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OBLIASA XAPAKTEPUCTUKA PABOTbI

MoOunbsHbIe TeHeTn4ecKue 3MeMeHTsl (M3D) — BaxKHbIE peryJsTopaMu CTPYKTYPHI U
dbynkuonnpoBanusi reHomoB. CBouM mepememieHueM MD  MOryT MEHSTh Kak
AKTUBHOCTh OTHENBHBIX TEHOB, TaK M TMPUBOJAUTH K BO3HUKHOBEHHUIO KPYIHBIX
XPOMOCOMHBIX MepecTpoek. MO Takke SIBISIOTCA BaXHBIMU areHTaMHU FOPU30HTAIBHOTO
epeHoca  IeHETHYECKOro MmaTepuana MEXAY  pazIudHbIMU TaKCOHaMH.
Perporpancno3onsl — mmpokuid kiaacc MDD, mnepemMemammMxcs M0 MEXaHU3MY
«KOMHMPOBAHUS M BCTABKW», IPU KOTOPOM HOBas KONHUS PETPOTPAHCIIO30HA
cuntesupyercs no matpuie ero MPHK B mpomnecce o6patnoit Tpanckpunuuu. [Toatomy
PETPOTPAHCIIO30HBI ~ MOTYT  COCTAaBJISITH ~ 3HAYUTENBHYIO  JIOJII0  OT  pa3Mepa
9YKapUOTHYECKHX T€HOMOB, YTO B OCOOEHHOCTH OKa3aJoCh XapaKTEPHBIM JIi TEHOMOB
pactenuii (Vitte et al., 2005; Frost et al., 2005; Gogvadze et al., 2009; Kim et al., 2012).
EnuHcTBEHHOHN 0011el 4epToil pa3IuyHbIX TPYII PETPOTPAHCIO30HOB SIBJISETCS J1IOMEH
o0OpaTHOM TpaHCKpHUNTa3bl (reverse transcriptase — RT) — kimtoueBoii pepMeHT 00paTHOI
TpaHckpunuuu. HabGop ocTanbHbBIX (YHKIUMOHAJIBHBIX JOMEHOB, BXOJSIIUX B
HOJIMIIPOTEUH PETPORJIEMEHTa, MOXKET CYLIECTBEHHO BapbUpOBaTh B 3aBHUCUMOCTH OT
OpraHu3aliy  >KMU3HEHHOTO0 [HKJIAa W  CTPAaTerMd  BCTPAWBAaHUS  KOHKPETHOTO
perporpancno3oHa (Xiong et al., 1990; Eickbush et al., 2002). Kaxxp1it 7OTOTHUTETHHBIN
JIOMEH PETPOTPAHCIIO30HA MOXET WUMETh HBOJIIOIMOHHYIO HCTOPUIO HE3aBHCHUMYIO OT
uctopun 1neHtpampHoro RT-momena, Tak Kak Ha pasTUYHBIX JTamax SBOJIOIUHN
OTHENbHBIX TPYII PETPOIJIEMEHTOB TOT MIM HMHOW (QYHKUMOHAJIBHBIM JTOMEH
npuoOpeTaeTcss B BUAE FOTOBOrO (PYHKIIMOHAJIBLHOTO MOAYJS 3a CUET TOPU3OHTAJIBHOTO
nepenoca (Lerat et al., 1999; Malik et al., 1999b; Malik et al., 2000b; Malik et al., 2001;
Smyshlyaev et al., 2013). lanHas OCOOEHHOCTb MOCIYXHJIa OCHOBOM MOJYJIBHOIO
MpEICTaBICHUSI 00 HBOJIOIMH PETPOTPAHCIO30HOB. KOHKpeTHBI «peHoTun», T. e.
YKU3HEHHBIN IUKJI OTIEIHHOTO PETPOTPAHCIIO30HA, OYET OMPENesThCS COBOKYITHOCTHIO
COCTaBIIOMNX ero (yHKIHOHaIbHBIX gomeHoB (Lerat et al., 1999). CnenctBuem
MOJIYJIBHOTO CTPOCHHS SBIIAETCS BO3MOKHOCTh BO3HHKHOBEHHS OBICTPOM CTPYKTYpPHO-
(GYHKIMOHANBHON KOHBEPTEHIIMM MEXKY PETPOTPAHCIO30HAMHU, y KOTOPBIX HMEETCS
OJIMHAKOBbIN HA00pP (PyHKIIMOHAIBHBIX OEIKOBBIX JIOMEHOB.

Opnum u3 HanboJsiee 4acTO MPUOOPETAEMBIX U TEPSAIOIIMUXCS JTOMEHOB B 3BOIIOLUU
Pa3IUYHBIX TPYIII PETPOIIEMEHTOB SBJIIETCS (PYHKIIMOHAIBHBINA TOMEH pruboHykiiea3sl H
(ribonuclease H, RNH) (Malik et al.,, 2001; Kojima et al., 2005a; Malik, 2005;
Smyshlyaev et al., 2012; Smyshlyaev et al., 2013; Kojima et al., 2015). /IBa HegaBHUX
HE3aBHCHUMBIX UCCIIeIOBaHUS Mmokazanu, yto Tall non-LTR-perpoTpaHcmo30Hb! 3eTeHBIX
pacrennii u3 rpynnel L1, a Ttakke non-LTR-perpoTpancno3oHsl u3 TI'€HOMOB
NapasUTUYECKUX MPOCTEHIIMX — OOMHUIETOB — u3 rpynnsl Utopia npuobpenn
HECTaHJIApPTHBIA JUIsl OCTajJbHBIX peTpoTpaHcno30HOB gomeH RNH, ¢umorenernuecku
Oonmu3kuil k mocienoBarenbHOCTSIM reHoB RNH apxeii, O6aktepuii u pactenuii (Archaea-
like RNH, «Apxeitnas» RNH, aRNH) (Smyshlyaev et al., 2013; Kojima et al., 2015).
OoMHIIeTHI BOIOIMOHHO 3HAYMTEIBHO yIaleHBI OT 3eleHbIX pacteHmii (Beakes et al.,
2012). OgHako MHOTHE BHUJIBI OOMHIIETOB JKOJOTUYECKH TECHO CBSI3aHBI C 3€JICHBIMHU



pacTeHUsIMH ¥ TIAPa3UTUPYIOT HAa HHX, SBISSICH TaKXKe XO3SMCTBEHHO-BAXXHBIMHU
BpEIUTENISIMHU, KaK Hampumep, npejactasutenu poaa Phytophthora (Bebber et al., 2015).
OcTtaeTcst HESICHBIM, MPUOOPENTH T PETPOTPAHCIIO30HBI PACTCHHM W OOMHUIIETOB JIOMEH
aRNH nezaBucumo apyr ot apyra (HaOmromaeTrcs mpuMep KOHBEPTEHTHOM 3BOJIOLINN)
wim ke aRNH-gomen  Obim1 mpuoOpeTeH  JUIIb  OAHAXKABl  MPEIKOBBIM
PETPOTPAHCIIO30HOM, KOTOPBIH YXKe 3aTeM ObLJI TOPU30HTAIBHO IMEPEHECEH U3 TeHOMa
pacTeHuss B OOMHIICT (WJIM HA0OOpOT) 3a CYET TECHOW CBS3W IMapa3uTa M XO3SMHA Ha
paHHMX dTanax UX KOABOMIOIMH. [Ipu 1r000M M3 ABYX MEPEUMCIICHHBIX 3BOJIOIMOHHBIX
CIIEHApUEB MHTEPECEH BOMPOoC 0 GyHKIHOHATLHOUM poiau aRNH-nomena 1 Hecymux ero
pPETPOTPAHCIIO30HOB.  Takke  HEW3BECTHO, OTpaHMYMBACTCA JIM  pa3HooOpasue
perporpancno3onoB ¢ aRNH yxe onucannbivu npeacrasuressimu L1 u Utopia pacrenuit
U OOMHIIETOB, WM JK€ HMEET MeCTO Ooyiee OOIMMPHBIA TPEHA B SBOIIOIUHU
PETPOTPAHCIIO30HOB, KOTOPBIH OMpeenseTcs OCOOCHHOH (YHKIIMOHAIBLHOW pPOJIBIO
nomena aRNH.

Henabio manHoi padoThl SBJISETCS BBIABICHUE MYTH BOJIIOIUU PETPOTPAHCIIO30HOB C
«apXe’HbIM» JOMEHOM pHOOHYyKJIea3bl H M3 reHOMOB pacTeHH U OOMUIIETOB C
ompezeneHneM (YyHKIIMOHAIBFHOW 3HAYMMOCTH TNPUOOPETEHHS TAHHOTO OMEHA JUIs
YKU3HEHHOTO ITMKJIa TUX PETPOTPAHCIIO30HOB.

3amaun:

1. HccnenoBanme pasHOOOpaswsi ©W  pPacHpOCTPAHEHUS PETPOTPAHCIIO30HOB €
«apxerHbIM» TOMEHOM prOOHYKIea3bl H B reHOMax pacTeHU U OOMUIIETOB.

2. PexoncTpykius (dunorennu OCHOBHBIX ABOJTFOLIMOHHBIX rpyII
PETPOTPAHCIIO30HOB C «apXeWHbIM» JOMEHOM pubOoHykiea3ssl H u ycraHoBieHue
XapakTepa UX JUBEPreHIIMU/KOHBEPTeHIIUH.

3. CpaBHUTENBHBIN aHAN3 CTPYKTYPHBIX XapaKTEPUCTUK HAWICHHBIX SJIEMEHTOB U
MOWCK UCTOYHUKOB IAHHOTO CTPYKTYPHOTO pa3HOOOpa3usl.

