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Peghepam. CtaTbsi OCBEIIAET COBPEMEHHOE COCTOSIHIE TI0 BOIIPOCY M3YUIEHHsI POACTBEHHBIX CBsA3el pona Paeonia, no-
MIOJTHEHHOE HAIIMMU JAHHBIMU 110 aHAIN3Y HYKJICOTHIHBIX MOCIEI0BATEILHOCTEH ITOMHBIX TIACTUIHBIX TeHOMOB. BBH-
Iy HaJIW4Hs TOJMMEPHOTO aHAPOLEs U CIIUPAIFHOTO 3aJI0KEHHUS YacTel IBETKa, MPEIoarainoch pojacTso Paeonia ¢
cemeiictBamu Ranunculaceae mmu Dilleniaceae. MonekynspHbsIe JaHHBIE TIOMEMAOT Paeonia B opsanok Saxifragales,
BHYTpPHU KOTOPOTO POACTBEHHBIE CBA3M POJia MMMOH yCTaHABIMBAIOTCS ITOKAa HEOCTATOYHO OJHO3HAYHO, YTO MOXKET OBITh
CBSI3aHO KaK C JpeBHEI OBICTPOH paauanueit mopsaka, Tak ¥ ¢ KOH(QINKTOM JaHHBIX. [loJo)keHNe mHoHa B TOpsAKe Sax-
ifragales 3acTaBnsieT mepecMOTPETh B3MISAIBI HA YBOIIOUIO MOP(OIOTHUECKUX IPU3HAKOB M CBUIETEIBCTBYET B MOJIB3Y
CTEIUAI3aliH POJia, @ HE COXPAHEHHS apXandHOTO COCTOSHUSI.

Summary. The article highlights the current understanding of phylogenetic relationships of the enigmatic genus Paeo-
nia, supplemented by our data based on analysis of nucleotide sequences of complete plastid genomes. Due to the numer-
ous stamens and the spiral initiation of flower organs, the Paeonia was assumed to be closely related to Ranunculaceae
or Dilleniaceae. Molecular data have placed Paeonia in the order Saxifragales, but the exact position of the genus is not
clear. This could be caused both by the ancient rapid radiation within the order and by the presence of conflict in the data.
The position of Paeonia in Saxifragales indicates that condition of morphological characters is derived and not primitive.

Beenenue

Mopdonoruueckoe cBoeoOpa3ue onpeeIeHHON TPYIIbl PACTEHUI TTOMOTaeT OYePTUTH €€ TPAHUIIbI,
HO OAHOBPEMCHHO C 3THUM 3aTPyAHACT YCTAHOBJICHUC B3aMMOOTHOIIICHUH C APYIruMU TaKCOHaMM U, KaK CJICI-
CTBHUEC, TAKCOHOMHYCCKOI'O ITOJIOKCHHA B CUCTEMC B ICIIOM. MOHeKyJBIpHLIe JaHHBIC, CIIYXKallyve XOpOoIInM
HOACIIOPHEM B PELICHUU MPOOJIEM COBPEMEHHOM CHUCTEMAaTHKH PACTCHUH, TEM HE MEHEE, HEPEIKO HE MOTyT
JIaTh YETKOI'O OTBETA HA BCE BOIPOCHI, MHTEPECYIOLINE CUCTEMATUKOB. 11 TAKCOHOB, KOTOPbIE HE HAXOIST OJ1-
HO3HAUYHOI'O MECTa B CHCTEME 110 JaHHBIM CPAaBHUTEIBHOM MOP(OIOTHH, YaCTO HE YIAeTCsl OJHO3HAYHO BBIS-
BUTH POJICTBEHHBIC CBSI3H U 110 MOJICKYJIIPHBIM JaHHBIM.

