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CIIMCOK COKPAIIEHUI

'] — cokpamienue ot "ryaHuH+1IUTO3HH"

JIHK — ne30xkcupuOOHyKIENHOBAs KUCIOTA

M — MoJ1b

MKJI — MUKPOJIUTP

MPHK — matpuynas puboHyKIeMHOBAsI KUCIOTa

HT — HYKJICOTH/IOB

00./MHUH — 000POTOB B MUHYTY

IIH — NIap HYKJICOTUIOB

[IL[P — monmuMepa3Has nenHas peakuus

pAHK — pubocomnuas JJHK

PHK — pubonykiienHoBas KMCJI0Ta

pPHK — pubocomnas PHK

TPHK — TpancnopTHas puOOHyKJIEHHOBAsI KUCJIOTA

x1r/IHK — xnopormtactaas JIHK

OJATA — sTuneHanaMUHTETPAYKCYyCHAsL KUCIOTA

Bl — Bayesian Inference — BaitecoBckuii moaxos (aHanm3)

CAM — Crassulacean Acid Metabolism — mera6onu3m kKapOOHOBBIX KHCIOT IO THITY
TOJICTSIHKOBBIX

CBC — Compensatory Base Change — koMrieHcaTopHas 3aMeHa OCHOBaHHIA

ETS — External Transcribed Spacer — BHenHuiA TpaHCKpUOUPYEMbIH crieiicep

hCBC — hemi-Compensatory Base Change — mosykoMIieHcaTopHasi 3aMeHa OCHOBaHHIA
ITS pernon — Internal Transcribed Spacer — pernon BHyTpeHHETO TPaHCKPHOUPYEMOTO
crieficepa, cocTosuii u3 AByx crneicepubix ydyactkoB (ITS1 u ITS2) u rena 5.8S saep-
Holt pubocomuoi JJHK

ML — Maximum Likelihood — MeToa MakcuMaabHOTO TIPABIOIOI00MS

MP — Maximum Parsimony — mMeTo i MakCUMaJIbHOM SKOHOMHUH (ITapCUMOHHH )
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PP — Posterior Probability — amocrepropnas BeposiTHOCTh (Mcnoib3yercsi B baiiecoB-
CKOM TIOJIX0JIC)

SNP — Single Nucleotide Polymorphism — oqHOHYKICOTHAHBIH TOTUMOPHU3IM

TBE — Tris / Borate / EDTA-buffer — rpuc-6oparusiii 9JITA-Oydep



BBEJAEHHUE

AKTyaJIbHOCTH TeMbl ucciaenoBanusi. Crassulaceae J.St.-Hil. (ToictsaKoBBIC) —
CEMEMCTBO LBETKOBBIX pacTeHUi, BKiItoyaroiiee okono 1400 BUAOB, HIMPOKO pacIpo-

CTpaHEHHBIX TI0 BCEMY 3eMHOMY miapy. OCHOBHBIMHU LIEHTPAMU Pa3HOOOpa3Ms CEMECT-
Ba cuuTatorcss Mekcuka, CpenuzemHomopse, HOxnas Adpuka, Makaponesus u Boc-
To4yHasi A3usi. BOJBIIMHCTBO BUAOB UMEET CYKKYJCHTHBIA OOJIMK U HACENSET 3aCyIILIn-
Bble U ropHble paiionsl. [IpencraBurenu ceMelcTBa MOMYJSIPHBI KaK JEKOPATUBHbBIE,
KOMHATHBIE U JIEKAPCTBEHHBIC PACTEHUS (aJ103, TOJICTSIHKA, KaJaHX0d, pPOU0JIa).

CucreMaTuka TOJICTIKOBBIX HUMEET JOITYI0O HUCTOPHUIO, OJAHAKO Kiaccu(uKarus
BHYTPH CEMEMCTBA JI0 CUX IMOpP OCTaeTcsi 00BEKTOM JAUCKyccuu. bomibiioe mopdomoru-
YecKoe pazHooOpazue U romorviazus (PEHOTUNMUYECKUX MPU3HAKOB, MCIOJIB3YyEMbIX B
CUCTEMATHKE, 3aTPYIHSIIOT PEKOHCTPYKIUIO (UIOTCHETUYECKUX OTHOIIEHUW U TMO-
CTpOCHHE €CTCCTBECHHOU CUCTeMBI cemeiicTBa Crassulaceae.

TakcoHoMHYECKHE TTPOOJIEMbl CEMEMCTBA CKOHIICHTPUPOBAHBI TJIABHBIM 00pa3oM
B POIOBOI M BHYTPHUPOAOBOH Kiaccuukanun mnoacemeiictea Sedoideae Berger (ount-
KOBBIC) U ero TurmoBoro poaa Sedum L. — ountok (Mayuzumi, Ohba, 2004). Pox xapak-
TEepU3yeTCsl OOJIBIIIMM YUCIOM BUJIOB (0K0JI0 420), OTIMYAIOIIUXCA BEICOKUM MOP(OJIO-
TMYEeKUM pazHooOpaszuem u mupokuM apeaioM (Llentpanbnas u KOxnas Amepuka, Ce-
BepHas Adpuka, EBpomna, FOro-Bocrounas Asus). B Sedum gacTo BKIIOYad BUIBI, HE
MOJIMAIAIOIINE TI0]] AUArHO3BI APYTHX POJIOB, U B HACTOAIIEE BpEMs OH IMPEACTABISET
co0o#t KoHTTIOMepat, 00beauHsIoMUN 0koJio 30% BUIOBOTO pazHOOOpa3Ms ceMeicTRa.
B OonblIMHCTBE HCCIEIOBAHUI TOJICTSHKOBBIX C MCIOJIbB30BAHUEM MOJEKYIISPHBIX
MapKepoB MPECTABUTENN poja MO0 HE ObUIM MPEACTABICHBI BOBCE, JIMOO BHIOOPKHU
BKJIIOUYAJIM OTPAHUYCHHOE YHCIIO BUJIOB. TakuM 00pa3oM, HECMOTpPS Ha LEHTPAIbHOE
MOJIO’KEHHE B ceMercTBe, poJ Sedum 10 HaCTOSIIEr0 BPEMEHH OCTaeTCs C1ab0 M3ydeH-
HBIM, U €r0 (PWIOTCHETUYECKUE OTHONICHUS C JAPYTUMH TMPEACTABUTEISIMU CEMENCTBA
Crassulaceae HeBBISICHEHHBIMU. J[JIs pEIICHUS HESICHBIX BOIPOCOB, KAaCAIOIIMXCS Kak

CHCTEMAaTHKH, TaK U (GritoreHud Sedum u OIHM3KUX eMy POJIOB, HEOOXOIUMBI UCCIIEI0-



BaHMS KaK MOKHO 0oJiee MIMPOKON BBIOOPKH, MPECTABISIONIEH BCE BUIOBOE Pa3HOO0-
pasue poja, ¢ UCIOJIb30BAHUEM MOJIEKYJIIPHBIX MAapKEpOB W3 Pa3HBIX PACTUTEIbHBIX
T€HOMOB.

Crenenn pa3zpadoranHocTu. lccienoBarensiMu CUCTEMATHUKU TOJICTSIHKOBBIX
yKe TMpEeANPUHUMAIIMCh TOMBITKM W3Y4YEHHUs POJCTBEHHBIX OTHOIIEHUN B CEMEICTBE
Crassulaceae Ha OCHOBaHWHU CpaBHEHHS HYKJICOTHIHBIX IOCJICIOBATEIBHOCTEH XJIOpO-
IJJACTHBIX T€HOB M HEKoaupyrommx ydactkoB reHoma (ITS u ETS perunonor p/IHK;
trnL-trnF, rpsl6 u matK xm/IHK (Mort et al., 2002; Acevedo-Rosas et al., 2004;
Mayuzumi, Ohba, 2004; Carrillo-Reyes et al., 2008, 2009; I'onuapoBa u ap., 2008;
Kozyrenko et al., 2013, Nikulin et al., 2015). ITony4enHbie B 3TUX aHAIW3aXx JaHHBIC
CYIIIECTBEHHO W3MEHIIH TPEACTABICHUS O CTPYKTYype CEMEeWcTBa, OCHOBAHHEIC Ha (e-
HOTHIHMYECKUX TpHU3HaKaxX. TemM He MeHee, HHPOPMATUBHOCTH ITHX MapKEpPOB OKa3a-
JIOCh HEJIOCTATOYHO JIJISl TIOCTPOCHUSI YCTOMYMBBIX (DUIIOTEHUM, KaK Ha YPOBHE BCETO
CEMEHNCTBA, TaK W OTACIBHBIX Kiaa U pomoB. Crabas MPeACTaBICHHOCTh IMOCIEIOBA-
tenbHOCTel Sedum B 6aze GenBank (okomno 10% BHIOB) Tak jke XapaKTepU3yeT poj Kak
c1a00 U3y4YECHHBIN.

Hean u 3axaun uccaegoBanus. Llenpto 1aHHON pabOTHI ABIISAETCA U3ydYeHHE PU-
JIOTEHETUYECKUX OTHOIICHHUH B poje Sedum u OJIM3KUX eMy pojiaX Ha OCHOBAaHHH CpaB-
HEHUS HYKJICOTHUIHBIX mocnenoBaTenbHoctel ITS pernona (ITS1-5.85-1TS2) p/IHK u
yuactka rena matK xm/IHK.

JI1st moCTHKEHUS ATOM 11e7TM ObUTH MOCTaBIICHBI CIICTYIOIINE 3a1a4u:

1. [TomyunThs HyKJI€OTHIHBIC TTOCHenoBaTeabHOCTH ITS permona p/IHK, yda-
ctka reHa matK xn/IHK u co3mats Martpuiibl TaHHBIX JJIs (PUIOTEHETHUCCKUX aHaJIH-
30B.

2. [IpoBecTr BBIpaBHMBAHWE BBICOKOJIMBEPTEHTHBIX ITOCIIEIOBATEILHOCTCH
ITS pernona p/IHK, ncnons3ys nabopMaIiio 0 BTOPUYHON CTPYKTYpe TPAHCKPHUIITOB
cnericepoB ITS1 u ITS2.

3. PexoHcTpynpoBaTh (UIOreHETHYECKUE CBA3M B poae Sedum u OimM3KuX

€My poJax Mo JaHHBIM MOJIEKYJISIPHBIX MAapKEPOB siepHON U xytoporacTHon JJHK.



Hayunas noBu3Ha. B xone uccnenoBanus ObUTIO MOMydeHO 85 TmOCIeIOBATEb-
Hoctel ITS pernona u 44 — yyactka rena matk, 60JbIIMHCTBO U3 KOTOPBIX MIPUHAIIC-
KaJlo MPEeNCTaBUTENSIM ITpodsieMHoro poaa Sedum (71 u 35 mocienoBarenbHOCTEH CO-
OTBETCTBEHHO). BbUIH TTOCTPOEHBI U TIPOAHATU3UPOBAHBI MOJIEIH BTOPHUYHBIX CTPYKTYP
TpaHckpunToB crneicepHbix ydacTkoB ITS1 u ITS2 p/IHK. ITokazano, 4To JaHHBIE MO-
JIeTM COOTBETCTBYIOT YHUBEpCaIbHBIM MojensaMm | TS pacrenuii. U3yuens! guioreHeTn-
YecKMe OTHOUIEHUS B BEPIIMHHOM TpyIIe celMeilcTBa TOJICTSIHKOBBIE (TPHUObI
Aeonieae, Semperviveae u Sedeae) Ha ocHOBaHUH HanOOJIee IPEICTABUTCIIHLHOM Ha ce-
TOJHSIIHUN JIEHb BBIOOPKH, BKItoUaromie 223 nocnegoarensHocty TS peruona (u3
Hux 140 mpuHaIeKaT npeAcTaBUTeNIM u3ydaemoro poaa Sedum (120 Bumos)) u 102
nocienoareabHOCTH TeHa MatK (M3 koTopbix 71 MPHHAIICKHUT MPEICTABUTEIISIM
Sedum (57 BumoB)). B cocraBe TpuO BBIICICHBI YeThIpe Kiaibl/Kiactepa: Aeonium,
Acre, Sempervivum u Leucosedum, moarBepkacHa cOopHas mpupoja poma Sedum.
Kpowme Toro, ycranoBieHa nuBepreHius kinaapl Acre Ha EBpoasnarckyro m AMepuKaH-
CKylo mojnkiansl. B EBpoasmaTckoil mojkiaze BBIACISIOTCS JIBE JIMHUM a3HMATCKUX
npencraButeneii Sedum. Taxke Ha OCHOBaHWH aHAM3a JIBYX MapKepoOB OOHApyKeHa
OJIM30CTh HECKOJIbKUX MAaKapOHE3UMCKUX BHJIOB K MPEACTaBUTENSIM AMEpPUKAHCKON
MOJIKJTA]IbI.

Teopernueckasi M MPaKTHYECKAs] 3HAYMMOCTH padoThl. Pe3ynbprarhl uccneno-
BaHUSI BHOCSIT CYIIECTBEHHBIN BKJIAJ] B 00JACTh CUCTEMATUKH U (PHIIOTCHUH PACTEHUI.
PaGoTa MoxeT citykuTh GyHIaMEHTAIbHOW OCHOBOM JJIS IPOBEACHUS PEBU3UN TaKCO-
HOMHUYECKON CTPYKTypbl TpubO Aeonieae, Semperviveae u Sedeae B 1enom, U pojaa
Sedum B yactHoCTH. [loaydeHHBIE pe3yabTaThl BaXKHbI JJISI TOHUMAHHUS MHKPO3BOJIFO-
IIMOHHBIX MPOIIECCOB, MTPOUCXOAAIINX B TCHOME PacTCHHM. Pe3yabTaThl AUCCEPTAIIMOH-
HOUM pabOThI MOTYT OBITH MCIOJIb30BaHBI NIPH YTCHUH KYPCOB JICKIMH IS CTYJEHTOB
Oounonornyeckux cnenuanbHocTed BY30B u 11t mpoBeneHust MpakTUYECKUX 3aHSITHIA.

MeTtog0/10rusi M1 METO/BI IMCCEPTALMOHHOIO HccJaeAoBaHusA. B HacTosmiei
pabote I M3ydeHHs (PHIOTCHETHYSCKHX OTHOIICHUH B pojae Sedum u OJM3KUX eMy

ponax ObLTH OmpeneNeHbl HYyKJICOTUIHbIe TocienoBaTenbHocT TS pernona smepHoi



pAHK u yuactka rena matk xm/I[HK. i nqoctoBepHOro BhIpaBHHBaHUS MOCIEA0BA-
tenbHOCTEM ITS permona Obumn pa3zpaboTaHbl MOJEIM BTOPUYHBIX CTPYKTYp TpaHC-
kpunToB crericepabix yuactkoB ITS1 u ITS2 p/IHK. Ha ocHOBaHuM MOTYy4YEHHBIX MO-
CJIEIOBATENILHOCTEH JBYX MapKepoB ObUIM CO3JaHbl MATPHIIbI JAAHHBIX U MPOBEIEHBI
(buIoreHeTHYECKUe aHaM3bl U3y4aeMON TAaKCOHOMUYECKON TPYMIbI C TOMOIIBIO CO-
BPEMEHHBIX KOMITBIOTEPHBIX POTPaMM.

IMos10:xeHMs1, BBIHOCMMbIE HA 3aIUTY:

1. Pa3paboranHbie MO BTOPUYHOM CTPYKTYphl TpaHCckpunToB ITS1 wu
ITS2 p/IHK mpencraBureneir Sedum u OIU3KHUX POJIOB B ILIEIOM COOTBETCTBYIOT YHU-
BepcasibHbIM MoJiensiM I TS pacrenuii.

2. PaznenbHbIE W COBMECTHBIC aHAJIW3BI MOcieaoBarenbHoCcTell ITS pernona
pAHK u yudactka rena matK xm/[HK mo3Bomuiu pekoHCTpyupoBath (UIOTCHUIO HA
pa3HbIX TAKCOHOMUYECKUX YpOBHSX: TpHO Aeonieae, Semperviveae u Sedeae, a Takxke
CJIararoIfX UX POJOB U BHYTPUPOIOBBIX IBOITIOIMOHHBIX TUHUIA.

3. [Momumopduserit pox Sedum siBnsieTcst nmonuduinernyeckuM. Ero npencrasu-
TEIH BXOJAT B COCTaB BCEX KJIQJI/KIACTEpPOB (UIOrCHETHYECKOro japeBa: Aeonium
(Tpuba Aeonieae), Sempervivum (Semperviveae), Acre u Leucosedum (Sedeae), mepe-
MEXKasiCh C BUAAMU JAPYTrux pojoB. [loaTBepskaeHa HCKYCCTBEHHOCTh poaa Sedum u mo-
Ka3aHa HeOOXOIMMOCTh PEBU3UHU €TI0 KOHIICTIIINH.

CreneHb J0CTOBEPHOCTH Pe3yJbTaTOB. [[0CTOBEPHOCTh pe3yNbTaToOB oOecre-
YeHa MCIOJIb30BAHUEM COBPEMEHHBIX MOJIEKYJISIPHO-(PUIOTeHETHYECKUX METO0B, 00-
pabOTKON TMOJTYYEHHBIX JAHHBIX C MOMOIIBI0 aKTYalTbHBIX METOJOB (MAaKCHUMAIBHOTO
npasaononodus (ML) u Baitecockoro noaxoma (Bl)) u crarucTrueckoro aHasmsa.
bbun mpoaHanu3MpoBaHBI HE TOJBKO MOJy4eHHbIE Hamu mocienoBatenbHocTH JJHK
nByx mapkepoB (85 nocienoBarenbsHoctel ITS pernona u 44 — yyacrka rena matK), Ho
U JICTIOHUPOBaHHbIe B 0a3y ganHbIx GenBank mocnemoBarensHOCcTH Sedum u OJIM3KUX
ponoB (138 mocnenoBarensHocteli ITS pernona u 58 — yyactka rena matK). J{is mo-
TBEPKACHUS PE3yIbTATOB UCCIIEIOBAHUS MPUBEICHBI Ta0IMYHbBIC TaHHbBIE, TUarPaMMBI,

buoreHeTHYECKUe JEPEBhs U MOJICIIA BTOPUUHBIX CTPYKTYP.
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Anpobanusi padoTbl. Pe3ynbTaTsl paboThl ObUIM MPEACTABICHBI Ha POCCHUICKUX
U MEXyHapOIHBIX KOHPEpEeHIHAX: «X peruoHagbHas KoHGEpeHIUs CTyAEeHTOB, aclu-
pPaHTOB BY30B M Hay4HbIX opraHuzauuii /lampHero Boctoka Poccum» (BiaguBocTok,
2011), «I (X) mexmyHaponHas OoTaHWYecKass KOH(EpPEHIMS MOJOJBIX YYEHBIX B
Cankr-IletepOypre» (Canxt-IletepOypr, 2012), XI peruonanbHas KOHGEPEHIUS CTY-
JICHTOB, aClIMPAHTOB BY30B M Hay4HbIX opranu3auuii /lansHero Bocroka Poccun «Ak-
TyaJIbHbIE MTPOOJIEMBI IKOJIOTHH, MOPCKOM OMOJIOTUH 1 OUOTEXHOJI0TUNY (BraauBocTok,
2012), na mexayHapogaom cummnosuyMe «The East Asian Flora and its role in the
formation of the world's vegetation» (Bnaguoctok, 2012), Ha I MexxperuoHanbHON MO-
JOJICKHOM 1IKOJIe-KOH(DepeHIIH «AKTyalbHble Ipo0OeMbl Ononornueckux Hayk (Buma-
nuBocTok, 2013), Ha koH(pepenunu Modern achievements in population, evolutionary
and ecological genetics (MAPEEG — 2013; BaaguBoctok, 2013), Ha 4-if MexayHapo/I-
Hol koHpepeHuu «Molecular Phylogenetics» (MolPhy-2014, Mockga, 2014).

Hyosnkanuu. Ilo Teme aucceprauuu onyOiauMkoBaHo 9 pabot, B TOM uwucie 2
CTaThH B PELICH3UPYEMBIX KypHaJIax u3 crnrucka BAK.

Crpykrypa u 00beM padoThl. /[uccepranust COCTOUT U3 BBeAEHUS, 4 TIaB, 3a-
KJIFOUEHUS, BBIBOJOB M CIKCKa JuTepaTypsl. Pabora uznoxena Ha 114 ctpanunax, wui-
JIOCTpUpPOBaHA 23 PUCYHKAMH U COJICPXKUT 8 TaOJIMI] B OCHOBHOM YacTH M OJHY Ta0JIu-
1y B npriiokeann. CIUCOK JIUTepatypbl HacuuThiBaeT 195 HanmenoBanmii, n3 Hux 180
HA UHOCTPAHHOM SI3BIKE.

BbaarogapuocTu. ABTOp MCKpeHHE OJaroJapuT HAYYHOTO PYKOBOIUTENS 1.0.H.
['onuapoBa A.A. 3a 00yueHHe, BCECTOPOHHIOK MOMOIIb U MOAJIEPKKY Ha BCEX dTamax
uccieqoBanusl. ABTOpP BbIpaKaeT MNpH3HATENbHOCTh ApTiokoBoil E.B. 3a momomis B
MOATOTOBKE JuccepTanuu. ABTOp OJlarojlapeH 4YacTHBIM KoJulekimoHepam Ray Ste-
phenson, Marko Dobos u Milan Hornat, npuciabmmm oO6pa3iisl pacTeHHIA.

JlanHast paboTa BBITIOJIHEHA TP (PUHAHCOBOM mojepkke TpanToB PODU (Nel6-

34-00176 u Ne15-29-0250515) u IBO PAH (Nel5-11-6-034).
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I')TIABA 1. OB30P JIMTEPATYPBI

1.1. Kparkasi xapaKkTepuCTHKa U HcTOpusa n3ydenus cem. Crassulaceae J.St.-Hil.

CemeiictBo Crassulaceae (ToicTSHKOBBIC) BKJIIOUACT B ceOsl pACTCHUS MPEUMY-
IIECTBEHHO CYKKYJICHTHOTO OOJIMKa, aJaNTHPOBAHHBIC K KCEPOPUTHBIM YCIOBUSIM U Xa-
pakrepusytomuecs crnenupuyeckum CAM-Merabonusmom. brarogaps sipkomy oOMIIb-
HOMY IIBETEHHUIO M JICKOPATUBHOMW JINCTBE TOJICTIHKOBBIE MTUPOKO U3BECTHHI CPEIN IIBE-
TOBO/I0B. Kpome Toro, mpeacraBuTenu ceMeincTBa 00J1aal0T BhIPAXKEHHBIMU JIEKAPCT-
BeHHbIMu cBoiictBamu (Rhodiola rosea L., Hylotelephium triphyllum (Haw.) Holub,
Aizopsis aizoon (L.) Grulich. u np.) u U3IpeBIIe MPUMEHSIOTCS B HAPOJIHOW MEIUIIUHE
pasubix ctpan (Capatukos, 1974; Caparukos u ap., 1987; Melo et al., 2005; Jung et al.,
2008). B coBpemenHO (papmMakoI0Tuu TOJICTSIHKOBBIE TPAKTUUECKU HE UCTOJIBb3YIOTCS,
XOTS MX JICKQPCTBEHHOE BO3/CHCTBUE MOATBEPIKICHO MEIUIIMHCKUMHU UCCIICIOBAaHUSIMU
(LIpetep, 1975; I'neaxos, Lperep, 1977; Kim et al., 2004; Moon et al., 2009; Huang et
al., 2010).

CewmeiicTBo HacuuThiBaeT okoyio 1400 BumoB, kinaccuduimpyemMbix B 33 pomax
(Eggli, 2005). Ynensl cemeiicTBa UMCIOT MOYTH KOCMOIIOJUTHOE PacClpOCTpaHECHUE U
HACEJIAIOT, TJIABHBIM 00pa3oM, 3aCyIUIMBBIC W TOPHBIE PAOHBI. XOTS TOJCTSHKOBBIC
BCTPEYAIOTCS MOYTH BO BCEM MHUpPE, OOJBIIMHCTBO BUIOB COCPEIOTOUYEHO B TISITH ICH-
Tpax pasHooOpasus: Mekcuka (nmpuoimsureabHo 330 BuaoB), CpeausemHomopbe (100
BUJI0B), Makapounesus (63 Buaa), FOxnas Adpuxa (oxono 250 BugoB) u Boctounas
Asus (300 BumoB; Carrillo-Reyes et al., 2009). CemeiicTBO He MPEACTABICHO TOJBKO B
AscTtpanuu u [lonnnaesnn.

[TepBas knaccudukanus Crassulaceae nmpunamnexut beprepy (Berger, 1930), ko-

TOPBIH BBIZCTNI B HeM 6 mojacemeticts (Puc. 1).
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—— Crassula (300)
incl. Tillaea (20)
Crassuloideae L Dinacria 3
FOsmaras Adpmxa —— Rochea @
— Vauanthes (§))
—— Pagella (4))
“ Crassula-mmma” Kalanchoideae Kalanchoe G007
Bryophyllum (20)
HOsxaas Adpuxa Kitchingi 9
Mazaracxap —— Kitchingia M
—— Cotyledon (30)
—— Adromischus (20)
Cotyledonoideae p— Umbilicus 0)
FOuatast Adprxa — Chiastophyllum (1)
Cpemisermoniopne —— Pistorinia @
—— Mucizonia M
— Sempervivum (25)
P — Aeonium (40)
empervivoideae
SEmp Monanthes (10)
nc‘l’;;’:’; — — A ichryso.n (10)
— Greenovia @
— Sedum (500)
incl. Rhodiola (50)
& Hylotelephium (25)
—— Rosularia (25)
p 4 . — Orostachys (10)
Sedum-mHus Sedoideae Diadiohe o
f(‘)"’el”me m"y“?l”m f— Pseudosedum )
Bocmmna —— Afrovivella )
pe Sempervivella (C))
—— Sinocrassula 3
‘e Hypagophytum ¢))
—— Echeveria (150)
N L Villadia (20)
Echeverioideae AN 9
Mexcasd Pachyphytum (10)
— Lenophyllum )

Pucynok 1 — Knaccudukanus cemeiictBa Crassulaceae mo beprepy (mo: van Ham, ’t
Hart, 1998, ¢ nonosHeHnssMu). B kaBbIuKax yKa3aHbl OCHOBHBIC SBOJIOIIMOHHBIC JIMHUH.
Ha3Banus mojcemMeicTB M UX Teorpauueckoe pacripoCTpaHEHUE YKa3aHbl HAJ/TIOJ

BeTBsIMU. Uucna B KPYTJIBIX CKOOKax YKa3bIBalOT ITPUMCPHOC YMCJIO BUJIOB B POJaX.

Beprep pasaenun noacemerictBa Ha aBe Ouoreorpaduueckue rpymmsl: «Crassula-
munus» (Crassuloideae, Kalanchoideae u Cotyledonoideae), Bkitouaroriasi TAKCOHbI U3
FOxHoro nosymapus u «Sedum-nuaus» (BKIrowaromas Sempervivoideae, Sedoideae u

Echeverioideae) — u3 Cesepnoro. [loacemeticTBa ObLIM BBIAEICHBI HA OCHOBAHUU IIPH-
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3HAKOB YMCJIa M PACIIOJIOKEHUS YacTel IBETKa, CTEIIEHU CPOCTHOJICTICCTHOCTH, (PHIIO-
TAKCHCY M BKJIIOYAIU 110 oAHOMY M3 KpymHbIX poaos (Crassula L., Kalanchoe Adanson,
Cotyledon L., Sempervivum L., Sedum u Echeveria DC.), nMeHneM KOTOpBIX U ObLTH Ha-
3BaHBI.

[{utorenernueckue uccienopanus Yapinsza Yia (Charles Uhl) mo3ponumu nmomy-
YUTh BayKHBIC I cucteMatuku Crassulaceae nannele. MM ObLTa IOATBEpIKIeHA MOHO-
¢bunmus Crassuloideae (Uhl, 1963), Kalanchoideae (Uhl, 1948). Ognako oOIiuii BEIBOJ
ITHX HMCCIEIOBAHUHN 3aKITIOYAJICS B TOM, YTO TIOJCEMEICTBa, OonrMcaHHbie beprepoM, B
3HAYUTENIbHOU cTernenn uckycctBeHHbl (Cotyledonoideae, Uhl, 1948; Sempervivoideae,
Uhl, 1961; Sedoideae, Uhl, 1963), a nmpu3Haku, HCIIOJb3yEeMbIC ISl OMPEACIICHUS ITHX
TaKCOHOB, HE3aBHCUMO BO3HUKAIH B CEMEUCTBE HECKOJIBKO Pa3.

OCHOBBIBasICh Ha ONKMCAHHBIX BBINIE IIUTOICHETUYCCKUX HCCIICIOBAHHUIX H JAPY-
ruxX JaHHBIX (Mopdosorus MbUIbIBI, Ouoreorpadus, reHeTHKa), HEKOTOPbIE aBTOPbI
MPEIOKUIN COKPATUTh Yucio nojaceMmercTB Ao tpex (Thorne, 1992; Takhtajan, 1997;
Thiede, Eggli, 2007). Thorne (1992) onwucan noacemerictea Sedoideae (Bkiogaromiee
Echeveroideae m Sempervivoideae), Crassuloideae n Cotyledonoideae (Bkirodaromiee
Kalanchoideae), a mozxe cokpatwin umcino moxacemeiictB ao 2: Crassuloideae wu
Sempervivoideae (o mpaBy npuoputera uMmenu Haja Sedoideae; Thorne, 2000). Tax-
taypksH (1997) nmpusHan Te ke mojacemeiicta, Ho npemoxun Kalanchoideae B kauect-
Be Oojiee MPEANMOYTHTEIHPHOTO Ha3BaHWS [UIsI TPYIIBI, pPaHEe W3BECTHOH Kak
Cotyledonoideae.

[TostBiieHHE MOJICKYJIAPHO-(QUIOTCHETHYSCKAX METOJOB TO3BOJIMJIO TOJYYHTh
OTPOMHOE KOJIMYECTBO HOBBIX JAHHBIX JJII TIEPECMOTPA CHUCTEMATHUKH TOJICTSHKOBBIX.
VYoke mepBasi MONbITKA YCTAHOBUTH POJICTBEHHBIC OTHOIICHUS MEKy BHIAMHU CEMEHCT-
Ba Ha OCHOBE MOJIEKYJIIpHO-(UIoreHeTnyeckux mMerofoB (van Ham, 1995) nposiuna
CYIIICCTBCHHBIC MPOTHBOPCUUS MEXKIy TCHETHUYSCKHMHU JAaHHBIMH W OOIICTIPUHSATON
cucteMor cemercrBa. Ha ocHOBaHMM pe3ysbTaToB pecTpukTazHoro ananuza xm/HK
van Ham yctanoBui B coctaBe cemelictBa 7 MoHopunetndeckux rpynn (Puc. 2): kinana

Crassula, Bximouaromast npeacraBuresnei moacemeiicta Crassuloideae sensu Berger;
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kinana Kalanchoe, npeacraBnennas Bumamm wu3 nojcemeiicts  Kalanchoideae wu

Cotyledonoideae;

Kuajsl [TopTpude! Tpuosl [Tojacemeiicra

Cremnophyla, Echeveria, T 7 i i 1
Grapt(ywmlum,
Lenophyllum, Thompsonella,| Acre
— Villadia,
Sedum noppon Sedum sed
Dudleya, Pistorinia E Sedlene

] Prometheum, Rosularia,
Sedella, Leucosedum

Sedum noppopn Gormania

deUIPAS

Sempervivum
Sedum cep. Rupestria Sempervivum Sempreviveae

|

Aichryson

Aeonium

Monanthes

Sedum p.p.

H, \'Iote[e/Jhi um+

Orostachys nojpceku,.

