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OBIIAA XAPAKTEPUCTHUKA PABOTbBI

AKTyaJlbHOCTh  TE€MBI  HCCJIETOBAHUS. Crassulaceae J.St.-Hil.
(TONCTSIHKOBBIE) — CEMEHCTBO IIBETKOBBIX pacTeHHH, BKiIroyaromiee okono 1400
BUJOB, HIMPOKO paclIpOCTPAaHEHHBIX IO BCeMy 3eMHOMY mapy. OCHOBHBIMU
LEHTpaMH pa3HooOpa3us cemeiicTBa cuurtatoTcss Mekcuka, Cpeau3eMHOMOpEE,
IOxnas Adpuka, Makaponesust u Bocrounast A3us. BoJabpIIMHCTBO BUIOB MMeEET
CYKKYJICHTHBII OOJMK ¥ HaceiseT 3acylUIMBBIE W TOpHbIE  paioHBI.
IIpencraBurenu cemeiicTBa TOMYJSAPHBI KaK IEKOPAaTHBHBIC, KOMHATHBIE U
JIEKapCTBEHHBIE PACTEHUSA (aJ103, TOJICTSIHKA, KAIaHX03, POANOTIA).

CucrteMaTka  TOJCTAKOBBIX HMEET  JOJNIYI0  HCTOPHIO,  OIHAKO
Kiaccu(uKanys BHYTPH CEMEWCTBA 0 CHX MOpP OCTaeTcs OOBEKTOM AWCKYCCHU.
Bompmoe mMopdomornueckoe pazHOoOOpasue W TOMOIUIA3US (PEHOTHIHYECKUX
NPU3HAKOB, HCIIOJIB3YEMBIX B CHCTEMAaTHKE, 3aTPyAHSIOT PEKOHCTPYKLIHUIO
(UIIOreHEeTHYECKUX OTHOIICHHH U NOCTPOSHNE €CTECTBEHHOM CUCTEMBI CeMEHCTBa
Crassulaceae.

TakcoHOMHYecKHE TPOOJIeMBl CEeMEHCTBa CKOHILEHTPHUPOBAHBI TIJIaBHBIM
00pa3oM B pOJOBOM M BHYTPHUPOJOBOU Kiaccupukanuu mojacemeiictea Sedoideae
Berger (ountkoBbIe) U ero THMOBOro poaa Sedum L. — ountok (Mayuzumi, Ohba,
2004). Pox xapaxtepusyercs OomplimM  uyucioM BuAoB  (okono  420),
OTIIMYAIOIINXCS BBICOKUM MOP(HOJIOTHYEKUM pa3HOOOpasHeM U IIHMPOKUM apeaoM
(Uenrpanbhast u KOxuas Amepuka, CeBepras Adpuka, EBpona, FOro-Bocrounas
Asus). B Sedum gacto BKIIOYAIM BHABL, HE MOJNAJAFONINE IO AUATHO3BI APYTHX
pomOB, W B HACTOSIIEE BpeMsS OH IPEACTAaBIAET COOOH KOHIJIOMEpaT,
oOpemuusomuit okoio 30% BUmOBOTO pasHOOOpasms cemelictBa. OmHaKo B
OOJBIIMHCTBE HCCICAOBAHUN TOJICTSIHKOBBIX C HCIOJB30BAHHEM MOJIEKYISPHBIX
MapKepoB IPEJICTABUTENN poAa JuO0 He ObUIM TNpelCTaBIeHbl BOBCE, JHMOO
BBIOOPKM BKJIIOYQJIM OTPaHWYEHHOE YUCIIO BWIOB. TakuM oOpa3oM, HECMOTpS Ha
[EHTPAJIbHOE IOJOKEHHEe B ceMeicTBe, pon Sedum 10 HACTOSIIET0 BPEMEHH
ocraeTrca cnabo M3y4eHHBIM, W €ro (HIOTeHETHYEeCKHE OTHOUICHHWS C APYTrHMH
npejacraBuTensiMu - cemeiictBa Crassulaceae HeBbISICHEHHbIMU. [l peieHus
HESICHBIX BOIIPOCOB, KacalOIIUXCS KaK CHCTEMAaTHKH, Tak M (uinoreHnd Sedum u
ONMM3KMX €My POJOB, HEOOXOIMMBI HMCCIICAOBAHUS KaK MOXKHO OoJiee IMPOKOM
BBIOOPKH, MPECTABISIONIEH Bce BUAOBOE pasHOOOpa3ne poja, C UCTIOIb30BAHHEM
MOJIEKYJISIPHBIX MapKepOB M3 Pa3HbIX PacTHUTEILHBIX TEHOMOB.

Cremnensn pa3pa0oTaHHOCTH. HUccnenoBatensimu CHCTEMATHUKHU
TOJICTSIHKOBBIX ~ YK€ TPEANPHHUMAINCH TONBITKA HM3YYEHHS POJCTBEHHBIX
oTHomeHni B cemeiictBe Crassulaceae ma OCHOBaHWH CPaBHEHUS HYKICOTHIHBIX
MIOCJIEI0BATEEHOCTEH XIIOPOIUTIACTHRIX TEHOB M HEKOJUPYIOIINX Y4aCTKOB FreHOMa
(ITS u ETS perunonos p/IHK; trnL-trnF, rps16 u matK xaIHK (Mort et al., 2002;
Acevedo-Rosas et al., 2004; Mayuzumi, Ohba, 2004; Carrillo-Reyes et al., 2008,
2009; T'onuaposa u ap., 2008; Kozyrenko et al., 2013, Nikulin et al., 2015).
[omydeHHbIE B 3THX aHAJIM3aX JAHHBIE CYNIECTBEHHO M3MEHWIN MPE/ICTABICHUS O
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CTPYKTYpPE CEMEWCTBAa, OCHOBAaHHbIC Ha (DEHOTHNMYECKMX Mpu3HAaKax. Tem He
MeHee, WH(QOPMATHBHOCTH JTHX MapKepOB OKa3ajJoCh HEIOCTaTOYHO IS
MOCTPOCHHSI YCTOWYMBBIX (DMIIOr€HHMH, KaK Ha ypOBHE BCETO CEMEWCTBa, Tak U
OTAEJNBHBIX KiMaa W pojoB. Crnadas NpeaCTaBICHHOCTH IOCIEA0BAaTEILHOCTEH
Sedum B 6aze GenBank (okxomo 10% BHIOB) Takxke XapaKTepu3yeT poj Kak ciabo
U3Y4CHHBIN.

Hear w 3amaum wucciaeqoBanus. llenplo naHHOW paOOTHI sIBISETCS
u3yueHre QUIIOTEHETHIECKIX OTHOIICHHUH B poae Sedum u OIM3KUX eMy poJax Ha
OCHOBAHWH CPaBHEHHS HYKJICOTHAHBIX mocienoBarenbHocTeit ITS permona (ITS1-
5.85-1TS2) pAHK u ygactka rera matK xo/IHK.

Jln1st TOCTHKEHUSI 3TOH 1eTN OBUTH ITOCTABIICHBI CJICYOINE 3a/1a4H:

1. [Monmyunts HyKIEOTHAHEBIE mOciemoBaTenbHOCTH ITS permona
pAHK, ywactka rema matK xm/IHK u co3mate MaTpumbl [TaHHBIX IS
(DUITOTEHETHYCCKIX aHATH30B.

2. [TpoBectn BbIpaBHUBaHUE BBICOKO/IUBEPT€HTHBIX
nocnenosarenbHocreit  ITS permona p/lHK, wucnone3ys wuHbopManmio o
BTOPUYHOU CTPYKType TpaHckpuntoB cnelicepos ITS1 u ITS2.

3. PekoHCTpyHpOBaTh (PUITOTCHETHYECKUE CBSI3H B poiae Sedum wu
OMM3KMX €My pojax MO JaHHBIM MOJEKYJSIPHBIX MapKepoB SJCPHOH U
xnoporutactHoit JJHK.

Hayunas wnoBm3Ha. B xome wccremoBanmst OpDIO mONMydeHO 85
nocienoBatensHOcTel I TS pernona n 44 — ygactka reHa matk, GoIbIIMHCTBO 3
KOTOPBIX MPHUHAIUICKAIO MPeacTaBuTesM mpobiemuoro poxa Sedum (71 u 35
TIOCJIE/IOBATENILHOCTEH COOTBETCTBEHHO). BBUTH MOCTpOEHB! M MPOaHATN3UPOBAHbI
MOJICTIM BTOPUYHBIX CTPYKTYP TPAHCKPHIITOB crielicepHbIX ydacTkoB ITS1 u ITS2
p/IHK. IToka3zaHo, 4TO JaHHBIE MOJENN COOTBETCTBYIOT YHUBEPCAIBHBIM MOAECISAM
ITS pacrennii. M3y4yeHsl (UIOreHETHYECKUE OTHOLICHUS B BEPIIMHHOW TpyIIe
ceiimeiicTBa ToNCTsHKOBBIE (TpHOBI Aeonieae, Semperviveae u Sedeae) Ha
OCHOBaHMM HauOoJjee TMpeJCTaBUTEIbHONH Ha CETOJHSILIHUA JIeHb BBIOODKH,
BKITIogaronieit 223 mocnenoBatensHocTH ITS pernona (u3 Hux 140 mpuHaamexat
npejicTaBuTeNsiIM  u3ydaemoro  poma  Sedum (120 BumoB)) u 102
nocsieioBarenbHOCTH reHa Matk (13 koTopsix 71 MpHUHAMIEKHUT NPEICTABUTEISAM
Sedum (57 BumoB)). B cocraBe TpuO BbLAENEHBI YETHIPE KJIAJbI/KiIacTepa:
Aeonium, Acre, Sempervivum u Leucosedum, moarBepkjeHa cOOpHas MpuUpoja
poma Sedum. Kpome TOro, ycTaHOBICHa IMBEpreHUWs Kiaapl ACre Ha
EBpoasnarckyro m AMepuKaHCKyr moakiagsl. B EBpoasuarckoil mnoaxiazae
BBIICIISIIOTCS JIBE JIMHUM a3WUTCKUX mpencraButeneit Sedum. Takke Ha OCHOBaHHH
aHamM3a JBYX MapKepoB oOHapykeHa ONM30CTh HECKOJNBKHX MaKapOHE3HMHCKHUX
BUJIOB K IPEJICTABUTEISIM AMEPUKAHCKOM MOAKIIA/IBI.

TeopeTuueckasi W NpaKTHYecKasi 3HAYMMOCTH PadoThl. Pe3ynbraThl
UCCJIEJIOBAaHMSl BHOCAT CYIIECTBEHHBIM BKJIaZ B OONACTh CHCTEMaTHKH U
¢unorennn pacreHuid. Pabora MoxkeT ciayXuTh (yHAaMEHTAILHON OCHOBOW JUIst
MPOBEICHUS PEBU3NH TAKCOHOMHYECKOW CTPYKTYpBI TpuO Aeonieae, Semperviveae
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u Sedeae B uesom, u popa Sedum B wactaoctu. IlomydeHHBIE Pe3yIbTaThl BaKHBI
JUISl TIOHMMaHUS MHUKPOJBOJIIOIMOHHBIX MPOLIECCOB, MPOUCXOSIINX B TI'€HOME
pacrteHuii. Pe3yipraThl quccepTaiuoHHON paboThl MOTYT OBITH CIIOJIB30BaHbI IPH
YTEHUU KYPCOB JIEKIIMH JUIS CTYAEHTOB OMOJIOTHUECKHX criennanbHocTeil BY30B n
JUISL TIPOBEJICHHUS! IPAKTUYECKHUX 3aHATHH.