OnHOM U3 TakUX TPYMII, IPU U3yUYEHUH KOTOPOH MPOSBUIICS BECh KOMIUIEKC OYEpPUEHHBIX MPOOIIEM,
sBisiercst pont Paeonia L. CyliecTByeT MHOTO HESICHOTO B CHCTEMAaTHKE POJia, KaK B OTHOIICHUW MTOHUMAaHUS
o0bema BU/IOB, TaK U B BOIPOCAX YCTAHOBJICHUS POICTBEHHBIX CBSI3CH C APYIMMHU CEMEHCTBAMHU LIBETKOBBIX
pacrenuii. He BO3HMKanO COMHEHMH TOJIBKO B OCO3HAHMM LIEJIOCTHOCTH poja Kak TakoBoro. Eciu mepBbiit
KpYT IIpo0s1eM MOXKET OBbITh CBSI3aH C LIMPOKO PAcIpOCTPAaHEHHBIMU CPEIn PACTCHUH NpoLeccaMy MEKBUIO-
BOI THOPUAM3ALUH U MOTUITIONAN3AIH, TOATBEPKACHHBIMH Y TIMOHOB TAK)KE M MOJIEKYJISIPHBIMU JaHHBIMH
(nanpumep, Sang et al., 1997), To BTOpoii Kpyr OCHOBaH Ha HCKIIOYUTEIILHOM CBOCOOPa3HHU ATOTO 3araJl0quHOro
poaa. B HaCTOSIHIeﬁ HY6HI/IKaIII/II/I MBI ITOCTapaJIMChb OTPAa3sUTb OCHOBHBLIC JOCTHIKCHHUSA B U3YUCHHUU POACTBCH-
HBIX CBsI3eil pona Paeonia, NOTIOIHUB 3T CBEICHUS HAIIMMU HOBBIMHU JaHHBIMHU, ITOJyICHHBIMH IIPU aHAJIM3€
HYKJICOTHIHBIX IOCIEJ0BATEIbHOCTEH MOIHBIX [UIACTHIHBIX TEHOMOB.
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MarepuaJjibl M METOIbI

J1s MOeKyIsIpHO-(PHUIOTEHETHYECKOTO aHaIM3a OBLT UCTIOIB30BaH HA0OP HYKIICOTHIHBIX TIOCIIEI0BA-
TEJIBbHOCTEH MOJHBIX MJIACTUIHBIX T€HOMOB, BKIIOUAIOIINK 16 BUAOB, 5 U3 KOTOPBIX OTHOCATCS K pony Paeo-
nia, a OCTAJIbHBIE TMPEICTABIISIFOT TPYIIIBI Pa3HON CTENEHH (PUIOTEHETHYECKONW OM30CTH K 3TOMY poxy (AP-
web: Stevens, 2001 onwards).

HyxieoTunHbie ocaenoBaTeIbHOCTH IIACTHIHBIX TEHOMOB OBLITH BRIPOBHEHBI C TOMOIIIBIO TIPOTPaM-
Mbl MAUVE (Darling et al., 2004), mo3Bosito1ei BEISBIATE BO3MOXKHBIE KPYITHBIE CTPYKTYPHBIE MTEPEeCTPOii-
KH, TaKWe KaK HHBEPCHUH, 3aTPYIHSIIONINE BEIpaBHUBaHKE. J[J151 KOppEKTHON pabOThI TPOrpaMMBbl, parMeHTHI,
COOTBETCTBYIOIIME BTOPOMY HHBepTHpoBaHHOMY 1oBTOpY (IRa) m comepskamue myOmmpytromnryro uHpOpMa-
[IUIO, TIPEIBAPUTENHHO ObUTH ynaneHbl. DparMeHTHl BHIpaBHUBaHUS, OOTaThle BCTABKAMH U JICTCIIUAMH, ObLTH
yIaJIeHbl Kak OOJIACTH HEOJHO3HAYHOTO BbIpaBHWBaHUS ¢ momorisio mporpaMMmbl GBLOCKS (Castresana,
2000). OunoreHeTHUESCKUI aHATN3 MPOBOIMIN ¢ PUMEHEHHEM METO/Ia MaKCHMAJIbHON SKOHOMHH, Pealln30-
BanHoro B makere PAUP* 4.0b8 (Swofford, 2003), n meTona baiieca ¢ momomisto mporpammsel MrBayes 3.2.6
(Ronquist et al., 2012), ncnons3ys Mozaens HykieoTuaHbIX 3aMeH GTR+G, BrIOpaHHYIO B KauecTBe Hanboee
TTOJXOIAIIEH U aHAIM3UPYEMOT0 MacCHBa JaHHBIX mporpammont MrModeltest 2.3 (Nylander, 2004). Ilo-

UCK CHHAIIOMOPGUH B HYKJICOTHIHBIX IOCIEIOBATEIbHOCTEH OCYIIECTBIISUIN C IIOMOIIBIO MTaKeTa IporpaMm
PAUP* 4.0b8.