8rostacl ys
rostaclius nojpcexu. Telephieae

Appendiculatae

N

eterostachys
Sinocrassula

Aeonium Aeonieae
Sempervivo-

ideae

EIENER

CLEITNIEIN

Umbilicus
Rhodiola

Pseudosedum Telephium Umbilicieae
Phedimus
Aizopsis

Kalanchoe - - -

aeunydaya ],
JL

Cotyledon
Tylecodon

Kalancho-

Kalanchoe slanchoas !
Kalanchoeae ideaa

bl

Adromischus

- Crassula :| Crassula ] ] Crassulo-
- ideae

Pucynox 2 — OO6oOmieHHass cxema (PUIOTEHETHYECKUX OTHOIICHHM B CEMEHCTBE
Crassulaceae, ocHoBaHHas Ha pe3yJyibTaTax pecTpukrazHoro ananuza xn/I[HK (van Ham,
1995; van Ham, ’t Hart, 1998) u cpaBHeHUs1 HyKJICOTUIHBIX MOCIIEI0BATEILHOCTEN TeHA
matK, mexrennoro crnericepa trnL-F xnJIHK u ITS peruona siaepnoit p/[HK (Mort et
al., 2001; Mayuzumi, Ohba, 2004; Thiede, Eggli, 2007; I'onuaposa u ap., 2008), oTpa-
JKaroliasi o01ue 7y BceX aHanu3oB 4epThl (1mo: I'oHuapora, ['onuapos, 2009). Ha3pa-
HUS KJIaJ COOTBETCTBYIOT NMEPBOW MOJEKYJsIpHOW (uioreHun cemeiictBa (van Ham,
1995), Takcomuueckas CTpyKTypa - cucreme, npeanoxkennod Tugom u Orriu (Thiede,
Eggli, 2007). OGbruabiM mipudTOM MOKa3aHbl HAIPOIAOBBIE TAKCOHBI, MPEIIOKECHHBIC
Xaptowm (’t Hart, 1995). Pamkoii oTMedeHa n3yyaeMas HaMH IpyIiIa.

kiaana Telephium, comepskarmas poa Umbilicus DC. u3 noacemetictea Cotyledonoideae,
poxa Rhodiola L., Hylotelephium H. Ohba u HexoTopsix mpencraButeneir Sedum s. |.

(Phedimus Rafinesque, Aizopsis Grulich) w3 mnoncemeiictBa Sedoideae; kiana
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Sempervivum, cinaraemas OJTHOMMEHHBIM pojJoM M3 Sempervivoideae sensu Berger u
HEKOTOpBIMU TpeacTaBuTeassmMu Sedum S. str.; kmaga Leucosedum; kmama Aeonium,
BKJTIOYAIONIAas MaKapoHe3uickue/ceBepoadprukaHckie wieHbl Sempervivoideae u Se-
dum s. str.; xmama Acre, o0beIMHSIONIAS aMepUKaHCKoe ToiceMeiicTBo Echeverioideae
u Sedum s. str.

't Hart (1995) npennoxxun coOOCTBEHHYIO CHUCTEMY CEMEWCTBa, OCHOBBIBASICh HA
BbIBOJIaX van Ham u aHanm3ax mocleaoBaTebHOCTEH MEKIeHHOTO creiicepa trnL-F y
26 pomoB ToJCTSIHKOBBIX. OH yMeHbIIMI uucio mojaceMeiicte qo 2: Crassuloideae u
Sedoideae. Ecnmm Crassuloideae cootBercTBOBa)IO TpamuioHHoMy, To Sedoideae
BKJIIOYAJIO OCTaBIIHECS IATh MOACEeMENCTB B moHMManuu Berger. B Sedoideae oH BbI-
nemmn 2 tpuOsl: adpukanckyro Kalanchoeae (cootserctByer kinane Kalanchoe B monu-
manuu van Ham) u Sedeae, Bxirouaroniyro TakcoHbl n3 CeBepHoro monymapus. Tpudy
Sedeae srot aBTOp pasaenwi Ha aBe noATpuOLL: Telephiinae u Sedinae.

Thiede u Eggli (2007) pa3paboTanu AeTalbHYI0 COBPEMEHHYIO KiIacCU(DUKAIIUIO
Crassulaceae, KoTopasi TIOJIBITOKHBAIA MOJIEKYJIIpHO-(DUIoreHeTHYeCKHue NanHbie. OHH
BBIJICTIMUIA TPU TIOJICEMEICTBA HA OCHOBAaHUHM YCTOWYUBOCTH WX KJIaJ B (DUIOTCHETHYC-
ckux uccienoBanusx. B Sedoideae oHr ycTaHOBHIM MATH TPUO, TAKXKE MPEACTABIISIO-
X co00M KJIajbl ¢ pa3IMYHON CTEMeHbI0 moauepKku B aHanu3ax xnJIHK (van Ham,
’t Hart, 1998; Mort et al., 2001).

OuUIIOTeHETHYECKHE HCCIICIOBAaHUS OOJIBITUX BBHIOOPOK MOKPHITOCEMEHHBIX pac-
TEHUH monTBepaAuan MoHo(puaMio cemeiictBa Crassulaceae W TOMECTHIIM €ro B
Saxifragales Dumort. (Chase et al., 1993; Soltis, Soltis, 1997; Savolainen et al., 2000;
Soltis et al., 2000). DToT MOPAAOK BKIFOYAET COBOKYITHOCTh CEMEHMCTB, KOTOPBIC B paH-
HUX KJIacCU(PUKALKIX, OCHOBAHHBIX Ha MOP(MOJIOrHH, OBLIM IMOMEIICHb B HECKOJIBKO
nojkiaccoB, Bkimouyas Hamamalidae, Rosidae, Dilleniidae u Magnoliidae sensu
Cronquist (Cronquist, 1981; Takhtajan, 1997; Soltis et al., 2005). ®unoreneTnueckue
anamu3el  Saxifragales ycraHoBwiIM MOHO(MMIETHYECKYIO, XOPOIIO TOJICPIKAHHYIO
BeTBb Crassulaceae, xortopas sBasiercs cectpuHckoi rpynmoii Haloragaceae R.Br.
(Fishbein et al., 2001; Fishbein, Soltis, 2004; Soltis et al., 2005). B cBoto ouepep, Kia-
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na Crassulaceae+Haloragaceae ¢ ymepeHHOW TOINEPKKOH SBISETCS CECTPUHCKON K
anpsacy Saxifragaceae (Saxifragaceae Juss., Grossulariaceae DC., Iteaceae J. Agardh u
Pterostemonaceae Small).

B urore, 3HaunTenpHOE MOPQOTOTHUUECKOE pa3HOOOpa3ue M YeTKas reorpadude-
CKas IMPpUypOYCHHOCTDb OOJILIIIMHCTBA poaos, 06y0HaBHI/IBa}OHII/I€ HaJIU4yue B CEMEHCTBE
HECKOJBKHUX JBOJIIOIIMOHHBIX BETBEH, CIIOCOOCTBOBAIM TOMY, YTO BHYTPHCEMEHCTBEH-

Hasl Kiaccu(uUKalus 3TON TpyMIbl A0 CUX Mop ocraercsa cnopHoil (['onuapoa u np.,

2006).

1.2. Pox Sedum L.

Hacrosiiee nccnegoBaHue MOCBSIIEHO U3YYEHHIO (PUIOT€HETHYECKON CTPYKTY-
pbl Hanbosee 6oraToro BUAaMu, (DEHOTUIUYECKH PA3HOOOPA3HOIO M CIIOKHOTO B TaK-
COHOMHYECKOM OTHOIICHUH pona Sedum (oumtok). Pon BKIrOUaeT TpaBSHUCTHIC, TIpe-
MMYILIECTBEHHO MHOTOJIETHHE PACTEHHUs, LIMPOKO PACIPOCTPAHEHHBIE B YMEPEHHOM
nosice CesepHoro nonymapus — Esponie, CpennsemHomopse, Bocrounoit Asum, Ce-
BepHoit u FOxHON Amepukax (Puc. 3).

Pon Sedum nacumthiBaeT okosio 420 BUIOB, YTO COCTABIISCT MPUMEPHO TPETh OT

o6iero uncia BuaoB cemeiictsa (Thiede, Eggli, 2007).

Pucynok 3 — Pacnpocrpanenne poga Sedum (mo: I'onuaposa, 2006). Ha kaprte cepbim

LIBETOM BBIJICJIEH apeaj poja.
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HaubonpmmmM pasnooOpazueM pox Sedum xapakrepusyeTcss B 3amaJHOM TOJY-
mapuu, rae npouspactarot npuMmepHo 170 Bunos, n3 Hux okono 30 B Kanage u CIIA,
npumepHo 120 B Mekcuke u okosio 20 BunoB B LlenTpanbHoit u FOxHO# Amepuke.
A3us 3aHMMaeT BTopoe Mecto o yuciy BunoB (130-140), B To Bpems kak B EBpore,
CeBepHoit Adpuke W ATIAHTUYECKUX OCTpoBax mpowuspactaeT okosno 100 Bumos. B
Poccun nacumthiBaercss 54 Buma (mns cpaBHeHwst poa Rhodiola mpencrasien 21 Bu-
noM). B Cubupu Bctpevarotes 2 Buaa Sedum, a Ha JamsHem Boctoke Poccun pon He
MPECTABIICH, XOTS T'PaHMIIBI apeana MOAXOASIT K HeMy oueHb Onu3ko (Bopommios,
1966).

MoekyspHble JaHHbIE YOEIUTENbHO MPOJEMOHCTPUPOBAIM ToJUpHIeTHYE-
CKYIO IIPHPOAY poja ¢ paclpeAesICeHHEM €ro BUIOB MEX]Yy YEThIPbMsI OCHOBHBIMH KJla-
namMu  (DUIIOTCHETHYECKOTO JIpeBa TOJICTIHKOBBIX. Acre, Aeonium, Leucosedum wu
Sempervivum (van Ham, 1995; van Ham, ’t Hart, 1998; Mort et al., 2001, 2010; I'on-
gaposa u Jip., 2008; Puc. 2).

[TpuMeuarenbHO, YTO 3TH KIaJabl ciaraloT 3 TpuObl: Aeonieae, Semperviveae u
Sedeae (Thiede, Eggli, 2007), T.e. mpeacraButean Sedum BXOASAT B COCTaB TPEX HAAPO-
JIOBBIX TAKCOHOB OJAHOBpEeMEHHO! OCHOBHBIMHM MPUYMHAMH CTOJIb HEOOBIYHOTO COCTOSI-
HUS CHCTEMAaTHKH Sedum sBISIOTCS BBICOKOE MOP(OJOTHYECKOEe pa3HOOOpasue ero
NpEeACTaBUTENed U roMOIUIa3usl (PEHOTUIMMYECKUX MPU3HAKOB, TPATULIUOHHO HMCIOJb-
3yEMBIX JJIsl pa3rpaHUYCeHHs POJIOB TOJICTIHKOBBIX. ClIeIyeT OTMETUTh, YTO OYUTKHU Xa-
paKTepU3yIOTCs 0OJBIIUM pa3HooOpasueM yucia (B ocHoBHoM oT 4 o 38; Uhl, 1980,
1992) u mopdomnoruu xpomocoM. imeHHo B Sedum ObII0 OOHAPYKEHO MAKCHMAIBLHOE
UX YHUCIIO I LBETKOBBIX pacteHwid: 2n=384 y S. farinosum Lowe u 2n=640 y S.
suaveolens Kimnach (Uhl, 1978; ’t Hart, 1984). He yauBuTensHO, 4TO UCKYCCTBEHHAS
npupoaa poaa ObUla OYEBHAHA 33J0JT0 A0 Hayaua MOJEKYJISPHO-(DUIOreHETUYECKUX
uccienoBanuii, 1 Sedum yxe Torma HasBanu cOopHbiM (catch-all) takconom (Moran,
1942; Uhl, 1963; Spongberg, 1978). XoTs koHuenius poaa 3a nocieanue 50 jert cyiie-
CTBEHHO M3MEHWJIACh, M DSl BHYTPUPOJOBBIX TAaKCOHOB ObLT BBIBEJEH M3 COCTaBa Se-

dum, pox o cux MOp HENb3s YETKO oxapakrepu3oBath (enorunuuecku (Mort et al.,
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2001, 2010; ’t Hart, Bleij, 2005; Thiede, Eggli, 2007). Heo6xoaumM0 OTMETHTb, YTO HE-
KOTOpBIEC U3 BBIACICHHBIX poaoB (Hampumep, Graptopetalum Rose, Dudleya Britton &
Rose, Prometheum (Berger) Ohba, Sedella Britton & Rose u T.1.) B prtoreneTnaeckux
aHaJIM3ax MPOSBIIIN OJIM30CTh K BUAaM Sedum, 4To OTBepraeT UX HE3aBUCUMBIN CTATyC
WIH, 4TO 00JIee BEPOSATHO, TEKYIIYIO KOHIICIIHIO poaa Sedum.

Cpenu CHCTEeMaTUKOB HET U He ObLTO €IMHOTO MHEHHUSI OTHOCHUTEIIBHO BHYTPUPO-
noBoi cTpykTypbl Sedum. B poxe Beiaensiin mo 30 cekuuii (Praeger, 1921; Berger,
1930; Alexander, 1942; Clausen, 1943; Fu, 1965, 1974; Jacobsen, 1974; Uhl, 1980; ’t
Hart, 1991), HekoTopsle U3 HUX OBLIM BO3BeACHBI B paHr moaponaoB (Clausen, 1943,
1979). Ha ocHoBaHuU TeorpaduyuecKoro pacnpocTpaHeHHs] U MOP(}OIOTHH TUIOIOB
Froderstrom (1930, 1931) Beyzenui ceMb rpym BUaIoB Sedum, aBe U3 KOTOPBIX TMO3KE
obln onucanbl Kak cexuuu: Filipes (Frod.) S.H. Fu u Oreades (Frod.) K.T. Fu (Fu,
1965, 1974). B nacrosiiee Bpems B Sedum mpusHarot aBa moapozaa: Gormania (Britton)
Clausen u Sedum (’t Hart, Bleij, 2005; Thiede, Eggli, 2007). Gormania Bxmrouaet 110
BUJIOB, KOTOPBIE BXOAAT B cocTaB Kiajg Aeonium, Sempervivum u Leucosedum, a moj-
pon Sedum nacumteBaeT 320 BHIOB, ciaratomux kiaamxy Acre (van Ham, °t Hart, 1998;
Mort et al., 2001; Thiede, Eggli, 2007). K nocneaneii Tak ke oTHOCATCS 0koJio 180 Bu-
noB u3 pomoB Cremnophila Rose, Echeveria, Graptopetalum, Lenophyllum Rose,
Pachyphytum Link, Klotzsch & Otto, Thompsonella Britton & Rose u Villadia Rose.
Buasr Gormania oObIYHO OMYIIEHBI JKEIE3UCTBIMUA BOJIOCKAMH, UMEIOT IIIUPOKO CHIsS-
qrie 0OOBIYHO M30MEPHBIC YAIICIIUCTUKHA M PEOPUCTHIC CEMEHa, B TO BPEMs Kak IMpeJcTa-
BuTe Sedum — 3To B OCHOBHOM TJIAJIKUE, CO CBOOOJHBIMHM KHJICBATHIMHU YaIICINCTH-
KaMH, C CETYATON/CeTYaTO-MEeIKOOYTrOpKOBOM MOBEPXHOCTHIO ceMsiH. OHAKO CyIecT-
BYIOT UCKJIIOUCHHMSI B TIOJIPOIOBOM KJIacCU(HUKALIMKA HEKOTOPBIX TAKCOHOB, HAIIPUMED, S.
sedoides (Decaisne) Pau ex Vidal y Lopez, S. hispanicum L., S. gracile C.A. Meyer u
ap. ('t Hart, Bleij, 2005; Thiede, Eggli, 2007).

Cnabas M3y4eHHOCTh U3MEHYMBOCTHA OYMTKOB B MPHUPOJHBIX MOMYJISAIHUAX U UX
WCCJICIOBAaHHEC B OCHOBHOM II0 CITOPAJMYECKHM COOpaM TPUBEITH K MHOTOKPATHOMY

OIMMMCAHUIO MHOTUX BHUJAOB M 3allYTAHHBIM POACTBCHHBIM OTHOIOCHUSM BHYTPHU POJIad
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(KoxxeBHukoB, 1988). Pox B menom cumrascs HauOojiee MPUMHUTUBHBIM M JAPEBHUM
4JICHOM ceMelcTBa TOJCTIHKOBBIX (Schonland, 1891), Ho pe3ynbTaThl MOJIEKYJISIPHO-
(bUITOTEHETUYECKUX aHATM30B OMPOBEPTIIN Ty THUIIOTE3Y, IOMECTHUB €0 B BEPITUHHYIO
KJIay JpeBa TOJCTSIHKOBBIX, KJIAaCCHPHUIMPYEMYIO KakK IMOJCeMeHcTBO Sempervivoideae
(Thiede, Eggli, 2007). B noacemeiictBe Buabl SedUum cocTaBIIsIIOT OCHOBY Kiiag ACre u
Leucosedum (tpuba Sedeae), re oHM mepeMelIaHbl ¢ MPEACTABUTENIAMU HEKOTOPBIX
napyrux poaoB. Heckonbko ceBepoadpukaHckux Sedum BoOHIUIM B COCTaB  KJIaJbl
Aeonium (Tpuba Aeonieae), o0beauHIIOIICH MakapoHe3uiickue poaa Aeonium Webb &
Berth., Aichryson Webb & Berth. u Monanthes Haw. Buaer Sedum ser. Rupestria Ber-
ger (pox Petrosedum Grulich) dopmupyrot otaensHyro noaknaay (MM HE3aBUCHMYIO
KJIaay) B Kiaage Sempervivum (tpuba Semperviveae; van Ham, °t Hart, 1998; Mort et
al., 2001, 2002; Mayuzumi, Ohba, 2004; I'onuaposa u np., 2008; Carrillo-Reyes et al.,
2009). B ¢dunoreHeTnueckoM aHajiu3e Ha OCHOBAHWU PECTPUKIIMOHHBIX (parMeHTOB
xnJIHK Leucosedum siBiisiiiach 0JTHOM M3 caMbIX TojiepaHHbIX Kiaax (Van Ham, 1995;
van Ham, ’t Hart, 1998). Onnako, BO BceX JMAIBHEHIITNX MCCIIEIOBAHUSAX, OCHOBAHHBIX
Ha CPABHEHWH HYKJIEOTHUAHBIX MOCIIEIOBATEIBHOCTEN AnepHOU U xytoportactHor JIHK,
9Ta KjaJa BhIICIsIIACh 100 O0e3 cratucTrueckoi momnepkku (Mort et al., 2001), nubo
kak mnapaduinerudeckas rpymma (Mayuzumi, Ohba, 2004; I'onuapoBa u ap., 2008).
Leucosedum Bxirogaet B ceOst Buabl Sedum moapoaa Gormania u HEKOTOpbIE CEBEPO-
amepukanckue (Dudleya u Sedella) u espoasuarckue poma (Rosularia (DC.) Stapf,
Prometheum u Pistorinia DC.). Cuutaercs, uTo JaHHas rpymna BKiIo4daeT okojio 200
BUJIOB, MPEJCTABICHHBIX TATHIO — CEMBIO TPAJAMIIMOHHBIMU POJAMH, KOTOPBIE IO CHUX
MOp TUIOXO M3YYE€HBI COBPEMEHHBIMU METOJaMU MOJIEKYJIsIpHOU Ouosoruu. B nomomnHe-
Hue K Bugaam Gormania, B Leucosedum Takke MOT'yT BXOAMTH WICHBI mmojapoaa Sedum
(Mort et al., 2001; Mayuzumi, Ohba, 2004; I'onuapoBa u ap., 2008).

Knana Acre BxmrogaeT okoio 500 BUIOB, TPAIUIIMOHHO KIIACCUPHUITMPYEMBIX B
cemu pomax. OHa WMMeNa XOPOIIYI TOAJMCPKKY BO BCEX IMPOBEICHHBIX aHaIU3ax
(Thiede, Eggli, 2007). B xnany Bxoast npeacrautenn Sedum moapoga Sedum u 60:16-

IIMHCTBO SHIEMHUYHBIX aMEepHUKaHCKHX poaoB (Hampumep, Echeveria, Graptopetalum,
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Lenophyllum, Pachyphytum, Villadia u Thompsonella). ITpu cpaBHeHUN HYKJICOTHIHBIX
HIOCJICIOBATEIBbHOCTEH OBLIIO YCTAHOBJICHO pa3jeiicHUe 3ToW Kiajbl Ha EBpoasnaTckyro
u Amepukanckyro BeTBu (['onuaposa u ap., 2008; Carrillo-Reyes et al., 2009). [Tocnen-
Hss1 00pa3oBbIBajia XOPOIIO MMOJACPKAHHYIO TOAKIAAY C MaKapOHE3MHCKUM S.
farinosum B kavecTBe CECTPUHCKOTO TaKCOHA. A3WMATCKHE M €BPOICHCKUE BHUJIbI OBLIH
NPEJCTaBICHB HECKOJBKMMU YCTOWYMBBIMU JUHHSIMH C HEpa3pelICHHBIMHA OTHOIIE-
HUSMH, & UX 00IIasi BETBb HE MOJy4YHIIa MOACPKKH. B AMeprkaHCcKol Kiiaie ObUTH yC-
TaHOBJICHBI 5 nauHMK, 2 u3 koTophix, "Echiveria" u "Villadia", Obur moaupoaoBeIMuU
(Carrillo-Reyes et al., 2009). Monodumus Obl1a MOATBEPIKICHA TOJBKO JIJIS TPEX Po-
noB: Lenophyllum, Thompsonella u Pachyphytum.

Takum oOpa3zom, poa Sedum mo-npexkHeMy ¢1ab0 MCCIIeIOBaH M MOPSIOK BETB-
JIEHHsST OCHOBHBIX KJaJ M JHMHHN OCTAe€TCSA JIMIIb NPEIBAPUTCIHHO yCTAHOBJICHHBIM,

TosIbKO pojacTBo Acre/Leucosedum Heocmopumo.

1.3. Mapkepsl 115 pUI0reHeTHYECKUX UCCaeT0BAHUI

Monexynsapubiii unmu JJHK-mapkep — yuactok JIHK, npeacrasmsitonmii co6oii
ONpEENEHHBIA TeH WM HEKOJUPYIOUIYIO MOCIEA0BATENHOCTh C U3BECTHBIM PACIOJIO-
KEHHUEM Ha XPOMOCOME, KOTOPBI MOXKET HCIOJIb30BAThCA JUISl MACHTU(UKAILIMM Opra-
HU3MOB Ha Pa3HbIX TAKCOHOMHUYECKUX YPOBHAX. MOJNEKyIJISpHbIE MapKepbl CUUTAIOTCS
TPETHUM TOKOJIEHUEM TeHeThYecKkux mapkepoB (Xnectkuna, 2013). Im npemmectBo-
BaJIM KJIACCUYECKHE FeHeTUYecKre U OenkoBble Mapkepsl. [lpu 3ToM kinaccuuyeckuit re-
HETUYECKUN MapKep COOTBETCTBYET IE€Hy, ajUlelId KOTOPOIro pa3iuyaroTcs Ha YPOBHE
¢deHoTUma, B TO BpeMsl Kak OCJIKOBBIH MapKep COOTBETCTBYET I'€HY, aJIeId KOTOPOIro
OTJIMYAIOTCS TI0O MOJICKYJISIPHOM Macce Ha ypoBHe OenkoBoro mpoaykra. JJHK-mapkep
COOTBETCTBYET I'€HY WJIM € HEKOJIUPYIOIIEH MOCIeI0BATEIbHOCTH T€HOMA, BapUAHThI
(aymenu) xkotoporo paznuuatorcst Ha ypoBHe [JHK (Xnectkuna, 2013). Otu otnuuus
(AHK nomuMopdusm) MOxKHO 0OHAPYKUTh HECKOJIBKUMHU CIIOCOOAMM:

o rudpuan3anel ¢ OonpeneJeHHbIMU HYKJICOTHIHBIMU TMOCJEeI0BATEIbHO-

CTSIMU,
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o obpadoTtkoii JIHK sHnonykiea3aMu pecTpUKINY;

o CpaBHEHHEM JUIMH ()parMeHTOB, IMOIYYCHHBIX METOJAOM MOJUMEPa3HOU
nennoi peakiuu (I1LP);

o OnpeieSICHUEM HYKJICOTHUIHOMN MOCIIEI0BATEIbHOCTH (CEKBEHUPOBAHUEM ).

MonekynsapHbsie MapKepbl aKTUBHO MPUMEHSIOTCS ISl PEUICHUs] Pa3IUYHBIX BO-
IIPOCOB, BKJIIOYAIOLIUX OIpPEIEICHUE BUAOBON MPUHAJJIEKHOCTH, BBIACHEHUE CTEIECHU
POJICTBA pa3HBIX I'PYII OPraHU3MOB, UX T€HETUUECKOT0 oJuMop(du3Ma, yCTaHOBICHHE
¢dunorennn, oOHapy)eHHE TOTO HIIM HHOTO MOJIE3HOTO MIPU3HAKA.

Jlis aHanu30B (PUIOreHeTUYECKUX OTHOIIEHUH ucnomnsiytoresa JJHK-mapkepst u3
pa3HbIX KOMIAPTMEHTOB KJIETKU — SAEPHbIE, MUTOXOHAPUAIIbHBIE, XJIOPOIUIACTHBIE Te-
HBbl U HeKoJupyroue (cneiicepHsie) yyacTku. Kak mpaBuiio, Ipu UCCIEIOBaHUIX Ha
HU3KHX TAKCOHOMHYECKHX YPOBHAX (BUI—POA—CEMEHCTBO) MPEANOYTEHHE OTIACTCS
OoJiee BaprabenbHBIM (00Jiee MHPOPMATUBHBIM) MapKepaM, a Ha BRICOKUX — 00Jiee KOH-
CEpBATHUBHBIM, HO BCE-TaKH U3MEHUUBBIM JIOKyCaM.

OCHOBHBIMM Ka4€CTBAMHU XOPOILIETO N'€HETUYECKOTO MapKepa sIBISIOTCS:

o BcTpeyaemocth B JIHK Oonbiioro urcia opraHu3MoOB, YTO MO3BOJISIET KC-
M0JIb30BaTh JAHHBII MapKep Ha BICOKUX TAKCOHOMHUYECKUX YPOBHSIX;

o yI0OCTBO 3KCHEPUMEHTAILHOM pabOThl ¢ MapKEpOM JJisl MOJYyYEHHUs A0C-
TOBEPHBIX JaHHBIX (HEOOJbIIAs JJIMHA, OTCYTCTBHE YYaCTKOB CO CIIOXKHOW CTPYKTYPOH,
HOBTOPOB, MOOMJIBHBIX 3JIEMEHTOB U MICEBJOT€HOB, KOTOPBIE MOTYT MOBJIHAThH Ha MOJIY-
YCHHBIC PE3YJIbTATHI);

o BBICOKAsl CKOPOCTh HAKOTIJICHUSI MyTallUK.

Takum oGpazom, BeiOop JIHK-mapkepa, mogxoasiiero 1jsi TOrO WM WHOTO HC-

CJICIOBaHUS, SIBJISIETCS OUEHDb Ba)KHOM 3aJaucH.

1.4. BHyTpeHHHe TPaHCKPUOUPYeMbIe creiicepbl pUOOCOMHBIX F€HOB
Mectom nokanuzanuu pJIHK Ha xpomocoMax SIBISIOTCS SAPHIIITKOOOpA3YIOIINE
peruonsl (S1OP), B KOTOPHIX pUOOCOMHBIE T€HBI OPraHU30BAHbBI B BUJIE€ MHOKECTBA TaH-

JIEMHBIX TOBTOPOB (KJIACTEPOB), KAXKIBIA U3 KOTOPBIX COAEPKUT reHbl 18S, 5.8S u
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28S/26S PHK, pa3neneHnble BHyTpeHHUMH TpaHCKpuOupyembimu creiicepamu (ITS1 u
ITS2). Creiicepsl TpaHCKpUOMPYIOTCS B COCTaBe MpeIecTBCHHUKAa prudocomuoit PHK
(pPHK), a 3aTem ymanstorces B pe3yJibTaTe CIIaiCHHTA.

Ha pucynke 4 n300pakeH Kiactep puOOCOMHBIX T€HOB, coepkantuii I TS peru-
OH, KOTOPBI COCTOUT U3 TPEX CTPYKTYpHBIX eauHuil: criericepoB I TS1, ITS2 u Beicoko-

KoHcepBatuBHOTO 3k30Ha 5.8S pJ/IHK, pacmomoxennoro mexay wumu (Wheeler,

Honeycutt, 1988).

265

&
L 4

IGS ITS

Pucynok 4 — Cxematuueckoe m3obOpaxkenue obmactu p/IHK pacrenmit (mo: Poczal,
Hyvonen, 2010). O6p3nayenus: ITS — ITS peruon; ITS1 u ITS2 — BHyTpeHHHE TpaHC-
kpubupyemsie crneiicepsl; |GS — mexrennsiii cneticep; ETS — BHemHuit TpanckpuOu-
pyemsbrii crneiicep; NTS — nerpanckpubupyemslii cmericep; TIS — yuyacTok Hawana

TPAHCKPHUIILUH.

Hmuna ITS pernona pacrenuit Bappupyer oT 500—700 mH y TOKPBITOCEMSHHBIX
(Baldwin et al., 1995) mo 1500-3700 mH y HekoTopbix ronocemsHHbix (Alvarez,
Wendel, 2003). ¥ mo3BOHOYHBIX KHBOTHBIX JUIMHA Kaxxaoro creiicepa (ITS1 u 1TS2)
npeBocxoauT 500 mH. [Ipu sToM y pb16 u amduodwmii 3Ta ammHa cocrasisietr 400—600 mH,
y perntwinii 400-700 mH, y ntun U muekonurtaronmx nocturaer 1000 ma (Coleman,
2015).

Creiicepnl ITS1 u ITS2 He BXOaAT B 3peiibie prOOCOMBI, TaK KaK BBIPE3AOTCS BO
BpeMst co3peBanus pubocomuoit PHK (Hadjiolova et al., 1984; Venema, Tollervey,
1999). CnenoBaTenbHO, MOKHO ObLIO OBI MPEOJIOKHUTH, YTO ATH CIEHCEPhl HAXOIATCS
0]l MEHBIIINM JIaBJIeHHEeM 0TOopa, yeM renbl pPHK, u ux MoxHO paccmaTpuBaTh Kak

HEUTpaJbHO SBOJIOIMOHUPYIONIME Mapkepbl. OMHAKO 3TU CHEHCcephl COep)KAT CUTHA-
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nel K niponeccunry pPHK, n Bech nmponecc co3peBannst BO MHOTOM 3aBUCUT OT BTOPHUY-
HOM cTpyKTyphl ITS. Bbulo ycTaHOBJIEHO, UTO KOHCEPBATUBHAs BTOPUYHAS CTPYKTypa
o0oux creicepoB BakHA JJIsI MPAaBUIBHOTO HABEICHUS SHIOHYKJICOTUTHUECKHX (ep-
MEHTOB K crienuduyeckuM caiiram Beipe3anus (Mai, Coleman, 1997; Coleman, 2015).
OKcnepuMeHTAIbHO ObUIO MOKAa3aHO, YTO B CIIy4ae, KOrja OMpPE/IeNICHHbIE CTPYKTYPbI
ITS2 He 00pa3oBBIBAIMCH, TPOUCXOIUIIO HAPYIICHUE COOPKH OOJBIIUX CyOBETUHUIL
pudocom (Coté et al., 2002; Chen et al., 2004; Gottschling et al., 2004).

Hauwnnas ¢ padotsr Porter u Collins (1991), ITS peruon crai HIMpoKo HUCIOJIB30-
BaTbCs 151 (PUIIOT€HETUYECKOM PEKOHCTPYKLIMH, B OCHOBHOM, Ha POJAOBOM U BHJIOBOM
yposae (Baldwin et al., 1995; Alvarez, Wendel, 2003; Feliner, Rossells, 2007).

ITo cpaBHenuto ¢ apyrumu JJHK-mapkepamu I'TS pernon odnagaer cieayronummu
IIPEUMYLIECTBAMMU:

o [THP ammnudukanus ¢ yHUBepCaIbHBIMU MpaiMepaMu JJI Pa3HbIX TPy
OpTaHU3MOB.

o MynbsTukonuitHas cTpykrypa. M3-3a TOro, 4ro B reHOMe€ NpPUCYTCTBYET
OOJBIIIOE KOJUYECTBO TaHJEMHBIX MOBTOpoB siaepHbix p/IHK (cotHm u mHorma naxe
THICSYM KOMUH), OHU aMIUTU(PUIIUPYIOTCA Jierue, YeM OOJBIIMHCTBO HU3KOKOMUWHBIX

AACPHBIX JIOKYCOB.

. YMepeHHbI pa3Mep, MO3BOJISIOIINN OTHOCUTEIBHO JIETKO CEKBEHUPOBATH
MOCJIEA0BATEIBLHOCTH.
o JByponutenbckoe HaciaeaoBaHue. Tak KaK KJacTepbl T€HOB, KOAUPYIOIIUX

pubocomusie PHK, Haxonstcs B simepHom reHome, nocneaoBarenbHoctu ITS pernona
HACIIEYIOTCS OT 000MX poauTesei, yTo oTandaeT ux oT jokycoB xnJIHK. brnaromaps
ATON OCOOEHHOCTH MapKep MOXET UCIOJIb30BAThCS ISl U3YYCHUS SBJICHUN CeTYaTOU
9BOJIIOIMH, BUA000Pa30BaHuUs IIyTeM THOPUAN3alnY WiIn nouiuionan3anuu (Rieseberg
et al., 1990; Rieseberg, Soltis, 1991; Baldwin, 1992; Rieseberg, Wendel, 1993; Kim,
Jansen, 1994; Baldwin et al., 1995; Wendel et al., 1995).