MeTonoiorusi M MeTOABI JAMCCEPTANMOHHOIO HccjeqoBaHus. B
HacTosILIeH paboTe i u3ydeHus HUIOreHETHIECKUX OTHOWICHHH B poae Sedum u
O6mBKNX eMy ponax ObIIM OIpEAeieHbl HyKJICOTHIHbIE MocnenoBarensHocTh TS
peruona simepHor pJIHK wm ywactka rema matK xm/IHK. Jlns mocroBepHOTO
BBIpaBHHMBAaHHA TocienoBaTenbHocTel TS pernona ObuTH pa3pabOTaHBI MOJETH
BTOPHYHBIX CTPYKTYp TPAHCKPHINTOB crieficepHbIXx ydacTkoB ITS1 u ITS2 p/IHK.
Ha ocHOBaHNM NOTyYCHHBIX ITOCIEAOBATEIFHOCTEH IBYX MapKepOB OBLIN CO3JaHBI
MaTpHIbl JAHHBIX M HPOBEACHBI (PHIOTEHETHUECKHE AaHAIN3bl H3ydaeMoi
TaKCOHOMHYECKOM TPYIIIBI C TOMOIIBIO COBPEMEHHBIX KOMITBIOTEPHBIX ITPOTrPaMM.

IMonoxennsi, BBIHOCUMBbIE HA 3ALIATY:

1. PazpaboTanHble MOJENH BTOPUYHON CTPYKTYpPhI TPAaHCKPHIITOB
ITS1 u ITS2 pJAHK mpencraButeneii Sedum u OGIH3KHX pPOXOB B LEJIOM
COOTBETCTBYIOT YHUBEpcalbHBIM MojiessiM I TS pactenwuit.

2. PaznenpHBIC M COBMECTHBIC aHANIM3HI MocienoBaTenbHocTel ITS
permona p/IHK u ywactka rema matK xmIHK mo3Bommiam pexoHCTpYyHpPOBATH
¢unoreHMIo Ha  pa3HBIX ~TAaKCOHOMHYECKMX YpOBHAX: TpuO Aeonieae,
Semperviveae u Sedeae, a Takke CIaraloUMX WX POAOB W BHYTPHPOIOBBIX
9BOJIOLMOHHBIX JIMHUH.

3. [Monumopdusiit pox Sedum sBisiercst monuduiernueckuM. Ero
NPE/ICTABUTEIH BXO/SAT B COCTaB BCEX KJIAJ/KIACTEPOB (PUIOTEHETHUECKOTO JIpeBa:
Aeconium (tpuba Aeonieae), Sempervivum (Semperviveae), Acre u Leucosedum
(Sedeae), mepemexascb ¢ BuAaMH JIpyrux ponoB. IloaTBepikieHa
HCKYCCTBEHHOCTh poma Sedum u moka3zaHa HEOOXOJAMMOCTh PEBH3HH €ro
KOHLIETILINH.

CreneHb [J0CTOBEPHOCTH pe3yJabTaTOB. J[OCTOBEPHOCTh pe3yIbTaTOB
obecrieueHa WCIIOIb30BAHHEM COBPEMEHHBIX MOJEKYJISIPHO-(HIOr€HETHIECKIX
METOJI0B, 00pabOTKOM IOIYYEHHBIX JAHHBIX C ITOMOIIBIO AKTYaJbHBIX METOIOB
(MmakcumanpHOTO TpaBmomonoduss (ML) m bBaifecoBckoro moaxoma (BI)) u
CTaTHCTHYECKOTO aHaNn3a. BBUIM NpoaHanmm3upoBaHBl HE TOJIBKO IOJIyYEHHBIC
Hamu nocnenosarensHoctd JJHK nByx mapkepos (85 mocnenosarensHocteit ITS
perroHa u 44 — yvactka reHa matK), Ho W nenmoHmMpoBaHHBIE B 0a3y JaHHBIX
GenBank  mocnmemoBarensHocTH  Sedum w Gnuskux  pomoB (138
nocienosarensHocTedt TS permona m 58 — ywactka rtena matK). s
MOATBEPXKICHNST PE3yJIbTATOB HCCIEIOBAaHHs IPUBEIEHBI TAOIUYHbIE JaHHBIE,
JarpaMMbl, (pUIIOreHeTHYECKHE JIEPEBbsI U MOJIENTH BTOPHYHBIX CTPYKTYP.

Anpoéanusi padorbl. Pesymprarel paboTel OBUIM TPEICTABICHHI Ha
POCCHICKHMX W MEXIYHapOAHBIX KOH(epeHIMsIX: «X peruoHaibHas KoH(epeHIus
CTY/ICHTOB, acCIHMPaHTOB BY30B W HaydyHbIX opraHuzauuii [lampHero Bocroka
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Poccum» (Bmamusoctok, 2011), «II (X) wmexmyHapomHas OoTaHHUYeCKast
KoH(epeHuust MosopIX yueHbIX B Cankt-IletepOypre» (Cankr-IletepOypr, 2012),
XI peruonanbHas KOH(EpEHIHMs CTYJEHTOB, AaCHHPAHTOB BY30B W Hay4YHbIX
opranmzanuii lanpHero BocTtoka Poccum «AxTyasbHble NPOOJIEMBI 3KOJIOTHH,
MOpCKOi1 Onosnoruu u 6uorexHonorun» (Bnaansoctok, 2012), Ha MeXIyHapOJHOM
cumnosnyme «The East Asian Flora and its role in the formation of the world's
vegetation» (BrmaguBoctok, 2012), Ha | MeXpernoHaabHOM MOJIOJEKHOM LIKOJIE-
KOHpepeHInn «AKTyalbHBIe MpobieMbl Omonorndeckux Hayk (BmammBocTok,
2013), wa xoudepennnn Modern achievements in population, evolutionary and
ecological genetics (MAPEEG - 2013; Bmamusoctox, 2013), Ha 4-i
MeXayHaponHoi koHGpepeHmmu «Molecular Phylogenetics» (MolPhy-2014,
Mocksa, 2014).

My6ankamuu. [To Teme nuccepTanuu omyoIuKoBaHo 9 paboT, B TOM 4ymcie
2 cTaThU B pelieH3UPYEMBIX KypHaiax u3 cnucka BAK.

CTpykrypa 1 06beM padoTsl. J{uccepranys COCTOUT U3 BBEJCHHUS, 4 IIaB,
3aKJIIOYCHHUs, BBIBOJIOB M CIIMCKa JMTeparypbl. Pabora wuznoxena Ha 114
CTpaHMIIAX, WUTIOCTPUPOBaHa 23 PHCYHKAMU M COACPKUT 8 TaOJIHUI] B OCHOBHOM
YacTH W OJIHY Tabnuiy B npuiokeHud. CHHCOK JUTEpaTypbl HacuMThiBaeT 195
HAaUMEHOBaHM, U3 HUX 180 Ha MHOCTPAHHOM SI3BIKE.

BuaronapHocTu. ABTOp HCKpEHHE OJarofapuT HAayYHOTO PYKOBOIMTEIS
1.6.H. 'oruapoBa A.A. 3a 0o0ydeHHEe, BCECTOPOHHIOIO TIOMOINb U MOJACPKKY Ha
BCEX ATalax HccieA0BaHUsA. ABTOP BbIpa)KaeT MPU3HATEIBHOCTh ApTIOKOBOIl E.B.
32 TMOMOLIb B TMOATOTOBKE JHCCEPTallMH. ABTOp OJarogapeH YacTHBIM
koiutekironepam Ray Stephenson, Marko Dobos u Milan Hornat, npucnasuiim
0o0pasIibl pacTeHUH.

JlanHas paboTa BBINOJHEHA MpH (UHAHCOBOW MojAepkke rpaHToB PODU
(Ne16-34-00176 u Ne15-29-0250515) u IBO PAH (Nel5-11-6-034).

OCHOBHOE COJEP)KAHHUE PABOTHI
I''TABA 1. OB30P JIUTEPATYPbBI

B mnepBoii moariaBe KpaTKO H3JI0KEHBI OWOJIOTHYECKHE OCOOCHHOCTH W
UCTOpPHS  BO33pEHHH Ha (UIOTEHETHYECKYI0 CTPYKTYpYy HpencTaBUTeIer
ceMeicTBa TOJICTSAHKOBBIE. [IpUBOAATCS aHHBIE O HECOOTBETCTBHU (DHIIOTE€HUM,
OCHOBAaHHBIX Ha MOJIEKYJSIDHBIX M MOp(QOJOTHUecKux JaHHbIX. [lanee
OpelCTaBleHa XapaKTEepUCTHKa poaa Sedum: apean, KOJHYECTBO BHIIOB,
nonmmMmopdusm, ciabasi HM3y4eHHOCTb pojaa. B cienyromed mnoxariaBe JaHO
OlpeZieJIeHHe MOJIEKYJIIPHOTO MapKepa M IIepeuMCIICHbl OCHOBHBIE KadecTBa,
KOTOPHIMH OH JOJDKEH o0yiajaTh. 3aTeM paccMOoTpeHo cTpoeHue ITS permona
snepHoi pIHK u ykazaHbl IperMyllecTBa UCIOIB30BAHMS 3TOr0 Mapkepa. [anee
KPAaTKO OIIMCBIBACTCA SBJICHUEC COTJIACOBAHHOM OBOJIFOIIMM B MYJIbTUT'CHHBIX
CeMeﬁCTBaX, €ro0 MECXaHMU3Mbl W BJIMAHUC Ha PE3YyJIbTAaThbl (I)I/IIIOFCHCTI/I‘-ICCKI/IX
aHanmu30B. OTOENBHON TOATIIABOW H3JIOKEHBI CIIOCOOBI M3y4YeHHS BTOPHUYHOI
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CTPYKTYpPbl TPaHCKPHUNOTOB M MOJYyYCHHAs Ha NaHHBII MOMEHT WH(pOpMamus o
ctpykrype creicepoB ITS1 u ITS2 paznuunbix opranu3moB. JlaHel onpeaeneHus
KOMIIEHCAaTOPHBIX M IOJYKOMIIEHCATOPHBIX 3aMEH OCHOBaHWM, ONHMCaHa UX
BRXHOCTh JUUISI COXPAHCHHUS CIAPEHHOCTH HYKJICOTHIOB B (DYHKIIMOHAIBHO
3HAYMMBIX CIUpAJISIX BTOPUYHOW CTPYKTyphl. B 3akirouuTensHOM MOAriaBe
paccmoTpero crpoenue rema matk xm/IHK u mpeumymectBa HCIOIb30BaHUS
JIaHHOT'O MapKepa.

I'JTABA 2. MATEPHUAJIBI U METO/JbI

2.1. Marepuajbl. MarepuajioM [ HCCICAOBAHHUS MOCIYXHIH 85
00pa3oB pacTeHuii ceMeicTBa TOICTIHKOBBIe (TprOBI Aeonieae, Semperviveae
u Sedeae), m3 koTopeix 71 mpuHamimexkan poay Sedum, a 14 — OGaM3KUM
ponam/Bugam. Taxke B pabOTy ObLTH BKIIFOUCHBI BCE AOCTYIHBIC Ha Hioib 2016
roja HyKJIeoTHAHbIe mocienoBarenbHocTd ITS permona p/IHK u rema matK
xn/IHK npencraButeneli tpub Aconieae, Semperviveae u Sedeae wu3
MeXIyHapoaHOM Ga3bl manHbeix GenBank.

2.2. Bbineaennme JHK. Boigenenne toTampHo# kiaetouHoit JIHK
MPOBOJIIIM U3 JIUCTHEB U colBeTHii, ucmoin3ys DNeasy Plant Mini Kit (QIAGEN,
Maryland, USA) u crienyst unctpykuusm npousBoautess. O6pasipst JJHK xpanunu
pu —20 °C.

2.3. Avmmmpukamus [JHK. [ng avmmmdukanmd ¢ TOMOIIBIO
nonumepasnoit nennoit peakuuu (ITLP) nonxoro ITS perunona p/ITHK (ITS1-5.85-
ITS2), ucnone3oBanu yuusepcanbhbie npaiimepsl: 1400F (Elwood et al., 1985) u
ITSO55R (Marin et al., 2003) st mepBoro paysma aMITH(GUKALNKA U BHYTPEHHUE
npaiimepsr 18Sm10 (Wen, Zimmer, 1996) u ITS4R (White et al., 1990) s
BTOpOro payHpaa (ecnu 3To Obulo HeobOxomumo). I'er matK ammmmuduimposany,
HCIIONB3Ys Be mapsl mpaiimepos: LAM_F u 3F_KIM (Dunning, Savolainen, 2010)
st meporo paynma ammmmdukanmma w SAX_F1 ¢ 3F_KIMm (Dunning,
Savolainen, 2010) s BTOporo paysza.