Hayunass wHoBuM3Ha pa6orbl. B manHOit pabGote ObUT  BHEpBBIE TPOBEICH
OnonH(MOPMAIIMOHHBIA TIOWCK W JIETAIBHBIN aHaJN3 PETPOTPAHCIIO30HOB, COJMEPIKAIIUX
JIOMEH «apxeiHoi» puboHykiea3sl H B 65 renomax 3eneHbIX pacTeHUN U 25 T€HOMOB
oomuueToB. [1o uroram mpoBeIEHHOr0 CKpPUHUHIA JAHHBIA JOMEH ObUT BIIEPBbIE OMUCAH
y LTR-perpoTpancno3oHoB pactenuii u3 rpymmsl 1y3/Gypsy kiactepa Tat, a Takxke y
JIBYX paHee Heu3BecTHbhIX KiactepoB TY3/Gypsy LTR-peTpoTpaHCIiO30HOB OOMUIICTOB U
kimactepa L1 non-LTR-petpoTpaHcno3oHOB OOMHIIETOB. Pe3ynbraTel CpaBHUTEIBHOTO
CTPYKTYPHOTO U (DUIIOTEHETUYECKOTO aHAIM30B TOBOPSAT O HE3aBUCHMOM TPHOOPETEHUU
JIOMEHA «apXerlHoi» puOOHyKiIea3sl H BBISBICHHBIMU TpPyHIamMu pPETPOTPAHCTIO30HOB
pacTeHuid W ooMuleToB. IlonmyyeHHblE HOaHHBIE OTBEPralOT TUIOTE3Y OJAMHOYHOIO
BO3HUKHOBEHMSI JAaHHOTO JOMEHAa U TOPU30HTAIBHOIO II€peHOca IPEIKOBOIO
PETPOTPAHCIIO30HA MEXAY PpACTEHUSAMU M oomuueTaMu. JleTalibHOE U3ydYeHHE
NoCJIeIOBaTeIbHOCTE  JIOMEHOB  puOOHyKieazbl H  mokazano  CTpykTypHOE U
(GyHKIIMOHANBHOE KOHBEpPreHTHoe cxoJcTBO LTR-peTpoTpaHCcno3oHOB pacTeHuil U
OOMHIIETOB C PETPOBHUPYCAMH ITO3BOHOYHBIX >KHBOTHBIX. B wWTore, OBUIO pacmupeHo
MPEACTABICHUE O POJM KOHBEPre€HUUHU B SBOJIOLHMH PETPOTPAHCIIO30HOB, a TAKKE



IIPEAIIONI0KEHBl OCHOBHBIE TEHICHLUMU B 3BOJIOLMU PETPOTPAHCIIO30HOB U3 PA3IUYHBIX
TPYIIIL.

TeopeTnueckasi W NpakTHYecKas 3HAYMMOCTH HcCcJeq0BaHusl. Pe3ynbTarel 3TOMH
paboThl  pacHIMPSAIOT TPEACTABICHHE O PpOJIM  KOHBEPIEHIMHM B  DBOJIOIUU
PETPOTPAHCIIO30HOB U CO3/1al0T OCHOBY ISl IIPOBEJICHUS UCCIIEIOBAHUMN 10 BBISIBICHUIO
HOBBIX TIpPYII PETPOIJIEMEHTOB C JOMEHHBIMU CTPYKTypamH, aHaJOTMUHBIMH TEM,
KOTOpble ObuUIM OOHapyXeHbl B JaHHOW pabore. C y4eTOM MOIYJIBHOCTH 3BOJIOLUU
PETPOTPAHCIIO30HOB,  BBISBICHWE HE3aBUCUMO BO3HUKIIHUX JOMEHHBIX CTPYKTYp
MO3BOJIIET CYAWUTh O CXOJCTBE JKMU3HEHHBIX LHUKIOB JaXe Yy (PHIOTeHEeTHYEeCKH
3HAUUTENBHO YHAJIEHHBIX TPYII PETpPOIeMEeHTOB. Pa3paboTaHHbi B AaHHOW paboTe
QITOPUTM TIOWCKAa HOBBIX TPYII PETPOTPAHCIIO30HOB C JOMEHOM «apXECHHOW»
pubonykmneasst H  Moxer ObITh THpUMEHEH [ WACHTU(UKAIMM  TPYIII
PETPOTPAHCIIO30HOB € APYTUMHU JOMEHAMHU U HA HOBBIX T€HOMHBIX JJTAHHBIX.

IToJ105keHNsl, BBIHOCHUMbIE HA 3aIIUTY:

1. B renomax pacreHuii u oomuieToB mnpucyTcTByoT LTR- u non-LTR-
PETPOTPAHCIIO30HbBI, COJIEPIKALIUE TIOMEH «apXeWHO» pruboHykKiea3sl H.

2. JlomeH «apxeiHoi» puOOHyKIea3sl H mpuoOpeTeH peTpoTpaHCIO30HAMU
pacTeHWii M OOMHIIETOB HE3aBHUCHUMO KaK pE3yJlbTaT KOHBEPIEHIMH K EIUHOMY
CTPYKTYPHO-(YHKIITHOHATILHOMY MOJIEKYJISIPHOMY (DEHOTHITY.

3. LTR-peTpoTpaHCIIO30HBI PACTEHHUH W OOMHIIETOB C JOMECHOM «apXeHHOI
puboHyKiIea3bl H KOHBEPreHTHO MOBTOPSIIOT OTACIBHBIC ATarbl 3BOJIOIUOHHOTO MYTH
PETPOBUPYCOB MTO3BOHOYHBIX )KHBOTHBIX.

Bkian aBtopa. Bce OCHOBHBIE HayudHbIE pe3ysbTaTbl ObUIM TMOJIYYEHBl ABTOPOM
caMoCTOsITeNIbHO. Marepuansl aiisi paOoThl OBLT B3ATHI M3 OTKPBITHIX O€CIIaTHBIX
HMCTOYHUKOB.

Anpodanusi padorbl. Pe3ynpTaTel JgaHHOW palOTHl OBUIM TPEACTaBICHBI Ha JBYX
MEXTyHapOAHBIX Hay4YHBIX KoH(pepeHmusx. [lo Teme auccepramuu ObUH OIMyOJIMKOBAHBI
JIBE CTaThH B PEICH3UPYEMBIX 3apyOCKHBIX KypHAIaX.

Crpykrypa n 060beM padoThl. [luccepranusi COCTOUT U3 BBEJEHUS, 0030pa JTUTEPATypHI,
MaTEepUajoB U METOJOB, PE3YJIbTATOB U OOCYKIECHUMU, 3aKIIOYEHHS, BHIBOJIOB U CIIHCKA
nutepatypsl. Pabora nznoxena Ha 105 crpanunax, cogepxut 20 pucyHKOB U 4 TaOIUIIBI.

MATEPHAJIBI U METOJbI

KoMmmbloTepHBIN TOUCK PETPOTPAHCIIO30HOB C IOMEHOM «apXEWHOI» pHOOHYKIICa3hl
H (aRNH) B mocnenoBaTeIbHOCTSIX TOJTHBIX TEHOMOB PACTCHUN M OOMHIICTOB, @ TAKXKE B
0a3e JaHHBIX MOBTOPEHHBIX TOCIeqoBarenbHOCTel Repbase Update, mpoBoawmmu c
MOMOIIBIO aNTOPUTMA TIOWCKA C WCIOJIB30BAaHWEM MPOQIICH CKPBITBIX MapKOBCKUX
Mozeneil. Jlanuble TpoduiIM YyBCTBUTENIbHBI K AMUHOKHUCIIOTHBIM TOCJIEIOBATEILHOCTSIM
nomena aRNH u nomena oOpatnoit Tpanckpuntassl (RT) xak LTR-, tak u non-LTR-
PETPOTPAHCIIO30HOB.



Jis kaxaoil oToOpaHHOW MMOCIIE0BATENIbHOCTH-TIPEACTABUTENS PETPOTPAHCIIO30HA
ObLI MPOBEJICH JeTalbHbINA aHanu3 ero cTpykrypsl. [Iporpamma NCBI ORFfinder (NCBI
Open Reading Frame finder) Obiia wmcmomp30BaHa JUIS IMOMCKA OTKPBITBIX PaMOK
cunthiBanus, a nporpammbel NCBI CD-search (Marchler-Bauer et al., 2015) u HHpred
(Soding et al., 2005) mpuMeHsIN ISl TOMCKA TOMOJIOTHU K M3BECTHBIM KOHCEPBATHBHBIM
O0enkoBbIM aoMeHaM. [IpenckaszaHue BTOPUUHON CTPYKTYpPBI JUIsl MOCJEN0BATEIbHOCTEN
aRNH npouszBoannu B mporpamme Quick2D u3 GnonHdopMaimoHHOro nakera mporpamMmm
MPI (Alva et al., 2016).

AMWHOKHUCIIOTHBIE mocieaoBaTebHOCTH RT-moMeHOB 0TOOpaHHBIX NpeicTaBUTEICH
PETPOTPAHCIIO30HOB PACTCHUHN U OOMHIICTOB, coaepkamux aRNH, Obu1r BEIpOBHEHBI Ha €
nomoinipo mporpammbl hmmalign makera HMMER (Eddy, 2011). AMUHOKHCIIOTHBIE
nocnefoBarenbHocT  puboHykieast H (RNH) Obutn  BBIDOBHEHBI €  TOMOIIBIO
nporpammbl PROMALS3D, koTopass MCHoOJib3yeT AaHHBbIE O MPEACKa3aHUM BTOPUYHOMN
CTPYKTYpHI I ONTUMHU3AIMY JIOKAIBHBIX y4acTKOB BelpaBHUBaHus (Pei et al., 2008).

PekoHCcTpyK1MIO (UIIOT€HHNH HAa OCHOBE MOJYYEHHBIX BbIpaBHHBAHUNA JoMEeHOB RT u
RNH npoBoguiam MerogamMu MaKCHUMalIbHOTO —MpaBaonoaoduss U 0alecoBCKOM
pexoHcTpykimer B mporpammax PhyML (Guindon et al., 2010) u MrBayes (Ronquist et
al., 2012), coorBercTBeHHO. Hambomnee onTuManbHas SBOJIOMMOHHAS MOJEHb IS
PEKOHCTPYKIIMK (riioreHnn Obuta ompezeneHa B mporpamme ProtTest (Darriba et al.,
2011).

