pecypca CD-search [127]. Ot kaxmgoro
KJIacTepa-MpeACTaBUTENsl C (PUHATBHOTO (PUIOreHETHYECKOro JpeBa OTOMpPalioch
okoso 25-30 B7IeMEHTOB C Haubojee COXPAHMBIIEHCA CTPYKTYpOHl TOMEHOB H
Hanooiee OJIM3KOM o UJICHTUYHOCTHU rnapou LTR. Hyxneoruanas
MOCIIE0BATENIbHOCTh JaHHBIX KJIACTEpOB MojaBasiack Ha oHjaitH-pecypc ORFfinder
s BeisiBieHus 1OPC momumo OPC renoB gag u pol. TlonydeHHble OEIKOBBIE
MOCJICIOBATEIbBHOCTH OTIPABISUINCH Ha OMNpeAelieHne KOHCEPBATHUBHBIX OEITKOBBIX
nociuenoBaTeNnbHOCTEe Ha oHnalH-pecypce CD-search. [locToBepHbIMU CTPYKTYypamu

CUUTAINCH JOMEHBI WK UX (hparMeHTsl co 3HadeHueM e-value < 0.01.


https://www.zotero.org/google-docs/?GKneYI
https://www.zotero.org/google-docs/?1auo5C
https://www.zotero.org/google-docs/?bjKyaE
https://www.zotero.org/google-docs/?ufQyxr
https://www.zotero.org/google-docs/?PCPbYN
https://www.zotero.org/google-docs/?fRtyuG
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I'maBa 3. PesyabraTsl

Pa3padorka nu npumeHenue aaropurma DARTS

Ha sa3pike mnporpammupoBanusi Python Obi1  pa3zpaboTtaH u  HamucaH
aBTOMAaTU3MPOBAHHBIA aJTOPUTM TOMCKA M W3BJIEYEHUS IOcienoBaTenbHOcTel Tat
LTR-peTpoTpaHCO30HOB W/MIM JAPYyruX 2djieMeHToB ¢ jgomeHom aRNH ¢
BapbUPYIOIIMMHU TapaMeTpamMu. AJTOPUTM HEOJHOKPATHO 0palaThIBAICI U UMEET
HECKOJIbKO pabouynx Bepcuil, BKIHOYas (PUHAIBbHYIO, PE3yJbTaThl HCIOJIb30BAHUS
KOTOPO# MpeCTaBICHbI Jajiee. AJITOPUTM MO3BOJISET BHIOPATh MEPBUYHBIN MTOMCKOBOM
JIOMeH (Ui JaHHOW paboThl TakoBbiMH mpomucanbl 2 gomeHa - aRNH u RT),
nporpammy knacrepuzanuu (CD-hit wnn MMseqs2), crnenuduyHOCTh MOUCKA IO
nomeny RT (tombko cpenu Ty3/Gypsy unu no Bcem aoctynHbiM RT-mpodusam u3
CDD). Takxke mocieqHsis Bepcusi alropurMa aBTOMATUYECKH pPACIaKOBBIBAET
apXMBUPOBAHHBINA (aill TeHoMa, MO HEoOXOAWMOCTH pa3OuBaeT ero Ha (aiiisl
MEHBLIETro pazmepa, dosnee noaxoasauue s nogaun anroputmy RPS-BLAST, a nox
KOHEll apXUBUPYET HUCXOJHBIM (pailm oOpaTHO AJi1 COXpaHEHUS NPOCTPAHCTBA Ha
KECTKOM JIUCKE.

Ha nansplii MOMEHT anroput™m, KoTopblii Mbl HazBaiu DARTS (Domain-
Associated RetroTransposon Search), anmpoOupoBaH U onmyOJuKOBaH B BUJIE KPATKOTO
METOA0JIOTHYECKOT0 0030pa [142], a ero CKpUITH pa3MEIICHbl B OTKPBHITOM JOCTYTIC
Ha GitHub (https:/github.com/Mikkey-the-turtle/DARTS v0.1.git). B crarbe

npou3BoauTCs cpaBHeHue dddexTuBHOCTe anroputMa DARTS ¢ momynspHbIMH U

HaubOosee pacnpoCTpaHEHHBIMU TMOAXOJaMU, B YAaCTHOCTH C MPOrPaMMHBIM
oOecriedeHreM, BBIMOIHAIONMM Touck mocnenoatenbHocTeil LTR. HMccnenoBanue
nokasano npeumyuiectso anroputmMa DARTS B onenke kosmmdecTBa 3JIEMEHTOB I10
CPaBHEHHIO C METOJIOM W3 IpexHux padot [9,118], ocHOBaHHBIM Ha WHCTPYMEHTE
LTRharvest [123]. DOddextuBHocth pabotsl anmroputMa DARTS mnokazana Ha
npuMmepe TreHoMmMoB TuiayHa  Selaginella  moellendorffii u Tpé€x TEHOMOB
MOKPBITOCEMEHHBIX pacTeHuil (Arabidopsis thaliana, Nicotiana tabacum n Zea mays).
CpaBuenue >¢dexkruBHocTd padoThl anroputMa DARTS npencraBineno Ha pucyHke
11 na nmpumepe ABYX MOUCKOBBIX 3ampocoB no gomeHam RT (Pucynok 11a) u aRNH

(Pucynok 11b), cooTBeTCTBEHHO.


https://www.zotero.org/google-docs/?gghanR
https://github.com/Mikkey-the-turtle/DARTS_v0.1.git
https://www.zotero.org/google-docs/?H2sR70
https://www.zotero.org/google-docs/?ciD3VV
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Pucynox 11. UysctButensHOCTh HaeHTHUKaIH LTR-peTporpancno3onoB mocpeactsom atropurtma DARTS u
aropuTMa, ocHoBaHHoro Ha uHcTpyMente LTRharvest. OpaHxeBble KPyrn OTpaykKaroT KOJIMYECTBO IJIEMEHTOB,
HaiinenHsix DARTS; 3enénsie — umncno smemeHToB, HaneHHBIX DARTS, comepkamux mociieoBaTeIsHOCTH
LTR; ¢uoneroBrle — KoiIM4ecTBO y1eMeHTOB, HaiaeHHbIX LTRharvest. Pazmepsl kpyros mpornopruoHanbHbI
KOJIMYECTBY JIeMEHTOB. KoIN4eCTBEHHbIE 3HAUYEHUS JIEMEHTOB MPEACTABICHBI MOJMUCIMHU Cl€Ba OT KPYTOB.
IMapametpsr moucka mocpenctBomM LTRharvest Obutd waeHTHYHBIME TS Kakaoro moaxomna (a, 6). (a) LTR-
peTpoTpancno3oHsl npeackazanusie DARTS uepes nouck no gomeny RT; aneMeHTsI, noiryueHHbIE Yepe3 MOUCK
LTRharvest ¢unstpoBamu mo Hamuumto aomena RT. (6) LTR-perporpancmosonsl, npezackasannbie DARTS
yepes mouck 1o gomeny aRNH; anemeHTsI, BBIIBICHHBIC Kak ¢ moMornbio DARTS, Tak ¢ momompro LTRharvest

(UIBTPOBANIN 110 OJHOBpEeMEHHOMY Hain4uio joMeHoB RT u aRNH.

Ucnonp3ys mmpokue Bo3MoxHOcTH K anantanuu DARTS ansa cnenuduunoro
W YyBCTBUTEJIHHOTO IOUCKA TPAKTHYECKH JIOOBIX IMOBTOPOB C KOHCEPBATUBHBIMU
OCITOK-KOAUPYIONTUMHU TTOCJICIOBATEIIBHOCTSIMUA, MBI JIOTIOTHUTEILHO arpoOupoBaiu
anroputM jjs noucka Bcex LTR-peTpoTpaHcno30HOB B reHOMaX CBOOOIHO-KUBYIIUX
IoCKUX 4epBeit M.lignano w Symsagittifera roscoffensis B pamMkax COBMECTHOU
pabore ¢ nabopaTropuell peryJsiliid CTBOJIOBBIX KJIETOK M MEXaHM3MOB pereHepanuu
(Laboratory of Stem Cell Regulation and Mechanisms of Regeneration) EBpomneiickoro
HCCIeIOBAaTENbCKOT0 HHCTUTYTa Ouonorum ctapeHusi (European Institute for the
Biology of Ageing, ERIBA, I'ponunren, Hunepmanmasr).

[Torenumansuo, anroputM DARTS moxeT ObITh paciiupeH s HOUCKA JTI0OBIX
MOBTOPEHHBIX TOCIIEIOBATEIBHOCTEH, COJEpKAIIUX OENKOBBIE JOMEHBI, U3BECTHBHIC

6a3ze nanubix CDD u B3auMocBs3aHHBIX ¢ Hell 0a3 naHHBIX. [IpuMepom ToMy siBisieTcs
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pacmmpeHue auana3oHa oucka npu nepexozae or gomeHa aRNH k nomenam rpynmst
RT, kak neHTpaIbHbIM 3J€EMEHTAM IIPU NEPBUYHOM IOMCKE.

Bcero B pamkxax pgaHHoro wuccieaoBaHusi anroputmMoMm DARTS  Obuin
MPOaHAJIN3UPOBaHbl TEHOMHBIE COOpKH 94 BHUIOB 3€JEHBIX PACTEHUH, OTHOCSILUXCS K
pa3HbIM TakcoHOMHUYeckuM rpymnmnam (Tadmuna 1).

[lonck s1eMEHTOB Ha MEpBOM Miare paboOThl AlIrOpuTMa 3aMyCKalId Kak C
nomenoM aRNH, tak u ¢ RT. Knactepu3zanuio BBIIOJHSIN C TOPOrOM UJIESHTUYHOCTH
80%, cHmxas a0 nopora B 50% mnpu paboTe ¢ TeHOMaMH, B KOTOPBIX M3-32 BBICOKOM
IPEJICTABIEHHOCTU 3JIEMEHTOB ObLIa HEOOXOAMMOCTh pazOuBaTh (ailyibl reHOMHOU
coopku. IlocnenHee moporoBoe 3Hau€HUE HISHTHMYHOCTU OBUIO HEOOXOIUMO H3-3a
00JIBIIOr0 KOJMYECTBA KJIACTEPOB, HETOCUIBHOTO JIJIsl /IEKBATHOTO MPOLIECCUPOBAHUS
MHCTPYMEHTaMU MHO>KECTBEHHOI'O BHIDABHUBAHUSI.

[Ipu 3amycke anropuTma, HaduWHAIOWErocas ¢ noucka jaomeHa RT,
O0OHapy>KUBAETCSl MPUOTUZUTEIBHO PAaBHOE KOJMYECTBO 3JEMEHTOB 10 CPAaBHEHHIO C
nouckoMm yepe3 aRNH. HesnaunrtenbHble pa3ianuus B 3HaYEHUSX MOXXHO OOBSICHUTH
HaJIMYMEM MOBPEKIAEHHBIX WIH “XUMEpPHbIX~ 3neMeHToB. llocne ¢uiabTpauun u
KJIAaCTEpU3aLUU TaKUe AJIEMEHTHI HE ObUIM 3a/1€iCTBOBAHBI B MOCIIEAYIOIIEM AHAIU3E,
MOCKOJIbKY OHM HE COOTBETCTBYIOT BBIOPAHHBIM KPHUTEpPHUSIM JJi1 3JIEMEHTOB-

MpEACTaBUTEIIEH KIIAaCTEPOB.

Pacnpocrpanenue 3s1iemenToB ¢ aRNH B renomax pacrenuu

Bcero Obuio HaiimeHO OKoJa0 799 ThICSY 31eMeHTOB ¢ goMeHoM aRNH,
pacno3sHanHbix DARTS. PacnpocTpaHeHue BBISBIEHHBIX 3JIEMEHTOB [0 OTAENIaM
MpEeACTaBICHO B Ta0JIMIIEC 2, IO TEHOMaM - B MPUJIOKEHUH 1.

Tabnuna 2. Pesynprathl mnoucka LTR-perporpancnozonoB merogom DARTS,
HA4YMHAIOUIMM TOUCK ¢ oOHapyxeHust nomeHa aRNH. IlpeacraBineHo pacnpeneneHue
3JIEMEHTOB 110 TAKCOHAM, KOJIMYECTBY U Pa3HOOOPa3UI0 CTPYKTYPHON OpraHU3aluy.

Kon-Bo
Kon-Bo Kon-Bo CTPYKTYPp
Takcon
T€HOMOB 3JIEMEHTOB (HOMED
CTPYKTYPBHI)

Otxa. 3enénsie Bomopocnu (Chlorophyta) 36 0 0
Otx. CrpenroduroBsie Bogopocnu (Streptophyta) 6 0 0
Otn. Mapmannuessie mxu (Marchantiophyta) 2 0 0
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Ota. Hacrose mxu (Bryophyta) ] 32 1 (#4)
Ota. ArroneportoBeie Mxu (Anthocerotophyta) 3 32 2 (#1.,#5)
Ortn. [Inaynosumgasie (Lycophyta) 4 236 4 (#1,#2,#3#4)
Knacc [Tanopornuxoo6pasusie (Polypodiopsida) 9 253 1 (#1)
Knacc I'neroBuansie (Gnetopsida) ) 27039 2 (#1,#2)
Kiacc I'makrosrie (Ginkgoopsida) 1 21357 3 (#1,#2,#3)
Knacc Carosuukossie (Cycadopsida) 1 2922 2 (#2,#3)
Cem. Kumapucossie (Cupressaceae) u Cem. Tucossie (Taxaceae) -
4 343330 2 (#1,#2)
kiana Confers 11
Cem. XBoitnbie (Pinaceae) - kimama Conifers I 9 372339 2 (#2,#3)
Kiacc IlokpsiTocemennsie (Magnoliopsida), npeBHHE rpymIibI -
TTopsinku AmbopemtoneTHbie (Amborellales), KyBmuakomBeTHbIE 9 31343 1 (#1)

(Nymphaeales) 1 Marnomuuast (Magnoliidae)

DNeMeHTHI, cojepkamue a00aBouHblii qomeH aRNH, He Obuin 0OHApYKEeHBI
Cpelld BCEX HCCIEIOBAaHHBIX T'€HOMOB 3€lEHBIX U CTPENTO(UTOBBIX BOJOPOCIEH, a
TaK)K€ MapIlIaHIMEBbIX MXOB M HaMEHEE Pa3BUTHIX TAKCOHAX HACTOSIIMX MXOB. JTO
MOJITBEPIKAAET MPENKHUE MPEANONIOKEHUS, YTO MPOIlecC MPUOOPETEeHUs 100aBOYHOTO
JIOMEHA TMPOU30LIEN y pacTeHuil ¢ yxe chopmupoBasiieiics auddepeHInpoBKOi
TKaHel [9]. boiio oOHapykeHO Kak MUHMMYM 10 OJIHOM TuHUM 31emMeHToB ¢ aRNH B
reHOMax HacCTOSIIUX MXOB (4 u3 8), aHTouepoToBbIX MXOB (3/3), mimayHoB (4/4),
ManoOpOTHUKOB (6/9), NPEeBHUX TOJIOCEMEHHBIX - TMHKIOBbIX (1), caroBHUKOBBIX (1),
rHETOBbIX (2/2), TucoBbIX (1/1) n kunapucoBbix (3/3), COBPEMEHHBIX TOJIOCEMEHHBIX -
xBouHBIX (13/13), a Takke B JIPEeBHUX TAaKCOHAX IBETKOBBIX - amOopennoBbix (1),
KYBIIMHKOUBETHBIX (2/2) u marHoiuun (6/6). Cpeau HUX BIiepBble ObLIH OOHAPY>KEHBI
aneMeHThl ¢ aRNH B TakcoHax: HAcTOAIIME M AHTOLEPOTOBBIE MXH, IMAIIOPOTHUKHU,
TUHKIOBBIC, THETOBBIE, THCOBBIE M KUNApucoBble. lIpexxae cywTamoch, dTO

npuoOpeTeHne J00aBOYHOTO JOMEHA MPOU30IILIO HA YPOBHE TUTAyHOB [9].



https://www.zotero.org/google-docs/?8PUN9G
https://www.zotero.org/google-docs/?fVskaE

45

CrpykrypHoe pazHooopazue LTR-perporpancno3onon ¢ jomenom aRNH B
reHOMAaX HA3eMHbIX 3eJICHbIX PACTEeHUI

Bce oOHapyskeHHbIE B paMKaxX JaHHOW paOOThl 3JIEMEHTHI ObLIU MPECTABICHBI
MATHIO CTPYKTYpaMH, OTIMYAIOIIKUMUCS MojoxkeHueM noMeHa aRNH orHocuTenbHO
npyrux AoMeHoB. CTPYKTYphl OTpa)K€Hbl Ha pUCYHKe 12, a B Tabmuile 2 OTpakeHO

KOJIMYCCTBO CTPYKTYP, BBIAABJICHHBIX B Ka’)KIOM TAKCOHC.

gag pol MagnoIEOpﬂztta Eg _____‘
f netophyta
P(CA_ (PR RT RHZRHINT) = Sretophyta (2

CeMeHHble

Cycadophyta (1
Cupressales (4
Pinales (9
Polypodiophyta (9)
Lycopodiophyta (4)
Bryophyta (8) —8 -4

@

> P(CA_)(PRaRH RT RHINT)P

® p(CA_ (PR RT RH INT)@RH)
@ ParA(CA_ (PR RT RH INT)P

1

|
)T
3}

[onocemeHHble

Cocyauctble
HECEMEHHbIEe

\Anthocerotophyta (3)

5 P(CA (PR RT RHaRH aRH INTp—  Marchantiophyta (2)

Moxo-
o6pasHble

Streptophyta (6)
Chlorophyta (34)

Pucynok 12. CxemaTndHO€ W300pakK€HHE ISTH JOMEHHBIX CTPYKTYP JIEMEHTOB 7af, pa3iIW4aloOmnXCs II0
nojoxeHuto joMena aRNH, 1 TakCOHOB pacTeHHit, B KOTOPbIX OHHU OBUIM BBISIBIEHBI. Hymepanus cTpyKTyp Ha
nzobpaxenuu (1-5) cooTBeTCTBYET AajbHeimeld HyMmepanun B Tekcre (#1-#5). Cxemarnueckoe mpejcTaBlieHue
(UITOreHNur OCHOBHBIX TAKCOHOB PACTCHHM, MPEICTABICHHOE CIIpaBa, 0a3upyeTcs Ha cepuu myOauKarmii [143—
146]. llBeTHBIe TWMHUH COCOUHSAIOT CTPYKTYpy C TaKCOHAMH, B KOTOpBIX OHa Obuia BoeIsBiIeHea. GAG -
COOTBETCTBYET BCeMy OelKy gag (Ha caMOM Jiejie COCTOUT U3 3 JIOMEHOB, B JaHHOI padoTe 0003HaYaeTcsi Kak
€/IMHBII JIOMEH JUIs TpocToThl onucanus), PR - nporeasa, RT - obparHas tpanckpunrasa, INT - unrerpaza, RH

un RNH - pubonyxieaza H, aRH i aRNH - nonomHuTenbHbIH ToMeH puOoHyKieassl H.

Crpykrypa #1, wim “perpoBHpyCHasi”’, UMEET MOCIEI0BATEIBLHOCTh JOMEHOB
“GAG.PR.RT.RNH.aRNH.INT” (Pucynok 12). EnquHcTBeHHass Ha JaHHBIA MOMEHT
ctpykrypa ¢ nByms gomeHamu RNH (natuBHbii 1 aRNH), BeIsiBIeHHas B JApyrux
rpynmnax LTR-perporpancno3oHoB 3a mnpenenamu kinactepa 7Tat (peTpOBUPYCHI
no3BoHOUHBIX U LTR-perpoTpancnozonsl oomunietoB Chronos u Archon). B nannou
pabore anemeHThl Tat co CTPyKTypoul #l pacrpocTpaHeHBI cpeiar HauOOJIBIIETO
KOJINYECTBA TAKCOHOB: AaHTOLEPOTOBBIE MXH, IUIAYHbl, IANOPOTHUKH, JIPEBHUE
rOJIOCEMEHHbIC  (TUHKIOBBIE,  THETOBBIC, THUCOBbIE W  KHUIIAPUCOBBIE) U
MMOKPBITOCEMEHHBIE.

Crpykrypa #2, “GAG.PR.aRNH.RT.RNH.INT”, BnepBbie BbIABICHAa B
npexxHerd paboTe B TeHOMaxX XBOWHBIX TOJIOCEMEHHBIX W TuiayHa S. moellendorfii [9]
(Pucynok 12). B nannHoii pabote Obuta Moka3aHa BBICOKAs YHCICHHOCTH JIEMEHTOB
JAHHOM CTPYKTYpbl B '€HOMAax BCEX MCCIIEIOBAHHBIX T'PYII T'OJOCEMEHHBIX, OJHAKO

MPAaKTUICCKU BCC OHU PaACIIOIaraJiIuiCbh B HPCACIaX ABYX KIIACTCPOB, BLBIABJIICHHBIX B


https://www.zotero.org/google-docs/?DvlzQE
https://www.zotero.org/google-docs/?DvlzQE
https://www.zotero.org/google-docs/?77hsGN
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NpEeXHUX paborax. VckiarodueHWe cocTaBWiia HOBas BUJocnenu@uUuUecKas JUHUSA C
JAHHOW CTPYKTYpOM, COCTOSIIIAs U3 3JIEMEHTOB THCOBOro reHoma Taxus wallichiana,
KOTOpas MPOU301LIa OT JUHUHU CO CTPYKTYpoi #1 3TOro >xe Buja (OMMCaHHbIN ciay4yai
PEKOMOMHAIIMY MOXHO MPOCIEAUTh HA PUCYHKAX B MPUIOKEHUAX 2 U 4).

Crpykrypa #3, “GAG.PR.RT.RNH.INT.aRNH”, panee Osnima oOHapyxeHa
TOJIBKO y Tat U3 TEHOMOB XBOWHBIX rooceMeHHBIX [9] (Pucynok 12). beuto nmoka3zaHo,
YTO B JAHHOU CTpyKType nAoMeH aRNH pacronoxeH oTaelbHON paMKOW CUMTBIBAHUS
B 3'-o0mactu snemMeHTa (Mpexae CUUTaIoCh, YTO JIOMEH OCTAETCs YacThIO reHa pol -
OTpaXeHO Ha pucyHke 7). B ngaHHOM wuccienoBaHuu Oblia paciiMpeHa BbIOOpKa
T€HOMOB XBOMHBIX, Y KOTOPBIX OBLIA HAMJICHBI 3JIEMEHTHI Tat ¢ JaHHOW CTPYKTYpOH.
WNHuTepecHo, 4TO JaHHAs CTPYKTypa ObLia BbISBIIEHA B HEBBICOKOM YMCIEHHOCTH B
TeHOME JPeBHUX rosioceMeHHbIX Ginkgo biloba w Cycas panzhihuaensis, a Taxxe
riayHa Selaginella kraussiana, >eMeHTBI KOTOPBIX TIOTANIK B JIBAa HOBBIX KjacTtepa 7at
(ITpunoxenue 2).

Crpykrypa #4, “aRNH.GAG.PR.RT.RNH.INT”, BbisiBiieHa B AaHHOU paboTe
Brepsbie (Pucynok 12). Jlomen aRNH pacmnonosxen noio0HO CTpykType #3 BHE T€HOB
pol u gag, HO B 5'-00mactu sJeMeHTa, mnepen reHom gag. OOHapykeHa cpenu
AJIEeMEHTOB 7af U3 TeHOMOB IJIayHOB U HACTOSAIIUX MXOB.