Pesyabrarthl

JlmrHa HYKJIEOTHUHBIX TTOCIIEI0BATEIIEHOCTEH MIACTHIHBIX T€HOMOB HCCIIEyEeMbIX BHIOB BAPbUPYET
ot 150 448 no 165 945 nap mykneotunos (1.H.). Y Paeonia pazmep reHoMa coctaBisger 152 682—-154 405 n.1.
JlnrHa aHATM3UPYEMBIX TTOCIIE0BATEIIEHOCTEH MMOCIIe yIaJeHHst BTOPOTO HHBEPTHPOBAHHOTO IIOBTOPA COCTA-
Bmia 125 756—137 198 n.a. HaGop u3 16 BEIpOBHEHHBIX MOCEAOBaTEIbHOCTEH comepskut 161 120 mo3umui,
13 KoTopbix 30 124 mo3umuu ObUTH yoalleHbl U3 aHAJIN3a, TOCKOIBKY MIPEICTAaBISIIN CO00W 00IacTh HEOTHO-
3HAYHOTO BhIpaBHUBaHU. Takum oOpa3om, B aHanu3 Obuto BKitoueHo 130 996 mosunwmii. Ha pucynke 1 mo-
Ka3aHbl IEPEeBbs, IIOCTPOSHHBIE ABYMS MeToaMu. Kak MOXXHO BHETh, TOTIOJIIOTHH JIEPEBHEB PA3INIAIOTCS, U
pa3iuuus 3aTParuBaroT MOJOKEHNE TIPEICTaBUTENEH Poia TIHOH.

A 1[— Bergenia scopulosa (NC_036061) E Bergenia scopulosa .
. _E _ . _ :I Saxifragaceae
1 Heuchera parviflora (KR478645) 88 Heuchera parviflora
1 Sedum sarmentosum (NC_023085) Sedum sarmentosum ] Crassulaceae
_|— Penthorum chinense (NC_023086) 88 Penthorum chinenense :| Penthoraceae 7))
1 IE Liquidambar formosana (KC588388) Liquidambar formosana ] AItingiaceae %
0
Sinowilsonia henryi (MFe87003) 100 Sinowilsenia henryi ] Hamamelidaceae o))
1 4[ Paeonia veitchii (KT894821) 100[ Paeonia veitchii qg
1} Paeonia lactiflora (MG897127) 100} Paeonia lactiflora X
1|t Paeonia obovata («J208533) 62 100} Paeonia obovata | Paeoniaceae C(DU
1 pd
Paeonia delavayi (NC_035718) Paeonia delavayi
Paeonia ludlowii (KY817592) 1001 pagonia Iudiowii
Buxus microphylla (NC_009599) Buxus microphylla
1
=N - 100 - Buxales
Pachysandra terminalis (NC_029433) Pachysandra terminalis
Tetracentron sinense (NC_021425) Tetracentron sinense
L - -G
00
Trochodendron aralioides (NC_021426) Trochodendron aralioides TrOChOdend rales
Nelumbo nucifera (NC_025339)

Nelumbo nucifera
0.1 1000

Puc. 1. MonexynsapHO-(pUIOTeHETHUECKHUE JIEPEBbs, MOMydeHHbIE TIPHU aHaIN3e HYKICOTHUIHBIX MOCIIE0Ba-
TEeTHLHOCTEH ITOJNIHBIX TUTACTHIHBIX TeHOMOB. (A) baiiecoBckoe mepeBo. Umnciaa OKOJIO Y3JI0B IPEICTABIISIOT
3Ha4eHus1 aroctepuopHoi BepostHOcTH. (b) ExmHcTBeHHOE HaliIeHHOE MaKCHMalIbHO AKOHOMHOE JEPEBO.
JmmHa gepeBa cocraBiser 56448 mrara. Yncna OKOJIO Y3JIOB MPEACTABISIIOT MOAACPKKY OyTcTpena, Momy-