PE3YJBTATBI U OBCYXIEHUE

Pa3Hoo0pa3ue U pacnpocTpaHeHle PeTPOTPAHCIIO30HOB C TOMEHOM «apXeiiHoi»
puboHykJieasbl H B reHoMax pacTeHnii H 0OMHIIETOB

B 6a3e nannbix Repbase Update (RU) Bce 3Haunmbie curHansl aRNH otHocHnch
K TIOCJIEIOBATEIIBHOCTSIM PETPOTPAHCIIO30HOB AHHOTHPOBAHHBIX Yy 42 BHJIOB 3€JIEHBIX
pacTeHHi M TIATH BHIOB ooMHIIETOB M3 poja Phytophthora (Oomycetes, Peronosporales).
CornacHo kiaccuuKammu, UCHoib3yeMoil B 0a3ze maHHbIX RU, peTpoTpaHCIO30HBI C
aRNH Bcrpeuarores B cnenyromux rpymmax: “LTR/Gypsy”, “Non-LTR/Utopia” u “Non-
LTR/L1”. Takum oOpa3zom, B 6a3e manHbix RU perporpancmo3onsl ¢ qomeHom aRNH
npezcraBieHbl LTR-anmementamu u3 rpymmer Ty3/Gypsy u non-LTR-snementamu u3
rpynnsl L1 y 3enensix pacrenuii u LTR-anementamu Ty3/Gypsy u non-LTR-3nemenTamu
u3 rpymn L1 u R2 (kmactep Utopia) y oomurnietoB. Perporpancnosonst ¢ aRNH B RU
MOSIBJISIIOTCSL Y 3€JICHBIX PACTCHWI, HAauWHAs C OTHAeNa IIAyHOBUIHBIX. Bcero ObLIO
MPOaHAIM3UPOBAHO 65 TEHOMOB 3€JIEHBIX PACTeHUH U 25 TEHOMOB OOMHUIIETOB.
[TpucyrctBue LTR-perporpancmno3zonoB ¢ aRNH oObuto obnapyxeno mus 43 u3 65
HCCJICIOBAaHHBIX T€HOMOB PACTEHUH, a TIPEICTABUTEIM XOTS ObI OJHOW M3 TPEX TPy
perpotpancno3onoB ¢ aRNH (Ty3/Gypsy, L1 wnmu Utopia) Obutn Haiienst B 21 u3 25
UCCIIEIOBaHHBIX TeHOMOB oomuIleTOB. LTR-anements ¢ aRNH He Obuin 0OHapyKeHbI B
HCCJIEIOBAaHHBIX T€HOMAaX 3€JIEHBIX BOJOPOCIEH M MXOB U, Kak U B CIy4yae C aHAJIU30B
0a3bl gaHHbIX RU, OHM MOSBISAIOTCS, HAYMHAS C IJIAYHOBUAHBIX PACTEHHi, BCTpeyasch



Jlanee y mpeIcTaBUTeNel BCeX KPYIMHBIX TAKCOHOB 3€JICHBIX pacTeHui. B Toxxe Bpems L1-
anemenTbl ¢ aRNH MoxHO 00HapYXUTh, HaUMHAs C TAKCOHOB T'OJIOCEMEHHBIX XBOWHBIX
pacrenuii. B 6a3ax maHHBIX OBLIM JOCTYITHBI T€HOMHBIE MOCIEIOBATSILHOCTH YETHIPEX
OTPSIIOB OOMHUIIETOB, 3aHUMAIOIIUX TPU PA3TMUHBIX dKojJorndeckux Huim (Beakes et al.,
2012): Albuginales, Peronosporales, Pythiales u Saprolegniales. B renomax oomuiieToB
perporpancno3onbl ¢ aRNH BcTpeuatorcss yxe B Hambojee paHO JUBEPrHPOBABILEM
otpsiie Saprolegniales. Xots u B mTy4HOM KosimdecTBe, y Saprolegniales obuin HaleHbI
kak Ty3/Gypsy LTR-saementst ¢ aRNH, tak u non-LTR-amementsr Utopia. VY
npeacrasureneir Albuginales ve yaamock 00HapyXUTh KaKUX-THOO PETPOTPAHCIIO30HOB C
aRNH, a yxe B rermomax otpsmos Pythiales u Peronosporales scrpeuarorcss Bce Tpu
rpynmsl perposnemenToB ¢ aRNH.

CTpyKTYpHBI 1 pUiIOreHeTHYECKUA AHAJN3bI PETPOTPAHCIIO30HOB PACTEHUH U
00OMHILIETOB, COJEP:KAIMX JOMEH «apXeiiHoii» pudoonykiaeasbl H

Bcero Obln BBISIBIEH OJUH ABOMIONUOHHBINA Kiactep LTR-perporpancrno3zoHoB
pacrenuii u gaBa kiactepa LTR-anementoB y  oomumeroB  (Pucynok  1).
dunorenernyecknii ananu3 RT-1momMeHOB mokasaj, 4yTo Bce HaijaeHHble LTR-31emMeHTHI
pactrenuii, comepxkame aRNH, mpunaamexar K yXe HM3BECTHOMY MOHO(DWICTUYHOMY
kaacrepy Ty3/Gypsy LTR-peTpoTpaHCIo30HOB, CenU(MUYHBIX I TEHOMOB PACTEHHH, —
Tat (Wright et al., 1998; Llorens et al., 2011). /o cux mop i 3JEMEHTOB IaHHOM
rpynnsl He Obuto mTokazano Hammume aomena aRNH. bmmxkaiimmm poacTBeHHBIM
kiactepoM st Tat seasiercss kimactep Athila. DiemeHThI JaHHOTO KilacTepa TakKe
oOHapyXMBalOTCs JKIIb B reHomax pactenuit (Vicient et al., 2001). Kak u Athila, Tat
LTR-peTpoTpaHCIO30HBl XapaKTEPU3YIOTCS HAJTUYMEM JOMOJHUTEIBHBIX OTKPBITHIX
pamok cuuthiBanus (OPC), KOTOpbie MOTYT UMETh Pa3IMYHOC TTOJIOKEHHE OTHOCHTEIILHO
reda pol (Steinbauerova et al., 2011). BeisBieHo 1iecTh (HUIOTCHETHUYECKUX KJIACTEPOB
Tat LTR-peTpoTpaHCIIO30HOB, XapaKTEPHU3YIOMUXCS Pa3IMIHON CTPYKTypoi reHa pol
(Pucynox 1). Knactep | mpencraBien eIMHCTBEHHBIM JIEMEHTOM, HAlJICHHBIM B

S ATHILA/TAT  Tat 1v-vI /<(CPR_RT gRH aRH_IN >~/

. Tatin [~CPR_RT gRA_IN aRH O~/
SKIPPER
ERRANTIVIR o Tat I-II /~CPR_GRH_RT oRH IN O~/

‘CHROMOVIR . .  Athila <CPR_RT GRH_IN O~/

TY3/GYPSY
0.86

CsRN1/Ty3
0.75 OsvALDO/GMR1

-




Pucynok 1. Koncencycnoe nepeBo ¢miorenerndeckux oTtHomenuid LTR-perporpancmo3oHoB
PEKOHCTPYUPOBAHHOE 10 aMUHOKHMCIIOTHBIM IociaenoBaTenbHOCTIM ux RT-gomenos. Kiactepsl
Tat (3enensiit) u Archon u Chronos (cumwuii) mpuHamIekKaT reHOMaM PACTCHUH W OOMHUIIETOB,
COOTBETCTBEHHO. B y311ax nepeBa 1 Ha ero BeTBsX o0o3Ha4yeHa cratuctudeckas aLRT-nognepxka
TOIOJIOTHH KJIacTepa B PEKOHCTPYKIIMM METOJAOM MaKCHUMaJbHOTO TMpaBiaomoaoous (momau
enunuipl). CripaBa OT BEeTBEH M300pakeHa cxema KOHCEHCYCHOH cTpykTypsl reHa pol (OPC 2)
3JIeMEHTOB cooTBeTcTBytomiero kimactepa. aRH — aRNH, gRH — gRNH, IN — INT. Vir —
cokpamienue i "viridae".

remome tiayHa S. moellendorffii. Dmements, ¢Gopmupyromue kmacrepsr Il u 1l
pacipocTpaHeHbl B TEHOMaX IOJIOCEMEHHBIX PACTEHUH, a MpeacTaBUTeNn KiactepoB V-
VI npezncraBiieHbl B TEHOMaxX LBETKOBBIX pacTeHuil. OTCyTCTBUE KaKux-In0o cienoB Tat
LTR-perporpancno3onoB ¢ aRNH B renomax mMxoB roBoput o toM, 4yto aomeH aRNH
obL1 mpuodperen Tat LTR-perpoTpancno3onamu yxe mocie OTAeICHUs] MXOB OT 00IIero
HBOJIIOIMOHHOTO JIpeBa pacteHuii. Hanbonee nHTEpecHO 0COOEHHOCTHIO 00HAPY)KEHHBIX
Tat LTR-peTpoTpaHCIIO30HOB SBJSETCS OJAHOBPEMEHHOE NPUCYTCTBUE JBYX JIOMEHOB
RNH: aRNH u ucxomuoro Ty3/Gypsy nomena RNH (QRNH) B 6enke Pol. OcobenHocThi0
nmomena aRNH 1o cpaBHEHHIO C  OCTalIbHBIMH  JOMEHaMH, OOpa3yIOUIIMHU
PETPOTPAHCIIO30H, SIBISETCS TO, YTO B Pa3HBIX KJIAacTepax OH HWMEET pa3IudHOe
nonoxenre B OPC rena pol. B smemenrax kimacrepoB | u Il qomen aRNH pacmomoxen
mexay nomeHamu PR u RT, B kinactepe Il — Ha 3” xonie rena pol, a B kinacrepax 1V-VI —
cpasy nocie ucxomnoro gRNH-nomena. Pasnuunoe monoxenne aRNH B rene pol Tat
LTR-peTpoTpaHCIIO30HOB KOCBEHHO MOXXET CBHJETEIbCTBOBATH B IOJIb3Yy TOI'O, 4YTO
JAHHBIA JTOMEH ObUI MPUOOpPETEeH HE3aBHUCHUMO HECKOJIBKO pa3 3JIEMEHTAaMHU U3 Pa3HbIX
KJIacTepoB Tal B TeueHWe WX ABOITIONHUH. AJIBTEPHATHBHON THUITOTE30H MOXKET SIBIISTHCS
npuobperenne naomeHa aRNH enmHOXpI TIpeakoBbIM Tat-3JIEeMEHTOM 10 OTICICHUS
iayHoB, a 3aTem cMmeHa monoxeHus aRNH 3a cuér pekomOumnamuu. Ilpennourenus
T000MY W3 ITHUX CIICHApWEB MOTYT OBITH OTAAHBI JIMIIG TIOCIIE aHajdn3a (DUIOTEHUU
nomeHoB RNH (cMm. Hike).