2.4. Daexrpodopes JHK. Onpemencrme pasmepa mpoxykroB IILIP
MPOBOJIMIIM METOJIOM 3JIEKTpodope3a ¢ UCHONb30BaHNEM MapKepa MOJIEKYIISIPHOTO
Beca B 1%-HoM arapo3HoMm reie ¢ 6pomucteiM dtuaueM (0,3 mxi/1min) B 1x TBE
Oydepe npu HampsokeHun 120 BomsT B Teuenue 20 muHyT. Ilocie mpoBeneHus
anekTpodopesa rens pororpadupoBanu B npoxoxasuem Y D-caere.

2.5. CexBenupopanue [AHK. Peaxkmuio IUKIMYECKOTO CEKBEHHPOBAHUS
npoaykroB ITLP mposoamim ¢ maGopom Big Dye Terminator Cycle Sequencing
Kit v.3.1 (Applied Biosystems Inc., Forster City, USA), ucnons3ys mpaiimeps
18Sm10 u ITS4R pms ITS permona, SAX_F1 u 3F_KIMm nmns renma matk.
O4uCTKY TPOAYKTOB pEAKIMH LUKINYECKOr0 CEKBEHHPOBAHHS MPOBOJIUIIN
nepeocaxaeHneM dTaHosioM. OnpejieneHie HyKICOTHIHBIX MOCIeI0BaTeNbHOCTEN
obenx merneil npoxykroB TP nposommmu Ha cexkBenatope ABI PRIZM 3130
(Applied Biosystems Inc., Foster City, USA) Ha 0a3e 1eHTpa KOJUICKTHBHOIO
nons3oBanust PHI[ Bruopasnoobpasus IBO PAH. [lonydeHHbIE HYKIEOTHAHBIE
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MOCJICIOBATEIBHOCTH ~ COOMpanuch W BU3YaIbHO  TNPOBEPSUINCHE  TI0
xpomarorpamMmmam B makere nporpamm Staden Package v. 1.4 (Bonfield et al.,
1995).

2.6. MoaenupoBanue BTOPHYHBIX CcTPYKTYp. IlocTpoenne wmopeneit
BTOPUYHON CTPYKTYpbl TpaHCKpunToB ydactkoB ITS1 u ITS2 mnposomgumu c
ucnonn3oBanuem cepsepa Mfold Web Server (http://mfold.rna.albany.edu; Zuker,
2003).

2.7. MaTrpunsl JaHHbIX H BbIPAaBHUBaHHe MocjegoBaTelbHocTeil. s
(PUITOTEHETHIECKUX aHAIN30B OBUIM CO3AaHBI TPH OCHOBHBIX MAaTPHIBI JAHHBIX:
223 mocnenoBarenbHocTH [TS pernona p/IHK, u3 xoropeix 140 mpunamiexanu
npencTaBuTeIsIM  u3ydaemoro poma Sedum (120 Bummos; 590 mwH); 102
nmocienoBatensHoctn TeHa MatK xo/IHK, w3 xoropeix 71 mnpunHamiexana
npexacrasutensiv Sedum (57 BugoB; 717 mH) U KOMOMHHPOBAHHAS MAaTPHUIA JABYX
MmapkepoB (75 mocienoBarensHOCTEH, U3 HUX 51 — mpeacTaBuTenei poma Sedum;
1307 mH). [TocaenoBaTeNbHOCTH BRIPABHUBAIMCH BPYUYHYIO B Iporpamme SeaView
(Galtier et al., 1996).

2.8. ®dunoreHernueckuii aHaau3. OUIOreHETHYSCKUE ICPEBbS CTPOMIU
merogom ML B mporpamme PAUP 4.0b10 (Swofford, 2002), a Ttarxxe BI,
ucnons3yst nporpammy MrBayes 3.1.2 (Huelsenbeck, Ronquist, 2001). TTox6op
MOJIETIH 3BOJIIOLMM AJIsI HYKICOTHAHBIX IIOCIEAOBATEIbHOCTEH TPOBOAWIN C
nomortpio nporpamMer jModelTest 2.1.1 (Darriba et al.,, 2012). OrcyrcrBue
MPOTHBOPEYHHA MEXIy (DHUIOTCHETHYSCKUMH CHUTHaTaMd AByX Mapkepo (ITS
peruoH u yuactok reHa matK) orenusaiu B mporpamme PAUP 4.0b10 ¢ momoripio
omuu Partition Homogeneity Test (PHT) c¢ wucmonb3oBanmem 100 peruiuk.
YcToiunBoCTh y3710B (DMIIOTCHETHYECKUX JIEPEBBbEB, NOJydeHHbIX MeTronoM ML,
paccuuThiBaM ¢ momomipto cepBepa RAXML web server version 7.7.1
(http://fembnet.vital-it.ch/raxml-bb/; Stamatakis et al., 2008) metomom GyrcTperna
(Bootstrap Percentage, nanee BP; Felsenstein, 1985), u onpeesnss anoctepuopHbie
BepositHocTH (Posterior Probabilities, nanee PP) B BI.

XapakTepuCTUKH  TOCTeNoBaTeNnbHOCTEN  (mnmuHa, comepkanume ['11-
ocHOBaHMi) ObUIK mody4eHbl B mporpamme PAUP 4.0010. [li1st olleHKH HOmapHbIX
FeHETHYEeCKUX IUCTaHuuil (p-mucraHnuil) ucrnonb3oBanack mnporpamma MEGA
v.6.06 (Tamura et al., 2013). I'paduk pacnpeneneHus HykiaeoTuaHbix 3ameH (Pi)
cTpomwnu B mporpamme DnaSP ver. 5.10 (Librado, Rozas, 2009). Ctatuctuueckyro
00paboOTKy pe3yNbTaToOB MPOBOAWIN B MporpaMMHOM mpoaykTe Microsoft Office
Excel 2007.

I'JIABA 3. PE3YJIBTATBI

3.1. Oomasi xapakTepucTuka mnocjeaopareabHocTeil ITS peruona. B
Mmatpuiie u3 223 nocnenosarensHocteit TS perunona p/IHK o6ias amuaa ygactka
ITS1-5.85-1TS2 Bapeuposana ot 576 na y Monanthes minima (Bolle) Christ xo
614 ma y Sempervivum spp. u B cpemrem coctaBisiia 601+6 mH. TIpomeHtHOE
cojiep:kaHue OCHOBaHuii ryanuHatiuro3una (I'1[-ocHoBauuit) ObLIO B mpejenax
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47-61% (B cpennem 56,0+3,3%). Cpennsis yinHa creiicepa 1TS1 6buta 22546 nH
(56,3+4,4% I'1l). Ox30H 5.8S p/IHK ObLT BEICOKOKOHCEPBATUBCH M0 JIIMHE U HMEJ
npoTsHKEHHOCTh 161 mH, 3a uckmoueHreM obpasua Aichryson palmense Webb ex
Bolle (160 mH), BepositHO, u3-3a ommuOKu cekBeHupoBanus. Comepikanue ['11-
OCHOBaHMH B 9K30He Kojebamock ot 50 mo 55%. JlnmHa ywactka |TS2
BappupoBana ot 197 mu y S. treleasei Rose mo 226 mH y OousblIMHCTBA
npejacTaBuTenei poma Sempervivum L. u B cpemaHem cocrtaBmsuia 215+3 mH
(58.4+4.5% I'L).

B wumccmemyempix  mocnmemoBaTenmbHOCTSX |ITS — pernona  mimHHBIE
KOHCEPBATHBHBIC YYaCTKH ITOYTH OTCYTCTBOBAJIH, YTO YCIIOKHSIIO BBIPABHUBAaHUEC
(TIOMCK  TOMOJIOTWYHBIX ~ HYKJIICoTHAOB). [losTomMy Hamu OBUIO  peIICHO
WCIIONB30BaTh TEPMOIMHAMHYICCKOE MOJENHUPOBAHNE BTOPHYHBIX CTPYKTYP
TpaHckpuntoB  ydactkoB ITS1 wu ITS2 pmna  momcka (yHKOIHOHATBHO
KOHCEPBAaTHBHBIX JJOMEHOB M IPOBEJCHUS BBIPABHUBAHUS Ha OCHOBAaHHWU 3TOU
nHbopManuH.

3.2. Bropuunas crpykrypa cneiicepoB ITS1 u ITS2. Hcnoas3ys
AIITOPUTMBI, OCHOBaHHbBIC Ha TepMoauHamideckoM donmunre (Mfold Web Server),
HaMH OBUIM TIOCTPOCHBI THUIIOTETHYECKUE MOJAEIM BTOPHYHOH CTPYKTYPHI
tpaHckpuntoB 1TS1 u ITS2 ans Bcex wuccneayeMbIx MOCIENOBATEIBLHOCTEH.
MHoro4nciIeHHBIE KOMIICHCATOPHBIE U TIOTYKOMIIEHCATOPHBIC 3aMEHBI OCHOBaHUA,
BEISIBIICHHBIE B CTPYKTypaX JTHX CIEHcepoB, MOATBEPKIAIOT PEATUCTHIHOCTD
pa3pabortanHbEIX Moeneii. Ha pucynke 1 mokasansl BTopudHble cTpyKTypsl ITS1 u
ITS2 ans Sedum acre L. — tunoBoro Buaa poja. CoriacHO MONYyYSHHBIM HAMHU
MOJIEIISIM, KaXKIBI CIieiicep XapaKTepH30BajJcs HaamdueM 4 CIUpPATBHBIX U 5
OJTHOIICTIOYEYHBIX y4YacTKOB. B chnupaipHBIX yuacTKax HabOronanoch Oosee
BbICOKOe coxaepxkanue [1l-ocHoBanmii (B cpeaHeM 66%), MO CpaBHEHHIO C
OJTHOTICTIOYEYHBIMH y9acTKaMH (B cpenHeM 36%).

B ITS1 cnmpanu ObIITM OTHOCHTEIHHO KOPOTKHUMH, U B OOIIEH CIOKHOCTH
He Oosiee 65% HYKJIEOTHIOB crelicepa y4acTBOBAIM B MX (HOpMHpOBaHMU.
Hyxneotuasl, koHcepBaTuBHBIE Y 90% mocnenoBarenbHOCTEH, cocTaBisiim B ITS1
He Oonee 43% ot ux oOmiero 4ncia. Y mpencTaBUTeNed MaKapOHE3UHCKUX POJIOB
Aeonium Webb & Berth., Aichryson Webb & Berth., Monanthes Haw wu
HECKOJIbKUX  CceBepoadpHKaHCKUX BUAOB Sedum HaOIoaanoch 3aMeTHOE
ykopouenne crupanmu [: 21-25 HT mpotmB 38—48 HT y Apyrux TakCOHOB (B
ONMCAaHNHM BTOPUYHOH CTPYKTYpPhl TPAHCKPHIITOB MBI HCIIOJIB3YEM COKpallleHHe
«HT» — HYKIEOTHIOB, oOpamias BHUMaHHE Ha TO, 4YTO Jl@HHas CTPYKTypa
cBOMcTBeHHa opHouenoueuHo Monekyne PHK). Bropas crnwmpans ITS1 y
GonbinuHCTBA 00pasioB Brimoyana 33-38 Hr (Puc. 1), ogHako y BUIOB poja
Dudleya Britton & Rose u Heckonbkux amepukaHckux Bumo Sedum (S. debile
S.Watson, S. oreganum Nuttall, S. spathulifolium Hooker u S. ternatum Michaux)
OHa ObuIa YKOpoueHa u cocTosiia u3 20—23 HT.
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Pucynox 1 — Bropuunas ctpykrypa ITS1 m ITS2 S. acre. CepsiM oTMeueHBI
HYKJIEOTU/bI, KOHcepBaTHUBHBIE y 90% mnocnenoBaTesnbHOCTE. B BbIHOCKaxX
HaXOIATCS HYKIICOTHABI, KOHcepBatuBHBIE y 90% mmociemoBaTenbHOCTEH, HO
oTnuyHble y S. acre. Pamkamu oTMedYeHBI HanOosee KOHCEPBATHBHBIC PETHOHBI
BTOPUYHOU CTPYKTYpHL. Takke yka3aHbl BapHallMd B JUIMHE W coaepxkaHmu ['1]-
OCHOBaHUH JJIs KaXKJ0T0 IOMEHa.

