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PE®EPAT

bakanaBpckasa paboTta no TeMe «AHaJIN3 MAPKEPHBIX MOCIIEI0BATEIBLHOCTEN
npeacraBureneit  popa  Armillaria»  conepxkut 31 cTpaHUIy TEKCTOBOIO

JIOKyMEHTa, 38 MCTIOJIb30BaHHBIX UICTOUYHUKOB, 4 pUCyHKa, | TabmuIry.

I'EHETUYECKUE MAPKEPBI, OWJIOI'EHUS, WIEHTUOUKALINA
B1J1OB, MAPKEPHBLIE ITOCJIEAOBATEJIBHOCTHU

Lens paboTel - (UIOTEeHETUYECKUN aHaM3 28 00pa3loB HpeacTaBUTENEH
pona Armillaria no mapkepHbiM mnocnegoBarenbHocTsM ITS, IGS, TEFla aus

BHJIOBOM MJICHTH(DUKAITUH.

OOBeKT HCCIICAOBAHUA - HYKJIICOTUAHBIC MAPKCPHBIC ITOCICIOBATCIIBHOCTHU

npexacraBuTenen pona Armillaria.
[IpenmMer uccieqoBaHus — 3BOJIIOLUOHHBIE CBSI3U UCCIIETyEMbIX 00pa3LOB.

AKTYyaJbHOCTh HACTOAIETO HCCIEAOBaHHUS OOYCIOBJIEHA TEM, UTO
UCIIOJIb30BAaHUE TEHETUYECKUX MapKepoB i uieHTUUKAIMU BUAoB Armillaria

Ha Tepputopun Cubupu u Jlansaero Boctoka npoBoauiiach BIiepBbIe.

bouio uaeHTudurpoBaHo 28 CUOMPCKUX M JATbHEBOCTOUHBIX 0OOpa3IOB
npeacraBureneit poga Armillaria. ®UIOTEHETUYECKUN aHAIU3 TIO3BOJIMI  C
BBICOKOM BEPOSITHOCTBIO OIPEEIUTh BUAOBYIO MPUHAIICKHOCTh HCCIEAYEMBIX

00pasIos.
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BBEJAEHHUE

Cpenu mnpencraButeneit pona Armillaria (Physalacriaceae, Agaricalea,
Basidiomycota) xopolllo M3BECTHBI KaK Ba)XKHBIC MATOTCHBI PACTEHUM, KOTOPBIC
MOTYT BBI3bIBATH CEPbE3HBIE KOPHEBBIC 3a00JIEBaHUSI y pa3HBIX JIEPEBHEB U
JPEBECHBIX pAacTEeHUH, TaKk U canpoTpodbl, KOTOPbIE HWrPAIOT BaKHYIO
HKOJIOTHYECKYI0 poJib B 3Kocuctemax. OmHako y paszHoBHAHOCTeW Armillaria
HaOJFIOMAIOTCS 3HAYUTENbHBIC pa3udus B maToreHHOCTH. Hampumep, A. ostoyae,
A. solidipes n A. mellea xak NpaBUJIO, CYATAIOTCS CUJIBHO MATOT€HHBIMHU, B TO
BpeMsl KakK Takue BHU[bI, Kak A. sinapina, A. cepistipes CUUTAIOTCA MEHEE
MaTOr€HHBIMU, a TaKXe CcanpoTpodbl, MPEANOUUTAIONIME POCT HAa MEPTBOMU
npeBecune (A. gallica). Tlostomy pasrpanuueHue BunoB Armillaria vmMeer
peliaroiiee 3HaueHUEe IS OIEHKU pucka 3aboneBanus [1, 2]. I'pubsl poxaa
Armillaria urpaioT KOJOCCAJIbHYIO pOJIb B IKOCHUCTEME, 0€3 HUX Jjeca ObuIH Obl
MPOCTO 3axJjamiieHbl ciabopasnaratouieiicss apeBecuHoi. Tunuuneie canpoduThl
HE BIMSIOT CHUJILHO MaryOHO Ha 370pOBbIE€ JEPEBbsl, HO B HACTOSAIEEC BpEeMs BCE
yalie M Yalle HAYMHAIOT IMOpa)xaTb 3[0pOBbIE AEpeBbi. A. borealis sBnsiercs
canmpoTOM U B MEHBIIIEH CTENEHH MaTOT€HOM, a BOT C M3MEHEHHEM KJIMMaTa
BO3MOXKHO TmpuodOperaer mnartoreHHbie Qopmbl. [loHnmanune QuiioreHnn u
HBOJIIOLIMOHHOTO TPOUCXOXKJECHHUSI STUX BHUAOB SBJISIETCS BAXHbIM 3TaloM B

W3Y4eHUU NaTOT€HHOCTH BUAOB Armillaria.

28 o0pa3ioB poma Armillaria 6sumn B3aTHl Ha JlambHem Boctoke, rore
Kpacnosipckoro kpas u PecnyOnumke Xakacusi. B ['epmanuu corpynHukamu
nabopaTopuu jgecHo reHoMuku Cubupckoro QenepaibHOro YHUBEPCUTETA ObLIN
CEKBEHHUPOBAHBl MAapPKEPHbBIC MOCIIEAOBATEILHOCTH HA KalMMJIJIIPHOM CEKBEHATOPE.
Jlnst  moctpoeHuss (UIOTEHETHYECKOTO JepeBa TakXKe ObUIM  BKJIIOYCHBI
HYKJICOTUIHBIE MOCJIEA0BATEIBHOCTH NpeACTaBUTENEH posa Armillaria, B3sTbIE U3

MeXIyHapoaHoU 0a3bl naHHbIX GenBank (www.ncbi.nlm.nih.gov/genbank/).



Llenpto AAaHHOTO HCCIENOBAHUS SBISETCS (DUIOTCHETHYECKUH aHammu3 28
00pasioB npeacTaBuTeneii poaa Armillaria mo MapKepHBIM TOCTIEI0BATEIBHOCTSIM

ITS, IGS, TEF1o ans BunoBoi uaeHTU(DUKAIIIH.
JIst mOCTHKEHUST TAaHHOMU 11e7TM OBLIIM MOCTaBIICHBI CIICTYIOIINE 3aa9H:
1. ChopmupoBaTs 0a3y TeHETUYECKUX MOCIEA0BATEILHOCTEH;
2. I3yunTh METOBI TOCTPOCHUS BRIPABHUBAHHH M (PHIIOTCHUY;

3. Iloctpoenue (HhUIOreHETUYECKOTO JiepeBa JJisi BUAOBOW MIICHTU(DUKAIUU

00pasIioB.

AKTyaJbHOCTh JaHHOW palOThI 3aKIIOYAETCSs B TOM, YTO OIPEICICHHE
BUJIOB TPHUOOB TOJIBKO MO MOP(OJOTMYECKUM IpHU3HAKAM HE BCErja BO3MOXKHO,
MIOCKOJIbKY OHM HE BCErjJa MOT'yT oOecleurnBaTh TOYHbIE TPYNIIMPOBKUA HA YPOBHE
BHJIOB, II03TOMY Ce€WdYac MIMPOKO HCIIONB3YIOTCS TIE€HETUYECKHE MapKephl IS
uaeHTuukanu BuoB. OHU MO3BOJISIOT M3y4aTh BBICOKO- M CJIA0ONATOTrE€HHBIE
TaKCOHbl TPUOOB U  OCYHIECTBISATh TE€HETHMUYECKHMII MOHUTOPUHI  ypPOBHS
NATOTEHHOCTU B MONyJsnMsaX. VCIOab30BaHHE TE€HETUYECKUX MAapKEpPOB IS
uaeHTuGukauu BugoB Armillaria na tepputopun Cubupu u lansHero Bocroka

IIPOBOJHJIOCH BIICPBLIC.



1 O630p 1uTEpaTYpPBI
1.1 AKTyaJIbHOCTH MCCJIEJOBAHUS TeHETHYECKIUX MAapPKepPOB rpudoB

MomnekynsapHo-TeHeTH4YecKass HWACHTHU(UKAMS OCOOCHHO BakHAa B TeX
CIIyJasix, KOT/ia ONpeAesieHne BU0B TPUOOB MO MOPGOIOTHYECKUM MPU3HAKAM HE
BCerja BO3MOXKHO. Kpome TOro, BO3MOXXHO BBISBICHHE HOBBIX BHJIOB T'pHUOOB,
UMEIOIINX CXOTHBIE MOP(HOIOTHYECKUE TIPU3HAKH C YK€ U3BECTHBIMU BUAMHU.

Onpenenenue CUOUPCKUX U JAJbHEBOCTOUHBIX BHUIOB Armillaria ¢
UCIIOJB30BaHUEM T'E€HETUYECKUX MAapKEepOB paHEe HE MPOBOJAUIOCH. Takxke Ha
CETOJIHSIIIIHUN JIeHb (UIOTEHUSI CHOUPCKUX U JAIbHEBOCTOYHBIX IIITAMMOB

COBCPIICHHO HC U3YYCHA.