OcHoBbiBasicb Ha  (QuioreHun JgoMeHoB RT u  cTpykTypHOM aHanuse
MOCJIEZIOBATEILHOCTE PETPOTPAHCIIO30HOB, Mbl OOHApYXWJIM JBa KjacTepa Cpeau
BoIsiBIICHHBIX T1Y3/Gypsy LTR-perporpancnozonoB ¢ aRNH y oomurieroB (Pucynok 1).
OO6e Tpynmbl He OBUTH ONKCAaHBI PaHEE W BIIEPBBIC XapaKTEPHU3YIOTCS B JaHHOW padorte.
[epBbIit KyacTep, Ha3BaHHBIA Hamu Archon, seisercs crenu@UIHBIM JUISI TCHOMOB
Saprolegniales. ¥ mpencraBureneir Archon aRNH nHaxomutes cpa3y ke 3a UCXOIHBIM
gRNH-nomenom. Takoe cownenenne JRNH-aRNH namomuHaeT aHaqoru4Hoe CTPYKTYpY,
BBISIBJICHHYIO paHee Uit Tat LTR-31eMeHTOB IBETKOBBIX pacTeHui U3 kiaactepoB Tat V-
VI (Pucynoxk 1). Bropoii kinactep, Ha3Banubiii Chronos, mo Gomblieit 4acTu npeacTaBicH
3IIEMEHTaMHU M3 TeHOMOB oTpsioB Peronosporales u Pythiales u equHcTBeHHOI KOMUEH B
renome Aphanomyces invadans (Saprolegniales). Dnementst Chronos rtakxe umeror
crpykrypy JRNH-aRNH, Ho nomomaurensHo k aTomMy, Hecyr CHD Ha 3’ xoHnue rena pol,
cpasy 3a nqomeHoM INT (Pucynok 1). Panee namuume CHD 0ObLI0 mMOKa3aHO JHING IS
nByx kiacrepoB LTR-perporpancmoszonoB: xpomoBupycoB (rpymma  Ty3/Gypsy)
(Gorinsek et al., 2004), pacmnpocTpaHeHHBIX B TEHOMaxX pacTEeHWi, TpUOOB W



no3BoHO4HbIX, U CoODi-l-anementos (rpynma Tyl/Copia) u3 reHoMa IUATOMOBOM
Bogopociu Phaedactylum tricornutum (maamapctso SAR, Stramenopiles) (Llorens et al.,
2009). Hecmotps Ha To uto Archon m Chronos o6iamarT CXOAHBIM MOJI0KEHHEM JOMEHA
aRNH u npunamnexar k Ty3/Gypsy, kak u Tat LTR-snements! pactennii (kmactepsl V-
VI), oHM OuYEBHAHO SBISIOTCA SBOJIOLMOHHO JaBHO pa3OLISAIIUMUCS KJIacTepamMu
(Pucynok 1). Takoe ke O4EBHIHOE JBOJIOIMOHHOE PACXOXKICHUE HAOIIONACTCS MEXIY
kiaactepamu Chronos oomuiieToB u xpomoBupycamu, Hecymumu CHD. Takum oOpazom,
HanOonee BEPOSTHBIM OOBSICHEHHEM BO3HHMKHOBEHHUS CXOXHUX CTPYKTYp MEXIy
eMeHTaMu U3 3THX kjactepoB  LTR-perporpancmo3onoB moxer ObITh  HX
KOHBEPT€HTHAs YBOJIIOIHS K JAHHOMY «(QEHOTHUITY» 3a CUET HE3aBHCHUMOIO MPUOOPETCHUS
nomena aRNH B pesynbprare BO3IEHCTBHS OJWHAKOBBIX YCIOBUH 0TOOpa Ha 3TH
AIIEMEHTHI.

Non-LTR-perporpancniozonst ¢ aRNH wu3 rpynner L1 Obuim oOHapyKeHbl B
orpsimax Peronosporales u Pythiales oomurieroB. ITo cBoeit 00mmIe# CTPYKTYpHOI
opranuzanuu oHu o4eHb cxoxku ¢ aRNH-comepxammmu Tall Ll-anementamu u3
reHOMOB 3elieHbIX pactenuil (Pucynok 2). B obeux rpynmax nomen aRNH pacnonoxen
Ha 3’ xonme OPC 2. bomee Toro, y obemx rpynn CCHC nmcTenHOBBII MOTHB
pacniostoxeH tepen aRNH, B To Bpems kak BO Bcex OCTalbHBIX Kiactepax Non-LTR-
perporpancmo3onoB ¢ gomenoM RNH, CCHC pacnonoxen mocie RNH (Smyshlyaev et
al., 2012). Oxnako, HECMOTpSI Ha CXOJCTBA B OOIIEH CTPYyKTypHOU opranu3aiuu, aRNH-
COJEepIKAIIMe DIIEMEHTHl 3€JEHBIX PACTCHUH M OOMHIETOB HE OO0pa3yloT €IMHOTO
MOHO(UIETUYHOTO KiacTepa BHyTpu rpyninsl L1. OtcyTcTBue

Tt
—1. R1/LOA/TADI

"MonoAbie" 1 JOCKEY JE—— :
Knacrepbl 1 " apyrme L1
SYRINX/HEBE - )_( ~PE _T >—

0T CRT

0.95 " Tall L1 pacTteHuti
RTE B {_ APE RT aRH =

J :

L1 oomuueToB i

4 —_APE RT aRH )—

Utopia oomuyetos

......................................................... —(C aRH RT RLE)‘
Apyrue Utopia
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Pucynok 2. KonceHcycHoe — nmepeBOo  (GWIOTEHETHYECKMX  OTHOmeHWH  non-LTR-
PETPOTPAHCTIO30HOB, PEKOHCTPYHPOBAHHOE TT0 aMUHOKHCIIOTHBIM TTOCIIEIOBAaTEIHHOCTSIM uX RT-
TOMEHOB. B y3max nmepeBa m Ha ero BeTBsSX o0Oo3HaueHa craructudeckas aLRT-mommepkka
TOTIOJIOTHH KJIacTepa B PEKOHCTPYKIIMU METOJIOM MaKCHMAaJIbHOTO TpaBAONomoous (1o
eaunauibl). CripaBa OoT BETBEW M300pakeHa cxema KOHCeHCYcHOU cTpykTypsl OPC 2 snemeHTOB
cootBeTcTByMOIIEr0 knacrepa. OPC o6o3nauensl oBanamu, OPC 1 3amrpuxosana, RH — RNH
non-LTR-amemenToB, aRH — aRNH.



MOHO(DUIUU MOXKET ObITh OOBACHEHO HE3aBUCUMBIM mpuoOperenuem naomena aRNH
stumu L1-anementamu. OpHAaKo AJi MOJHOTO MOATBEPKIAEHUS STOTO IMPEANONIOKECHHS
HEO00XO0IUMO OTPEAETUTh UCTOUYHUK Mpoucxoxkaenus nomeHa aRNH B ciayuae snemeHnToB
ooMHIIETOB U pactenuit (cM. Hmke). Non-LTR-snements rpynmet Utopia Obutn HaiineHb
B 0OJIBIIMHCTBE TCHOMOB OTpsiioB Peronosporales u Pythiales, B To Bpems kak juiib ogHa
Konusi Obuta oOHapykeHa B reHome Saprolegniales — Saprolegnia diclina. DiemeHTbI
Utopia, oOHapyeHHbIE B TaHHOW padoTe, HE OTIUYAIUCH IO CBOCH OpraHU3alMud OT
ucxonHno Haimenuesix Utopia u3 pabotsl Komxkuma u FOpka (Kojima et al., 2015).
OueBuaHO, YTO pa3lelbHOC W YAaJeHHOE JApPYyr OT apyra mosoxkenue Utopia Ha
ABOJIIOIIMOHHOM  1peBe Non-LTR-perporpancmo3onoB or snemeHToB rpynmbel L1
OJIHO3HAYHO TOBOPHUT O HE3aBUCUMOM IpuoOpereHuu nomeHa aRNH snemenTamu manHbIx

CPYIIIL.

IIpoucxoxneHue 1oMeHa «apxeiiHoi» pudoHykiea3sl H y perpoTrpancno3onos
pacTeHuii U 0OMHIIETOB

[TocnenoBarenbnoctn aRNH He Bcerjna ObLIM pacronoKEeHbl COBMECTHO WU B
HEIMocpeacTBeHHON Oim3ocTu oT RT wiau apyrux AOMEHOB PETpOTpaHCIO30HOB. Jlanee B
Tekcte Takue mocnenoarenbHocTH ARNH OynyTr obo3HadaTbes Kak WHAWBUAYATbHBIC
aRNH. Taxxe MBI MIPOU3BEIHU IIOUCK IMOCJIEIOBATEILHOCTEMH, JIPyroro
pacrnpocTpaHeHHoro kmacrepa sykapuorndeckux RNH — fmRNH, — qis oOHapykeHus
MOTEHIMAJBHBIX TIOCeI0BaTeNbHOCTEH KiIeTouHblX reHoB RNH. HWuauBumyanbHbIC
aRNH Oputu Hatinens! B 21 u3 25 uccieI0BaHHBIX T€HOMAaX OOMHIIETOB. MIMEHHO B 3TUX
21 renomax ObutM OOHapykeHbl perporpancno3onbl ¢ aRNH. IlocnemoBarenbHOCTH
fmMRNH 6b111 HalieHbI BO BCEX HMCCIEAOBAHHBIX T€HOMaX 0OMHUIIETOB. st OOJIBIINHCTBA
reHomMoB uHauBHUyanbHbie aRNH Obuin 0OHapy>XeHbl B OIHOW €TMHCTBEHHOW KOIUH, B
TO BpeMs KaK B OCTaJIbHBIX I€HOMAax YHCIIO Konmui mHAWBHUAYyanbHBIX aRNH mocturamo
11. KomnuectBo xommii fMRNH Takxke ObUIO OTHOCHTEIBHO HU3KHM, BapBHPYsI OT OJTHOM
10 cemu Ha reHoM. Beuay 100% pacnpocTpaHEeHHOCTH M HU3KOTO YKCJia KOMHI Ha TE€HOM,
fmRNH moaxomut Ha pose kierouHoro reHa RNH y oomwmmeroB. Omnako Torma
npoucxoxaeHue u GpyHkuus naauBuayanbHbeix aRNH ocraercs HesicHOM.