Tperbs cimpans 1TS1 sBisimacek camoii kopoTkoit u3 Bcex B ITS1 u ITS2. Kpome
TOro, OHa OblIa IPAKTHYCCKH HEU3MEHHA [0 YKCIy HyKJICOTHAOB B ee cocTase (15
HT) ¥ KOHCEpBaTHMBHA MO0 TEPBHYHOM MOCIEAOBATEIBHOCTH. JlocTaTouHO
KOHCEPBATUBHBIA [JOMEH, BKIOHaromuid crnupans III u  okpyxaromue ero
OJHOLENOYEUHbIE  Y4aCTKM  COOTBETCTBYET  YHHMBEPCAIBHOMY  MOTUBY
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MOKPBITOCEMEHHBIX pactermii (Angiosperm Universal Core motif; GGCRY-(N),.7-
GYGYCAAGGAA, tne Y = C wmu T; R = G uu A; N = mo6oii nykiaeorun; Liu,
Schardl, 1994). /laHHbI# yyacTOK HCIOJIB30BAJICS HAMU B KaU€CTBE OPUEHTHUPA JUIS
BeIpaBHUBaHUs nocienoBarenbHocTeld ITS1. YerBepras crimpans ITS1 Briouana
oT 42 HT 10 65 HT.

B ITS2 noxns BOBJEYEHHBIX B CIHMpAIM HYKJICOTHIOB Oblna Bbime (80%),
yeMm B ITS1, u nnunHa crmpaneit coorBercTBeHHO Ooubine. Creticep ITS2 Obun B
memoMm Oojee KoHcepBaTWBHBIM, deM ITSI1, Wro nemamo MomelIMpoBaHWE €ro
BTOPUYHOU CTPYKTYpHI Ooniee HanexkHbIM. HyknmeoTunbl, koHcepBaTuBHEIE Y 90%
rocieaoBaTenpHocTel, coctasisia B ITS2 okoio 56% ot ux o01iero yncia.

Mepras crimpans 1TS2 Brimrouana ot 16 (S. treleasei) mo 30 ur (S. rupestre
L.). XapakrepHoif 0COOCHHOCTHIO TAaHHOM CIHPAH SBISUICS KOHCEPBATUBHBIN IS
MOKPBITOCEMEHHBIX YYaCTOK B OCHOBAaHMHM C BBICOKHM COJICp)KaHWEM TIyaHUH-
UTO3WHOBBLIX map (2—6 ur; Hershkovitz, Zimmer, 1996). Bropas cmupans ITS2
SBJISIACh OTHOCUTENIFHO KOHCEPBAaTUBHOM Mo JutMHE (28—35 HT) M 1O BTOpUYHON
cTpykType. bimxe k ocHoBaHHMIO criupanu (4-5 map OoT ee Hauana) HaXOIUJICS
xapaktepHblii ans 1TS2 sykapuor MOTHB — KOHCEpBaTUBHAs IHPUMUIUH-
nupumuanHOBas BHyTpeHHss mewis (Coleman, 2003, 2007; Schultz et al., 2005).
Tperbs criupans 1TS2 Obuta camoit ATMHHOM M3 Becex crnupaied cneiicepoB ITS
pervoHa u Bkiroyana ot 84 HT y obpasma Semp. ciliosum Craib no 100 uT y S.
multicaule Wallich ex Lindley. [lanuas criupasp umena xapakTepHYIO CTPYKTYpPY C
HECKOJNIBKUMHM ~ JIBYy- M OJHOCTODOHHMMH  OOKOBBIMH  INETIAMH U
BBICOKOKOHCEPBATUBHBIM Yy OOJBIIMHCTBA 3yKapuoT MoTuBoM B 20 HT,
conepxammmM nocienoBatensHocTh UGGU M pacmonoxkeHHBIM ¢ 5'-CTOpOHBI
cnvpanu, BOau3u BepiuaHoi netiau (Mai, Coleman, 1997; Coleman, 2003, 2007;
Schultz et al., 2005). YerBepras crnupans ITS2 xapakrepu3oBanach BBICOKOW
BapuabensHoCcThIO (0T 12 HT y S. multiceps Cosson & Durand g0 29 ur y 06pasua
S. brevifolium DC.).

3.3. O0mas xapakTepUCTUKA MocJe0BaTeIbHOCcTel rena matk. Jnuna
npoaykta TP rera matK cocrapnsna B cpennem 800 mH. [locne BhIpaBHUBaHHSA
JUTMHA TIOCIIeIOBaTeIbHOCTEH B MaTpuie AaHHBIX (102 mocnenoBatensHOCTH, 71 113
HUX IpejacTaButenei poga Sedum) BapeupoBana ot 398 nu y S. obcordatum R.T.
Clausen no 716-717 nu y S. nudum Aiton, S. lancerottense Murray, S. fusiforme
Lowe. Ortm pazmmums  ObutM  OOYCNIOBIEHBI  TE€M, UYTO  HEKOTOpHIE
nocJieioBarenbHOCTH U3 0a3pl GenBank ObUIH MOJTyYEHBI C TOMOIIBIO TPaMEpPOB,
CalThl MOCAJKM KOTOPHIX OBUIM OTJIMYHBI OT HAIIMX M PACIOJIOXKEHBI OJIIKEe K
Haugairy reHa. Kpome toro, B mociegoBaTensHOCTIX reHa MatK 6puto o6HApyXeHO
HECKOJIbKO TOMOIUIACTHYECKUX HHJIENEel, KOTOpble ObLIM COXpPaHEHbl B MaTpHIE
JUIsl prIToTeHeTHYeCKX aHanm3oB. [IpomeHtHoe cozepxanue [1[-ocHoBaHWi B
MOCJIEIOBATENBHOCTAX OBIIO OTHOCHTEIBHO HHM3KOEe — B mpenemax 31-38% (B
cpenneM 34,1+1%), uTo XapakTepHO JJIs XJIOPOIUIACTHBIX TEHOB.

3.4. ®uiorenus popa Sedum W OGIM3KHUX €My POJIOB HA OCHOBAHHH
nocJIe0BaTEILHOCTEH ITS peruona. dunoreHeTUYECKUI aHaau3
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npejacraBuTeneir Sedum u 14 Guuskux pomos (TpuObl Sedeae, Semperviveae u
Aeonicae) Ha OcHOBaHMHU cpaBHeHHs mocnenoBarenbroctedd ITS pernona pJHK
meronoM ML (monens GTR+I+G) mo3Bosiamin HaM MOJYYUTh JIEPEBO, TTOKa3aHHOE
Ha pucyHkax 2 u 3. Mccnemayemple TaKCOHBI BOIUINA B COCTaB 3 OCHOBHBIX KIIAJ
(Ha3BaHMS KJAJl COOTBETCTBYIOT MEPBOH MOJCKYJSIPHOW (DUIOTCHHUU CEMEWCTBA,;
van Ham, 1995): Aeonium, Sempervivum, Acre, u napaduieTHIecKoro Kiacrepa
Leucosedum (kiacTepoM MBI Ha3bIBaeM KJIaJIbl, YCTAHOBJICHHBIC B HCCIICIOBAHUSIX
JIPYTHUX aBTOPOB, HO HE MOJIYYHBIIHNC MOJACPKKH B HAIIINX aHAJI3aX).

Panee ObUIO MMOKA3aHO, YTO MaKapoHe3wiickue poaa Aeonium, Aichryson u
Monanthes  3ammmaroT  000cOONCHHOE — TMOJOKEHHE ©  (OPMHPYIOT B
(DUITOTEHEeTHYECKNX ~ PEKOHCTPYKIHAX  yCTOWYIHBYIO wriagy  Aeonium,
B3aMMOOTHOIIIEHHS B KOTOPO# xopomio BeisicieHs! (Mes, *t Hart, 1996; Mes et al.,
1997; Jorgenson, Frydenberg, 1999; Mort et al., 2002; Fairfield et al., 2004; Klein,
Kadereit, 2015). Msl BbeIOpaidi  HECKOJBKO  Hawbojee  JTHUBEPTrEHTHBIX
MOCJIeI0BATEILHOCTEN ATOM Kiajabl AJI HAILIUX aHAIU30B.

Knana Sempervivum (17 o0pa3ios) Obiia moaaepkana (1 o ciaabo, 50%)
TOJIbKO B aHanmm3e MetooM ML (Puc. 26). B cocTaBe 3T0M Kiaabl BEIIETUIUCD ABE
BBICOKOYCTOHUYMBBIC TOJKJIAIBI: TepBas BKIOYada MPEACTaBUTENCH poaa
Sempervivum (10 BumoB), BTOpas — uwienoB Sedum ser. Rupestria Berger (7
MocJieIoBaTeIbHOCTEH, 6 BUIOB).

Knactep Leucosedum Bkmrogan 42 mocieqoBaTeNbHOCTH, KOTOpPBIE OBLIH
pacmpenieieHl  MeXIy JABYMS HEpaBHBIMH MapaUICTHUYECKH BETBAIIIMHUCS
nuausiMA: Gonbinast (55/0.99) Brmrouana 39 mpencraButeneit pomoB Sedum wu
Dudleya, B To Bpemst Kak BO BTOPYIO, 0€3 CTATUCTUYECKOH MMOIACPIKKH, BOILLTH TPU
takcona (Rosularia serrata (L.) Berger, Sedum sp. u S. cepaea L.; Puc. 20).
IMopsimok BetBieHust B Leucosedum ObuT juink 4acTU4HO ycTaHOBiIeH. Camas
KpymHas Kjiaga B cocraBe dToro kimacrepa (87/1.00) Bkirodana amMepuKaHCKHE
TaKCOHBI: JIEBATH MocjeaoBarenpHocTel poga Dudleya (95/1.00) u nsite — poaa
Sedum. Ona 6suta Ha3Bana Hamu kimanoit Dudleya (Puc. 26). MonoduieTnueckuit
poa Prometheum (Berger) Ohba (98/0.99) 61 Gmmzox k S. hispanicum L.
(90/1.00). Beigensiach Takke Kiaama BuzoB Sedum (12 mociiemoBaTenbHOCTEN),
nojiepkanHas Toiapko B Bl-ananmusze (0.99; Puc. 26). B weii S. brevifolium u S.
pallidum M. von Bieberstein okazamuce 6amsku k S. album L./S. hirsutum Allioni
(73/0.98) u S. gracile C.A. Meyer/S. subulatum (C.A. Meyer) Boissier
cootBeTcTBeHHO. bnmzocte k HuM S. Stefco Stefanoff Obuia craTucTHyecku
HEJIOCTOBEpHA.
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PucyHok 2 — ®usorenerndeckoe nepeBo Tpud Sedeae, Sempervweae u Aeonieae,
OCHOBaHHOE Ha cpaBHeHuH 223 mocnenoBarenbHocTedd ITS pernona (590 mH)
merogoM ML (moaens GTR+I+G). O6o3HayeHHs: @ — CXeMAaTHYHOE U300paKeHUE
nepeBa;, © — yBEeNWYECHHAs 4YacTh JepeBa, BKIOYAromas Kiaasl Aeonium,
Sempervivum, knactep Leucosedum u EBpoasmarckyro monkimagy kimaasl Acre.
3nagenus BP Brime 50% u PP 6omee 0.95 naner Hax wim nox BetBsimu (ML/BI).
BerBu co 100% BP u 1.00 PP mnokasaHbl yTonmieHHbIMH JHHHsSMH. Homepa
JIOCTyINa TPHUBEAEHBI Ul TaKCOHOB, MPE/ACTABICHHBIX B MaTpHIE JTaHHBIX Oojee
YeM OJHOW II0CJIEJOBATEIbHOCTbI0. TaKCOHBI, IOCIENA0BATEIILHOCTH KOTOPBIX
MOJTyYEeHBI B 3TOM HCCIIEA0BaHNH, BBIAEICHBI JKUPHBIM HIPH(TOM.
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Pucynok 3 — ®@urorenetnueckoe nepeso Tpud Sedeae, Semperviveae u Aeonieae,
OCHOBaHHOE Ha cpaBHeHuH 223 mocnenoBarenbHocTedd ITS pernona (590 mH)
meronoM ML (mozmens GTR+1+G). O6o3HaueHus: a — cxeMaTn4HOE N300pakeHHe
JepeBa; O — yBeJIMUEHHAs 4acTh JIepeBa, BKIIOYAIONIasi AMEPHKAHCKYIO MOIKIALY
ki1aapl Acre. OnrcaHue COOTBETCTBYET PUCYHKY 2.
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Kimaga Acre B HameMm aHalM3e BKJIIOYasa HauOOJIBIIEE YHCIIO BHIOB H
PoaoB TONCTAHKOBHIX (155 1 8 cooTBercTBeHHO). OHA MOJTyYHiIa MaKCUMAIIbHYIO
CTaTHCTHYECKYIO MmoJaepkKy B aHanuzax ML u BI. Knana Acre monpaszaensnack
Ha HEeToIep>KaHHYIO MOJKIIALy €BPOa3HaTCKUX OYHTKOB (42
MOCJEOBATEILHOCTH) M Xopomio  mojanepxkanHyro  (98/1.00) momkmany
aMepuKaHCKMX  wieHoB  TpuOel  Sedeae (113  mocnenoBartenbHOCTE).
EBpoasuarckas mojknana Oblia OpeCcTaBicHa HCKIOYUTENBHO BiaamMu Sedum. B
€€ COCTaB BXOIWJIM IBE YCTOWYMBBIC JINHUU a3MATCKUX BHIOB, HE TPOSBIIAIOIINC
Omm3zoctn Apyr K Opyry W Ha3BamHele HamMu Al wmw A2 (9 m 18
MOCJIEIOBATEIFHOCTEH COOTBETCTBEHHO; Prc. 20), mapadmieTnueckas rpymmna w3
12 eBpormeiickux 06pa3ioB, mociexoBaTeNnsHOCTE S. sexangulare L., a Ttaxke
6mmskue Mexmy coboit S. anglicum Hudson u S. farinosum Lowe. ITopsmok
BETBJICHNS B Aa3MATCKUX KiIagax OBII XOpOIIO MOJAEp’KaH, B OTJIMYHE OT
Hepa3pellleHHBIX ~OTHOLICHWH Mexay eBpomeiickumu Bumamu (Puc.  20).
[Mocneanue GBUTH TpeCTaBICHBI B OCHOBHOM cepueii Alpestria Berger (9 Bumos),
HO TIpH 3TOM He (POPMUPOBAJIM Ha APEBE COOTBETCTBYIOILYIO JINHHIO.