Crpykrypa #5, Takxke oOHapy)KeHa BIIEpPBBIC, MPEACTABISET OCOOBI HHTEPEC -
e€¢ nnementbl cogepxkar Tpu aomeHa RNH: “GAG.PR.RT.RNH.aRNH-1.aRNH-
2.INT” (Pucynok 12). JlanpHelmuii aHanu3 (onMcaH HWXKE, B MyHKTe “CpaBHeHuE
cTeneHu Jerpaganuu HatuBHoro jgoMeHa RNH mnocne mnpuobperenuss aRNH”)
nokasai, uro goMeH aRNH-2 nerpaaupoBan U B HEKOTOPBIX CIIydasiX pacrno3HaBajcs
TOJIBKO Kak npuHamexamuil k cemerictsy RNH. BrisBiena tonbko y anementoB 7at
AHTOLIEPOTOBBIX MXOB.

Takum 06pazoM, oOHapy>KEHHBIE JIEMEHTHI MOATBEPIUIHN CYIIECTBOBAaHUE TPEX
BBISIBJICHHBIX TMpEXJAe CTPYKTyp. PaHee, MO cofep)KaHUIO 3JIEMEHTOB C JSTHUMHU
CTPYKTYpaMH BBIJCISUIA YeTbIpe kiactepa Tat u3z mpexHux padot [9,118,120]. Otu
“crapsie” kiacrepsl Ha3zbiBanuch lat 1, Tat 11, Tat 111, Tat TV-VI (coctaBHO# KiacTep
3JIEMEHTOB C “pPETPOBUPYCHON CTPYKTYPOU C pa3iUYHBIMU JO00ABOYHBIMU JTOMEHAMU
B 5" n 3" UTR-o0nactsix; 1OMEHbl OTpa)k€Hbl HAa pUCyHKe 7). BbIsiBIEeHHBIE B X0/€
JAHHOW pabOThl SJEMEHTHl PACHIUPSIOT MHOTo0oOpasue 7Tat, 4YTO TPUBOJIUT K

HOTp€6HOCTI/I OTKa3aTbCAd OT IPCIKHUX 0003HaYCHUI ¥ BBECTH HOBBIC (Hpe,HCTaBJ'ICHBI


https://www.zotero.org/google-docs/?tYmiY2
https://www.zotero.org/google-docs/?ZlZDJx
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nainee, B maparpade “Knactepsl anemenToB Tat Ha OCHOBE (DHIIOTEHHH IO JOMEHY
RT”

Kaacrepsl 2;1emenToB Taf Ha ocHOBe GpuIoreHuu 1o Aomeny RT

[lepBoHa4YaIbHO MHCTPYMEHTOM JIsi TOCTpOEHUs: OBICTphIX JepeBbeB FastTree
ObUIM TIPOW3BENEHBl (PUIOTEHETUYECKHE PEKOHCTPYKIMH 110 aMHHOKHUCIOTHBIM
IIOCJIEIOBATENIBHOCTAM TPEX OCHOBHBIX NOMEHOB LTR-perporpancno3onos: RT, INT
u HatuBHOoMy gnomeHy RNH. Ha xaxmoii u3 peKOHCTPYKIMA HaOIIOAAIOCH
ennHOOOpasue 1o  cHOpPMUPOBAHHBIM  KjacTepaM  3JIeMEeHTOB.  Mmenmnch
HE3HAYUTENbHBIE MEPTYpOAIK C MOJIOKEHUEM TPyl OTHOCUTEIBHO JAPYT JIpyra, He
UCKaXarlue o0my KapTuHy. KOHKaTeHMpOBAaHHOE  BBIPABHUBAHUE  TPEX
MOCJIEIOBATENIbHOCTEl  OBLIO  MEpelaH0 Ha TMOBTOPHYIO  (DUIOT€HETUYECKYIO
pekoHcTpykimio uHCTpyMeHTOM [QTree. Pexum aBToMarnueckoil moaOOpKu
ABOJIIOIMOHHON MOJIEN U KPUTEPHUEB PEKOHCTPYKLMH BbIOpan pexum “LG+HF+G4”.
HrtoroBoe QuioreHernyeckoe ApeBO KOHKATEHUPOBAHHBIX IOCIEI0BATEIbHOCTEN
BBITJISAJIENIO TOJHOCTBIO COOTBETCTBYIOIIMM JipeBy 1o gomeHy RT. Ilostomy B
JalbHEWIEeM, JJii IPOCTOThl OMHCAHMS, OyJEeT YNOMHUHATHCA KaK JAPEBO MO JOMEHY
RT. Cxemaruueckoe wu300pakeHHe JApeBa TMPEJACTAaBICHO Ha pHUCyHKe 13.
COBOKYMHOCTH “‘CTapbIX”’ W BIEPBBIC BBISBICHHBIX KJIACTEPOB BHYTPH Tat 0003HAUCHBI
JATUHCKUMU OyKBaMu A, B - L, BbIJIEJICHHBIMH KYPCHBOM.

Beco knacrep Tat MoxHO pa30uTh Ha /iBe BETBU. B nepBoii, o1HUM U3 HauboJsee
0a3albHBIX KJIACTEPOB pacnojiokeH (oToOpakeHO Ha pucyHke 13) knactep Tat Z
(“Zero”). DneMeHTBI ATOrO KjacTepa, MO BCEH BHIMMOCTH, COCTOSIT W3 PaHHUX
aneMeHToB 7Tat, cyliecTBOBaBIIMX 10 npuoOpereHus nomeHa aRNH u nperpaganuu
HatuBHOro RNH. DroT kiacrep, Ha3BaHHBIM B IPEKHUX padorax kimacrepoMm Iat-
MOJ00HBIX 2JIEMEHTOB MXOB (“moss-Tat-like” na pucynke 7) [9,118] BbraBasieTcs
TOJILKO MouckoMm uepe3 aomeH RT. B nmanHbIN KinacTep nmomagaroT 3JIEMEHTBI BCEX
TaKCOHOB PAaCTEHHUM OT TPEX TIPyIIl MXOB J0 T'OJOCEMEHHBIX BKIIOUMUTENbHO. Kiacrep
Tat Z ue npeacTaBiseT OOJIBIIOTO MHTEpEca ¢ TOYKU 3PEHUS JTaHHOUM paboThl, KpoMe
ONMCAHHOTO HIKE K NyHKTe “CpaBHEHHME CTENEHM AErpajallid HaTUBHOIO JOMEHa

RNH nocne npuobperenus aRNH”.


https://www.zotero.org/google-docs/?YKGEOk
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MoKpbITOCEMEHHbIE
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AHTOLEPOTOBbIE MXU

BbicLume pacTteHus

-® Athila

Pucynok 13. Cxemarnuynoe ¢wioreHeruueckoe JapeBo  B3aumootHomennd Tat  LTR-
PETPOTPAHCIIO30HOB, TOCTPOEHHOE METOJOM MAaKCHMAJIBHOTO MPaBAONoao0Ws Ha  OCHOBE
AMUHOKHUCJIOTHBIX KOHKAT€HHPOBAHHBIX mocieaoBarenpbHocTel gomeHoB RT, RNH, INT, wu
BBITIOJTHEHHOE B BHJE KJIQJOTPaMMBbl C YCIIOBHBIMH JUIMHAMHU BeTBeill. KOHCEHCyCHBIE JTOMEHHbBIE
CTPYKTYpPBI 3JIEMEHTOB, BXOIANINX B KaXIbIH KiacTep o0O3HadeHHl cmpaBa oOT japeBa. Jlpemo
YKOPEHEHO TIOCIIeIOBaTeNFHOCTAMU 3JeMeHTOB Chromoviridae, He OTpaXEHHBIMH Ha PHCYHKE.
CrenoM 3a crenyromnei BHeIHeH rpynmoi (01M3KopoACTBEHHbIN K Tat knactep Athila) oTBeTBISIOTCS
knactepsl Tat, 0003HaueHHbIE TaTUHCKUMHU OykBaMu A-L u Z. Knacrep Tat nenutcst Ha qBe BETBU (A-
D+Z wu E-L). TlepBoe OTBETBIICHHE OJHOM M3 NBYX OCHOBHBIX BeTBeil Tat, xmactep Z - kimacrep,
MPEIOIOKUTENbHO Hanboee IpeBHUE B Tat, UMEeT CTPYKTYpY, aHAJIOTHYHYIO BHEIIHEH Tpymie (He
conepkuT gomeHa aRNH). A - sneMeHThl aHTOLEPOTOBBIX MXOB CO CTpyKTypamu #1 u #5; B -
3JIEMEHTHI HACTOSLIUX MXOB CO CTPYKTypolt #4; C - 3IeMeHTHI IJIAYHOB CO CTPYKTypaMmu #1, #3 u #4;
D -37eMeHTHl MaNOpPOTHUKOB CO CTPYKTypol #1; E - 31I€MEHTHI IJIAyHOB CO CTPYKTypoH #2; F -
Kjactep OOIIMI AJS SJIEMEHTOB M3 BCEX IPYII TOJOCEMEHHBIX CO CTPYKTYpol #2; G - xmactep
JJIEMEHTOB M3 XBOWHBIX T'OJIOCEMEHHBIX CO CTPYKTypor #3; H - 3eMEeHTHI APEBHUX T'OJIOCEMEHHBIX
(THHKTOBBIE U CATOBHHUKOBEIE) CO CTPYKTYpPOH #3; I - 3IEeMEeHTHI JPEeBHUX TOJIOCEMEHHBIX (THHKTOBEIC
Y KUIApUCOBBIE) CO CTPYKTYypo# #1; J - ameMeHThl THCOBOTO T'€HOMa C TIOBTOPHO 00Opa3oBaBIIEHCS
CTpYKTypol #2; K - 2JIeMEeHTHI IPpeBHUX TOJIOCEMEHHBIX (THETOBBIC) CO CTPYKTYpOit #1; L - niieMeHTHI
TIOKPBITOCEMEHHBIX CO CTPYKTypoit #1. CmpaBa OT CTPYKTYp PacHoJIOKEH CTOJOeN ¢ HyMmeparuen
cTpykTyp (1-5 B IBETHBIX Kpyrax COOTBETCTBYIOT #1-5) M TaKCOHBI, B KOTOPHIX JaHHBIC DJIEMEHTHI
ObLTH BELABJICHBL. 1 Kimactepa Tat Z TAKCOHOMUYECKUH cocTaB 0003Ha4YeH Kak “‘Bricmme pacTeHus”,
YTO O3HAa4YaeT NPUCYTCTBHUE OIIEMEHTOB MJAaHHOM TPYMIIBI BO BCEX TAaKCOHAaX OT TPEX Tpymn
Moxo00pa3Hbix (HacTosmme, aHTOLEpPOTOBBIE W TEUYEHOUHBIE MXH) JIO TOJOCEMEHHBIX U

MMOKPBITOCEMECHHBIX, UCCJIICJOBAHHBIX B IlaHHOﬁ pa60Te.
OcranbHas yacTh nepBoil BeTBu Tat (knacrepsl Tat A-D, Z) 1eTUKOM COCTOUT

U3 KJIACTEPOB, BBISIBICHHBIX BIEPBbIE B paMKax JaaHHON paboTsl (Pucynox 13).
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DneMEeHThl UMEHHO 3TOI BETBH INPEACTABIECHBI HOBBIMU MCCIIEJOBAaHHBIMU TaKCOHAMU
HELBETKOBBIX pPACTEHUH, WU HMMEHHO B HHMX OOHApy>XEHbl JBE HOBBIE CTPYKTYpbI
anemeHToB ¢ aRNH. BerBb MOXET OBITH paccMOTpeHa Kak COCTOAIIAs M3 JABYX
KJIIOUEBbIX y3710B: (1) 6a3anbHOro, OTKyJ1a OTXOJAT BBIILICYHOMSHYThIN Kiactep Tat Z
u knacrep Tat A, npeACTaBIE€HHbI F€HOMaMH aHTOLIEPOTOBBIX MXOB, a Takxe (2)
CJIEIyIOIIET0 32 HUM Y3J1a, r7ie 0e3 JOCTOBEPHOM MOAJIEPKKU BETBICHUS PACXOISATCS
JpyT OT Apyra Tpu ocTalibHbIX Kiactepa (Tat B, C, D).

Kunacrep Tat A npeacrasneH s3aeMeHTaMH ABYX CTPYKTYp (#1 u #5) u3 reHoMoB
aHTouepoToBbix MX0B (Pucynok 13). [IpumedarensHo, yTo, Oy Ty4n pacnoioKeHHBIMU
“BriepemMexxKy”’ BHYTpH Kiactepa Tat A, 06e CTPyKTypbl MOTYT BOCHIPHUHMMATHCS KaK
IIPOU3BOJHAS OJHA OT APYTOil.

Knacrep Tat B mpencraBieH 3JIEMEHTAMU T€HOMOB HACTOSIIUX MXOB CO
ctpykrypoit #4 (Pucynok 13). TosibkO B MOJOBHUHE HCCIETOBAHHBIX T€HOMOB MXOB
ObUTH OOHapy:keHbl 25ieMeHThl ¢ aRNH, uTo MoxeT ObITh 00BICHEHO KaK HEMOJHOTOM
COOpPKM HEKOTOpPbIX T'€HOMOB, TaK M HEKUMH OHBOJIIOIHMOHHBIMU IIPOLECCaMHU,
MPOUCXOIUBIIUMH B OTAesne HacTosimux MxoB (Tabmuua 2, mpuioxenue 1). Takumu
IpoLeccaMyd MOTYT ObITh pa3lInyHble MPEeoOpa30BaHMsI F€HOMOB WM M3OJISILMS, HE
MO3BOJIMBIIAST OTAEJIBHBIM JUHUSAM IpuoOpectu Kak cam aoMeH aRNH, tak u xonwuto
y>Xe 00pa30BaBIIETOCs JIEMEHTa IMyTEM TOPU30HTAIIBHOTO MepeHoca. s u3bickaHui
B JJAHHOM BOIIPOCE HAIIM JAHHBIE HE MIPEIOCTABIISIIOT JOCTATOYHBIX CBEJICHUM.

Knacrep Tat C nonuduiieTndeH W MPEACTaBICH Pa3HOOOpAa3HUEM DJIEMEHTOB
pa3IUYHBIX CTPYKTYp U3 reHOMOB IiayHoB (PucyHok 13). CTOUT OTMETHUTH, UTO 3TO
ONUH W3 JBYX TMOJU(DUICTUYECKUX KJIACTEPOB, COHOPMHUPOBAHHBIX 3JIEMEHTAMHU
T€HOMOB IUIayHOB, BBISIBJICHHBII BIIEPBBIE B paMKax JaHHOM paboTel. Bcero B nanHOM
kiactepe umeercsa 3 crpykrypsl LTR-perporpancnozonoB 7at ¢ nomenom aRNH (#1,
#3 u #4). Bce nuHMM TaHHOTO KJIacTepa ~MepeMelllanbl”’ Ha JAPEBE, UTO HE MO3BOJSET
CYJIUTh O B3aMMOOTHOIIEHUH MEXIy dJIEMEHTaMH C 3TUMHU CTPYKTypaMmu. M3 ueThipéx
MCCJIeIOBAaHHBIX F€HOMOB IJIAYHOB B COCTABE JIAaHHOT'O KJIACTEPAa MMEIOTCS AJIEMEHTHI
TOJIBKO JIBYX, OTHOcsamuxcs kK otaeny CemarunemnoBbix (Selaginellales), ognoit u3
TpEX OCHOBHBIX TIpynn kiacca IlnayHoBuanble (TakoBbIMU SBISIOTCA: OTHAET
[TonymnukoBeie wunm Isoetales, otmen IlmaynoBeie wunu Lycopodiales, otnmen
CenarunemnoBbie Selaginellales. B tabnumne 1 u mpunoxkenun 1 kimaccudukanus

MpcacTaBJICHA 0oJice BLICOKUMH paHI‘aMI/I).
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Knacrep Tat D chopmupoBaH 3JeMEHTAMU MAMIOPOTHUKOB CO CTPYKTypou #1
(Pucynok 13). DneMeHThl He ObUIM OOHApYKEHBI JIMIIb B HEKOTOPBIX ‘‘UEpHOBBIX’
TEHOMHBIX cOopkax. PaccyxaaTh 0 mMpUYMHAX OTCYTCTBHS SJIEMEHTOB 7at B JaHHBIX
T€HOMAaX C UMEIOIIMMHUCS TaHHBIMU HE MPECTABISIETCS] BO3MOKHBIM.

Btopas BerBb 7af COCTOMT TPEUMYLIECTBEHHO W3 BBISBIECHHBIX paHee
kiactepoB, HazwpiBaBumiuxcs Tat I-VI [9,118] (Pucynku 7, 13). Opnako, B cuiy
oOHapy’KeHusl Cpeu HUX ell€ HECKOJIbKMX BHYTpPEHHUX kiactepoB (Mexnay Tat 111 u
IV), npexHsas Hymepauus rnepectaina ObITh yaoOHOH. B HOBbIX 0003HAYEHUSX MBI
npeasiaraeM JeJduTh BeTBb Ha 8 kiactepoB Tat E, F, G, H, I (ne niytats ¢ Tat | -
MIPEXKHSIST HyMepalus 1o pUMCKOMY 00pas3ily He BbLIemseTcs: KypcuBoMm), J, K u L.

Knacrep Tat E (npexuuit Tat 1) co ctpyktypoii #2 panee ObUI BBISIBIEH TOJIbKO
B reHoMe tuiayHa Selaginella moellendorffii B xonmudectBe TpEX 3JIEeMEHTOB [9]
(Pucynok 13). Teneps okono 50 xonwuii oOGHapyKeHBI B TOM ke TeHoMme U | komwus B
reHoMe JApyroro IuiayHa - Selaginella kraussiana. Bno6aBok, y Isoetes engelmannii,
MpPEICTaBUTENsl JAPYyrod OONBIIONW JIMHWM TUTAyHOB, Kiacca [loMyITHHUKOBBIX
(Isoetopsida), Takxe BBIBIEHA JaHHAs CTPYKTypa, OJHAKO, €ro IOJO0XKCHHE
HEOJHOKpPAaTHO TMajaso JuO0 B BUAEC 0Oa3ampHOW BETBH JTOTO KiacTtepa, JmOo
OazanbHOW BeTBU Kiactepa Tat F (npexuuil Tat 11 ¢ pucynka 7). lnsg mpocToThl
Mpe/ACTaBieHUsl, B JaHHOW paboTe 3TH BJEeMEHThl OyAyT paccMaTpuBaThCA Kak
MPeICTaBUTENIU OJJTHOTO MOJUPUICTHUHOTO KIacTepa.

Kmacrep Tat F (npexuawmit Tat 1) ¢ aHaTOTHYHOM CTPYKTypoul (#2),
CBOMCTBEHHBIM T'OJIOCEMEHHBIM PACTEHUSIM, TakXXe ObLT BBISIBIEH C HEBBICOKOM
YHCIICHHOCTBIO B MpexkHux padotax [9] (Pucynok 13). B npoxenannoit pabore Obuu
BBISIBJIICHBI 3JIEMEHTHI, MTONABIIKE B JAHHBIM KJIacTEp, KOJIMUYECTBOM B JIECATKU THICSY
3JIeMEHTOB Ha TeHoM. Kitactep mno-mpexHeMmy HpeACTaBI€H TOJbKO 3JE€MEHTaMU
T€HOMOB TOJOCEMEHHBIX, KaK JPEBHUX M TMPAKTUYECKA BBIMEPIIUX TAKCOHOB
(ruetoBbix, Gnetum montanum, TUHKIOBbIX, Ginkgo biloba, nu caroBHuKoBbIX, Cycas
panzhihuaensis), Tak ¥ TIpeACTaBUTENEH CEMEICTB XBOWHbBIC, TUCOBBIC M KUITAPUCOBHIC
(Tabnuma 2, IMpunoxenue 1).

Knacrep Tat G (npexuuit Tat 1) co crpykrypoit #3 paHee ObUI BBHISIBICH B
HEOOJIBIIIOM KOJIMUECTBE Y XBOWHBIX W BBI3BIBAJI BOTIPOC O MOjoKeHuu nomeHa aRNH
(Pucynok 13). Tak, B padote [9] nomeH n300paxéH, kak C-KOHIIEBOW B MOJIUMECHTHIC
reHa pol (Pucynok 7). XOTs TOJydeHHbIE B XOJ€ JAaHHOW paOOThI BJEMEHTHI,

MOMaBIIME B JaHHBIM KiacTep, o0iamand TOM ke MOCIeJOBATEIbHOCTHIO JOMEHOB,


https://www.zotero.org/google-docs/?QIMG3h
https://www.zotero.org/google-docs/?B10a8Z
https://www.zotero.org/google-docs/?ifZYo5
https://www.zotero.org/google-docs/?MuglqY
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nouck OPC (meranpHee pa3obpan Huxke B nyHkre “Tlonck nob6aBounsix OPC c
KOJIUPYIOLIMMHU MOCTEA0BATEIBLHOCTIMU ) MOKa3aj, uro qomeH aRNH pacnonoxen B
oraensHoit OPC B 3 obOmactu, npumepno B 500-1000 HykiieoTHIAaX OT OKOHYAHUS
OPC rena pol. HoBble naHHbIe TaK)K€ PaCIIMPUIIU MPEICTABICHHOCTh Kiactepa Tat G
HOBBIMM TI€HOMAaMH, MO-TIPEKHEMY NPUHAIICKAIMMUA TOJBKO K  XBOWHBIM
rosioceMeHHbIM (Tabnuma 2, [punoxenue 1).

Knacrepst Tat H, I, J u K BoisBiensl BuepBbie Mexay Tat G (npexxuuii Tat I11)
u Tat L (mpexuuit Tat [V-VI) (Pucynku 7, 13).

Kiacrep Tat H mnpencrtaBieH 3JIEMEHTaMHU JIBYX POACTBEHHBIX IPYr APYry
JPEBHUX TPYMI FOJOCEMEHHBIX - THHI'KOBBIX M CArOBHUKOBBIX (TAaK)KE€ M3BECTHBIX Kak
[IUKACOBbIE). DJIEMEHTHI KJIacTepa MpelICTaBIEHbl CTPYKTYpoH #3, Kak M AJIEMEHTHI
onxaitiero k HUM kiacrepa Tat G (Pucynku 7, 13).

Knacrep Tat I npeacrtaBieH sJIeMEHTaMH CO CTpYKTypou #1 u3 reHomoB G.
biloba u Bcex 4YeTHIpEX HCCIEAOBAHHBIX BUAOB KunapucoBbix (Pucynku 7, 13).
DneMeHThl THHKIO JIeKaT B OCHOBAaHHWM KJacTepa, JJIMHBI BETBEHl HE MO3BOJIAIOT
CYJIUTh O CUJIbHOM YJaIEHHOCTH JIAHHBIX JIEMEHTOB OT KUIApPHUCOBBIX.

Knacrep 7Tat J TexHu4yecku He sBIsSETCS O(OPMIICHHBIM KJIacTEpOM - OH
MIPE/ICTABIIEH 3JIEMEHTAMU TUCOBOTO reHoma - Taxus wallichiana - co cTpyKTypoil #2.
[Ipu 5TOM, Mg J@HHOTO TE€HOMa MO-TPEKHEMY OOHAPYKUBAIOTCS JJIEMEHTHI C
AHAJIOTUYHOM CTPYKTYpoH B Kiactepe Tat F, comepxkameMm >3JIEMEHThl BCEX TPyMI
rojoceMeHHbIX ¢ #2. C nipyroit cTopoHsl, kjactep 7at J mepuoanyecKu OonpeesieTcs
Ha gpeBe RT kak BHyTpeHHuUM B cocrase Taf [, BHyTpU KOTOPOI'O HAXOAATCS 3JIEMEHTHI
ATOTO e TeHOMa KUIIapUCOBOTO o CTpykTypoit #1 (Pucynku 7, 13).