1.2 IlpeacraBurenu poaa Armillaria

I'pubbl 00pa3yloT OJHO W3 CaMbIX OOJIBIIUX U CaMbIX Pa3HOOOPA3HBIX
LApCTB KUBBIX OPraHU3MOB. YCTAHOBJICHHE POJCTBEHHBIX CBS3€M MEXKIY
OpraHu3MaMH UCXOJUT U3 (PUIOTCHETHYECKOrO aHalan3a, OCHOBAHHBIX Ha TE€HHOM
nH(pOpMaIuu, MOCTPOSHHBIX OOBIYHO HA OCHOBE CTETICHU pa3Iuduil B OelKax Wiu
nocieaoBateabHOCTAX JJHK HEOOnbIIOro unciia BHICOKOKOHCEPBATUBHBIX T'€HOB
METO/I0M MHOKECTBEHHOTO BbIpaBHUBAHUS MocienoBarenbHocTeil (MSA).

Armillaria (On€HOK) — 3TO IMIMUPOKO PACHPOCTPAHEHHBIM poja TpuOOB,
COCTOSIIIMM B OCHOBHOM W3 maToreHoB pactenud [3]. [IpencraBurtenu maHHOrO
poa UIparOT BaXHYK pOJb B DKOCUCTEME U SBISIIOTCA ITPOU3BOIUTEISAMHU
pu30MOP(OB UM BErETATHUBHBIX CTPYKTYP, KOTOPHIE MPU UX OOHAPYKEHUU YaCTO
acconuupyrores ¢ uHeknuen. 13-3a poau 3Tux BUI0B rpuOOB Kak BO30OyauTeNeH
Oone3Hel  pacTeHWl, BaXHBIM  SBJISICTCS  NOHMMaHWE  (QUIOTCHUH U
ABOJIFOIIMOHHOTO MPOUCXOXKICHUS ATUX BUAOB [4].

N3yuyenue BupoB poaa Armillaria BaXXHO Kak C SKOHOMHUYECKOW, TaK M C
HKOJIOTHYECKOM TOUKH 3peHus. HEKOTOphie BUIbI JAHHOTO POJIa SIBSIOTCS OAHUMU
U3 CaMbIX CEPhE3HBIX MATOTCHOB OOpEATbHBIX U YMEPEHHBIX JIECOB U aTaKyHOT

COTHHM BHAOB paCTeHI/Iﬁ B 000HMX nojrymapusx IIpH Pa3HbIX KIMMATHYCCKUX
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YCIOBUSIX, B TO BpEeMsl KakK JApPYrue BHUJBI SBISIIOTCS canmpo(UTaMud U HUIPaAOT
BAXHYIO pOJb B JKOocucTeMax. BuaoBoe pasHooOpa3ue [aHHOTO poja
NpeacTaBisgeT OONbIION WHTEpEC AJIA MOHUMAHUS SBOJIOIMOHHBIX MPOIECCOB U
TOT0, KaK €ro MpeACTaBUTEIM MOIYUHIH PACIPOCTPAHEHHE BO BceM Mupe. OJTHUM
U3 UHCTPYMEHTOB I ONHCAHUS  MEXKBHUJOBBIX  OTHOIIEHUW  SIBJISIETCS
¢dbunorenetnuka. B coBpeMeHHOW MOJIEKYJISpHOM OHOJIOTMM TOJAABISIONICE
OOJNBIIMHCTBO (PHIIOTEHETUYECKUX HCCIIEIOBAaHUI OCHOBBIBACTCA Ha CpPaBHEHHUH
HYKJICOTUJIHBIX  TochenoBaTenbHOCTe. (OCHOBHOW  MHCTPYMEHT 37eCh —
MOCTPOCHHUE TaK Ha3blBaeMbIX (PUIOTEHETHYEeCKHX JepeBbeB. llpu »TOM
NOCTPOEHUE TaKUX JIEPEBbEB IPOBOAUTCS CPABHEHUEM HE MOJHBIX I'€HOMOB, a

JIMIIb ONPEACIIEHHOT0 Habopa MocieI0OBAaTEIbHOCTEMH [ ]

1.2.1 Flammulina velutipes »>BOJIONMOHHO OJU3KHHA BHI s

npeacraBureeit poga Armillaria

K rpubam mapasutam, mocesisomuMcs Ha JpPeBECHHE U OYEHb OBICTPO ee
pa3pyliaroimmumM, OTHOCATCS TpuObl ceMeiicTBa Physalacriaceae. IlpencraButenu
pona Armillaria u F. velutipes XOpolIO W3BECTHbl KaK MAaTOTE€Hbl PACTECHHIA.
Flammulina velutipes 61u3kuil BUa 1Jis ipeacTaButenei poaa Armillaria Moxer
MPUMEHSATHCS IPU aHAJIN3€ POJICTBEHHBIX CBA3EH.

Kax tunmunseiii rpud Oemnoif rHumm, F. velutipes MOXHO HaWTH Ha MEPTBOM
npeBecuHe. Ero pacnpocTpaHeHue OTpaHUYECHO YMEPEHHBIMU KJIMMATUYECKUMU

30HaMU, TIOTOMY YTO JJIS IJI0IOHOIICHUS TpeOyeTcs XOJIOAHBIN Tiepuo [6, 7].
1.3 I'eneTn4yeckue Mapkepsbl 1JI1 BUA0BOH MieHTHGUKAIIUN TPUOOB

Mapkepbl — OmnpeAe/ieHHbIe YYacTKM T'eHa WiIM J000M Apyroll ydacTok
XpoMOCOMBI. ['eHeTndeckuii Mapkep mnpeacTaBiseTr codoir dparment JHK, mns
KOTOPOT'0 U3BECTHA TOYHASI XPOMOCOMHAS JIOKATU3ALIMS.

['eneTndeckue Mapkepsl TpUOOB YCTEIIHO TPUMEHSIOTCSI B DBOJIIOIIMOHHBIX

1 (QHIIOTEHETHYECKUX HCCIIeIOBaHUAX [8].



1.3.1 T'eneTnueckmii mapkep ITS

ITS (Internal transcribed spacer) — BHYTPEHHUH TpPaHCKPHUOWPOBAHHBIM
cnericep simepHoit JIHK xopomio moaxoauTt s uAeHTHPUKAIMK TPUOOB Kak
OTIICTILHBIX, TAK U CMEIIAHHBIX TaKCOHOB. JlaeT mHpOpManmio 00 OTHOCHUTEIHHOM
YUCJICHHOCTH TAKCOHOB, BBISABJISECT pasHoOOpasuWe, a Takke JacT HaWBBICIIYIO
BEPOSTHOCTh  NPaBUJIBHOW  WACHTU(MUKAIMHM  JUISI  HIMPOKOTO  CIEKTpa
aHaNMM3UpyeMbIX TpuOOB. ITS MOTYT OBITH HCTIOIB30BAHBI I (PHIIOTEHETHIECKOTO
aHaJIn3a TOJBKO POJICTBEHHBIX TAKCOHOB [9, 10].

[TocnenoBarensHoct ITS BBICOKO BapualOeNbHbl U TMO3BOJSIOT JIETKO
OTJINYaTh OJIM3KOPOJICTBEHHbIE OpPraHu3Mbl. BbICOKasi CTENEeHb BapbHUPOBAHUS
o0yCJIOBJICHA TE€M, YTO JJAHHBIC ITOCIIEIOBATCIbHOCTH SABJISIOTCS HEKOAUPYIOIIUMU,
CJIeI0BaTEIbHO, MOTJIM HE TIOABEPIaThCs IaBJICHUIO 0TOOPA, YTO OUYEHb BAXKHO JIJIS

dbuIoreHeTHYECKUX uccienoBanmii [11].

1.3.2 I'eneruueckuii mapkep IGS

IGS (Intergenic spacer) — MEXI€HHBI crieicep, ABISETCS HEKOJIUPYIOIIEH
obnacteio JIHK, pacnonoxenHoit Mexay reHaMud. DTOT TEPMHUH UCIOJIb3YeTCS, B
YAaCTHOCTH, JUIS CIIEMCEPOB MEXAY MHOTMMH TaHJAEMHO-IIOBTOPSIOIIUMUCS

xkorusimu resoB pPHK [12].

1.3.3 I'eneruueckue mapkep TEF1a

TEFla (translation elongation factorla) — oTBewaeT 3a 2 OCHOBHBIX
mporiecca, IPOMCXOIAIIUX TIPH CHUHTe3e Oenka Ha pubocome. OH HeceT
OTBETCTBEHHOCTH 3a BbIOOp U cBsizbiBaHuEe poacTBeHHOM TPHK. TEFla sBnsercs

BEChMa TMOJIE3HBIM [JIs1 (DPUIIOTEHETHYECKOr0 aHaliu3a WMEHHO ponaa Armillaria

[13].

1.4 PecTpuKIIMOHHBIN aHAIH3



Pectpukunonnsii ananu3 JIHK mupoko ucmosb3yeTcss B MOJIEKYJISPHO-
OMOJOTMYECKUX HCCIEAOBAHUAX M MPUKIAAHBIX padOTax U SIBISETCA OAHUM U3
HanOoJIee BaKHBIX HHCTPYMEHTOB npu uzyuenuu JJHK.