° BeICTpBIIl TeMI 3BOJIIOIMU 3TOTO y4acTka (0T 1,72><1O'9 hi (o) 8,34><10'9 3a-

MEH/CaliT/roj] y TpaBsHHUCTBIX pacTenuii i ot 0,38x10° o 7,83x10° 3amen/caiit/ron y
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MHOTOJICTHUX JpeBecHbIX pactenuii; Kay et al., 2006), uro menaer ero ygoOHBIM Map-

KEpPOM ISl UCCIIEI0OBAaHUM B (PMIIOT€HETUKE, BUA000pa30BaHUU U Ouoreorpauu.
bnaronaps nepeuucnenssiM npeumymectsam, ITS pernon p/IHK sBasercs oxn-

HUM U3 cambix nonyispHbix JJTHK-mapkepoB, ucnonb3yeMbIx B (PUIOTEHETHUECKUX pe-

KOHCTPYKITUSIX.

1.5. boabmoe yucjo xonuii pJIHK u ux corjiacoBanHasi 3BoJII0LMsI

B renome sykapuoT HaXOAUTCS OOJBIIOE YUCIIO MOBTOPSIIOUIUXCS HYKICOTHIHBIX
IocJen0BaTeNbHOCTEN. bonbimas ux yacTe sBusercs Hekoaupyromeit JJHK, ocranbabie
MPEACTaBIAIOT co00i MynbTUTeHHBIE cemeiicTBa (Liao, 1999). MynbTureHHbie ceMen-
CTBa BO3HUKAIOT B PE3yJIbTaTE HECKOJBKUX AYIUIMKALMI OJTHOTO MPEIKOBOIO reHa, Mpu
KOTOPBIX YHCIJIO KOMHUWA B UTOT'€ MOXKET JOCTUTaTh OT HECKOJBKHUX €IUHHII, 10 HECKOJIb-
KHMX ThICAY. I'€HBI TAKMX CEMEWCTB MOTYT PacloJlaraTbCs B OJHOM JIOKYCE XPOMOCOMBI
a1M00 B HECKOJIBKUX (MHOTJA Jake Ha pa3HbIX XxpoMmocomax). Cpenu npuMepoB MYJIbTH-
TEHHBIX CEMEICTB MOXHO IPUBECTU T'€Hbl aKTHHA, T€MOITI0O0MHA, UMMYHOTJI00YJIMHOB,
TyOynuHOB, HHTEp(EPOHOB, TUCTOHOB, renbl p/IHK u T.1.

[Ipu M3y4eHUH MYJIbTUTEHHBIX CEMEHCTB OBLIO OTMEUYEHO, YTO €CIU B OJHOM U3
KOITMI FeHa IMPOUCXOAUT MyTalMsl, BCE OCTaJIbHbIE KOIIMU CO BPEMEHEM IMOJIYYarOT TOY-
HO TaKyIO K€ MyTalui0. 9TO COOBITUE, MPU KOTOPOM MPOUCXOJUT TOMOIE€HU3ALHUS 11O-
BTOPAIOIIMXCS  IOCJIEIOBATEIIBHOCTEN, HA3bIBACTCS  COIJIACOBAHHOW  JBOJIOLIUEN
(Arnheim, 1983; Elder, Turner, 1995; Zimmer et al., 1980).

Ha pucyHnke 5 nmokazaHa MOJ€Nib COIVIACOBAHHOW 3BOJIIOLIMM MYJIBTUTE€HHBIX Ce-
MeUCTB. MyTanus, BOZHUKAIOIIAsA B CIEHUCEPE OAHOM M3 KONMUM TaHAEMHBIX ITOBTOPOB
Ha XpOMOCOME, paclpoCTPaHsAETCs MO CIieicepaM APYTrUX KOMUM C ITOMOIIbI0 MEXaHU3-
MOB BHYTPHUXPOMOCOMHOM T'OMOT€HHM3allMH. 3aTe€M, MYTEM MEKXPOMOCOMHOW T'€HHOU
KOHBEpPCUH, MyTallusl paclpOCTPAHIETCS HA OJUH U3 CIEHCEPOB TOMOJIOTMYHOM XPOMO-
combl. Jlanee myrtauusi pUKCUpyeTCs BO BCEX OCTaJbHBIX KOMUSAX JOMOJHUTEIbHBIMU
[IUKJIaMi BHYTpUXpomMocoMHOM romoreHu3anuu (Liao et al., 1997). Ilpouecc, mocpen-

CTBOM KOTOPOTI'O MyTallMH PACIIPOCTPAHAIOTCA KaK BHYTPH I'CHOMA, CPCaAU I'CHOB MYJIb-
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TUTEHHOTO CEMENCTBa (TOMOTEHU3AIHS ), TAK U CPEN 0COOEH B MOMySuy ((puKcarms)
Hoygep (Dover, 1982) na3Ban «MoJieKyJapHbIM ApaiiBom» (molecular drive). Moneky-
JISIPHBIN IpaiiB Tak»Ke€ MOXHO HAa3BaTh MOCIEIO0BATEIBHOCTHIO PA3IUYHBIX COOBITHIA,
OCHOBAHHBIX HA MEXaHU3Max ogHOCTOpoHHero nepenoca JJHK BHyTtpu ogHoN xpomo-
COMBI U MEX]Iy XpPOMOCOMaMH: T€HHOW KOHBEPCUH, TPAHCIIO3UIIUSIX, MPOCKAIb3bIBAIO-

niei perumkanuu 1 PHK-onocpenosannom neperoce (Dover, 1986).

SO D> DT>

|
MyTtaima

BHYTpI/]XpOMOCOMHa}I TOMOTI'CHH3alliAd

ESSSHC > H > T D> > >
T > >—A— D>—1— >——1— >—1 >

Mexcxpomocommaﬂ T'CHHaAd KOHBCPCHA

S DD DKL=
e DA A >—A— D> D >—_— > >—1—

BHYTpPD(pOMOCOMHaH TOMOT'CHH3allHAd

/
CESSHC DO LK K Lo * L LS5

Pucynox 5 — Mojenb coriiacoBaHHON BOJIONUNA MYJITUTEHHBIX ceMeicTB (To: Liao et
al., 1997). Iloka3anbl Tannemuble oBTOpsl JJHK B 1BYyX rOMOJIOTMYHBIX XPOMOCOMAX.
['eHbl n300paxeHbl CTPEeNIKaMH, MEKTCHHbIE CIIEHCepbl — TUHUSAMU, MyTalliU MTOKa3aHbl

B BUIC KPCCTHUKOB.

bbu10 yCTaHOBIIEHO, YTO MOCIIE CKPELIMBAHUSA, TOIUIIIIONIN3ALANA UM T€HOMHBIX
U3MEHEHUH (TeHHas U XpOMOCOMHAas AYTUTMKALMS, U Jpyrue GopMbl TOMOJOTUYHBIX U
HErOMOJIOTUYHBIX PEKOMOMHALIMN) COTJIACOBAaHHAS HBOJIIOLMS HE MPOUCXOAUT MTHO-
BeHHO. ClieoBaTeIbHO, MOCE ATUX COOBITUN M'€HHBIE KOMMMU HE TOMOTE€HU3UPOBAHBI, U

B F€HOME MOTYT ObITh npecrapiienbl nuBeprentHeie JJHK-nosTopsl. ITS pernon pIHK
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MOXXET OBITh BaXXHBIM HMCTOYHHKOM WH(OpPMAIMU NJIs BBISIBJICHUS JTaHHBIX COOBITHI
(Emshwiller, Doyle, 1998; Vargas et al., 1999). Oanako B 3TOM cily4ae CTOUT YUUThI-
BaTh, YTO JTUBEPIEHTHBIC KOMUH OYyAYT aMIUTU(DUIIMPOBATHCA KaK KOHCEHCYC MHOTHX
YYaCTKOB CO CXOJTHBIMH MPAaiMEPHBIMH CaTaMH B OJHOM HWJIM HECKOJIbKHX JIOKyCax,
OOBIYHO PACIOJIOKEHHBIX Ha pa3HbIXx Xxpomocomax (Feliner, Rossello, 2007). Ects aBa
TUTA KO, KOTOpbIe MOTYT ObITh 0OHapyxkeHbl B pe3ynbrare [IL[P. IlepBbrit — 310 T0-
CJIEIOBATENLHOCTH W3 JPYTHX JOKYCOB, MMEIOIINE TOT XK€ pa3Mep, HO OTINYAFOIINECS
HYKJICOTUIHBIMU TTostMopdu3MamMu (SNPS) B pa3nuuHbIX MOJOKEHUSX ITHX MOCTIEI0-
BaTelIbHOCTEH. BTOpOil — OoTnM4YHbBIE MO pa3Mepy MOCIEA0BATEILHOCTH HM3-32 BCTAaBOK
win genenuii. [loaToMy ompeneneHre HYKICOTUIHBIX MOCIEA0BATEIbHOCTEN JIOKYCOB
U3 MYJBTUTCHHBIX CEMEHCTB MPOIINE MPOBOAMTH IMOCIE 3aBEPIICHUS COTIACOBAHHOM
HBOJTIOITMH, TaK KaK BCE MMOBTOPHI UICHTUYHBI M HE OYAYT BHI3BIBATh HAJIOKEHUE MTHKOB
Ha XpoMaTorpamMme Ipu CEKBEHUPOBAHUMU.

OpHako y HEKOTOPBIX BUAOB pacTeHHil OOHAPYXKEHBI CBUICTENHLCTBA HECOTIIACO-
BanHo# 3Bosroruu ITS pernona (Ruggiero, Procaccini, 2004; Harpke, Peterson, 2006;
Bayly, Ladiges, 2007). 3To MOXeT OBITh CIICICTBUEM TOTO, YTO BHJI000PAa30BaHHUE HJICT
ObICTpee, YeM coTiiacoBaHHas IBoJoNUsA. [Ipy 3TOM B 0fHOM TeHOME OyIyT MPUCYTCT-
BOBAaTh pa3Hble mapajoruynbie komuu. C Ipyroil CTOPOHBI, MapaJOTUYHBIE MOCIEI0BA-
tesnbHOCTH pJIHK MOryT pacnonaratscsi HA HETOMOJIOTMYHBIX XPOMOCOMAX, YTO MOKET
NpenATCTBOBaTh MX MojHON romoreHu3zammu (Ochieng et al., 2007). Hekotopbie komuu
MOTYT TEPSATh CBOIO (DYHKIIMOHAJIBHOCTh, UX HA3bIBAIOT TceBIoreHamu. Kak mpasuio,
9TH HEQYHKIMOHATBHBIC KOIMHA XapaKTEPU3YIOTCS MOBBIIIIEHHON CKOPOCTHIO HAKOILIC-
HUS MyTalliii B KOHCEPBATUBHBIX PETHOHAX, YTO MPUBOJAUT K YMEHBIIIEHUIO CTAOUITbHO-

CTH BTOPUYHOM CTPYKTYphI criericepoB ITS1 u ITS2 (Bailey et al., 2003).

1.6. MoneaupoBanue BTOpUYHOM cTPYKTYphI ITS peruona
Pubonyknennonas kuciora (PHK) cocrout u3 yeTbipex BUIOB a30TUCTHIX OCHO-
BaHuil: anenuH (A), ryanut (G), quto3uH (C) u ypauui (U). CTOUT OTMETUTH, YTO MO-

nekynsl PHK, B otnmmume or JIHK, moctpoeHsl 3 OIHOW NMOJMMHYKICOTUAHOM LIETIU.
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Bropuunas crpykrypa PHK Bo3HuKaeT npu B3aMMOAEHCTBUH KOMILUIEMEHTAPHBIX APYT
JpyTy y4acTkoB 1ienu. [Ipu aTom oOpa3yroTcs ABOMHbBIE CIMPAIN U OCTaBIIMECs Heca-
PEHHBIMU OJIHOLIETIOUEYHbIE YYacTKu. B hopMupoBaHUU BTOPUYHOI CTPYKTYPhI y4acT-
BYIOT BOJOpoaHbIe (YOTCOH-KpUKOBCKHE) CBSA3M, BOSHUKAIOIIME MEXAY OCHOBAHUSIMU
HEKOTOPBIX HYKJIEOTUIOB. Takue cBA3M MOTyT Bo3HUKATh Mexay A u U, mexay C u G
u mexay G u U. Ilapsl ocHoBannii A—U n C—G Ha3pIBalOTCSA KIACCUYECKUMU, KOMILIE-
meHTapHbIMH; Tlapa G—U — Hekmaccuueckoi ("wobble" mapa). Cesze C—G — camas
cwibHasi, Torna kak cBsi3b G—U sBisieTcss camoil cinaboil U MOXKET BO3HHMKATH TOJBKO
IIpU ONpesesieHHbIX ycioBuax. Kpome Bropuunoi ctpykrypsl, PHK MoxeTr 00pa30BbI-
BaTh TPETHUYHYIO U YETBEPTUUHYIO CTPYKTYphl. TpetnuHasa crpykrypa PHK wacto cra-
OUIM3HPOBAHA MOHAMH IBYXBAICHTHBIX METAILIOB, HAIpUMep HoHamu Mg?*, CBs3bI-
BAIOIIUMHUCS HE TOJIBKO C (hochaTHBIMU TPyMHIIaMH, HO U C OCHOBaHUSIMU. YeTBepTUUHAS
ctpykrypa PHK xapaktepusyercs B3auMoieicTBHUEM OTIeNIbHBIX Mojiekysl PHK mMexny
co0oi 1 ¢ OeTKaMH.

OpnuHOuYHBIE TTapbl OCHOBAaHUN TEPMOJMHAMUYECKH HE CTAOWIIbHBI, OJIHAKO MPHU-
CYTCTBHE HECKOJIbKUX TOCJIEIOBATEIIbHBIX Map MPUBOJIUT K 3HAYUTEIHLHOMY YBEJIUYe-
HUIO CTaOMJIBLHOCTH: oOpasyeTcsi crupaib (crebens). Ha pucynke 6 mpuBencHsl pas-

JIMYHBIE 3JIEMEHTHI BTOpUYHOU CTpYKTYyphl PHK.
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Pucynok 6 — ocCHOBHBIE 3IeMEHTBI BTOpUYHOM CTPpYKTYphl PHK.
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OpnnonureBsle yuactku PHK, orpaHnyeHHble criapeHHBIMU OCHOBAaHUSMM, Ha3bl-
BatoTCs NeTisiMU. [leTii MoryT OBITh Kak Ha KOHIIE CIUPaM (BepXyllleuHas MeTs ), Tak
YU BHYTPM CaMOW couvpainu (BHYTPEHHsA META). ['pylna HecnapeHHbIX OCHOBaHUU
TOJBKO B 0qHOM U3 HUTEe PHK Ha3pIBaeTCs BBINIETIIMBAHUEM HWIIA BBITYKIIOCTBIO.

Bropuunas ctpykrypa monekyn PHK wurpaer BaxHyi poib B KU3HU KIETKU:
Y4aCTBYET B PEryJsiIMM Takux mpoueccos, kak tpanckpunuua JJHK, cnmanicuar PHK,
U3MCHCHHE aKTUBHOCTH IreHOB ¢ momoirsio MuKpoPHK u pubonepekmouareneri (Wan
et al., 2011). Kpome Toro, CTpykTypa MOKET BIMATh Ha B3aumojeiicteue PHK ¢ mose-
KyJamu, Hanpumep, co creunduueckumu o6enkamu RBP (RNA binding proteins).

N3yueHne BTOPUYHON CTPYKTYPBI MOXKET IPOBOJUTHCS € MTOMOILBIO 3JIEKTPOHHOM
mukpockormu (Gonzales et al., 1990), xumuyeckux uccienoanmii (Yeh, Lee, 1990),
caiiT-HampaBieHHOro Mytarenesa (Sande et al., 1992) u peHTreHOCTpYKTYpHOTO aHau-
3a (Guo et al., 2004), HO Bce 3T METOBI CIOXKHBI U oporocrosiiu. C pa3BUTHEM KOM-
NBIOTEPHOTI0 MOJIETMPOBAHUS MTOSIBUJIOCH MHOXKECTBO MPOrpaMM M MHTEPHET CEPBHUCOB,
MO3BOJISIOIINX CMOCIUPOBATh BTOPHUHYIO CTPYKTYpY AaHHoro perrvona PHK (Schultz
et al., 2005).

OnHuM U3 cnoco0OB MpeACcKa3aHusl CTPYKTYpP ABISIETCS KOBAPUALMOHHBIN (3BO-
mouuoHHbI) Meton (Enukees, 2014). On ocHOBaH Ha TOM (haKTe, YTO MHOXKECTBO U3-
BeCTHBIX CTpYKTYp PHK KOHCEpBaTHBHBI, TO €CTh COXPAHSAIOTCS B MPOLIECCE IBOTIOLUH,
MOCKOJIBKY JIF000€ OTKJIOHEHHE OT ATOM CTPYKTYpPbl MOKET MOBJIEUb 32 COOOM cepbes-
HbIC HapylleHus U cMepTh opranuszma. Hanpumep, Bce TPHK nmeror ctpykrypy, mo-
NOOHYIO JINCTY KJIEBEpa, MOCKOJBKY 3TO BAXKHO JJII MX y4acTUs B MPOLECCE CHUHTE3a
Oenka. B xoBapuallmOHHOM METOJE MPOM3BOJIUTCS MOWCK KOHCEPBATUBHBIX IMap HYK-
JICOTU]IOB CPEAM TOMOJIOTMUHBIX T€HOB (IBOJIIOLIMOHUPOBABIIUX OT OOILIEr0 MPEAKOBOrO
reHa) U BTOpUYHAsl CTPYKTypa ONpEeNEesieTcsl MyTeM UCCIeI0BaHUs MaTTEPHOB KOHCEP-
BaTUBHOCTH Tap HYKJICOTU OB B TeHax u3 marpulibl nanubix (Hofacker et al., 2002).

Ecnu B pacniopsikeHUM UCCIeI0BATENsl MMEETCA He OrpOMHAsi MaTpula JaHHbBIX, a
TOJIBKO OJIHA WJIM HECKOJBKO IOCJIEI0BATEIBHOCTEM, HMEET CMBICI BOCIOJIb30BATHCS

TepMOAMHAMUYECKUM MoaennpoBanuemM. Mosekynsl PHK crpemsrcss k cocrosiHuio ¢
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MUHHMYMOM cB0OOaHO# 3Hepruu (AG), mo3TOMy Ha OCHOBAaHUM MHHHMH3ALUHU ITOTO
napameTpa, CTPOATCS BCEBO3MOXKHbIE KOH(UTYpallud BTOPUYHON CTPYKTypbl. Jlamee
Cpelld HUX MPOBOJST MOUCK HanboJiee CTaOUIILHOM, KOTOpasi U CUUTAETCS HauboJjee Be-
POSITHOM CTPYKTYPOH.

Tunoko € coaBropamu (Tinoco et al., 1971) pa3paboraix METO OLIEHKH BTOPUY-
HoM cTpykTypbl PHK Ha ocHOBaHum paznaeneHus mocienoBaTebHOCTH HA OTAEIIbHBIC
YacTH, & UMEHHO TETJIM, BBINECTIMBAHUSA U COUPAIU. DTUM 3JIEMEHTAM IPUCBANBACTCS
OTIPEJICTICHHOE YHMCJIOBOE 3HAYEHHUE, B 3aBUCHUMOCTU OT TOTO, CTAOWUIIU3UPYET JIU DIie-
MEHT OOILYI0 BTOPUYHYIO CTPYKTYpY WM JecTadmnnsupyer. Hampumep, netisam npu-
CBAMBAETCs OTPULATENILHOE 3HAUEHUE, YTO BEJET K YBEJIUUEHUIO CBOOOAHON SHEPTUH, a
CHUpAJIAM IPUCBAUBAETCA MOJIOKUTEIBHOE 3HAYEHUE, YTO B CBOKO OYEpPENb BEIET K
YMEHBUIEHUIO CBOOOAHOM 3HEepruu. Tak:ke aBTOpaMu BBOJMUTCS MOHITHE MATPHIIbI Clia-
PUBaHMS HYKJIEOTHIOB. B 3TOM ciyyae yxe KaKJoi nape HyKJI€OTHI0B IPUCBAaUBACTCS
HEKOTOPOE MOJIOKUTEIBbHOE 3HAYEHHE, €CIIM OHH MOTYT 00pa30BaTh Mapy, Wik OTpHUIla-
TEJIBHOE, €CJIM HE MOryT. /lajee Ha OCHOBaHMM MAaTPUILbl CIIAPUBAHUS HYKJICOTHIIOB U
uHGOpPMAaIIMK O MOJIOKUTEITPHOM M OTPULATENIbHOM BKJIAJIE B DHEPIHUIO CIIUpAJIEH U Ie-
T€JIb MOKHO paccuuTarh Hanbojiee BEPOATHYIO BTOPUUHYIO CTPYKTYpy (BunHorpamosa,
2016).

B 1981 roay Obu1 pa3zpaboTaH aJrOpUTM JTMUHAMUYECKOTO MPOTPAMMHUPOBAHUS
3ykepa (Zuker, Stiegler, 1981), B koTOpoM CBOOOHAsI SJHEPTUSI BTOPUYHON CTPYKTYPBI
CUMTAETCS] KaK CyMMa CBOOOJHBIX SHEPTUIl OTAENBHBIX 3JIEMEHTOB — METEIb U Map Oc-
HOBaHUM, 00pa3yOIIMX CIHUPaIb. DTOT NPUHIUI 3aJ0KEH B MPOLECCE KOMIBIOTEPHOTO
MOJICIMPOBAHUSI BTOPUYHBIX CTPYKTYp cepBepa Mfold (Zuker, 2003) u B oueHb kpat-
KOM BHJI€ €r0 MOKHO MPEJCTAaBUTh KaK IMOIIATrOBbIM, OTpaXaroluil MOCIeA0BaTeIbHbIN
poct MonekyssipHoi nienu PHK. Bravane nnuHa nenu yctaHaBiauMBaeTcs paBHOM HEKO-
TOPOW BEIMYMHE, HA3bIBAEMOM HAYaJbHOM UIMHOMW. Y NINHHEHUE BTOPUYHOM CTPYKTY-
PbI IPOU3BOJIUTCS MOBTOPSAIOMIMMCS 100aBJIECHUEM K HEW HOBBIX CIUpajeil Tak, 4ToObl
o0ecneunBaCcss MUHUMAJIBHBIA OTPUIATEIBHBIN TPUPOCT CBOOOAHON SHEPTUU MOJIEKY-

ne1 (Ko3eipesa u ap., 2001).
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BaxxHo oTMeTUTH, YTO PE3YyJbTATHl TEPMOJUHAMUYECKOTO MOJEIHPOBAHUS BTO-
PUYHOM CTPYKTYpbl HEOOXOJIMMO BHUMATEJIBbHO AHAJIMU3UPOBATH, TaK KaK 4acToO IMpO-
IrpaMMbl PaCCYMTHIBAIOT I OJHOM IMOCIEI0BAaTEIBHOCTH Cpa3y HECKOJBKO CTPYKTYP,
ONMM3KKX 10 3HaveHuto cBoOoaHOM sHepruu (Goertzen et al., 2003). Kpome Toro, 6b110
nokasaso, 4to crpykrypa PHK, xapakrepusyromascs MUHIMaIbHOW CBOOOIHOM 3HEP-
THEH, He BCET/Ia Pea3yeTcs B KJIETKE U BHIMOJHsET Ononorndeckue Gynkmuu (Ding et
al., 2005). DTo 00BsACHSAETCS TEM, YTO CTPYKTYPHI B KIETKE CTAOMIM3UPOBAHBI TPETHUY-
HBIMH M YE€TBEPTHYHBIMHU B3amMojeclcTBusMU. bonee Toro, Hekotopeie PHK (Hampu-
Mep, pUOONEPEKIIIOUATENIN) CYIIECTBYIOT Cpa3y B HECKOJIBKUX (PYHKIIMOHAJIBHBIX KOH-
dopmanmsx (Vitreschak et al., 2004; Coppins et al., 2007).

bnaronaps otkpbITHIO criocoOHOCTH oHonenoueyHo pPHK ¢popmupoBats BTO-
PUYHYIO CTPYKTYpPY, MOSIBUJIOCH HOBOE HampaBieHHE B (ujoreHeruke. Mojaenu BTO-
PUYHOM CTPYKTYphI CTAJId HCIIOJIB30BATh JJI OAHO3HAYHOIO BBIPABHUBAHUS JHUBEP-
TEHTHBIX MOCJIEI0BATEIBbHOCTEM, TAK KAK OHU JAIOT BO3MOXHOCTb ONPEAENATh YYaCTKH,
dopmupyromue romonornynpie crimpanru PHK (An et al., 1999; Kelchner, 2000;
Gottschling et al., 2001). Kpome Toro, BaXXHOCTh METOIa MOJICITUPOBAHMS CTPYKTYp CO-
CTOUT B TOM, YTO OH IO3BOJISIET PEKOHCTPYUPOBATH (PUIIOT€HUIO, OCHOBAHHYIO HE TOJIb-
KO Ha MH(OpMAIMU O TIEPBUYHBIX MOCIIEIOBATEIHLHOCTIX (CEKBEHUPOBAHUH), HO TAKXKE
¥ Ha OCOOEHHOCTSAX BTOPUYHON CTPYKTYPHI.

B Hacrosiiee BpeMs yCTaHOBJIEHBI BTOPUYHBIE CTPYKTYpPhI TpaHckpuntoB [TS1 u
ITS2 6omabioro uncia sykapuoTruueckux opranuszmon (Coleman, 2015; Puc. 7). O600-
HIeHHasi BTOpUYHas cTpykrypa crneiicepa ITS1 GonpmmHCcTBa 0€CIO3BOHOYHBIX MpPEI-
ctaBisieT coooit Tpu crupanu (I, 11 u 1), 3a kotopeimu cnexyer CA-Goratelii oHOLIE-
NoYeyHbIN ydyacTok u kopotkas cnupaib |V (Coleman, 2015; Puc. 7). O6mieit ocodeH-
HOCTBIO JUIsl HUX SIBJIIETCS OAHOllenoyedyHass A-OoraTas mociaeaoBaTeIbHOCTb, TPUMbI-
karorias k reny 5.8S pPHK. Beuio ormeueno, uro y apoxokeit ciimpans 1V gacto oTcyT-

CTBYET.
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Pucynok 7 — O060OI1IeHHbIE BTOPUYHBIE CTPYKTYpPhl BHYTPEHHUX TPAHCKPUOUPYEMBIX
cneiicepoB ITS1 u ITS2 pactenuii, apoxokeit u no3BoHouyHsix (rmo: Coleman, 2015, ¢
U3MeHeHUsIMH). ['ajouku 0003HaYaI0T CalThl PECTPUKIMU. 3HAKOM BOIIPOCA OTMEUYCHBI
IpEeIoJiaraéMble CalThl peCTPUKINH, CYIIECTBOBAHUE KOTOPBIX €lle HE OBLJIO JOKa3aHO

9KCIICPUMCHTAJIbHO.

Creiicep ITS1 mo3BOHOYHBIX OTIAMYAETCS OT TAKOBOTO Y APYIMX OPraHU3MOB. Y
MJIEKONUTAIOIIMX OH UMEET JIEBITh COUpPAJIEH, HEKOTOPhIE U3 KOTOPBIX SIBJISIOTCS pa3-
BeTBIeHHBIMU. Kpome Toro, orcyrctByer CA-OoraThiii OAHOLENOYEYHbIN ydyacToK. OT-
anuuTenbHas oco0eHHOCTh [TS1 nTuil 1 MIEKONMUTAIOMIKMX 3aKIII0YAETCS B MPAKTUYECKU
UJEHTUYHON (C pa3HMIIEH JIUIIb B OJIMH HYKJIEOTH) MOCIEAOBATEILHOCTU AIUHON 15

HT Ha 3'-CTOpOHE KOPOTKOU crivpanu V.
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['oBops 0 moaenupoBanuu ITS pernona p/IHK, MoxxHO 0OTMETUTBH, 4TO B (pustore-
HETUYECKUX UCCIENIOBAHUSIX CTPYKTypHOEe MoaenupoBaHue ITS2 Gombiie pacnpoctpa-
HeHo, yem ITS1 (Coleman, 2003). Dto oOycioBieHo TeM, uto creiicep ITS2 Gonee
KOHCEPBATHUBEH, TIOPTOMY CUMTAETCS, YTO OH UTpaeT 0oJjiee BaXKHYIO POJb B OMOreHe3e
pudocom (Coleman, 2015).

Haubonee pacnpoctpanenHas cTpykTypa crieiicepa ITS2 pacTenuii Bkiao4aer ye-
Teipe cnupaibHbix ydactka (Coleman, 2007): cnmpamu | u |l, 3aTeM xoHCcepBaTHBHAs
OJIHOIIeNIOUeYHasl 00iacTh Ooratasi MmypuHaMu, OTHOCUTENLHO JUIMHHAS U MHOT/IA pa3-
BeTBIIeHHad crimpans |, u, kak mpaBuio, kopoTkas BapuadensHas cnupaib V. Beine-
JISIFOTCSL /1B BHICOKOKOHCEPBATUBHBIX MOTHBA: civpaib || uMeeT y ocCHOBaHUS TUPUMHU-
JUH-TUPUMHUIMHOBYIO METIIO (BBITYKIOCTh), cnupaib |l Bkirowaer koHcepBaTHBHBIN
UGGU moTHB Ha 5'-CTOpOHE BOIM3U BEPIUIUHBIL. J[pOXKIKU SBISIFOTCSA UCKIIOYEHUEM, TaK
Kak ux kopotkuit ITS2 He o6pasyer cnupains |V (Puc. 7).

VYBenuuenue MMHBI 1 TS2 MO3BOHOYHBIX COMPOBOXAAIOCH YCIOKHEHHEM BTO-
puuHoii cTpykTyphl (Coleman, 2015): ctangaptasie ciupanu | u |l mo-npexxnemy y3Ha-
BaeMbl, ciupaisib |1l yacto pazBeTBieHa U UMEET BBICOKOKOHCEPBATUBHYIO MOCIEI0BA-
TEJIBHOCTh Ha 5'-CTOpOHE BOJIM3M BEPILUHBI, ciupaisb |V,

Ho u nnsa BapuaGensHoro cneiicepa ITS1 B Hacrosiee BpeMs pa3paboTaHO He-
CKOJIBKO JIOCTOBEPHBIX Mojeicii BropuuyHOu cTpykTypsl (van Nues et al., 1994;
Schilthuizen et al., 1995; Coleman et al., 1998; Coleman, 2015; Puc. 7) u ycTaHOBJICHBI
BbICOKOHCepBaTHBHbIC yuacTku. Tak Liu u Schardl (1994) unentuduiupoBaiu BbICO-
kokoHcepBatuBHYHO o0siacTh 20 mH (GGCRY-[4-7TN]-GYGYCAAGGAA, roe Y=C/U,
R=G/A, N — n1000# HYKJICOTH ) B CMOJCIUPOBAHHON UMH BTOpHUYHOU cTpykType ITS1
MOKPBITOCEMSHHBIX pacTeHuil. MHpopmanus o apyrux KOHCEPBATUBHBIX MOTHBAx B
npenaenax cTpykTypsl I TS1 Ha JaHHBIIT MOMEHT OTCYTCTBYET.