Kiacrep Tat K npencraBieH 3J€MEHTAMHU THETOBBIX - Gnetum montanum W
Welwitschia mirabilis co ctpykrypoit #1 (Pucynku 7, 13). IlpeacraBiser mHTEpecC
TaKCOHOCIEIM(PUYHOCTh JaHHOTO KJIacTepa MO OTHOIIEHUIO KO BCEM KjacTepam ¢
aHAJIOTUYHON CTPYKTYpPOH, B OCOOEHHOCTH K Kiactepy Tat K, B KOTOPOM CMEIIAINCh
3JIEMEHTHI CO CTPYKTYPOid #1 OT pa3HBIX TPYII TOJTOCEMEHHBIX.

Knacrep Tat L (npexuue Tat IV-VI) co crpykrypoil #1, coriacHo npexHum
UCCJICAOBaHUSAM, TPEACTaBIeH T'€HOMaMu MOKpbhIToceMeHHBIX [9] (Pucynku 7, 13).
N3HauanpHO B paMKax AaHHOW paOOThl HE TUIAHUPOBAIOCH PACCMATPUBATH AJIIEMEHTHI
MOKPBITOCEMEHHBIX U3 JTAHHOW Tpymnmbl. HejaBHO cTamu JOCTYNMHBI T€HOMBI IPEBHUX
Tpynn  TOKPBITOCEMEHHBIX - Topsaku  AmOopesuionBetHele  (Amborellales),

Kysmmnkonsernoie (Nymphaeales) u Marnonmuunael (Magnoliidae), oTpak€HHbIe B


https://www.zotero.org/google-docs/?694Cm9
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tabiuue 1. Ilpenmosaranock, 4To y JAPEBHUX TAKCOHOB MOKPBITOCEMEHHBIX MOTJIHU
COXPAaHMUTHCSI CTPYKTYpPhI, OTJIMYHBIE OT CTPYKTYphl #1. OnHAKO, XOTS T€HOMBI 3TUX
pacteHuii copMHUpPOBAIN HOBBIE KIaIbl BHYTpU at I, Bce 3IIeMEHTHI ATOM TPYIIIHI 1MO0-
MpeKHEeMY ObUIM MpEACTaBlIEHbl CTPYKTypoil #1. Jlyis mpocTOTHI Npe/CTaBICHUS B
paMKax JTaHHOW paboThI, KJIACTep MO-MPEKHEMY OYyJIeT OTPaKaThCs €AUHBIM, XOTS Ha
JieJie IPeACTaBIeH HECKOIBKMMU TaKCOH-CIEU(PUUIECKUMHU TPYTIIIaMU.

[TomuMo cHucTeMaTHYECKH MOBTOPSIOIUXCS CTPYKTYpP, CHOPMHPOBABIINX
JUHUM C BBICOKOW YMCICHHOCTBIO, MPEJICTaBICHHBIX HAa pUCYyHKe 13, ObUIM Takxke
OOHapy>X€Hbl MAaJIOYUCIIEHHbIE CHHIJIETHbIE I10CJIEJOBATEIBHOCTH 3JEMEHTOB CO
CTPYKTypaMH, KOTOpPbIE HE BBIABIUIMCh CHCTEMAaTHYECKA B COOTBETCTBYIOLIUX
TakcoHax. VX aHanm3, 0ObSICHAIOMMNI HEBOBICYEHHOCTh B JAHHOM (DUJIOTCHETHYIECKOM
JpeBe, MPOU3BOIUTCS B OJOKE AMCKYCCHH, TJaBe ‘“AHaiu3 CIOPHBIX 3JEMEHTOB-

CUHTIJIETOB”.

dunoreHernyeckre B3auMooTHoieHust 1oMeHoB aRNH kiacrepos Tat

Ha nomydeHHOM U3 BBIpaBHMBAHUSA IO TPETHUYHOM CTPYKType IIOCie
(¢uoreHeTH4ECKON peKOHCTpyKUuu gApeBe goMeHoB RNH moxHO BbLaenuts 3
rnobanbHble BeTBU: (1) BeTBb HaTuBHBIX JoMeHOB RNH perporpancnosonos, (2)
BeTBb TeHOB RNH rpuboB, >xuBoTHBIX U qomMeHOB RNH perpoBupycos, (3) BeTBb
nomMeHoB aRNH, kyzma BXOZSIT COOTBETCTBYIOIIME T€HBl pAaCTEHUM, apXeh U
cTpameHonui1. CxemaTuueckoe n300pakeHue (UIOreHEeTHUYECKON PEKOHCTPYKIUHU 1O
nomMeny RNH (¢ aByMs ocTajabHBIMH BETBSIMH B KayeCTBE BHEIIHUX T'PYII)
n3o0paxxeHo Ha pucyHke 14. IlonHoe npeBo mHpuBEAEHO B IpwiIokeHUH 2. B
rno0adbHOM IIJIaHE, OHO TIOBTOPSAET (PUIOTEHETHYECKOE JpeBO (NPUBEACHO B
npwioxennu 3) noMmeHoB RNH u3 npouuioro ucecnenoBanusi, T.K. COAEPKUT TE KE TPU

OCHOBHBIC BCTBH.
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Pucynok 14. CxemaTndeckasi Bu3yanu3aius QrioreHeTHIeckoro apesa qomeHoB RNH ¢ akmenTom Ha

knactepa goMeHoB aRNH, BBIABICHHBIX NMPEHMYILECTBEHHO B dyieMeHTax Jat (y3Ibl, HE MMEBIINE
JOCTOBEPHBIX 3HAUYEHHUH, OOBeIMHEHbl A0 OmmKalmmx O0a3aJbHO pPAclONOKEHHBIX K HHUM
JOCTOBEPHBIX Y3JIOB; [UIMHBI BeTBeHl ycioBHBI). Cpenu TpEX OCHOBHBIX 3BOJIOLHOHHBIX BETBEH
nomeHa pubonykieassl H (perpoBupycubsie aRH - mo6aBounsie RNH peTpoBupycoB, kK KOTOpBIM
TaK)Ke, COTJIACHO MPEeXHUM pabdoTam [9,118], momamaroT cBoiicTBEHHBIC TprbaM 1 kMBOTHEIM TmMRNH
- Fungi/Metazoa RNH), LTR-RTs RH - RNH narusasix momeHoB LTR-petpoTtpancmo3zonos, aRH -
reasl RNH pacrenwnii, crpamenonm u apxeii). OpuruHaapsHOE IPEBO YKOPEHEHO KJIacTepoM JTOMEHOB
perpoBupycHbix aRH. B xinacrepe aRH nabmonaercs 6 kinactepoB 100aBovHbIX qoMeHoB aRNH u3
anemeHToB Tat: (1) HoBBIM KiIacTep aRNH-2 cTpyKTyphl #5 aHTOIIEPOTOBBIX MXOB, (2) HOBBIM KJIacTep
nomeHoB aRNH crpykrypsr #1 u aRNH-1 cTpykTypsl #5 u3 reHOMOB aHTOLIEPOTOBBIX MXOB, (3)
kinactep aRNH ceMeHHBIX pacTeHuil, MiIayHOB U HACTOSIIUX MXOB, T1I€ MXH (DOPMUPYIOT HEOOIBIIYIO
0a3anpbHYI0O BETBb, 4 CEMECHHBIC pACTEHUS C OIHOW JWHWUEH »dJIeMEHTOB IutayHa S.kraussiana
chopmupoBain 3a cu€t aRNH osmementoB ¢ #3 (miayHoB), #1 u #2 (CEMECHHBIX pPaCTEHHN)
CTPYKTypamMH OCHOBHYIO YaCTh BETBHU (JJOMEHBI 3JIEMEHTOB #1 U #2 CTpYKTyp BHYTPH 3TOTO KiIacTepa
HE MOTYT OBITh pa3/ielieHbl Ha BHYTpeHHHE TUHHN), (4) nonudunutnuneiid knactep aRNH mraynos
pasznuuHbIX nonokeHnit 1 aRNH mamopoTHHKOB ¢ WX €AMHCTBEHHOW CTPyKTypoH, (5) emé oauH
KJIaCTep U3 OJHOW JIMHUH 3JIEMEHTOB IJIAYHOB U3 reHoMa [.engelmannii co cTpykTypoit #2, (6) aRNH
3JIEMEHTOB CO CTPYKTypod #3, cocToSsIMi W3 JBYX JOCTOBEPHO pa3AeisieMBbIX MOJIKIACTEPOB -
3JIEMEHTOB XBOWHBIX T'OJIOCEMEHHBIX M 3JEMEHTOB T'OJJOCEMEHHBIX M3 CAarOBHHKOBBIX U TMHKIOBBIX.
O6o03HaueHnss A-L COOTBETCTBYIOT (HMIIOTEHETHYECKUM kiactepaM 1o npeBy RT u3 pucynka 13.
KrnacTeps! BbIJie/IeHB] [IBETAMU 110 COOTBETCTBUIO CTPYKTYpaM Ha pUCyHKe 12: po30BbIil - #1, )KenThIi
- #2, cuHuit - #3, GuoneToBwli - #4 u 3en€HBIN - #5. OOHOBPEMEHHO NPSMON M IMYHKTHPHOH JTHHUEH

0003HAYCHEI HOJ'II/I(I)I/IJ'IGTI/I‘-IGCKOG KJIaCTCPHI.


https://www.zotero.org/google-docs/?0FVQeo
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Bce natuBHbie toMensl RNH, kak 0Kuaanocse, momnany K OCTaIbHbIM HATUBHBIM
nomenam RNH LTR-perporpancmnozonoB, chopmupoBaB Ha JpeBe kimactep Iat,
MMPAKTUYECKU AHAJIOTUYHBIA IO CTPYKType ApeBy o nomeny RT, Bkmrouas Tat Z. Bee
nomenbl aRNH #3 0O0Hapy>XeHHBIX aJrOpUTMOM DJIEMEHTOB 7at TOmMaid, Kak |
oxuganock, B BerBb aRNH, cdopmupoBaB BHYTpM HEE HECKOJIBKO KJIacTEpPOB
(Pucynok 14). B3auMoOTHOIIEHHE 3TUX KJIACTEPOB MEXKy CO0O0M OCTAETCs CIIOPHBIM,
MOCKOJIbKY MHOIME Y3JIbl HE TMPOIUIM BBIOPAHHOTO KPUTEPHUS JTOCTOBEPHOCTHU
(mognepxka aLRT u ufBoot - 80 u 95, COOTBETCTBEHHO) U MOKHO yTBEPKIATh, YTO
BCE OHHU BBIXOMIT H3 ONHOTO Yy3ma. Hwuskue kodhPUIMEHTH CTaTHCTHUYECKON
MOJJIEPKKH MOYKHO OOBSICHUTH HEOOJBIION UIMHONM OTHOCUTEIBHO KOHCEPBATUBHOIO
y4acTKa aMHUHOKHCJIOTHOM TocieaoBarenbHocTH aoMeHOB RNH, a Takxke ObICTphIM
MIPOLIECCOM JIUBEPTEHIIMH 3THUX JIOMEHOB OT OOILEro MpeiKa, CONPSKEHHBIM C BBICOKOM
CKOPOCTBIO MYTHPOBAaHHsI CaMUX PETPOTPAHCIIO30HOB, HEJOCTATOYHOM, OJHAKO, MJIS
TOT'0, YTOOBI 3JIEMEHTBI MOTJIA OBITh JOCTOBEPHO pa3/elieHbl Ha pa3HblE IPYIIIbL.

Owiorenust o jgomeHy aRNH (Pucynok 14) BO MHOroM COOTBETCTBYET
¢dunorennn mo aomeHy RT (Pucynok 13). Tak, ang 4 u3 5 xkimactepoB HECEMEHHBIX
pactenuii ¢ apeBa RT (7Tat A, C, D u E, pucynok 13) copMupoBaHbl NMpakKTUIECKU
COOTBETCTBYIOILIUE UM KiacTephl. Jls ABYX MOMUPUICTHUECKUX KIACTEPOB IUIAYHOB
¢ npeBa RT (Pucynok 13) Obul moslydeH OMH OONBINION MOMU(UIETHIECKUI Ki1acTep
aRNH, coaepxxamuii 3JIeMEHTbl U3 T€HOMOB BCE€X HMCCIICOBAHHBIX MPEIACTABUTENIECH
pona Selaginella, Bce 53neMEHTHl NANOPOTHUKOB, BBIJCICHHBIX KHYTPU HErO B
OTZEJIbHYIO BETBb, a Takxke e JMHUMM aRNH miuayHOB pacnosioxuiInch OTAEIBHO:
onHa He3zaBucuMo (aRNH u3 renoma lengelmannii, Tat E), npyras nuaug (aRNH u3
3JIeMEHTa CO CTPYKTypoil #3 reHoma S.kraussiana) momnana B OOJBIION KiacTep
cemeHHbIX pactenuil (Pucynox 14). CToUT OTMETUTH, 4YTO OHJIEMEHTHI IUIAYHOB
pacnonararorcsi Ha pekoHcTpykuusix apeBa RNH kpaiine nectabunbHo: nHoraa aRNH
u3 reHoMa lengelmannii u aRNH wu3 renoma S.kraussiana co cTpykrypour #3
rpynnupytores ¢ apyrumu aRNH mmayHoB, omHako, B Takux cilydasx pacnaaacTcs
6onpmiont kmactep aRNH muraynoB, ocraBnsis aRNH manopoTHHKOB HE3aBUCHMBIM
MOHO(WIETUIHBIM KiacTepoM. [1o1o0Hast HEMOCTOSHHOCTh MOKET TOBOPHUTD B IOJIB3Y
HE3HAYUTEIBHOTO IBOJIFOLIMOHHOTO PACCTOSIHUSA MEKy KIIaCTEpaMU.

JI71s1 aHTOIIEPOTOBBIX MXOB BBISIBJIICHO JiBa Kiiactepa (PucyHnok 14) - ocHOBHOM ¢

npokcuManbHbiMu aRNH (emunctBennsii aRNH nmns ctpyktypel #1 u aRNH-1 u3
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3JIEMEHTOB CO CTPYKTYpo# #5), u Bropoii ¢ “nmumnum” aRNH (aRNH-2) u3 ctpykrypbl
#5 ¢ tpemsa nomeHamu RNH (natusnbiii RNH, aRNH-1, aRNH-2).

DJNIeMEHTHI KJIacTepoB ceMeHHbIX pactenuii ¢ apesa RT (Tat F, G, H, I, J, K u
L, pucynok 13) chopmupoBanu 1Ba COOTBETCTBYIONIMX UM KiacTepa Ha japeBe aRNH
(Pucynok 14). B ogun w3 stux kiacrepoB monanu aoMeHbl aRNH snemenToB co
cTpykTypoi #3 u3 kiacrepoB apeBa RT Tat G u H, B n1pyroii - Bce OCTalbHbIE JOMEHBI
aRNH snemenToB nepeunciieHHbIX KinactepoB. Tyna Takke nonanu gomeH aRNH wu3
areMeHTa TutayHa S.kraussiana co CTPYKTypoil #3 (pacroyiOKUJICS BHYTPU BETBU) U
AJIEMEHTOB HacToAmuX MxoB (7at B), NTOCTOBEpHO pacmojoKuBIIUEcs Oa3alibHON

BCTBbBIO KO BCCMY KIIACTCPY.

CpaBHeHue crenmeHM aerpaganuum HatuBHOro aomeHa RNH mocae
npuodperenust aRNH

B xozne paccmoTpenus BbIpaBHUBaHUSI aMUHOKHUCIIOTHBIX TIOCIIEI0BATENIbHOCTEN
nomenoB RNH (aRNH wu natuBusix RNH) ¢ yderom mnpejacka3zaHus TpEeTHUHOMN
cTpykTypbl uHCcTpyMeHTOM PROMALS3D Obuto MOKa3aHoO, YTO HATUBHBIA JIOMEH
TepsieT OT ABYX /10 YETHIPEX aMUHOKHUCIIOT KaTATUTUYECKHA aKTUBHOTO IIEHTPA TETPAJIbI
DEDD, eciu ectp gomen aRNH B mro6om monoxeHun. Cxema, oTpaxaromias
LETIOCTHOCTh AKTUBHBIX LIEHTPOB JABYX JOMEHOB HJisi KaXKJIO0W Trpynmbl Kiacrep-

CTPYKTYpPa-TaKCOH IIpeJICTaBIeHa Ha pUCYHKe 15.

Structure

D E D D D E D D

e o Ml T = = I N T T

1 X XX X VvV VvV V

2 X %X X VvV VvV V

3 X XX X VvV VV V

@ X 45X X V VV V
V. YUV VI[aRHH
o X XX X X X X X @aRHr2

non@aRH vV VV V

Pucynok 15. 3aBucumocts aerpamauuu HatuBHOro aomeHa RNH or namumuus gomena aRNH B
Pa3IMYHBIX TOJOXEHHUAX IS BBIABICHHBIX CTPYKTyp mo mnojoxenmio nomeHa aRNH. Croxberr
“CrpykTypa” oTpaxkaeT maTh CTpyKTyp (#1-#5) ¢ aRNH ninm ucxomHyro cTpykTypy 6e3 1006aBodHOTO
momeHa aRNH. Crpasa ot cronbma “CtpykTypa” B TAOTHMIHOM BUIE N300paKeHBI 8 CTOIOIOB 10 4 Ha
kaxaeii qomeH (HatuBHBIH RNH m aRNH, nHa pucynke momensr o6o3nauensl “RH” u “aRH”,
COOTBETCTBEHHO), OTPAKAIOIINX HATUYHE B IOCIICIOBATEIHPHOCTH 3JIEMEHTAa HA COOTBETCTBYIOIIUX

MO3ULIASAX AMUHOKHUCIIOT KATAIMTUYECKU aKTUBHOIO LieHTpa TeTpaisl DEDD.
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OCHOBHBIM HAOJIOJICHHEM B 3TOM CBETE SBJISETCS Ha JTAaHHBI MOMEHT CBS3b
MEXIy aerpagainuedt HatuBHoro noMena RNH ¢ mpuoOpereHnem IOMONTHUTEIHHOTO
nomeHna aRNH. Bo Bcex rpynmnax ¢ aRNH natusnbiif jomed RNH nortepsin xoTst Ob1 2
(B OospmmHCTBE ciaydaeB 3 win 4) aMHHOKUCIOTHI TeTrpaasl DEDD akTuBHOrO
ueHtpa. B rpynnax 0e3 aRNH (Bkitouass Haunbonee npubnmxénnsie k Tat ¢ aRNH -
Athila v Tat Z) HaTUBHBIN JOMEH IEJIBIN, U, BUTUMO, COXpPaHsIeT aKTUBHOCTb.

Taxxe HeOE3bIHTEPECHO HAOIIOJCHUE, YTO DJIEMEHTHI aHTOIIEPOTOBBIX MXOB CO
cTpykrypoit #5, rae npucyrctBytoT 3 nomena RNH (natuBnbiii RNH u nBa aRNH)
TaK)Ke CoJAeprKar JiMilib oAuH 1enblii qomeH aRNH-1, B To Bpems kak HaTtuBHbIM RNH
1 u30bITouHbI aRNH-2 norepsiiin Bce aMHHOKHCIIOTHI aKTUBHOTO IIEHTPA.

AHaJIM3 CIOPHBIX 3JIEMEHTOB-CUHIJIETOB

[Touckom komanmon ‘grep’ mo (aitry B komauaHOUM cTpoke (bash) BeIBISAIHCH
€AMHUYHBIE JJIEMEHTBI CO CTPYKTypaMH, HE BBISBJICHHBIE B KaXJOM OTACIbHOM
r€HOME CHCTEMAaTHYECKUM MOUCKOM. Tak, KOJIMYECTBO MOTEHIUAIBHBIX CTPYKTYp, HE
BONIEIINX B aHAlM3 MpeAcTaBlieHO B Tabmuue-npuinoxkenun 5. Cpeau HUX ObLT
MPOU3BEAEH YaCTUYHBIM OTCEB MO OYEBUIHO XUMEPHOMY MPOUCXOXKICHUIO CTPYKTYP
(Te cimydau, T/1€ B aHHOTAIlMK CTPYKTYPBI YYACTBYIOT JIMITHUE JOMEHBI, H aJITOPUTM HE
CMOT pa3OUTh ATH TOCIEIOBATEIILHOCTH HA JBa dJEMEHTa). 3areM, mocje Oerioro
OCMOTpa TOCJIEIOBATEIBHOCTH d3JIeMEHTa B OHJaiiH-uHcTpymMeHTte CD-search,
OCTaBIIMECS DJIEMEHTHl ObUTM J00aBICHBI K BBIPABHUBAHHAM JBYX JCPEBHEB
(xonkarenupoBanHoe ApeBo RT+RNH+INT u apeso RNH-aRNH) mncTpymeHTOM
mafft. ITlomyueHnwsie nepeBbs coaepxkanu 61 »siaemeHT u3 69 mpencKazaHHBIX
aneMeHTOB (8 3a0pakoBaHbl NPOrpPaMMHBIM OOECHEUEHUEM JUISl  [OCTPOEHUS
(dunoreneTndeckux JepeBbeB). CpaBHEHHME [AaHHBIX JEPEBbHEB MPUBOAUTCS B
MPUIOKEHHH 6.

Cpean »THUX D3IIEMEHTOB ObUIM JJIEMEHTHI IJayHa [soetes engelmannii co
cTpykTyport #1, mnayHa Selaginella tamariscina co CTpyKTypoit #3, 3JIEMEHTHI
rHeroBoro Welwitschia mirabilis co CcTpyKTypoil #2, 3JIeMEHTBl XBOWHBIX CO
CTpYKTypamH #1, #4 1 kumapucoBsIX ¢ #3, #4.

B ciyuae snemenToB 1mayHa Isoetes engelmannii co cTpykTypoit #1 Ha KaxxaoM
U3 JIEPEBbEB JOMEHBI COOTBETCTBOBAJIM KJlacTepy 3a mpeneiaamu 7at, CBOWCTBEHHOMY
napasuTtam pacteHuid - oomurietam (kiacrep Chronos). IlockonabKy reHoOMHasi cOopka
HE JIOBEJIEHA 10 XPOMOCOM, a KOJMYECTBO KOHTUIOB IIPEJICTABICHO AECITKAMU ThICAY

MOCJICIOBATEIbHOCTEH, HaM BWAWTCS HauOoJee BEpPOSTHBIM OOBSCHEHUE O
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KOHTaMUHAIMKU o0paslia, HEXEIM BEPOATHOCTb T'OPU3OHTAILHOrO IiepeHoca. B
MPUIOKEHUH 6 JIaHHbIC DJIEMEHTHI TPYIIUPYIOTCS B OJMH KJIACTEp HA KaXJOM U3
nepeBbeB, nojanucansl Ha ApeBe aRNH ‘Chronos’.

B cnyuae asnementoB Welwitschia mirabilis co cTpykTypoit #2, Bce NATh
aneMeHToB nonanu B kiacrep Zat F Ha apese RT, a ux aRNH - B kimacrep aRNH
CEMEHHBIX pacTeHUi co cTpykrypamu #1 u #2. Takum oOpa3zom, HE BBISIBICHHAs B
OOJBIIMX KOJUYECTBAX, CTPYKTypa BCE ke HE OblIa yTpadeHa y OTIACIBHOIO TeHOMa
THETOBBIX, KaK MPUXOJIUIOCH OBl MpeAmnoarate 0e3 JaHHOTro aHanu3a. B npunoxxeHuun
6 maHHBIC SJIEMEHTHl TPYNIHUPYIOTCS B OJUH KIACTEp Ha KaXJAOM W3 JIEPEBHEB,
noanucansl Ha apeBe RT ‘Wmir #2°.