Juig Toro uroObl pa3zoOpaThCsi ¢ mpoucxoxiaeHueM JgomeHoB aRNH
peTpoTpaHco3oHoB W uHAMBHIAyanbHbIX aRNH y oomuneroB, ObL1 Ipou3BeAcH
¢unoreHeTHYECKUN aHaIM3 pa3iIMyHbIX reHoB U JomeHoB RNH w3 mmpokoro kpyra
takcoHOB (Pucynok 3). Jlomenst aRNH perpoTpancmo3oHoB oomuIieToB u3 kimactepos L1,
Utopia, Archon u Chronos u momenst aRNH pacturensHbIx peTporpancno3onoB (Tat u
L1) 3aHMMarOT OTHENbHBIC MO3WIMKA Ha (PHIIOTEHETHYECKOM JpeBe, T. €. He 00pa3yroT
MoHO(uIeTHYHOTO KJiactepa (cMm. Hke). HWuaumBuayansHsie aRNH — oomuiieroB
paznenstorcs Ha Tpu kiacrepa: aRNH 1, aRNH 2 u aRNH 3. Knactepsr aBRNH 1 u aRNH
3 rpynmmpytorcs coBmectHo ¢ gomeHamu aRNH perporpancnosonoB Archon u L1,
cootBeTcTBeHHO. Kitacrep aRNH 2 He mokazan 3HaunMOMN KjacTepu3allui HU C OJHUM M3
nomenoB aRNH perporpancnozonoB (Pucynok 3). CTOUT OTMETUTH, YTO B OTJIMYHE OT
aRNH 2, nmocnenoBarensHoctr kiactepoB aRNH 1 u aRNH 3 Obumu Haiinens! B Gosbiiiem
KOJIMYECTBE KONUW. YUHUTBIBasg 3TO, a Takke COBMeCTHYI kiactepuszanuio aRNH 1 u



aRNH 3 ¢ nomenamu aRNH petpoTpaHCIIo30HOB 0OMUIIETOB, MOKHO MPETOIIOKUTE, YTO
OHU MOTYT MPEACTaBIATH co0O0M octatku 3nmemeHToB Archon u L1, cooTBeTcTBEHHO.
VYuuTeiBasgs HU3KYI0 KONMHMMHOCTh, @ TAaKXK€ OTHOCHTEIBHO IIUPOKOE pacIpeaesieHue
nomeHa aRNH 2 cpenm uicciieoBaHHBIX TEHOMOB OOMHIIETOB, MOKHO TaKXe MPEAJIOKUTh
aRNH 2 B xauecTBe kanAuAaTa Ha poJib kietoyHoro resa RNH y oomuiietos.

Jlns toro 4ytoObl mposuTh Oosbine cBera Ha 3Bomonuto aRNH u fmRNH y
OOMMUIIETOB, MBI IpOaHaTU3UPOBATH TeHOMHBIE U TPaHCKPUITOMHBIE
NOCJICZIOBATEIbHOCTH  CBOOOJHOXKMBYIIMX  mpeicraButeneid  Stramenopiles  —
HBOJIIOIIMOHHO OMIKAWIIMX TAKCOHOB K OOMHUIETaM, IOCTYMHBIX B 0a3ax JaHHBIX.
Nunusunyansasie aRNH Obutn 0OHapyXeHBI BO BCEX TI€HOMAaxX CBOOOTHOKHUBYIIUX
Stramenopiles, B To Bpems kak curaaax FTMRNH momHOCTBIO OTCYTCTBOBAI.
HNupuBuayansaeie aRNH  cBoOoanokuBymux Stramenopiles oOpasyror kimactep Ha
¢unorenetTnueckoM apese. [Ipu 3TOM HX MOCIEIOBATENBHOCTH HE MOKAa3alyd 3HAYUMOMU
KJIACTEpPU3AlMK HU C OJHUM U3 ApYyrux uccienaoBaHHbix kinactepoB aRNH (Pucynok 3).
aRNH oTcyTcTByeT B HEKOTOPBIX HCCIEIOBAaHHBIX TAKCOHAX OOMHIIETOB, a B Te€X
TaKCOHaxX, TI/I€ OHa €CTh, HE TIOKAa3bIBA€T HHMKAKOW 3HAYMMOHN KJIaCTepU3allUU C
MOCIIE0BATEIBHOCTAMU CBOOOAHOKUBYIIMX Stramenopiles  (Pucynokx 3). C omHo#
CTOPOHBI, MOXHO MPeAnonaoxuTh, uTo aRNH mpucyrcrBoBana y obmiero

aRNH 1 Pucynoxk 3. [IpeBo ¢unoreneTHyecKux
B3anmooTHoueHnit RNH tuna I u3 paznudnbix
HCTOYHHUKOB, PEKOHCTPYUPOBAHHOE METOJIOM
MaKCHUMaJIbHOTO MpaBaonoaoous. B y3max
JiepeBa 1 Ha €ro BeTBsIX 0003Ha4YeHa

L1 oomuuetos

CTaTHCTUYECKas MOJAeP>KKa TOMOJIOTUI
knactepa aLRT (nomm enunnuer). Knactepsi,
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npeaka Bcex Stramenopiles, a 3atem wmornma ObITh BEPTUKAILHO YHACHEJIOBaHA
oomutietamu. C npyroit croponsl, aRNH Moria monacts B 0OMHUIIETH TOPU30HTAIBHO OT
3€JIEHBIX PACTeHHH, Ha KOTOPBIX IMapa3uTUPYIOT OOJNBIIMHCTBO W3 HMCCIEAOBAHHBIX B
naHHOU pabore TakcoHoB oomwmietoB (Beakes et al., 2012). OrcyrctBue fmRNH y
cBOOOAHOXKUBYIIMX Stramenopiles Haubosee BEpOSTHO OTpa)kaeT TO, YTO OOMHIIETHI
npuoOpeNr IaHHbII I'eH yXKe MOoCIe OTACICHUs OT oduiero KopHs Stramenopiles.

Bo Bcex renomax 3eseHbIx pacteHui nHauBuayainbHbie aRNH Obuin oOHapyskeHbl,
BKJIIOYasl 3eJIeHbIE BOJIOPOCIU M MXH, BapbUPYs B KOJIUYECTBE OT OJHOW JIO TPEX KOMHUM
HA TEHOM, W OHHM IIOJHOCTBIO COOTBETCTBOBAIM TIOCJEIOBATEIBHOCTSIM H3BECTHBIX
kietouHbslx TeHOB RNH. Bee nnnuBunyansusie aRNH 3enensix pactenuit 06pasyroT oaHy
MOHO(DUIETHYHYIO TPyNIy, BHYTPH KOTOPOW  TOMNOJOTHS  JIepeBa  MOBTOPSET
OOLIENPUHATYIO TOIMOJOTHIO JpeBa SBONIONUHM 3eleHbiX pacTenuit (Pucynok 3).
[TocnenoBarensnoctu nomeHoB aRNH Tat LTR-perpoTpaHcno3oHOB He mokazaiu
3HAYMMOH  KJacTepu3alMy HU Jpyr C JOpyrom, HH ¢ kiactepamu  aRNH
PETPOTPAHCIIO30HOB OOMUIIETOB, HU C KJIACTEPOM T€HOB 3eJeHbIX pacTenuil (Pucynok 3).
[TocnenoBarensHoctu gomeHoB aRNH Tat LTR-perpoTpaHcno3oHOB He mokazaiu
3HAUMMOM  KJacTepu3alud HU JOpyr ¢ apyroM, HH ¢ kimacrepamu  aRNH
PETPOTPAHCIIO30HOB OOMUIIETOB, HH C KJIACTEPOM I'€HOB 3€JIeHbIX pacTeHuil (Pucynox 3).
Knactep aRNH nomenoB Tall L1 non-LTR-perpoTpaHCmo30HOB pacTeHHi TOKa3aj
3HaunMyro kiactepuszanuio ¢ qomenamu aRNH Chronos wa apese. Jomenst aRNH Tat
LTR-perpoTpancno3oHoB He (HOpMUPYIOT MOHOGUIECTUYHOTO KJlacTepa Ha JIpeBe.
Boinenstorest Tpu otaenbhbix kiacrepa aRNH, cootserctByromux Tat I,1V-VI, Tat 1l u
«KJIACTEpy», MPEACTABICHHOMY €IMHCTBEHHOH MocienoBareabHOCThIo JoMeHa aRNH Tat
| u3 mnayna S. moellendorffii (Pucynku 1 u 3). Takum oOpa3om,

MOXKHO TIPEIIOJIOKHUTh, YTO B IBONIOIMOHHON mcTopuu Tat LTR-perporpaHCcio3oHOB
OBUTO KaK MHHIMYM TPU HE3aBUCUMBIX mpuoOpeterust aRNH.