C pa3BuTHEM KOMIBIOTEPHBIX TEXHOJOTHH MOJIEINPOBAHUE CTPYKTYP MaKpOMO-
JIEKyJl CTAHOBUTCSI BCe 0OOJiee JOCTYIMHBIM, MOATOMY HCIOJIB30BAHHUE JAHHOTO METO/a B

(UITOTeHETHYCCKHUX UCCIICIOBAHMSIX TOJBKO HAaOMpaeT 000POTHI.
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1.7. KomMmeHcaTOpHBbIE M NOJYKOMIIEHCATOPHbIE MYTALIMH

Hanuuune ycToiunBoil M (yHKIIMOHAIBHO BaXKHOM BTOpUYHON CTpykTypbl PHK
MOJKET OBITh YCTAHOBJICHO CPaBHEHHEM T'OMOJIOTUYHBIX YYaCTKOB y Pa3jIM4YHBIX Opra-
HU3MOB U MPOBEJECHUEM MOUCKA MYTUPYIOIIHUX HYKJIEOTHUIOB, KOTOPBIE MOAAECPHKUBAIOT
CIIApeHHOCTh OCHOBAaHMM B JAByXIlenoveuHbix yyactkax PHK, ykasbiBas, Takum oOpa-
30M, Ha PUCYTCTBUE BHYTPUMOJICKYIsIpHBIX criupaieid (Gutell et al., 1994; Mai, Cole-
man, 1997). CnapeHHnocth ocHoBanui B crimpayisix PHK MoxeT momaepxuBaTbes AByMs
ABOJIIOLIMOHHBIMHM MPOLIECCAMU: JBYXCTOPOHHUMHU U OAHOCTOPOHHHUMHM 3aME€HaMu. 3a-
MEHE, MPOU3OIIEIeH ¢ OMHOU CTOPOHBI cniupanu (Hanpumep, G—C), KoTopas Hapy-
[Ia€T CMApEHHOCTh HYKJIEOTUIOB, MOXET ObITh JaHa KOMIIEHCALUS JJIsi COXPaHEHMs
ATOM CHApEHHOCTHU NPH 3aMEHE HYKJIEOTHIA Ha MPOTHUBOIIOJIOKHOW CTOPOHE CIIMPANIH
(to ectb C—G; Puc. 8). JIByxcToponnior 3ameny (Hanpumep, C—G—G-C) Ha3pBaroT
KOMIICHCATOPHOH 3aMeHo#t ocHoBanuit (Compensatory Base Change, CBC; Gutell et al.,
1994). Kumypa (Kimura, 1985) onpenensier KOMIeHCaTOPHBIE MyTallMH KaK Tapa My-
TalUi B PA3JIMYHBIX CalTaxX, KOTOPBIE SBISAIOTCS MHAWBUAYAJIbHO BPEAHBIMH, HO HEM-
TpaJIbHbl B COOTBETCTBYIOILEH KOMOMHanuu. KoMiieHcaTopHble MyTallMld MOKHO pac-
CMaTpHUBaTh Kak CBOCOOPA3HbI MEXaHU3M penapaluuy HAPYIIEHUH BTOPUYHON CTPYK-

Typhl, 00ecreunBaroImuii coxpanenue GpyHkuonanpHo-aktuBHbIX PHK (Hancock et al.,
1988).

YesoBexk Cc ¢ G C A A GiINC A G G ]thBC=>O .
llumMnan3ze ¢ ¢ 6 ¢ A A G U C A G G ‘ ‘ CBC
MbIib C C GC A A GllHC A G G . r
Kpbica C GGCAAGWUTCA ATC G . .
Cobaka C GGCAAGUTCATCG ' .
Kypuua U G GCAAGUTCATC G . .

A A A A

Pucynok 8 — IIpuMepbl KOMIEHCATOPHBIX M MOJIYKOMIIEHCATOPHBIX 3aMEH OCHOBAHHI
(no: Enukees, 2014, ¢ uamenenusimun). CtpenkaMu yka3aHbl B3aUMOJEHCTBYIOLIUE IPYT
C IPYrOM HYKJICOTH[bI: Oelible MOKA3bIBAIOT MOJTYKOMIIEHCATOPHYIO 3aMEHY OCHOBaHUS
(hCBC), uepnbie — komnencaTopuyio 3ameny (CBC). HecmoTps Ha 3TH 3aMeHBI, KOH-

¢durypanus BTOPUYHON CTPYKTYPBI COXpaHseTcs (CrpaBa).


http://humbio.ru/humbio/molevol/00091c3a.htm
http://humbio.ru/humbio/molevol/00091c3a.htm
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CymectBoBanue HekaHoHudeckod mnapel (G—U), xoTopas TepMOIMHAMHUYECKU
ycroiiunBa B Moisiekysnax PHK, maer BO3aMOXHOCTh MPOUCXOAUTH OJHOCTOPOHHHUM 3a-
MEHaM, COXPaHSIOIIUM CIIapEHHOCTh HYKJICOTHAOB B ABYXIENOYEHUHOHN criupanu. Takue
MYTaIl¥ Ha3BaHbI OJYKOMIICHCATOPHBIMU 3aMeHamu ocHoBaHMi (hemi-Compensatory
Base Change, hCBC; nanpumep, G—-C—G-U; Puc. 8).

HNudpopmanusa o BTOpUYHOU CTpyKType creiicepa |TS2 Takke MOXeT ObITh HC-
MOJIb30BaHa I MPEACKa3aHMsl CIIOCOOHOCTH OPraHM3MOB K CKPENIMBAHUIO, WHBIMU
CIIOBaMM ISl pasrpaHudeHus BuAoB. JlaHubli moaxox, mnpemnoxkeHHbld Coleman
(Coleman, 2000, 2009), coctout B cpaBHEHHH BTOPHYHBIX cTpYKTyp ITS2 Gmu3kopoa-
CTBEHHBIX OPTraHW3MOB, pACCMaTpUBas TOJILKO KOMIIEHCATOPHBIE 3aMEHBI B CIHUPAIISX
ITS2. B €€ nccnenqoBaHuy KOJIMYECTBO KOMIIEHCATOPHBIX 3aME€H OCHOBAaHHUM B KOHCEP-
BatuBHBIX crpaisax |l u Il coeficepa ITS2 koppenmnpoBano co cmiocoOHOCTBIO Opra-
HU3MOB K CKpemuBaHuio. OTHAKO KOMIIEHCATOPHBIE 3aMEHbl B MEHEE KOHCEPBATUBHBIX
obnactsx, HanpuMmep B cnupaisax | u IV, kak U moaykoMIneHcaTopHbIE 3aMEHbI B KOH-
CEpBATUBHBIX JIOMEHAX, HE BJIMSIN HA CIOCOOHOCTh K CKpelMBaHUI0. B To e Bpems B
uccienoBanmsax ITS pernona 3enensix Bogopociern (Caisova et al.,, 2011) momxon

Coleman okaszaJicst HEIPUMEHUM.

1.8. T'en matK u ero npumeHeHue B GUIOreHETHYECKUX MCCIETOBAHUIX
OnHokoNMuiHBIN TeH xjoporuiacTHoro reHoma matk (Puc. 9) pacmosnokeH B uH-
TpoHe reHa nusnHoBoi TPHK (trnKyyy; Sugita et al., 1985) u koxupyet pepmeHT MaTy-
pa3y, y4acTBYIOIIYIO B CIutalicuure u ¢oauare nHTpoHoB (Saldanha et al., 1993; Vo-
gel et al., 1997). OtkpbiTas paMka cunThiBaHuss MatK y OOJIBIIMHCTBA MOKPHITOCEMSIH-
HBIX pacTeHul cocrtapisger npudnusutenabHo 1500 mH, uto coorBercTByeT 500 amuHO-

kuciaoram (Hilu et al., 1999).



Arabidopsis thaliana
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100 mm

Pucynok 9 — Ilonoxenue u ctpykrypa rena matK. O6o3HaueHus: a — XJIOPOIUIACTHBIN

reaoM Arabidopsis thaliana (mo: Sato et al., 1999); 6 — cxema crpoenus rera matK (mo:

Young, dePamphilis, 2000); RT — o6macts 00paTHO# TpaHCKpunTasbl; X — g1oMeH X; B

— BTOpUYHAs CTPYKTypa TpaHCKpunTa reHa trnK u ero HTpOHHON 00JaCTH ¢ HK30HOM

rena matK B ueit (mo: Wicke, Quandt, 2009).



36

B ananuze nocnenoBarensHocTeld MatkK Obuin 0OHApYKEHBI TUIIHYHBIE 00JIACTH
J1s1 OosIbIIMHCTBA MaTypas (Puc. 9): obpatHo-TpanckpunTasHeiid 1oMeH (RT; ykopodueH
B MatK), BeposiITHO yHACIIEZIOBaHHBIA OT PETPOTPAHCIIO30HOB, U KOHCEPBATHBHBIN J10-
MeH X — npuMepHo 448 1H, ¢ TOMOIIbIO KOTOPOro (PEpMEHT OCYIIECTBISIET CBOIO MAaTy-
pasuyio dynkuuto (Mohr et al., 1993). Mexanusm paboThl OEIKOBOIO MPOAYKTa reHa
matK octaercs ci1abo U3ydeHHBIM, OJJHAKO HUCCIEIOBATENN MPEANOIaraloT, YTO OH MO-
n00eH paboTe mMaTypa3 MHTpoHOB Tpytibl |l. BaxxHo ormeruts, uro matK — eauHcT-
BEHHBIM I'€H B XJIOPOIUIACTHOM T'€HOME BBICHIMX PACTEHUM, KOTOPBIA COACPKUT MATY-
pasnyro obmactek (Neuhaus, Link, 1987). HccienoBanue Oenoro sumeHs (MyTaHT IO
XJIOPOILJIACTHBIM prOOCOMaM) MOKa3a10, YTO YaCTh UHTPOHOB MOKET MPOILIECCUPOBATH-
Csl MaTypa3aMu, 3aKOJAHUPOBAHHBIMU B SIEPHOM T'€HOME, HO CYIIECTBYIOT, IO KpalHEH
mepe, 16 uatponoB rpymnmsl ||, Haxomsmuxces B 15 xmoporutactaeix rerax (Kohchi et
al., 1988; Ems et al., 1995; Vogel et al., 1997), xoTopsIM [1jIs1 CIUTaliCHHTa HEOOXOUMa
XJIOpOIUTaCcTHAs MaTypasa.

Okcnpeccus U (PyHKIIMOHAIBHBIE BOBMOXKHOCTH TeHa MatK B XJIOpOIIacTHOM Te-
HOME JIOJITO€ BPEMsI OCTABAIIUCH IO/ BOMPOCOM. BBICKa3bIBATUCH MPEATIONIOKEHUS, YTO
matK mosxet ObITh TiceBmorenoM (Kores et al., 2000; Whitten et al., 2000; Goldman et
al., 2001), Tak KaK HaJaU4YdE WHIEICH, BHICOKAs 4acTOTa 3aMEH U MPEXKICBPEMEHHBIC
CTOII-KOJIOHBI, BcTpevarommuecs B MatkK HekoTopbix cemeiicTB pactenuit (Kores et al.,
2000), cTaBAT BOIPOC O TOM, COXPAHSIET JIU T€H C 9TUMU OCOOCHHOCTSIMU HEOOXOUMYIO
CTpYKTYpy Oenka u ero ¢yHkiuo. OgHako ObUIO OTMEUEHO, YTO Yallle BCETO B T€HE
MPOUCXOASIT HEUTpabHBIC 3aMEHBI, TOUYTH HE BIUSIONINE HA aMHUHOKHCIOTHYIO TOCTe-
noBaTeIbHOCTh Oenka. KpoMe Toro, muiMHbl OOJBITMHCTBA MHJIETEH, 00OHAPYKEHHBIX B
matK, OblTM KpaTHBI TpEM, YTO coxpaHsuio pamky cumthiBanus (Hilu, Liang, 1997;
Whitten et al., 2000; Hilu et al., 2003). Taxke (pyHKIMOHATBHYIO 3HAYUMOCTD JaHHOMN
MaTypasbl MOATBEPKIaeT TOT ¢akT, uTo reH MatK ObuT HalifleH B OCTAaTOYHOM XJIOPO-
IUTACTHOM T'€HOME IMapasuTudeckoro pacrenus Epifagus virginiana, yrpartusiiero 6o-

nee 60 MPOIEHTOB XJIOPOIUIACTHBIX T€HOB, ITABHBIM 00pa3oM, y4acTBYIOIMHX B (GOTO-
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cunarese (Ems et al., 1995). Bepositho, ren matK mmeer HeKOTOpbIE CyIIeCTBEHHbBIE Ma-
Typa3Hble PYHKIIMH, KOTOPbIE HE ObLIIN 3aMEHEHBI SAJIEPHBIM T€HOMOM.

Temn sBostoniuu Matk oTiiMueH OT APYrux XJIOPOIUIACTHBIX T'eHOB. bbulo ycra-
HOBJICHO, YTO 3aMEHbI HYKJICOTHIOB B 3TOM I'€HE MPOUCXOJAT B TPU pasa yaile, YeM B
Oonpmoit cyowbenuuuie 1,5-0mdocharkapobokcunaspl/okcurenassl  (rbcl; Johnson,
Soltis, 1994; Olmstead, Palmer, 1994). Oto onpenenser matK kak OBICTPO IBOJIOINO-
Hupyromuii red. M3-3a aToro ceoiictBa matK cran ucnonab30BaThCsl B KAUECTBE MOJIEKY-
JSIPHOTO MapKepa JUisl ornpeesieHus (PUIIOTeHeTUYeCKMX OTHOILIEHUH BO MHOTUX TPYII-
nax pacrenuii (Hilu et al., 2003), Bxmouas Saxifragaceae (Johnson, Soltis, 1994),
Orchidaceae Juss. (Kores et al., 2000; Whitten et al., 2000; Goldman et al., 2001),
Asteridae Cronquist (Bremer et al., 2002). biraromapsi BBICOKOW CKOPOCTH HAKOILICHUS
HYKJICOTUHBIX 3aMeH, (PUIOreHeTUUeCKue PEKOHCTPYKIIMU, OCHOBAHHBIE Ha MOCIEI0-
BaTenbHOCTIX TeHa matK, gacto Oosiee mpaB1onog00HbI, YeM TaKOBBIE, OCHOBAHHBIE Ha
COBMECTHOM HCIIOJIb30BaHUH B aHan3ax Heckonbkux renoB (Hilu, Liang, 1997; Hilu et
al., 2003).

CoBmecTHOE Hcnosib3oBanue nocnenosarensHocTer TS pernona p/IHK u rena
matK xm/[HK, Onaromaps onvcaHHBIM BbIIIE€ MPEUMYIIECTBAM KaXKJO0TO U3 MapKEepoB,
MO3BOJISIET YTOUYHUTH (DUIOTEHETUYECKHE OTHOIIEHUS B TAaKCOHOMHUYECKU CIIOMKHBIX

IPYIIAaxX PAaCTEHUH U PEIIUTH CIIOPHBIE BOIIPOCHI CHCTEMATUKH.
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I'/TABA 2. MATEPHUAJIBI U METO/IbI

2.1.  Marepuajsbl

MarepuanoM I UCCICAOBAHUS MOCTYXKUIA 85 00pasIoB pacTeHUN ceMeil-
CTBa TOJICTSIHKOBBIC (TpuOBI Aconieae, Semperviveae u Sedeae), u3 kKotopbix 71 mpu-
HajpIexkan poxy Sedum, a 14 — OGnu3kuM poaam/BuaaMm. PacteHus ObUH JT1H00€3HO
npeaocTaBieHbl Kojuiekinonepamu Ray Stephenson, Marko Dobos u Milan Hornat
uiu cobpansl B ipupoae AuapeeM AHaronbeBudeM [ oHuapoBbIM. Takxke B paboTy
ObUTM BKJIIOYEHBI BCE JOCTYIHbIC Ha Hioib 2016 roma HYKJICOTHUIHBIE MOCIEIOBA-
tenbHOCTH I TS pernona p/IHK u rena matK xn/IHK npencraBureneit Tpubd Aeonieae,
Semperviveae u Sedeae u3 MmexayHapogHO# 6a3bl naHHBIX GenBank.

Homenkmarypa takconoB coorBerctByeT 't Hart m Bleij (2005). Cnucok BHI0B
pacTeHMIA, aHATM3UPYEMBIX B JJAHHOM HCCIICJIOBaHWH, ¥ HOMepa JO0CTyma 0a3 JaHHBIX

EMBL/GenBank mpuBeieHbI B IPUIIOKESHUH.

2.2. Boigeaenune JTHK
Brigenenune TotansHol kinerounor JJHK nmpoBoannu u3 TMCTHEB U COLBETUH, HC-
noan3ys DNeasy Plant Mini Kit (QIAGEN, Maryland, USA) u cienys HHCTPYKIUSIM

npousBoautessa. O6pasusl JJHK xpanunm npu —20 °C.

2.3. Ammindukanus JJTHK
Jist ammuinukanuy ¢ moMoUIbIo noaumepasHoi nenHou peakuuu (I1LIP) nmonHo-
ro ITS pervona (ITS1-5.85-1TS2), ucnons3oBanu yHuBepcaibHbie npaiimepsl: 1400F u
ITSO55R (Tabn. 1) nns mepBoro payHaa amIUIM(UKALUM W BHYTPEHHUE NpalMepbl

18Sm10 u ITS4R nns BTOporo payHaa (eciau 3To ObLIIO HEOOXOAUMO).
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Tabmuna 1 — [paiimeps! 111 aMITUUKALUK U TUKINYECKOTO CEKBEHUPOBAHUS

Y'E&cl;ém Ipaiimep IMocaenoBarenbuocTs (5'—3") OpueHTanUs Ccblika
1400E CTGCCCTTTGTACACACCGCCC psvoi Elwood et al.,
GTC p 1985
ITS1_ ITSOS5R CTCCTTGGTCCGTGTTTCAAGA O6parHbiii Marin et al.,
CGGG 2003
5.85- Wen, Zimmer
ITS2 185Sm10 AGGAGAAGTCGTAACAAGG [Ipsamoii ,1996 '
ITS4R TCCTCCGCTTATTGATATGC OGparHbIii Wh'ltggeg al,
Dunning,
LAM_F TCATAATTTACGATCAATYC [Tpsmoit Savolainen,
2010
Dunning,
3F_KIM GTACAGTACTTTTGTGTTTACG OOpaTHbIit Savolainen,
AG
2010
matK .
Dunning,
SAX_F1 TCATAATTTACGATCAATTCA [Ipsmoii Savolainen,
2010
Dunning,
3F_KIMm CCTACAGTACTTTTGTGTTTAC OO0partHblii Savolainen,
G 2010

I'en matK ammamduuupoBanu, uUcnoib3yda ABe mapel npaiimepoB: LAM_F u

3F_KIM (Tab6n. 1) s neporo paynaa ammmukainud 1 SAX_F1 ¢ 3F_KIMm st

BTOoporo paynna (Puc. 10).

'

1,515 mu

5
i\,
|

[IpsaMoii mpaitmep Arabidopsis thaliana matK red OparHsiit mpaiiMep

LAM_F
SAX_F1

—
—

3F_KIM/3F_KIMm

Pucynok 10 — Cxema mocajku UCIOJIB3yeMbIX TpaiiMepoB Ha reHe matK Arabidopsis

thaliana (L.) Heynh. (ro: Dunning, Savolainen, 2010, ¢ uaMeHeHHSIMN).

Ammundukaruio nposoawin B Tepmouukiaepe «XP Cycler (TC-XP)» (Bioer
Technology Co., Ltd., Zhejiang, China). ITapamerpsr nposeaenus I1L[P npuBeneHs! B

Tabmnuite 2.
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Tabnuna 2 — [Napamerpst nposenenus [111P

Iransl [P Temmnepartypa, °C [Bpemsi | Kos-Bo nukJioB
[IpenBaputenbHBIN HarpeB 95 5 MuH 1
Jlenatyparus 95 30 cexk
OTxur npaiitMepoB 55 (48 nna matK) | 30 cek 35
DnoHTanMs MEeTH 72 60 cex
OxoHuaTenbHas J0CTPOMKa

72 5 MuH 1
uenu JJHK

CocraB peakimonHoit cmecu juist [P o6mmm o6bemMoM 15 MKIT HAa OAWH aMILIH-

dbunmpyemsiii oopaszen; JIHK npusenen B Tabnuiie 3.

Ta6muna 3 — CoctaB peaknuonHou cmecu juist TTHP

Komnonent O0bem
CrepuiibHasi OMAUCTUIMPOBAHHAS (IEMOHU3UPOBAHHAS) BO/IA 10,5 mxa
10xTag-0ydep (Fermentas, Jlutsa, BunbHbtoC) 1,5 Mkn
MgCl2 (25 MM) 1,2 MK
dNTPs (10 MM) (ae3okcunykieotuaTprdocdars) 0,4 MK
[Mpaiimep nipsimoit (20 MM) 0,05 Mk
[Mpaiimep obOpatHbiii (20 MM) 0,05 Mk
JAHK-maTpuna 1 MK
Tag-nonmumepasa (5 eAMHUI aKTUBHOCTH/ 1 MKIT) 0,17 Mxn

2.4. daekrpodope3 JHK
Omnpenenenue pazmepa npoayktoB I[P npoonunu metomom snekTpodopesa ¢
UCITIOJIb30BaHUEM Mapkepa moJekyisipHoro Beca (100+ bp DNA Ladder, EBporen, Poc-
cusi) B 1%-HoM arapo3noM resne ¢ OpomuctbiM dtuauem (0,3 mxi/1m) B 1x TBE Oyde-

pe (1x tpuc-6opatuslit Oydep: 89 MM Tpuc-6opar, 89 MM GopHas kucnora, 2 MM D ]1-
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TA, pH 8.0) npu nHanpspkenun 120 BonsTt B Teuenue 20 munyt. [locne mpoBeaeHus
aneKTpodopesa renpb pororpaduponany B npoxoasieM Y D-cBeTe, UCIONb3Ys CUCTEMY

susyanm3aruu (Gel Doc XR, Bio-Rad Inc., UK).

2.5. CexBennpoBanue JIHK
2.5.1. Peakuusi HMKJIMYECKOT0 CEKBEHMPOBAHUS
Peakmmro mukamdeckoro cekBeHupoBaHus npoayktos TP mpoBogumm ¢ Habo-
pom Big Dye Terminator Cycle Sequencing Kit v.3.1 (Applied Biosystems Inc., Forster
City, USA), ucnone3ys npariMepsl 18Sm10 u ITS4R mns ITS perwona, SAX Fl u
3F_KIMm nmns rena matK (Tab6a. 1). CoctaB peakllMOHHOW CMECH M MapameTpbl JJis

UKJINYECKOT0 CEKBEHUPOBAHUS MPUBEICHBI B TabnuIax 4 u 5.

Ta6J'II/II_Ia 4 — CocraB peaKI_[PIOHHOﬁ CMCCH JII TUKIINYCCKOT'O CCKBCHUPOBAHUA

KommnoneHnt O0bem
CrepuiibHasi OMANCTUIMPOBAHHAS (IEMOHU3UPOBAHHAs ) BOJIA 6,2 MK
Cwmecs Big Dye 1,3 MK
[Ipaiimep npsamoii unm oopatsii (1 MM) 2 MKII
[TIP-npoaykT 2 MK
OOuuii 00beM cMecH 11,5 mxn

Ta6nuna 5 — [Tapametpsl poBeaenus [P npu nUKINYECKOM CEKBEHUPOBAHUU

dransl TP Temmnepartypa, °C | Bpemsi | Kou-Bo uukiion
[IpenBapuTenbHBIN HArPEB 95 1 mun 1
Jlenatyparus 95 30 cex
OTxur 55 10 cex 25
DJIoHTaIUs 60 90 cexk
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2.5.2. OTYHCTKA NPOAYKTOB PeaKIUM HMKINYECKOT0 CEKBEHUPOBAHHUA
O4KCTKY TPOAYKTOB PEAKIMH HUKIUYECKOTO CEKBEHHPOBAHHS MPOBOIWINA IO
OINMCAaHHOW HUXKE CXEME:
1. B mpoGupky nocine peakiuu qo0asnsum 7,6 Mxa ountnenHoit H,O, 2 Mk arerara
Hatpus (3M), 38,4 Mk stanona (95%).
2. NukyOuposanu o6pasibl 20 MUHYT P KOMHATHOHN TeMIiepaType.
Hentpudyruposanu oopasitel B Teuenue 20 muayT ipu 14000 06./MuH.

VY nansuim 006pa3yromuiics CyrepHaTaHT.

3

4

5. Jlo6aBmsanu 150 Mk atanona (75%).

6. ILearpudyrupoasm obpasnsl B Teuenue 10 munyt mpu 14000 06./MuH.

7. Ypanamu oOpa3yroluics CylepHaTaHT.

8. ToacymmBanu oOpa3iiel B Tedenne 3 MunyT npu S0 °C u 1 munyty mipu 90 °C.

9. Ilepen cexkBeHMpPOBAHUEM K CyXOMY OCTaTKy nobasisuin 13 Mk popmamuaa Hi-
Di™,

10. Henarypuposanu JIHK mpu 95 °C B TeueHune 5 MUHYT C MOCIETYIOIMINM OXJIaXK-

JCHHUCM.

2.5.3. OnpeneneHue HYKJ€OTHIHBIX MOCJI€10BaTEJIbHOCTEH
OmnpeneneHre HYKJIEOTHAHBIX MOCIEIOBAaTEIbHOCTEH 00eux Lemned MpoayKTOB
ITLIP mpoBoawim Ha cekBeHaTtope ABI PRIZM 3130 (Applied Biosystems Inc., Foster
City, USA) Ha 06a3e neHTtpa KoJUIeKTHBHOTO mosb3oBanust MHIL[ buopasnoobpaszus
JIBO PAH. ITonyyeHHbIe HYKIEOTHIHbIE TTOCIEI0BATEIBLHOCTH COOMPAIUCH U BU3YaJlb-

HO MPOBEPSJINCH MO XpoMmMaTorpaMMaM B MakeTe nporpamm Staden Package v. 1.4

(Bonfield et al., 1995).

2.6. MopennpoBaHue BTOPUYHBIX CTPYKTYP
[ToctpoeHue Mojenell BTOPUYHON CTPYKTYphbl TpaHCKpUNTOB ydacTkoB ITS1 u
ITS2 mpoBomwinu ¢ wucnojib3oBanuem  cepepa  Mfold  Web  Server

(http://mfold.rna.albany.edu; Zuker, 2003) ¢ mapameTpamMu, 3alaHHBIMHU 110 YMOJTYAHHUIO.



43

JlanHblil cepBep MoAenupyeT npoiecc ¢ponauHra sropuuHoit ctpyktypsl PHK Ha ocHo-
BE€ MUHUMU3ALUU CBOOOAHON AHEPrUM MOJEKYJbl. [Ipn MoaenupoBaHUM y4UTHIBAIACh
CXOXECTh CTPYKTYp AJIA OJIM3KUX TaKCOHOB. JlJI1 OLIEHKM MPaBIoNoJg00HOCTH pa3pado-
TAHHBIX MOJIENEH, ObUIH MpoaHamu3upoBanbl komnencaropusie (CBC) u nmoixykoMmIiieH-

caropusie (NCBC) 3ameHbI ocHOBaHM# B criupaibHbIX yyactkax ITS1 u ITS2.

2.7.  MaTpuubl JaHHBIX U BbIPABHUBAaHUE MOCJIe10BATEIbHOCTEN

st pusioreHeTHUeCKMX aHalu30B ObLUTM CO3JaHbl TP OCHOBHBIX MAaTpHIIbI JaH-
HbeIX: 223 mocnenoBatenbHocTH ITS pernona pJ/IHK, u3 xotopeix 140 mpunamiexanu
npeacTaBuTeNsIM u3ydaemoro ponaa Sedum (120 sumos; 590 mH); 102 mociemnoBaTesb-
Hoctr rena matK xn/IHK, u3 koropeix 71 nmpunamiexana npeacrasureasm Sedum (57
BUJIOB; /17 mH) U KOMOUHHMpPOBaHHAsI MaTpHIla JBYX MapkepoB (75 mociaeaoBaTeIbHO-
creit, u3 HUX 51 — mpencrasutencit poga Sedum; 1307 mH). [TocnenoBaTeIbHOCTH BbI-
paBHHMBAIIMCH BPY4YHYIO B mporpamme SeaView (Galtier et al., 1996). BripaBHuBanue
ITS perrona npoBOAMIIOCH C Y4E€TOM KOHCEPBATHUBHBIX AJIEMEHTOB MEPBUYHON U BTO-
puuHoii cTpyktypel (Mai, Coleman, 1997; Goertzen et al., 2003; Gontcharova,
Gontcharov, 2004; Kozyrenko et al., 2013).

2.8. DujoreHeTHYECKNIl aHAIN3

dunoreHeTnueckue aepeBbs crpomtn merogom ML B mporpamme PAUP 4.0010
(Swofford, 2002), a taxxe Bl, ucnons3ys mporpammy MrBayes 3.1.2 (Huelsenbeck,
Ronquist, 2001).

[ToxGop Moaenu 3BOJIONMUHU IS HYKJIICOTUIHBIX IMocieaoBarenbHocTe ITS pe-
ruoHa p/IHK u rena matK xn/IHK npoBoawmu ¢ momompsto mporpammbl jModelTest
2.1.1 (Darriba et al., 2012) ¢ ucnoap3oBaHueM TPEX KPUTEPUEB: HHOOPMALMOHHOTO
kputepust Axanke (Akaike information criterion, AIC; Akaike, 1974), GaiiecoBckoro
uHpopmannonnoro kpurepus (Bayesian information criterion, BIC; Schwarz, 1978) u
BbIOOpA MOJICIIM IBOJIIOIMK Ha OCHOBAHUH TEOpUHU NpHHATHS pernenuii (decision theory

performance-based selection, DT; Minin et al., 2003).
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OTcyTCcTBHE MPOTHBOPEUUN MEKTY (UIOTEHETUYECKUMH CUTHAJIAMH JBYX Map-
kepoB (ITS pernon u ren matK) onenuBanu B nporpamme PAUP 4.0010 ¢ nmomoinpio
ormuu Partition Homogeneity Test (PHT) ¢ ucnons3oBannem 100 peruimk.

Jlnsa ML ananu3a ucnonb30Bajiv 9BPUCTUYECKAN IIOUCK ONTUMAIIBHON TOIIOJIOTUU
¢ agroputMoM TBR (tree bisection-reconnection). Ilpu Bl-ananu3se matpuiipl mociemo-
BarenpHOCTEN ITS pernona (223 nmocnenoBareabHOCTH) co34aBayid 10 MUJUIMOHOB Te-
Hepalui neneit Mapkosa, otoupas npoOsl kaxasie 1000 renepanuii, T.€. 10000 mpo0.
[Tpu anamuze matpuibl reHa matk (102 nocnenoBarensHOCTH) co3naBanu 70 MUIIIHO-
HOB reHepanuii uener Mapkosa, oroupas npoOsl kaxasie 1000 renepanmid, T.e. 70,000
npo0. Jlyisg aHanu3za coBMeneHHOM MaTpuilbl 1aHHbIX | TS pernona u rena matK (75 mo-
clieIoBaTeIbHOCTEN) co3naBanu 10 MIWJIJIMOHOB reHepauuii ueneid MapkoBa, oTOMpast
npoObl kaxasie 1000 renepanuid, T.e. 10000 npo6. [lepBoie 25% npob (10 BhIXOAa 3HA-
yeHu# -INL Ha 1ato) MCKITOYAIUCh M3 aHain3a Kak "burn-in". YCTOWYMBOCTH Y3JIOB
(bUITOreHeTUYECKUX JIEPEBBEB, MOTYUCHHBIX MeTo0M ML, paccuuThIBaIu C MOMOIIBIO
cepeepa RAXML web server wversion 7.7.1 (http://embnet.vital-it.ch/raxml-bb/;
Stamatakis et al., 2008) meromom Oyrcrpena (Bootstrap Percentage, nanee BP; Felsen-
stein, 1985), u onpenenss anoctepuopHbie BepostHocTH (Posterior Probabilities, nanee
PP) B BIl. 3nauenus BP menee 50% u PP menee 0.95 He paccmaTpuBaiuch v He ObLITU
yKa3aHbl Ha PUCYHKaX.

XapaKkTEepUCTUKHU TMOCIEA0BaTENbHOCTEN (AMvHa, coaepxkanue ['T[-ocHoBaHMIN)
Obutn mostydeHsl B mporpamme PAUP 4.0010. JIist omieHKHM MOMapHBIX T'€HETHYECKUX
JTUCTaHIMK (P-TUCTaHIMK) HcHob30Bajgack nporpamma MEGA v.6.06 (Tamura et al.,
2013). I'paduk pacnpenencHus HykiaeoTuaHbix 3amen (Pi) ctpownin B mporpamme
DnaSP ver. 5.10 (Librado, Rozas, 2009). Cratuctudeckyro o0OpabOTKy pe3yJbTaToB

IpOBOJMIMN B porpaMmMHoM nipoaykre Microsoft Office Excel 2007.
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I')TABA 3. PE3YJIBTATHBI

Jlnst u3ydeHus: GUIOTeHETUIECKUX OTHOIICHHI TpeacTapureneid Sedum u Oms3-
KHX POJIOB HAMH OBLIN MOTYYEHBI XpOMATOTPAMMBI ITociaenoBareasHocTeit 1TS pernona
pAHK u rena matK xm/I[HK, kotopsie OblIM XOpOIIO YUTAEMBIMU MO BCEH JyIMHE O€3
JIBOMHEBIX ITHKOB.