B cnydae ocTaipHBIX CTPYKTYyp HaOmtomancs oAuH W3 ABYX cieHapueB: (1)
AJIEMEHTBl HE COOTBETCTBOBAJIMA 3JIeMEHTaM 7af 10 OJAHOMY WM JABYM JEpeBbsM; (2)
AJIEMEHTBI COOTBETCTBOBAIM KaXJAOMY M3 (DUIOTEHETUYECKUX JIEPEBHEB, HO HE MOTYT
OJIHO3HAYHO CYUTAThCS HE CIy4YalHBIMU CTPYKTypamu. Tak, OOJBIIMHCTBO W3
OCTAaBIIIUXCSl DJIEMEHTOB JIMOO HE COOTBETCTBOBaNM kiactepy Zat mo nomeny RT (u
IBYMS JPYTHMH, KOHKATEHUPOBAHHBIMU C HUM), 00 nomeH aRNH stux snemeHTOB
JeXxan B KiacTtepax, coorBercTByromux knactepam aRNH pacrenumii-xosseB ninm B
kinactepax oguHoYHbIX aRNH. I[IpoucxoxaeHrne nocieaHux IUCKYCCHOHHO - OHU HE
TaroreroT K kiacrepam aRNH 7af, HO u 5exar OTAENBHO OT APYTUX JTOMEHOB
pactreHuil. Mbl mpeamnonaraéM, 4To 3TH JOMEHbI COXPAHWIMCH MOCIE AErpaaaruu
JPEBHUX AJIEMEHTOB 7af, OOHAPYX UTh KOTOPBIE YK€ HE MPEICTABIISAETCS BOZMOXKHBIM.

K enuHuuyHBIM ciyyasiM, B KOTOPBIX MO KaXKJIOMY M3 JIEPEBHEB OCTABIIUECS
CUHIJIETHBIE 3JIEMEHTHI, CTOUT OTHECTHCh OCTOPOXKHO: OHHU JIeKaT BHYTPH KiacTepa
Tat, nx aRNH coorBerctByer onmHomy wu3 kimacrepoB aRNH 7az, opxnako,
pacMoJIOKUIIUCh OHM HE B KJIACTEPAX C AHAJOTHYHBIMU CTpyKTypamu. M3 3TOro
CICAYIOT TPU BEpOSATHbIE HUHTepmpeTaruu - (1) xumepusm (HO, B OTJIUYUE OT
OTOPOIICHHBIX 10 HECOOTBETCTBUIO C OJHHUM U3 JEPEBHEB, ITH XUMEPHBIC AJIEMEHTHI
chopmMupoBaHbl IBYMsI dJ€MEHTaMH 7at); TIOCICAHHE COXPAHHUBIIUECS IJIEMEHTHI B
X0/Ie JIIMMHUHALINN; UK e pe3yIbTaT peKoMOUHAIMK BHYTpH Kiactepa. B mociennem
cilly4ae SJIEMEHT, HEIaBHO NPOUISAIINN 4Yepe3 PEeKOMOMHAIMIO JOJDKEH IoJaBaTh
HEKOTOpbIE€ MPHU3HAKU IIEJIOCTHOCTU M  aBTOHOMHOcTU (mpaktuuecku 100%
WJEHTUYHOCTh mocnenoBarenbHocte LTR, uensie a0MeHbl), OJHAKO, 3TOrO HE
HaOmonaeTca. B mpoTUBHOM cilydae, 3TH AJIEMEHTBI CTOUT TaKXKe paccMaTpUBaTh Kak

“xumepHbie”’. PaccmaTpuBasi 3TH 3JIEMEHTHI, KAK COXPaHMBIIMECS OCTATKU OT HEKOrJa
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CYILIECTBOBABIIUX Y MPEAKOB JIEMEHTOB C JIAHHBIM CTPYKTYpaMH, CIeAyeT 0OpaTUTh
BHUMAaHHME, YTO B JAHHOM cClly4yae€ OHM He (OPMHUPYIOT E€IUHOrO KjacTepa, a
pa3z0dpocaHbl IO IpYyTrUM KJlacTepaM, CTPYKTYPHO UM HE COOTBETCTBYIOIIMM. B nanHOM
KOHTEKCTE€ TIuIoTre3a 00 JIMMHHALMMU YCTYNA€T XUMEPHOMY IPOUCXOKIACHHUIO

OOJBIIMHCTBA OMMCAHHBIX 3JIEMEHTOB.

IMouck nodaBounbIx OPC ¢ KOAMPYOIIMMHA MOCJIE0BATEILHOCTAMHA

[Touck mobGaBounbix OPC onnaitH-unctpymentamu ORFfinder [141] u CD-
search [127] (ma ocHoBe 6a3pl mamHbeix CDD [147]) B KiacTepax TaKCOHOB
HECEMEHHBIX U JIPEBHUX TOJIOCEMEHHBIX PACTCHUN HUYETO HE JIaJl.

[Touck 1OPC BBIsIBUII HECKOJBKO CHCTEMATHYECKH BCTPEUAIOIIUXCS IOMEHOB B
reHoMax XxBouHbIX: SMC (MOTHB cerperamuy XpoMocoM, (GYHKIUS HEU3BECTHA),
CCDC (motuB coil-coiled, obnapyxuBancs B panHux pabotax [9]), PHA03247
(bparmenT B ~250 amuHOKHCHOT Oenka AauHHON B >3000 aMUHOKHKCIIOT; BBISIBJICH HE
CHUCTEMaTHYeCKH - TI0 HEeCKOJIbKO ciydyaeB Ha kiactep), COGS5283 (pparmeHT Oernka,
COrJIaCHO AaHHOTAIlMM CBOMCTBEHHOTO MOOWJIOMY, BCTPETWJICS €AMHOXKAbI) U
MHOECTBO JIpyrux pparmentrpoBanHbix 1omeHoB (PATI, Medl5, PRK, PABP) B 5°
obnactu u SMC B 3" obnactu. IlpuunHa GparMeHTUPOBAHHOCTH 3TUX JAOMEHOB HE
SICHa, HO KapTHHA BCEr/ia OJ{Ha: OOHAPYKUBACTCS 3aXBaYEHHOM JIMIIIb YaCTh OT JIJIMHBI
JOMEHa, u3BecTHOM mo ©0a3e nanHeix CDD. 3axBar »THX (¢GparMeHTOB MOT
MIPOUCXOJIUTH KaK CIIy4ailHO U 0e3 Kako-Tu0O0 MOJb3bI IS SJIEMEHTA, TaK U C IENbI0
“KycOouHOTo” 3axBara OOJBIIMX JIOMEHOB paJd YaCTUYHOTO HCIIOJIB30BAHUS HUX
cBOMCTB. Takxke 3TH CTPYKTYphl MOTYT OKa3aThCsl HE U3YYEHHBIMH MPEXKIE TOMEHAMH,
KOTOPBIE OKa3aIiCh B KAKOW-TO CTETICHU OJIM3KOPOCTBEHHBIMH WM KOHBEPTCHTHBIMU
W3BECTHBIM.

nOPC He ObIM OOHApy>XEHbI B JAPEBHUX I€HOMAaX TOJIOCEMEHHBIX W3 TPyl
TUHKTOBBIX M THETOBBIX, HO Y KHIIAPHUCOBBIX 0OJiee YeM B TOJIOBUHE WCCIICIOBAHHBIX
37€MEHTOB ObLT pacmoiiokeH plant mobile domain (PMD, ¢ynkuust HeusectHa) B 3°
o0iacTi, a TakKe BCTPEUAIOTCS HEMHOTOUYHCIICHHBIE (ParMEHTHPOBAHHBIE IOMEHBI
PHAO03247, PAT1, MMRI B 5 o6nactu. ®parment qomeHa PHA03247 takxe ObL1
0OHapyeH B TEHOME CarOBHUKOBBIX.

Bormpoc 0 BHyTpeHHel AMBEpreHIMU KiacTepoB Taf MO MPUOOPETEHUIO 3TUX
N00aBOYHBIX  (PpParMEHTUPOBAHHBIX  JIOMEHOB TpeOyeT OOJbIIero BHUMAaHUSA,

IMOCKOJIbKY  NPCACTaBJICHHAA BBI60pKa HEC MOXCT CUUTATHCA ,HOCTaTOHHOfI.


https://www.zotero.org/google-docs/?14QOlv
https://www.zotero.org/google-docs/?naBSy4
https://www.zotero.org/google-docs/?9Ldw2f
https://www.zotero.org/google-docs/?Q8S0x9
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BelieonucanHbple JaHHbIE MPEACTABISAIOT BCEro mno 25 Haubosiee COXPaHUBILUXCS
JJIEMEHTOB KA)KJIOM JIMHUM Ha KJIAcTep, B TO BpeMs KaK YUCIEHHOCTb HEKOTOPBIX
JMHAA JIOCTUTAeT JECATKOB ThICAY OJJIEMEHTOB. TakKe IpeACTaBiIseT HHTEpEC
BO3MOYHAs pOJIb TAKUX JOOABOYHBIX “‘(DPparMEHTUPOBAHHBIX IOMEHOB.

[Touck no6aBounsix OPC Takke NOATBEpPAWS, YTO B DJJIEMEHTax CoO
ctpykrypamu #3 u #4 (pucynok 12) momen aRNH pacnonarancst B OTHEIbHBIX OT

TE€HOB gag u pol paMkax cuuThiBaHus (3°- 1 5°- 00J1aCTH COOTBETCTBEHHO).
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I'naBa 4. O0cy:x1eHue pe3yabTaTOB

3axBat mo6aBoyHoro gomeHa aRNH LTR-perporpancno3oHamu HazeMHBIX
3€JIEHBIX PACTEHHUM CHIIPall BECOMYIO POJIb B PACIPOCTPAaHEHUHU IEMEHTOB Tat. B ero
pe3ysibTare MOSBUIOCH BBICOKOE pPAa3HOOOpPAa3UE CTPYKTYp, MO BCEH BUIUMOCTH,
OTVIMYAIOIIMXCA APyl OT Jpyra pa3HOW CTENeHblo ajganTuBHOCTH. OpHaxo,
MMEIOILUXCS IAHHBIX MO-NPEXHEMY HE JJOCTaTOYHO, YTOObI OTBETUTh Ha HEKOTOPHIE U3
BOIIPOCOB, KACAEMBIX JAHHOI'O 3BOJIFOLIMOHHOIO COOBITHSI.

Tak, octaérca He SICHO, UMEET JIM 3BOJIOLHUS 3JeMEHTOB Tat ¢ J100aBOYHBIM
nomeHoM aRNH ojHoHampaBiieHHOW, Kak 3TO ObUIO B Cly4yae pETPOBHYPCOB
MO3BOHOYHBIX M LTR-peTpoTpaHCniO30HOB OOMMUETOB, WJIM XK€ HMEETCI HWHOE
OO0BSICHEHHE OTCYTCTBHIO MHBIX CTPYKTYp B JaHHbBIX rpynnax. HemssectHa npuymHa,
no koropoir gomeH aRNH Obu1 mpuobperén. bbuio 3T0 cimyuyaitHOCTBIO WM
HCCEHLUATBHON HEOOXOAMMOCTBIO U COXPAaHEHHs] aBTOHOMHOCTH 3jieMeHTOB 7at?
beir s mpomecc 3axBara €OWHOKPATHBIM WM IPOMCXOJIWJI HEONPEIEIEHHOE
MHOecTBO pa3? Kak cmeHsuM apyr JIpyra 3TU CTPYKTYpPbl B XOJi€ 3BOJIIOLIMOHHOTO
npouecca? SBasercs A MHOrooOpa3ue BbBISBIECHHBIX B 7af CTPYKTYp Pe3yJIbTaTOM
MOCTOSIHHBIX PEKOMOMHAIMI WM K€ MX 4YacToTa Obula He3HauuTenbHOU? Mmen mu
MECTO TOPU3OHTAIBHBIA MEPEHOC MOOWJIBHBIX 3JEMEHTOB JAaHHOW TpYIIbI Cpeau
T€HOMOB 3€JIEHBIX PACTEHUI WIIN YK€ UX DBOJIFOLUS LJ1a BEPTUKAIBHO?

YToObI MOHATH 3TO, HEOOXOUMO PACCMOTPETh CITydyau HECOOTBETCTBUS JAHHBIX
¢unorenernueckux nepeBbeB RT u RNH, a Takke npoBecTr nmapasuienu ¢ SBOIIOIUEH
TreHOMOB-X03s51eB. PaccMoTpenue mnipouecca nerpagamnuu gjomeHa RNH cnoco6Ho naTth
OTBETHl O TpHYMHAX 3axBata jJoOaBoyHoro jgomeHa RNH. Paccmorpenue
OOHApPY>XEHHBIX CTPYKTYp M TIOTEHIIMAJBHO BO3MOXKHBIX MOXET JaTh HamMEK Ha
IIOHUMAHHWE, B KAKOM HAINPABJICHUM [BWKETCS DBOJIOLMOHHBIA IIPOLIECC JAHHOMN
rpymnns!l LTR-peTpoTrpaHcno3oHoB.

HecoorBercTBus nepesbeB RT u RNH

OCHOBHBIMH HECOOTBETCTBUSIMU MEXAYy (UIOTEHETHUYECKHUMH JIEPEBbIMH I10
nomeHaMm RT n aRNH sasnsrorcs:

e biuskoe pacnonoxenne aRNH snementoB Hactosimux mxoB (7at B) k aRNH

OOJIBIIMHCTBA KJIACTEPOB ceMeHHbIX pacTteHuil npesa RT (Tat F, I-L).
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e VYnanéuHocts qomeHoB aRNH sneMeHToB ceMeHHbIX co cTpykTypoit #3 (Tat G,

H) ot octanbubix aRNH cemennsix (7at F, I-L).

e (O6a “kmactepa” aRNH mayHOB comepkaT JOMEHBI KaXJIOro H3 JBYX

kiactepoB Apea RT (Tat Cu E).

OTU TpU HECOOTBETCTBUS MOXHO OOBSCHUTH OBICTPON JMBEpPreHIINEH BechMa
KOPOTKHMX IIOCJIEJOBATEIbHOCTE, YTO HE IO3BOJISIET JEeTalbHEE pa3o0paTh U
OOBSACHUTh TPUPOAY HaOm0IaeMblx B3auMooTHouieHU gomeHoB aRNH. Ilpu
pacCMOTPEHUM TIOJYYEHHOTO KOJMYECTBAa KJIACTEPOB C MPEXKHEW MO3ULUU
HEOAHOKpaTHBIX 3axBaToB aRNH, npuiinocs Okl yTBEpKIaTh 0 MUHUMYM 6 CiTydasx
3axBara.

Opnaxo, ecTh IpUMEpHI TOTO, Kak (1) aneMeHTsl yaanéHueix kiaactepoB Tat (F
u I-L, Pucynok 13) nmonanatot B oOumii kinacrep aRNH (BerBb C-F-I-J-K-L, PucyHok
14), win (2) anemeHTs! ABYX yAan€HHbIX kinactepoB Tat (C u E, PucyHok 13) Ha npese
aRNH pacrnpenensitorcst mpeuMyIIeCTBEHHO B cocTaBe ojiHoro kinacrtepa aRNH (BeTBb
C-D-E, Pucynok 14), B To BpeMsl KaK JB€ OCTaBLIMECS JMHUU pa30OpOCaHbl XaOTUYHO.
OTH IpUMEPBI TOBOPSAT O, BEPOSITHO, HE3HAYUTEIIBHOM PACCTOSHUM MEXAY KIIACTEpaMHU
aRNH npesa RNH, uyrto, B CcBOWO ouepenb, COKpalmlaeT KOJMYECTBO BO3MOMKHBIX
ciydaeB 3axBaTa aRNH u ctaBuT noj Borpoc (pUIoreHeTH4eckoe pacCcTOsSHUE MEXTY
Bcemu 6 kiacrepamu aRNH. Bosee TOoro, 3:T0 HaBOOUT Ha MBICIL O TOM, YTO BCE
CBS3aHHbBIC JAHHBIMM TNPUMEPAMH KJIAcCTEpbl MOIJIM JUBEPrUPOBATh OT OJHOIO
MCTOYHMKA.

Takum o0Opa3oMmM, O5TH HECOOTBETCTBUS BMECT€ C  HEIOCTOBEPHBIMU
KO3 UIEHTaMu Bce ke, 00Jiee BEPOATHO, TOBOPAT B MOJB3Yy €IUHMYHOTO 3aXBaTa
anemeHtaMu Tat nomeHa aRNH, B ommuum oT mpeanosnaraBLIEHCS paHee CEpUU
HE3aBUCUMBIX 3aXBaTOB 3JIEMEHTaMu 7af TaHHOTO JOMEHA.

Emé onmHuM HecooTBeTCTBHEM JABYX (UIOTeHETHYECKHX JepeBbeB (PucyHku
13, 14) sBnsercsa Hanuuue AByx kiactepoB aRNH y anToneporoBsix MxoB. OnHako,
JTAHHOE HECOOTBETCTBUE OOBSCHAETCA TEM, UTO TOJBKO Y aHTOLIEPOTOBBIX MXOB Oblia
BBISIBIICHA CTPYKTYypa #5, r1ie cogepxkanock 3 nomeHa RNH - natusnsiii RNH, aRNH-1
u aRNH-2. aRNH-1 nonan B oguH kjiactep ¢ sneMmeHTamMu aRNH aHTO1€pOTOBBIX
Mx0B co cTpyktypoil #1. Jlomensi aRNH-2 cdopmupoBanu BTOpoii Kiactep ¢
JIOCTOBEPHOW MOJJIEP)KKON. B3anmopacnonokeHue 3TUX KIacTeEpOB T'OBOPUT O TOM,

yto nomeHbl aRNH-1 um aRNH-2 npocratouHo OJM3KOPOACTBEHHBI, M B XOJE
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BO3HMKHOBEHMS CTPYKTYpbl #5 HamOojee BEpOATHO UMEIM MECTO JBa COOBITHS:
nynukanua fomeHa aRNH u nocnenyromas nerpaganusi O4HOTO U3 HUX.

Cam daxkrt gerpaganuu He TOJILKO HaTMBHOTO AomeHa RNH, Ho u ogHOro u3
aRNH moxeT KOCBEHHO rOBOPUTH O KOHKYPEHIIMH IOMEHOB C OJJUHAKOBOM (yHKIIMEH,
MpUBOJAALIEH K MOoTepe (PYHKIMOHAIBHOCTH BCEX U30BITOUHBIX KOMUI JOMEHA.

B npexxnux paborax mpeanonarajioch, 4To Takas AuBepreHuus qomeHos aRNH
kiactepa Tat oObICHIETCS HE3aBUCUMBIM MOBTOPHBIM 3axBaToM. B cuiy HeOosbLon
BbIOOpKH (popMupoBanuch Tonbko Tpu kiactepa Ha apeBe aRNH (Ilpunoxxenue 3),
KOTOpblE, B CWIy neprypOauuii TIOCTPOEHHsS JEPEBBEB, pACIHOJIAraJIuCh HE
IIOCJIEIOBATENIBHO PAIOM, a C IPOMEKyTO4YHbIMM Kiacrepamu aRNH opranusmos,
KOTOpBIE, KaK MPenoarajJoch, MOTJIA ObITh HCTOYHUKAMHU 3axBaTa. B manHoii pabote,
Omaromapsi yBeTU4E€HHOW BBEIOOPKE, OOIBIIMHCTBO c(hOpMUpOBaHHBIX JoMeHamMu aRNH
KJIACTEPOB PACIIONIOKEHBI TOcieAoBaTenbHO. KoahUIMeHTbl MOAIEpKKA MEXITY
MHOTUMH U3 6 KknactepoB JoMeHOB aRNH mmeroT HM3KKE 3HA4YeHMs], 4YTO TOBOPUT O
OBICTPOI JUBEPreHLUMH OT MOTEHIMAIbHO OAHOr0 oo1ero npeaka. Ha npese (PucyHok
14) »TO OTpak€HO B CXJIOTNBIBAaHUE Y3J0B B OAMH oO0mmil. Takum o00pazom,
MIPEANONIOKEHUSI O HEOJHOKpaTHOM mpuoOperenun gomeHa aRNH [9,118] B xone
3BOMIIOLMM Tat yCTyNarT TUIOTE3€ O €IMHUYHOM MPHOOPETEHHU C MOCIEeAyIoLEeH
JIABEPreHIUEH.

WNHutepecHbIM citydaeM sBisAtOTCs 1oMeHbl aRNH snementoB renoma Taxus
wallichiana, xotopsle TOBTOpPHO mpHuoOpenu cTpykrypy #2 (Tat J, Pucynok 13)
BHYTPH BETBH, COCTOSIBIIEH M3 KIACTEPOB OJIEMEHTOB CO CTPpyKTypoul #l, a
OJmKaiiime KiiacTepsl, IPeICTaBICHHbIE HE CTPYKTYpOH #1, coaepkanu CTpyKTypy #3
(Tat G, H, Pucynok 13). Ha ¢unorenernueckom apese aRNH (Ilpunoxenue 2) B
pamkax Oosibmioro kinacrepa aRNH ceMeHHbBIX pacnosoeHbl TPH JIMHUU 3JIEMEHTOB
sToro reHoma. OzHa, ynanéssas oT Ipyrux JIByX, COOTBETCTBYET dJIEMEHTaM KjlacTepa
Tat F ¢ npeBa no nomeHy RT (Pucynok 13). Ocranbhble a8e (co cTpykTypamu #1 u
#2) pacnosaratorcsi psaoM, kak u Ha apese RT (nmpunoxenuu 4). Mbl paccMaTpuBaem
3TO MPOUCXOXKICHHE TIOBTOPHO 00pa30BaBIICHCS CTPYKTYPHI #2 Kak pe3yiabTaT HOBOTO
payHaa pexkoMOuHAnu u3 OJM3KOPOACTBEHHOW JMHHHM CO CTPYKTypod #1.
AnbpTepHAaTHBHAS TUIIOTE3a B TOM, YTO Cpelu paHHEd jauHuM Tat [ coxpaHsuluch B
MAJIOYMCIICHHOM KOJIMYECTBE AJIEMEHTBHI CO CTPYKTYpPOH #2, 3BOJIIOLMOHUPOBABIINE
Kak 3JIEMEHTBI CO CTPYKTYpou #1 U jouienmme 10 HalluxX AHEW JIWIIb B OJJHOM F'€HOME

THUCOBBIX KaK Tat J, Ka)KeTca MEHEE BEPOSITHOM.


https://www.zotero.org/google-docs/?i5XxA6
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OTOT ciydail HHTEPECEH KaK CaMUM MPOLECCOM KOHBEPIEHIMH K YXkKe
CYLLECTBYIOUIENl B TOJIOCEMEHHBIX CTPYKType #2 W3 JApyroro Kiacrepa, TaKk u
MpoLecCaMy, KOTOPbIE MOIJIM BbI3BaTh I'MIOTETUYECKYI0 PEKOMOMHALIMIO B JIaHHOM

KOHKPCTHOM BHUC.

Herpapauus HatusHoro nomena RNH

OyHIaMEeHTalbHbIA BONPOC Mpolecca aerpaganuu ogHoro aomeHa RNH nmpu
HaJW4YUU HECKOJbKUX - “B Kakoil mocinegoBaTEeNbHOCTH MPOUCXOAMIN COOBITHS
Jerpajiallid HaTUBHOTO JIOMEHAa U MPUOOPETEHUE JIOMOJHUTEIBHOr0?” - ocTaéTcs
HepemEHHBIM. CBS3b MEXAY ABYMS 3TUMHU MPOLECCAMH BUAMTCS U3 HAIIUX JAHHBIX
OYEBUAHOM - HE OBUIO BBIABICHO 3JIEMEHTOB, KOTOPHIE MOIJIM OBl SIBISITHCS
MPOMEXKYTOYHBIMU d3TallaMd B JIaHHOM Tipoliecce. TakMMU TUIIOTETUYECKUMU
WHTEpMEIMaTaMi MOTJIM OBITh JJIEMEHTHI C IIE€JBIM AKTUBHBIM IIEHTPOM HATUBHOTO
RNH npu nanmuun nomena aRNH wnm snementsl 06e3 aRNH ¢ gerpaanpoBaBmium
HAaTUBHBIM JIOMEHOM.