Anamm3 crpykrypbl JRNH-aRNH y LTR-perporpancnozonos Chronos, Archon n
Tat IV-VI

Jlyig TOoro yToOBI MPOBEPUTH, OKa3asIo Ju npuodpereHue qomeHa RNH BiusHue Ha
nocnenoBareabHoctd gRNH-momena LTR-perporpancniozonos Tat, Chronos u Archon
ananornynoe BinusHUI0 noMeHa fMRNH perpoBupycoB, ObLIO mpoBeneHO AeTanibHOE
CpaBHEHHE aMUHOKHUCJIOTHBIX TMoOcjenoBarenbHocTell reHoB u  JoMeHoB RNH  wu3
pa3IMYHBIX WCTOYHUKOB. AHAU3 MHOKECTBEHHOTO BBIPABHWBAHUS AMUHOKHCIOTHBIX
[IOCJIEI0BATEILHOCTEN RNH O3BOJINII BEBISIBUTH HECKOJILKO MHTEPECHBIX
3akoHOMepHOcTer.  IlpmoOperennpie  nmomensl aRNH  wmccnegoBaHHBIX — 311€Ch
PETPOTPAHCIIO30HOB  XapAaKTEPU3YIOTCS  TOJTHOLICGHHBIM HAbOpOM  KOHCEPBATHBHBIX
KartaauTuueckux ocHoBanuii: D-E-D-D (Pucynok 4). Takum nosHsiM HaO0poMm 0071a1a10T
BCE M3BECTHBbIC KaTaauTHuecku aktuBHbIe nomeHbl RNH tuma | (Cerritelli et al., 2009;
Smyshlyaev et al., 2013). Bce nomensi aRNH Ttakke xapakTepu3yIOTCS HAIAIHEM
MOJIOKUTEIBHO 3apsHKEHHOM aMHMHOKHMCIOTHI apruHuHa (R) B momykoHcepBaTHBHOMN
NO3WIIMK BbhIpaBHUBaHMs. Y mocienoBarenbHocted fMRNH B nmanHOl  mosuiuun
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Haxonutcs tuctuauH (H). Hcxomaeie gomenst RNH LTR-perpoTpancmo3oHoB He
obnamaror HU R, Hu H B 1aHHON NO3MIMH, YTO MOXET OOBSCHUTH UX CHIKEHHYIO
KaTAJTMTHYECKYI0 aKTUBHOCTh IO CpaBHEHHIO ¢ (epmentamu u3 kiactepa TMRNH u
aRNH (Smyshlyaev et al., 2013). Cuunraercs, 4To CHH)KEHHAsI aKTHBHOCTH JoMeHa RNH
HyxkHa LTR-perpoTpancno3onam aiasi COXpaHEHHs MOJUIYPUHOBOTO Tpaiimepa, C
KoToporo HaumHaeTcsi cuHte3 Iuntoc-uenu kHK. Opnako mns nomenoB RNH LTR-
PETPOTPAHCIIO30HOB BCE PABHO XapaKTepHa MojHas Kataautudeckas terpaga D-E-D-D
(Pucynok 4). Ha atom (one ncxoansie romenbl gRNH LTR-perporpancmnosonos ¢ aRNH
MPOSIBIISIOT MPAKTUYECKHU MOJIHYIO TOTEPI0 KOHCEPBATUBHBIX KATATMTUYECKUX OCHOBAHUI
(Pucynok 4), coOTBeTCTBYsl TuIoTe3e, 4ro mpuodpereHHbii gomen aRNH 6Geper
bepmenTatuBHYI0 (QYHKIHIO Ha cebs, Kak 310 Obuto ¢ KiaeTounbiM FMRNH-zomeHOM,
NPUOOPETEHHBIM PETPOBUPYCAMHU MO3BOHOYHBIX. Takum oOpazom, ucxoausiii jomen RNH
LTR-perporpancno3onoB, kotopeie mnpuodpenu aRNH c¢ oOpa3oBaHueM CTpPYKTYpBbI
gRNH-aRNH, mnoBropsier cynb0y QgRNH-momena perpoBupycoB, mpeBpamasch B
cBs3ytommid foMeH. CBS3yIOIIMNA JAOMEH TepsieT KaTaJUTHYECKYH (YHKILHIO, HO, IO-

BUIHNMOMY, BCE CHIC YHAaCTBYCT B PCTYJIAINHA pa6OTLI BTOpPOroO, Ooitee AKTUBHOI'O, JOMCHA
RNH (Malik, 2005; Lapkouski et al., 2013).

LTR RNH Tat, Archon, Chronos
LTR RNH npeakoeoro Ty3/Gypsy anemeHTa o
D E D D
} / : ‘N CBA3yI0LLMiA JOMEH PETPOBUPYCOR

B1 B2 B3 at B4 a2 B5 a3
3axear) '. . . " P I' A A I ‘f\ "~

Apxeinaa RNH (ARNH)
D E D RD

Bl B2 B3 al B4 a2 B5 a3
RNH petposupycos (FMRNH)

D E D HD

Pucynok 4. Cxema nortepu KaTAIMUTHUYECKUX KOHCEPBATUBHBIX aMHUHOKHCIOTHBIX OCHOBAHHMH B
ucxogaom jgomeHe RNH Ty3/Gypsy LTR-perporpancmo3ona. Bropuunsie ctpykrypsr RNH
M300pakeHbl Tak: alb(pa-Crupaid — BOJHBI, OeTa-ckiaaku — crpenku. D-E-D-D — rterpana
KOHCEPBATUBHBIX KaTATUTHYCCKUX ocHoBaHMiA. (R/H) — monmykoHCepBaTHBHOE OCHOBAHME.

KonBepreHuus peTpoTpaHcio30HOB PACTEHUI 1 0OMHIIETOB

B nanHoit paboTe MBI IIOKa3ajiu, OCHOBBIBAsICh HA PEKOHCTPYKIMU (DMIIOTEHUH I10
RT-nomenam, 9rto oOHapykeHHbie B reHomax pactenmid Ty3/Gypsy Tat LTR-
perporpancniozonsl u Tall L1 non-LTR-perporpaHcno3oHbl nuib  OTHAIEHHO
poacteennbl Ty3/Gypsy Archon u Chronos LTR-perporpancnosonam u L1 non-LTR-
perporpaHcriozoHaM ooMuiietoB ¢ gomeHoM aRNH. O6 »ToM TOBOpSAT MX OYEBUIHO
pazzienbHble MO3ULKK Ha (uiIoreHeTnyeckux aepesbsix (Pucynku 1 u 2). ManoBeposiTHO,
yro gomeH aRNH Obu1 mpuoOpereH JHIIb OJHAXKABI TMPEAKOBBIM  AJIEMEHTOM
sBomoninonHor ymHUU T1Y3/Gypsy LTR-perporpancrno3onoB (mnm mnpenkoBbiM  L1-
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aneMeHToM NON-LTR-peTpoTpancno30HOB), KOTOPHIA Obl 3aTEM MOT OBITH TOPU3OHTAIBHO
NEPEHECEH U3 PAaCTeHW B OOMMIIETHI MJIM HAa000poT. MHaue mpunuiock Obl yTBEPKIATh,
YTO BCE OCTAJIbHBIE M3BECTHBIC KIJIACTEPHI PETPOIJEMEHTOB W3 BBIIICONMMCAHHBIX TPYII
JOJKHBI ObLTH TOTEPATHh JoMeH aRNH B mporiecce cBoelt aBomonmu. Takum 00pa3om, MbI
npexanonaraem, 9ro Hanuane aRNH y LTR-perporpancno3onos Tat, Chronos u Archon, a
takke L1 non-LTR-peTpoTpaHcno30HOB pacTeHUl U OOMHUIIETOB, HAMIYUYIIUM 0Opa3zoM
OOBSACHSETCS HECKOJbKMMM HE3aBHUCHUMBIMU COOBITUSAMU IpuoOpereHus nomeHa aRNH
NPEIKOBBIMU JIMHUSAMHU KaXXKIOW W3 ATHX TPYII, KaKk pe3yiabTaT MX KOHBEPreHTHOM
HBOJIIOIIMM K €IWHOMY CTPYKTYpHO-(QYHKIHOHAIbHOMY «deHotumy». Y Tat LTR-
PETPOTPAHCIIO30HOB PACTCHU MOXHO YETKO MPOCIIEANTh BOSHUKHOBEeHHE qoMeHa aRNH
HAa YPOBHE TOSBJICHHS OSTUX DJJEMEHTOB Yy IUIayHOB, TOTJa KakK MJaHHBIA JIOMEH
OTCYTCTBOBAJI Y BCEX MCCIIEIOBAaHHBIX 1eMeHTOB Tat mxoB. Tat LTR-perporpancno3oHbl
MOKa3bIBAIOT, TMOXKaMyW, YHUKAIbHBIA MpUMEp MHOXECTBEHHBIX NepTypOauuii B
nonoxennn nomeHa aRNH, koTopble, Mo-BUAMMOMY, TaKkKe OBUIM OMOCPEIOBAHbBI
HECKOJIbKUMHU HE3aBUCUMBIMU mpuoOpeTeHusmMu nomeHa aRNH, uTto BbITekaer wu3
HaJu4Msl Kak MUHHUMYM TpEX SBOJIOIHMOHHBIX KiactepoB nomeHoB aRNH Tat LTR-
PETPOTPAHCIIO30HOB, BhIsBICHHBIX Ha ApeBe RNH (Pucymok 3).

Perposnement mpencraBisieT coOOW COBOKYIHBIM aHCAMOJIb (DyHKIIMOHAIBHBIX
OENKOBBIX JOMEHOB, OMPEACIAIOIMNX OPraHU3aIMi0 €ro JKU3HEHHOTO I[HKIa. MBI
nokasanu, 9ro y Ty3/Gypsy LTR-peTpoTpaHcmo3oHOB ooMuIIeTOB U3 KiiactepoB Chronos
u Archon, a taxxe kiaactepoB 1V-VI Tat LTR-peTporpaHcno30HOB pacTeHHI, BOZHUKAET
crpykrypa gRNH-aRNH, Bo MHOrom mosropsitonias ctpykrypy (Ho yxe gRNH-FfmRNH)
PETPOBHPYCOB TMO3BOHOYHBIX IKHUBOTHBIX, KOTOpBIE KOTJA-TO TaKXe MPOU3OILIH OT
npenkoBor auauu Ty3/Gypsy LTR-perporpancnozonos (Malik et al., 2001). Kpome
HAIMYUs CXOAHOU CTpyKTypbl nBoriHOM RNH, mbr mokasamu, uro ¢ mcxomasiM gRNH-
nomeHoM 3nementoB Archon, Chronos u Tat IV-VI npoucxoasitT aHaIOrHYHBIC MTPOIECCHI
MOTEPU  KATAIUTUYECKOM aKTHBHOCTH 3a CUET «Jerpajaluny KOHCEPBATHBHBIX
KaTaJUTHYECKH AaKTHBHBIX OCHOBAaHWW, KOTOpBIC MpowcxXoauiau ¢ ucxomaHbiM gRNH-
JIOMCHOM PETPOBHUPYCOB Ha MYTH MPEBpAIlCHHs €ro B cBs3ylomuii jomeH (Pucynok 4).
Takum o0OpazoMm, Mbl HaO/IOaeM KaK MUHUMYM JBYKpPaTHOE MOBTOPEHHE OJHOTO W3
PaHHUX 3TaNoOB IYTH SBOJIOLUU PETPOBUPYCOB IMO3BOHOUHBIX B I'€HOMAaxX PAacTeHHH U
oomureToB (PucyHok 5).