PecTpukimoHHbI  aHanM3 amIuIM@UIMPOBAHHON O00JaCTH BHYTPEHHHUX
TPaHCKPUOMPYEMBIX CIIeicepoB, BKIIOUaNOIIe reH 5,8s Malioll CyObeauHUIIbI
pAHK (ITS1-5,8s-ITS2) mmupoko mnpumeHsercs s HACHTU(UKALUK BHUJIOB
rpr0oB. OH OCHOBaH Ha CIIOCOOHOCTH SHIIOHYKJI€a3 PECTPUKIIUUA PACIICIIISATH
JHK B omnpeneneHHbIXx calTax. PecTpukTazbl HHIAOHYKJEa3bl pPAaCHICIUISIOT
HYKJIEMHOBBIE KHCJIOTHI HE C KOHIIA MOJIEKYJbl, a B cepenune. [Ipu sTom kaxxnas
pecTpukTasa y3Ha€r omnpenenéHHbii yyactok JHK pnuHOM OT 4eThipéx mnap
HYKJIEOTHJIOB U PACILEIIAET HyKJICOTHIHYIO LENIb BHYTPU y4acTKa paclio3HaBaHUs
WJIN BHE HETO.

[Tonmyuennble ¢ mnomomplo pectpuktaz ¢parmentel JHK  cioyxar

reHeTHYeCKuMu Mapkepamu [ 14, 15].

1.5 Ctpoenne yuactka pudbocomannnoii PHK rputos

B nocienHue roapl MMEKOT JOBOJIBHO IMIMPOKOE IPUMEHEHUE METOJBI,
OCHOBaHHbIE Ha wHcnojb3oBaHuM ¢parmenToB JIHK B kauecTBe MoJEKyIsIpHO-
T€HETUYECKUX MapKepoB. BOJBIIMHCTBO (UIOT€HETUYECKUX aHAIU30B T'puOOB
C/IeJIaHO Ha OCHOBE KJlacTepa puOOCOMaJbHBIX T€HOB, OOHAPYKEHHBIX B SJEPHBIX
Y MUTOXOHAPUATIbHBIX T€HOMaX.

Knacrep sanpepnusix renoB pPHK mpencraBineH cTpyKTypHBIMH TI'€Hamu
oonpmioii u  Mamoit cyobenunun; pPHK  (18s wu  28s), BHyTpeHHUMH
TpaHckpuOupyembimu  crieiicepamu (ITS) u mexrennsiMu cneiicepamu  (IGS).
Mexnay aByms 3tumMu BHyTpeHHuMH criericepamu ITS1 u ITS2, pazpensrommmu
MOCJeA0BaTEILHOCTH Maio 1 6ombiol cyoweauuull pPHK, naxonures ren 5,8s.
[IpoTsbkeHHass MexreHHass mocienoBareiabHocTh [GS  pasgenser  eauHUILBI
Tpanckpunuuu kiacrepa reHoB pPHK. Tak kak HakomuieHMEe HW3MEHEHHN B
HYKJICOTHUJIHBIX  IOCJEN0BATEIbHOCTSX CTPYKTYPHBIX T'€HOB B  Y4YacTKax

BHYTPEHHUX M MEXICHHBIX CIIEMCEPOB MPOUCXOAUT C PA3HOU CKOPOCTBIO, HX
9
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MO>KHO MCHOJIb30BaTh MPH pa3AesieHuH TaKCOHOB. CTPYKTypHBIE T€HbI OOJIBIION U
Manoi cyObeauHuIl Oojee KOHCEpBATUBHBI, MOSTOMY HX MOCIEAOBATEILHOCTH
VCITOJIB3YIOT JUUISL YCTAHOBJIEHMS POACTBEHHBIX CBSI3€H MEXAY OpraHU3MaMu.

Mapxkepnsie rensl 18S, 5.8S n 28S pPHK BBICOKOKOHCEpBATHBHBI U 3TO
no3goisier wum3osmpoBate ITS wm  IGS  nmocnemoBarenbHOCTH,  KOTOpBIE
pacrnojaraloTcs MEXJIy KOAUPYIOIIMMHM PETMOHAMH, aMIUIM(UIUPOBATH C
nomompio [P 1 BBISABIATE HYKJIEOTHUIHBIE IMOCIENOBATEIBHOCTH YHUKAJIBHbBIE
1151 Tpuda [16].

Jnsa  (umoreHeTHYECKUX UCCIENOBaHMNA TIpUOOB HCMOIB3YIOT IIECTh
YHUBEPCAIbHBIX TEHHBIX O00JacTeil, KOHCEPBATUBHBIX M BapuaOEIbHBIX B
JIOCTaTOYHOM Mepe JUIsl MEKBHUJOBOTO pa3rpaHUYECHUs: TeHbl Majod M OOJIbLION
cyorequnun pPHK u mexrennsie cneiicepusie yuactku (18S pPHK, 28S pPHK,
5.8S pPHK, IGS, ITS), daxtop osnonrauuu (TEFla). Haubonee wyacto
UCIOJB3YEMBbIMU  OOJIACTSIMM B TAaKCOHOMHUYECKUX M  (PUIOT€HETUYECKHX
UCCJIENOBAHUSX JJISI MEXKBHJIOBBIX W BHYTPUBHUJIOBBIX CPAaBHEHUU SIBIIAIOTCS
BHYTPEHHUE TpaHCKpUOUpyeMmble creiicepHble oOnactu kiacrepa reHoB pPHK
ITS1 u ITS2, ¢nankupoBannsie renamu 18S pPHK u 28S pPHK, u renom 5.8S
pPHK, npepsiBarormum ITS mocnenoBatenbHOCTh. CTpyKTypa prOOCOMAIBHOTO
Kjactepa reHoB B oosactu TS nokazana Ha pucynke 1. IMeHHO 1O 3THUM T€HHBIM
MOCJIEIOBATEIBHOCTSIM HAKOIUIEHBI OoJibline MH(pOpPMAIMOHHbIE 0a3bl JAHHBIX B

GenBank (www.ncbi.nlm.nih.gov/genbank/).

18s 5.8s 28s 5s

s .

Pucynok 1 - Cxema obnactu kinactepa renoB pPHK ¢ ygactkom

nokanuzaruu TS [17, 18].

Bbosee Toro, B cBsi3u ¢ ManbiM yncioM pasnnunid B reHax 18S pPHK cpenn

POACTBCHHBIX BHUI0B FpI/I6OB I/IILCHTI/I(I)I/IKaI_II/ISI O0OBIYHO OTPaHNYIUBACTCS Ha YPOBHC
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pona wiam cemeiictBa. [[mst Toro 4toObl yBENIWYUTh YPOBEHb HACHTU(UKALINM,
UCTIONB3YIOT BHYTpeHHHE TpaHcKkpubupyemble cmericepsl (ITS), xkotopsie
HaxonasaTcsa mexay 18S pPHK u 28S pPHK.

CaMbIM pacmpOoCTpaHEHHBIM MapKEpHBIM T€HOM TpHOOB sBJseTCs TeH 18s
pPHK. I'en 18S-pPHK naxoautcs B manoii cyoseaunuiie pPHK rpudos. On Hecer
KaKk KOHCEpBAaTHUBHblE, TaK M BapualeNbHbIE YYaCTKH  HYKJICOTUAHON
MOCJIEOBATEIBHOCTH, YTO MO3BOJSET HMCIOJB30BATh €0 Kak I ONpeleseHUs
pola, Tak M BUIOBOM HAECHTU(UKALIUA MUKpPOOpraHuzMoB. KoHcepBaTHUBHBIE
YYaCTKU UJIEHTUYHBI Y BCEX IPUOOB M UCHOJIB3YIOTCS ISl OTKUIa IpaiMepoB Npu
[P, a BapuaGenbHbIE WIM BUAOCHELHU(PUYHBIE YYACTKH HMCHOJB3YIOTCS s

uneHTudukanuu rpudos [19].

1.6 BoipaBHMBaHUe HYKJIEOTHAHBIX M0CJI€10BATEIbHOCTEM

DOWIOreHETUYECKUI aHAIU3 YCTAHABJIMBAET B3aUMOCBSI3U MEXK/Y Y4aCTKaMH
reHomMa (Hampumep, reHaMu Wik ux dparmeHtamu). s 3Toro BakHO, YTOOBI
TOMOJIOTUYHBIE CAUTBI CPABHUBAJIUCH APYT C IPYTOM.

C OWOJOTHMYECKON TOYKM 3pEHHS, BBIPABHHMBAHHE — O3TO THIIOTE3a O
TOMOJIOTHYHOCTH MHO’KECTBA HYKJICOTHUJIHBIX OCHOBAaHWW B TMOCIEIOBATEIBLHOCTH
JIHK nnm aMHHOKHKCIIOT B MOCJIEA0BATEIBHOCTH OeJIKa.