B o0mieit crnoxkHOCTH 171 aHaiIW30B ObLIO BhIOpaHO 248 mociegoBaTesibHO-
creit ITS pernona u 160 mocnegoBatenbHOoCTe reHa matkK mpencraButeneit 15 po-
JIOB TOJICTSHKOBBIX (TIOJIydE€HHBIC HAMHU M B3sThie M3 0a3bl JMaHHBIX). [locie yaane-
HUS UJICHTUYHBIX (KpUTEpUEM O0TOOpa CIIY>KUJIO MPUCYTCTBUE JBYX M 00jiee HYKIIEO-
THUIHBIX OTJIWYHUN) W HETOJHBIX IMOCJICTOBATEIIBHOCTEH, UX YUCIIO COKPATHUIIOCH 10
223 nus ITS pernona (85 monydeHo B gaHHOM uccienoBannu u 138 uz GenBank) u

102 mrs matK (44 monydeHo B JaHHOM HcciaeaoBanuu U 58 u3 06a3er GenBank).

3.1. OOmas xapakTepucTuka nocjenoBareabnocreii ITS peruona

B matpune u3 223 mocienoBarensHocTeit I TS pernona p/IHK oGmias qynmaa y4a-
crka ITS1-5.85-I1TS2 BapeupoBana or 576 ma y Monanthes minima (Bolle) Christ mo
614 ia y Sempervivum spp. u B cpeaHeM coctabisiia 60116 mH. [IponeHTHOE conepxa-
Hue ryanuHatiuTosuHa (I'Ll-ocHoBanwmii) Oblio B mpenenax 47-61% (B cpemHem
56,0£3,3%). Kak umirocTpupyroT auarpaMMbl Ha pucyHke 11, nnuHa U comepxkaHue
['l-ocHoBanuii B ananm3upyeMbix nocienoatenbHocTax TSI u ITS2 cunbHO Bapbu-
poBay.

Cpennsist qyuna crievicepa ITS1 6suta 225+6 nu (56,3+4,4% I'L), onnako, y He-
KoTophIx oOpasior (Aeonium undulatum Webb & Berthelot, Aichryson palmense Webb
ex Bolle, Dudleya spp., Graptopetalum fruticosum Moran, Monanthes spp., S. debile
S.Watson, S. jaccardianum Maire & Wilczek, S. modestum Ball, S. moranense Kunth u
S. surculosum var. luteum (Emberger) Maire) ona Obliia MEHbIIIE, U COCTABJISLIA B CPE/I-

HeM 208+2 mH.
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BITS1 OITS2

‘ e Aconium  —T
"# Aichryson #_T_J
H‘_‘_‘# Cremnophila

Dudleya
Echeveria
Graptopetalum)
w Lenophyllum
Monanthes
Pachyphytum

'—# Prometheum

Rosularia

Sedum 4

Sempervivum

Thompsonella |
Villadia

T I I T 1 T T T T T T

70 65 60 55 50 45 40 (%) (mn) 200 205 210 215 220 225 230 235

Pucynok 11 — CooTHomienue aiuH (cnpasa) u coaepxanus ['1l-ocHoBanui (cieBa) mo-

cienoBarenbHOCTel ydacTkoB ITS1 u ITS2 B aHanm3upyeMbIx pogax TOJICTIHKOBBIX.

Ok30H 5.8S p/IHK Ob11 BEICOKOKOHCEPBATUBEH 0 ATUHE U UMEN MPOTSHKEHHOCTD
161 nH, 3a uckmoyeHueM oOpasta Aichryson palmense (160 mH), BeposSTHO, H3-3a
omuoOku cexkBeHupoBanusa. Coxaepxkanue I'l[-ocHoBaHul B 3k30HE Kojebanoch ot 50%
10 55%. JAnuna ydactka ITS2 BapeupoBaia ot 197 nu y S. treleasei Rose no 226 nH y
OOJIBIIIMHCTBA TPEACTABUTEINICH poia SEMPErvivum u B cpefiHeM cocTarisiia 21543 mH
(58.4+4.5% I'LD).

Ananu3 pacnpenesieHus HyKIeoTUaHbIX 3aMeH (Puc. 12) mokasai, 4To B Mcce-
JyeMbIX TocnefoBareiabHocTsAX | TS pernoHa MiMHHBIE KOHCEPBATUBHBIE YYACTKH IMOY-
TH OTCYTCTBOBAJIM, YTO YCJIOXKHSJIO BbIpaBHUBAHUE (ITOMCK TOMOJIOTHYHBIX HYKJIEOTH-
noB). [loaTomy Hamu ObLIO PELIEHO KCIOJIB30BAaTh TEPMOJUHAMUYECKOE MOJEINPOBaA-
HUE BTOPUYHBIX CTPYKTYp TpaHCKpUNToB ydacTkoB ITS1 u ITS2 mist moucka GpyHKIHO-
HaJbHO KOHCEPBAaTUBHBIX JIOMEHOB U MPOBEJACHUS BBIPABHUBAHHUS HA OCHOBAHHMM 3TOMU
uHbopManuu. JlaHHBI METOJ UIMPOKO MPHUMEHSUICS MHOTHMMH HCCIIEAOBATEIsIMU
(Grajales et al., 2007; Keller et al., 2010; Letsch et al., 2010; Wolf, 2015; Zhang et al.,
2015).
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Pucynok 12 — Pacnpenencaue Hykieotuaabix 3ameH (Pi) B matpune manubix ITS pe-

ruoHa (223 nmocyienoBaTeIbHOCTH).

3.2. Bropuunasi cTpykTypa cneiicepoB I TS1 u ITS2

Hcrounb3yst anropuT™bl, OCHOBaHHBIC Ha TepMoanHamMudeckoM ¢oimunre (Mfold
Web Server), Hamu Obln pa3pabOTaHbl TUIIOTETUYECKUE MOJIEIN BTOPUYHOU CTPYKTY-
psl TpanckpunToB ITS1 u ITS2 myst Bcex uccneayeMbIx mocie0BaTeIbHOCTEH.

Kax mpaBuiio, cepsep Mfold npenmaraer Heckoibko BapuaHTOB (oiauHra (BTO-
PUYHBIX CTPYKTYP) JUIsl OJTHOM MOCJEI0BATEIILHOCTH, UMb HE3HAYUTEIHHO OTJINYAIO-
ITUXCS IPYT OT JApyra BEIMYHMHON CBOOO HOM 3Hepruu. [Ipu BeIOOpE onTHMaIBHOTO Ba-
pHaHTa CTPYKTYpPbl Ui KOHKPETHOM IMOCJIEI0BaTEIbHOCTH, Mbl PYKOBOJICTBOBAJIMCH
CIIeIyIONMMHU TIpaBuiamMu: 1) Moaenu TpaHckpunToB crnericepoB ITS1 u ITS2 6iam3ko-
POJICTBEHHBIX BHUJIOB JOJKHBI HMETh CXOJHBIC CTPYKTYPHBIC 3JICMEHTHI; 2) MPUCYTCT-
BH€ KOMIIEHCATOPHBIX U MOJYKOMIIEHCATOPHBIX 3aMeH B cnupaisax ITS1 u ITS2 otpa-
KaeT BAXHOCTh COXPAHEHUS DJIEMEHTOB BTOPHYHON CTPYKTYPHI, JaKE MPU MYyTAILUAX.
Takue 3ameHbI ObLTH 00HApYKeHBI B Kaxkaoi crupanu ITS1 u ITS2 (Puc. 13), uto moa-
TBEPXKJIAET YCTOMYMBOCTh MOCTPOCHHBIX HAMH THMOTETHYECKUX MOJENeH BTOPUYHOMN

CTPYKTYPbI TPAHCKPHIITOB.



48

'Sl

XBIreduId g YMHREOHOO I9HOWRE (WIIdoD I9HOROWLO) AI9HAOLBOHIUWONALOU U (WI9HAOR I9HOROWLO) JI9HAOLROHOUWOY — €] MOHAIUJ

1205.n0g wnyppadoopys wnnoyd WSO WppIoaqo WNSNIaA sup3o.af asUIUOYDY WnRRUUD oS DUPIXTH 1nuasuadnl
umnpag wnpag winpag wnnadopdo.n wnpag wipag . wnpag ¢ f unpag ¢ g wnpag . pIpD]fIA ‘ vjjauosdwoy | wnpag )
RO (=) £y v S LR $ N-=n-0-ia "n=n=-9-n0 "n=n=-n-n° ty—n—n=v" fv—p—n—vy* y—p—n-—v*

Vs e 11 | 1o |
=D : D=9 )

¢S

asuajiLiaq dss

wnaafiiaqy  asuadpndoand  psopiojoo 5 (» 0 wnsrodsiy wnsojfa anosnan] w2 updsiy sunASPAf WA IDSAAD
wapas  wnppadopdpary  pijauosduiony | 4 v K winpag . ¢ umpag . wnpag wnpag winpag NI JOUIOAS
,:.,ll;ls\u, £ ! :\\.u.m .me..llu ol\u., v __ ‘m<l.<I3||U,w s ;U..«.IDIU‘ K § £
[ - ﬂt.r«q% et 11
o e
l-\/_
A
-V
|
i -n
wiriofiaaig uinsapoi supasn.af -
¢ wApas o wmpas o wnpag G ]
V—2) —9H—) yYy—D—0—) V=0 —D=D 0 =] D=0 -
=4 [ ISAI
J2—9 - =D -

|
P

[ S T S PN S B B SR SR ]

A
I

&)

O..._._\_._

1
™




49

Ha pucynke 14 nokaszaHsl MOJy4Y€HHbIE HAMU BTOPUYHBIE CTPYKTYpPHI CIIEHCEPOB
ITS1 u ITS2 gas Sedum acre L. — tumoBoro Buzaa poaa. CoriiacHo pa3pabOTaHHBIM MO-
JeTIsIM, KaXIbIi crielicep XapaKTepu30BaJicid HaIUMYKMEM 4 CIUpaIbHBIX U 5 OJAHOLIEIO-
yeuHblX ydacTkoB. B ITS1 crnmpanu ObulM OTHOCHTENBHO KOPOTKMMH, W B 0OmIEH
CJIIO)HOCTH He Oosiee 65% HYKJICOTHUIOB crieiicepa y4acTBOBaJIU B UX (POPMUPOBAHUMU.
B cnimpanbHBIX ydacTkax HaOIr0aaIoCch 0oiee Beicokoe conmeprkanue I'1[-ocHoBanwmii (B
cpenneM 66%), 0 CpaBHEHUIO C OJHOIICTIOYEYHBIMU yYacTKaMu (B cpeHeM 36%). 31o
00yCJIOBJICHO TE€M, UYTO T'yaHHWH W ITMTO3UH 00pa3yloT MEXIy co0oii Oosiee cTaOUIIbHbBIC
TPU BOJOPOJIHBIE CBSI3U, B OTJIIMYKE OT APYTUX HYKICOTUIOB, U UMEHHO MO3TOMY T'ya-
HUH-IUTO3WHOBBIEC TIAPhl YYACTBYIOT B CTAOMIM3AIMK (DYHKIIMOHAIBHO BKHBIX CIIHpA-
JIed BTOPUYHOM CTPYKTYphl. HykineoTuasl, koHcepBaTuBHble Y 90% mnocnenoBaTebHO-
crelt, coctaBiisiian He 0oiee 43% B ITS1 n 56% B ITS2 ot ux obmiero uncia.

B ITS1 nepen nepBoii criupanbio HaXoauIach OJHOIETIOUEYHAs! TTOCIIEOBATEb-
HocTh (Puc. 14) mmunoi ot 35 HT y M. minima go 48 ut mis S. trullipetalum Hooker fil.
& Thompson (B onrcaHuu BTOPUYHON CTPYKTYPBI TPAHCKPHUIITOB MBI MCIIOJIB3YEM CO-
KpaIllEHUE «HT» — HYKJIEOTHIOB, OOpailasi BHUMaHUE Ha TO, YTO JaHHAas CTPYKTypa
cBoiicTBeHHa onHouenoyeyHoit moJiekysie PHK). Cpeanee conepxanue I'l[-ocHoBaHuUiA

B Hel O0b110 44,6+3,8%. bosnbiias yacTs 3TOro y4actka Obljia BHICOKOKOHCEpBATHBHA.
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Pucynox 14 — Bropuunas crpykrypa ITS1 u ITS2 S. acre. CepbiMm 0TME4EHBI HYKJIEO-
TUJIbI, KOHCepBaTUBHBIE ¥ 90% mocnenoBaTenbHOCTEN. B BBIHOCKAaX HAXOIATCS HYKJIEO-
TUABI, KOHCepBaTHBHBIC Y 90% MocnenoBaTensHOCTEN, HO OTJIMYHBIE Y S. acre. Pamka-
MU OTMEYeHbl Hauboyiee KOHCEPBATHBHBIE PETMOHBI BTOPUYHOU CTPYKTYphl. Takxke

yYKa3aHbl BapyualMy B JUIMHE U coJepxanuu [ 1[-ocHOBaHMIA U1 Ka)K10r0 JOMEHA
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[lepBas cnupans TSI, kak npaBuiio, BkiIouana 38—48 HT u UMena ABe-TpU 00-
KOBBIX NeTau (1-3 HT), npu 3TOM TOUEUYHbIE MyTallMM U WHJEIN YacTO MEHSUIM UX pac-
TIOJIOXKECHHE JTaxe MEXIy OMm3KopoacTBeHHbIMU Bunamu (Puc. 15a). [Toxoxyro cutya-

LU0 MOXHO HaOmoaaTh U B Apyrux cnupaisax [TS pernona (Puc. 150).
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Sedum lineare Sedum alpestre Sedum emarginatum  Sedum hakonense
dG =-24.70 dG =-2540 dG =-13.40 dG =-15.60

Pucynok 15 — Ilpumepsl MyTaiuii, COXpaHSIONIMX WM HU3MEHSIOIIUX BTOPUYHYIO
CTPYKTYpYy cnupaieil OJu3KopoICTBEeHHBIX BUAOB Sedum: a — cnupans [ B ITS1; 6 —
crmupaitb II B ITS2. Ctpenkoii moka3aHa BCTaBKa. 3aMEHBbI HYKJICOTHIOB OOBEICHBI OK-

PYXKHOCTAMHU. I'omosioruuHsIie HYKJICOTHUIBI BCpHIHHHOﬁ IICTJIXM OTMCUYCHBI CCPBLIM IBC-

TOM.

Crupans | O6bima camoit BapuabenbHOr yacThio |TS1 u, cnegoBatenbHo, Hanubo-
nee TpyaHo BeipaBHHBaeMmoin. Cpemgnee comepxkanue I'1l-ocHoBanuii Obio 72,6+£9,9%.
VY mpencraButenell MakapoHe3uiickux pogao Aeonium, Aichryson, Monanthes u He-
CKOJIbKUX CeBepoapUKaHCKUX BHUIOB Sedum HaOJr0[ad0Ch 3aMETHOE YKOPOYCHHE

naHHOM criupanu (21-25 vt npotuB 38—48 HT y npyrux TakcoHoB; Puc. 16).
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Ananmu3 BropuuHOU CTpyKTyphbl ITS1 CBHIETENHCTBYET O HECKOJBKO albTepHa-
TUBHOM clieHapuu 3Bositonuu ITS pervona y manasix oopasuoB (Puc. 17a). Hecmotps
Ha Pe3yJbTaThl MOJICTHUPOBAHUS CIIUpaTd [, TOMONOTHS CErMEHTOB MEXKIY YKOpPOUCH-

HBIMHU 1 HCYKOPOUCHHBIMU BapUaHTAMU OCTaJIaCb HCCKOJILKO COMHUTEIILHOM.
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sA—U—A-A, 5.C—U—A —A, 5G—G—C—A, 5,C—U-A—C3, 5,C—U—A—A3.
Sedum debile Dudleya pulverulenta Sedum stefco Sedum villosum  Sedum hispanicum
dG =-13.70 dG =-14.00 dG =-27.00 dG =-21.40 dG =-18.80

Pucynok 17 — CpaBHEHHE YKOPOUEHHBIX U HEYKOPOUEHHBIX BAPUAHTOB CIIUPAJICH CHEH-
cepa ITS1: a — cnupane |; 6 — cniupans II. CepbiM 11BETOM U CTpelKamMH TOKa3aHbI
MpEANoIaraéMble TOMOJIOTUYHBIE CETMEHTHI CITUpaeil.
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VYyacTok Mexay NmepBOd M BTOPOIl cnupanbio Bkiouyan 1-6 HT, 1100 BoBce OT-
cyrcTBoBai (S. cepaea L., S. bergeri Hamet). Bropas crupaib y 00JIbIIMHCTBA OCTC-
nosarenbHOCTel | TS1 cocrosina u3z 33-38 ur (Puc. 14), onnako y BumoB poja Dudleya
U HECKOJIbKMX amepukaHckmx BuumoB Sedum (S. debile, S. oreganum Nuttall, S.
spathulifolium Hooker u S. ternatum Michaux) ona Oblia ykopodeHna u Bkitodana 20—
23 ur (Puc. 16, 176). PazpaboTaHHbIC HAMU MOJEIHU JAIOT OCHOBAHHS II0JIArarh, 4ToO
YIIOMSIHYTBIE TAaKCOHBI MOTEPSIIN IEHTPAIBHYIO YacTh CIHPANH (OT MSITH IO CEMH Iap
HYKJICOTHU]IOB), HO, BEPOSITHO, COXpaHWn BepinHHyio netmo (Puc. 176). Conepkanue
['Tl-ocHOBaHUIi B 3TOM y4dacTKe ObLIO BbIlIe cpeaHero 62,3+8,5%. XoTs 3Ty cnupaib ¢
JIETKOCTHIO MOXHO OBLIIO OMpPEAENIUTh BO BCEX MOCIEIOBATEIBHOCTAX, €€ MepBUYHAS
CTPYKTypa Oblja JOCTATOYHO BapuaOebHOU. Y4acTOK MEXIy BTOPON M TPEThbeu Cru-
panbio BKIIO4Yan 8-20 HT M XapaKTepU30BaJICs OTHOCUTEIHHO HU3KUM COJICpKaHHEM
I'T] (42,748,6%) 1 OTHOCUTEIHHO BHICOKOW KOHCEPBATUBHOCTHIO. TpeThs ciimpans 1 TS1
SBIISIIACh caMoi KopoTkoit u3 Bcex B ITS1 u ITS2. Kpome Toro, ona Op1a mpakTHIECKU
HCM3MCHHA 10 YKMCIy HYKJICOTHIOB B e cocTaBe (15 HT) M KOHCepBaTHBHA 110 MEPBHY-
HOW TOCJIeIoBaTeIbHOCTH. TOJMBKO Y HecKoNbkuX oOpasmoB (Aeonium undulatum, S.
trichromum R.T. Clausen u Thompsonella xochipalensis Gual, Peralta & Pérez-Calix)
roMmoriactTuaeckas 3ameHa G—A Hapymana gopmupoBanue 6a3aabHOM Mapbl, TOITO-
My CHHpaib y HUX Bkitoyana 13 HT. Y aByx BuzjoB (S. moranense u S. uniflorum ssp.
oryzifolium (Makino) H. Ohba) BcTaBka OZHOTO OCHOBaHHS YUTMHSJIA BEPIIMHHYIO
newo. Tperss cnupanp XapaKTepU30BAIACH BBICOKMM cojaepkaHueM | 1[-ocHoBanui
(82,6%5,2%). OnHOUENOYEUHBIN YYaCTOK MEXAY TPEThbe U YETBEPTOU CIUPAIbIO ObLI
JUIMHOW OT 6 HT y oOpasuor S. apoleipon ’t Hart, S. subtile Miquel, mo 19 ut y S.
oreades (Decaisne) Hamet. On ObLT HACBIIIEH aJICHUHOM U YPAILKJIOM, IIO3TOMY COJIep-
kanue ['l] B Hem He mpebimano 40%. JocTaToO4HO KOHCEPBATUBHBIN JTOMEH, BKIIO-
yaromui cnvpanis Il u okpyxaromue ero OJHOLENOYEYHbIE YYaCTKH, COOTBETCTBYET
YHHUBEPCAILHOMY MOTHBY IMOKPBITOCEMEHHBIX pacteHuid (Angiosperm Universal Core
motif; Liu, Schardl, 1994). JlanHbIi y4acTOK MCITOJB30BAJICS HAMH B Ka4yeCTBE OPHCH-

TUpa JUIs BeIpaBHUBaHUS nocienoBarenbHocteit [TS1. Ocranpubie yuactku [TS1 Obutn
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BeChMa BapuadeNbHbI B TIEPBUYHON M BTOPUYHOM CTpyKType. YerBepTas crupans | TS1
BKJItovana ot 42 ur y S. palmeri S. Watson 10 65 Ht y o6pasuor S. apoleipon u S.
subtile nmpu cpennem conepkannu I'I[-ocHoBaHMit 56,6+6,9%. 3aKIIFOUNTETBHBIN OTHO-
nenouyeuHbiil yuactok ITS1, mepen sx3zonom 5.8S pIHK, 6bu1 mmunOo#M 7—15 HT ¢ 3aMeT-
HO HU3KUM cojepkanueM ['L] (17+7%).

B ITS2 nons BOBIEYEHHBIX B CHHpaM HYKICOTHAOB Oblia Bbimie (80%), uem B
ITS1, u nmuHa cimpaneit coorBercTBeHHO Oombie. Creiicep ITS2 Ob11 B 1eom Gostee
KOHCepBaTUBHBIM, yeM [TS1, 4To nenano MoJaenupoBaHHUE €r0 BTOPUYHON CTPYKTYPBI
6onee HagexxHeIM. [locne BrICOKOKOHCEpBATUBHOTO 3k30HA 5.8S p/IHK, nepen mepsoii
cuupaibio 1TS2 (Puc. 14), Haxoauscss HeOOIBIIONW OIHOLEIOYEUHbIH yIaCTOK ATHHOM
6—18 HT, OOJBIIMHCTBO HYKJICOTHIOB KOTOPOTO OBUIM KOHCEpBAaTHBHBI. CpemHee Co-
nepxanue ['[-ocHoBanmii B aToM yuactke 53,449,7%. [lepBas cimpans 1 TS2 Bratogana
ot 16 (S. treleasei) mo 30 ur (S. rupestre L.). Cpennee comepkanue I'll-ocHOBaHMit
3/1eCh OBLIO BbIIIE cpeaHero — 67,6+6,9%. XapakTepHoil 0COOEHHOCTbIO JaHHOM CITH-
pau SBISIICS KOHCEPBATUBHBIN ISl MOKPHITOCEMEHHBIX YYaCTOK B OCHOBAHUU C BBICO-
KHM COJIEp>KaHHEM TyaHMH-UMTO3MHOBBIX map (2-6 Hr; Hershkovitz, Zimmer, 1996).
BepimHHas neT/is U HeCKOJIBKO Map BO3JIe HEE XapaKTEePU30BAIUCH OOJBIION Bapua-
OenpHOCTBIO. OJIHOLIETIOUEYHAs! MOCIEA0BATEIbHOCTh HYKJICOTHAOB MEXAY NEpBOU U
BTOPOI criupasisiMu Obuia JyinHou 4—10 HT, U, KaK MpaBuiio, Oblia HACKIIIEHA aICHUHOM
u yparioM. Bropas cniupans I TS2 aBisiiack OTHOCHTEIHFHO KOHCEPBATUBHOM MO J1JIN-
He (28-35 uT) u o BropuuHoi cTpykType. Conepskanue ['l[-ocHoBaHU#1 B HEl coCTaB-
asno 67,844,2%. bavxke K OCHOBaHMIO criupaiu (4—5 map OT ee Hayajia) HaXOuics Xa-
paktepHbIit 1iist I TS2 3ykaproT MOTHUB — KOHCEPBATUBHASI MTUPUMHIUH-TUPUMUTAHOBAS
BHyTpennssa netis (Coleman, 2003, 2007; Schultz et al., 2005). Takxe kak u criupais I,
cnupaiib Il xapakTeprszoBanach BapuadENbHOCTbIO BEPIIMHHON netiau. OnHonenoyey-
HBIM y4aCTOK MEXy BTOpOM U TpeThel crimpaibio Obut aimHoi 3—14 uT. B HEM pacmo-
Jarajics KOHCEpPBATHUBHBIA aJIEHUH-HACBIIIEHHbIH MOTUB. TpeThsa crnupans ITS2 Obuia
camoi JNIMHHOM W3 BCex crimpasnei crneiicepoB | TS pernona u Bxirovana ot 84 HT y 00-

pasiia Semp. ciliosum Craib g0 100 ut y S. multicaule Wallich ex Lindley. Coaepxanne
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['Tl-ocHoBanuii B Helt ObuT0 HeBenmmuko — 59,3+5,1%. JlanHast cimpasb uMena XxapakTep-
HYIO CTPYKTYPY C HECKOJIBKUMHU JABY- U OAHOCTOPOHHUMH OOKOBBIMU TETJISIMU U BBICO-
KOKOHCEPBATUBHBIM Y OOJBIITMHCTBA 3YKAPUOT MOTUBOM B 20 HT, COAEpPIKAITUM TIOCTIEC-
nosatenbHOCTh UGGU 1 pacnonokeHHbIM ¢ 5'-CTOPOHBI CIIMpaliv, BOJIU3U BEPIIMHHON
netin (Mai, Coleman, 1997; Coleman, 2003, 2007; Schultz et al., 2005). YuacTtok me-
Iy TPETbEW M YETBEPTOM CHUPAIbIO ObUT JUIMHOW OT 6 10 21 HT U OTIMYAJICS HU3KUM
conepxxanuem I['1] (36,348,8%). UeTBepTas crimpans | TS2 xapakrepu3zoBanack BbICOKON
Bapra0OeaIbHOCTHIO MEPBUYHOMN MmociieqoBareabHocth (0T 12 HT y S. multiceps Cosson &
Durand 0 29 Ht y 0o6pasna S. brevifolium DC.) u, otrcrona, BTOpudHON CTPYKTYPHI, U4TO
YCIIOXKHSJIO BhIpaBHUBaHUE. KOHCEpPBATUBHBIMU 371€Ch SBJISUIUCh MEHBIIE TPETU HYK-
JEe0TUIOB, U cpenHee coaepxkanue ['ll-ocHoBanmit coctabmsio 66,7+£11,1%. OnnHoue-
MOYEYHBIN YYaCTOK MOCTIE YeTBEPTOH crupanu, nepes sk3oHoM 28S p/IHK, umen Hus-
Kl iporeHT conaeprkanus I'1l-ocHoBaHui 1 OBUI B CpETHEM 5 HT, OJHAKO Y HECKOJIb-

KHX 00pa3IioB OH oTCyTcTBOBaI BoBce (S. sexangulare L., S. liebmannianum Hemsley).

3.3. OO0mas xapakTepucTHKA NocJe1oBaTebHocTell rena matkK

Jlnuna npoaykra [P rena matK cocrasmsuia B cpeanem 800 mH. [Tocne Beipas-
HUBaHMSI JIJTMHA TIOCJIeIOBATENbHOCTEH B MaTpuile JaHHbIX (102 mocienoBaTeIbHOCTH,
71 u3 HUX TpenacTaBuTeNel poaa Sedum) BaperpoBana ot 398 nH y S. obcordatum R.T.
Clausen 10 716—717 nu y S. nudum Aiton, S. lancerottense Murray, S. fusiforme Lowe.
OTu paznuuus ObUTH 00YCIIOBJIEHBI TEM, YTO HEKOTOPBIE MOCIEI0BATEIBHOCTH U3 Oa3bl
GenBank ObutM OJTy4eHBI ¢ TOMOIIBIO MMPAaHMEPOB, CAaUThl MOCAIKH KOTOPBIX ObUIHA OT-
JUYHBI OT HAIIUX W PACIOJIOKEHBI ONmke K Havany reHa. Kpome Toro, B mocneaoBa-
TenbHOCTAX reHa MatkK Obu10 00HAPY)KEHO HECKOIBKO TOMOTUIACTUYECKUX UHJIENICH, KO-
TOpbIe OBLTH COXpaHEHBI B MaTpUIle A (UIOTCHETHYECKUX aHanu30B. [IporeHTHOE
conepkanue 'Ll B mocienoBaTenbHOCTSIX OBUIO OTHOCHTEIBHO HU3KOE — B Ipejaenax

31-38% (B cpeanem 34,14+1%), 4T0 XapakTEepHO JJIs XJIOPOIIACTHBIX T€HOB.
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3.4. ®unorenus poga Sedum u 6JM3KHX eMy PO/IOB HA OCHOBAHUH
nocienosarejabHocreii I'TS pernona
Bce matpuilel JaHHBIX OBLIM MPOAHATM3UPOBAHBI C TOMOIIBIO POrPAMMBI
JModelTest 2.1.1 (Darriba et al., 2012) nns moxbopa oNTUMAaIBHBIX MOJICIICH YBOJTIOIAN
HYKJIEOTH/IHBIX IOCJIEI0BATENIbHOCTEH. XapaKTEPUCTUKU U ITapaMeETPhl IBOJIOLUOHHBIX
MoJieJiel, IpeyoKeHHbIX npu ucnoias3oBanuu kpurepueB BIC, AIC u DT, npencras-
JeHbl B Ta0nuie 6. BeiOpaHHbIe 7151 aHANU3a MOJIEIM BbIIEIEHBI )KUPHBIM HIpU(TOM, U

I[EU'II)HCI‘/’IIHHG XAPAKTCPUCTHUKHU B T&6JIHH€ JdaHbl TOJBKO IJIS1 HUX.

Ta6J'II/I]_Ia 6 — MOIICJII/I 9BOJIIOIUH HYKJIICOTHIHBIX HOCHGHOB&TGJ’IBHOCTeﬁ, BbI6paHHI>I€

nporpammoit jModeltest ays MmaTpuil TaHHBIX, ¥ KX TapaMeTpPhI

MaTpuibl JaHHBIX ITS 223 matK 102 matK 75 ITS75 ITS+matK 75
TPM2uf+I+G/ TVM+G/ TVM+G/ SYM+I+G/ | GTR+I+G/
Moneas (AIC/BIC/DT) GTR+1+G/ TVM+G/ TVM+G/ SYM+I+G TIM1+1+G/
GTR+I+G TVM+G TVM+G SYM+I+G TIM1+I+G
-InL 21824.3523 7864.1356 6758.9973 11832.1803 | 19279.2952
0.2452/ 0.2042/ | 0.2912/0.1751/ | 0.2928/0.1733/ | 0.25/0.25/ | 0.2648/0.2094/
Yacrorsl A/C/G/T
0.2290/ 0.3216 0.1618/0.3718 | 0.1659/0.3680 | 0.25/0.25 | 0.2085/0.3172
GoT=1.000
A—C 1.2372 1.6549 1.6125 0.9082 1.2506
A-G 2.8209 1.7559 1.6264 1.9913 1.9046
AT 1.6520 0.3059 0.2421 1.7151 0.8292
CoG 0.6651 1.0611 0.9908 0.3954 0.6498
CoT 4.1626 1.7559 1.6264 3.5201 2.7328
Iponopuusi uHBapuadeib-
0.2430 - - 0.2680 0.1800
HbIX caiiToB (I)
I'amma napamerp
1.1460 0.9580 0.9490 1.0690 0.6060
(gamma shape)
Jiana, mH 590 717 717 590 1307
KoncepBaTuBHbBIE HT 161 293 319 203 523
MP-unpopmaTHBHbBIE HT 382 316 285 341 626
MP-HenHpopMaTUBHBIE HT 47 108 113 46 158

[Tpumedanue: mH — nap HykIeoTun0B; MP-nHdopmaTuBHBIE HT — HH(GOPMATUBHBIX HYKJIEOTHUIOB CO-
[JIACHO METO/AY MaKCHUMaJbHOM 3KOHOMHUH (MapcuMoHun); MP-HemHpopMaTuBHBIE HT — HEUH(pOpMa-
TUBHBIX HYKJICOTHUJIOB COTJIACHO METOAY MaKCHUMalbHOW 3KOHOMHUH (ApCHMOHHUM); HaUMEHOBaHUS

MaTpul JaHbI 110 HA3BAHUIO MapKepa U YUCITy ITOCJIEIOBATEILHOCTEH.
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Panee ObLTO TIOKa3aHO, YTO MakapoHe3uiickue poaa Aeonium, Aichyson u Monan-
thes 3anumaroT 000c00JICHHOE MOIOKEHNE U (HOPMUPYIOT B (DUIOTCHETUYCCKUX PEKOH-
CTPYKIUAX (HAa OCHOBAHWH aHAIH30B MOP(OJIOTHUESCKHUX MPU3HAKOB, PECTPUKITHOHHBIX
¢dparmentoB xn/I[HK, nocnenoBatenshocreii TS pernona sinepuoit p/IHK u cneiicepa
trnL-trnF xo/IHK) ycroiiuuByro kiagy Aeonium, B3aMMOOTHOIICHHS B KOTOPOH XOPO-
o BeisicHeHsl (Mes, *t Hart, 1996; Mes et al., 1997; Jorgenson, Frydenberg, 1999; Mort
et al., 2002; Fairfield et al., 2004; Klein, Kadereit, 2015). MbI BbIOpajii HECKOJBKO
HanmOoJiee JMBEPTreHTHBIX MOCIENOBATEIbHOCTEH ATOW KJaJbl B KauyeCTBE BHEUIHEH
TPYIIIBI 711 HAIITMX aHAJTU30B.

dunoreHeTHUECKHI aHamu3 npeacrasurenei Sedum u 14 6iu3kux poaoB (TpHObI
Sedeae, Semperviveae u Aeonieae) Ha OCHOBaAaHMM CPaBHEHUS IOCJIEI0BATEIbHOCTEN
ITS pernona p/IHK metonom ML (moxens GTR+I+G) mo3Boimia HaM MOIYYUTH Epe-
BO, TTOKa3aHHOe Ha pucyHkax 18 u 19. Mccnenyembie TakCOHBI BOIIUIM B COCTaB 3 OC-
HOBHBIX KjaJ (Ha3BaHMS KJaJ COOTBETCTBYIOT IEPBOM MOJICKYJISIPHOU (PHIIOTEHUU Ce-
meiicTa; van Ham, 1995): Aeonium, Sempervivum, Acre, u mapapuieTH4ecKoro Kia-
crepa Leucosedum (kimactepoM MBI Ha3bIBaeM KiIa/bl, YCTAHOBJICHHBIC B MCCIICIOBAHU-
X IPYTUX aBTOPOB, HO HE MOJIYYHMBIIHE IMOJICPKKH B HALTUX aHAIM3aX).