Crpykrypabie wuccnenoBanus RNH perposupyca BUY-1 moxkazamm, dTO
CBS3YIOIIMK JOMEH o0ecmednBaeT KOH()OPMAIMOHHBIE M3MEHEHHS, HEOOXOIUMBIC IS
npaBwibHON u ddextuBHON opuentanun PHK-tienu B rubpume PHK/IHK s eé
ruaponusza ¢depmentom RNH (Lapkouski et al., 2013). D10 roBopuT 0 TOM, UYTO
CBA3yIOIIMKA  JoMeH  perynupyer  aktuBHocTh RNH, npuBogs k  Gonee
CHeIUalIM3UpOBaHHOMY M yactoMmy Truaponu3y uenu PHK Bo Bpems oGpartHoit
Tpanckpunuuu. B ciydae ¢ Ty3 LTR-perporpancnio3oHoM Apoxikel ObLIO MOKa3aHO, YTO
HE0OXO0UMBI cyliecTBeHHbIe u3MeHeHus B koHpopmarun PHK/ITHK-rubpuna, mis Toro
gro0b1 TY3 gRNH morna npousBectn a3 dpexruBubiii ruaponn3 PHK (Nowak et al., 2014).
Takum oOpazom, tuaponus PHK mump ¢ yuactmem ¢gRNH  sBusiercs He cTomib
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a¢dekTuBHBIM, Kak B ciiydae Hanuuus aBoitHoro RNH-momena. Hakomienue mmpokoro
TeHEeTHUYECKOT0 pa3HooOpa3us — sipkasi ocooeHHocTh nHdpekuuu Bupyca BUU-1. BUY-1 B
3HAUUTENBHON CTETICHH ONUPAETCS HA MEXAaHU3M CIIOHTAaHHOW PeKOMOWHAIINH, 3aBUCAIIEH
ot mepebpoca 1ienu Bo Bpemsi obparHoi Tpanckpummuu (Smyth et al., 2012). Bepositho,
yro crpykrypa gRNH-(a/fm)RNH mno3Bossier peTpoBHpyCcy peKOMOMHHPOBATH TOPa3io
yaie, yueM LTR-perporpancnozony mumb ¢ onnoir gRNH. IloreHuuanbHyo BBIrOAy OT
npuoOperenus gomeHa RNH non-LTR-peTpoTpancno3oHaMu MpeacTaBUTh CIOXKHEE, TaK
KaK 9TH 3JIEMEHTHI BIIOJHE MOTYT ONUPAThCS HA aKTUBHOCTh KileTouHoro (pepmenta RNH
X035IMHa, ¥ UX 0OpaTHasi TPAHCKPUIILHKSA MPOUCXOAUT Hampsmyro B siape. [lokazano, uro

OTICIbLHBIE
FeHOM NO3BOHOYHOrO FeHom pacTeHusi/oomuueTa
PeTpoBupyc LTR-peTpoTpaHcno3oHbl Tat, Archon u Chronos
e DEDHD SHS .
' RT tether RNH INT RT INT -
* S - - ’
= ol e G - )
e e gy | G @D | e R
LTR-anemeHT pep p 200 S LTR-311eMeHT pep p
RT gRNH INT gRNH gRNH RT gRNH INT

NpeaKoBbIA 3NeMeHT DED D~ DEDRD
RT gRNH INT

npeaok peTpoeupyca DPED D pgwp
RT gRNH  RNH INT

DEDID pEDR
+CRNHD

U3 reHomMa xo3snHa

o
W3 reHoMa xo3siMHa?

0O6wun npepok Bcex Ty3/Gypsy LTR-peTpoTpaHCno30HOB
DED D
RT gRNH INT

Pucynox 5. Ilpemnonmaraemass cxema KOHBepreHTHOH »sBomommu LTR-perporpancmno3zonos
pacTeHHii W  OOMHIETOB C pETPOBHpPYCaMH IMO3BOHOYHBIX. OBamamMu  0003HAYEHBI
byHkiIMoHanbHbIe ToMeHbl Oenka Pol, Haunnas ¢ RT. Ceepxy Hag RNH-1omeHamu 0003HaYCHBI
KOHCepBaTHBHbIC KaTamuTndeckue ocHoBanus (D-E-D-(R/H)-D).

npencrasuresu rpynnsl | non-LTR-perporpancno3onos Tepsitor ero (Malik et al., 1999).
OpmHako Toraa TPYTHO OOBSCHUTH, B YeM IMPUYMHA TOTO, YTO, KAK MHHHMYM, B TpeX
¢dmroreHeTnyecku nanekux rpymmax non-LTR-perporpancnoszonos: |, R2 (Utopia u
Dualen) u L1 (Tall snemeHTsl pacTeHmii, a Takke sneMmeHThl ¢ aRNH oomwmiieroB) —
peTpO3JIEMEHTHI He3aBUCUMO npuoOpeTaroT 1omeH RNH.

CrpykrypHbiii aHanu3 LTR-perpoTpancno3oHoB oomuiieToB u3 kiactepa Chronos
nokasaj, 4ro, nomumo nomeHa aRNH, stu sanemenTsr npuodpenmn CHD na C-konie OPC
2, cpasy 3a gomerom INT (INT-CHD) (Pucynok 1). C-konuesoii INT-CHD nostopsiet
AHAJIOTHYHYIO CTPYKTYPY, KOTOpas 10 3TOro OblIa 0OHapy’KeHa JIMIIb Y OJHOTO KilacTepa
rpyrmnsl - Ty3/Gypsy —  xpomoBupycoB. K xpomoBupycam  otHocsitest LTR-
PETPOTPAHCIIO30HBI U3 TEHOMOB pacTeHUH, rpuOOB 1 o3BoHOUHBIX (Gorinsek et al., 2004;
Novikova, 2009; Novikov et al., 2012). OcHoBsiBasice Ha RT-¢dunorennn (Pucynok 1),
MbI moka3zanu, uto Chronos-sineMeHThl 3HAUYUTETBHO yIAICHBI OT XPOMOBUPYCOB, T. €. HE
UMEIOT ¢ HUMH OJHu3Koro ooOmiero mnpenka. Takum oOpa3oM, MOKHO 3aKJIFOUUTh, UTO
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HarOoee BeposSTHBIM 00bsicHenneM Hamuuus CHD y Chronos u XpoMOBHPYCOB MOKET
SBIISITBCSL €r0  HE3aBUCUMOE TIpUOOpeTeHHe B O0OWX DBOJIOIMOHHBIX KIacTepax.
XpOMOZOMEHBI — MIUPOKOPACTIPOCTPAHEHHBIE OEIKOBBIE JOMEHBI, BCTpEYAIOUIHECs B
Oenkax pemojeiinHra xpomaruna y sykapuot (Platero et al., 1995; Eissenberg, 2012).
Cmusaue CHD ¢ INT nmpeumyIiiecTBeHHO HampaBiisieT BCTpauBaHUE PETPOTPAHCIIO30HA B
reTepoOXpOMaTHH, MOJANIbIIE OT HACBINICHHBIX TeHamu pairionoB (Gao et al., 2008).
MHuoxecTBeHHbIE He3aBUcHMbIe TpuoOpereHuss CHD MoxHO 0OBSCHUTL 0OIIeH
TEHJCHIIMECH K CHI)KCHUIO yiepda TeHOMY OT MEPEeMEIICHUsI PEeTPOIIEMEHTa, MO3BOJISSA
PETPOTPAHCIIO30HY «CIIOKOWHO» Ppa3MHOXAaThCS BHYTPHM T€HOMa, HE Hapymas €ero

CTPYKTYDY.

3akiIoueHue

PerpoTpancrnio30Hbl COCTaBIAIOT MHOTOYMCIEHHBIA W IIMPOKO PacHpOCTPaHEHHBIN
kiacc MD. Bcee perporpaHcno3oHsl onuparoTcss Ha akTuBHOCTh RT muist mpousBoactsa
ceoert JIHK-xomuu Ha ocHoBe ucxomnoir PHK-matpumer snementa. HabGop npyrux
(YHKIMOHANBHBIX aKTUBHOCTEH, 3aKOJUPOBAHHBIX B MOJUIIPOTEUHE PETPOTPAHCIIO30HA,
3HAYUTENIbHO Pa3/InYyaeTcsl MEXIy pa3HOOOpasHbIMU TpyHIaMu PEeTPOTPAHCIIO30HOB.
benkoBbie TOMEHBI MOIUIPOTENHA, COOTBETCTBYIOLINE KAXA0W U3 3TUX AOMOIHUTEIBHBIX
(YHKIIMOHATBHBIX aKTHBHOCTEH, MOTYT 00JaaTh CBOEH COOCTBEHHOM, HE3aBUCUMOU OT
nomeHa RT, sBomrorinonHoW uctopuei. JlaHHBIN (akT JIer B OCHOBY NpECTaBICHUS 00
IBOJIIOLIMM PETPOTPAHCIIO30HOB KaK MOIYJIBHOM. bosiee TOro, HaKOIUIEHHBIE AAHHBIE O
pazHooOpa3uu M pacHpoOCTPaHEHUU PETPOTPAHCIO30HOB, CBHUIETENBCTBYIOT B MOJIb3Y
TOTO, 4YTO 3BOJIIOLMOHHO YAAQJIEHHBIE TPYIIIBI PETPOIIEMEHTOB HE3aBUCHMO DPa3BWIH
CXOJIHOE CTPYKTYpPHOE yCTPOMCTBO uepe3 npuodpeTeHune (yHKUMOHAIBHO UICHTUYHBIX U
HE MOHO(DUIIETHUYHBIX OENKOBBIX JOMEHOB — (DYHKLUHMOHAJIbHBIX MOAYJEH. DTH JaHHbIE
YKa3bIBAalOT HA  KOHBEPreHTHBIM  XapakTep  SBOJIOLUMHM  OTAENBHBIX  TpPyHIl
PETPOTPAHCIIO30HOB, BOBHUKAIOIIEH 3a CYET MOIYJIBHOCTH MX CTPOCHUS U MO IEUCTBUEM
CXOIHBIX MEXaHW3MOB OTOOpAa, PEryIMPYIONINX >KU3HEHHBIA IMKJI COOTBETCTBYIOIINX
AJIEMEHTOB B PA3JIMYHBIX TAKCOHAX.