Hamu paccmarpuBanuch aBe rumnotresbl: (1) HaATUBHBIM JOMEH JerpaaupoBai
(npuBens K MoTepe 3JIEMEHTOM aBTOHOMHOCTH), MTOCJIE€ YEro 3JIEMEHT 3aXBaTHII IOMEH
aRNH, BoccTaHOBHB TeM caMbIM CBOIO aKTHBHOCTH; (2) mpuobperenue qomeHa aRNH
OBLIO CIy4aliHBIM WM TPHUBENIO K JaNbHEHINEH aerpaganuu HaTUBHOro gomeHa RNH,
MOCKOJIbKY JIBa aKTUBHBIX JOMEHa C OJHOM (yHKIMH MOTJIM MellaTh pabdoTe Ipyr
npyra. dopmaibHO, HEOOJBIIMM apPTyMEHTOM B TOJB3Y BTOPOW THUIOTE3bI MOXKET
MOCIYKUTh CYIIECTBOBAHUE CTPYKTYphl #5, rae oauH u3 gomeHoB aRNH, kak u
HatuBHbIW RNH, mortepsn aMHHOKHCIIOTBI KaTaIUTUYECKOTO LIEHTPa, B PE3YJIbTATE
Yero B 3JEMEHTE OCTajJCs JUIIb OJWH AaKTUBHBIM JgoMeH pubonykieassl H. Ho
HAOJIIO/ICHHE, YTO B DJIEMEHTE MOXKET MPUCYTCTBOBATh OJHOBPEMEHHO TOJBKO OJUH
paboTaromuii  IOMEH, HE SBISETCS JOCTATOYHBIM, YTOOBI JeJiaTh KaKue-TuOo
3aKJIFOYEHUS IO UICXOIHOMY BOIIPOCY.

Brimeonucannpie HaOMIOACHUS TOATBEPKIAAIOT MPEAIISCTBOBABIINE JIaHHbBIC
[9] (PucyHok 8) o nmerpajanui HaTUBHOTO JOMEHAa B 7at, TIOKa3biBask TEHACHIIUIO,
AQHAJIOTMYHYIO TOM, YTO MPOM30IILJIa B PETPOBUPYCAX, & TAKKe B OJIM3KOPOACTBEHHBIX
uM Joku- u oxguHperpoBupycax (lokiretrovirus [148] u odinretrovirus [149]).
“Crapeiii” ngomeH RNH mnocreneHHO TepsieT aMHMHOKHUCIOTHI —KaTAIMTHYECKH

aKTHBHOTO IICHTPA U, B CiIydyae “peTpoBUpPYCHOTO” (cTpykTypa #1) monoxxenus aRNH


https://www.zotero.org/google-docs/?yfhpjv
https://www.zotero.org/google-docs/?Eu2yig
https://www.zotero.org/google-docs/?UMS2xT
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MMEET MEpPCHEKTHBBl NPEBPALLEHUS B JOMEH-CBA3KY, KaK 3TO HPOU30LUIO Y
peTpoBUpYCOB 103BOHOUHBIX U LTR-perporpancno3zoHos oomureros [9,115,118].

He sicHo Taxke, BAUSET U Ha JErpajlalldio HATUBHOIO JJOMEHA B HANpaBJIEHUU
JIOMEHA-CBA3KM KOHKpEeTHOe mojiokeHue gomeHa aRNH wmm cam  dakr ero
npucyTcTBud. B ciydae perpoBupycoB mo3BoHOUHbIX M LTR-perporpancno3zoHoB
oomutietoB Chronos w Archon ObUTM OOHApPYXKEHBI JIHIIb “‘PETPOBUPYCHBIC”
CTPYKTYpbl. DTO MOXeET ObITh OOBSICHEHO Kak TeMm, uTo (1) 3axBaT H3HAYAIBHO
IIPOUCXOJNJ B JIaHHOE IOJIOKEHHME M Jaliee NEPEMEIICHHs] HUKYAa HE IIPOUCXOINIIO,
TaK U TeM, 4TO (2) CBUAETENHCTBA O CYIIECTBOBAHUH B JIAHHBIX I'PYIAX MOJIOKEHUMN
aRNH, oTIHYHBIX OT “peTPOBHPYCHOTO”, MPOCTO HE JOILIU JO HAIIUX JHEH.

Ecnu nenate nomyliiieHue, YTO UMEHHO “pETPOBUPYCHAS” CTPYKTypa MPUBOJUT
K gerpamanuu HaTuBHOTO 1gomeHa RNH, To onHa pgomkHa OBITH TEpBOM
chopmupoasieiics mocie 3axsata aRNH crpykrypoit y Tat. Unaue 661 cOXpaHUIHCh
MPOU3OLIEANINEe OT HEE CTPYKTYpPhl C LEIbIM HAaTUBHBIM JIOMEHOM. OTO CIY>KUT
BO3MOXHBIM OOBSICHEHHEM MHOT000pa3usi TAKCOHOB pPACTEHUN C ayeMeHTamu Iat,
IIPEACTABICHHBIX €l - CTPyKTypa #1 momajia BO MHOTHME U3 HUX MPAKTUYECKU CPaA3y
nocie 3axBata aRNH. VYTpare aMUHOKHCIOT KaTalUTHYECKH AKTHUBHOTO LEHTpa
HaTtuBHOTO JoMeHa RNH Obiio Obl OOBSICHEHHE aHAJIOTMYHOE CUTYallMd C
pETpPOBHpPYCAMH, TIOCKOJBKY HMEHHO Ha JIBYXJIOMEHHOM “peTpOBHPYCHOM’
MoJIOKeHUH Oblla BrepBble moka3zaHa gerpagauus RNH [115] wu chemano
MIPEANONIOKEHUE, YTO HMEHHO IpU TaKOMl CTPYKTYype HPOUCXOAUT Jerpajanus
HatuBHOoro RNH [9]. HecMoTpst Ha coxpaHeHuEe BTOPUYHOM U TPETUYHOM CTPYKTYpbI
[150] Bo Bcex Tpéx rpynnax - (1) LTR-RTs RNH (narunbiiit RNH), (2) aRNH u (3)
RNH perpoBupycoB, rpuboB u xuBoTHbIX (fmRNH) - ux akTUBHOCTH CHIIBHO
paznuuaerca [8,115,151,152]. U3BectHo, uto HatuBHBIM gomeH RNH He oGmaman
OJIHOW M3 BO3MOXHBIX JIOMIOJTHUTEIBHBIX AMUHOKUCIOT akTUBHOTO 1ieHTpa (R wiu H B
MOJIOKEHUH Mexay nociennumu asyms D rterpaast DEDD) [115,118,120]. D10, a
TaK)K€ HAKOIUIEHHE MYyTalui, CIEJaJ0 €ro MeHee KaTaIUTHYECKH aKTHUBHBIM, YEM
npyrue RNH tuma I, takue xak aRNH wnu fmRNH. Ilpeanonaraercsi, uro LTR-
PETPOTPAHCIIO30HAM ATO OBLIO BBITOJIHO, MOCKOJIBKY IPH MOJHONW aKTUBHOCTH JOMEH
RNH 6511 661 ciocoben pacuieruisite PHK petposnementa npexze, uem Hadanucs Obl
npouecc 00paTHOM TpaHcKpunuu. O1HaKo, MOA00HOT0 pacHICIJIEHUsI HE TPOUCXOIUT
B peTpoBHpycax, rjae OblUIO MOKA3aHO, YTO HATUBHBIA JIOMEH, IOCIE Jerpajalnuu

HpeBpaTI/IBIHI/If/'ICSI B JOMCH-CBA3KY, CTAJI CBA3ZYIOIIMM 3BCHOM B CAWMHOM IICIITUAC U3


https://www.zotero.org/google-docs/?xAtyv2
https://www.zotero.org/google-docs/?gFR1Kn
https://www.zotero.org/google-docs/?nHb7iJ
https://www.zotero.org/google-docs/?rnYyPj
https://www.zotero.org/google-docs/?Bjsj7E
https://www.zotero.org/google-docs/?DTfnRp
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nomeHoB RT, nomena-cBsa3ku (mpexuuid HatuBHeli RNH) wu  HoBeiii RNH
(mpouzomenmuit o fmRNH). 310 00bsiCHSIETCS TEM, YTO JOMEH-CBSI3KA PEryJUPYET
paccrostane Mexay HOBBIM RNH u RT, a taxke menser koHpopManuio (a ¢ HEll u
aktuBHOocTh) camoro RNH perpoBupyca, uyem pgocturaerca HeoOXOIUMBIN
peTpolNieMeHTy cnenupuyecKkuii ypoBeHb aKTMBHOCTH puOoHykiea3zbl H [8,84,115].
Ecnu onmcanHast 1 peTpOBHpPYCOB KapTHWHA aHAJIOTMYHA AJiA AJIEMEHTOB Taf, TO
MPEUMYLIECTBO CTPYKTYpPhI #1 HaJ OCTATIbHBIMA CTAHOBUTCSI OUE€BUIHBIM.

Ho, eciiu “perpoBupycHas’” cTpykrypa (#1) He Obuta mepBoM, a aerpajarus
RNH npoucxoautr BHE 3aBUCUMOCTH OT IOJIOKEHUS HOBOIPHOOPETEHHOIO JOMEHa,
BO3HUKAIOT Bompochl: “Kak cmeHsanu Jpyr npyra 3tu cTpykrypel?” u “Ilouemy
OCTaJIbHBIE CTPYKTYPbl COXPAHUIIUCH U J1a)K€ PA3MHOKUIUCH?”.

PaznooOpasue CTpyKTyp B r€éHOMax HECEMEHHBIX TaKCOHOB PACTCHHIA, B 3TOM
ciydae, BEPOSITHO, SIBJISIETCSl PE3YJIBTATOM ““BCIIBIIIKK PEKOMOHWHAIIMIA, B PE3yJIbTaTe
KOTOPOM H3 HEU3BECTHOM wuCcXoaHO 3axBaruBiie aRNH crpykrypel Bo3HUKIIO
pazHooOpa3ue CTPYKTYpPHBIX BapHaHTOB. Te U3 HHUX, 4YTO ObulM Hauboiee
0JIaronpusTHBIMU (B YAaCTHOCTH, CTPYKTypa #1) cpa3y ke 3aKpeniiuch B HEKOTOPBIX
TaKCOHaX (aHTOLEPOTOBbIE MXH, IJIAYHbI, MATOPOTHUKHU), OCTABIINCH B HEKOTOPBIX M3
HUX TMPaKTUYECKH E€IMHCTBEHHbIMU. YMCIEHHOE NPEBOCXOJCTBO CTPYKTYphl #2,
COXpaHMBIIEHCS HAYMHAs C TEHOMOB IIJIAyHOB, NMPOSIBUJIOCH B SIBHOM BHUJI€ HA T€HOMax
TOJIOCEMEHHBIX. JTa OrpOMHAas KONMUHHOCTb 3JIEMEHTOB Ha T'€HOM OTpa)kaeT HEKoe
MIPEUMYLIECTBO CTPYKTYpPBl #2 HaJ CTPYKTYpoil #1, KOTOpoe, BEPOATHO, MO3BOJIMIO
3TOH rpymnmne 3JeMEHTOB 7af pa3MHOXKUTHCS B KAKON-TO MEPUOJL IBOIIOLHUH PACTEHUM.
Paznoobpasue ctpykryp (#1, #2 u #3) Ha ypoBHe TakcoHOB Tat F-L MOXeT TOBOPUTH O
peKOMOMHAIIMK PaJl HEU3BECTHBIX CUTYATUBHBIX IMPEUMYIIECTB CTPYKTYp U TpeOyeT

OTJACJIBHOT'O NU3YUCHUH.

CTpyKTypbI: HalileHHbIE, BePOSATHbIE, IPOM3BOJAHBIC U MPe0dIaJa0lIme
Cpenu Bcex BBISBICHHBIX B JAaHHOM paboTe CTPYKTYp, HEThIpE OTIMYAIOTCS
JIpyT OT Jpyra 1o nonoxenuto gomeHa aRNH. [Ipu stom, cpean Bcex rHnoTeTUYECKH
BO3MOJKHBIX TOJIOKEHHUM, OHM TPEICTaBISIOTCS Haubosee BEpOATHBIMU. Tak, cpeau
OCTaBUIMXCS TMO3UIMA MOXHO Obu1o Oxuuath AomMeH aRNH BHyTpu rena gag, B
Pa3JIMYHBIX MTO3UIUAX MEXKIY r'eHoM gag u fomeHoM PR wmm mexny nomenamu RT n

HatuBHBIM RNH (Pucynok 16). [louemy nanHbIe CTPYKTYphI HE ObLITH OOHAPYKEHBI?


https://www.zotero.org/google-docs/?vTrwQv
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Pucynok 16. O6Hapy keHHBIE U MPENNOI0KUTEIIEHO BO3ZMOKHBIE CTPYKTYPHI IO TIOJIOXKEHHIO JOMEHA

aRNH

aRNH Tat LTR-perporpaHcnio3oHOB  3ei€HBIX pacTteHuil. Ha  cxemMe  mpelcTaBiieHBI
nocinenoBarenbHOocTH LTR, HEOoOX0MuMBIe Tl TpaHCTO3UIMU caThl U Be OPC OCHOBHBIX T€HOB,
cBoiicTBeHHBIX LTR-perpoTpancno3onam. Crpenkamu 4epHOro 1Beta noanucansl caifitel (PBS, PPT)
u noMeHbl. CTpenkaMu KpacHOTO IBETa BEIAEICHBI ToJokeHus joMeHa aRNH, BeIsBICHHBIE B ATOU
i npexaux padorax [9,118,120]. Hanusie o BxumoueHun B OPC rena po/ gomena aRNH,
cnenmyromiero 3a uHTerpasHbM (INT) pacxomsTcs B mpekHe myonmkaruu [9] (B cocTaBe TeHa pol) u B
tekymieit padore (ortaenpHass OPC B 3° Hekomupyromel o0nacTu). IlyHKTHPHBIMA CTPEITKaMH CHHETO
1BeTa BBIIEICHBI MOj0XeHus nomeHa aRNH, koropeie He ObulM OOHApYXCHBI, HO, MOTYT OBITh

PacCMOTPEHBI, KaK BEPOATHBIC AJIbTCPHATHBHBIC IMTO3UIIUH.

HsBectHo, uto OenkoBeii koMmmuiekc RT-RNH  gBiusercs  enwHBIM
HEMOHOMEPHBIM TMPOJIYKTOM reHa pol. IloaTomy BCTpolika MEXKIy STUMHU JIOMEHAMU
nobaBouHoro qomeHa aRNH o3Havana Ol HapylIeHHEe TOHKOW peryssiiiuu akTUBHOCTH
nomena RNH 3a cuér kondopmarmonnsix ocodennocteit ero nonoxenus [110,117].

Jlomen PR orBewaer 3a  caMO-IIpOLIECCUPOBAHUE  IOJIMIIENTHAA,
nonyJaromierocs u3 rera pol. Kak yxe pasdbupanoch B 0030pe JTUTEpaTyphl, 3TOT
MPOLIECC HAYMHAETCS C CAMOBBIpe3aHUsi ¢ N-KOHIIA MOJUNENTHAA JaHHBIM JTOMEHOM,
MOCJI€ Yero OCBOOOIUBIIMICS OTIEIbHBIN O€NoK, cocTosmuii u3 nomeHa PR, ob6peras
MOJTHYI0 (PYHKIIMOHATILHOCTD, 3aBEPIIAET CO3peBaHue NMPOAyKTOB pol [84,87]. [Ipexne
yke ObLII0 TToKa3aHo, uTo 3P heKTUBHOCTh caMoBbIpe3anust PR u nocnenytonieit 3a neit
COOpKHU 3penblX BUPYCHBIX YaCTHIl CHIIKAETCS NPU HapyIIEHUU pabOThl MPOTEasbl
[153]. Tloatomy, eciim Ob1 momen aRNH okasancs B cocraBe pol/ no PR, y LTR-
PETpOTPaHCIIO30HOB Tatf ¢ TOJOOHOW CTPYKTYpPO MOTJIM ObI BOSHUKHYThH CIOXHOCTH C
CaMOCTOSITEbHBIM IPOLIECCUHIOM O€JIKOBOro mpoaykra reHa. C Apyroil CTOpOHBI,
eciu Obl joMeH aRNH Bcrpousicss Kak OTAeNbHAs paMKa CUMTHIBAHUS WIM KaK eé
OJIMH JIOMEH B COCTaBe gag, 3TO, BEPOSITHO, HAPYLIWIJIO Obl PETYJALNI0 COOTHOLIECHUS
npoayktoB AByX (unu gaxe Tpé€x) OPC. TlomoOHble HapylleHHs TpaTsT JIMIIHUE
PECYpPChI KIIETKHU-X035IMHA, a IOTOMY 3BOJIFOIIMOHHO MEHEE BHITOAHHI [ 153—156].

Berpoiika nomena aRNH B coctaBe rena gag B J1000M IOJIOXKEHUU TaKKe
BUJIUTCSI BPEAOHOCHBIM, @ MOTOMY 3BOJIOLMOHHO HEBBITOJHBIM U MaJIOBEPOSITHBIM

CCHapUucCM: Y4aCTBYyA B HE CBA3aHHBIX nmponeccax KU3HCACATCIBbHOCTH


https://www.zotero.org/google-docs/?YKATuZ
https://www.zotero.org/google-docs/?KXs6E9
https://www.zotero.org/google-docs/?IS80tV
https://www.zotero.org/google-docs/?FSNhIk
https://www.zotero.org/google-docs/?OpRDhl
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perpoanementa nomeH aRNH crnocoOeH HapymuTh peryjsiiuio IpOLECCUHIa
MTOJIMIIENTUIOB C gag.

Bcé BblenepedncieHHOE BUAUTCS HaM BEPOSITHBIM OOBSICHEHUEM, IMOYEMY
CTPYKTYpbI ¢ 000HBIM TIoJI0’keHrneM aRNH He Obutn BBISIBIEHBI, a TaK)Ke MPUBOIUT
K 3aKJIIOYEHHIO, YTO OOHApPYKEHHE HOBBIX CTPYKTYP MaJIOBEPOSATHO.

[Tonoxxenne nomena aRNH B ctpykrype #3 (PucyHnok 12) octa€rcsi CiopHBIM.
C onIHOHN CTOPOHBI, IPOAHAIU3UPOBAHHBIE BPYUYHYIO 3JEMEHTHI JAHHOW CTPYKTYpbI
cogepxanu aomeH aRNH B Buge nobaBounoit OPC. C npyroil cTopoHbl, B CUITy
BBICOKOW INPEACTABIEHHOCTH 3JIEMEHTOB JIAHHON CTPYKTYPbI (IE€CATKH THICAY KOIMMIA),
pPacCMOTPEHUE KAXKIOTO NIEMEHTA II0 OTACIBHOCTH BPYYHYHO HE IIPEACTABIISAETCS
BO3MOXXHBIM. [IoaTOMy cylecTBoBaHue CTpyKTyphbl, rae qomeH aRNH pacnonoxen B
3" obnactu reHa pol (coobmanock panee B [9]), Bcé ke momyckaercs. B pamkax
JaHHOW paboThl ATOT BOINPOC HE PpPacCMaTpUBAICS, OJHAKO IPEICTaBISAET
ONpeIeTIEHHBIN UHTEPEC.

Crpykrypa #5, OTJIIMYAIOIIASCSA OT OCTAJIbHBIX HE MOJIOKEHUEM, a KOJUYECTBOM
nomeHoB cemeiictBa RNH, MoxeT ObITh paccMOTpeHa Kak Mpou3BOAHAas oT #1, u,
Ha000poT. IloCcKkOIBKY ATO €IWHCTBEHHas CTpyKTypa ¢ Tpems gomeHamu RNH, eé
oOHapy>KeHHue NPUBOJUT K HOBBIM BOMpPOCaM B 3BOJIONUU Tat, Hampumep, o €&
BO3HMKHOBEHUH. MBI BBIIBUTAEM TPU FMIIOTE3BI €€ BEPOATHOIO IIPOUCXOKIECHUS.

CornacHo mepBo#, 3axBaT aoMeHa aRNH wmor mpousoilTu u3 renoma, rie
UMENNCh JBe Onu3KoponacTBeHHble apyr Apyry konuu aRNH (He B cocraBe
MOOWIBHOTO 3JeMeHTa). OHu pacnonaranuch Ommu3ko (mpumepno B 500-1000
HYKJIEOTUJOB) JIPYT OTHOCUTENBHO Jpyra M ObUIM 3aXBadye€Hbl B ‘“‘pETPOBHUPYCHOE”
MOJIOKEHUE COBMECTHO c(OpMHUpOBaB 3JE€MEHT cO CTpykTypoil #5. Ilocine 3axBata
onuH u3 goMeHoB aRNH nerpaauposan 3a HeBOCTpeOOBAHHOCTHIO, U, TTIOTEHIIUATLHO,
MOT TIOPOJHTH CTPYKTYpy #l, BBIKHHYB M3 CBOErO COCTaBa yTPaTUBILHI
(dbyHKUMOHaNIbHBIE cBoMcTBa uHUM 1omeH aRNH (um okazancs aRNH-2).

CormacHo BTOpPOW THNOTE3€, B DJJIEMEHTaXx CO CTPYyKTypol #l Hauvan
JerpaupoBaTh TEPBbIM NpuoOpeTéHHbI AomeH aRNH, u, qms BoccTaHOBICHHS
aBTOHOMHOCTH, 3JIEMEHTOM OBbLI MOBTOPHO NpuoOpeTéH emé oauH aomeH aRNH (B
nonoxkennn Mexnay HatuBHbIM RNH wu crapeim aRNH, aRNH-2, nockonbky

JerpagrpoBal UMEHHO OH).


https://www.zotero.org/google-docs/?SHJ22E
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CornacHo TpeTbed rHIoTe3e, TPEXJOMEHHAsE CTPYKTypa - pe3yjbTaT
nynnukanuua noMeHa aRNH BHyTpu anmemenTa, 3a KOTOpO# IMOCIEa0BalIa JIeTpaJalns
OJIHOTO U3 JABYX AYIIJIMKATOB.

[lonbITKM BBIPABHATH AYIJIUIUPOBAHHBIE JIOMEHbl HA HYKJICOTUAHOM U
aMUHOKHCJIOTHOM YypoBHsX MHCTpyMeHTamMu BLASTn um PSI-BLAST He ynanuces B
CWJIy BBICOKOM JHMBEpPreHIMH, OJHAKO, (UIOr€HEeTHYECKH aHaliu3 MoKa3al HuX
BBICOKOE CPOJICTBO, TOBOPSIIIEE B MOJIb3Yy rUnores3, rae oda nomena aRNH - pesynbrar
INYTUIMKAIMA HA HEU3BECTHOM CTaJIMH YBOJIIOLUH.

B cBere umeromuxcs JaHHBIX, HEJIB3S OAHO3HAYHO CKa3aTh, KAKOW CTPYKType
OTJIaH 3BOJIIOLIMOHHBIN ITPUOPUTET, KAK 3TO MOXKHO CYJHTh B CIIy4ae PETPOBHUPYCOB U
LTR-peTpoTpaHCIIO30HOB OOMULIETOB.