Knana Sempervivum (17 o0OpasioB) Obuia moaiaepxana (u o cinabo, 50%) Toib-
ko B aHanmze metogom ML (Puc. 186). B coctaBe 3Toii Kaabl BRIACIAIOTCS JABE BHICO-
KOYCTOWYMBBIC MOJKJIAAbI: TIepBas BKIItOYala MmpeacTaBuTesieid poga Sempervivum (10
BHUIOB), BTOpas — wieHoB Sedum ser. Rupestria (7 mocnenoBaTeabHOCTEH, 6 BUIOB).

Kinactep Leucosedum Bxitouan 42 mocnenoBaTelbHOCTH, KOTOPbIE OBUIA pac-
MpenesieHbl MEXIy JBYMS HEpPaBHBIMU TapaduICTUUYECKH BETBAIIUMUCS JIMHUSIMH:
oonbmmas (55/0.99) exirouana 39 npencrasuteneit pogos Sedum u Dudleya, B To Bpems
KaK BO BTOPYI0, 0€3 CTATUCTHUECKOH MOJICPKKH, BOILIM Tpu TakcoHa (Rosularia

serrata (L.) Berger, Sedum sp. u S. cepaea; Puc. 180).
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Pucynok 18 — ®dusorenetnueckoe aepeBo tpud Sedeae, Semperviveae u Aeonieae ocHo-
BaHHOE Ha cpaBHeHuHU 223 mociemoBarenbHoctedi ITS pernona (590 mH) metomom ML
(Momens GTR+I+G). OGo3HaueHUs: a — CXeMAaTHYHOE M300paKeHHe JepeBa; O — yBeEH-
YeHHAs 4acTh JIepeBa, BKJIOUaromias kiaasl Aeonium, Sempervivum, kiactep Leucosedum
u EBpoaszuarckyro nonknany kiansl Acre. BP Boime 50% u PP 6osnee 0.95 nanbl Haj uian
nox BetBsimu (ML/BI). BetBu co 100% BP u 1.00 PP moka3zanbl yTOJIIIEHHBIMHA JTUHUSIMH.
Homepa moctyma mpuBeAeHBI JIsl TAKCOHOB, MIPEICTABICHHBIX B MAaTPUIE JAaHHBIX OoJiee
YeM OJTHOM TMOCJIeIOBATEIBHOCTHIO. TaKCOHBI, TTOCIEOBATEIILHOCTH KOTOPBIX MMOJYYEHHI B
ATOM UCCIIEJIOBAHUH, BBIJICIICHBI JKUPHBIM IIPUPTOM.
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Pucynok 19 — ®dwmorenerndeckoe aepeBo Tpud Sedeae, Semperviveae u Aeonieae oc-
HOBaHHOE Ha cpaBHeHHMH 223 mocnenoBareiabHocTel ITS pernona (590 mH) Meromom
ML (momens GTR+I+G). OGo3HaueHus: a — cXxeMaTHYHOE M300pakeHHUe JepeBa; 0 —
yBEJIMYEHHAs YacTh JIepeBa, BKIOYAroNias AMEpPUKAHCKYI0 TOIKIaay Kiaael Acre.
Onucanue COOTBETCTBYET PUCYHKY 18.
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[Topsimok BerBneHus B Leucosedum Obut smimib 9acTuuHO ycTaHoBieH. Camas
KpyIHas KJ1ajga B cocTaBe 3Toro kiactepa (87/1.00) Bkirrouasa aMepuKaHCKHE TaKCOHBI:
JeBATH MociieoBaTenpHocTelt poaa Dudleya (95/1.00) u nsath — poma Sedum. Ona Oblia
Ha3BaHa Hamu kiagoi Dudleya (Puc. 186). IIpu atom S. oreganum, S. spathulifolium u
S. ternatum oOpa3oBbiBan ycTorunByro noakiaany (100/1.00), B To Bpems kak S. debile
pacnojarajics o6ocobinenHo. Monodunernueckuii pox Prometheum (98/0.99) Obur
omu3ok kx S. hispanicum (90/1.00). Beimensutack Takxke kiaga BugoB Sedum (12 mocie-
JOBaTeNIbHOCTEH), TojajaepkaHHas Toibko B Bl-amamuze (0.99; Puc. 186). B Heit S.
brevifolium u S. pallidum M. von Bieberstein okazamucs Onu3ku k S. album L./S.
hirsutum Allioni (73/0.98) u S. gracile/S. subulatum (C.A. Meyer) Boissier cooTBeTCT-
BeHHO. bim3ocTs k HuM S. stefco Stefanoff Obl1a cTaTHCTHYECKU HETOCTOBEPHA.

Knana Acre B Hamiem aHaiu3e BKJIIOYaia HauOOJbIIEE YHMCIO BUIOB U POJIOB
TOJCTSHKOBBIX (155 1 8 coorBeTcTBeHHO). OHA MOMyYMnJia MAKCUMAJIbHYIO CTaTUCTHYE-
CKyr0 moanepxky B aHanuzax ML m BI. Ona nmogpasznensnace Ha HENOIIEPKaHHYIO
MOJKJIAy €BPOa3HaTCKUX OYUTKOB (42 TOCIEIOBATEIBHOCTHA) U XOPOIIO MOJIePKAH-
Hyto (98/1.00) noakany amepukanckux wieHoB TpuObl Sedeae (113 mocnenoBareabHO-
creii). EBpoasznaTckas mojakiaaa Obuta MpeacTaBlieHa MCKIOYUTEIBHO BUaamMu Sedum.
B ee cocTtaB Bxoawiu JIB€ YCTOMYMBBIC JMHUHM A3MATCKUX BUJOB, HE MPOSIBISIONINE
OJIM30CTH JIPYT K Apyry U HazBaHHble HaMu Al u A2 (9 u 18 nocnenoBaTenbHOCTEH CO-
oTBeTcTBeHHO; Puc. 180), mapadmiernyeckas rpymmna u3 12 eBporneickux o0pasIos,
nocjeIoBaTeIbHOCTh S. sexangulare, a taxke O0auskue Mexay codoi S. anglicum Hud-
son u S. farinosum. ITopsAa0K BETBICHHS B a3MATCKUX KjIaJax ObLT XOPOIIIO MOACpKaH,
B OTJIMYKME OT HEPa3pEeIICHHBIX OTHOIICHUH Mexy eBporeiickumu Bugamu (Puc. 180).
[Mocneanre ObUIM MpeACTaBIIEHB B OCHOBHOM cepucii Alpestria Berger (9 BumoB), HO
P 3TOM He (OPMHPOBAIN Ha IPEBE COOTBETCTBYIOIIYIO JIMHHUIO.

EauHCTBEHHBIM HCKITIOUEHHEM B AMEPHUKAHCKON TOJKIIae ObLIN OJM3KHUE MEXK-
ny coboit mocneaoBatensHocTy S. nudum u S. brissemoretii Hamet ¢ octpoBa Mageiipa

(Puc. 196), oOpasyromiue Ha ApeBe OTAC/IbHYIO JIHMHHYIO BeTBb. Kpome Sedum, B Ame-



62

PUKAHCKYIO TIOAKIaMy ACIe BXOAWIN MPEACTABUTEIHN €IIe CEMHU POJIOB TOJICTSIHKOBBIX
(Echeveria, Graptopetalum, Pachyphytum, Thompsonella, Cremnophila, Lenophyllum u
Villadia; Puc 196). UneHbl 3THX POJOB, KaK MPABHUIIO, ObUIH OJIM3KU MEKIY COOOM, XOTs
HU OJWH POJ HE 00pa3oBaJl MOHODUIECTHIECKYIO JUHUIO. B 0011eM, mopsiiok BeTBIe-
HUS B AMEpPHUKaHCKOW MOJKJaze ObLI IIoXo paspemieH. Hambonee moamepaHHBIMU
rpynmamu Obutn "Villadia” (98/1.00; Puc. 196) u "Echeveria™ (89/1.00), ycraHnoBieH-
ueie panee Carrillo-Reyes ¢ coasropamu (2009).

JJist TOro 4TOOBI OLEHUTH BIUSHUE BHICOKOJAMBEPTEHTHBIX YYaCTKOB IMOCIIE0BA-
tenbHOCTEN [TS1 Ha cTaTUCTHYECKYIO MOANEPKKY BETBEH HAILIETO JIEPEBA, Mbl POAHA-
JU3UPOBAIM €Ille JBE MaTpHIbl JaHHbIX. OjHa BKIIOYajia TOJHKO KOHCEPBATHUBHbBIC
yaactku u3 1TS1, 5.8S p/IHK u ITS2 (400 mH), BTOpas — Tonpko ydactku 5.8S p/IHK u
ITS2 (294 nn). Ilpu ynaneHuy U3 aHaIKM3a JUBEPIEHTHON YacTH MOCIICI0BATECIBHOCTEH
ITS1 wiu uenoro creiicepa nmoajuepxka kiaja Aeonium u ACre octaBajiach MpaKTHYE-
cku HeuzMeHHou (99—100%), npu 3ToM [JIst moAKIa ] B Kiage Sempervivum Halmoaa-
Joch cHmkeHue nojaepkku (ot 100 1o 85-91%), B To Bpems Kak ycroilunBasi Amepu-
KaHCKas MoJiKjiaaa kiaabl ACre BOBCE JUIaiach CTaTUCTUUEeCKOM momanepxku (Tadm.
7).

YuuThiBas CymecCTBEHHBIC Pa3JINYus B JJIMHAX BETBEH MOJYYEHHOTO HAMU (UITO-
TCHETHYECKOTO JIEPEeBa, MOYKHO MPENOJIOKUTh HEOTMHAKOBBIM TEMIT SBOJIIOIUN TTOCTIC-

noBatenbHOCTeN I TS pernona B mpenenax BUAOB U KJIaJl TOJICTSIHKOBBIX.
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Tabnuna 7 — 3HavueHus: OyTCTPEn-TMOAIEPKEK I OCHOBHBIX KJIaJI/KJIaCTepOB/TIOAKIIA],
nojy4deHHble npu ML aHanu3e Ha OCHOBAHWU Pa3NUYHBIX MATpUIl AaHHBIX | TS perrnona

p/IHK (223 mociemoBaTeIbHOCTH)

3HaueHue Gyrcrpen-noanepxkek (BP)
Knana/Kaacrep/Iloakiaana
590 mu 400 mH 294 nu
Aeonium 100 100 99
Sempervivum 50 [Tapa [Tapa
Sedum ser. Rupestria 100 100 91
Sempervivum s. |. 100 85 89
Leucosedum [Tapa <50 [Tapa
Dudleya 87 67 [Tapa
Acre 100 98 100
EBpoasuarckas <50 [Tapa [Tapa
Al 100 87 [Tapa
A2 100 85 <50
AMepHuKaHCKas 98 <50 [Tapa

[pumeuanune: 590 ma — 590 nap nykineotunoB yuactka 1TS1-5.85-ITS2 (zepeBo, mocrpoeHHOEe Ha
OCHOBaHHMH 3TOW MaTpHIlbl, Moka3zaHo Ha pucyHkax 18 u 19); 400 mu — 400 caMbIX KOHCEPBATUBHBIX
nap HykieotusoB yuyactka ITS1-5.85-1TS2; 294 mu — 294 nmap mykneotunoB ydactka 5.85—-1TS2; ma-

pa — napadunernyeckas rpymna.

[TorapHble reHETUYECKUE AUCTAHLMU (p-AUCTAHLUH), YCTAHOBJIICHHBIE ISl JaH-
HOTO Mapkepa, B 1meinoM umenu Bbicokue 3HaueHus (0,164+0,007). B Sempervivum,
Acre u Leucosedum onm mnpesbimann 0,12 (Puc. 20). B HekoTopbIX ciydasx
(Sempervivum u Acre) OTHOCHTEIBHO BBICOKAs AWBEPreHIMs B Kiajae Oblia 00yCIOB-
JieHa He OOIIel BBICOKON AUBEPIreHIMEN MOCIe0BATEILHOCTEN, a HATUIYUEM HECKOJIb-
KUX (ABYyX, B JAHHOM Clly4a€) TUBEPTrE€HTHBIX TMOJKIIAJ, CJIaraéMbIX OTHOCHUTEIIBHO
OJMM3KUMU TOCIIEA0BaTEIbHOCTAMU. HanmpuMmep, AucTaHmud MexXIy Sempervivum ssp.
He npesbimany 0,018+0,002 u ObUM MOYTH B YETHIPE pa3a MEHBIIE, YEM MEX]y BUAAMU

Sedum ser. Rupestria (0,068+0,006; Puc. 20). Ilpu sToM kiaama Sempervivum umeeT
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Oounpliee 3HaueHue momapHeix auctannui (0,111+0,007). B knage ACre eBpoasnaTcKue
BUABl Sedum xapakTepHu30BajHMCh BBICOKOW JAMBEPICHIIMCH TMOCICIOBATECIBHOCTEH

(0,154+0,007), B oTmuume ot amepukanckux BusioB (0,088+0,005).
Aeonium

Sempervivum

Sedum ser. Rupestria

Sempervivums. 1.

Leucosedum
Acre

EBpoaszuarckas noaknazaa

AMepuKaHCKas okiIaaa

11

0 0,02 0,04 0,06 0,08 0,1 0,12 0,14 0,16
Pucynok 20 — Cpeanue momapHble T€HETHUECKHE AUCTAHIMM (p-TUCTAHIIUU) MEXKIY
MOCJICTIOBATEIFHOCTSIMU B OCHOBHBIX TpymIax (pUIOTEHETHYECKOTO JEpeBa, MOCTPOCH-

HOTO TI0 pe3ynbraram ananuza | TS perunona p/IHK.

3.5. ®uunorenus poga Sedum u 6JM3KHUX €My PO/IOB HA OCHOBAHUM y4aCTKA
resa matkK

dunoreneTnueckoe apeBo s Tpub Sedeae, Semperviveae u Aeonieae, mocTpo-
enHoe MmetoioM ML Ha ocHoBanuu cpaBHeHus 102 nmocnenoBarensHocTel MatK, moka-
3dHO Ha PUCYHKC 21. Ha mem MMOCJIACA0OBATCIIBHOCTH PACIIPCIACICHBI MCIKIY TPCM: Kia-
namu — Aeonium, Leucosedum u Acre, a Tak ke napapuICTHYCCKUM KIIACTEPOM
Sempervivum. Tlocneanuii cnaraercs nyms ycroiuuBbivu (100/1.00) noaknagamu —
XOpoIIo CTpyKTypupoBaHHo# Sedum ser. Ruprestria u Sempervivum s. ., npeacraBieH-
Hoi 4 mocnenoBareiabHOCTIMU (Semp. altum Turrill, Semp. caucasicum Ruprecht ex
Boissier, Semp. marmoreum Grisebach, Semp. globiferum ssp. allionii (Jordan &
Fourreau) ’t Hart & Bleij).
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Pucynok 21 — ®unorenernyeckoe nepeBo tpud Sedeae, Semperviveae u Aeonieae, oc-
HOBaHHOE Ha cpaBHeHuH 102 mocnemoBaTenbHOCTel rena matk (717 mH) metomom ML
(mogens TVM+G). BP Bbime 50% u PP Gonee 0.95 nmanbsl Haa WM IOJ BETBAMHU
(ML/BI). BetBu co 100% BP u 1.00 PP noka3ansl yToNIIEeHHBIMU JTUHUSIMU. KUPHBIM
mprudToM 0003HAYEHBI BUIBI, IJISI KOTOPHIX IMOCIIEAOBATEILHOCTH ObUIM TIOJYYEHHI B
HacTosIeM ucciieqoBannn. Homepa gocryma B 60ase manueix Genbank mawer mis Tax-
COHOB, TIPEICTABIIEHHBIX B MaTPHUIIE JAHHBIX 0OJIee UeM OJTHOM MOCIIE0BATEILHOCTHIO.
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1
VK a
a
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'
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[Momnepxka Leucosedum Owima muaMManbHOW (56% meromom ML), mpu 3tom
OOJBIIMHCTBO €€ BHYTPEHHUX BETBEH MOJIYYMIIM OT C1a0OM /10 BBICOKOM MOAJEPKKU
(Puc. 21). bazapHOE MOJIOKEHUE B ATOM KJIaJe 3aHMMaJa mapa S. cepaea/S. magellense
Tenore (89/0.99). bonbIas yacTh mocieaoBaTeNbHOCTEH (32) BONUIN B MOAKIATY, Clia-
raeMyro JIByMsl YCTOHYMBBIME rpynnamu U Bujgom S. stefco. [epsas rpymnma (21 moce-
noBatenbHOCTh; 98/1.00) o0beaunsuTa Buabl Sedum, Rosularia m Prometheum u3 Espo-
nbl. Bropas rpynma (11 mocnepoBarensHocTel, 96/1.00) BKIOUama Kak €BpOICHCKHE
Bugel (S. gracile, S. villosum L., S. dasyphyllum var. glanduliferum (Gussone) Moris u
Rosularia platyphylla (Schrenk) Berger), Tak u amepukanckue Takconsl — S. debile, S.
ternatum, S. oreganum, S. spathulifolim var. purdyi (Jepson) R.T. Clausen u Dudleya
spp. (kmaga Dudleya; Puc. 21).

CecTpuHCKOH 1Mo oTHOIIeHUI0 K Leucosedum Obuta kimaga Acre (48 mocienoBa-
TEJIBLHOCTE ), XapaKTepu3yroIasicsi BBICOKON moanaepkkoit B ananuzax (100/1.00). B ee
COCTaB BOIILJIM €BpOa3uaTckue (mperumyiecTBeHHO Cpeau3eMHOMOphE U A3Hsl) U aMe-
puKaHCKUe BHAbI Sedum, a Takke IpPeJCTaBUTEIM aMEPUKAHCKUX SHICMHUYHBIX POJIOB
(Graptopetalum, Echeveria, Cremnophila, Lenophyllum, Thompsonella, Pachyphytum u
Villadia), koTopbie He (GOPMHUPOBAIN COOTBETCTBYIOIINE POJOBBIC JIMHUM, & TIEPEMExkKa-
nuch ¢ Buaamu Sedum. Bee ameprkaHcKie TakCOHBI (23 MOCIeTIOBATEILHOCTH), @ TAKXKE
3 makaponesuiickux Buaa Sedum (S. fusiforme, S. nudum u S. lancerotense) Bomu B
yMepeHHO nojiepxkannyto (87/0.99) BepmnHHy0 TOAKIANY, MOPSAOK BETBICHUS B KO-
TOpo#t ObLT c1ado paspericH (Puc. 21). EBpoasuarckue e Buasl (25 mocieaoBaTeabHO-
cteit/21 Bua) He GOpMHUPOBATIU €UHOTO KJIaCTepa, a pacnojiaraiuch napapuieTH4ecku
B OCHOBaHUM AMEPUKAHCKON MOJKIAJBI C YMEPEHHOW MOAEPKKONU. A3UATCKUE BUIBI
Sedum ObLIM pacmpenesieHbl MEKAY IBYyMsl ycToWuuBbiMU rpymnmamu (Puc. 21): Al
(100/1.00) u A2 (99/1.00), Torna KaK OTHOIIEHUS MEXy €BPONEUCKUMH BUAAMHU OCTa-
JUCh B 3HAYUTENFHON CTEeNeHW HepaspemeHHbIMU. Cpean eBpOIEWCKUX BHUIAOB .
farinosum, S. anglicum (81/0.99) u S. sexangulare (50/-) nposiBrin HaHOOJIBIITYIO OJIH-

30CTh K AMEPUKAHCKOM MOKIIAIEL.
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B uenom, 3HaueHus P-IUCTaHIMM, MOTyYEHHBIE ISl OchaeaoBaTenpHocTeir matk
(Puc. 22), cooTBEeTCTBOBAIN TaKOBBIM, YCTAaHOBIEHHBIM ISl mocienoBareabHocTeit ITS
pernona p/IHK (Puc. 20). HanGonbmuMu AUCTaHITUAMA MEXAY BUIAMU XapaKTEPH30-
Bajach kiama Leucosedum (0,081+0,008), HaMMEHBITUMH — BHJBI pojaa Sempervivum
(0,016+0,005). Bunsl, ciaratomnue Sempervivum u Acre, IMeId OTHOCHTEILHO BBICO-
KYI0 IUBEpPreHiuio mexay nocienoBarenbHoctsamu (0,042+0,008 u 0,051+0,005 coot-
BETCTBEHHO) 32 CUET HAJIMYMUS TOJKIAJ, ClaraéMbIX JOBOJHHO OJIM3KUMH IOCIEI0Ba-
tenpHOCTIMU (Sedum ser. Rupestria/Sempervivum s. |. u EBpoa3uarckas/AMepuKaHCcKas
noaknanbl). Kak u B anammse ITS pernona, EBpoasmarckas moakiama xapakTepru3oBa-

J1ach 0oJiee BBICOKAM 3HaUYE€HUEM p-I[PICTﬁHI.[HfI, qeM AMepI/IKaHCKaﬂ.
Aeonium
Sempervivum

Sedum ser. Rupestria —

Sempervivum s. 1. B

Leucosedum

Acre

EBpoa3suatckas noakinaaa

AMepuKaHCKas MoJakjiana

0 0,02 0,04 0,06 0,08 0,1
Pucynok 22 — Cpeanue momapHble TEHETHUECKHE AUCTAHIIMH (p-TUCTAHIIUN) MEXIY
MOCJIE0BATEILHOCTSAMHU B MPEiesIaX OCHOBHBIX TPy (PUIOTEHETHYECKOTO JIepeBa, Io-

CTPOEHHOTO IO pe3yJibTaTaM aHalin3a yyacTtka rena matk.

3.6. AHaau3 00beIMHEHHOH MaTpuIbl nocjenoBarejbHocTeil ITS pernona n
rema matkK
YuuTthiBas, 4ToO pH aHaM3e nociaeaosarenbHocTedt TS pernona u rena matk mo

OTACIbHOCTH HCKOTOPLIC BETBHU HC ITOJTYYNUIINU CTaTUCTUYECKOM MNOAACPKKH, HAMHA ObLI1a
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NPEIPUHSATA TOMBITKA JOOUTHCS OOJBINECH pa3pelIeHHOCTH TOMOJIOTHH JIpeBa MyTeM
YBEJIMYCHUST MATPHUIIbI JAHHBIX (YHCIIa aHATH3UPYEMBIX TO3UIHH). [J1s 3T0T0 MBI 00BE-
nuaun nocnenoBarenbHoctTn Matk xnJIHK u ITS p/IHK 75 npencraButeneit Tpub
Sedeae, Semperviveae u Aeonieae. Oomas mirHa Matpuiel coctaBuiaa 1307 mH. Ilo-
CJIEI0BATEILHOCTH 000MX MapKepoB i OoJbield yacth BUioB (40 u3 75) ObLIM MOJY-
yeHbl HaMu u3 oaHoro oopasma JIHK (IIpunoskeHne), 9To0 CHUKAET BEPOATHOCTH TOSIB-
JICHHSI IPOTUBOPEYHBOTO (PMIIOTCHETHYSCKOTO CUTHAJIA, KOTOPBI MHOTAa HAOF01aeTCs
npu 00BETUHEHUH MOCIIEIOBATEILHOCTEH MapKepOB, MOMYUYEHHBIX U3 PA3HBIX OpraHU3-
MOB. KpoMme Toro, HyKJI€OTHIHbIE MOCJIEI0BATEILHOCTH U3 0a3 JaHHBIX MOTYT COJIEp-
*aTh ommOKku. Tak, B aHanm3e ydyacTka reHa matk ObL1o OTMEYEHO, YTO MOCIeA0Ba-
TeNbHOCTH S. ternatum u3 GenBank Boimia B coctaB AMeprKaHCKO# mokiaaasl Acre, a
NoJTydeHHass HaMu — B coctaB kiaael Dudleya B Leucosedum, kyaa u oTHOcHTCsT 00JTh-
IIMHCTBO BUOB mojapoja Gormania (Puc. 21).

Heobxoaumo oTMeTHTh, 4TO pe3yiabTaThl TecTa PHT oTBepriu HyneByo rumnore-
3y O KOHTPY’PHTHOCTH HaOOpOB mocienoBatenbHocTed reHa matK u ITS permona
(P=0.01). BmecTe ¢ TeM, cpaBHEHHUE TOIOJOTHH, TOAYYCHHBIX MPU aHAJIM3E dTUX Map-
KEpOB MO OTJEIBbHOCTH, HE BBIIBIIIO MPOTUBOPEUUN MEXY HUMH KaK B MOPSIKE BETB-
JICHMSI, TAK U B 3HAYCHUSX MOJICPKKH OCHOBHBIX Kiaja (Taou. 8). DToT ¢akT mo3Bomi
HaM TPEIOJIOKHUTh, YTO 00a MapKepa B 1IEJIOM CXOJHBIM 00pa3oM OTPakarOT POJICT-
BEHHBIC OTHOIIEHUS B U3y4aeMOW TpyMIe, MO3TOMY Mbl COWIM BO3MOXKHBIM MPOBECTHU
aHanu3 X oObeAMHEHHOW MaTpuupbl. [lomyyeHHOE AepeBO MPENCTAaBIECHO HAa PUCYHKE
23. OUIOreHeTHICCKUM aHaIN3 00beIMHEHHBIX MMOCISI0BATEILHOCTEH JIBYX MapKepOB
OTpaXkaJl OCHOBHBIC YEPTHl WHIWBHUIyaJIbHBIX. Ha Qurorenerndeckom aepeBe TpuO
Sedeae, Semperviveae u Aeonieae (Puc. 23) ycTaHOBJCHBI CJCAYIOIIHME OCHOBHBIC
IPYNIUPOBKU: Ki1afga Aeonium, kiaactep Sempervivum, BKIIOYArOIIUi ABE YCTONYHMBbIC
(100/1.00) moxaxnaner (Sedum ser. Ruprestria u Sempervivum s. |.), napadunerndeckas

rpymnma Leucosedum u ycroitumnBas knaga Acre (100/1.00).
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Sedum modestum
~S. jaccardianum
91/1.00 L—S. surculosum var. luteum

—Aichryson palmense :
9€w|_—Aeonium tabuliforme Aeon ium
A. undulatum

93/1.00 I:Monanthes laxiflora
M. minima

S. sediforme :
SJJI-" 98/1.00 ES. montanum Sedum ser.
74/0.99 S. ochroleucum .
| S. rupestre : Rupestrla

S. amplexicaule ssp. tenuifolium '

1 71/0.97, SSeempervivum altum ,
mp. caucasicum ' :
AdSemp.marmoreum ' Semperkum S. I
Semp. globiferum ssp. allionii

Rosularia serrata
85/1.001 S. pallidum
LSsp 1

99/1.00 ) S. album
S. hirsutum

88/1.00 Prometheum tymphaeum
1 91/L.00 _Lf-ljcggsanthum
—S. fragrans
85/1.00 S. hispanicum
—S. brevifolium HE999644+KX452260

57/1.00 L—S. brevifolium LM993278+KX452261
S. sedoides

Dudleya viscida
_! FD. candelabrum
87/0.99D. greenei
S. ternatum
92/1.00} _Espathulifolium ssp. purdyi
S. oreganum

78/059 S. debile

| S. dasyphyllum ssp. glanduliferum
S. villosum

Sempervivum

Dudleya

coowoocCc ol

S. stefco
S. cepaea

S. multiceps

S. uniflorum ssp. oryzifolium ;
737 99/1.00 S. uniflorum ssp. japonicum {AL
S.sp.4 i
S.sarmentosum
95/1.00 S.sp.2
S. subtile :

81/0.99 S. baileyi 3

o . bulbiferum A2
p—S.5p.3 3
980. S. satumense :
L. S. alfredii i

S. grisebachii var. horakii

99/1.00

0.06

EeFRedpSwnsoTw ™
sk Ao

—S. farinosum
L——S. anglicum
77/0.9 —————S. sexangulare

Villadia imbricata
93/1.00 ' S. obcordatum

Lenophyllum acutifolium
84/1.00Cremnophila nutans
S. clavatum
Grr?ptopetaltlllm macdngaIIii
Thompsonella minutiflora
92/1.00 G. fruticosum
Echeveria fulgens
S. commixtum
Pachyphytum kimnachii
S. hemsleyanum
S. nudum

=0 >

71/
99/1.00

ReFxemsRET R P>
sE SRR H

Pucynok 23 — ®wmorenerndeckoe aepeBo Tpud Sedeae, Semperviveae u Aeonieae oc-
HOBaHHOE Ha cpaBHeHHH 75 mocnenoBatenbHocTed ITS+matK (1307 mH) metomom ML
(mogens GTR+I+G). BP Boime 50% u PP Gonee 0.95 manel Hag Wid 0] BETBSIMHU
(ML/BI). BetBu co 100% BP u 1.00 PP moka3aHsl yToiieHHbIMEA JuHHIMA. HoMepa
JOCTYyTIa JaHbI JIJIsi TAKCOHOB, MPEICTABICHHBIX B MATPHIIC JaHHBIX 0OoJiee YeM OIHOMN
TIOCJICIOBATEIIBHOCTBIO.
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Bonbmas wacte mocnemoBarenbHOcTe Leucosedum Obia 00ocobsieHa ¢ XOpo-
et moanepxkkoit (92/1.00), mums S. cepaea nposBisl 61u3ocTh k kinaae Acre (73%
BP), uto u o0ycnoBuiao mapadunernunocts Leucosedum B menoM. B kimactepe detko
(100/1.00) BeImEenMIach kiaga BuaoB poaa Dudleya u cectpunckas eii Kiaama U3 4eThbl-
pex amepukanckux BugoB Sedum (Dudleya; Puc. 23). Kak u B npeaplayIux aHaIn3ax
kaxaoro mapkepa (Puc. 18, 19, 21), kimanga Acre nojaydniia MAaKCUMaJIbHYIO TIOICPKKY
(100/1.00). EBpoa3uarckue Buabl B Acre dhopmupoBain napaduieTHUecKyr TpyIIIly,
npu 3TOM azuarckue rpynnsl BUAoB (Al u A2; Puc. 23) coxpaHsiau BBICOKYIO TOJI-
nepxky (99/1.00). S. farinosum/S. anglicum (100/1.00) u S. sexangulare, kak u B aHa-
nu3e reHa matK, nposiuiu 6au3ocTh kK AMepukanckoit nmoakiazae. [logaepxka mocnen-
Hel ObLIa 4yTh BBIIIE, YEM B OTACIBHBIX aHaIu3ax IByX MapkepoB (99/1.00 no cpaBHe-

uuto ¢ 87/0.99 ms matK u 98/1.00 s ITS; Tabmn. 7, 8).