CylecTByeT HECKOJIBKO METOJIOB JIJIsl BbIPABHUBAHUS HYKJICOTHIHBIX

MOCIIEIOBATEILHOCTEM.
1.6.1 BoipaBHUBaHuUe ABYX MOCJI€I0BATEIbHOCTEN

MeTon mapHOro BBIPaBHMBAHMS TMOCJIEIOBATEIBHOCTEN ObUT MpEAsIOKEH
Humnvanom wu  Bynmem B 1970 rony. BelpaBHHMBaHuWEe — MapHOU
NOCJIENOBATEIBHOCTH HCIIONB3YETCS MEXAY ABYMS MOCIEIOBATEIBHOCTAMM IS
UAeHTU(UKALIMM HWHJEKCa CXOJCTBAa, U BbIOMpAETCA TAaKO€ BBIPABHMBAHUE JIBYX
NOCJIeI0BATEIbHOCTEH, MPU KOTOPOM HHIEKC CXOACTBa OyIeT MaKCHUMaJbHBIM.
[Tozxxe Cemnepc NPEMIOKII METON, B KOTOPOM H3MepsieTcss KOIPPUIIMEHT

AUCTAaHOUH MCXKIY JABYMSA IMOCICA0BATCIBbHOCTAMU U BBI6I/Ipa€TC$I BbIpaBHHMBAHUC,
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KOTOPOC MUHHUMHU3UPYCT ITY AHUCTAHIIUIO. OI[HaKO, 9TH ABAa MCTOJA NPAKTUYICCKU
OAMHAKOBBI U OJAaKOT B OOJBIINHCTBE CJIydacB OAMHAKOBBIC PE3YyJIbTAThI. KOTOPHIC
MOI'YT YKa3bIBaThb Ha (i)YHKHI/IOHaJII)HBIe, CTPYKTYPHBIC MW 3BOJIOLOHUOHHLIC CBA3U

MEXIy JBYMS TTOCIIEIOBATEILHOCTSIMHU.
1.6.2 BbipaBHUBaHHE HECKOJBLKHUX MOC/I€10BaTEIbHOCTEMH

MHOXeCTBEHHOE BbIpaBHUBAHUE MPEJCTABISAET COOON BBIPABHMBAHUE TPEX
U Oojee MOCIeA0BaTENbHOCTEH OJMHAKOBOM AJUHBI, TAaK)KE €ro €Ile Ha3bIBAIOT
MIPOTPECCUBHBIM MHOKECTBEHHBIM BBIpABHMBaHUEM. B 3TOM anroputMe cHauaia
BBIPABHUBAIOTCA Mapbl IMOCIEIOBATEIBHOCTEN C MAJCHBKUMHU PACCTOSHUSIMHU, U
BbIpaBHUBaHWE  HauOoyee  YJAJI€HHBIX  MOCJIEIOBATEIBHOCTEH  JI€TaeTcs
IIOCTENIEHHO. Bce  mocienoBaTeNbHOCTH — IIONAPHO  BBIPABHUBAKOTCS 11O
BBIIICONTMCAHHOMY MEXaHU3MY. [anee BBIPABHUBAIOTCA TPYMIIbI
IIOCJIEIOBATENBHOCTEN JAPYr C JAPYrOM, IO aJrOPUTMYy, KOTOPBIM CXOX C
BBIPABHUBAHUEM JIBYX I1OCIIEIOBATEIIBHOCTEN, 3a UCKIIOUEHUEM TOT'0, YTO CPEIHUE
JUACTAaHIIMM TENEPh CUUTAIOTCS, pAacCMaTpHBas BCE€ HYKICOTHIBI B KAXKIOM
MOJIOKEHUH JIBYX TPYHII MOCIIEI0BaTENbHOCTEN. 3 pe3yapTaToB MOXKHO BBIBECTU
FOMOJIOTHKO ¥ JBOJIOIMOHHBIE  COOTHOLICHUS  MEXKAY  W3YyYEHHBIMHU
MOCIIEIOBATENBHOCTSIMUA. MHOKECTBEHHOE BBIPABHUBAHUE IOCJIEA0BATEIBLHOCTEN
JIHK, PHK u O6enkoB siBIsieTCS BaXXKHBIM METOJOM B MOJIEKYJISIPHON OHOJIOTHH,
BKJIOYas (UIOTEHETUYECKYI0 OIIEHKY JepeBbeB. OObeAMHEHUE aJIrOpUTMOB
MHOKECTBEHHOI'O BBIPABHUBAHUS IMO3BOJSET YJIYYIIUTh CKOPOCTh, KAa4eCTBO H
BO3MOXXHOCTH MHO>KECTBEHHOI'O BBIDABHMBAHUsI 11 OOpaOOTKH OOJIBIIOTO

KOJIMYeCTBa nocieaoBaTenbHoctei [20].
1.6.3 O6ocHOBaHMeE II10B NMPH OLIEHKE IBOJUUOHHBIX M CTAHIIMIA

HpI/I BbIpaBHHUBAHHUHN HYKJICOTHUAHBIX HOCHC}IOB&TCHBHOCTCI\/’I IMIPUCYTCTBUC
I'9OIIOB BHOCHT HCKOTOPBIC CJIOKHOCTH IIPH OLCHKE 3BOJJIOINMOHHBIX HHCT&HHHﬁ.
bonee TOTO, B IIOCJIACA0BATCIIBbHOCTAX MOTYT MMpUCYTCTBOBATH CaﬁTBI,

IIOCJIEA0BAaTCIbHOCTD KOTOPBIX HEU3BCCTHA Hn3-3a HCOTCCKBCHHUPOBAHHBIX
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YYacTKOB, CO3/aBasi TaKWe € NPOOJEeMbl, KaK W TOMBI. OTH CANThl OOBIYHO
BBIOPACHIBAIOTCS M3 PACCMOTPEHUS TTPH OLIEHKE TUCTAHIIMNA IBYMS CIIOCOOAMH:

[lepBbIil clocOO — BapHWaHT MOJHOIO yAaJeHHs TIMoB. MckitoueHue 3Tux
caiToB M3 aHanu3a. W Jydiie BCEro MCHOJIb30BATh ATOT CHOCOO TaK KaK pa3HbIE
obnactu JJHK 4yacTo »BOIOIIMOHUPYIOT MTO-PA3HOMY.

Bropoii coco6 — 3T0 BapuaHT MOMapHOro yAajleHus TIInoB. B ciydae,
KOTJ]a YUCJIO HYKJICOTHIOB B T3MaX Majo, W TIAIbl paclpeiesieHbl ClydalHbIM
o0pa3oM, TO MOXHO pacCcuuTaTh JUCTAHIUIO MEXIYy KaxJOW Mapoi
MOCJIEAOBATEILHOCTE UTHOPHUPYS TOJBKO TAMbI, HMEIOIIUECS B  JABYX

CpaBHUBAEMBIX MOCIIEIOBATEIbHOCTSIX.
1.7 IlporpamMmmslI )i IOCTPOCHUSI BLIPABHMBAHUM

CoBpeMeHHOE MPOTrpaMMHOE oOecrieueHne TUTSE MOCTPOEHUS
MHO’KE€CTBEHHOT'O BbIpaBHUBAHUS:

o ClustalW — 1o cux nop cuuraercs cambiM nonyisipasiM 110, HO yxe
ycrapeBimiuM. ClustalW ©Obi1 BBegeH B 1994 rony u cranm MeTogoM s
MHOKECTBEHHBIX  BBIPABHMBAHHMM  MOCJIEIOBAaTEIBHOCTEN.  DTOT  MeToX
IPOAEMOHCTPUPOBAJI JIOBOJIBHO PpE3KOE YBEIMYEHHE KauecTBa M CKOPOCTH
BBIPAaBHUBAHMUS 110 CPAaBHEHHIO C TMPEANIECTBYIOIUMU aiaroputMamu. llpu
UCIOJIb30BaHUU JAHHOTO METO/1a BhIPAaBHUBAHUE COCTOUT U3 TPEX ATAIOB: MMapHbIE
BBIPAaBHUBAHUS, TOCTPOCHHE HAMpAaBISIONIETO JepeBa M  MHOXKECTBEHHOE
BbipaBHuBaHue [21]. IlporpeccuBHoe BblpaBHUBaHue ClustalW wucnonbsizyer
NapHble BBIPABHMBAHMS TOCIENIOBATEIbHOCTEH, Cleaysl MOPSAAKY BETBICHUS
JiepeBa, paHee rnocrpoeHHoro MmerooM Neighbor-joining (NJ).

BripaBHMBaHME BBINONHAETCS MEXKAY BCEMM IOCIEI0OBAaTEbHOCTAMHU B
cpaBHHBaeMo# Tpymme. OIEHKH BbIPAaBHUBAHUS WCIONIB3YIOTCS IS MTOCTPOCHHS
MaTpPHUIIbl PACCTOSTHUS. BBIYUCIIAS MAaTpPHUIy PacCTOSHUHN, MporpaMma YYUTHIBAaeT
PACXO0KJICHHUE TIOCIIEI0BATENBHOCTEM. [22].

o MUSCLE — HOBbIl airoput™m BBIPABHMBAHUSI MHOYECTBEHHBIX

MOCJeI0BaTEIILHOCTEH. OTO0T MCTOJA OCHOBaH Ha IPOrpeCCMBHOM IIOAXOAC K
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MHOXecTBeHHOMY BblpaBHMBaHHIO. MUSCLE uncnons3yeT Ba pacCcTOSIHUS MEPBI.
Ckopocts u TouHoctb MUSCLE cpaBuuBarorcs ¢ T-COFFEE, MAFFT wu
CLUSTALW. N MUSCLE pocTturaer cpeaHeil TOYHOCTH, CTaTUCTUYECKHU
HeomuimuuMoil oT T-COFFEE u MAFFT, u sBisgerca caMblM HNPOBEPEHHBIM
METO/I0M JUIsl OOJIBIIIOTO KOJIMYECTBA Mocaea0BaTeIbHOCTEH [23].