UYem xe paznuuarorcsi 3T CTpyKTypbl? Ctpykrypy #5 (PucyHok 12) MoxkHO
paccMaTpuBaTh B JAHHOM KOHTEKCTE KakK CTPYKTypy #l ¢ HedyHKIHMOHAIbHBIM
noseckom aRNH-2. Ctpykrypa #2 B pamMkax BbIOOPKHM I'€HOMOB PACTEHHUI B JaHHOM
pabore mokaszana ceds caMOil MHOTOYMCIEHHOM, KONUIHHOCTh KOTOPOU BBIIIE, YEM Y
CTpyKTyp #1 u #3 B reHOMax TOJOCEMEHHBIX, SBISISICh TaKUM OOpa3oM NEpBOW IO
YUCJIIEHHOCTH M BTOPOHM IO PacHpOCTPAHEHHOCTH CPEOU BBISBICHHBIX CTPYKTYpP
(ITpunoxxenue 7). B Kakoi-TO MOMEHT 3BOJIIOLUU PAaHHUX CEMEHHBIX PACTEHUN IO
HEU3BECTHOM MPUYMHE 3Ta CTPYKTYypa MMeJia HEKOE IMPEUMYLIECTBO, TO3BOJIMBIIIEE €i
MHOTOKPAaTHO IOBBICUTh CBOIO  KONUHHOCTb, COXPaHUBLIIYIOCSI B TI'E€HOMax
rojloceMeHHbIX J10 Hamux aHe. Kak u “perpoBupycnas” (#1), crpykrypa #2
conepxxkut gomeH aRNH BHyTpu reHa pol, 4ro Kkak MUHMUMYM TapaHTUPYET JAOMEHY
pPaBHYIO KONMMHWHOCTb C OCTaJIbHBIMM JIOMEHaMu B pol. BO3MOXHO, OHa Takxke, Kak
RNH B perpoBupycax He orpesaercs nmporeason or foMeHa RT n nfomeHa-cBs3ku, u eé
aKTUBHOCTB TOKE€ KaK-TO PEryJIHPYeTCcs 3a CUET KOH(POPMALMOHHBIX B3aUMOJICHCTBUA.
YtoObI OTBETUTH Ha 3TOT BOIIPOC TpeOyeTcs UCCIeA0BaHUE PUOOHYKICONPOTEHHOBOTO
komiuiekca RT-RNH ¢ aRNH wu3 pasneix mnonokeHuil (U3NKO-XUMUYECKUMHU
Metogamu. be3 kpucramiorpadguueckoro m 0eIKOBOro (pyHKIMOHAIHHOTO aHAIH3a
CTPYKTYpBI IaHHBIX KOMILJIEKCOB HE MPEACTABIISIETCS BOZMOMXHBIM ONPEJEIUTh, KAKUE
MPEUMYIIECTBA JAET KOHKPETHOE CTPYKTypHOE TmojoxeHne jaomeHa aRNH.
Bo3moxkHO, Takoil aHainu3 MOr Obl MPOJUTh CBET Ha MOPSAOK BO3HHUKHOBEHHS
Pa3IUYHbIX CTPYKTYp 7at M MPUYUHBI 3aKPETUICHUS Pa3HbIX IPYIII B Pa3HbIX TAKCOHAX.
Menee pacnipocTpaHEHHBIE, UEM CTPYKTypa #2, CTPYKTYpbl #3 U #4 comepkatr T10MEH

aRNH B otaenbnbix oT reHa pol/ OPC, onHako, MHOTHE WX D3JIEMEHTHI MPOSBISIOT
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KOCBEHHBIE NMPU3HAKU HeJaBHEW akTUBHOCTH (MaeHTHYHOCTh LTR Gmmskas k 100%,
1eJIbIe TTOCIICIOBATEIILHOCTH KOHCEPBATUBHBIX JJOMEHOB - OTPAKEHO B MPWIOKEHUIX 5
n 7). UX 4YUCIEHHOCTh TO CPAaBHEHHMIO CO CTpyKTypamMu #1 U #2 OTHOCHUTEIBHO
HEBBICOKA. M3 3TOro HampamuBaeTcs MPEANONIOXKEHUE, YTO SBOJIOIMOHHO JTaHHBIE
CTPYKTYpPBl JAalOT DJEMEHTYy MEHbIee TPEUMYIIECTBO U3-32 HE JOCTATOYHOUN
CUHXPOHM3AIMU PETYJSAIUA aKTUBHOCTH A00aBouHbIX OPC, Kak eIuHCTBEHHOTO
BHJIMMOTO HaM CTPYKTYPHOTO OTIW4YHs. [[aHHOE MpEeArnoIokKeHue TaKKe MOXKET OBITh
MOATBEPHKJACHO WJIM OMPOBEPTHYTO 3a CUYET KPHUCTALIOTPaPUUIECKOTO U OEIKOBOTO

(YHKIMOHAIBHOTO aHAIH3a.

Crnenuu4HoCTb KJIacTepoB 7af TAKCOHAM pacTeHU
[Tonyuyennsle kmacrepel Tat cnenupuyHbl MO TAKCOHOMUYECKOMY COCTaBY
(Pucynoxk 13). CpaBHHMBas UX C BOJIIOIMENH PACTUTEIBHBIX TakCOHOB [143—-146,157],
CTOUT OTMETUTh INPEUMYIIECTBEHHO BEPTUKAIBHBIM XapaKTep SBOJIOLHMH 3JIEMEHTOB
Tat.
Crnenyromue HCKIIOYEHHS U3 TAaKCOHOCTICUM(UYHONH KApTHUHBI TPeOyroT
JOTIOJIHUTENBHOTO 00CYKICHHUS:
® VYan€HHOCTH KJacTepoB IUlayHOB Ha aApeBe RT mpum oTHOCUTENBHOMU
OJIM30CTH U TIEPEMEIIAaHHOCTH KJIACTEPOB IIayHOB Ha JapeBe aRNH.
e Paznenenue knacrepa 7Tat E Ha 6a30Bbiil Tat E (COOTBETCBYET KilacTepy
Tat 1 u3 mpexxHUX padboT) U TPYIIY, TATOTEIONIYIO K Kinactepy Tat F.
e Pacnpenenenue cTpyktyp #1 u #3 B reHOMaxX CEMEHHBIX.
B3aumooTHOmEHE KiacTepoB 1uiayHOB ¢ japeBa RT Ha Ham B3risig CTOUT
paccMaTpuBaTh CO CIEIYIOIIEH MO3ULINN:
BetBb Tat A-D (Pucynok 13), mpeacraBieHa HauboJiee IPEBHUMH TaKCOHAMH,
Ha ypOBHE KOTOPBIX, MPEANOIOXKHUTENbHO, TTpou3onuio npuodperenne aRNH. Bersn
Tat E-L (Pucynok 13) mpejacraBieHa KiacTepaMH CEMEHHBIX PACTEHUM U OJHUM
KJactepoM IiayHoB (£), pacmonokeHHbIM Oa3anbHO. B cuily Hamuyusi B TeHOMeE
nayHoB (Selaginella kraussiana) 31eMEHTOB U3 KaXXJIOTO KjacTepa IUIayHOB C JpeBa
RT (Tat C u E), MOXXHO TIPEATNOJIOXKUTH, YTO 00€ 3TH JIMHUU KOTJA-TO CYIIECTBOBAIU
OJIHOBPEMEHHO B MPEIKOBOM ILUIayHe. B 3ToM ciiydae, BOBHUKHOBEHHE 00X JTMHUMN
Tat Moryio MPOU30UTH MPUOIM3UTENHHO OJHOBpEMEHHO. B aTOM ciywae, kiacrep Tat
E moxer paccMaTpuBaThCs KaK 4acTh NMEPBUYHOTO MHOT000Opas3usi Tat, COBMECTHO C

BeTBbIO A-D, kak Tat A-E. Torna, kinacrepsl Tat C u E cOOTHOCATCSI MKy OO0t 110
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CTPYKTYPHOMY COCTaBYy M 3BOJIOLMOHHOMY COCYLIECTBOBAHHUIO, KAaK 3JIEMEHTHI
kiacrepa Tat F o otHouienuto K kinactepam Tat G, H, I, K, L TOTOCEMEHHBIX: KaK JIBE
rpynnsl JuHUU (Tpynna co CTPYKTypoil #2 HpOTUB TpyIIibl U3 CTPYKTYp #1 u #3)
COCYIIECTBOBAJIM B OJAHOM HJIM HECKOJIbKMX T€HOMaX, YaCTUYHO JJIUMHUHUPYSICH OT
TPYIIIBI K TPYIIIE.

Kmacrep 7Tat E cocTOMT W3 3JIEMEHTOB 2 pa3HbIX OTIEIOB IUIAyHOB -
[TonymaukoBeix (Isoetales) n CenarunemnoBsix (Selaginellales). M3 Hux, nuMeHHO
aneMeHThl [loNyIIHMKOBBIX TMOKAa3adu TEHACHLMIO TITOTEHUS K  3JIEMEHTaM
TFOJIOCEMEHHBIX €  AHAJOTMYHOM  CTpyKTypou. Ilockombky  cuurtaercs, dro
TOJIOCEMEHHbBIE MPOM3OLLIM OT HEKOEro [JPEBHEr0 IIJJayHAa, MOXHO OBLIO OBl
MPEANONOKUTh, YTO OTAeN [lomyImHUKOBBIX ObUI OJNIMKE K ATOMY TMIIOTETHYECKOMY
MPENIKY.

BrI3bIBaeT HHTEpEC TO, YTO CPEIU BCEX CEMEHHBIX PACTEHHM, HCCIEIOBAHHbBIX B
3TOM U MPEKHUX paboTax, TOJBKO Yy COBPEMEHHBIX TI'OJIOCEMEHHBIX (XBOWHBIX)
OTCYTCTBYIOT 3JIEMEHTBI CO CTPyKTypoul #l. HampammBaercs mpenanonoxeHue, 4To
OHM TaK)Xe COJEp)Kalu JaHHYIO CTPYKTYpPy, HO MO HEHM3BECTHbIM NIpPUYMHAM HUX
ABOJIIOIMS OTJajia IPUOPUTET CTpyKTypam #2 u #3 wiacrepoB Tat F' u Tat G, B TO
BpeMsl Kak OJJIEMEHThl CO CTpyKTypoil #l Obuln yTpaueHbl. AJBTEpPHATUBHOU
TUIOTE30M,  OOBACHAIOLIEH  IpeICTaBICHHbIE  JAaHHBIE,  MOXET  CIYXXHUTb
MPEINOI0KEHNE, YTO IBOJIIOLMOHHO MMEIa MECTO PEeKOMOMHALMSA, B X0/1€ KOTOPOH Yy
OCTaJIbHBIX 3J7eMeHTOB JIoMeH aRNH nepemecTuiics B “peTpoBUpYyCHOE” MOJI0KEHUE,
KOTOpasi, OIHAKO, y XBOMHBIX HE MPOU3O0IILIA.

Ot xnactepa apea RT (Pucynok 13), cnenudpuaHOro 1j1s TOKPHITOCEMEHHBIX
(Tat L), no xnacrepa, crierudpuaHoro 111 XBOWHbIX (7at ) Habmo1aeTCss MHTEpECHas
rpajanus: 3JIEMEHThI MOKPBITOCEMEHHBIX Tat L (TonbKo CTpyKTypa #1), 3aTeM HIET
KJIaCTep THETOBBIX TojoceMeHHbIX Tat K (#1), ciemqom - Kiactep KUIApHUCOBBIX U
ruHkro (#1) - Tat I, caroBHUKOBBIE U THHKIOBBIE rosioceMeHHbie (#3) - Tat H, a mocne
- xBoiHble (#3) - Tat G. PacnosnokeHHble MEXJy HUMHU TPYIIbl COOTBETCTBYIOT
OCHOBHBIM T'PYIIaM PacTeHH, KOTOpbIE SBJISIOTCS 3BOJIOLUOHHBIMU OTBETBICHUSIMU
MEXAY XBOWHBIMH M MOKphITOCEMEHHBIMH. [Ipu 3TOM, paccmaTpuBas JulIb IO
pacnpenesieHuo CTpykryp #1 um #3, cpelid 3TUX TaKCOHOB, W, COOTBETCTBEHHO,
KJIACTEPOB UMEIOTCSI TEHOMBI C TOJIBKO CTpyKTypoit #3 (Cycas panzhihuaensis), TeHOM

c obeumu crpykrypamu (Ginkgo biloba) n T€HOMBI TONBKO CO CTPYKTypou #1, 4ro
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TOBOPUT B TOJIb3y THUIOTE3bl O HAJTUYWU y HEM3BECTHOTO OOIIero mpeaka o0emx
CTPYKTYP, KOTOPBIE MO-PA3HOMY IUMHHHUPOBAIHNCH OT TAKCOHA K TAKCOHY.

Ananuz ¢unorennn aRNH He naér ogHO3HAYHOTO MPUOPUTETA OJHOM U3
JAHHBIX THUIIOTE3, OJHAKO NPHUCYTCTBUE CTPYKTYphl #1 TIpakTUYeCKH B KaKIOM
MCCJIEIOBAHHOM TAaKCOHE TaK)Ke MO3BOJISIET MPEArnoiaraTb, 4To 3J1eMeHT 7at, BIepBbie
3axBatuBiui JoMeH aRNH, B kpatkue cpoku chopMupoBai Bce 0OHapyKEeHHbIE HAMU
CTPYKTYpbI, KOTOpbIE 3aTE€M I0-Pa3HOMY PEAYLHMPOBAIUCH B PA3JIMYHBIX TAKCOHAX
3€JIEHBIX PACTECHUN.

Bcé wmHOrooGpasue crpykryp cemeHHbiXx (7at F-L), Kak 3BOJIIOIMOHHO
HanOoJiee MOJIOJION TpYMIbl PacTEHUM, BBISIBISIETCS B OJHOM W3 Hauboliee APEBHHUX
TaKCOHOB - TUHTKOBBIX. SBJISSACH T.H. “KUBBIMH MCKOIIAEMbIMU , THHKTOBBIE - OJIHA W3
rpymm, Haubosjee OnM3Kas K DBOJIOIMOHHOMY MOMEHTY AUBEPIeHIIMU TOJIO- U
MOKPBITOCEMEHHBIX, CBUAETENBCTBYIOT B IMOJb3y HaJIW4YUs Yy OOIIEro mnpeaka
CEMEHHBIX BCEX TPEX CTPYKTYp, OOHAPYKEHHBIX y COBPEMEHHBIX CEMEHHBIX
(ctpykTypsl #1, #2 u #3). Bce 3TH CTpYKTYypbl yXke ObLIU MPEACTABICHbI B IPEBHUX
rpynnax 7at, 3axBatuBmux qomeH aRNH (7at A-E), Bkitodas MiaayHOB, OT KOTOPBIX,
COTJIACHO COBpPEMEHHBbIM AaHHbIM [143,145], npousonuin ceMeHHbIE PACTEHUS. DTO
MO>KET TOBOPUTH B MOJIb3Y (OPMUPOBAHUS OJHOKPATHOTO MHOTO00Opa3us CTPYKTyp U3
HEKOM MEepBUYHON, KOTOPBIE 3aT€M HACJIEIOBAINUCh, YACTUYHO SIUMHHUPYACH, OT
TaKCOHA K TaKCOHY. OJJHaKO, B CHIIy BBICOKOIH CIIOCOOHOCTH MOOMJIBHBIX 3JIEMEHTOB K
PEKOMOMHAIIMM CTOUT TAaKXE YUYUTHIBATH BEPOSITHOCTH OOpa30BaHUS HEKOTOPHIX
CTPYKTYp MOBTOpPHO. B cuily mpenacraBieHHOCTH CTPYKTYypsl #1 (“peTrpoBHpycHOI”)
MPAKTUYECKU B KaXKJIOM HCCIIEJOBAHHOM TAaKCOHE, HaM Ka)ETCsl BEPOSTHBIM, YTO OHA
oOpa3oBanach MEepBOH, MOCIE YEro Jajia Hayallo OCTATBHBIM CTPYKTYpaMm.

Bcé Bhilie pa3oOpaHHOE HABOJIUT HA MBICIb O HEOOXOAMMOCTH PACCMOTPEHUS
KOPBOJIIOIIMMU 3JIEMEHTOB Tat u reHoMoB pacteHuid. OHa Morja Obl MNPOJIUTH CBET Ha
Hepa3pell€HHbIe BOIPOCHl IO DJBOJIOLMHU PACTEHUH (B3aMMOOTHOILIEHUSI MXOB,

paauanys CeMEHHBIX, TCHOMHBIC JISJICIIUU U AyTuiuKanuu) [157].

IIpeanosiaraeMplii 3BOJTIOUNMOHHBIA CLIEHAPHI

B xome »Bommonmy dieMeHTOB 7at UMEET CMBICH BBIIAEIUTh 4 KIIIOYEBBIX

cobbITus: 3axBaT go6aBouHoro goMeHa aRNH, nerpagamnus natuBHoro nomena RNH,
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PEeKOMOMHAIIMOHHBIE TPOLECCH, CHOPMHUPOBABIINE CTPYKTYpPHOE MHOrooOpasue u

MOCTENEHHAS IIMMUHALUSA CTPYKTYP.

Mps1 npeanonaraeM, 4To MEPBOCTENEHHO JIOKHBI ObUTH MPOU3OUTH COOBITHUS
3axBaTa M JETpajaliii, MOCKOJbKY BO BCEX CTPYKTypaX, HE3aBUCHMO OT TaKCOHA,
nerpananus HatuBHOTO noMeHa RNH BeisiBnsercss B paBHoi crtemeHu. O6a 3Tux
COOBITHSA JOJKHBI OBUIM UMETh MECTO y OpPraHu3Ma, SIBJSIOIIETOCS OOIIUM MPEIKOM
JUISL BCEX COBPEMEHHBIX TAKCOHOB, B KOTOPBIX AeMeHThl Tat ¢ nomeHoM aRNH Obiu
oOHapyxeHbl. Tak, MBI TIpeAmojiaraeM, 4TO 3TO MPOUCXOJIUIO B TEHOME HEKOEero
paHHero MpejKa BCeX IPYI MXOB U IUIAYHOB. B cHily HEBBICOKOH BBHIOOPKH I'€HOMOB
[Teu€HOYHBIX MXOB HENNB3S OJHO3HAYHO YTBEPKJIATh, YTO 3TH COOBITHS MPOUCXOIUTH
MoCje JMBEPreHUMH OT HUX. Takke HEeT BO3MOXKHOCTH OJHO3HAYHO YTBEPXKIATh,
KaKoOM M3 3TUX JIBYX MPOLIECCOB clieioBal 3a ApyruM. OHaKO, B CUITYy CBUACTEILCTB O
KOHKYPCHIIMH MEXJy JOMEHAMHU M OTCYTCTBHUS OOHApYKEHHBIX 31eMeHTOB 0e3 aRNH
¢ perpaaupoBaBmiiM RNH, Mbl CkiOHsS€MCA B NOJIB3Yy TMIIOTE3bI, T€ JAErpajalus

HatuBHOro RNH cinenyer 3a 3axsarom aRNH.

3axBar gomeHa aRNH cnenyer cumrtate coObITHEM €IMHOKPATHBIM.
duioreHeTnyecKas pEKOHCTPYKLU HE JAET BOZMOKHOCTH OJHO3HAYHO OTKA3aThbCs OT
TUIOTE3bl O MHOXKECTBEHHOM 3axBaTe, OJHaKo, 6 Wiau 7 CiIy4yaeB 3axBara OJIHOTO
JIOMEHa U3 KpaiiHe OJMM3KUX MCTOYHUKOB HAa YPOBHE OJHOTO OpraHM3Ma BHIUTCS HaM

CHCHAapUCM MCHECC BCPOATHBIM.

B pesymbrare 3axBara cdopMHpOBaNach HEKas TIEPBUYHAS CTPYKTYypa,
nonoxxenne nqomeHa aRNH B koTopoil ocTa€rcss Hen3BeCTHBIM. MBI IOMMyCKaeM, 4TO
3TOM CTPYKTYpOll MoxeT ObIThb CTpykTypa #1 B cuny e€ HauOousbluel
pactipoctpanéHHoct.  OpHaKo, TOCJENOBaBIIas Cepusi  PEKOMOMHAIIMOHHBIX
MPOIIECCOB, MOPOIUBINIAS BCE OCTAJbHBIE CTPYKTYpPHhI, MOTJa, U, BEPOSTHO, MTOPOIUIA
BCE MHOrooOpasue CTPYKTyp B Mpejeliax OJHOTO T€HOMa. A TOTOMY CTPYKTYpOW-
MPapOIUTEILHULICH MOXKET SIBJISTHCS JIF00ast Apyrasi, B TOM YHCIIe HE COXPAHUBIIASICS
0 HamuMxX JHEH CTpykTypa. B menoM, mporecc pekoMOMHAIMU TPUBENT K
dhopMupoBaHUI0O KaK MUHUMYM 5 CTPYKTYp, 4 U3 KOTOPBIX COXPAaHUJIIMCh Ha yPOBHE
OJIHOTO M3 Hauboyiee APEBHUX M3 M3 HCCIEJOBAHHBIX TAKCOHOB - IUIAYHOB. MBI
BBIJIBUTA€M TMIIOTE3Y O MOCTENEHHOIN TaKCOH-CIEU(PUIECKON ITMMUHAIIMN CTPYKTYP
B XOA€ JUBEPreHUMHM U  CHEUUAJIU3ALMM TAaKCOHOB  3€JEHBIX  PACTCHMI.

ATNbTepHATUBHOM THIOTE30M, OOBICHHUBIIECH ObI TI0J00HOE MHOTO0Opa3ue, MOTJIO Obl
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MOCIIY)KUTh MPEINOJI0KEHUE, YTO CTPYKTYPhl MOCTOSIHHO PEKOMOMHUPOBAIU MEXKIY
co0Oii, a TEHOMBI AKTUBHO OOMEHHBAJIMUCH WMH B PE3yJibTaTe€ TOPU30HTAIHHOTO
nepeHoca. B cuminy mpakTHdeckum OJHO3HAYHO TIOKAa3aHHOW (PUIOTEHEeTHYEeCKOn

pekoHcTpykuuen o nomeny RT, BepTukanbHOM 3BOIONUU 3JEMEHTOB 1at, o J00HbBIN

CLIEHapUH SBIIAETCS KpaliHE MaJIOBEPOSITHBIM.

CxemaTtuyeckoe I/I306pa)KGHI/IC paciiuCaHHOT'O BBIIIC 3BOJIOIMOHHOTO CIICHApUA

Mpe/ICTaBIEHO HA PUCYHKE 17.
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Pucynok 17. Ilpemnonaraemsiii cuenapuii aBomtorun 7at LTR-perpoTtpancnoszonos. Tpu
KJIFOYEBBIX COOBITHS - 3axBaT j00aBouyHoro gomeHa aRNH (aRH), merpaganms HaTHBHOrO JOMEHa
RNH (RH) u axkTuBHas pekoMOHMHALMs - MPOUCXOAMIN B COOTBETCTBYIOIIEM IOPAIKE HAa YPOBHE
oOmiero mpeaka TpEX JWHHMNM MXOB W IUIayHOB. JlaHHBIE COOBITHS, 1O BCEW BHJIUMOCTU, MOTJIH
YAaCTUYHO IIepeceKaTbCcs BO BpEMEHHU. B ux pe3ynbTaTe y HEKOrO PpAacCTUTENbHO OpraHu3ma
cOPMHUPOBAIUCH KaK MUHUMYM 5 CTPYKTYp 3J€MEHTOB Tat, pa3muyalominXcs MOJOXKECHUEM JIOMEHa
aRNH. Jlasnee, B cuily HEM3BECTHBIX IMPOILECCOB, 3TU CTPYKTYPhl SJIUMUHHUPOBAINUCH MO-PA3HOMY OT

TAaKCOHA K TaKCOHY, ITOKa HC IMMPUBECJIN K 06Hapy)KCHHOMy MHOFOO6pa3I/IIO.
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3akJil04eHue 1Mo nNpojaeJJaHHOH padoTe

[Ipoananu3upoBaHo 94 reHoMma 3€NEHBIX PACTEHMI. DJIEMEHTHI, COJEpKalue
nomeH aRNH, Obun oOHapyXeHbl B T€HOMaxX HACTOAIIMX W aHTOLEPOTOBBIX MXOB,
orOpaceiBasi THIoTe3y o ToM, 4yTo 3axBaT aRNH snementamu 7at mpousomeén B
reHOMax IJIAyHOB (CIHMCOK MCCIIEIOBAHHBIX BUOB C BbISBIIEHHBIMH 3JIEMEHTAMH U HX
YHUCIIEHHOCTBIO NPEJCTaBiIeH B MpuiokeHUH 1). Jlyig BBIIBIEHHBIX 3JIeMEHTOB Tat ¢
aRNH u cdhopmupoBaHHBIX UMM KJIacCTEpOB BHYTpH Tat OBLJIO BBEJIECHO HOBOE
ycinoBHoe obo3HaueHue (4-L Bmecto [-VI). Becero Ob110 BBISBIEHO OKOJIO 799 ThICSY
anemeHnToB ¢ aRNH, ¢Qumorenernyeckn COOTBETCTBYIOMMX Kiactepy Tat. Ot
AJIEMEHTHl ObUIM MPEACTABIICHBI MATHIO PA3NUYAIOLMMUCSA IO IMOJIOKEHUIO JOMEHa
aRNH crpykrypamu, nBe U3 KOTopbix (#4 u #5) ObLIM BhIsSBIECHBI BrepBble (PucyHok
12).