B nanHoil pabote ObuIM MpeAcTaBiE€Hbl HOBbIE IPUMEPHl KOHBEPTEHTHOU 3BOIIOLUU
PETPOTPAHCIIO30HOB M3 N'€HOMOB 3€JICHBIX PACTEHUN M NApa3UTUYECKUX IMPOCTEUIINX —
oomuieToB. lcciemoBanue JOMEHHOM CTPYKTypsl reHoB POl u  duioreHeTnveckuit
aHanu3 10MeHOB RT peTpoTpaHCno30HOB, copepKalux JOMEH U3 «apXEWHOW» TpYIIbI
pubonykieas H, mokazamm, 9TO B TEHOMax OOMHIIETOB U 3€JEHBIX PACTCHUHN
PETPOTPAHCIIO30HBI W3 TMSTH (PHIOTCHETHYSCKH YNAJIEHHBIX KJIACTEPOB HE3aBHCHMO
npuobpenu fomMeH aRNH B cxognom nosnoxennn BHyTpu reHa pol. [locinenoBaTenbHOCTH
uHAMBUAyaTbHBIX aRNH, koTopble MOrM OBl CIIYXUTh MCTOYHHKOM IPOUCXOMKICHHS
nomeHoB aRNH y uccrnenoBaHHbIX peTpOTPAaHCIIO30HOB, €CTh KAK B F€HOMAaxX PACTEHHMI,
TaKk M |y TOCJEeAHEero oO0mIero mpeaka CBOOOAHOKHUBYIIMX —Stramenopiles u
Mapa3UTUYECKUX OOMHIIETOB, MOJATBEP)KIAAs TUIOTE3Y O KOHBEPIE€HTHOM HBOJIFOLUHU
PETPOTPAHCIIO30HOB PACTEHUH W OOMHIIETOB M MHOYKECTBEHHOIO HE3aBHCHUMOTIO
npuobperenus: fomeHoB aRNH. AnbrepHaTtuBHas rUIOTE3a 0 TOPU3OHTAIHLHOM MIEPEHOCE
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NpeKoBOro perporpancrno3zoHa ¢ aRNH, mexny TakcoHamMu pacTeHHIl U OOMHUIIETOB HE
HaxoauT monatBepxaeHus. Ty3/Gypsy LTR-peTpoTpaHCIO30HBI OOMHIIETOB KiacTepa
Chronos ¢ aRNH necyt nomen CHD Ha 3’ konie rena pol, cpa3y mocie momena INT,
IOBTOPSIE CTPYKTYpPy paHee H3BECTHYIO Jmmb Uit kimactepa T1y3/Gypsy LTR-
PETPOTPAHCIIO30HOB M3 TEHOMOB TIO3BOHOYHBIX, TPUOOB U 3€JCHBIX pPACTEHHH —
XPOMOBHUPYCOB. A OYEBUAHO YyJAaJICHHOE (DUIOrCHETHYECKOEe IIOJIOKEHUE KilacTepa
Chronos or kmactepa XpOMOBHPYCOB CBHICTEIBCTBYET B TMOJb3y HE3aBUCHMOTO
npuobperenuss CHD  perposnemMeHTaMum  3THX — KJIAacTEpoOB, MpeAnoyiaras  Ux
KOHBEPTCHTHYIO 3BOMONHIO. CpaBHUTENBHBIN M CTPYKTYpPHBIM aHAIW3bl MOKA3ajiH, YTO
nomen aRNH B anemenTax Tat IV-VI pacrenuit u Chronos u Archon ooMuIieToB, a Takke
ucxonuerii  Ty3/Gypsy nomen RNH, o00pasyroT CTIPyKTypy CXOIHYK C JOMEHOM
«aBonHOM» RNH perpoBupycoB mno3BOHOYHBIX. [Ipum Takol CTpyKType HCXOAHBIM
PETPOTPAHCIIO30HHBINA JOMEH JIEerpajupyeT 3a CUET HAKOIUIEHUS HECMBICIOBBIX MYyTalUi
B AKTUBHOM LIeHTpe (epMeHTa, a MPUOOPETeHHBIH JOMEH, Hao0opoT, HecEéT Ooiee
NONMHBIA ~ HAO0Op  KAaTaJTUTHYECKHM  aKTUBHBIX  KOHCEPBATUBHBIX  AMHUHOKHCIOT.
[ToBTOpsitoIIEeCsT BO3HUKHOBEHHE CXOJHBIX CTPYKTYp Y pPETpPOTPaHCIO30HOB W3
HBOJIIOIIMOHHO JTAJIEKUX TAaKCOHOB CBHUAECTEIBCTBYET O HAIWYUH (yHIaMEHTATBHBIX
KJIETOYHBIX MEXAaHU3MOB PETYJISINN WX )KU3HEHHOTO IUKJIA, KOTOPBIE IEHCTBYIOT BO BCEX
TaKCOHaX JYKAapWOT, TpEAnojaras TMOJOXKUTEIbHOE BIHSHHE MPHUOOpPETAEMBIX
(GYHKIIMOHATFHBIX JOMEHOB Ha MPUCTIOCOOIEHHOCTh PETPOTPAHCIIO30HA.

BbIBO/IbI

1. bruonnbopManmoHHbIN aHAIHM3 MOCIEIOBATENBHOCTEN 65 TEeHOMOB pacTeHuid u 25
T€HOMOB OOMHUIIETOB BBISBHJI TISITh OSBOJIOIMOHHBIX KIACTEPOB PETPOTPAHCIIO30HOB,
COJICpXKAIUX JIOMEH «apxeiHoi» pubonykieassl H. Tpu u3 Hux, Archon u Chronos u3
F€HOMOB OOMHUIETOB M Tat u3 TreHOMOB pacTeHuid, npuHamiexxar Kk LTR-
perpoTpaHcno3oHam rpymmsl Ty3/Gypsy. [IBa npyrux kiactepa, L1 u Utopia, otHocsTCs K
non-LTR-perpotpancnio3onam u3 rpymnm L1 u R2. Dnements! knactepa L1 Obun HaliieHbI
KaK y PacTeHHUH, TaK ¥ y OOMHIICTOB, B TO BpeMs Kak 3JeMeHThI kiactepa Utopia 6buin
0OHapyXEHBI TOJIEKO Y OOMHIICTOB.

2. BriepBrie ObII0 TOKa3aHO HAIMYWE IOMEHA «apxeitHou» pubonykieassl H y Tat
LTR-perporpancno3onoB pacrenunit m L1 non-LTR-perpoTpaHcmo3oHOB OOMHIIETOB, a
aneMeHThl kiactepoB Chronos m Archon w3 reHOMOB OOMHIIETOB OOHApyXEeHBI M
OXapaKTepHU30BaHbl B AaHHOW pabote. [lna anemeHToB kinactepa Tat BHepBblE OMMCAHO
pa3zHo00Opa3ue MoJI0KEHUs JAHHOTO JOMEHA B I€HE MOJIMIIPOTEHUHA.

3. BbicokMii  ypOBEHb CXOJCTBA CTPYKTYpPHOM OpraHu3alMyd HMCCIIEIOBAHHBIX
PETPOIIEMEHTOB PACTEHUM M OOMMIIETOB C OJHOW CTOPOHBI, U UX (UIOr€HEeTHUYECKas
YIAJE€HHOCTb, C APYTOM CTOPOHBI, TIO3BOJIMIM MPEAIOI0KUTH KOHBEPTEHTHYIO IBOJIIOLINIO
uccinenoBanHbix rpynn LTR- u non-LTR-perpoTrpaHCiO30HOB M3 T€HOMOB PACTEHUN U
OOMHLIETOB.
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4. CpaBHUTENBHBIA M CTPYKTYPHBIM AaHAJIW3bl MOKA3aJM, YTO JIOMEH «apXEWHOW»
pubonykieassl H u ucxonnslii tomen pubonykieassl H B anemenTtax kiacrepos Tat V-
VI pacrennii u Chronos u Archon ooMuiieToB 00pa3yroT CTPYKTYpy CXOAHYIO C JOMEHOM
«IIBOMHOI» puboHykineassl H peTpoBHpycOB TO3BOHOYHBIX. JlaHHOE CXOACTBO U
oueBuaHas (uioreHetuueckas ynpajaeHHocTh 1y3/Gypsy LTR-perpoTpaHCno30HOB OT
PETPOBUPYCOB IO3BOHOYHBIX TAaKK€ IO3BOJISIET MPEANOJOKUTh WX KOHBEPIEHTHYIO
IBOJIIOLIHIO.

S. Ycranorineno, uro LTR-perporpancrnosons rpymmbl Ty3/Gypsy u3 kiacrtepa
Chronos oomurieToB, MOMHUMO JOMEHA «apxeiHoit» puboHykieassl H, mpuobpenn
XPOMOZIOMEH, aHAJIOTHYHO JPyromMy mupokomy kiaactepy Ty3/Gypsy u3 reHoMOB rpuOoOB,
MO3BOHOYHBIX M PACTEHUI — XPOMOBHPYCOB.

6. [lomydyeHHble  pe3ynbTaThl MO  CTPYKTYPHO-(PMIOTE€HETUYECKOMY  aHAIU3Y
pPETPOTPAHCIIO30HOB ~ PACTEHUH M OOMHMIIETOB  SIBISIFOTCS  JIOIOJHUTENIbHBIM
CBUJIETEILCTBOM MOJyJIbHOM 3BOJIIOLIMU PETPOTPAHCIIO30HOB U €€ POJIM B BOSHUKHOBEHUU
CTPYKTYpHO! M (DYHKLIMOHAJIBHON KOHBEPI€HLMH MEXKIY 3BOJIOLMOHHO YAaJCHHBIMU
rpynnamMu pa3jindHbIX pETPOITEMEHTOB.
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