ENMHCTBEHHBIM HCKIIIOUCHHEM B AMEPUKAHCKOU MOJKIANC ObLTH OJHM3KHE
Mex Iy coboii mocnenoBarensHocTr S. hudum u S. brissemoretii Hamet ¢ octposa
Mapneiipa (Puc. 36), oOpa3yromniue Ha IpeBe OTACIbHYIO JJIHHHYIO BeTBb. Kpome
Sedum, B AMepHKaHCKyI0 HOAKIamLy ACre BXOAWIM NPENCTABUTENH CIIE CEMH
ponos TonctsiukoBbix (Echeveria DC., Graptopetalum Rose, Pachyphytum Link,
Klotzsch & Otto, Thompsonella Britton & Rose, Cremnophila Rose, Lenophyllum
Rose u Villadia Rose; Puc. 36). UneHsl 3THX POAOB, KaK MPaBHJIO, ObUIH OJIU3KH
MEXay coOoii, XOTd HM OJMH poJ He 00pa3oBaj MOHO(HMIETHYECKYIO JHHUIO. B
o011eM, MOPSAIOK BETBICHUS B AMEPHUKAHCKOW MOAKIAAE OBUI IUIOXO pa3pelleH.
Haunbonee mommepkannsivu rpymmamu Osumn "Villadia" (98/1.00; Puc. 36) u
"Echeveria" (89/1.00), ycranosiennsie panee Carrillo-Reyes ¢ coaBropamu
(2009).

3.5. ®uiorenus poxa Sedum W GIM3KHUX €My POJOB HAa OCHOBAHHUH
yuactka rena matkK. dumoreneriyeckoe apeso mst Tpub Sedeae, Semperviveae u
Aeonieae, mocrpoenHoe MetogoMm ML Ha ocHoBaHuu cpaBHenus 102
MocJIeIoBaTeNIbHOCTEH ydacTka reHa MatK, mokasano Ha pucyHke 4. Ha Hem
HOCJICZIOBATENIBHOCTH  paclpelelieHbl MEeXAy TpeMs Kiagamu — Aeonium,
Leucosedum wu Acre, a Takxe napapuIETHUYECKHUM KJIACTEpOM Sempervivum.
Iocnenuuit cnaraercst aBymst ycrodumBbivMu (100/1.00) momkimamamMu — XOpoOIIO
CTpyKTypHupoBaHHOW Sedum ser. Rupestria u Sempervivum s. |., mpexcrasnenHoit 4
MOCJIE/IOBATENILHOCTSAMH.

Toxnepxxka Leucosedum 6Gbuta munuUMansHOM (56% meromom ML), mpu
3TOM OOJBIIMHCTBO €€ BHYTPEHHHX BETBEH MONYYWIM OT CJIa0OW J0 BBICOKOM
nognepxxku (Puc. 4). BasanbHOe moNOKeHHWE B JTOW Kiaje 3aHUMana mapa S.
cepaeal/S. magellense Tenore (89/0.99). Boisbinas 4acTh MOCIIENOBATENHLHOCTEN
(32) Bouumm B moakiany, ciaraeMylo JIByMsl YCTOMYMBBIMU TpyNIaMu U BHIOM S.
stefco.
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PucyHok 4 — ®unoreneTnyeckoe aepeso Tpud Sedeae, Semperviveae u Aeonieae,
ocHoBaHHOe Ha cpaBHennu 102 mociemoBarenpHocTeit reHa matK (717 )

meronoM ML (Moaens TVM+G). OnucaHue COOTBETCTBYET PUCYHKY 2.
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Ilepsas rpymma (21 mocnenoBatenapHOCTh, 98/1.00) 00bemuusia Buabl Sedum,
Rosularia (DC.) Stapf u Prometheum w3 Eppomsl. Btopas rpymma (11
nocnenoBarenpHOCTEH, 96/1.00) BKIROYANa Kak eBpomeiickue Buasl (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. (xmaga Dudleya; Puc. 4).

Cectpunckodi o oTHomenmo kK Leucosedum Osira kmama Acre (48
MOCJIEIOBATENEHOCTEH), XapaKTepH3YIOMasics BBEICOKOW MOIAEPKKOH B aHAIM3ax
(100/1.00). B ee cocraB BOIDIA €BpOasHarckue (MPEUMYIIECTBEHHO
CpenusemMHOMOphbe ¥ A3HMsI) ©W aMepWKaHCKWe BHIBl Sedum, a  Takke
TIpEICTABUTEN aMEPUKAHCKMX SHIeMHUHBIX ponos (Graptopetalum, Echeveria,
Cremnophila, Lenophyllum, Thompsonella, Pachyphytum u Villadia), kotopsie He
(hopMHUpPOBATH COOTBETCTBYIOIIUC POIOBBIC JIUHHH, a TEPEMEKAIUCh C BUAAMHU
Sedum. Bce amepukaHCcKue TakCOHBI (23 TIOCIEAOBATEILHOCTH), a TaKke 3
Mmakaponesuiickux Buaa Sedum (S. fusiforme, S. nudum u S. lancerotense) Boru B
yMepeHHO moiaepxkannyro (87/0.99) BeplIMHHYIO MOIKIANY, MOPSIOK BETBICHUS
B KoTopod Obl1 cinabo paspemien (Puc. 4). Espoasmarckume Buapl (25
nmocjenoBarenbHocTei/21  BUm) HEe (QOPMHPOBANIM CIMHOTO  KiacTepa, a
pacnonaraiuch mapadwIeTHIECKH B OCHOBAaHMM AMEPHKAHCKOW MOAKIALBl C
YMEpEeHHOI NoAnepxKoil. Azmarckue BHABI S€dUM OBUIH pacrpemeNeHbl MEXIy
nByMs ycroiuuBeiMu Tpymmamu (Puc. 4): A1 (100/1.00) u A2 (99/1.00), Torma xax
OTHOIICHUS MEXIY E€BPONECHCKUMH BHIAMH OCTAIHNCh B 3HAYMTENHHOH CTEICHU
HepaspetenasiMu. Cpeau eBporeiickux BumoB S. farinosum, S. anglicum (81/0.99)
n S. sexangulare (50/-) mposiBuiaM HauOOJBIIYI0 OJIM30CTH K AMEPHKAHCKON
MOJKIIAJIE.

3.6. AHaau3 o0beAMHEHHOI MaTpuubl mnocjenoBareabHocreii 1TS
pernona u rena matK. YuureiBas, uro npu aHanuse nocienoBarenbHocTed ITS
peruoHa u Tr1c€HaA matk mo OTACIBHOCTH HEKOTOPBLIC BCTBH HE TMOJIYYUIIN
CTaTUCTUYECKOMN NMOAACPKKH, HaMH OblIa npeaAnpuHsaTa MOIMBITKa }:[O6I/ITI)C$[
GoutbIIIeil pa3peIeHHOCTH TOTIOJIOTHH APEBA MyTEM YBEIMUCHHUS! MATPHUIIBI TaHHBIX
(umcna  aHamM3WpyeMmblx — mosummi). ot 3TOro Mbl  OOBEIMHWIN
nocienoBatensHoctn Matk xoIHK u ITS pJHK 75 mpencraBureneir Tpub
Sedeae, Semperviveae u Aeonieae. O6mast junHa MaTpuibl coctaBmwia 1307 mH.
[ocnenoBarensHOCTH 000MX MapkepoB Juisi Oosbiied yacTH BuuoB (40 uz 75)
OBLTH MOJTyYeHbI HaMH U3 otHoTO oOpasua JJHK.

Heo6xonuMo oTMmeTnTh, 4TO pe3ynbTathl Tecta PHT oTBeprim HyseByro
TUIOTE3y O KOHTPYIHTHOCTH HabopoB mociemoBaTensHocTe reHa matkK u ITS
permona (P=0.01). Bmecte c Tem, cpaBHEHHE TOMOJOTHH, MOIYYEHHBIX IIPU
AHAJIU3€ OTHUX MAPKEPOB IO OTACIBbHOCTU, HE BBIABHUIIO HpOTI/IBOpe‘II/Iﬁ MEXKIY
HHUMHU KaK B IIOPAJAKE BETBJICHUA, TaAK U B 3HAYCHUAX MOAACPKKU OCHOBHBIX KJIalI.
OT1OT (haKT MO3BOJIWII HAM HPEAIOIOKNTh, YTO 00a Mapkepa B IEJIOM CXOJHBIM
00pa3oM OTpakaroT POJCTBEHHBIE OTHOLICHUS B M3y4aeMOW IpyIIe, I03TOMY MbI
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Pucynok 5 — ®urorenetnueckoe nepeso Tpud Sedeae, Semperviveae u Aeonieae,
OCHOBaHHOE Ha cpaBHeHMHM 75 mnocnenoBarenbHocTedd ITS+matkK (1307 mhH)
meroaoM ML (Moaens GTR+1+G). OnucaHue COOTBETCTBYET PUCYHKY 2.