Tabnuna 8 — 3HaueHust OyTCTPEN-MOAIEPKEK U allOCTEPUOPHBIX BEPOSITHOCTEH JIJIst OC-
HOBHBIX KJIaJI/KJIAaCTEPOB/TMOJIKIA/l APEBA, MOJYYCHHBIE C pa3HBIMU MapKepaMu U MaT-

pHULIAMH JAHHBIX

3HaueHue Oyrcrpen-noaaep:xex (ML)
Knana/Kaacrep/Iloakiaana ¥ anoCcTePHOPHBIX BeposiTHocTel (Bl)
matK 102 | matK 75 | ITS75 | matK+ITS 75
Aeonium 100/1.00 100 100 100/1.00
Sempervivum [Tapa [Tapa [Tapa <50/<0.95
Sedum ser. Rupestria 100/1.00 100 100 100/1.00
Sempervivum s. |. 100/1.00 100 100 100/1.00
Leucosedum 56/<0.95 [Tapa [Tapa [Tapa
Acre 100/1.00 100 100 100/1.00
EBpoasuarckas [Tapa [Tapa <50 [Tapa
Al 100/1.00 100 95 99/1.00
A2 99/1.00 100 100 99/1.00
AmepuKkaHCcKast 87/0.99 73 97 99/1.00

HpI/IMeanI/ICZ Hapa - Hapa(I)I/IJ'ICTI/ILICCKaH rpyimna; HAUMCHOBAHUA MaTPUIl JAHBI 10 HA3BAHHUIO MAapKe-

pa U YHuCIly MOCJIEI0BATeIbHOCTEN B MaTpHIIE.
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I')TABA 4. OBCY/KJAEHUE

4.1. BropuuHas cTpykTypa cneiicepoB I TS1 u I'TS2

B xozne uccnenoBanus Hamu Obl1a OOHApPY»KEHA BBICOKAsl CTEIEHb BaprUaOeIbHO-
ctu nocnenoBarenbHocTeil ITS permona p/IHK TONCTIHKOBBIX, 3aKIIOYArOIIAsICS B
MHOTOYHCJICHHBIX HYKJICOTHIHBIX 3aME€HAX W 3HAYUTEIIbHBIX U3MEHEHUSIX JJIMHBI, YTO
ycaoxHsu10 BeipaBHuBanue (Puc. 11, 12). OqHako npruMeHEHHe METO/Ia MOJICTMPOBAHUS
BTOPUYHOW CTPYKTYpbl TpaHckpuntoB crieiicepoB ITS1 u ITS2 cnocoOcTBOBano mocro-
BEPHOMY ONPEACTICHUIO TOMOJIOTHYHBIX YYaCTKOB M 00Jiee TOCTOBEPHOMY BBIPABHUBAHUIO
nociyieioBaTenbHOCTEN. [loilydeHHbIE HAMU MOJIENTM BTOPUYHOW CTPYKTYPBI 3THUX CIIEH-
cepoB 11s mpencraButened Tpud Sedeae, Semperviveae u Aeonieae (Puc. 14) corna-
CYIOTCSI C MOJENISAMH, NPEMJIOKEHHBIMUA i1 Apyrux rpynn pacrenuid (Liu, Schardl,
1994; Goertzen et al., 2003; Schultz et al., 2005; Coleman, 2015). B cooTBeTcTBHH C
3TUMH MOJEeNsAMH, [TS2 TOJCTAHKOBBIX BKIIIOYAJ YETHIPE CIUPAIIN, U3 KOTOPBIX CIIH-
panb II B OCHOBaHMM MMeNa BHYTPEHHIOKO NETII0, IPEACTABICHHYIO HEMAPHBIMU MUPHU-
muauHame (pyrimidine-pyrimidine mismatch), tpetbst crimpaip sSBIsSIIaCh CaMOW JIMH-
HOW U COJIepKaJia KOHCEepBaTUBHBIN yyacTok ¢ MOTUBOM UGGU B nuctanbHOM YacTH.

B 1o Bpems kak ctpyktypa [TS2 sykaproTrndeckux opraHu3MOB BeCbMa KOHCEp-
BatuBHa (Coleman, 2003; Goertzen et al., 2003; Schultz et al., 2005; Wolf et al., 2005),
obmast mozaenb crpoerus ITS1 no cux mop 4yeTko He ycraHosieHa. [lokazaHo, 4To BO
MHOTHX TPYIIax pacTeHUU TPAHCKPUIIT ITOTO creiicepa GOpMHUPYET YEThIpe OTHOCHU-
TEJIbHO KOPOTKHE CIUpAIU U JJIMHHBIC OJHOILICTIOUYECUHBIE y4YacTKH Mexay Humu. C
ATUM OOIIMM IJIAHOM corjacyercs U BropuuHas ctpykrypa ITS1 ToncrsakoBsix. Kpo-
Me TOro, B HEM ObUIO OOHAPYKEHO JBa KOHCEPBATUBHBIX MOTUBA. [IepBbIil COOTBETCT-
BOBAJI yYHUBEPCATbHOMY MOTHBY THOKpbhiToceMeHHbIX pacteHuit (GGCRY-(N);.7-
GYGYCAAGGAA, tie Y =Cumun T; R = G mwim A; N = mo6oii Hykneotun; Liu,
Schardl, 1994) u naxommiucs B crimpanu I u ciegyromemM 3a HUM OJHOLICTTOYCYHBIM

yuacTkoM Hamie monenu (Puc. 14). Btopoli kKOHCepBaTHUBHBIM MOTHB BKJIIOYAT 5'-



72

KOHEII clieiicepa, HO UMeJl MEHbIIIYI0 TOMOJIOTHIO ITOCIEI0BATEILHOCTH C MPEICTABUTE-
JSIMU JIPYTUX TPYII TOKPHITOCEMEHHBIX.

MHOro4YuClIeHHbIE KOMIIEHCATOPHBIE M IMOJIYKOMIIEHCATOPHBIE 3aMEHbl OCHOBA-
HUH, BBISIBJICHHBIE B NOJy4eHHbIX HaMH cTpyKTypax ITS1 u ITS2 tonctsankosbix (Puc.
13), moATBEPKIAIOT PEATTMCTUYHOCTh Pa3paOOTaHHBIX MoOesei. XOTs HalllK JaHHBIE
MOTYT U MEPEOLICHUBATh JOCTOBEPHOCTh HEKOTOPBIX 3JEMEHTOB BTOPUYHOU CTPYKTY-
PbI, MBI CYMTAEM MOJIETU aJICKBATHBIMU ISl OCYIIECTBICHUS] OJJHO3HAYHOTO BBIPABHU-
BaHUsI. DTOT BBIBOJI MOJTBEPKAACTCS OTCYTCTBUEM 3HAUMMBIX Pa3IMuuil MEXIy (Puiio-
TEHETUYECKUMH JIEPEBbSIMHU, IIOCTPOCHHBIMU HAa OCHOBAaHMM mocienoBarenbHocTen [TS
peruona saepHoi p/IHK u yuactka rena matK xn/IHK (Puc. 18, 19, 21).

[Tocne BeIpaBHMBaHUS MaTpuLa JAaHHBIX U3 223 mocienoBarenbHOcTen ITS pe-
ruoHa (809 mo3unuii), BKIIOYaromas npeacTaButesieid 15 poaoB TOJNCTIHKOBBIX, Oblia
nouTt Ha 35% JuiMHHEe, 4eM CpeHsAs JUIMHA MOCIEI0BaTeIbHOCTEH. DTOT (aKT yKa3bl-
BaeT Ha TO, YTO BapHallMM B JJIMHE (MHIEIN) UTPAIOT BAXKHYIO POJIb B ABOJIIOLUU 3TOTO
peruona JIHK y ToncTsHkOBbIX. BONBIIMHCTBO MHENEH SBISUTMCH HEMHPOPMATUBHBI-
MU ayTanoMop(HbIMU JUMHOHN 1-2 1mH, U TONBKO B 1BYX ciydasx B ITS1 onu Obutu cu-
HanomopdubiMu. OfiHA W3 HUX, YKOpoueHHas crnupaib | (Puc. 17a), xapakrepuzoBana
ceBepoadpukaHckue BHIbl Sedum u MakapoHesmiickue poxa Aeonium, Aichryson,
Monanthes (kmaga Aeonium) M BO3HHKIIA, BEPOSATHO, Y MX o0Imero npenka. Jpyroi
CTPYKTYypHOI cuHaniomopduei Obuia ykopouenHas cnupais I (Puc. 176), xapakrepHas
s BuaoB poaa Dudleya u rpymnmnsl aMmepukanckux BuaoB Sedum, popMHUpYONUX Kiia-
ny Dudleya B Leucosedum (Puc. 18). /IocTOBEpHO YCTaHOBUTH FOMOJIOTHIO HYKJICOTH-
JIOB MEXAY YKOPOUEHHBIMU U MOJHOPA3MEPHBIMH CIUPAIIMU ObLIO TOCTATOYHO TPY.I-
HO, YYUTBIBasi OTCYTCTBUE MepexoHbIX popM. HeoOXoaumMo OTMETUTE, YTO TPAHCKPHII-
Thl YKOPOUYEHHBIX IOCJIEIOBATENLHOCTEN, BEPOATHO, MO-TPEKHEMY CIIOCOOHBI Mpa-
BUJIBHO (DYHKIIMOHUPOBATH MPH CIUIAWCHHTE, MOCKOJIbKY JIEJCIMU HE HApYIIMIU BaXK-
HBIE DJIIEMEHTHI BTOPUYHOU cTpyKTYyphI ITS1.

JlaHHBIE, TIOJIyYEHHBIE B XOJ€ MOJCIMPOBAHHS BTOPUYHOW CTPYKTYpPHI CIIEHCE-

POB, IIO3BOJIAIOT CACIATH BBIBOA O TOM, YTO AJISA TOJICTAHKOBBIX XapaKTCpPHaA BbBICOKAA
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nabwibHOCTh BTOpUYHOUM cTpyKTYypsl ITS1 m ITS2, Belpaxkatromasics B HEOCTOSTHCTBE
pacrnoioKEHUsI OAHO- U IBYyCTOPOHHUX OOKOBBIX METEIb, 1aXKe B C1a00 pa3auyaroninx-
csl TIOCJIe0BATENbHOCTAX. M, HECMOTpS Ha 3TO, JaHHBIE CTPYKTYPbl HAOMIOAAIOTCA Y
HOPMAJIbHO Pa3BUBAIOIINUXCS OPTaHU3MOB. DTO MOYKET T'OBOPHUTH O Ba)KHOCTH MMEHHO
oO01Iel CTPYKTYpHI criericepoB U aonycTUMbIX u3Menenusx B [TS1 u ITS2, cymecTBeH-

HO HE BJIMSIONIMX Ha mpouecc co3peBanus pudbocomuori PHK.

4.2. ®unorenus poaa Sedum

AHanu3 OOJBIIOTO YKCJIa HYKJICOTUIHBIX MOCIEI0BATEIbHOCTEH TOJICTIHKOBBIX
u3 spepHoro (223 — ITS pernona p/IHK) u xmoporiactaoro (102 — rena matK xm/IHK)
T€HOMOB MMO3BOJIMJI IOCTPOUTH B 3HAUUTEIHHON Mepe YCTONYMBYIO (DUIIOTEHUIO OOraTo-
ro BHJIAMH M TaKCOHOMHYECKH CIIOKHOTO pojia Sedum u OJM3KHX eMy pOOB (TPHOBI
Aeonieae, Semperviveae u Sedeae). [ToaydeHHBIC TOMOJIOTHH, KaK MPABUIIO, COTJIACy-
I0TCS ¢ pe3yJibTaTaMu NPEbIAYIINX UCCIIeI0BaHUN (PUIOTEHUH TOJICTSIHKOBBIX (C orpa-
HUYCHHBIMH BBIOOpPKAMU OYMTKOB) Ha OCHOBAaHWH IOCieIOBaTelbHOCTEM reHa matk,
ITS peruona u cneiicepa trnL-trnF (Mort et al., 2001, 2002; Acevedo-Rosas et al.,
2004; Mayuzumi, Ohba, 2004; I'onuaposa u zp., 2008; Carrillo-Reyes et al., 2009).

B pesynbpTaTe aHaIM30B AIEPHOTO M XJOPOIUIACTHOTO MAapPKEPOB ObLIA YCTaHOB-
JIEHBI OJIHU U T€ K€ OCHOBHBIC KJIAJIbl CO CPABHUMOM CTATUCTUYECKOU TMOICPIKKON U
CXOJIHBIM mopsiikoMm BetBiaeHus (Puc. 18, 19, 21; Ta6xa. 7, 8). bim3ocTs Tomnosorui, 6a-
3UPYIONIUXCS Ha JAHHBIX U3 AJIEPHOTO M XJIOPOIUIACTHOTO T'€HOMOB, HUMEIOITUX COOCT-
BEHHYIO DBOJIIOIIMOHHYIO THAMUKY (Tabi. 6), mo3BosSeT MPEANOI0KNATh, 9TO (DHUITOTE-
HETUYECKUE THUIIOTE3bl, OCHOBAHHBIE HA 3THUX IMOCTPOEHUSAX, TOCTOBEPHO OTPAXKAOT
POICTBEHHBIC OTHOIICHUs B uccieayemon rpymnmne Crassulaceae. Bricokas ycToiium-
BOCTb KJiaj nepeBbeB (Tabm. 7, 8) Takyke mo3BojIsieT TOBOPUTH 0 TOM, uTo ITS peruon u
red matK sSBIsSIOTCS XOPOIIMMHI MapKepaMHu ISl PEKOHCTPYKITUU (DUIIOTEHUN TOJICTSH-
KOBBIX Ha Pa3HBIX TAKCOHOMUYECKUX ypOBHsX. Jlaxke Ha ypoBHE BHJIa 00a MapKepa Io-

3BOJIMJIN BBISABJIAATH TCHCTUYCCKYIO M3MCHYHNBOCTD. K COXaJICHUIO, KOM6I/IHI/IpOBaHHBII‘/JI
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aHaJIN3 JIBYX MapKepPOB CYIICCTBEHHO HE TMOBBICHJI YCTOMYHUBOCTH OCHOBHBIX KJaJ W
nonkiaaz aepesa (Puc. 23; Tabx. 7, 8).

B xome aHanm30B OBUIO IMOKa3aHO, 4TO BUALI SedUM BOIIM B COCTaB BCEX
kinan/kmacrepo aepea (Puc. 18, 19, 21, 23), uto yka3biBaeT Ha MONMH(PUICTHIHOCTH
3TOro poja u uckyccrseHHocth ero kouuenuu (Nikulin et al., 2016; Huxynaun, Nonua-
poB, 2017). HanbGomee clioskHOM SBISETCS TAKCOHOMHUYECKas CUTyaIus B Tpuoe Sedeae,
00BEIUHAIOIIEH OOJBIIYIO YacTh BUAOB POJIa, a Tak ke 11 pomoB, COCTOSATENBHOCTH KO-
TOPBIX BECbMa COMHHUTEJIbHA.

OtnaneHHoe pPoACTBO HEKOTOPHIX BHIOB Sedum m3 CeepHoil Adpuku (cepuu
Caerulea Frod., Pubescens Mes u Monanthoidea (Batt.) Frod.) ¢ ocranpHO# 4acThbio
poja ¥ ux OJIM30CTh K MaKapoHE3UicKUM pojam (Tpuba Aeonieae/kinanaa Aeonium) Obl-
nu yctaHoBJieHbl 6osiee 20 net Hazag (Mes, 't Hart, 1994; Mes, 1995), Ho naHHbIi QakT
0 CHUX IIOp HE MpUHAT BO BHUMaHue cucreMmarukamu ('t Hart, Bleij, 2005; Thiede,
Eggli, 2007). Ota 61130CcTh ObLIa TOATBEPKACHA PE3yIbTaTaAMU HECKOJIBKUX aHAJU30B
(B TOM uuciie U HamMMHK) i cepun Monanthoidea (S. modestum, S. surculosum var.
luteum u S. jaccardianum) u mojyiepkaHa He TOJIBKO BBICOKOW YCTOHYHBOCTBIO KJIaJIbI
Aeonium, HO ¥ HaJU4YMEM CHHAIOMOP(HBIX HHAEICH B MOCICAOBATEIBHOCTAX TCHA
matK u ITS pernona p/IHK (Mort et al., 2001; I'onuyaposa u ap., 2008; Nikulin et al.,
2016). Poncteo S. caeruleum L. u S. pubescens Vahl ¢ Aeonium OeccriopHo, 0 HAKO
TOYHOE TIOJIOKEHUE COOTBETCTBYIOIINX CEpU B KiIaJe, a TaK )K€ WX MOHOQWIHS Tpe-
OytoT moarBepxkacHus. Mes u ’t Hart (1994) ycranounu kinaay cepur Monanthoidea,
HO OHa OKazayach mapaduieTHuecKoil B mocieayronmx ananmizax rea matk u ITS pe-
ruona p/IHK (Mort et al., 2001; Nikulin et al., 2016).

[To pe3ynbpTaTaM HalmIUMX aHAIU30B KiIaga Sempervivum (Sensu van Ham, 1995)
XapakTepru30Bajach MUHUMAJILHOU MOJJIEPKKON B aHaM3e nocieaoBaTeabHocTe 1TS
peruona (50% BP; Nikulin et al., 2016), npencrasnsiaa coboii mapaduaeTHIeCKuii Kiia-
ctep B aHanu3e ydactka reHa matK (Hukynun, ['onuapos, 2017) u Obuta ycTaHaBieHa

0e3 ToIep)KKH B aHAIM3e KoMOMHMpoBaHHO# Matpuibl (Puc. 23). B To ke Bpems Mo-
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Homms moakman Sempervivum s. I (Klein, Kadereit, 2015) u Sedum ser. Rupestria,
cllararoimx TpuOy, He BeI3bIBaeT comHenuit (Puc. 18, 21, 23).

[MpennonaratoT, 94To poa SEMPErvVivUm mpou30meN OT OJHON U3 MOJUTUIONTHBIX
rpynn Sedum (Favarger et al., 1968), u oqun u3 BuioB cepun Rupestria paccmarpuBai-
csl B KauecTBe BeposiTHOTO mpeaka Sempervivum (Uhl, 1961). Dto poacTBo moareepu-
Jock npu pectprukTaznom ananmse xnJ[HK (van Ham, ’t Hart, 1998) u npu cpaBHeHun
nocienoBatenbHocTed ITS perunona p/IHK (I'onuaposa u ap., 2008), XOTs ¥ ¢ HEBBICO-
KUMHU OyTcTpemn-noanepkkamu. OaHako B (PUIOTEHUH, OCHOBAaHHON Ha CpaBHEHUH I10-
cienoBaTenbHOCTEN TeHa MatK, sTo poacTBo ycTtaHOBUTH HE yaanoch (Mort et al.,
2001). Mopdosorndeckoe CXOACTBO MSKIY poJOM Sempervivum u cepueii Rupestria
BBIPKEHO €200, 32 HCKITIOYEHUEM OOIINX IS HUX IMOJTMMEPHBIX IBETKOB — IPH3HAKA,
BEPOSITHO, HEOJHOKPATHO BO3HUKABLIEIO B ceMeWcTBe. Tem He MeHee, Kiaaa
Sempervivum mnpusHaeTcs HEKOTOPHIMH aBTOpaMH B KadecTBE TpuUOBI Semperviveae
(Thiede, Eggli, 2007; Puc. 2).

Grulich (1984) Beymenmn Sedum ser. Rupestria B caMOCTOSTEIBHBIA POJT
Petrosedum, HO, HECMOTpsI Ha MOJATBEPXKICHUE €ro 000co0IeHHOCTH OT Sedum psaoM
¢denoTunmmyeckux npusHakoB (Mauritzon, 1933; Stevens et al., 1994, 1996), HoBbIi pon
Ob11 ipu3HaH He Bcemu cuctematukamu (Thiede, Eggli, 2007). B nameit matpuiie nan-
HBIX BbIOOpKa Sedum ser. Rupestria Oplia JocTaTo4YHa JjIs JOCTOBEPHOTO aHAIM3a MEK-
BUJIOBBIX OTHOIIEHUHU. [Topsiiok BETBICHMS B IIEJIOM COTJIACYETCs C JIAHHBIMU aHAJIM3a
pectpukimoHHbix ¢parmenToB xn/IHK u denotunuueckux mpusnakoB (van Ham, °’t
Hart, 1994). bonee Toro, Hamm JaHHBIC TMOATBEPXKIAIOT OJIM3KOE POJCTBO MEXAY S.
ochroleucum Chaix, S. montanum L. u obocobiennoe monoxenue S. sediforme
(Jacquin) Pau (Puc. 18, 21, 23). HecMOTpst Ha OTHOCHUTEIBHO BBICOKYIO JTHBEPICHIINIO
mexay nocnenoBarensHocTssMu | TS pernona p/IHK Bumos Sedum ser. Rupestria (oxo-
10 7%, Puc. 20), nuBepreHius Mexay mocieaoBarenbHocTssMu MatK Obuta oTHOCH-
tesnbHO Mana (1,7%, Puc. 22). Buapl gaHHOM TPYMIBI MOYTH HE UMEIOT PEpPOTyKTHB-

HbIX OapbepoB ('t Hart, 1978; Gallo, 2012), 4yTo MOXeT CBUAETEIBCTBOBATh O BaXKHOM
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poiu ceTyaToro BuaooOpazoBanus. OMHAKO 3TO YTBEPKACHUE TPEOYET MOATBEPKIACHUS
MOJICKYJISIPHBIMH TAHHBIMU.

BonpmmHcTBO BHoB Sedum nmpuHamiexkar k Tpude Sedeae u pacmnpeaesieHbl Me-
xay knactepoM Leucosedum u kimamoit Acre (Puc. 18, 19, 21, 23). Ocraercs HEsICHBIM,
oOycIoBJICHa N HHU3Kas Mmojnepkka Leucosedum B Hammx aHalM3ax yCKOPEHHBIMU
TEMIaMHU SBOJIONUH (AUBEPreHIUS MEXTy MOCIeA0BaTEILHOCTIMU cocTaBisia 13,8%
s ITS perunona u 8,1% mis rema matK; Nikulin et al., 2016; Hukynun, ['onuapos,
2017) nnu Bce ele HeT0CTaTOYHON BEIOOPKOI TakcoHOB B Tpube Sedeae. I1o pesymbTa-
TaM pecTpukinnoHHoro ananusa xnJIHK (van Ham, ’t Hart, 1998) Leucosedum moiy-
YT BBICOKYIO TMOJJIEPXKKY, OJIHAKO B JAJbHEUINX aHAJIN3aX, OCHOBAHHBIX Ha CpaBHE-
HUW HYKJICOTHIHBIX TOCIICIOBATEIHHOCTEH, 00pa30BhIBANT MaparIETUYECKYIO TPYIIITY
(Mort et al., 2001; Mayuzumi, Ohba, 2004; I'onuapoa u ap., 2008).

B HameM uccieoBaHUM YCTaHOBJIEHO JIUIIIh HECKOJIBKO YCTOWMUMBBIX MOJKIIA] B
coctraBe Leucosedum, HO OHU HE MPOSBISIM HA MOP(POJIOTUYECKYIO, HU Ororeorpadu-
YECKYIO0 CTPYKTYPUPOBAaHHOCTh. bosbimHCcTBO WieHoB Leucosedum ¢opmupoBanu Ha
npeBe cinabo noanepxannyto kiany (55%;/0,99 B ananuze ITS pervona; 71/- B aHanuze
matK). Ilpu 3ToM HeckosbKo mocienoBaTenbHocTel (Tpu B ITS: S. cepaea, Sedum sp.,
Rosularia serrata u nse B matK: S. cepaea, S. magellense; Puc. 18, 21, 23) He Bxoauiu
B HEE, a PACIoJarajvuch Ha OTAEIbHON BETBHU.

C moMmoIIpl0 paciIMpeHHON BBIOOPKH TaKCOHOB MbI MOJTBEPAMINA, YTO CEBEPO-
amepukaHckuit pox Dudleya siBnsiercs yacteio Leucosedum u mokasaniu ero 0Ju30CTh K
Bugam Sedum moapoma Gormania ¢ Toro ke KoHTuHeHTa (S. Oreganum, S.
spathulifolium var. purdyi, S. ternatum u S. debile; Puc. 186, 21, 23). Dta 6au30cTh ObI-
Ja Toj/IepKaHa He TOJbKO 3HAYCHUSMHU OYTCTPEI-TIOCPKEK U arlOCTePUOPHBIX BEPO-
ATHOCTEH, HO U MoJieKyJsipHOU cuHanomopdueit B ITS pernone p/[HK, a umenHno yxo-
pouennoit crupaibio I B ITS1 Bcex amepukanckux BuaoB Leucosedum (Puc. 176).
bauskuit k Dudleya pon Sedella (Parvisedum R.T. Clausen) He ObL1 mpencTaBiicH B
HaIlllei BBIOOPKE, TIOATOMY cylecTBoBanue 1ol cuHanomopduu B ITS1 Sedella u ero

poACTBO K aMCPHUKAHCKUM IIPCACTABUTCIIAM Sedum HYXOACTCA B IOATBCPIKIACHUU.
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Ha ocHOBaHMHM cpaBHEHUS TOCeAoBaTeabHOCTeH reHa matK Hamu ObLTO TIOKa3a-
HO, uTo BUI S. gracile, pacnpoctpanennsiii B Typiuu u Ha KaBkase, sBIseTCS CECTPUH-
ckuM TakcoHoM K poxy Dudleya (mogmepkka BetBu 96/1.00; Puc. 21), uro moarsep-
XKIAET pe3yabTaThl, noiaydeHHnbie Mort ¢ coaBropamu (2001). OgHako B HaleM aHaau3e
ITS pernona ctosib 6;1U3K0€ POJICTBO HE ObLIO ycTaHoBIIeHO (Puc. 18).

B ocHOBHOM, eBporieiickrue BUIbI, OJIM3KUE K amepuKkaHckor kimane Dudleya (Puc.
186, 21), pactipocTpaHeHbI 0 aTIaHTHYeCKOMY mobepexnio EBporbl 1 CeBepHoit Ad-
puku, ogHako Bux S. Villosum mmeer odyenp mupokuii apean (Cesepnas Espoma, Mc-
nauaus u CepepHas Amepuka (I'pernanaust u CeBeprnas Kanana)). Takoe pacmpocTpa-
HCHHME TI03BOJIACT NPEANONoKHTh, 4rto S. VillosSum u Bce amepukaHCKHE BUIBI
Leucosedum mmenu oOmiero mpeska, nmpoHukiiero B CeBepuyro Amepuky uepes Hc-
JaHIUIO U [’ peHnanauio. B manpHeWeM OH MUTPUPOBAJI B FO)KHOM HAIIPABJICHUH, TI€ U
IPOM30IILIA JUBEPTeHIHs peacTapuTese knaapl Dudleya n ux auBepcudukarms.

B Leucosedum Hamu yCTaHOBJCHO pPOACTBO S. hispanicum c Bumamu poja
Prometheum (90/1.00 mns ITS u 82/0.95 mns matK; Puc. 186, 21). Ilo pe3ynbraTtam
aHaym3a rena matK k atum takconam npossiseT oausocth S. fragrans 't Hart (Puc. 21)
[TonmosxeHnue e 3Toro takcona Ha apeee ITS He umeno nogaepxku (Puc. 180). JlaH-
HbIC, TIOJyYeHHBIC HA OCHOBAaHUH JIBYX MapKepOB, TOJATBEPKIAIOT PE3yJIbTaThl PecT-
pukimonHoro ananmmsa xnJIHK (van Ham, ’t Hart, 1998), kotopsie ycTaHOBHIN OJTU3-
kue oTHorreHus Mmexay Sedum ser. Alsenifolia Berger (S. fragrans)/ser. Glauco-rubens
Frod. (S. hispanicum) u Prometheum. Ipeasiayiiumu ncciie0BaHUSIME ObLIO MTOKa3aHO
omu3koe poacTtBo S. inconspicum Hand.-Mazz, S. ince °t Hart & Alpinar u amepukan-
ckoro Buaa S. commixtum Moran & Hutchison k Prometheum (van Ham, 1994; °t Hart,
Alpinar, 1999; Mort et al., 2001). 13-3a orpaHrYeHHON NPEICTABICHHOCTH TaKCOHOB B
Leucosedum, Hamu OMYCKAIOTCS aJbTePHATUBHBIC TUIIOTE3bI 0 OM3KKX K Prometheum
BHIaX, OJIHAKO €ro OTJaJieHHast CBs3b ¢ poaoMm Rosularia, BoOpaBiimM HEKOTOpbIC BH-
IIbl, paHee oTHOCUMBbIe K Prometheum, odeBuana. MiMeronuecss MOJIEKY/ISIPHBIC JaHHBIC
He moxarBepikmaroT MoHodmauto Rosularia. Tlo mammeiM ITS permona, obpaser; R.

serrata rpymnmupoBayics ¢ S. cepaea u HeompezeneHHbM BuaoMm Sedum (Puc. 180),
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dopmupyst oTaenbHyr0 BeTBb B Leucosedum. Ha nepeBe matK mociemoBaTebHOCTH
poxa Rosularia Bonumn B cocraB aByx rpymm Leucosedum (Puc. 21). Ilpu stom R.
serrata u R. sp. mposiBistn 6Jm3ocTh K S. brevifolium, a R. platyphilla 6p11a 65u3ka Ha
npese k kinage Dudleya u Bumam S. villosum, S. dasyphyllum L., S. gracile, xots u 6e3
nojyiepkku. HecMoTpst Ha To, 4TO HeckoJibko BUIOB Rosularia Oblv mepeHeceHbl B
Prometheum u Sedum, 3ToT poj Bc€ emié HacuuThIBaeT 0KoJio 20 BHJIOB, OTHOCHMBIX K
JIBYM CEKIMAM Ha ocHOBaHMM (eHoTunmuueckux mpusnakoB (Thiede, Eggli, 2007).
Wmeroruecs: Ha CETOAHSIIHNAN JIEHb JaHHBIC YKA3bIBAlOT Ha OTCYTCTBUE OJM3KOTO POJI-
CTBa MEKIY STUMH CCKITHSIMH.

Knaga Acre xapakTepusyeTcsi HauOOJBIIUM pazHooOpasueM pozoB (7), BUIOB
(>500 ssp.) u ¢GeHOTHUIIOB CpelM JIMHUK TOJICTSIHKOBBIX. B Hamiem uccieoBaHUM OHA
noJTydniia MakcuMajbHyto moaaepxky ayMs meromgamu (Nikulin et al., 2016; Huky-
e, 'ordapos, 2017), nmpu 3ToM B IpensIaymux paboTax psjaa aBTOpoB Kiaga Acre
uMella YMEpPEHHYI0 WM BBICOKYIO mojanepkky (van Ham, 1995; Mort et al., 2001;
Mayuzumi, Ohba, 2004; I'onuaposa u ap., 2008). Hamu naHHbIe yCTaAHOBUIM YETKOE
pazaenenue Acre Ha EBpoasnarckyro 1 AMEPUKAHCKYIO MOJKIaAbl, U TOJIBKO MOJOXKE-
Hue BuaoB S. nudum, S. bressemoretii, S. fusiforme u S. lancerotense ¢ octpoBoB Maka-
poHesnn B AMepukanckout nmoakmaae (98/1.00 ms ITS u 100/1.00 nns matK; Puc. 18,
19, 21) ObuTO UCKITIOYCHHEM. PacIionokeHne 3THX TAKCOHOB Ha JPEBE MO3BOJIIET MPE/I-
MIOJIOKUTH €IMHUYHBIN 3aHOC MpeAKa dTUX BUAOB U3 AMEPUKH M TOCICAYIONIYIO TH-
Bepcudukaiuoo B Makaponesuu. CiaeayeT OTMETHUTh, 4TO OJM30CTh S. nudum x He-
CKOJIBKMM aMEpHUKaHCKUM BujaMm Sedum Oblia mokasana panee (Mort et al., 2001) na
OCHOBAaHUM aHaJN3a, BKJIFOYABIIECTO HEOOJBIIOE YHCIIO TIOCICIOBATSIBHOCTEH T'eHa
matK ToJCTSIHKOBBIX.