YCHHYIO B XOI¢C 6YTCTpCH-aHaHI/I3a 1 HAHCCCHHYIO Ha COOTBETCTBYIOIINE Y3JIbl CAUHCTBEHHOT'O MaKCUMAJILHO
9KOHOMHOTO ACpECBa.
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Oo6cy:xneHue

B nacrosee Bpems pon Paeonia HaCUMTBHIBAET OKOJO 35 BHJIOB, PACIPOCTPAHCHHBIX B YMEPEHHOM
3oHe CesepHoro nonymapus (Hong, 2010). Cpean BumoB mpeodiaanatoT MHOTOJIETHHE TPaBbl, HO €CTh U He-
Oonpiue KycTapHUKH. [[BETKM MHOHOB KpyIHBIE TEPMUHAIBHBIE, 000ET0bIe, C OONBIITMM YHUCIOM THIYHHOK
Y BapbUPYIOIIMM YHCIIOM YaIlIEINCTHKOB, JIETIECTKOB U TUTOJOJMCTUKOB.

M3-3a BHENIHErO CXOJICTBA B CTPOEHUU I[BETKA MUOH JOJTr0€ BpeMsl MOMEIaiu B cemeiicTBo Ranun-
culaceae mim, BeIZENSAS B CAMOCTOSTEIBHOE ceMeiicTBO Paeoniaceae, commkanu ¢ cemeiictBoM Dilleniaceae
(TaxTamksn, 1966). Haubonee spko CXOACTBO C JIFOTHKOBBIMH MPOSIBIIIOCH B HAJTUYHH OOJIBIIIOTO YUCIIA THI-
yuHOK. OTHAKO THIYMHKH IMMOHOBBIX Pa3BUBAIOTCA HE IIEHTPOCTPEMHTENBHO, KaK y OonmpImHCTBA Ranuncula-
ceae, a meHTpoOexHo. [1o 3Toi MpuYMHE MTHOHOBBIE CTAIH CONMIKATH C IPYTUMHU ABYAOIHHBIMHU, MMEIOIIIUMHU
IIEHTPOOSIKHOE pa3BUTHE aHIpoIies, B ToM uncie ¢ Dilleniaceae. Cefigac moka3aHo, 9TO TaKOW THIT CTPOCHHS
Y pa3BUTHS aHAPOIIes BOSHUKAI HEOJHOKPATHO B BOJIOIMH JABYAONBHEIX (HanpuMmep, Endress, 2010). MoxxuaO
OTMETHUTb, YTO TI0O MOP(OJIOTHIECKUM TPU3HAKaM Paeonia MMeeT HeOolpeIeeHHBIE CBS3H HE TOIBKO IO OT-
HOIIeHMIo K ceMeiicTBaM Ranunculaceae n Dilleniaceae, Ho Takxe K TF0OOMY IPYTOMY CEMEWCTBY IIBETKOBBIX
pacrennii. Ocoboe cBoeoOpasue poja MposABIsIeTcs B AMOPHOTeHe3e, Ha MEPBBIX dTanax KOTOPOTo JIeJIeHHe
SJIep He COMPOBOXKAAaeTCs ITUTOKMHE3aMu. [lonoOHOe siBIeHNe y IPYTHX [IBETKOBBIX HE U3BECTHO.