@dunoreHeTMyeckuii  aHaIM3 OOBEIMHEHHBIX IMOCIENI0BATENLHOCTEH JBYX
MapKepoB OTpakaJl OCHOBHBIE YepThl WHAWBHAyanbHeIX. Ha nepese (Puc. 5)
YCTaHOBJICHBI CJEIYIONINEe OCHOBHBIE TPYMIIMPOBKU: Kiaga Aeonium, Kiactep
Sempervivum, Bxirouaromuii e ycroiuusbie (100/1.00) noakmamsr (Sedum ser.
Rupestria u Sempervivum s. l.), mapadusierndeckuii kmactep Leucosedum wu
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ycrorumBas kmama Acre (100/1.00). Bompmas dYacTe moOCIeA0BaTEIbHOCTEH
Leucosedum 6buia obocobiieHa ¢ xoporuei mogmepkkor (92/1.00), mumb S.
cepaea mposBisn Gmusocts kK knmame Acre (73% BP), uro u o06ycioBuio
napadunernynocts Leucosedum B menom. B kiactepe uerko (100/1.00)
BeIeaMIack kiaama Dudleya, Bkmiowarormas mnpexacrtaButenein Dudleya ssp. u
deThIpex amepukanckux BumoB Sedum (Puc. 5). Kak u B mpepIIylinx aHamu3ax
Ka)XJIOT0 Mapkepa, Kiana Acre Moydyusia MakCUMaabHyI0 nomaepxky (100/1.00).
EBpoasmarckue Buabl B Acre (opMHpOBaIN TapaQuICTHICCKYIO0 TPYIITY, MPH
stoM asmarckue auHHA (Al m A2; Puc. 5) coxpaHsiam BBICOKYIO HOIIEPKKY
(99/1.00). S. farinosum/S. anglicum (100/1.00) u S. sexangulare, kak u B aHanu3e
rera MatK, mposBumm Omm3ocTh K AMepuKaHCKOW monkiame. Ilommepxka
TOCTIe IHEH ObLiIa Uy Th BBIIIE, YeM B OTACIBHBIX aHain3ax IByX Mapkepos (99/1.00
o cpasuaenuto ¢ 87/0.99 mis matK u 98/1.00 ms ITS).

I'JIABA 4. OBCYKJIEHHNE

4.1. Bropuunas crpykrypa cneiicepoB ITS1 u ITS2. [TonyuyeHHble HaMU
MOJIEJIN BTOPUYHOM cTpyKTYyphI creiicepoB ITS1 u ITS2 mis npencrasuteneit Tpud
Sedeae, Semperviveac 1 Aconieae COIrNIACYIOTCS ¢ MOJCISMH, MPEITIOKCHHBIMU
quist apyrux rpynn pacrenuid (Liu, Schardl, 1994; Goertzen et al., 2003; Schultz et
al, 2005; Coleman, 2015). MHoro4ynucieHHsle KOMIICHCATOPHBIE U
MOJIyKOMIIEHCAaTOPHbIE 3aMEHbl OCHOBAaHMM, BBIsABIEHHBIE B CcTpykTypax ITS1 u
ITS2 TONCTIHKOBBIX, MOATBEPKAAIOT PEATUCTHIHOCTD Pa3padOTaHHBIX MOJECTICH.

Oba cmeifcepa BKIIOYATM 4YETBIpE CIHPATH M pa3feisioOlne WX
onmHonenovyeynsle ydactku. B ITS1 ToncTAHKOBBIX OBUIO OOHApPYXKEHO IBa
KOHCEpBaTHBHBIX MOTHBA. [lepBBIii COOTBETCTBOBAJ YHHMBEPCAILHOMY MOTHBY
nokpeiTtoceMeHnbix pacteruii (Liu, Schardl, 1994) u Haxomwics B cnmpanu 111 u
CIIEIYIOIIEM 32 HUM OJHOIIETIOUEYHBIM ydacTKoM Hameit monenu (Puc. 1). Bropoit
KOHCEPBAaTHBHBIM MOTHB BKJIIOYald S5'-KOHEIl cIeWcepa, HO HUMENT MEHBIIYIO
TOMOJIOTHIO  TIOCIIEOBATEIBHOCTH C  NPEACTABUTENSAMH  JIPYTUX  TPYHI
MOKPBITOCEMEHHBIX. BBIJIO OTMEUEHO HECKOIbKO KOHCEPBATUBHBIX YYAaCTKOB U B
ITS2: cnupane Il uMmena BHYTPEHHIOI IETII0 B OCHOBAaHWH, IPEACTABICHHYIO
HenapHbIME TrpuMuanHamu (pyrimidine-pyrimidine mismatch), tperest crimpans
ABJSIACH CaMOM JJIMHHOM M coJepikajla KOHCEPBaTHBHBIN yJ4acTOK C MOTHBOM
UGGU B guctampHoM yactu (Puc. 1).

BospiiMHCTBO MHJENEH SBIAINCH HEMH()OPMATUBHBIMU ayTarioMOP(QHBIMU
JUIMHOH 1-2 TH, ¥ ToybKO B ABYX ciydasx B ITS1 onu Obutn cunanoMopdHbIME.
OnHa W3 HMX, YKOpO4eHHas crnupanb |, xapakrepusoBana ceBepoadpHkaHCKHE
Bugel Sedum u makaponeswmiickue poga Aeonium, Aichryson, Monanthes (kmama
Aeonium) u BO3HHKJIA, BEPOATHO, y WX obOmiero mpexaka. [[pyroit cTpykrypHOH
cuHarioMopdueit O6puta yKopodeHHas crupaib I, xapakrepHas Uil BHAOB pofa
Dudleya u rpynmbel ameprukanckux BumoB Sedum, popmupyronmx kiamxy Dudleya B
Leucosedum.
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JlaHHBIC, TOJMYYCHHBIE B XOJI¢ MOJICITHUPOBAHMS BTOPHYHOW CTPYKTYPHI
CreiicepoB, TO3BOJISIOT CJCIATh BHIBOJ O TOM, YTO JIJIS TOJICTSHKOBBIX XapaKTepHa
BBICOKasl J1a0MIBHOCTh BTOpWUYHON cTpykTypbl ITS1 m ITS2, BeIpaxaromasics B
HETIOCTOSTHCTBE PACIIOJIOKEHHSI OJJHO- M JIBYCTOPOHHUX OOKOBBIX METENb, NAXKE B
C1ab0 pa3IHYAIOIIUXCS TMOCICIOBATEILHOCTAX. M, HECMOTps Ha 3TO, JaHHBIC
CTPYKTYPBI HAOIIOA0TCSA Y HOPMAJIFHO PAa3BHBAIOIIMXCS OPTAaHU3MOB.

IIpuMeHeHne  MeToma  MOJCIHMPOBAHUS ~ BTOPHUYHOW  CTPYKTYPHI
TpaHckpuntoB creiicepoB ITS1 u ITS2 cmocoberBoBano Gonee JTOCTOBEPHOMY
BBIPAaBHUBAHUIO TIOCIIEIOBATEIIEHOCTEH.

4.2. ®wiroredus poxa Sedum. AHanu3 GONBIIOrO YHCIA HYKICOTHIHBIX
TIOCIIeZI0BATEIBHOCTEHN TONCTAHKOBBIX U3 siaeproro (223 — ITS pernona pIHK) u
xmoportactHoro (102 — rema matK xm/I[HK) reHOMOB MO3BOJIMI TOCTPOHTH B
3HAYUTENbHON  Mepe  yCTOHYMBYIO  (WIOTeHHI0 0Ooratoro BHAaMH U
TAKCOHOMHMYECKHU CJIOKHOTO poja Sedum u 6nu3kux eMy pomaoB (Tpubsr Aeonieae,
Semperviveae u Sedeae). TlonyueHHbIE TOMOIOTHH, KaK MPABUIIO, COTIIACYIOTCS C
pe3yabTaTaMHi  MPEIBIAYIIMX KCCICJOBaHUN (DUIOTCHHH TOJICTSHKOBBIX (C
OTPaHUYCHHBIMHU BBIOOPKAMH OYMTKOB) HA OCHOBAHWH IOCJICIOBATEILHOCTEH reHa
matK, ITS peruona u creiicepa trnL-trnF (Mort et al., 2001, 2002; Acevedo-Rosas
et al., 2004; Mayuzumi, Ohba, 2004; T"'onuaposa u ap., 2008; Carrillo-Reyes et al.,
2009).

B pesympraTe aHamM30B SACPHOTO M XJIOPOIUIACTHOTO MAapKEepOB OBLIH
YCTaHOBJICHBI OJHU W T€ K€ OCHOBHBIC KIAIbl CO CPaBHUMOHM CTaTHCTHYCCKOU
MOJICPKKOM W cXomHBIM mopsakoMm BereineHus (Puc. 2, 3, 4). Bbmmsocts
TOTIOJIOTHH, 0a3UPYIOMIUXCS Ha NAHHBIX U3 SICPHOTO M XJIOPOIUIACTHOTO TE€HOMOB,
HUMEIOIIUX COOCTBEHHYIO DBOJIOIMOHHYIO JTUHAMUKY, [O3BOJSICT MPEANOJIOKHUTh,
910 (DUIOTCHETHYCCKHE THIIOTE3bl, OCHOBAHHBIE HA OTHX IOCTPOCHHUSX,
JIOCTOBEPHO OTPaXKalOT POJCTBCHHBIC OTHONICHHWS B HCCICAYyeMOH TIpyIIe
Crassulaceae. Beicokasi yCTOWYHBOCTS KJIaJ JIEPEBBEB TAKIKE MO3BOJISICT TOBOPUTH
o toMm, uto ITS pernon u rem matK sBISIOTCS XOPOUIUMH MapKepamu ISt
PEKOHCTPYKIMKM (UIOTEHUH TOJCTSHKOBBIX Ha pa3sHbIX TaKCOHOMHYECCKHX
ypoBHsx. K coxaneHnro, KOMOWHIPOBAHHBIN aHAJIM3 IBYX MapKepOB CYIIECTBEHHO
HE MOBBICUIT YCTOWYMBOCTH OCHOBHBIX KIaJl ¥ noakias aepesa (Puc. 5).

Pe3ynbTaThl aHAIM30B [MOKA3aid, 9TO BUABI S€dUM BOILIM B COCTAB BCEX
Knan/kimacrepoB nepesa (Puc. 2, 3, 4, 5), 9To yKa3piBaeT Ha MOTHU(PHICTHIHOCTD
3TOr0 poja U UcKyccTBeHHOCTh ero kourenuu (Nikulin et al., 2016; Hukymnus,
T'onvapos, 2017). Haubonee crnoxHOH SBISETCS TaKCOHOMHYECKAsl CUTYalHs B
Tpube Sedeae, oObeaMHSIONIEH GONBIIYIO YacTh BUIOB poja, a Takke 11 pomos,
COCTOSITEIbHOCTh KOTOPBIX BECbMa COMHHTEIIbHA.

Otnanennoe poacTBO HekoTophix BumoB Sedum m3 CeBepHoit Adpuku
(cepun Caerulea Frod., Pubescens Mes u Monanthoidea (Batt) Frod.) ¢
OCTaNbHOM YacThIO pOJa M WX ONU30CTh K MaKapoHE3WHCKHM poaaMm (Tpuba
Aeconicae/knaga Aeonium) OpuTH ycTaHOBIEHBI Ooiree 20 net Hazax (Mes, ’t Hart,
1994; Mes, 1995), HO naHHBI (axkT 70 CHX NOp HE MNPHUHAT BO BHUMAaHHUE
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cucrematukamu ('t Hart, Bleij, 2005; Thiede, Eggli, 2007). Ota 6au3octs Oblna
MOATBEPXKIICHA Pe3yIbTaTaMU HECKOJIBKHX aHAJIU30B (B TOM YHCIIC M HAIIMMU) JUIs
cepun Monanthoidea (S. modestum, S. surculosum var. luteum u S. jaccardianum)
U TOJyIepXKaHa HE TOJbKO BBICOKOW YCTOHYMBOCTBIO KiIaibl Aeonium, HO M
HaJIMYMeM CUHANoOMOP(QHBIX MHJENeH B mMocienoBatenbHOCTsX rena matk m ITS
peruona pIHK (Mort et al., 2001; 'onuaposa u ap., 2008; Nikulin et al., 2016).