° T-COFFEE — OTHOCHUTENbHO HOBBIM METOJ OBICTPOIO UM TOYHOTO
MHO>KECTBEHHOT'O BBIPAaBHMBAHUSI IOCJIEOBATEIBHOCTEH. DTOT METOJ TaKkKe
OCHOBaH Ha TiporpeccuBHOM anroputme, kak 1 MUSCLE, Ho n30eraeT cepbe3HbIX
OILIMOOK, BBI3BAHHBIX XapaKTEPOM 3TOT0 aIrOpUTMa.

B nmporpeccuBHOM BbIpaBHMBAHUM MApHbIE BBIPABHUBAHUSA 3aBEPIIAIOTCA
CHayaJla JUIsl CO3/IaHMsI MaTpUIbl PAcCTOSHUA. 3aT€M 3Ta MaTpHIA UCIIOJIb3YeTCs
JUISL CO3JaHusl JIepeBa, 3aTeéM JTO JEPEBO HCIONb3YETCS Il TPYHIIUPOBKU
MOCJIEIOBATEIbHOCTE BO  BpeMsl IpoOLEcca BbIPABHUBAHUSA  HECKOJBKHUX
nocnenoBareiabHocTell. Camble OM3KHE JBE IOCIEI0BAaTEIbBHOCTH Ha JepeBe
CHayaJla BBIPABHUBAIOTCSI C HCIIOJIb30BAHUEM OOBIYHOTO METOJA JMHAMHYECKOTO
IPOrPaMMHUPOBAHMS. OTO JENaercs Uil BBIPABHMBAHUSA OCTATKOB B JIBYX
nocnenoBarenbHocTAX. Crenyromue JABe Oankailline MociieoBaTeIbHOCTH,
MPEJIOKEHHBIE JIEPEBOM HAIMPABISAIOIIMX WM TPEABAPUTENBHO OIpPEACICHHON
IPyIIION MOCIIEI0BATEIbHOCTEN, BCErAA COENUHSIIOTCA. JTO MPOJOJIKAETCS 10 TEX
1op, MOKa BCE MOCIIE0BATEIBHOCTH HE OYAYT BHIPOBHEHBI. UTOOBI BEIPOBHSTH J1BE
Ipynibl MPEABAPUTENBHO OMNPENEICHHBIX MOCIEI0BATENBHOCTEN, HUCIONb3YIOTCA
OLIEHKM M3 PACIIUPEHHON OMOIMOTEKH; OJHAKO NMPUHUMAIOTCS CPEIHUE OLIEHKU
OuOMMoTeK B KaxaoM cTojione cymectByromero BbipaBHuBaHUS. T-COFFEE
MOBBINIAET TOYHOCTH BhIpaBHUBaHUS Ha 5-10% mo cpaBHenuto ¢ ClustalW; ognako
QITOPUTM MMEET HEJOCTaTKH, Takue Kak ciabas macmradupyemocts. T-COFFEE
MOKET BBIPOBHATH MakcuMyM 100 mocnienoBatenbHOCTE 0€3 MOTEpU TOUYHOCTH
[24]. T-COFFEE mno3Bosisier KOMOMHUPOBATHh BBIXOJHBIC JAHHBIC JTIOOBIX APYTHX
BbIpaBHUBaHUW. CaMbIM TMOCJEAHUM VYIYYIIEHHEM JTOr0 ajropuTMa craja
pa3paboTKa KOHLEMIUMU MHOXKECTBEHHOTO BBICOKOTOYHOI'O  BbIPABHUBAHUS

MOCJIEIOBATEIHLHOCTEH Ha OCHOBE 111a0JI0HOB [25].
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1.8 ®duioreHeTH4YeCKUl AaHAJIN3

B mHactosimee Bpemsi (UIOTEHETHYECKHI aHalIu3 CcTajl HeoOXOAMMOM
YacThIO JIIOOOTO (PUIIOTEHETUYECKOTO HCCIEAOBAHUS, JJISl PEIICHUS Pa3IuyHbIX
OMOJIOTUYECKUX BOIMPOCOB, TAKUX KAK OTHOLICHUS MEXIY BUIAAMH WJIU T'€HAMH.
@UIOreHEeTUYECKUI aHallu3 TO03BOJISIET YCTAHABIMBATh POACTBEHHBIE CBS3U
MEX 1Y )KMBBIMHU OpraHu3Mamu [26].

duioreHeTHYeCKni aHam3 nocienoBarenbHocTerd JIHK cran BaxxkHbIM B
M3YYEHHH 5SBOJIIOIMOHHBIX B3aUMOOTHOLICHHN MEXIy OpraHu3mMaMu. Tak Kak
CKOPOCTH 3BOJIIOIIMHU TOCJIEIOBATEILHOCTEN BapbUPYIOTCS B 3aBUCKMOCTU OT I'eHa
nwnmn cermeHta JIHK, MoOXHO wu3y4daTh 3BOJNIOLMOHHBIE B3aWMOOTHOIICHUSA
MPAKTUYECKU BCEX YPOBHEN KiIacCU(PUKAIIUK OPTaHU3MOB.

B nanno#t paboTe ucnonb3yroTcsi MapkepHbie nocieaoBatenbHocT JIHK:
ITS (internal transcribed spacer), IGS (intergenic spacer) TEFla (translation
elongation factor). PesynbratroMm (QuiioreHeTMUECKOr0 aHaliu3a  SBJISETCS
MOCTPOCHUE (PUIOTEHETUYECKUX JIEPEBHEB HA OCHOBE TpPEX T€HETUYECKHUX
MapkepoB. JlepeBo mpencraBiser coOOM  TUMOTE3y 00  SBOJIOLMOHHBIX
OTHOIIICHUSX  MEXAy opranmdmMamu. Ho  HeoOXoguMo  MOMHHTh,  4YTO
bunoreHeTHYECKUEe EPEBh — ITO THUIOTE3bI, 3 HE OKOHYATEIbHBIE (PAKTHI.

Haunbosnee yacTo ucmosab3yemMbie METO/IbI MOCTPOCHUS (PUIIOTEHUN HA OCHOBE
MOJIEKYJISIPHBIX JAHHBIX OCHOBBIBAIOTCS HA MOJAESIX 3BOTONMHU. OJIMH U3 MEPBBIX
METOJIOB B TIOCTPOCHUHM (DHIIOTEHETHMYECKUX JICPEBHEB  SIBIISIETCS  METOJ
MakcuMalibHOoro  mpaaonono6us (Maximum  Likelihood). Jlns  pacuera
KJIaJlorpaMmbl, momumo mnocienoBarenbHoct JIHK, Hamo BweIOpaTth Mojenb
3aMEHBl HYKJICOTHIOB, Ha OCHOBaHMM KOTOpOW OyAyT pacCUUTHIBATHCS
BEpOSATHOCTU. Takke B pacuer OepeTcs JjIMHA BETBU WJIM DSBOJIIOIMOHHAS
JMCTaHIIMS MEXKIy IBYMsl TakCOHaMu. Bo BpeMs aHanm3a pacCUMTHIBAETCS, KaKas
JUIMHA BETBM HamOoJiee BEpOsiTHA C TOYKM 3pPEHUS BBHIOPAHHOW MOJCIIH,
BEPOSITHOCTU BCEX BETBEU KJIaJOTpaMMbl YMHOXKAIOTCS, U KJIaJIorpaMMa, UMEroIas

HanUOOJIBIITYI0 BEPOSITHOCTD, CYUTACTCS TPABMIIBHOMU [27].
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Jlpyroii HauOosiee MOMYyJISAPHBIA METOJ, MCIOJb3YEMbIl B IOCTPOCHUH
dbunoreHeTHYECKUX  NepeBbeB -  bailecoBckmii  momxona.  OTOT  METO.
MaKCUMAaJIbHOTO MPaBJIONO00Ms, MOCKOJIbKY OH OCHOBBIBAETCS HA MOJEIU U
JiHE BeTBeil. Ho oTiimuaercs oH Tem, 4To O6epercs B pacuer eme oauH (aKkTop —
aroCTepUOpHAsl BEPOATHOCTb, KOTOpas pACCUUTHIBACTCS KaKk Ha OCHOBAHHUH
UCXOJIHBIX JaHHBIX, TaK W TIOJYYECHHBIX pPE3YJbTAaTOB aHalu3a, CO3Aarouas
HanOoJiee BEPOATHOE (PUIOTEHETHYECKOE epeBO. balleCOBCKMI MOIXOM CTall
NOMYJISIPHBIM OJlarojapsi JOCTUKEHUSIM B CKOPOCTH BBIYMCICHUA W HHTETpaluu
aNropuTMOB MapkoBckoil nenu u metona Moute-Kapio (MCMC). Metoabl
BbIOOpa baliecoBCKOI MOJIEIN 3HAUUTEIIBHO YIIYUYIITUIUCE.