LTR-perporpancno3onsl 7at ¢ nomeHom aRNH u3 reHomoB manopoTHHKOB,
TJIAYHOB, HACTOSIIIMX M aHTOIIEPOTOBBIX MXOB copmupoBaiu Ha apeBe RT (pucynox
13) uetsipe HOBBIX Kiactepa (Tat A, B, C, D) 3a npeaenamu “ctapbix’ KiactepoB Tat
(no HoBoOW Hymepauuu - E, F, G u L). Emgé uersipe knacrepa (Tat H, 1, J u K) 6b1nu
BBISIBJIEHBI B JIPEBHUX I'OJIOCEMEHHBIX (TUHTKOBOro (inkgo biloba, runetoBbix Gnetum
montanum wn  Welwitschia mirabilis, Cycas panzhihuaensis, TucoBoro Taxus
wallichiana u TpEX BHIIOB CEMEWCTBA KHUITAPUCOBBIX), PACIIOIOKEHHBIM MEXKITY
W3BECTHBIMU mpexae kiactepamu Tat G u L (XBOWHBIX TOJOCEMEHHBIX U
MOKPBITOCEMEHHBIX, COOTBETCTBEHHO).

DNIeMEeHThl ¢ “peTpOBUPYCHOW’  CTPyKTypoi #| OBIIM BBIABICHBI Y
NAllOPOTHUKOB, ITUIAYHOB W AHTOLEPOTOBBIX MXOB M JIDEBHHX T'OJIOCEMEHHBIX H
NOKPBITOCEMEHHBIX, YTO JENaeT 3Ty CTPYKTYypy CaMoOill pacnpoCTpaHEHHOW W,
BEpOSITHO, SBOJIOLNMOHHO Hambosee BbirogHoW. Hamu paccmarpuBarorcs Be
runote3nl. CornacHo ojiHoM, 3axBaT aRNH snementamu Tat mpou30men B MOJIOKEHUE
CTPYKTYpbl #1, OT He€ e NPOU30LUIN BCE OCTaIbHBIE CTPYKTYPBl. DTO OOBICHSET
MIPEICTABIEHHOCTh CTPYKTYpbl #1 IMpakTU4YeCKH BO BCEX HMCCIIEJOBAaHHBIX TaKCOHAaX,
coaepxamux 3neMeHTsl Tat ¢ jomeHom aRNH. CormnacHo anbTepHaTUBHON THIOTE3E,
3aXBaT MOI' MPOM30MTH B JIOOOM JPYyroM TMOJOKEHUU, OJIHAKO, TOJBKO IOCIe
oOpa3oBaHusi CTPYKTYpbl #1 B X07e pexoMOuHaIuu 31emMeHTsl Tat ¢ jomeHom aRNH

I[MOJIYYWJIIM OBOJIOOUMOHHOC IIPCHUMYHIICCTBO, 3aKPCIIMBIIMCHL BO BCCX TAaKCOHaAX
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MIPEUMYILIECTBEHHO B BUJAE ‘‘PETPOBUPYCHOU” CTpyKTypbl (#1). B mrobom ciyuae,
oOpa3oBaHuE€ JaHHOW CTPYKTypbl B xoje sBomtounu LTR-perporpancno3oHoB B
F€HOMax 3€JIEHBIX pAacCTEHUH Mbl pPACIEHMBAEM KaK IPUMEP KOHBEPreHUUHU 10
OTHOILICHHIO K PETPOBUPYCaM 1M03BOHOYHBIX U LTR-peTpoTpancno3onaM 0OMUIIETOB.

AHajoru4yHble KOHBEPIe€HTHBIE MPOILIECCHl HAa YpOBHE pa3HooOpa3us BHYTPHU
KyactepoB 7at moka3aHbl Ha ABYX APYTHX CTPYKTypax - #2 (knacrepsl Tat E-F n Tat J)
u #3 (Tat Cu Tat G-H).

Hogas ctpykrypa #4, rne nomen aRNH pacrnionoxxen B 5° obmactu 1o OPC rena
gag, BBIABIIEHA B TECHOMAaX HACTOAIIMX MXOB M IUlayHOB. HoBast cTpykTypa #5 ¢ AByMs
nomeHamu  aRNH, BeposATHO, ABIAOIIA’CA  NPOU3BOAHOM  CTPYKTYphl  #1
(“perpoBupyCHOIL”’), 0OOHApY>KEHA B TEHOMAax aHTOIIEPOTOBbIX MXOB (Pucynku 12, 13).

Odunorenernueckuit ananu3 gomeHa aRNH (Pucynox 14, mpuioxenue 2)
npeanojaracT €IMHCTBEHHBIN ciydait mpuoOpereHuss gomeHa aRNH y Tar LTR-
PETPOTPAHCIIO30HOB C MOCIEAYIOLICH TUBEPTCHIIUCH.

be1o nmpoBeneHo nccnenoBaHnue 3aBUCUMOCTH JIeTPajaliid HATUBHOTO JIOMEHA
pubonykieassl H oT npuobperenust gonoanuteasbHoro nomeHa aRNH (Pucynok 15).
CBsi3p  ATUX JBYX COOBITUM OblIa  TMOATBEPXKACHA, OJHAKO  OMPEACIIUTH
MOCJIEIOBATEIbHOCTh, B  KOTOPOM 3THU  COOBITHS  NMPOUCXOAMIIM,  OCTAETCs
HEBO3MOXHBIM. B cuity 0ocoOeHHOCTEN BBIABIEHHON CTPYKTYpHl #5 (PucyHnok 12), Mbl
CKJIOHSIEMCSI K TOMY, YTO IPOLECC JErpajally CTaporo JIOMEHA SIBJISETCA CKOpee
CJIEJICTBUEM MPUOOPETEHUSI HOBOTO, KOHKYPUPYIOIIETO C HUM.

Taxxke ObLT TpoW3BeNEH OrpaHWYEHHBIN Mouck ao6aBouHblx OPC, B Xxonme
KOTOPOTO BBISIBIIEHBI HEKOTOpble J00aBOYHbIE (PparMEHTUPOBAHHBIE JOMEHBI,
(GyHKIMOHANIbHAS POJIb KOTOPBIX OCTAETCS HESICHOM.

CornacHo JIOTHKE pacCyXIeHHs B MPEKHUX pabOTax, Mbl JOKHBI OBLIH OBI
yTBEP)KIAATh 0 6 WK 7 ciayyasx HezaBucuMoro 3axsara JjomeHa aRNH. Ognaxo B cuiny
MIEPECEUEHUN MEXIy S3THUMM KJIacT€paMH, BEpPOSITHO, MHOTME U3 HUX SBIISIOTCSH
00pa30BaBIIMMUCS U3 OJJHOTO UCTOYHHMKA MYTEM IUBEpreHIun. B cumy manoit AmuHbl
KOHCEpBATUBHOU mocienoBaTenbHOCTH nomMeHa aRNH, dumorenernyeckoe apeBo He
II03BOJIIET PA3pELINTh B3aWUMOOTHOLICHUS KJIACTEPOB B II0JIb3Y MHOXECTBEHHBIX
coObITHii 3axBara qomeHa aRNH. CrienoBaTenbHo, runoTe3a 0 eAMHCTBEHHOM CIy4ae
3axBaTa BUAMUTCS Ooiiee BeposiTHOUW. Takum 0Opa3om, MbI MpeasiaraéM OTKa3aThCsl OT
paHee BBIJBUHYTOW HaMH THUIOTE3bl O HEOJHOKPATHBIX HE3aBUCHUMBIX CIIydasix

npuodperenus fomeHa aRNH snementamu knacrepa 7at.
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[Tockonbky HE TMPEACTaBISECTCS BO3MOXHBIM  BBIICHUTH, KaK 4acTo
MPOUCXOJUIN TPOLECCHl PEKOMOMHALIUU MEXIYy CTpYKTypamu 7Tat 1O TOJIOKEHUIO
nomeHa aRNH, HEeT BO3MOKHOCTH OJJTHO3HAYHO YTBEPKIAATh, SIBJISECTCS JIA BBISIBICHHOE
pazHooOpa3ue d3JIeMEHTOB Tat pe3ylbTaTOM TOCTOSHHBIX PEKOMOWHAIUMM WA JKe
MOCTENIEHHON yTpaTOll pa3HBIMM TaKCOHAMH pa3HBIX CTPYKTYp, OOpa30BaBIIMXCS

cpa3y nocie 3axBarta jomeHa aRNH.
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BoIBOALI

PazpaboTan aBTOMAaTH3MpPOBAHHBI aNrOPUTM  OHOMH(GOPMAIIMOHHOTO  IIOHCKa,
W3BJICUCHHUS, AHHOTaUMKW W  Kilaccudukauuum  mocnenosarenbHocTet  LTR-
PETPOTPAHCIIO30HOB € JOMOJHUTENbHBIM gomeHoM aRNH, a Takke npyrux
MOOMJIBHBIX ~ DJIEMEHTOB  C  KOHCEPBATUBHBIMH  OCIKOBBIMH  JOMEHAMH.
YyBCTBUTENBHOCTD AITOPUTMA MPEBBIIIACT PaHee Pa3padOTaHHBIC METOIBI.
Omnpeneneno  pacnpoctpanenne Tat  LTR-peTpoTpaHCrioO30HOB B IeHOMAax
HEIBETKOBBIX 3€JIEHBIX pPACTEHUU. OneMeHThl 7Tat ObUIM BBIABIECHBI BIEPBBIE Y
IIPEACTABUTEIEH TAKCOHOB HACTOSAIIMX M AHTOLEPOTOBBIX MXOB, INAlOPOTHUKOB H
JIPEBHUX TPYNI FOJIOCEMEHHBIX - TMHKIOBBIX, THETOBBIX, CATOBHUKOBBIX, TUCOBBIX U
KUIIapHUCOBBIX.

[TpunoGperenne nomena aRNH 7at LTR-perpoTpancno3oHaMu MpoU30ILI0 Ha YPOBHE
IIpeKa HAa3eMHBIX COCYIUCTBIX PpAaCTEHMM IIOCJIE€ JUBEPreHLHH OT 3EJIEHBIX
BOJIOPOCJIEH, a HE HAa YPOBHE IIJIayHOB, KAK 3TO CUATAJIOCH paHee. Jlaiee, 3Bosronus u
pacnpoctpanenue Tat LTR-peTpoTpaHCnO30HOB B T€HOMax pPacTEHHU IPOXOJWIIA
MIPEUMYLIECTBEHHO BEPTUKAJIBHO.

bbi1o BBIABIEHO 5 CTPYKTYpHBIX BapHaHTOB J3JEMEHTOB 7af, pa3IMYarOMIMXCs 110
nosioxxeHnto goMeHa aRNH. JIBe ctpykrypwsl oOHapykensl BrnepBbie. ¥ Tat LTR-
PETPOTPAHCIIO30HOB M3 OOJBIIMHCTBA W3YUYEHHBIX TAaKCOHOB MpeolialaeT CTPyKTypa
“peTpOBUPYCHOTO” THIIA, YTO TOBOPHUT B MOJB3Y €€ MPUCIOCOOUTENHHOTO 3HAYCHUS
st sBosonuu  LTR-peTpoTpaHCIIo30HOB, a Takke NEPBUYHOIO IPOUCXOKICHUS
JaHHON CTPYKTyphl y oOmiero mpenka Bcex Tat. Camo mo cebe BO3HUKHOBEHHE
“perpoBUpycHON” CTPYyKTypbl y LTR-perpoTpaHCliO30HOB 3€JIE€HBIX PaCTECHHI
MPEACTABIACT SPKUM TPHUMEP KOHBEPIeHTHOW OHBOJIOUMHM [0 OTHOLIECHHIO K
perpoBupycaM  10o3BOHOYHbIX M LTR-perporpaHcno3oHOB M3  I'€HOMOB
Mapa3UTUYECKUX IPOTUCT - OOMUIIETOB.

OunoreHeTUYeCcKass PEKOHCTPYKUHMS OTHOIIEHUWHA TOCJIEA0BATEIbHOCTEN TE€HOB U
nomeHoB RNH noarsepxknaer, uro aRNH mnpoucxoauT He OT HATUBHOIO JIOMEHA
RNH, a nyrém oapnokparHoro mpuobOperenus aRNH TpaHcro3oHoM wu3BHE C
noclieytone ObIcTpoil  AuBepreHuuerd aomeHa. TakuMm o00pa3oM, OTBEprHyTa
npelblayIasl TUnore3a O MHOXKECTBEHHBIX He3aBUCHUMBIX mpuobpereHusix aRNH

pa3TUYHBIMU KJlacTepamu 7at.
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6. [erpananus natuBHoro nomeHa RNH Bo Bcex kiacrepax 7at, conepxkamux aRNH B
Pa3IMYHBIX MOJIOKEHHSIX, IPOUCXOJIUT B PAaBHOW MEPE JJISI BCEX M3YUYEHHBIX TPYIIIL.
DTO MOATBEPIKIa€T B3aUMOCBSI3b ABYX coObITHII: mpuodpereHrne aRNH u ngerpananus
RNH, HO He mo3BOJIET SBHO ONPEAEINTh HMX MOCIEAOBAaTEIbHOCTh. [Ipumep
WCClIeIoBaHus OyIuIMuupoBaHHbX JoMeHOB aRNH B crpykrtype #5 snementoB Tat
AQHTOIICPOTOBBIX MXOB IIO3BOJISIET C OOJBIIEH BEPOSATHOCTHIO JOMYCTUTh, YTO
nerpananus HatuBHOM RNH sBisieTcss cieiacTBHEM KOHKYPEHIIMH JBYX WM Oojee

JIOMEHOB C OJINHAKOBOMW (hyHKIIHEH.
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ITpunoxxenne 1. Tabmuiia TEHOMOB 3€JIEHBIX PACTEHWH, MCCIEAOBAHHBIX B JaHHOW padoTe (32 UCKIIOYCHHEM
3€JICHBIX BOAOpPOCHEH) M MX TaKCOHOMMYECKON MPHUHAMICKHOCTH M yKa3aHHs KOJUYECTBa 3JIEMEHTOB Tat c
nomeHoB aRNH, oOHapy»xkeHHbIX B 3TuX reHoMax. CTpykTypsl 1o nonokennto aRNH cxemarndHo oToOpakeHb
Ha pucyHke 10. JlepeBbsi, MO KOTOPBIM MOXXHO OOHApY)XWTh IaHHBIX NPEICTaBUTEICH NPEICTAaBIECHBl B
npuitokeHns1X 2 u 4. TakcoHBI BOIOPOCIIEH, McCIe0oBaHHbBIE B paMKax JaHHOH padOTHl HE IMPUBEICHBI B CHITY
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Ipuiaoxenus

BBICOKOW YMCIIEHHOCTH T€HOMOB M OTCYTCTBUS B KaXKIOM U3 HUX 31eMeHTOB ¢ aRNH.

OcHoOBHas rpymnmna Kiacc Bun KomngectBo | CtpyKTypHI
Marchantia polymorpha 0 -
Marcllf;natlilc? hvta Marchantiopsida
phy Marchantia inflexa 0 -
Anthoceros angustus 4 #1
Kimanga .
Anthocerotophyta Anthocerotopsida Anthoceros punctatus 9 #1,#5
Anthoceros agrestis 19 #1.#5
Sphagnum magellanicum 0 -
Sphagnopsida
Sphagnum fallax 0 -
Physcomitrella patens 0 -
Pleurozium schreberi 7 #4
Knana Bryophyta
Calohypnum plumiforme 8 #4
Bryopsida
Ceratodon purpureus 5 #4
Fontinalis antipyretica 0 -
Syntrichia caninervis 12 #4
Selaginella tamariscina 73 #1,#4
Kuace o Selaginella moellendorffii 51 #2
Lycopodiopsida Lycopodiopsida
Y Selaginella kraussiana 2 #2,#3
Isoetes engelmannii 110 #2
Polypodium sp 0 -
Pteridium sp 3 #1
Plagiogyria sp 9 #1
Dipteris sp 0 -
Kiace L )
Polypodiopsida Polypodiopsida Cystopteris sp 4 #1
Ceratopteris sp 0 -
Ceratopteris richardii 53 #1
Salvinia_cucullata 17 #1
Azolla_filiculoides 167 #1
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K Gnetum montanum 26160 #1,#2
nana Gnetonsid
Gnetophyta netopsida .
Welwitschia mirabilis 879 #1
Knana Ginkgoopsida Ginkgo biloba 21357 #1,#2,#3
Ginkgophyta
Knaga Cycadopsida Cycas panzhihuaensis 2922 4243
Cycadophyta
Pseudotsuga menziesii 65496 #2.#3
Abies alba 86303 #2.#3
Pinus taeda 39538 #2,#3
Pinopsida Pinus lambertiana 49880 #2.#3
(conifers I clade - Picea abies 29708 H2.43
otzxen Pinales,
XBOHHEIC) Larix sibirica 2135 2,43
Knacc Pinopsida Picea sitchensis 50267 #2,#3
Larix kaempferi 27181 #2,#3
Picea glauca 21831 #2,#3
Sequoiadendron giganteum 56032 #1,#2
Pinopsida
(conifers II clade - Sequoia sempervirens 164834 #1,#2
otxen Cupressales,
KHITaPHUCOBBIC H Thuja plicata 49262 #1,#2
THCOBBIC)
Taxus wallichiana 73202 #1,4#2
Amborella trichopoda 1688 #1
Nymphaea colorata 314 #1
Nymphaea thermarum 158 #1
Aristolochia fimbriata 1302 #1
Kiace L . .
Magnoliopsida Magnoliopsida Liriodendron chinense 12825 #1
Chimonanthus salicifolius 1 #1
Cinnamomum kanehirae 1587 #1
Persea americana 2804 #1
Litsea cubeba 10664 #1
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[punoxenne 2. @umoreHeTnueckoe apeBo gomeHa aRNH B comocTaBieHH# CO CTPYKTypaMu, IOCTPOCHHOE Ha
aJeMeHTax 3eN€HbIX pacTenuil. CBepxy ympomieHsl Bece goMeHbl “LTR RNH”, pazgenstonuecs nanee na RNH
Ty3/Gypsy, Tyl/Copia u Bel/Pao. BmecTe ¢ HUMH B KaueCTBE €IIé OJJHON BHEIIHEH IPYMITbI B3SIThI JoMeHbl RNH
petpoBupycoB. Bes HikHsAs BeTBb - JoMeHbl aRNH. [Toanucu B 3ToM 0710Ke COOTBETCTBYIOT HOBOI HyMepaluu
Tat (pucynok 11). Buyrpu BerBu “aRNH Tat F,[,J,K,L” Tpu nocnenoBarensHOCTH reHoMa Taxus wallichiana w3
Tpéx KimactepoB F,1,J BBIIENCHB CHHAM B CICAYIOIIEM TOPSIKE: BEPXHSSI COOTBETCTBYET DIIEMEHTAM KiIacTepa
Tat F co CTpYKTypoii #2, HIDKHSS - SIIeMeHTaM Kiactepa [ co CTpYKTypoii #1, a cpennsis - #2 u3 knacrepa Tat J.
Hoctosepubie 1o kodpdummentam moxaepxku (aLRT u ufBoot) y3mbl BbimeneHsl KpacHbIM. Iloamucu
9JIEMEHTOB YIPOLICHBI BO H30eKaHHE ITeperpy3ku N300pakeHns: HH(popMaIen.



e L 1g15 chainA_p0cL
: omio_sapienis_AAV38475

e 4010 chainA_p003
30p3 hain_p005
HIV-T

Pichia_pastoris_XP_ 002490024
Candida_orthopsilcsis XP_003871485
Trypanosonia_ifucei AAC4T537
Caenorhabitis_elegans_NP_001040786

ELIKL Magnoliophyta &
Gymnosperms (all)

Reg TR
DA eR AT RAZRAN

(dual RH)

b CREEIRET ;

B Bryophyta <
L Magnoliophyta

D Polypodiophyta

E ooty DA JBR RT RH INT)2R5)

5 'C Lycopodiophyta

Physcomitrella_patens XP 001777308

phagnaum fallax_RNaseH 1

) Anthoceros_angustus_RNaseH |

L Anthoceros punclaits_RNaseH_|

w— Vitis_ vinifera CBI34967

s Qryza Sativa AAKS4296

Arabidopsis_theiana_AAF24611

[ Pseudolsugla menziesi_RhaseH_|

Azolla_fliculoides_RNaseH T

Selaginella_moellendarffi XP_002990328

Selaginel a_moeTlendorffi_RNasaH_|
Sequoiadencron_giganteum RNaseH_|
i Abies albe RNaseM |

Sequoig_sempenvirens RNaseH |

Pinus_taeda_ RNaser |

DarCA FRRT AT

6 )CA PR RTREGRRRAINT

(proximal) (distal)

Adb 3

G Pinophyta (Pinales);y

Cpan 3 : [ {
N Halomabdﬁsol‘ﬁtthensis_‘NP 015786958 H GInkgOOphyta, Cycadoph 5
E Haloruorum lacusproTindi WP 012659552 / |

Natrinema_pefirubrum WP D06132114 /
Lo g Halcarcula_marismortui AAVA8010 , I
. Agag,‘f?gf ' E Lycopodiophyta /

w agr
A Anthocerotophyta
_aRH-2 Aagr 5
7—% _aRH2 Aa |
Ry A Anthocerotophyta

_|:C aRF-T A3
" aRH-Z Apun 5
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[punoxenne 3. Punorenernyeckoe ApeBo fomerna aRNH, agantupoBano u3 npekHer crateu [9], mocTpoeHHOE
MIPEUMYILECTBEHHO Ha JJIEMEHTAX MTOKPBITOCEMEHHBIX. Kak 1 B aHAJIOTHYHOM JpeBE, BHIIIOHEHHOM B paMKax
9TOH pabOTHI (CXeMAaTHYHO H300paKEHHOM Ha PUCYHKE 12, B IOJTHOM BHIE NPEJICTABICHO B IPUIOKEHHH 2),
BBIJICIISICTCS. TPH OCHOBHBIX 00JbIIuX Kiactepa goMeHoB RNH: (1) fmRNH, nunu cBOWCTBEHHBIC TpubaM U
>kuBoTHEIM (Fungi/Metazoa-like RNH), (2) natuBasie RNH LTR-perporpancniozonos (LTR RNH), (3)
JIOTIOMHNTENbHBINA ToMeH aRNH, Ha3bIBaeMblil B IpeKHUX nccienoBaHuax “apxeiHbiM” (Archeal RNH) - ot
OpPraHU3MOB, YbH cOOCTBeHHbIE foMeHbl RNH Takke momaiu B 3TOT KJIaCTep ¥ KOTOPBIE pacCMaTPHBAINCH KaK
BEPOSATHBIN HCTOYHHK MpHOOpeTeHus 3nementamu Jat momeHa aRNH. [t kaxxmoro u3 TpéX OCHOBHBIX
KJIACTEPOB MOKa3aHa TpeTHYHast CTPyKTypa (ofcrupanu u P-cknanku) ¢ 4(5) aMUHOKHUCIOTAMH KaTaTUTHYCCKH

aktusHoro 1eatpa DED(R/H/-)D.

plant L1

Athilad-1 .Aﬁ'ﬁ'mpm hatiana | Athila
Chromoviruses

Ty3Gypsy RHHJ
{gRNH)

ARCHAEAL, ARNH

D E D

T ¥ I bl

g1 p2 B3I ot A4 o2 fBS al

LTR RNH*

D E D . D
FunGl/METAZOA-LIKE RNH

D E D HD


https://www.zotero.org/google-docs/?Jeyo93
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[punoxenne 4. JlpeBo ¢uioreHeTmdeckux B3amMooTHomeHnit LTR-peTpoTpaHCHO30HOB, MOCTPOCHHOE Ha
OCHOBaHMH BBIpaBHHBaHMS aMHHOKHCIIOTHBIX TocieioBarenbHocTeil qomena RT u3 nannoii pabotsl. B xauecTse
BHCIIHUX TPy HCIOJB30BAIACH dyieMeHThl Ty3/Gypsy (He OTpakeHbl Ha JpeBe) ©  Hambosee
OMU3KOPOJICTBEHHOH K 37eMeHTaM Tat Tpymme - Athila (CXIOMHYTO BHH3Y JpeBa B €AWHYIO JIMHHUIO). U caM Tat,
pa3outeii Ha 13 BHyTpeHHHX KiactepoB A-L u Z (“Zero”), He conmepxamuii mob6aBouHoro momeHa aRNH.
BbIsiBIICHHBIE DJIEMEHTHI HOAIIMCAHBI B (JopMaTe “KOJIMYECTBO DJIEMEHTOB B KilacTepe, COKpalleHHE BHIOBOTO
Ha3BaHUs, (ail mocie pa3dueHus UCXoqHOro (aiiina reHoma Ha (halabl MEHBIIETO pa3Mepa, CTPYKTypa Mo
noMeHaM, xapakrtepuctuku LTR mpum Hammumm, cuérdmk-mokasatenb KadectBa siemeHToB”. Kmacrep Tat E
pa3OuT Ha JjBe YaCTH M3-3a HEYCTOWIHMBOTO TOJIOKEHHUS SJIEMEHTOB T'eHOMa IuTayHa Isoetes engelmannii. Kiactep
Tat J, mipencCTaBICHHBIA 3JIEMEHTaMH OJHOTO TeHOMa M3 poxaa Taxus, OTpakaeT HMOBTOPHOE NpHOOpETeHHUE
CTPYKTYphI #2 cpenu 3yeMeHTOB co ctpyTkypoit #1 (Tat ). loctoBepHbie Mo K03(D(HUIIMCHTAM TOICPIKKA

(aLRT u ufBoot) y31sI BEIZICIEHBI KPACHBIM.