Kimana Sempervivum (sensu van Ham, 1995) xapakrepusoBanach
MUHIMaJIBHOHM MONIEepKKON B aHaim3e mocienoBaTenbHocTed I TS pernona (50%
BP), npeacraBmsana cobolt mapaduiieTHdecKuid KIacTep B aHANIHW3E yYacTKa T'eHa
matKk u Opula ycraHoBieHa Oe3 TMONIECPKKH B aHanmM3e KOMOWHHPOBAHHOW
Matpuisl. B To e Bpems monodwumus momkian Sempervivum s. 1. (Klein, Kadereit,
2015) u Sedum ser. Rupestria, cnararormux Tpudy, He BbI3bIBacT comueHuit (Puc.
26, 4, 5). Kiaga Sempervivum mnpu3HaeTcsi HEKOTOPBIMHU aBTOpaMU B KayeCTBE
tpubsl Semperviveae (Thiede, Eggli, 2007). Grulich (1984) Boimenmn Sedum ser.
Rupestria B camocTositenbHbiii poj Petrosedum, Ho, HEeCMOTPS Ha TIOATBEPIKICHUES
ero o6ocobiexnocTr ot Sedum psgoM deHoTHIHYeCKUX TpH3HaKoB (Mauritzon,
1933; Stevens et al., 1994, 1996), HOBBIi pox ObUT NPU3HAH HE BCEMH
cucrematukamu (Thiede, Eggli, 2007).

BonmpmmacTBO  BHmoB  Sedum  mpuHamiexar Kk Tpube Sedeae u
pacnpezeneHbl Mexay kiacrepom Leucosedum u kinanoit Acre (Puc. 26, 30, 4, 5).
Ilo pesynbratam pecrpukiuonHoro anamuza xn/IHK (van Ham, ’t Hart, 1998)
Leucosedum monydun BBICOKYIO MOIJCPIKKY, OJHAKO B IaJbHEHINNX aHaJIH3aX,
OCHOBAaHHBIX HA CPaBHCHHH HYKJICOTHIHBIX IIOCIEIOBATEIBFHOCTEH, 00pa30BhIBAI
napadunernyeckyto rpymny (Mort et al., 2001; Mayuzumi, Ohba, 2004;
I'onuaposa u zp., 2008). B HameM Mcciae10BaHUM YCTaHOBIICHO JIMIIb HECKOJIBKO
yCTOIﬁ‘IHBLIX IIoAKJIaa B COCTaBe Leucosedum, HO OHHM HC TMPOABIAIA HHU
MOP]OIOTHYECKYIO, HU Ouoreorpaduyueckyo CTPYKTYPHPOBAHHOCTb.
BonbimmuacTBO  wieHoB  Leucosedum  ¢opmupoBamu  Ha  ApeBe  ¢iaabo
nojyiepkaHuyr0 Kiaanry (55%/0,99 B ananuze ITS peruona; 71/- B ananuze matK).
ITpu 3TOM HeckoybKO mociemoBarensHocTedl (Tpu B ITS: S. cepaea, Sedum sp.,
Rosularia serrata u nse B matK: S. cepaea, S. magellense; Puc. 26, 4, 5) He
BXOJIMJIM B HEE, a PacIoiarajyuch Ha OTIeIbHOW BETBH.

C NOMOWIBI0 PACIIMPEHHOW BBIOOPKH TaKCOHOB MBI IOATBEPIMIH, YTO
ceBepoamepukanckuid pox Dudleya siensiercs yactero Leucosedum u mokasanu ero
O6muzocth K Buaam Sedum moapoxa Gormania ¢ Toro ke KOHTHHEHTa (S.
oreganum, S. spathulifolium var. purdyi, S. ternatum u S. debile; Puc. 26, 4, 5).
Ora Omm3ocTh ObIa TMOAAEp)KaHA W MOJIEKYJSIpHON cuHamomopdueir B ITS
peruone p/IHK, a umenno ykopouennoi crupainsto II B ITS1 Bcex amepukaHCKUX
BuaoB Leucosedum.

B ocHOBHOM, eBporeiickue BUIbI, OJM3KKME K aMepHKaHCKO# kiage Dudleya
(Puc. 26, 4), pacmpocTpaHeHbl II0 aTJaHTHYeCKOMY mobepexbio EBponbl u
CeBepHoit Adpuku, oxHako Bua S. Villosum umMeer odveHb IIMPOKHUI apea
(CeBepnas EBpoma, Mcnanmust n CeepHas Amepuka (I'pernmannust nu CeBepHast
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Kanapna)). Takoe pacnpocCTpaHeHHE IO3BOJSET MPEANOI0KUTh, 9ro S. Villosum u
BCe aMepHKaHCKHe BHIbl Leucosedum umenu oOmiero mpeaka, NMPOHHUKIIETO B
CeBepuyto Amepuky uepe3 Hcnanauio u ['pennanguio. B panpHeiimieM oH
MHUTPUpPOBaJ B IOXXHOM HANpaBJCHWUH, TJ€ U NPOU3OLUIA JUBEPreHLUS
npencrapuTeseit kiaaapt Dudleya u nx nquBepcuduKanus.

Wmeronuecst MOJIEKYJIAPHBIE JaHHBIE HE IOATBEPXKIAIOT MOHOMDWINIO
Rosularia. Tlo ganubiM ITS perwona, obpasen R. serrata rpymmupoBaics ¢ S.
cepaea u HeomnpeaeneHubM BuoM Sedum (Puc. 26), hopMupyst OTAEIBHYIO BETBD
B Leucosedum. Ha mepese matK mocnemoaremsHOoCcTH poma Rosularia Bouutn B
cocraB 1Byx rpymm Leucosedum (Puc. 4). IIpu aTom R. serrata u R. sp. nmposBisimu
6mmu3octh K S. brevifolium, a R. platyphilla 6uta 6iuska va mpese x xiame Dudleya
u sumam S. villosum, S. dasyphyllum L., S. gracile, xotst u 6e3 TmommepKKu.
HecmoTpst Ha TO, 4YTOo Heckoinbko BHIOB Rosularia Obuim mepeHeceHBI B
Prometheum wu Sedum, stor poxa Bcé emé HacuumThiBaeT oKojgo 20 BHIOB,
OTHOCHMBIX K JIByM CEKIIMSIM Ha OCHOBaHHMHU (eHoTunH4Yeckux npusHakoB (Thiede,
Eggli, 2007). Hmerommecs Ha CEromHsIIHMN J€Hb JaHHBbIE YKa3blBAlOT Ha
OTCYTCTBHUE OJIM3KOTO POJICTBA MEXIY STHMH CEKIHSAMHU.

Knaga Acre xapakrepusyercs HauOoJbIIUM pazHooOpasuem ponoB (7),
BuoB (>500 SSP.) M (EeHOTUNOB cpenu JIMHUN TOJICTIHKOBBIX. B  Hariem
WCCIEJIOBAaHUM OHA TIOJydHJa MaKCHMAJbHYIO TOJJIEPXKKY JABYMS METOJaMHU
(Nikulin et al., 2016; Hukynun, T'onuapos, 2017), npu 3TOM B HpEABIIYIINX
paboTax psiza aBTOpOB Kiaza ACre MMena YMEPEHHYIO HIIH BBICOKYIO MOJIEPKKY
(van Ham, 1995; Mort et al., 2001; Mayuzumi, Ohba, 2004; I'onuaposa u mp.,
2008). Hamm maHHBIC yCTaHOBHIIM YeTKOE pasnerieHue Acre Ha EBpoasmarckyro u
AMEpPHKAHCKYI0 TMOJKIaAbl, W TOJBKO MOJIOXKEHHe BHAOB S. nudum, S.
brissemoretii, S. fusiforme u S. lancerotense ¢ octpoBoB MakapoHe3nu B
Awmepukanckoi moakiaane (98%/1.00 st ITS u 100%/1.00 mis matK; Puc. 2, 3, 4)
ObUIO MCKIIOUeHHeM. PacroniokeHHe JTUX TAaKCOHOB Ha JIpeBe I103BOJISIET
NPEANOIOKUTh EAMHUYHBIN 3aHOC MpeAKa OTHX BHJOB U3 AMEpPHKH U
HocJIeIyouIyIo nuBepcupukanyo B MakapoHe3uu.

WHTepecHbIM (aKTOM SBISIETCS TO, 4YTO BBICOKOE (EHOTHITHUECKOE
pa3HooOpa3ue u Mopdororuueckas 000COOJIEHHOCTh aMEPUKaHCKUX POJIOB
Graptopetalum,  Echeveria, Cremnophila, Lenophyllum,  Thompsonella,
Pachyphytum u Villadia, Beinenennsix B mojcemeiictBo Echeverioideae sensu
Berger, mporuBopeyar X HU3KOMY I'€HETHYECKOMY pa3HOOOpa3HIo, BEISBICHHOMY
B aHanm3ax mnocienoBatenbHoctei ITS permona p/IHK u rema matK xmIHK.
DuI0reHeTHYECKUE OTHOIIECHUSI B AMEPUKAHCKON NoAKIaae Acre OCTar0TCs JIUILIb
YaCTHYHO yCTaHOBIEHHbIMH. [10 pe3ynbraram aHanusa nociepoBarensHocteit TS
perroHa ObUIO MOKa3aHO, YTO aMEPHKaHCKHE TAKCOHbI CIPYIIMPOBAJIKCH B JIBE
ocuoBusie smaum  ("Villadia" wu "Echeveria") wu cmemanHyro rpymmy
npencraputeneii  Sedum  spp.+Lenophyllum (Puc. 36), uro mnoarBepxkmaeT
pe3ysIbTaThl MYJBTHJIOKYCHOT'O aHaln3a SJIEPHBIX M XJOPOIUIACTHBIX MAapKepoB
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(Carrillo-Reyes et al.,, 2009). Ha napese matK, BBuay HeGOJBIION BHIOOPKU
aMEPHUKaHCKHX TaKCOHOB, 3TH JITHUHU YETKO HE (DOPMHUPOBAIIUCE.

EBpoasunarckas noaknana Acre, ¢popMmupyrommas no naHaeiM TS pernona
CECTPUHCKYIO JIMHMIO AMEpUKaHCKOW IIOJKJIaJe, BKIIOYaNa HCKIIOYUTEIIHHO
npencraesuteieit poma Sedum (Puc. 26, 4). Ciemyer OTMETHTb, YTO B ATY HOAKIANY
BXOJIWJI THIIOBOH BUI pona — S. acre. B ¢uiorenun Ha ocHoBaHumu rena matk
€BpOa3MaTCKue TakcoHbl Acre He (opMHpoBagM OOIIEH TMOAKIagbl, a
pacronarajiuch TapaQuieTHIeCKH B OCHOBaHMH Awepukanckoit (Puc. 4).
Asmatckue Buzbl Sedum dopmupyrot aBe o6ocobernsie Tpynmsl (Al u A2; Puc.
20, 4, 5). O6Gc oHM BKJIIOYAIOT TaKCOHBI, oburaromue B Bocrounom Kwurae,
TaiiBane, Kopee u SlnmoHMM, HO, HECMOTPS Ha 3HAUUTEIBHOE IMEPEKPBITUE HX
apeasioB, HET CBHICTEIBCTB HX OOMIETO MPOUCXOXAEHHA. lIpucyTcTBHE B
noaknazne A2 BUAOB, OOMTAIOINX B [ MManasx v NpuIeraloImux K HUM paiionax (S.
multicaule, S. oreades (Decaisne) Hamet, S. bergeri Hamet, S. trullipetalum
Hooker fil. & Thompson u S. triactina Berger; Puc. 26) MoxeT yka3siBaTh Ha UX
BCEJICHHE B BOCTOYHYIO A3HWIO uepe3 3TH TeppuTopuu. B cocraB moakmamsr Al
BXOJSIT TOJIbKO BOCTOYHOA3MATCKHE TAKCOHBI, U WX IMPOHCXOXKACHHE OCTAeTCs
HEM3BECTHBIM. Pacimmpenue BBIOOpDKHM 3a cyeT pacTeHuid u3 [umanaeB u
TubeTckoro iato, rae HaONIOMACTCs 3HAYMTENbHOE pa3HooOpasue ountkoB (Fu,
Ohba, 2001), MoXeT IPOSICHUTH TUBSPCUPHUKAIIHIO TIPEACTaBUTEINCH poa B A3HH.