HecmoTpst Ha Bce IUIIOCHI ABYX MOCIEIHUX METOIOB, TYT MOYKHO HaWTH
HEKOTOpBIE CIOKHOCTH. ['MaBHas ci1aboCTh METOJIOB B TOM, YTO HEOOXOIUMO
BBIOMPATH MOJIEJIH 3aMEH CaMOCTOSITeNIbHO. Ho CyIecTBYIOT IporpaMmbl, KOTOPbIE
MOT'YT ITIOMOYb MTOA00paTh MOIXOSAIIYI0 MOIEIb [28].

DBOJIIOIUOHHAS JIACTaHIIUS WCIIOIb3YETCS npu MIOCTPOCHUU
(bUIOreHeTUYECKUX JIEPEBbEB U OIICHKE BPEMEHU JIMBEpreHInu. B HYKI€OTHAHBIX
MOCJIEA0BATEIBLHOCTAX AUCTAHIIUS OOBIYHO U3MEPSIETCS KaK YHUCIIO HYKJICOTUIHBIX
3aMEH.

[TonGop Mojeneit HyKJICOTHAHBIX 3aMEH XapaKTePeH JUIsl KaXJIO0ro r'eHa U
KaXJI0M TOCJIeIOBATEIbHOCTH B (DUIIOT€HETUYECKOM aHaliu3e. BeposTHOCTL 3aMeH
onpeensieTcs Kak (PyHKIUsS psja mapamMeTpoB: YacTOT HYKJICOTHUIOB U CKOPOCTHU
3aMeH [29].

Mogens Jukes-Cantor (JC69, 1969) siBnsercss camoil mpoCTOM MOENBIO
HYKJICOTUJHBIX 3aMEH. JTa MOJENb MPEAIoaraeT, YTo HYKICOTUIHBIE 3aMEHbI
MPOUCXOAAT B KAXKIOM CAWTE HYKJICOTHHA C OJUHAKOBOW YACTOTOM U CKOPOCTBHIO
MYyTaLHMN.

Mogaens Felsenstein (F81, 1981) sBnsercs pacimmpeHueM mojaenu Jukes-
Cantor (JC69), B KOTOpOM 4acTOTHI HYKJICOTHJIOB MOTYT OTiau4aThes oT 0,25 u Bce
HYKJICOTUIHBIE 3aMEHbI OJIMHAKOBO BEPOSITHBI, YTO MO3BOJIAET IPUMEHSTH 3TH JBE

MOJCJIH IIpH Oonee IUPOKUX YCIOBUAX, YEM MHOIHME JPYTrUc MOACIIN.
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Mogens Kimura (K80, 1980) mnpennonaraeT OJWHAKOBBIE YacTOTHI
BCTPEUAEMOCTH JIsl BCEX HYKIJIEOTHUJIOB, HO BEPOATHOCTh HYKJICOTHUHBIX 3aMEH
pasiuyHa AJis TPaH3UIUNA U TPAHCBEPCHIA.

Tpan3umust - 3ameHa nypuHa (aJ€HUH W TyaHWH) Ha JPYyrod MypuH WU
3aMeHa MUpUMUANHA (THMUH WIK [IUTO3UH) Ha IPyroi nupuMuauH. TpaHcBepcus
— 3aMEHa IMypyHa Ha MUPUMUJIUH U HA00OPOT.

Monens Hasegawa, Kishino and Yano (HKY8S5, 1985) paznudaer ckopocThb
TpaH3ULIUA U TPAHCBEPCUU M TMO3BOJIIET MCHOJIb30BATh HEOJAMHAKOBBIE YACTOTHI
HYKJICOTUJIOB, TaKK€ MOXHO paccMaTpUBaTh KaK COYETaHUE PACIIUPEHHUI,
caenandbix B Moaerrstx K80 u F81.

Mopgaenb T92 (Tamura, 1992) npencrasisier coOoit MaTeMaTHUYECKUl METO/,
pa3paOOTaHHBIN JJIsl OIIEHKH KOJMYECTBAa HYKJICOTHUJIHBIX 3aMEH Ha CalT MEXIY
nByMst nocinenoBarenbHocTsMu JJHK, nmyrem pacmmpenns mogenu Kimura (K80)
JUISL CiTy4ast HU3KOro uiM Beicoko GC-conmeprkanusl.

Mopens Tamure-Nei (TrN, 1993) mpexacrasnser co0oil pa3Hble 4acTOTHI
BCTPEYAEMOCTH HYKJICOTHAOB. OAHONW M3 MojeNiel (PUIOreHETUYECKON OIICHKU
MeToJ0oM HauOosbiiero mpasaonoaodust seasercs HKY wonens, koropas
YUHUTBIBAET Pa3HUILy MEXAY TpaH3ULUAMHU, TpaHcBepcusiMu U GC-conmepxaHus.

Mogens General time reversible (GTR, 1986) cumraeTcs Haumbomee
cinoxkHoi. OHa HCHOJIB3yeT pa3Hble YacTOThl HYKJICOTHAOB (4 mapamerpa), u
pa3HbIC YaCTOTHI 3aMEH MEXIYy HYKJICOTH1aMH (6 TTapaMeTpoB).

[Tpu nocTpoeHnn PUIIOreHeTUUECKUX JIEPEBHEB MOXKHO CHEIaTh BBIBOJ, YTO
CIIOXHBIE MOJENM HE Bcerjga Oosnee 3(PQGEKTUBHBI I MOJYYEHHUS MPaBUIbHOU
TOTIOJIOTUH Y€M TIPOCTHIC, TaKE €CIIU MOJIeb 0oJiee TOYHO mepeaaeT JaHHbie. J{ims
OIICHKH JTMH BETBEH (DUIIOTEHETUYECKOTrO JIepeBa, MOJIENb, JIUIIIe OMUChIBAIOIIAs

JaHHBIC, aeT Oosee mpaBnonoao00HbIe pe3ynbrarsl [30, 31].
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2 MaTtepuaJjbl 4 METO/bI

CexBenupoBanue 28 oOpasioB poaa Armillaria npoBogunocsk B ['epmanuu
Ha KaNMWUISIPHOM CEKBEHATOpE COTPYJHUKAMHU J1a0OpaToOpuu JIECHOW T€HOMHUKHU
Cubupckoro (QenepanbHOT0O YHHBEpPCHUTETa. OTH 00pasmpl ObUIM B3ATHI Ha
tepputropun JlansHero Boctoka, Ha tore Kpachosipckoro kpasi u B PecnyOnuke
Xakacusi. DUNOreHeTUYeCKUi aHaIN3 UPOKO MPUMEHSETCA IPU HEOOXOAUMOCTH
MIPOBECTH HICHTU(DUKAIIAIO BUIOB.

bnaronapsi  ¢uIOreHETHYECKUM  HUCCIENOBAHUSIM, MPOBEACHHBIM 34
nocnenane 10 —15 ner pazHbIMM TpynIamMu UCCIEIOBaTENEH B Pa3HbIX CTpaHax,
OBLT HaKOIJIEH OOJBIION MAacCUB JAHHBIX MO MapKEPHBIM MOCIEI0BATEIBHOCTIM
JAHK pa3sbix BunoB Armillaria. 3T JaHHbIE XPaHATCS B OTKPBITOM JOCTYIIE B
MexayHaponHoi Oaze apanHbix GenBank (www.ncbi.nlm.nih.gov/genbank/) u
JIOCTYIIHBI JUJII W3Y4YEHHUs, YTO CO3Ja€T BO3MOXHOCTh HCIOJIB30BAHUS BCETO
MacCHMBa HAaKOIUIGHHOM HH(pOpMalnuu JUIsi TEPEOleHKH  CYIIEeCTBYIOIIUX
npeacTaBiieHuid o punorenun Armillaria.

Hns  ga”HOTO UCCJICIOBAHUSI  HCIOJIb30BAIHCH HYKJICOTUTHBIE
MOCJIe0BaTEILHOCTH MpeacTaBuTenet poaa Armillaria nnsi noctpoeHus: 0asbl,
B3SThIC U3 MEXIyHapoaHOUM 0a3bl nqaHHbIX GenBank. B ananu3 Obumi BKITFOUEHBI
nanabie 8 BUAOB Armillaria w 1 Buna Flammulina. B pe3ynbrate, B MOJTYy4YEHHOMN
MaTpUIle MHOTHE BHUABI OBLIM TPEACTaBICHBI HECKOJBLKMMH OOpa3IiamMu.
Hcnonb3oBanne MapkepHbIX MocienoBarenbHocTeil n3 GenBank mosBomsier
CpaBHUBATh TOJYYEHHBIC TMOCJIEAOBATEIBHOCTH C YK€ HMEIOIIUMUCS, U TEM
caMbIM MJIEHTU(PUIIMPOBATH HalK 28 00pa3LoB.