B HacTosmiee BpeMst COriIacHO MOJIEKYIISIPHBIM TaHHBIM pojl Paeonia moMeniaercs B mopsiiok Saxifra-
gales (APG, 2016), e ponctBenHsli mopsaaky Ranunculales. C omHOM CTOPOHBI, MOJIEKYIISIPHBIE TAHHBIE TTOJT-
TBEPKJAIOT BBIJIEJIEHUE TTMOHOBBIX M3 JIFOTUKOBBIX 1 000COOJIEHNE NX B KAUeCTBE CAMOCTOSITEIIHHOTO CeMei-
ctBa. C apyroil CTOpoHBI, MOPIOK Saxifragales pacmomaraercst B Tak Ha3bIBa€MOM SIAPE BBICIIMX JIBY/IOJb-
HBIX, JJIS1 IPEICTaBUTEIEeH KOTOPOTO HAONOaeTCsl TEHACHIUS K (POPMUPOBAHUIO TIEHTAMEPHBIX IIBETKOB C
KpPYTOBBbIM pacronoxenneM dacteid (Endress, 2011). B poge nroH Mbl HabIr0aeM CiMpaibHOE 3aJI0KEHHE Ja-
CTeH 1[BETKA, 9acTO 0e3 ACHBIX TPAHUIl MEXKAY OpaKTesIMH, YAIIETUCTUKAMH U JIETIECTKaMH, YTO OOJIbIIIEe CBOM-
CTBEHHO HambOoJee apXandHbIM IIBETKOBBIM pacTerusM. CymiectByetr MHeHHe (Ronse De Craene, 2010), uto
y MMMOHOBBIX HAOIIONAETCS HE COXPaHEHUE MPUMUTHUBHOTO COCTOSHUS MPHU3HAKA, a CKOpee MPOIBUHYTOE CO-
CTOSTHUE, CBS3aHHOE C HAPYIICHUEM TeHEeTHYECKUX TPaHUI] MEXKIY PA3IMIHBIMHU KPyTaMH, BI3BAHHOE YBEIH-
YeHHEM YHCIIa TRIYUHOK. boliee Toro, BTOpUYHOCTH IMOJIMMEPHOTO aHAPOIIes THOHOBBIX JOKA3bIBAIOT TEM, UTO
OH 3aKJIaJIHIBAETCS B BUJIE S5 MIEPBUYHBIX IPUMOPANEB, HA KOTOPBIX 3aT€M BO3SHHKAIOT 3a49aTKH OTAEIHHBIX ThI-
YUHOK. MIHTepeCcHO OTMETUTH, YTO MHOTOTHIYMHKOBEIE aH/IPOIIEH €CTh M Y HEKOTOPHIX TaMaMeNINCOBBIX, TAKKe
BXOIIAIINX B OpsioK Saxifragales.

B npenenax mopsnka Saxifragales MoiexynspHble JaHHBIE HE TIO3BOJISIFOT OJTHO3HAYHO BBISBUTH POJ-
cTBeHHbIE cBsi3U MOHOBEIX (Fishbein et al., 2001, Soltis et al., 2013). Cnexyer OTMETHTB, YUTO IO MOJIEKYJISP-
HBIM JIaHHBIM TIPEACTAaBUTENH pojia Paeonia Takke OTIAMYAIOTCS CBOoeoOpa3reM, 00pasys Ha (huiIoreHeTude-
CKOM JIepeBe OUeHb JITMHHYIO BETBb. BO3MOKHO, OTYACTH 3TO OOBACHSIET, TOUYeMY pa3HbIe MOJIEKYIISPHBIE Map-
Kepbl CBUIETENBCTBYIOT B TIOJIB3Y Pa3HBIX POJCTBEHHBIX CBs3EH pofa.