NHuTtepecHbIM (akTOM SBISIETCS TO, YTO BBICOKOE (DEHOTUMHYECKOE pa3HOOOpasue
u  Mopdomornyeckas 000COOJIEHHOCTh aMepHKaHCKux pozoB  Graptopetalum,
Echeveria, Cremnophila, Lenophyllum, Thompsonella, Pachyphytum u Villadia, Bbime-
JICHHBIX B mojcemeiictBo Echeverioideae sensu Berger, mpoTuBopeuaT ux HU3KOMY Te-

HETHUYECKOMY pa3Hoo0pa3uio, BBISIBICHHOMY B aHalln3ax nocieaosareiabHoctelt ITS pe-
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ruona pIHK u rena matK xnJIHK (Puc. 20, 22). Xotrs AmepukaHckas NOAKIaga
BKJIIOYAJia HauboJbIee yucio nocienonatenbHocted (113 B Mmarpunie nannbix ITS pe-
T'HMOHA), MPEJICTABIIIONINX BOCEMb POJIOB, OHA XapaKTepHU30BaJlaCh 3HAYMTEILHO OoJjIce
HU3KOH nuBepreHnmend Mexmy mocienosarenbHocTssMu (Puc. 20), vem EBpoasumarckas
noakiana u Leucosedum (1o 42 nocnegoBaTeabHOCTH). [10X0KyH0 KapTUHY MBI BUJIUM
B pe3ysibTartax aHanm3a rena matkK: Amepukanckas moakiaaga ACre BKITIOYaIa MPaKTH-
YECKHU CTOJIbKO K€ IOCJEA0BATEeIbHOCTEH, CKOJIbkO W EBpoa3smarckas mnoakiaga u
Leucosedum (23, 25 u 34 COOTBETCTBCHHO), M MPHU 3TOM XapaKTepHU30Bajaach CYIIECT-
BEHHO 0O0Jjice HU3KOW JHMBEpPIreHIMer mocienaoBarenbHocTeit (Puc. 22). OTHOCUTEIIBHO
HU3Kasl BapuabebHOCTh MOCJIEeI0BATEIbHOCTEN aMEpUKAHCKUX TaKCOHOB Ha0JII0/1a1ach
TaKXe MMPHU aHaIu3ax ¢ ucnoias3zoBanueM mapkepo ETS p/IHK u rpl16 xaIHK (Carril-
lo-Reyes et al., 2008, 2009), 4To MOXET CBUACTCILCTBOBATh O HEJIABHEM U OBICTPOM
BU1000pa3oBaHuu B AMepukaHnckoit noakmane Acre (Mort et al., 2001). Drot mporecc,
BEPOSTHO, COMPOBOXAAICS YCKOPEHHBIM TEMIIOM SBOJIONHHA MOP(HOIOTHIECKUX TPHU-
3nakoB u nommmionausanueii (Uhl, 1992; Thiede, Eggli, 2007). Panee HeOaHOKpATHO
BBICKA3BIBAIMCH MPEAONIOKECHHS, O TOM, YTO THOPHUIM3AIMSA WTPAeT BAKHYIO POJb B
dbopmupoBannn pazHoodpaszus Crassulaceae B 1enoM u AMepHKaHCKOW JTUHUU Acre B
ocooennoctu (Uhl, 1961, 1992; Bafiares, 1990; *t Hart et al., 1993; Mort et al., 2001).

Takum 00pa3oM, (puIOreHeTHUYeCKue OTHOIIEHUS B AMEPUKAHCKOW MOJKIIAJe
Acre ocTarTCs JUIIb YaCTUYHO yCTaHOBJICHHBIMU. [0 pe3ynbraraMm aHaausa moclieno-
BarenbHOCTEHM | TS pernona ObIIO TOKa3aHO, YTO aMEPUKAHCKHE TaKCOHBI CTPYIITHAPO-
BajMch B aBe ocHoBHbIe auHuM ('Villadia" u "Echeveria") u cmemrannyro rpynmy mpe-
crapureneri Sedum spp.+Lenophyllum (Puc. 190), 4to moaTBep)KIacT pPe3y/bTAThI
MYJIBTHJIOKYCHOTO aHallu3a siAepHbIX M XJoporuiactHeix MapkepoB (Carrillo-Reyes et
al., 2009). Ha apese matK, BBuay HEOOBIION BHIOOPKH aMEPUKAHCKUX TaKCOHOB, 3TH
JIMHUU YETKO HE (POPMUPOBATHCH.

EBpoasuarckas noakinana Acre, popmupyromas no nanasiM | TS pernona cecr-
PUHCKYIO JIMHUIO AMEPUKAHCKOW MOJKIIaJe, BKIIOYAia UCKIIIOUUTEIFHO TIPEICTaBUTE-

neit poxa Sedum (Puc. 186, 21). CnenyeT OTMETUTD, YTO B 3Ty MOAKIAAY BXOIMI THITO-
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BOI1 Buj poaa — S. acre. B ¢unorennu Ha ocHoBaHuM reHa matk eBpoasuarckue Takco-
Hbl Acre He (GopmupoBaiu 00IIEH MOAKIAABI, a paclojarajuch napapuieTHuecku B
ocHoBaHnn AmepukaHckoi (Puc. 21). BeposTHO, 4eTKO YCTaHOBUTH POJICTBEHHBIE OT-
HOIIEHUSI MEXY a3MaTCKUMHU U €BPOINECUCKMMH BUJAMU HE YJAJOCh U3-32 OrpaHUYCH-
HOU BBIOOPKHM TaKCOHOB M BBICOKOM BapraOETbHOCTH HYKJICOTHIHBIX IOCJIEI0BATEIb-
HocTeil. Tem He MeHee, pe3yJbTaThl HAIEro aHaju3a MO3BOJIIIOT CAEJaTh HEKOTOPbIE
BBIBOJIbI. A3MaTCKue BUABI Sedum (GopMHpPYIOT 1O KpaiiHel mepe JABe 000COOJICHHBIC
rpymnmsl (Al u A2; Puc. 180, 21). OGe oHM BKJIIOYAIOT TaKCOHBI, oOuTaromue B Boc-
touyHoM Kwurae, TaiiBane, Kopee u SIlnonnu, HO, HECMOTPSL HA 3HAYUTEIBHOE IEPEKPHI-
THE WX apeasioB, HET CBUJETEIBLCTB UX 00IIero nmpoucxoxaeHus. [Ipucyrcreue B mnoa-
kiane A2 BUIOB, oOWTarOmmMX B ['MManmasx W TpWIeralomuXx K HUM paioHax (S.
multicaule, S. oreades, S. bergeri, S. trullipetalum u S. triactina Berger; Puc. 186) mo-
JKET yKa3bIBaTh HA MX BCEJICHHE B BOCTOUHYIO A3HIO 4Yepe3 3TU TeppuTtopuu. B cocras
noAkiaasl Al BXOJAT TONBKO BOCTOYHOA3UATCKUE TAKCOHBI, U UX MPOUCXOKICHUE OC-
TaeTCs HEU3BECTHBIM. Pacuiupenue BoIOOPKH 3a cueT pacteHud u3 ['mmanaes u Tubet-
CKOTO IIIaTO, IJie HaOJIoJacTCs 3HAYMTENbHOE pa3HooOpasme ountkoB (Fu, Ohba,
2001), MOKeT MPOSICHUTH AUBEPCUPUKALINIO TTPEACTABUTENCH pojia B A3UMU.

B otimume ot azmaTckux Sedum, OTHOIICHHS MEXIy €BPOMCHCKUMH BUIAMH I10-
MIPEKHEMY OCTAIOTCA HE BBISICHEHHBIMH. BOJIBIIMHCTBO Hea3naTckux BUAOB B EBpoasu-
aTCKOW Tojkiaae npeacTaBieHbl cepueir Alpestria (S. apoleipon, S. tuberiferum
Stojanov & Stefanoff, S. ursi ’t Hart u S. urvillei DC.). Ilo pe3yibratam aHain3a o0Obe-
nuHeHHOW maTpuikl AaHHbIX (ITS+matK) 3T Buabl 00beAMHSAINCH ¢ YMEPEHHOM CTa-
TUCTHYECKON moaaepxkoit (78/0,99; Puc. 23), ogHako B oTAenbHBIX aHanmu3ax TS pe-

ruoHa u rena matk onu He popmupoBam cooTBeTcTBYIOMIYIO Kiany (Puc. 186, 21).
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3AK/IIOYEHUE

Takum o0pazoMm, B pe3yibTaTe aHAIW30B HYKJICOTHIHBIX MOCIEI0BATEIILHOCTEH
SZIEPHOTO W XJIOPOIUTACTHOT'O MapKepoB ObLIO MOKa3aHO, YTO BHIBI poma Sedum S. Str.
pacmpeneNieHbl MEXIy BCeMH KiagaMu/KiacTepaMu (DUIOTCHETHYECKUX JIEPEBBEB,
IPEJICTABIISIIOIIMME 3 TPHOBI TOJCTSIHKOBBIX. [Ipu 3TOM mpencraButenn Sedum mepe-
MEKAIOTCS ¢ BUJAMH IPYTHX poAoB. Bece 310 oTpakaeT cOOpHYIO MpUPOLy poja U He-
aJICKBaTHOCTh €ro KoHIenuu. CrucTeMaTukaM eIlle MPEICTOUT MCIPABUTh ATy CUTya-
nuro. [Io HalmeMy MHEHUIO, BO3MOKHBI TPU IyTH €€ pemeHuns. [1epBsli yTh 3aKiIr04a-
€TCsl B TOM, YTOOBI OTHECTH BCE TAKCOHBI, TPYNIHUPYIOUIUECS B YCTONYUBYIO MOHO(U-
aernyeckyto kiaaaxy Acre (Puc. 18, 19), B ToM umcie u S. acre (TUIoOBOM BUJ pojia), K
poxy Sedum. OmHako 3To OyAeT O3HAaYaTh MpHUCOSAMHEHHE K SedUm TakuX SHISMHUY-
HBIX ceBepoamepukaHckux pojoB kak Cremnophila, Echeveria, Graptopetalum,
Lenophyllum, Pachyphytum, Thompsonella u Villadia, game Bcero 4yerko orimuaro-
muxcst GeHOTUIMYECKU. BKITIoYeHne 3TUX pooB B Sedum MokeT ObITh BITOJIHE OTpaB-
JAHHO C TOYKH 3pEHUs] MOJIEKYJIApHOU (uiorenuu. [lpu stom knama Acre Oyner pac-
CMaTPHUBATLCA KaK MOPQOJIOTHUYESCKH TE€TEPOTCHHBIM, HO (DMIOTCHETHYECKHU IIeITbHBIN
pon, oobenunsronuii 6onee S00 BumoB. BTopoit myTh COCTOUT B elrle OOJbIIIEM pacIIy-
pernm Sedum 3a cuet wieHoB Leucosedum (kiamer Acre+Leucosedum), uto Oyzaer o3-
HavaTh MPHCOEAUMHEHHE K Hemy Takux pomoB kak Dudleya, Prometheum, Rosularia.
Wtak, mepBble Ba BapuaHTa MOTPEOYIOT 00BbEeIUHEHUS MOPQOIOTUUECKH PA3IUIHBIX
TaKCOHOB, U COCTaBJICHUE JIUAarHo3a JJis pojia OyeT emie OoJiee mpodieMaTuuHbIM. Tak
K€ BO3MOXXHO MpPU3HAHUE MOHODUIETUYECKUX TPYII B KAYECTBE CAMOCTOSTEIBHBIX
poJioB, mpu 3toM Sedum OyaeT MpeacTaBisaTh COO0W MOHOTHUITHBIA POJI, BKIFOYAFOIIHAN
TOJBKO S. acre. Ito moTpedyeT onucaHusi OOJBIIOTO YKCIA POJOB M3 OBIBIIUX BHUIOB
storo poaa. 't Hart (1995) paccmarpusan pparmenranuio Sedum B HEOOBIINE MOHO-
buneTHYecCKue poaa Kak HEMPAKTHYHYIO W HECBOEBPEMEHHYIO MEpY, YTBEpXkaas, 4To

OTHOHICHHA MCIKAY BUAAMHA 3TOTO poaa CIIC IJIOXO N3YUCHBI.
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Cremyer OTMETUTB, UTO JI0 CHX IOp BbIOOpKa mpenctaButeneit Sedum s. |. B ana-
NH3ax JaJieKO HEIOJHAsl, © MHOTHE OTHOIICHUS B mpexaenax Acre u Leucosedum ocra-
I0TCSl HEBBIICHEHHBIMH, TIO3TOMY HEOOXOIMMBI JallbHEHIIINE UCCIIeJOBaHMSI, KaK (UII0-
TeHETUYECKUX B3aUMOOTHOIIEHUM, TaKk U HU3ydeHHE (DEHOTHUMMUYECKUX MPU3HAKOB, Xa-

PaKTEpU3YIOMUX MOHOPUIETUYECKHUE TPYIIITUPOBKH.
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BbIBO/1bI

1. Nudopmarus, monydeHHass B pe3yibTaTe MOJCTUPOBAHHUS BTOPUYHOMN
CTPYKTYpHI TpaHCcKpunToB crieiicepoB ITS1 u ITS2, mo3Bonuna mpoBecTy TOCTOBEPHOE
BBIDABHMBAHUE BBICOKOJIMBEPTeHTHBIX TNocienoBarenbHocteil ITS permona p/lHK
npeacTaBuTeeld Sedum u OJIM3KUX eMy pOJIOB I (PUIOTCHETHYSCKUX aHATTU30B.

2. Pe3ynbpTaThl pa3ieiabHbIX U COBMECTHBIX aHAJIM30B IOCIEI0BATEILHOCTEH
ITS pernona p/IHK u rema matK xn/IHK moarBepaunu cOopHyro mpupoay Sedum u
MOKa3aj HEOoOXOJUMOCTh PEBU3HMH €ro KOHIEHIKu. Buasl pomga Sedum Bomniu B co-
CTaB YETHIPEX MOJUPOJOBBIX CIIOKHO CTPYKTYPHUPOBAaHHBIX Kiaj/KiacTepoB: Aeonium
(Tpuba Aeonieae), Sempervivum (Semperviveae), Acre u Leucosedum (Sedeae), nepe-
MeXasCh C BUAAMU JpPYrux pofoB. B Aeonium m Sempervivum poj ObuT NpeACTaBiIeH
OTPaHUYCHHBIM YHKCJIOM BHJIOB, HO OHHM COCTABJSUIM OOJBIIMHCTBO B Acre W
Leucosedum.

3. s xmang Aeonium u Dudleya B Leucosedum oOHapyskeHbI CHHAIIOMOPd-
Hble uHAenu B [TS1, Bausmomupe Ha BTOPUYHYIO CTPYKTYpPY CHEHCEpA: YKOPOUECHHBIE
cnupanu [ u Il coorBeTCTBEHHO.

4, B kiane Acre BBISIBICHO pa3fel€HUE HAa YCTOMYUBYIO AMEPHUKAHCKYIO
nojaknany U EBpoa3suaTckyro, yCTAaHOBIIEHHYIO TOJIBKO Tomnosiorndecku. Ilokazano, 4ro
Bubl Sedum, pacrnpoctpanennsie B Bocrounom Kutae, Kopee, SInonnu u Ha TaiiBane,
dbopmupytoT nBe ycroiunBeie uHuu (Al u A2). BeposiTHO, MpeACTaBUTENHN ITHX JIU-
HUN MPOU3OIILIN OT Pa3HBIX MPEIKOB.

S. VY CTaHOBIIEHO HEOJHOKPATHOE IepeceueHne ATIAaHTUYECKOrO0 OKEaHa BU-
namu Sedum. [lwupokuii apean S. villosum (Leucosedum) u 6au3ocTh 3TOrO BUAA ¢ Wiie-
Hamu Kiagel Dudleya mpenmoniaraeT MX HMPOMCXOXICHHE OT €BPOIEHCKOTo Mpejka,
nponukiiero B C. AmMepuky u3 EBponsl uepe3 Ucnanauio u ['pennanauio, a 0JI1M30CTh
HEKOTOPBIX MaKapOHE3WWCKUX BHJIOB C MPEICTABUTEIIMU AMEPUKAHCKOU TOAKIAIbI

Acre yka3pIBaeT Ha 0OpaTHBIN 3aHOC U3 AMEPHKHU.
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HNPUJIOKEHUE

Tabmmma 1 — Crrcok nocieIoBaTelIbHOCTEH, NCI0IL30BAHHBIX B JAHHOM HCCIICI0OBAaHUHI

HNms TakcoHa u ero aBTop(bl) Homep Homep Homep
nocryna ITS poctyna matk Baydepa

Aeonium tabuliforme (Haworth) Webb & . AF115577 B
Berthelot
A. undulatum Webb & Berthelot AY082151 AF115580 -
Aichryson palmense Webb ex Bolle AY082104 AY082156 —
Cremnophila linguifolia (Lemaire) Moran AY545679 AF115603 —
C. nutans Rose AY545680 — —
Dudleya attenuata (S. Watson) Moran AY54568 - —
D. attenuata (S. Watson) Moran JX960495 - —
D. candelabrum Rose - AF115605 -
D. edulis (Nuttall) Moran JX960511 - —
D. greenei Rose KC426971 AF115606 —
D. linearis (Greene) Britton & Rose JX960518 - —
D. pulverulenta (Nuttall) Britton & Rose EF632171 - -
D. variegata (S. Watson) Moran JX960527 - —
D. virens subsp. extima Moran JX960529 - —
D. viscida (S. Watson) Moran JX960530 AF115604 —
Echeveria amoena De Smet EF632172 - —
E. coccinea (Cavanilles) DC. AY545682 - —
E. colorata E. Walther AY545683 - —
E. elegans Rose (E. potosina E. Walther) AY545686 - -
E. fulgens Lemaire AY545684 AF115607 -
E. gibbiflora E. Walther AY545685 - -
E. juarezensis E. Walther FJ753914 - —
E. megacalyx E. Walther FJ753916 - —
E. pringlei (S. Watson) Rose AY545687 - -
E. pulvinata Rose AY545688 - -
E. purpusorum Berger FJ753919 — —
E. racemosa Schlechtendal & Chamisso FJ753920 - —
E. rosea Lindley - AF115609 —
E. secunda Booth (E. pumila Van Houtte) — AF115608 —
E. setosa Rose & Purpus AY545689 — —
Graptopetalum amethystinum (Rose) E. AV545690 B B
Walther
G. bartramii Rose AY545691 - -
G. bellum (Moran & Meyran) D.R. Hunt
(Tacitus bellus Moran & Meyrdn) AY545718 - -
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HNms TakcoHa u ero aBTop(bl) Homep Homep Howmep
nocryna ITS poctyna matk Baydepa

G. bellum (Moran & Meyran) D.R. Hunt
(Tacitus bellus Moran & Meyran) IX960526 - -
G. filiferum (S. Watson) J. Whitehead AY545694 - —
G. fruticosum Moran AY545695 AF115610 -
G. grande Alexander AY545697 - —
G. macdougallii Alexander AY545698 AF115611 —
G. marginatum Kimnach & Moran AY545699 - —
G. mendozae Glass & M. Chazaro AY545700 - -
G. pachyphyllum Rose AY545701 - —
G. paraguayense ssp. bernalense Kimnach AY545602 B B
& Moran
G. pentandrum Moran AY545703 - —
G. pentandrum ssp. superbum Kimnach
(Graptopetalum superbum (Kimnach) AY545708 - —
Acev.-Rosas)
G. pusillum Rose AY545704 - —
G. rusbyi (Greene) Rose AY545705 - —
G. saxifragoides Kimnach AY545706 - —
Lenophyllum acutifolium Rose AY545709 AF115625 —
Monan.t'hes laxiflora (DC.) Bolle ex AY082116 AY082266 B
Bornmiiller
M. minima (Bolle) Christ AY082119 AY082160 —
M. muralis (Webb ex Bolle) Hooker
(Monanthes subcrassicaulis (Kuntze) AY082117 - —
Praeger)
Pachyphytum compactum Rose - AF115632 -
P. kimnachii Moran FJ753927 AF115633 —
P. viride E. Walther AY545711 — —
Prometheum aizoon (Fenzl) ’t Hart
(Rosularia pallida (Schott & Kotschy) - AF115635 —
Stapf)
P. chrysanthum (Boissier) °t Hart HE999634 KX452252 Stngggzson
P. sp. LM993275 KX452253 Dobos P.011
P. tymphaeum (Quézel & LM993276 KX452251 | Dobos P.015
Contandriopoulos) ’t Hart
Rosularia platyphylla (Schrenk) Berger - KC988294 -
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R. serrata (L.) Berger HE999631 KX452249 Stes/k(;zréson
R. serrata (L.) Berger - AF115636 -
R. sp. - KX452250 Dobos R.12
Dobos§
Sedum acre L. LM993284 - SED.006
Stephenson
S.acre L. HE999635 - 5.01.027
tetraploid
Stephenson
S. acre L. HE999636 — 5.01.011
diploid
. Stephenson
S. adolphii Hamet HE999637 - 0.01.002
S. alamosanum S. Watson FJ753929 — —
S. album L. — KJ204537 —
Stephenson
S. album L. HE999638 — 5 33,022
S. album L LM993277 KX452258 DoboS
' ' SED.001
S. alexanderi Eggli EF632174 - —
S. alfredii Hance — FJO919944 —
S. alfredii Hance FJ919946 FJ919936 —
S. allantoides Rose AY545712 — —
. Stephenson
S. alpestre Villars HE999639 - V001
S. amplexicaule ssp. tenuifolium (Sibthorp Stephenson
& Smith) Greuter & Burdet HE999640 KX452243 5.25.011
S. andinum Ball FJ753930 — —
. Stephenson
S. anglicum Hudson HE999641 KX452281 5.13.009
Stephenson
S. annuum L. HE999642 - 002
oo Stephenson
S. apoleipon ’t Hart HE999643 KX452276 5.04.001
S. baileyi Praeger FJ919935 FJ919945 —
S. batesii Hemsley FJ753931 - —
S. bergeri Hamet AY352897 - —
S. bourgaei Hemsley FJ753932 — —
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_— Stephenson
S. brevifolium DC. HE999644 KX452260 5.35.001
S. brevifolium DC. LM993278 KX452261 Hornat S5
. .. Stephenson
S. brissemoretii Hamet HE999645 — 003
S. burrito Moran - AF115655 —
S. bulbiferum Makino AB088628 AF115652 —
S. bulbiferum Makino JQ954567 — —
S. catorce G.L. Nesom FJ753935 - —
Stephenson
S. cepaea L. HE999646 KX452248 V022
S. chazaroi P. Carrillo & J.A. Lomeli FJ753936 — —
S. chloropetalum R.T. Clausen FJ753937 - —
S. clavatum R.T. Clausen AY545713 AF115660 —
S. cockerellii Britton HE999647 - StEthze,of‘son
S. commixtum Moran & Hutchison FJ753938 AF115656 —
S. compactum Rose EF632175 - —
Stephenson
S. confusum Hemsley HE999648 - 0.06.001
S. corynephyllum Froderstrom AY545715 - —
-~ Stephenson
S. craigii R.T. Clausen HE999649 - 0.08.001
S. craigii R.T. Clausen (Graptopetalum
- AY54 - -
craigii (R.T.Clausen) R.T.Clausen) 545693
S. dasyphyllum L. - AF115657 -
Gontcharov
S. dasyphyllum L. HE999682 - ESP_Asturia
_070725
Gontcharov
S. dasyphyllum L. HE999684 — ITA Toskana
_ 070518
S. dasyphyllum L. LM993279 — Hornat S35
S. dasyphyllum ssp. glanduliferum Stephenson
(Gussone) Moris HES99650 KX452266 5.38.006
S. debile S. Watson HE999651 Kx4s2265 | Stephenson
V030
. Stephenson
S. dendroideum DC. HE999652 — 1S11681
S. ebracteatum DC. HE999653 - Stephenson

0.47.004
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S. emarginatum Migo EU592006 - —
S. farinosum Lowe — AF115658 —
S. farinosum Lowe HE999654 Kx4s2280 | Stephenson
V023
. . Stephenson
S. forsterianum Smith HE999655 - 5 26.013
, Stephenson
S. fragrans ’t Hart HE999656 KX452254 5.39.001
Stephenson
S. frutescens Rose HE999657 - 0.29.0026
S. furfuraceum Moran - AF115659 -
S. fuscum Hemsley FJ753941 - —
S. fusiforme Lowe — AF115638 —
S. goldmanii (Rose) Moran (Villadia batesii
. . EF6321 - —
(Hemsley) Baehni & Macbride) 632186
S. gracile C.A. Meyer - AF115650
. Stephenson
S. gracile C.A. Meyer HE999658 - V024
S. grandisepalum R.T. Clausen FJ753942 — —
. Stephenson
S. grandyi Hamet HE999659 — 0.87.001
S. greggii ssp. angustifolium R.T. Clausen FJ753944 - -
a.agrzlsebachu var. horakii (Rohlena) ’t L M993280 KX 452282 Hornat S4
. Stephenson
S. griseum Praeger HE999660 - 0.30.002
S. guatemalense Hemsley FJ753945 - -
S. gypsophilum B.L. Turner FJ753946 - -
S. hakonense Makino AB088625 - —
S. hemsleyanum Rose FJ753947 AF115661 -
S. hirsutum Allioni HE999661 KX452259 Step;;g‘son
Gontcharov
S. cf. hirsutum Allioni HE999681 — ESP_Asturia
_070725
. . Stephenson
S. hirsutum ssp. baeticum Rouy HE999662 -
V025
S. hispanicum L. — AF115662 —
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Gontcharov
S. hispanicum L. HE999686 KX452255 POL_hort 00
60528
. . Stephenson
S. hispanicum L. HE999663 - V026
P . Stephenson
S. hultenii Froderstrom HE999664 — 0.13.001
S. jaccardianum Maire & Wilczek AY082100 AF115637 -
S. jurgensenii (Hemsley) Moran FJ753949 — —
S. jurgensenii ssp. attenuatum Moran FJ753950 - —
S. laconicum Boissier & Heldreich - AF115642 -
S. Iggascae Pau (S’edum campfanulatum , 1897739 B B
(Willkomm) Ferndndez Gonzalez & Canto)
S. lancerottense Murray - AF115641 -
S. liebmannianum Hemsley FJ753952 — —
S. lineare Thunberg FJ980313 - —
S. lineare Thunberg AB088623 - —
S. longipes Rose FJ753953 - —
S. magellense Tenore — AF115644 —
S. makinoi Maximowicz AB088627 — —
S. mexicanum Britton AB088621 - —
- , . Stephenson
S. mocinianum Pérez-Calix HE999666 — 0.52.001
S. modestum Ball AY082101 AF115639 -
S. montanum Songeon & E. P. Perrier HE999667 KX452241 Stgp;ﬂ;o”
Gontcharov
S. c¢f. montanum Songeon & E. P. Perrier HE999685 - ITA Toskana
_070519
S. moranense Kunth FJ753954 - -
Stephenson
S. moranense Kunth HE999668 - 0.58.005
S. morissonense Hayata — AF115651 —
S. morissonense Hayata LM993281 KX452271 Hornat S1
S. multicaule Wallich ex Lindley AB088631 - —
S. multiceps Cosson & Durand - AF115645 —
S. multiceps Cosson & Durand HE999670 — Stephenson

8.05.003
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S. multiceps Cosson & Durand LM993282 - Hornat S49
S. nudum Aiton — AF115646 —
. Stephenson
S. nudum Aiton HE999671 - \004
S. nussbaumerianum Bitter FJ753956 - -
S. oaxacanum Rose AY545716 AF115664 —
S. obcordatum R.T. Clausen FJ753957 AF115665 -
. Stephenson
S. ochroleucum Chaix HE999672 KX452242 528043
S. oreades (Decaisne) Hamet AB088632 - —
Stephenson
S. oreganum Nuttall HE999673 KX452264 9.12.006
S. oxypetalum Kunth FJ753958 - —
S. pacense J. Meyran FJ753959 - —
S. pachyphyllum Rose FJ753960 - —
S. pallidum M. von Bieberstein HE999674 Kx452256 | Stephenson
5.19.005
S. palmeri S. Watson AY545717 - —
S. plicatum Thiede & ’t Hart FJ753961 - —
S. polytrlch0|de.s Hemsley (Sedum AB0SS626 B B
yabeanum Makino)
S. quevae Hamet FJ753962 — —
S. reptans R.T. Clausen (Sedum
carinatifolium (R.T.Clausen) Pérez-Calix) FI753934 B -
S. retusum Hemsley FJ753964 - —
S. rubrotinctum R.T. Clausen - AF115666 —
S. rupestre L. — AF115667 —
S. rupestre L. — KJ746204 —
h
S. rupestre L. HE999675 — Stephenson
275
S. sarmentosum Bunge AB088624 — —
S. sarmentosum Bunge EU592003 AF115649 —
S. satumense Hatusima HE999676 KX452272 Stes’/%ir;son
S. sediforme (Jacquin) Pau - AF115640 —
Gontcharov
S. sediforme (Jacquin) Pau HE999683 KX452240 ESP_Astur 0
70724
S. sedoides (Decaisne) Pau ex Vidal y
Lopez (Sempervivella alba (Edgeworth) - AF115677 —

Stapf)
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S. sedoides (Decaisne) Pau ex Vidal y HE999677 B Stephenson
Lopez V036
S. sexangulare L. - AF115668 -
Stephenson
S. sexangulare L. HE999679 - 5.09.005
Gontcharov
Sedum sp. 1 LM993283 KX452270 JPN
_hort_090215
Gontcharov
Sedum sp. 2 LM993285 - KOR_hort_1
121024
Gontcharov
Sedum sp. 3 LM993286 KX452275 JPN
_hort_090215
Gontcharov
Sedum sp. 4 LM993287 KX452257 JPN_hort_09
0215
Stephenson
Sedum sp. 5 HE999691 - 9.18.004
Stephenson
Sedum sp. 6 HE999669 - V010
S. spathulifolium Hooker JX960524 - —
S. spathulifolium ssp. purdyi (Jepson) Stephenson
RT. Clausen HE999687 KX452263 9.15.001
Dobos
S. stefco Stefanoff — KX452268 SED.007
Stephenson
S. stefco Stefanoff HE999688 KX452269 5.12 002
S. suaveolens Kimnach (Graptopetalum
suaveolens (Kimnach) R.T.Clausen) AYS45707 - -
S. subtile Miquel AB088622 - -
S. subtile Miquel - KX452273 Stepzhfgson
. Stephenson
S. subulatum (C.A. Meyer) Boissier HE999689 - V027
S. surculosum var. luteum (Emberger) Stephenson
Maire HE999690 - 8.08.001
S. syrculosum var. luteum (Emberger) L M993288 KX452239 Hornat S2
Maire
S. ternatum Michaux - AF115670 —
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S. ternatum Michaux HE999633 KX452262 Step;;;'son
S. tosaense Makino AB088620 - —
S. treleasei Rose FJ753966 - -
S. triactina Berger AB088629 - —
S. trichromum R.T. Clausen FJ753967 - -
S. trullipetalum Hooker fil. & Thomson AB088630 - —
S. tuberiferum Stojanov & Stefanoff HE999692 KX452278 Stsegge; Os:l)n
S. uniflorum ssp. japonicum (Siebold ex
Miquel) H. Ohba (S. japonicum Siebold ex AB088617 - —
Mig.)
S. uniflorum ssp. japonicum (Siebold ex Stephenson
: - KX452274
Miquel) H. Ohba > V018
S. uniflorum ssp. oryzifolium (Makino) H.
Ohba (S. oryzifolium Makino) AB088618 AFL15647 B
S. uniflorum ssp. oryzifolium (Makino) H.
Ohba (S. oryzifolium Makino) B KM281675 B
. Stephenson
. tH
S. ursi ’t Hart HE999693 KX452279 5.11.003
S. urvillei DC. - AF115648
I Stephenson
S. urvillei DC. HE999694 KX452277 512,020
S. versadense C.H. Thompson FJ753968 - -
. Stephenson
S. villosum L. HE999695 KX452267 5 48,001
S. vinicolor S. Watson FJ753969 - —
S. wrightii A. Gray FJ753970 - —
S. zentaro-tashiroi Makino AB088619 - —
Sempervivum ciliosum Craib HE999696 - Step;;;mn
Semp. globiferum ssp. allionii (Jordan & Stephenson
HE 7 KX45224
Fourreau) ’t Hart & Bleij 99969 52246 261
Stephenson
Semp. montanum L. HE999698 - 59715
Semp. altum Turrill LM993289 KX452244 Hornat S22
Semp. armenum Boissier & Huet LM993290 - Hornat S33
Semp. caucasicum Ruprecht ex Boissier LM993291 KX452247 Hornat S8
Semp. dzhavachischvilii Gurgenidze LM993292 - Hornat S21
Semp. marmoreum Grisebach LM993294 KX452245 Hornat S9
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Semp. r_narmoreum §sp. reg_inge-amaliae HE999699 B Stephenson
Heldreich & Sartori ex Boissier LJUBOTIH
Semp. ossetiense Wale LM993293 - Hornat S11
Thompsonella colliculosa Moran EF632177 - —

T. minutiflora (Rose) Britton & Rose EF632179 AF115681 —

T. minutiflora (Rose) Britton & Rose AY545719 - —

T. mixtecana Reyes & L. Lopez EF632180 - —

T. platyphylla Rose EF632182 - —

T. spathulata Kimnach AY545720 - —

T. xpchlpalen3|s Gual, Peralta & Pérez- EF632184 B B
Calix

T. g_arma-mendozae P. Carrillo & Pérez- EF632178 B B
Calix

Thompsonella sp. EF632181 - —
Villadia albiflora (Hemsley) Rose FJ753971 - —

V. aristata Moran EF632185 - -

V. cucullata Rose FJ753972 - -

V. diffusa Rose FJ753973 - —

V. imbricata Rose EF632187 AF115686 —

V. incarum (Ball) Baehni & Macbride FJ753974 - —

V. minutiflora Rose FJ753975 - —

V. misera (Lindley) R.T. Clausen FJ753976 - —

V. nelsonii Rose FJ753977 — —

V. pringlei Rose FJ753978 - —

V. recurva Moran & al. FJ753979 - —
Villadia sp. FJ753980 - -
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