Bcero B amanm3 Obutm BKIIIOYEHBI 28 00pas3noB poma Armillaria, 56
nmocienoBarenpHocTer  ITS, 56  mocimemomarenmpHOcTEM  IGS, u 56
nocnenoBarenbHoctet TEF1o u3 8 BunoB Armillaria v 1 Buna F. velutipes. B
KauecTBe BHEIIHEH rpymmbl (outgroup) Obuta BeiOpaHa F. velutipes, Kak yxke

M3BECTHO ATO PBOJIFOIIMOHHO OJIM3KUHN BUJ JUIs TIpeAcTaButeneut Armillaria.
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Tabmuma 1 - KomnyecTBO MapKepHBIX MOCIEA0BATEIILHOCTEHN IS pa3HBIX BUIOB

Armillaria o pe3ynsraTtam moucka B GenBank

Bun ITS IGS TEF1a
A. borealis 6 6 6
A. gallica 11 11 11

[E—
[\
[E—
[\
[E—
(\9]

A. cepistipes

A. mellea 6 6 6
A. tabescens 5 5 5
A. sinapina 5 5 5

A. ectypa 1 1 1
A. sinapina 5 5 5
A. ostoyae 9 9 9

F. velutipes 1 | 1

Ha ocHOBe NoJTy4eHHBIX MHOECTBEHHBIX BBIPABHUBAHUW OBLIN MOCTPOEHBI
(uUIOreHeTUYeCKue JEepeBbsl METOJOM MaKCHUMAaJIbHOTO IpaBaonoaodus B
nporpamme IQ-TREE. B kadecTBe BHEIMIHEH TIpymnibl ObUIM HMCHOJIb30BaHbI
IIOCJIEIOBATEIBHOCTH TI'E€HETUYECKUX MapkepoB poaa Flammulina, B34TbIE U3
GenBank. BrlpaBHUBaHMS o0ecrneuynBalOT Hac 3HAHHUEM O TOM, KaKUE YYacTKH
JHK romosornysel napyr C¢ ApyroM, M HMEHHO Ha OCHOBE pa3IM4Yvil B
HYKJICOTUIHBIX 3aME€HaX TOMOJIOTOB Mbl CMOXKEM 3aT€M PEKOHCTPYHUPOBATh

(bUIOreHETHYECKOE JIEPEBO.
2.1 O0BbeKTBI HCCJIeI0BAHUSA

OObeKTaMu UCCIIENOBAHMS SIBISUTHCH TPUOBI KoMmIuiekca Armillaria mellea
sensu lato. B NMaHHOM HCCIEIOBAaHUM HCIIOIb30BAIOCH 28 00pa3iioB, 8 BHUJIOB
npeacraButenei poxa Armillaria v 1 sBomtonnonHo Onuskuii Bun F. velutipes,
cootBeTcTByrOmMX Mapkepam ITS, IGS, u TEF-1a.

A. mellea (OTIEHOK OCEHHMI) — SIBJISIETCS BUAOM, PACIPOCTPAHEHHBIM IIO

BCEMY CeBepHOMY mnouiymapuio. beun Haiinen B CeBepHoil Amepuke, EBpone u
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CeBepnori  Asum. Pacrer mapasutapHo Ha  OOJBIIIOM  KOJHYECTBE
IIMPOKOJIMCTBEHHBIX AEPEBHEB [3];

A. borealis (OmeHOK CEBEpHBI) — BCTpEYaeTcsl IMOBCEMECTHO Ha
EBpasuiickom koHTHHEHTEe. (DUIOr€HETHYECKUH aHalv3 IMO3BOJIWI OIPEACIUTh
OJIM30CTh JAHHOTO BUAA K BUAY A. gemina [34];

A. cepistipes (ONICHOK JTYyKOBUYHOHOTHW WJIM CEpPBI) — OOLIUN JAPEeBECHBIN
MapasuTUPYIOMHK Tprb, cI1abomaToreHHbI BUI PACTEHUHN, KOTOPBIM BCTpEUYaACTCS
B OonbimHCTBE JiecoB LlenTpansHoit EBpomnsl [32];

A. gallica (OmMEHOK TOJCTOHOTMHA) — BaXXHbIM MATOT€H pPaCTEHUH,
BCTPEUYAIOIINICA B YMEPEHHBIX pernoHax Asuum, CeBepHol AMepuku U EBpomnsl
[33];

A. ectypa (ONEHOK YEKaHHBIN) — BcTpeuaercss B EBpasum u kpaiiHe peako
BcTpeuaercs B EBpone [34];

A. tabescens — TmaToreH pacTeHMil, BcTpevaronuics B CeBepHOU
Awmepuke[32];

A. sinapina — Bctpevaetrcsa B Azun u CeBepHoil Amepuke [32].
2.2 MeToasbl MCnOJIb3yeMble IS (PUIOreHeTHYeCKOT0 aHAJIN3a

MHOXeCTBEHHOE BhIpaBHHBAHHE OBLJIO MPOBEJICHO C MOMOIIBIO IIPOTrPaMMBbI
SeaView. SeaView - 3TO mporpamMma, KOTOpas IMO3BOJISIET BBINOJIHITH IOJHBIN
(buIoreHeTuYeCKuii aHaJIn3 Habopa TOMOJIOTHUYHBIX JJHK VI
mocjea0BaTeIbHOCTEH Oellka, OTOoOpaXkaeT aJlrOpUTMbI TIOCTPOSHHUS JepeBa
MaKCUMAaJIbHOTO  mpaBaononoous. [IpuMeHsiercs airoputM  BbIpaBHUBAHUS
MUSCLE, kOTOpblii CO3a€T BBICOKOTOYHBIE MHO>KECTBEHHBIC BbIPABHUBAHUS
IocJieqoBaTeiIbHOCTEN [35].

Ha  ocHOBe  mOJy4eHHBIX  BBIPOBHEHHBIX  IOCJEI0BATEILHOCTEH
MIPOBOIMIIOCH MX KOHKATCHUPOBAHHUE, COCTMHCHUE TCHOB B OJWH (haill.

Ucnonws3ys PartitionFinder 2, Haxoaunu jy4diive MOJEIU SBOJTIOLMOHHBIX
3aMeH JJIs TeHOB. KaXKIbIii TeéH MOXKET 3BOJIIOIIMOHUPOBATH MO-PAa3HOMY, TTOITOMY
JUJIS KaXJ0TO T€HAa MOYKHO pacCUMTaTh CBOIO MOjeib 3Botoiuu. PartitionFinder 2
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— TpemocTaBiIseT HAOOp MOENeH 3aMEeH HYKJICOTHIOB ISl (PHIIOTCHETHYECKUX
aHanu3oB. [IporpamMma TO3BOJSIET WCMHOJB30BaTh JiBa HMH(POPMAITMOHHBIX
kputepusi: AIC (uadopmarmonHsiii kpurepuit Akauke), AICc (mHbOpMaIMOHHBIN
KoppekTupoBaHHbd KpuTepuii Akanke) u BIC (baiiecoBckuii nH()OpMAITMOHHBIN
KPUTEPUI).

AIC (uHdopMalIMOHHBIN KpUTEpU AKauKe) — 3TOT KPUTEPUN MPUMEHSIETCS
JJ1s1 BBIOOPKU U3 HECKOJIBKUX MOJIETIEH.

BIC (baitecoBckuii MHGOPMAIIMOHHBIN KpUTEpUN) — KpUTepuil BbIOOpa
MOJIEIN CpEeIH JIPYTuX MOJEJEH 3aBUCUT OT pa3Horo uwucia mnapametpoB. BIC
BBIOEpPET HUCTUHHYIO MOJIEJNIb, €CJHM, CPEAU IPYTUX MPEANoI0KEeHUN, UCTUHHAS
MOJIeJIb BXOJIUT B YKCJIO PACCMOTPEHHBIX Mojenel. B atux obcrosrensctBax AIC
He cornacyercs. Korma uctuHHasg moaens HE BXOAUT B yucio Mmojuenent, AIC
sbdexTuBHa, B TOM, 4YTO OH OyAeT BbBIOMpaTh JOOYI0 MOJENb, KOTOpas
MUHUMU3UPYET CPETHEKBAJAPATUYHYIO OIIMOKY MPOTHO3UPOBAHUSA, OIICHKU. B
stux ycinoBusx BIC ne addextuBen. B ornuume ot BIC, AIC taxxke obmamaer
MHUHUMAKCHBIM CBOMCTBOM, IMOCKOJIBKY OH MOKET MUHUMHU3UPOBATh MAKCUMAIIBHO
BO3MOYKHBII PHUCK IMpPU KOHEUYHBIX pa3mepax BbIOOpku. B unenom, AIC u BIC
MMEIOT COBEPUIEHHO pa3Hble CBOKCTBA [36].

PartitionFinder 2 cnocobGen aHamu3upoBaTh MOP(HOIOTHYECKHE HAOOPHI
JTAHHBIX, HOBBIE METOJIbl aHaJM3a HAOOPOB JaHHBIX, HOBbIC (DOPMATHI BHIBOJA IS
oOJieryeHrs B3aUMOJICHCTBUSL C TPOTPAMMHBIM OOECTICUEHHMEM M MHOMXECTBO
HOBBIX MOJIEJICH IBOJIFOIIMOHHBIX 3aMeH [37].