99.9/100 Tatd-1

T2

Lcub_2.fa_ID417 (3864); structure 1; LTR%den: 98.917; LTRIen: 739
Pame.fa_ID778 (996); structure 1; LTR%den: 86.624; LTRlen: 157
Ckan.fa_ID28 (109); structure 1; LTR%den: 100.0; LTRlen: 570

100/100
2

1007100 Lchi.fa_ID9456 (1412); structure 1; LTR%den: 90.957; LTRlen: 752
r 209/100 RIRE2
9997100 [j Grandel-4 TatL .
100/100 B1147A04.5 73 i
. ettt Magnoliopsida
—=[ T e

Afim.fa_ID626 (742); structure 1; LTR%den: 94.969; LTRlen: 159
Atri.fa_ID209 (24); structure 1; LTR%den: 91.489; [TRlen: 141

99.1/100

99.9/100

Ogre

Csal.fa_ID1 (1); structure 1; no LTR
Ncol.fa_ID318 (130); structure 1; LTR%den: 97.389; LTRlen: 651

Nthe.fa_ID3 (6); structure 1; LTR%den: 98.417; LTRlen: 379

Gmon.fa_ID23144 (16899); structure 1; LTR%den: 96.486; LTRlen: 626
Wmir_3.fa_2.fa_ID16 (5); structure 1; LTR%den: 88.063; LTRlen: 1977
Sgig_5.fa_3.fa_ID707 (16573); structure 1; LTR%den: 98.66; LTRlen: 1717
Ssem_25.fa_ID4948 (9693); structure 1; LTR%den: 98.718; LTRIen: 1568
Gbil 2 fa ID2360 (11); structure 1; LTR%den: 97.572; LTRIen: 659

100/100

TatK @ Gnetaceae

Tat! @
2WTaxus]  Gingkoacea, Cuppresales
Twal_1.fa_10.fa_ID374 (4131); structure 1; LTR%den: 91.176; LTRIen: 102
Tpli_7.fa_ID493 (1424); structure 1; LTR%den: 98.193; LTRlen: 166
Cpan 6.fa 9.fa ID33 (132); structure 3; LTR%den: 91.635; LTRIen: 263 )
Gbil_9.f2_ID2 (53); structure 3; LTR%den: 92.795; LTRlen: 347 TatH @  Gingkoacea, Cycadaceae
Pabi_0.fa_ID2244 (1864); structure 3; no LTR
Pmen_6.fa_ID3355 (1836); structure 3; LTR%den: 91.066; LTRlen: 985
Lkae 5.fa_ID10 (3689); structure 3; LTR%den: 96.393; LTRlen: 1691
Plam 21 fa_ID1441 (267); structure 3; LTR%den: 90.803; LTRlen: 598
Ptae_18.fa IDL967 (253); structure 3; LTR%den: 98.157; (TRlen: 217 TatG @

Psit_12.fa_ID2466 (58); structure 3; LTR%den: 93.917; LTRlen: 1759 7
Pgla_11.fa_ID8B2 (2937);structure 3; LTR%den: 95.148; LTRlen: 1484 Pinaceae
Lsib 0.fa_ID201 (8); structure 3;no LTR
L————— Aalb_4.fa_ID8146 (15389); structure 3; LTR%den: 92.101; LTRlen: 1114
100100 ——— Smoe.fa_ID12 (4); structure 2; LTR%den: 96.859; LTRlen: 191 T
Y SkafaID3(1); structure 2; noLTR Tat E2 2  Lycopodiopsida
Sqig_2.fa_3.fa_ID754 (4680); structure 2; LTR%den: 99.27; LTRlen: 137
Ssem_4.fa_ID6206 (5842); structure 2; [TR%den: 96.359; LTRlen: 1950
Tpli_6.fa_ID1489 (5398); structure 2; no LTR
Gmon.fa_ID19102 (1098); structure 2; LTR%den: 98.578; LTRlen: 1125
Wmir_4.fa_4.fa_ID8 (1); structure 2; no LTR
Lsib_11.fa_ID21 (102); structure 2; no LTR
Pmen_7.fa_ID2841 (14275); structure 2; LTR%den; 98.441; LTRlen: 3207
Ptae_7.fa_ID129 (17686); structure 2; LTR%den: 99.244; [TRlen: 1323
Lkae_9.fa_1D2902 (1457); structure 2; LTR%den: 99.917; LTRlen: 1212 TatF 2
99.9/100 Psit 9.fa_ID2514 (14459); structure 2; LTR%den: 86.634; LTRIen: 1414
Pabi_1.fa_ID3584 (8490); structure 2; LTR%den: 98.609; LTRlen: 791 Gymnosperms (all)
Pgla_17.fa ID1257 (4802); structure 2; LTR%den: 96.273; LTRIen: 483
Aalb_0.fa_ID9000 (20523); structure 2; LTR%den: 90.582; LTRIen: 361
L Plam_1.fa_ID715 (1437); structure 2; LTR%den: 96.42; LTRlen: 810
Twal_0.fa_12.fa_ID105 (1478); structure 2; LTR%den: 97.205; LTRlen: 3542
b7 376 Cpan_1.fa_0.fa_ID358 (36); structure 2; no LTR
| Ghil_1.fa_ID303 (6837); structure 2; LTR%den: 91.667; LTRlen: 1068
leng_2.fa_ID10 (14); structure 2; no LTR TatEl 2 Lycopodiopsida
1007100 Cysto_sp.fa_ID5 (1); structure 1; no LTR
Pteri_sp.fa_ID2 (1); structure 1; no LTR TatD .
Cric.fa_ID53 (10); structure 1; no LTR Polypodiopsida
Plagi_sp.fa_ID9 (4); structure 1; no LTR
Scuc.fa_ID16 (5); structure 1; LTR%den: 93.557; LTRIen: 714
Afil.fa_ID106 (112); structure 1; LTR%den: 99.844; LTRlen: 641
Stam.fa_ID21 (8); structure 1; LTR%den: 97.468; LTRlen: 237
Skra.fa_ID1 (1); structure 3; no LTR TatC ... Lycopodiopsida
Stam.fa_ID118 (10); structure 4; LTR%den: 96.134; LTRIen: 776
Cplu.fa_ID8 (1); structure 4; LTR%den: 93.93; LTRlen: 313
Psch.fa_ID3 (1); structure 4; LTR%den: 94.688; LTRlen: 320 _
Scan.fa_ID19 (3); structure 4; [TR%den: 95.312; LTRlen: 256 TatB . Bryophyta
Cpur_2.fa_ID1 (4); structure 4; LTR%den: 99.157; LTRlen: 356

90.8/100) 53110

95.1/69]
100/100

96.8/98

100/100

99.9/100

—¢ 1007100

99.2/99

40/9¢
99.2/200

100/100

Allland plant taxa

97.5/100

Apun.fa_ID6 (1); structure 1; LTR%den: 97.657; LTRlen: 683
Aang.fa_ID5 (1); structure 1;_LTR%den: 97.143; LTRlen: 455
Apun.fa_D1 (1); structure 5;_LTR%den; 91.311; LTRlen: 679 Tat A '. Anthocerotophyta
Aagr.fa_ID12 (1); structure 5; LTR%den: 96.884; LTRlen: 674
Aagrfa_ID9 (4); structure 1; LTR%den: 99.734; LTRIen: 376

100/100 Athila

03
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[punoxenne 5. Tabmuma 3JeMEeHTOB, HaliIEHHBIX B TeHOMax mociie padora anroputMa DARTS, onpenenéunsie
3aIpocoOM B KOMaH/IHOW CTpOKe uepe3 QyHKIHIo ‘grep’. YHCICHHOCTH 37IEMEHTOB MOTYT OTJINYATHCS OT AAHHBIX
B Ta0JIMIE MPWIOKEHUS |, TOCKOJIBKY 3/1€Ch YUUTBHIBAIOTCS XMMEPHBIE DJIEMEHTHI M cBOOOIHBIE foMeHbl aRNH,
pacrio3HaHHbIe KaK IMOJHOLCHHBIE 3JIEMEHThI M3-32 HAJIM4YMsI B HerocpeAcTBeHHOW Omu3octu (parmentoB RT,

KOTOpBIE OBLIH OTCESHBI (1)PUIBTp0M 110 AJIMHE TP aHHOTAWH ITOCJIEA0BATEIIBHOCTH.

CocraB 10 CTpYKTypam OIUHOYHEIE
Bun Kommenrtapuu
#1 #2 #3  #4 #5 mcero | aRH
M. polymorpha 0 0 0
M. inflexa 0 0 0
A. angustus 4 4 0
A. punctatus 6 3 9 0
A. agrestis 16 3 19 0
S. magellanicum 0 0 0
S. fallax 0 0 0
P. patens 0 0 0
P. schreberi 7 7 0
C. plumiforme 8 8 0
C. purpureus 5 5 0
F. antipyretica 0 0
S. caninervis 2 XUMephl
11 12 0 (1 ~#4)
S. tamariscina 15 2 51 73 1
S. moellendorffii 51 51 0
S. kraussiana 1 1 2 0
1. engelmannii 13 96 110 1
Polypodium sp 0 0 0
Pteridium sp 3 3 0
Plagiogyria sp 9 9 0
Dipteris sp 0 0 0
Cystopteris sp 4 4 0




Ceratopteris sp

C. richardii

S. cucullata
A. filiculoides
G. montanum

W. mirabilis
G. biloba

C. panzhihuaensis

P. menziesii

A. alba

P. taeda

P. lambertiana

P. abies

L. sibirica

P. sitchensis

L. kaempferi

P. glauca

S. giganteum
S. sempervirens

T. plicata
T. wallichiana

A. trichopoda

53

17

167

23178

791

4969

36387

97769

31128

25090

1698

2903

15125

177

43303

63113

30971

41314

25632

1969

43033

13605

17494

19459

66249

17884

47335

97

809

1123

20664

21691

7385 2

7422

3709 1

33

6782 5

12794 1

38901 5

53

17

167

26150

879

21357

2906

65496

86276

39538

49880

29708

2135

50267

27181

21831

56032

164834

49262

73178

1702

213

1255

65

74

67

65

18

22

75

66

46

25

68

25

58

35~#4

137 ~#1 Ge3
INT u 172 6e3
INT+gRH

3 ~#1 6e3 gRH,
296 6e3 INT

917 ~#1 Ge3
INT

729 ~#1 Oe3
INT

337 xumeps! U3
#1,#2,#3

249 ~#1 ©e3
INT

660 ~#1 Oe3
INT nmm
INT+gRH

384 ~#1 Oe3
INT umm

XUMEPHI




N. colorata
N. thermarum
A. fimbriata
L. chinense
C. salicifolius
C. kanehirae

P. americana

L. cubeba

98
314
160
1320

12978

1607

2846

10736

314

160

1322

13029

1624

2862

10800

1~#3
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[Mpunoxenne 6. CpaBHeHNE (PHUIOTEHETHUECKUX JEPEBHEB C JOOABIEHNEM CHHIJIETHBIX IIOCIIEIOBATEILHOCTEH.
OCHOBHBIC KaHJIU/IAThl B HOBBIC KJIACTEPHI CPEIN DJIEMEHTOB-CHUHIJICTOB BBIICIEHBI CHHUM (DOHOM, Cpein HHX
ObLIM CleAyIOIIME INPEACTaBUTENN: DIEMEHTHl IUlayHa Isoetes engelmannii co cTpykTypod #1, miayHa
Selaginella tamariscina co cTpykTypoit #3, anmemMeHTsl THeToBoro Welwitschia mirabilis co cTpykTypoit #2,
AJIEMEHTHI XBOWHBIX CO CTPYKTypami #1,4 1 KumapucoBsIx ¢ #3,4. Ha nepeBrsx He MPUCYTCTBYET MOTHBIN HAOOP
BBISIBJICHHBIX JIEMEHTOB - COKpPAIIEHBI KJIaCTEPhl, B KOTOPHIC HE NONall HU OJMH M3 HCCIIEAYEMBIX CHHTIIETOB. B
cuiy cootBercTBU Kiactepy 7at Ha npeBe RT u knactepam aRNH u3 snementoB 7af Ha apeBe RNH, anemMeHTHI,
COCNMHEHHBIE CHHUMM JIMHHUSAMH, MOTYT OBITh Kak apTe(akToM MeToAa (XMMEpHBIE CTPYKTYpPbI
JIETPaINPOBABIINX 3JIEMEHTOB PACIIO3HAINCH 32 TIOJIHOLECHHBIN 3JIEMEHT), TaK M WCTUHHBIMH 3JIEMEHTaMH CO
CTPYKTYpaMH, HE BBISBJICHHBIMH CHCTEMAaTHYeCKH. B mpounx cirydasx 3yieMeHTHI 1100 He MMENN COOTBETCTBUS
Ha JIEpEeBbsIX - OOJIbILAs YAaCTh CHHIJIETOB TOJIOCEMEHHBIX JIN00 He MpuHauIexanu kiactepy Tat mo nomeny RT,
mu6o mmenn aRNH, coorercTByrommii aRNH x034#ickoro reHoMa WM €ro CBOOOIHBIM KOMHUSAM (KOTOpHIE,
BEPOSITHO, OCTAINCH OT JIABHO JETPAJANPOBABIIMX JJIEMEHTOB). OIIEMEHTHI IulayHa Isoetes engelmannii,
TIPEATIONIOKUTENBHO, SIBISIOTCS KOHTAMHMHAIMEH T'€HOMHOHM cOOpku (coOpaHa 10 KOHTHHTOB, HE XPOMOCOM)
napazutaMu pacTeHuid - oommuneramu (nmogmucano - “Chronos”). Dnementsl Welwitschia mirabilis

PaCTIONIOKIINCH B OXKHIAEMOM KIIacTepe Ha KaXIOM U3 (QMIIOETEHETHIECKHX IePeBhAX (moanucano “Wmir #27).
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[punoxenne 7. NHpopManns 0 KOIMYECTBE CTPYKTYpP, KIACTEPOB M XapaKTEPHCTUKAX KIACTEPOB I BCEX
BBISIBJICHHBIX 3JIEMEHTOB 7af B UCCIENOBaHHBIX TIeHOMax. /[l KaXJoro CcouyeTaHusi TE€HOM-CTPYKTypa
MPEJICTABIICHO KOJUYECTBO MOJYYCHHBIX 3JIEMEHTOB ¢ U 0e3 aRNH; cTpykTypbl U IOJIS KaxIoi OT oOmiero
KonuyecTBa 37eMeHToB ¢ aRNH; koiamuecTBO THHMIA TOCiIe KIacTepU3alni; 10 AIEMEHTOB ¢ 00HAPYKEHHBIMH
nocinenoBarenpHocTAMU LTR; cpenHelt m makcuMmanbHOM MIeHTHUHOCTHIO LTR cpeau 3THX 37I€MEHTOB;

KOJIn4ecTBO 31eMeHTOB co 100% muentrnynabivu LTR.

Kon-so Crpykrypa, Koin-Bo

Komn-Bo
aneMeH #ue€ mona swmHUM  OnemeHTsl CpenHsis — Make. Kon-Bo
DIIEMEHTO
ToB Tat cpemu Bcex mocie ¢ OOHAapy- MICHTHY- HIACHTHY- DIIEMEHTOB
Bun B Tat 6e3
TE c 3JIEMEHTOB  KJIacTe- JKEHHBIMH  HOCTb HOCTh co 100%
a
aRNH, caRNH pwmsamuu, LTRs,% LTR,% LTR, % LTR, N
(TatZ), N
N (%)* N
M. polymorpha 178 0 - - - - - -
M. inflexa 148 0 - - - - - -
A. angustus 11 4 #1 (100) Cunarnerst  25.00 97.1 97.1 0
A. punctatus 32 9 #1 (66.7) Cwunrmersr  33.33 91.7 97.7 0
#5(33.3) Cunmrersr  33.33 91.3 91.3 0
A. agrestis 72 19 #1(84.2) 2 50.0 99.7 99.7 0
#5(15.8) Cwunrmetsl  66.67 96.5 96.9 0
S. magellanicum 49 0 - - - - - -
S. fallax 53 0 - - - - - -
P. patens 783 0 - - - - - -
P. schreberi 9 7 #4 (100) Cunrnerst  42.85 98.5 96.7 0
C. plumiforme 24 8 #4 (100) Cumrmersr  87.50 93.9 92.8 0
C. purpureus 952 5 #4 (100) 1 25.0 99.7 100.0 1
F. antipyretica 381 0 - - - - - -
S. caninervis 119 12 #4 (91.7) 1 333 90.7 95.3 0
S. tamariscina 303 73 #1 (20.8) 1 100.0 98.6 99.2 0
#4 (70.8) 3 60.0 95.8 99.4 0
S. moellendorffii 82 51 #2 (100) 2 40.7 93.1 99.5 0
S. kraussiana 3 2 #2 (50.0) Cunrners 0 - - -
#3 (50.0) Cunrmets 0 - - -
1 engelmannii 116 110 #2 (88.1) 3 35.7 - 96.7 0

Polypodium sp 0 0 - - - - - -
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Pteridium sp 9 3 #1 (100) Cwunrnerst  33.33 - - -
Plagiogyria sp 8 9 #1 (100) 1 50.0 - - -
Dipteris sp 5 0 - - - - - -
Cystopteris sp 5 4 #1 (100)  CunHrnets 0 - - -
Ceratopteris sp 0 0 - - - - - -
C. richardii 3283 53 #1 (100) 2 30.0 90.9 91.1 0
S. cucullata 46 17 #1 (100) 1 0.0 91.9 94.3 0
A. filiculoides 2436 167 #1 (100) 2 30.4 98.5 100.0 23
G. montanum 3 26150  #1(88.7) 58 1.6 88.9 100.0 3
#2 (11.1) 17 11.6 92.4 98.6 0
W. mirabilis 21 879 #1 (90.0) 15 46.7 88.1 98.2 0
#2(0.6) Cunruers 0 - - -
G. biloba 19833 | 21357  #1(23.5) 22 54.7 92.0 99.2 0
#2 (71.5) 26 15.2 88.8 100.0 1
#3 (3.8) 10 79.8 89.3 97.6 0
C. panzhihuaensis 29603 2906  #2(10.7) 7 30.6 82.1 87.1 0
#3 (68.0) 10 72.4 89.8 98.5 0
P. menziesii 37432 | 65496  #2(66.2) 61 18.6 93.2 100.0 2
#3 (31.6) 40 80.4 92.1 100.0 1
A. alba 42997 86276 @ #2(73.2) 148 20.4 90.9 100.0 13
#3 (25.2) 75 73.3 91.4 98.7 0
P. taeda 24906 | 39538  #2(78.5) 64 29.9 91.3 100.0 13
#3 (18.7) 30 72.0 91.7 100.0 2
P. lambertiana 24900 49880 @ #2(82.9) 160 20.5 91.6 100.0 3
#3 (14.9) 34 70.0 91.1 98.2 0
P. abies 11967 | 29708  #2(86.3) 37 57.4 90.6 100.0 2
#3 (12.5) 12 80.5 88.9 98.1 0
L. sibirica 170 2135 #2(93.2) 13 30.8 88.0 100.0 1
#3 (1.6) 3 25.0 - - -
P. sitchensis 29162 | 50267  #2(85.7) 63 41.7 90.1 100.0 23
#3 (13.5) 14 65.9 89.4 95.1 0
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L. kaempferi 31175 27181  #2(50.2) 50 22.9 92.7 100.0 5
#3 (47.2) 61 59.3 92.5 100.0 2
P. glauca 6744 21831  #2(80.3) 36 28.2 91.5 100.0 68
#3 (17.9) 14 68.1 93.5 100.0 14
S. giganteum 169 56032  #1 (65.0) 109 67.1 90.2 100.0 125
#2 (34.7) 36 34.5 90.5 100.0 54
S. sempervirens 2409 164834 #1 (59.3) 334 69.5 91.4 100.0 66
#2 (40.2) 106 38.2 92.8 100.0 25
T. plicata 1769 49262  #1(63.2) 79 67.4 91.9 100.0 12
#2 (36.3) 40 31.7 92.1 100.0 13
T. wallichiana 25761 73178 #1(34.3) 281 54.4 92.0 100.0 26
#2 (64.7) 294 3.4 91.3 99.7 0
A. trichopoda 0 1702 #1(99.8) 63 30.5 81.4 91.5 0
N. colorata 0 314 #1 (100) 7 26.9 95.2 100.0 1
N. thermarum 0 160 #1 (100) 5 19.0 94.8 99.0 0
A. fimbriata 0 1322 #1(99.9) 14 72.1 93.1 100.0 1
L. chinense 0 13029 = #1(99.6) 140 89.8 90.0 100.0 61
C. salicifolius 0 1 #1 (100)  CuHrierst 0 - - -
C. kanehirae 0 1624  #1 (99.0) 36 62.3 93.1 100.0 7
P. americana 0 2862 | #1(99.5) 39 61.5 94.3 100.0 3
L. cubeba 0 10800 =~ #1(99.4) 39 29.5 97.8 100.0 153