Ha ¢unorenerndecknx nepeBbsx, NPeACTaBICHHBIX Ha PUCYHKE |, POACTBEHHBIE CBS3HM pO/a MHOH
3aBHCEIN OT crioco0a PeKOHCTPYKIMHK JiepeBa. Ha nepeBe, mocTpoeHHOM ¢ TIoMOIIbI0 MeTofa batieca, mpen-
craButenu Hamamelidaceae + Altingiaceae rpynmupyroTcsi BMecTe ¢ KIafoi, 00beTUHSIONIeH BHIBI pojia
MTHOH, B TO BpeMs KaK Ha JiepeBe, IOCTPOSHHOM C ITOMOIIBI0 METO[a MAaKCUMAaIIbHOW sKoHOMHKHM, Hamamel-
idaceae + Altingiaceae mpuMBbIKaeT K rpymie, BKIodaromen Bergenia, Heuchera, Sedum w Penthorum, nipu
STOM ITHOH 3aHMMAaET H30JIMPOBAHHOE TIOJIOKEHUE, 00pa3ys CECTPUHCKYIO TPYIIY K OCTAIBHBIM MPEICTaBUTE-
nsm opsinka Saxifragales. Ilonck Bo3MOXHBIX cHHATOMOPGUIT B HyKIEOTHIHBIX TI0CIEI0BATEIBHOCTSIX TIOJ-
HBIX IJIACTHIHBIX TEHOMOB JIJISl aIbTEPHATUBHBIX TPYIII MTOKA3aJl, 9TO BIJICIICHNE KA Ibl, BKIFOUAIOIISH BUIBI
poma o, mojaepkano 4 602 mosurusamu. B To ke Bpems, rpynmupoBka Paeconiaceae + Hamamelidaceae +
Altingiaceae, peann3yemas Ha baiiecoBckoM nepese, mojaiepKaHa TOIbKO 186 MO3uIusAMH, TOTAA KaK TPUCO-
ennHenne Hamamelidaceae + Altingiaceae k rpynne Bergenia + Heuchera + Sedum + Penthorum, peanusy-
€MOM Ha MaKCHMaJIbHO KOHOMHOM JIEpEeBE, MOAJIEPkKaHO 275 MO3UIMSAMU BbIpaBHUBaHUSA. BO3MOXHOMN npu-
YUHOH, 00BSCHSIONIEeH, modeMy balilecOBCKHIT TOIXO0/T IOAIEPIKUBAET TOTIOIOTHIO, OCHOBAaHHYO Ha MEHBIIIEM
YHUCIIe CHHATIOMOP(UHA, SBISETCS TO, YTO MPH COTIOCTABICHUH MOCIIEI0BATEILHOCTEH IporpaMMa YIHTHIBACT
TeTePOreHHOCTh CKOPOCTEN HAKOTUIEHUS 3aMEH. DTO 0COOEHHO BasKHO B TOM CITy4ae, KOT/Ia OObEKThI pa3inda-
FOTCS TI0 JJTMHAM BETBEH, KaK B IaHHOM CIIydae, KOT/ia BETBb, Belylasi K MHOHY JOCTATOYHO JITHHHAS.
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TakuM 00pazoM, IO MOJICKYJISIPHBIM JJAHHBIM POJICTBEHHBIE CBSI3M POJia TMOH YCTAHABIMBAIOTCS MTOKA
HEJI0OCTaTOYHO OJJHO3HAYHO. PaHee mpe/monaraim, 9YTo 9TO CBSI3aHO C JIPEeBHEH OBICTPOH panuanueit mopsaka
Saxifragales (Fishbein et al., 2001; Soltis et al., 2013). OxHako MoJyYSHHbIC HAMHU JaHHBIC CBUICTEIbCTBYIOT
B I10JIb3Y TOT'0, YTO TAK)KE MOXKET UMETh MECTO KOH(IUKT AaHHbIX. [lojokeHue pona B opsjke Saxifragales
CBUJICTEIILCTBYET B IOJIb3Y TOTO, YTO TAKUE XapaKTepHbIE PU3HAKH TTHOHA, KaK CITUPAIBHOE 3aJI0KEHUE Ya-
CcTel LBETKa U NOJMMEPHBIA aHJIPOLIEH, HE CIIEyeT pacCMaTprBaTh KAK apXanyHOE COCTOSIHUE, a CKOpee Kak
MIPOM3BOIHOE, TIPECTABIIAIONIEe COO0I amanTanrio K ONpPeIeTICHHBIM YCIOBHUSIM.

BaaromapuocTu. Pabora BeinosiHeHa rpu noaepxke rpanta PH® Ne 14-50-00029 «Hay4nbie ocHO-
BbI CO3/IaHUS HAITMOHAIBHOTO OaHKa-IECMO3UTAPHS JKUBBIX CHCTEM.
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