[ToctpoeHue nepeBbeB OBLIO BBIMOJHEHO C IMOMOIIBIO TporpaMmbsl 1Q-
TREE, ocHOBaHHOW Ha METOJIc MaKCHMaJbHOI'O IIPaBIONOAO00HS. DTOT METOJ
OCHOBBIBAETCS HAa MOJICJIM U JIJIMHE BeTBeil. Bo Bpems aHanm3a pacCUMTHIBAETCS,
Kakasl JJIMHAa BETBU HanOoJiee BEpOsiTHA C TOYKU 3pEHUs BbIOpaHHOU monenu. 1Q-
TREE — mporpamma, koTtopasi OCHOBaHa Ha TOCTPOCHHH (UIOTEHETUYECKUX
nepeBbeB. DuiioreHuss KaXJoro TreHa MPOU3BOAUTCS C COOTBETCTBYIOIICH

MOJIENbIO U MapaMmeTpamu [38].
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3 Pe3yabTaThl M HX 00Cy:KIeHUE

beimn moctpoeHsl (prtOreHETHYECKUE JAEpeBhbS ISl MACHTHPUKaua 28
oOpasuoB. Ha pucynke 1 uzobpaxeHo (uiioreHeTHueckoe JepeBO Ha OCHOBE
mapkepoB ITS, IGS, TEFla, noctpoeHHOE C MOMOIIBI0 METOAa MAaKCUMaJIbHOIO
npaBonoao0us. bbul ucnonb3oBaH OailecOBCKUN WH(POPMAITMOHHBIN KpUTEPUI

(BIC).
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33 | AfalicaziNas? . gakica
Agallica_HQ
A gallica™J
sample 8
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Agalica-AB
a1 sample_

A_sinapina_E
qSinapind ] AShapina-

A _cepistipes_J
A cepistipes_ABS
Acepistipes_AB
4 Acepistipes_EU2
A cepistipes NN
sample_[1
A Caplatpes_INos A. cepistipes
\ cepistipes_. P
Acepistipes_HQ pIstip
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A_ceplst:res_JNu.‘rH
sample_13
Sample22
sample~14
:_cep!ﬂgpes_JEUg%
cepistipes.
Aepisties NG
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Pucynoxk 1 — ®@unorenerndeckoe nepeBo Ha ocHoBe MapkepoB ITS, IGS,

TEFla

IToctpoenue ob6miero aepena o Tpem mapkepam ITS, IGS, TEF1a mokasaio,
yTo 28 00pa3loB pachpeaeIuwIuch Mo 4 KiajgaM C YK€ HU3BECTHBIMU BUAAMHU U
BBICOKMM ypOBHEM Mojiepx ku. HoBbIX BUIOB HE BbIsiBIeHO. Hanbosmbiiee uucio
o0OpasiioB ObUTIO OTHECEHO K Kiaje A. borealis, Takum obpazom 18 u3 28 06pasion
OTHOCSTCSI K BURY A. borealis, 5 0o0pa31ioB oTHOCATCA K A. cepistipes, 3 oOpasna —

A. ostoyae m 2 obpasna — A. gallica. Tloctpoenue nepeBa mo TpeM MapkKepam
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JIOBOJIbHO CHJIBHO OTJIMYAETCs, HEXKENIH TOCTPOCHUE JEPEBBHEB MO OJHOMY U3
MapKepoB.

Ha pucynke 2 nzo0paxkeHo (hUIOreHEeTHYECKOe JepeBO Ha OCHOBE MapKepa
IGS, nmocTpoeHHOE C OMOIIBI0 METOJIa MAKCUMAJIBHOTO TpaBaononoous. Taxke

OBbLJT UCTIOJIb30BaH UH(POPMAIITMOHHBIN KPUTEPUH.

A ostoyae_JNE

A ostoyae_EU
{ Bgostoyas_JNBST4 A ostoyae
ostayae_JN

A. borealis

A. ostoyae

A. ectypa

A. tabescens

A. gallica

A mellea_AB5108
Amellea_AB5 {0
jea_J

A. mellea

0.08

PucyHok 2 — @unoreHeTu4eckue 1epeBo Ha ocHoBe Mapkepa [GS

Ha ocHOBe mony4YeHHBIX pPE3yJIbTAaTOB Ha PHUC. 2 MOXKHO CKaszaTh, 4YTO
OOBEMHWINCH B OJTHOM Kiane Te ke 18 u3 28 00pasinoB, OTHOCAIIUXCS K BUIY A.
borealis, xak 1 B 00IlIeM J€pEeBE Ha OCHOBAHUHU TPEX MApPKEPOB, UTO JIOKA3bIBACT
TOYHYIO MJICHTU(DHUKAIIMIO 00pa3Il0B U3 BBINICYKA3aHHBIX PE3yJbTaToB. 1 oOpaszen
OTHECEH K KJIajie A. ostoyae W ellie 2 o0pasiia OTAeIUINCh. 4 o0pasiia OTHOCSTCS K
A. cepistipes, a onuH oOpasern Takxe otaenuics. K kinenga A. gallica otHeceHo 3
obOpasna. MoXHO TPEANnoa0KUTh, YTO HENB3sS MPOBOJIUTH HIACHTH(MHUKAIIAIO II0
OJTHOMY MapKepy, BO3MOXXHO BJIMSHHUE OPTaHW3MEHHON JHUBEPTEHIIUH, YTO
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MOKAa3bIBACT HE OUYEHb BBICOKYIO YCTOWYMBOCTH WJIM K€ HEOOXOJMMO MPUMEHUTH
Apyrol  MeroJ  IOCTPOEHUs  (WIOTEHETHYECKOro  JepeBa U JpPYyryio
ABOJIFOLIMOHHYIO MOJIENb 3aMEH.

Ha pucynke 3 nzo0paxkeHO (hMIOTEHETHYECKOE AePEBO Ha OCHOBE MapKepa

ITS.

\_gafiica NG
e A gallica
A gaca NN

A. ostoyae

T

A. borealis

i
;

il

i
By

A oty EU25

A. tabescens

0.04

Pucynok 3 — @unorenetnyeckoe aepeBo Ha ocHOBe Mapkepa ITS

duoreHeTHYECKOE JepeBO Ha ocHoBe Mapkepa ITS maer mam moxokwii
pe3ynbTaT, Kak U Ha ocHoBe Mapkepa IGS. Bce oOpasubl pacrpeaenuiuch 1o
Pa3HBIM KJIaJlaM, a HEKOTOPbIE Jake He 00BbEIMHIIINCH B KT/l C V)K€ N3BECTHBIMU
BusaMu. 15 u3 28 00pa3ioB oOpa3oBaiuch B kiane A. borealis, A. cepistipes u A.
gallica cMemanuch 1 HE 00pa3yrOT OOIIKE TPYIIHI SBOJIOIIMOHHBIX OPTaHU3MOB.

Ha pucynke 4 n3o0paxxeHO (hUIOTeHETHUECKOE IEPEBO HA OCHOBE MapKepa

TEF1o.
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sample_7
sample_8

004
Pucynok 4 — @unorenetuueckoe aepeBo Ha ocHoBe Mapkepa TEF1a

duoreHeTH4eckoe nepeBo Ha ocHoBe Mapkepa TEFla maer Ham Gonee
MpaBAOMOA00HOE  JEPeBO, C  XOpOIIed  YCTOMYMBOCTBIO W XOPOIIUM
pacrnpezeiieHueM 00pa3lioB C YX€ H3BECTHBIMU BHJaMH. Pe3ynbrar maHHOIO
(buUIOreHeTHYEeCKOro JepeBa OTpakaeT Haumboliee CXOXUH  pe3ylbTaT C
WCIIOJIb30BAaHUEM BCEX MapkepoB. 18 m3 28 00pas3ioB oOpa3oBaauch B Kiaae A.
borealis, 5 00pa3loB - A. cepistipes, u 5 o0pa31oB - A. ostoyae, ogHako, A. gallica

paszenuch U He 00pasyroT OOIIMe TPYIIbl OPraHU3MOB.
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3AK/IIOYEHUE

BnepBele Obuta mnpousBeAaeHa UACHTUQUKAIUS 28 CHUOMPCKUX H
JaJIbHEBOCTOYHBIX 00pa3IoB MpeacTaBuTenet poaa Armillaria;

OUIIOTEHETUYECKUM  aHAIW3 MO3BOJHWJI C  BBICOKOM  BEpPOATHOCTBHIO
OTpeNIeNIUTh 00pa3iibl, OTHOCSIIUECS K TIpeAcTaBUTeNIM Armillaria;

Uccnemyembie 00pa3iibl OTHOCATCS K 4 pa3HbIM Bujam, 18 u3 28 oOpasiion
OTHOCSITCS K BULY A. borealis;

Bce 06paBHLI momaaaroT B KIACTCPHI € YK€ U3BCCTHBIMU BUIAMMU.
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