3AK/IIOYEHHUE

Taxum obpazom, B pesynbTare aHaJIN30B HYKJIICOTHAHBIX
MOCJIC/IOBATENILHOCTEH SIIEPHOTO M XJIOPOIUIACTHOTO MAapKepoB OBIIO IMOKa3aHo,
YTO BUIBI poAa Sedum s. str. pacmpeaesieHbl MeXIy BCEMH KJaJaMu/KiIacTepaMu
(DUIIOTEHETHYECKUX JIEPEBbEB, MPECTABISIOIUMUA 3 TPUOBI TOJCTSIHKOBBIX. [Ipn
aTOM mpezacTaBuTend Sedum mepeMexarTcs ¢ BHIAMH JPYTHX pojoB. Bce ato
oTpaxkaeT COOpPHYIO TpPUPOLY poJa U HEaleKBaTHOCTb €ro KOHIECMIHH.
CucrematukaMm ele NpeJCTOUT MCIPaBUTh ATy cuTyalmio. [1o HalemMy MHEHHIO,
BO3MOXHBI TpH IMyTH €€ pemieHus. [IepBeIif myTh 3aKiio4aeTcs B TOM, YTOOBI
OTHECTH BCE TaKCOHbI, TPYNIHUPYIOUIHECS B YCTOWYHMBYIO MOHO(UIETHYECKYIO
kiangy Acre (Puc. 2, 3), B Tom umciie u S. acre (TUoBoii BUA poja), K poay Sedum.
Bropoii myTe coctouT B emie OoJblIeM paciiMpeHHMH Sedum 3a cyeT YICHOB
Leucosedum  (kmagsr  Acre+Leucosedum). DOtu  BapuaHThl  MOTPEOYIOT
00bearHEeHNsT MOP(OIOTHUECKH PA3IMYHBIX TAKCOHOB, M COCTaBJIEHHE JMarHo3a
Uit pona Oyner eme Oonee mHpoOieMaTHYHBIM. Takke BO3MOXKHO NpH3HAHHE
MOHO(MIICTHYECKUX TPYIII B KAYECTBE CAMOCTOSATEIBHBIX POJOB, ITPH 3TOM Sedum
Oyaer MpeacTaBisATh COOONH MOHOTHITHBINA POJI, BKIFOYAOIIMNA TOJBKO S. acre. 9to
noTpedyeT onucanus 0OJBIIOr0 YKCIa POJOB U3 OBIBIIUX BHJOB 3TOrO POJA.

CrietyeT OTMETHTb, UTO JI0 CHX MOp BBIOOpKA mpencraButesneii Sedum s. I. B
aHaiM3ax JaJeKo HEeNoJIHas, W MHOTME OTHOIIeHHMs B Ipenenax Acre u
Leucosedum ocTaroTcs HEBBIICHEHHBIMH, IO3TOMY HEOOXOIMMBI IalbHEWIIHE
UCCIIEJIOBaHM, KaK (HUIOT€HETHYECKHX B3aMMOOTHOIICHWH, TaKk W H3ydYeHHE



24

(heHOTUTTHYIECKIX MIPU3HAKOB, XapaKTepU3YIOIINX MOHO(HUIICTHYECKIE
TPYIIHAPOBKH.

BbIBO/IbI

1. Undopmanus, nomydeHHass B pe3ysbTaTe MOAEIMPOBAHUS BTOPHYHOM
CTPYKTYpBbI TpaHckpuntoB cmeiicepoB ITS1 u ITS2, mo3Bommma mpoBecTu
JIOCTOBEPHOE BBIPAaBHUBAHME BBICOKOJUBEPIeHTHBIX MociaenosarensHoctedt ITS
peruona pJIHK mnpeacraButeneiir Sedum wu OGmu3KHX €My pOAOB Ui
(hHITOTeHEeTHYECKIX aHAIH30B.

2. Pe3ynbTaThl pa3geNbHBIX M COBMECTHBIX aHAJM30B IOCIEI0BATEIFHOCTEH
ITS pernona pIHK u rera matK xnJJHK moarsepanmu c6opHyto mpupoay Sedum
1 MTOKAa3aIi He0OXOAMMOCTE PEBU3MH €TI0 KOHIEIHA. Bubl poxa Sedum sorwiu B
COCTaB YETHIPEX ITOJUPOIOBBIX CIOKHO CTPYKTYPHUPOBAHHBIX KIAJ/KIaCTEpPOB:
Aeonium (tpuba Aeonieae), Sempervivum (Semperviveae), Acre u Leucosedum
(Sedeae), nepemerxasich ¢ BUIaMH APYrux poaoB. B Aconium u Sempervivum pon
ObUT MpEACTaBlIeH OTPaHUYEHHBIM YHCIOM BHAOB, HO OHH COCTaBIISIH
6ompumHCTBO B Acre u Leucosedum.

3. Mns xmam Aeonium wu Dudleya B Leucosedum  oGHapy)eHbI
cunanomopdueie uuaeau B ITS1, Bausronue Ha BTOPUUHYIO CTPYKTYpPY crieiicepa:
ykopodeHHble cniupanu I u II cooTBeTcTBEHHO.

4. B kmage Acre BBIABICHO pa3jielicHHE HAa YCTOWYHUBYIO AMEPHKAHCKYIO
MoJKIany  EBpoa3naTcKyro, YCTAaHOBICHHYIO TOJNBKO Torosiorudecku. [TokaszaHo,
gyT0 BHABI Sedum, pacmpocrpaneHubie B Bocrounom Kurae, Kopee, SImonnu u Ha
TaitBane, QopmupyroT gaBe ycroitumBeie nuHMH (Al m A2). BeposrtHo,
MPEJCTaBUTEINN STUX JIMHUH MPOU3O0ILIN OT PA3HBIX MPEIKOB.

5. YcTaHOBJIEHO HEOAHOKPAaTHOE IepeceueHre ATIaHTHYEeCKOTO OKeaHa
sugamu Sedum. [upoxkwuit apean S. villosum (Leucosedum) u 6:1m30¢Th 3TOTO BHIA
¢ wieHamu kmansl Dudleya mpesmosaraer ux MpOMCXOXICHHE OT €BPOIMEHCKOTO
npenka, nponukmrero B C. Amepuxy u3 Espomns! uepes Mcnannuio u I'pennanauro,
a OnM30CTh HEKOTOPHIX MAaKapOHE3WHCKUX BHAOB C IPEACTaBUTEISIMH
AMeprKaHCKOM MOaKIaasl Acre yKa3bIBaeT Ha 0OpaTHBINA 3aHOC U3 AMEPHKH.

CIIMCOK PABOT, OITYBJIMKOBAHHBIX 10 TEME JJUCCEPTAIIUN
Cmamuu ¢ scypnanax u3 cnucka, pekomenoosannozo BAK:

1. Nikulin V.Yu., Gontcharova S.B., Stephenson R., Gontcharov A.A.
Phylogenetic relationships between Sedum L. and related genera (Crassulaceae)
based on ITS rDNA sequence comparisons // Flora. 2016. Vol. 224. P. 218-229.

2. Huxymun B.IO., T'onuapoB A.A. MonekynspHo-(uiIOreHeTHIECKas
xapakrepuctuka Sedum L. (Crassulaceae) u GIuM3KHX €My POJOB Ha OCHOBAaHHMH
CpaBHEHMsI HYKJICOTHAHBIX TMocheaoBareiapbHocTeld reHa matK xmoporuactHoO#
JHK u ITS pernona pudocomuoii JIHK // boranndeckuit xxypuan. 2017. T. 102,
Ne 3. C. 309-328.



25

Pabomot 6 mamepuanax Kougpepenyuii:

3. Huxymun B.JO., T'onuapoB A.A. AHanM3 BTOPHUYHOH CTPYKTYpBHI
BHyTpeHHero Tpanckpubupyemoro creiicepa (ITS) p/IHK pacrenunii cemeiictBa
Crassulaceae — ToncTsiHKOBBIE // AKTyajJbHbIC MPOOIEMBI 3KOJOTHH, MOPCKOM
Ovonornn W OuoTexHoNOruu: Matepuansl X PerumonanbHOH KoH(pepeHINH
CTY/ICHTOB, acCIHMPaHTOB BY30B W HayuyHbIX opraHuzauuii /lampHero Bocroka
Poccun. Bmagusoctox, 4-6 wmas 2011 r. Bmagusoctok: M3marenbcTBo
JamsHeBocTOUHOTO YHUBepcuTera, 2011. C. 182-186.

4. Huxyaun B.1O., ['orgapoB A.A. MoaennpoBaHie BTOPUIHOM CTPYKTYPHI
BHYTpeHHETO TpaHckpuOupyemoro creiicepa (ITS) p/IHK pacrenmii cemeticTBa
Crassulaceae DC. — TonctsHKOBBIE // AKTyanbHbIE TIPOOIEMBI SKOJIOTHH, MOPCKOM
Omosorny M OMOTEXHOJIOTHH: TE3UCH NoKIanoB XI PermonansHOW KOH(pepeHIHH
CTYACHTOB, AaCIUPAaHTOB BY30B W HAay4YHBIX opram3anuii JlampHero Bocrtoxa
Poccun. Bmagusoctox, 3-4 wmas 2012 r. Buagusoctok: M3marenbcTBo
JanbHeBocTouHOrO YHUBepcuteta, 2012. C. 196-201.

5. Hukymun B.JO., Tonuapoa C.b. Anamu3 (GHUIOTEHETHYCCKHUX
otHourennidi B pojge Sedum L. (Crassulaceae) W pOACTBEHHBIX €My pPOjAax Ha
OCHOBAaHWM CpPaBHCHUA HYKICOTUIHBIX HOCHCHOBaTeHLHOCTeﬁ BHYTPEHHETO
Tpanckpubupyemoro cneiicepa (ITS) pAHK / 11 (X) Mexnynaponuas
OoTaHmdeckas KOH(EpeHIUs MONoAbIX ydeHeIXx B Cankr-lIletepOypre: Te3mchHI
nmoknmanoB. Cankr-IlerepOypr, 11-16 mosops 2012 r. CII6: BUH PAH, 2012. C.
20.

6. Nikulin V.Y., Gontcharova S.B. Phylogenetic relationships in the genus
Sedum L. (Crassulaceae) and closely related genera based on ITS rDNA sequence
comparisons // The East Asian Flora and its role in the formation of the world's
vegetation: abstracts of the symposium. Vladivostok, September 23-27, 2012.
Vladivostok: BGI FEB RAS, 2012. P. 59.

7. Hukynuu B.JO. ®unorenerndueckue oTHomieHus B pome Sedum L. u
6mm3kux emy ponax (Crassulaceae) mo pesynbraraM CpaBHEHHs HYKICOTHIHBIX
nocnenosarenbHocteil rena matK xn/IHK u cneiicepa ITS sp/IHK // AkryanbHbie
mpoOIeMbl OHOIOTHYECKUX HayK: MaTepuaibl | MexpernoHamsHOW MOIOISKHOM
MIKOJBI-KOHpepeHnun. BramuBoctok, 13-18 wmas 2013 r. Bmammocrok:
WznmatensctBo «Pycckuit octpoBy, 2013. C. 204—-209.

8. Nikulin V.Y., Gontcharov A.A. Analysis of phylogenetic relationships in
the genus Sedum L. (Crassulaceae) and closely related genera based on ITS nrDNA
and matK cpDNA sequence comparisons // Modern achievements in population,
evolutionary and ecological genetics: International Symposium. Vladivostok,
September 2-6, 2013. P. 54.

9. Nikulin V.Yu., Gontcharov A.A. Secondary structure helps to align
divergent ITS rDNA Crassulacean sequences // Molecular Phylogenetics:
Contributions to the 4th Moscow International Conference. Moscow, September
23-26, 2014. Moscow: Torus Press, 2014. P. 50.



HUKVYJIMH BAYECJIAB IOPBEBUY

®WJIOTEHETHYECKHUE OTHOLIEHMS B POJE SEDUM L.
(CRASSULACEAE J.ST.-HIL.) 1 BJIM3KHX EMY POJAX HA
OCHOBAHWY CPABHEHUS HYKJIEOTHHBIX
MOCJIEJOBATEJIBLHOCTEM SIAEPHOM U XJIOPOILIACTHOM JHK
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