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IToutn 60 JIET MPOIILIO C TEX MOP, KaK OBLIO 0OHAPYXKEHO, YTO cTreneHb pasnuuusa JHK aByx BUIOB sSIBJISI-
ercst hyHKIMeit BpeMeHU ¢ MOMEHTa UX OJUBepreHunu. B manbHelIeM craao sicHO, UTO YHUBEPCATbHbBIX
MOJIEKYJISIPHBIX YACOB HE CYIIECTBYET, CKOPOCTb MOJIEKYJISIDHOM SBOIIOLIMY IITUPOKO BapbUPYET B 3aBUCU-
MOCTH OT TeHa U (PUIOTeHETUYECKOM JIMHUU, KOPPEJIUPYsI C OMOJIOTUUYECKMMU XapaKTepucTukaMmu (1po-
TIOJDKUTENTbHOCTD IMMOKOJIEHUSI, pa3Mep TeJla, TI0OJOBUTOCTh) U OCOOEHHOCTSIMY reHoMa. Pa3BuTre KoHIeI-
LIM1 MOJIEKYJISIPHBIX YaCOB CBSI3aHO C IMPOTrPECCOM METO/IOB, MO3BOJISIONIMX YYUTHIBATH U U3MEPSTH CTE-
IeHb HEMTOCTOSTHCTBA CKOPOCTU MOJIEKYJISIPHOM 9BOJIONIMU. B HacTos1iee BpeMst O0IbITMHCTBO JaTUPOBOK
BBITIOJIHSIETCSI ¢ TOMOIIBIO MeTOomoB HecTporux 4acoB (Relaxed clock), koTopble onmmpaloTcss Ha pa3HOO0-
pa3HbIe MOAEIN CKOPOCTU MOJIEKYJISIPHOM 3BOJIIOLINU (HAIPUMED, C aBTOKOPPEISIIIMEN CKOPOCTeil B CO-
CeIHUX BETBIX WK 06e3 Hee). Ipyroii akTyaabHbIi (haKTop, MTO3BOJISIIONIUN YMEHBITUTD OITUOKY MOJIEKY-
JIIPHBIX TATUPOBOK — yBEJIMYEHNE 00beMa JaHHBIX BIJIOTh O TEHOMHOTO YPOBHSI, UTO MOBBIIIAET TPeOO-
BaHUS K BBIYUCIUTEIbHON 3(h(EKTUBHOCTU AJITOPUTMOB U METOAAM PA3JIOKEHUS TaHHBIX HA TTApTULIMU.
OrtnenbHas mpodjemMa — HeJIMHeHasl 3aBUCUMOCTD OLIEHOK CKOPOCTH 3BOJIOLIMU OT BpeMeHHU ((heHOMeH
rate decay), 4TO OCOOEHHO CYIIIECTBEHHO /ISl aHaJM3a HeJaBHei ncropuu. B orcyTcTBue anekBaTHOM MO-
NIeJI 3BOJIIOLIMM TTOCeNOBaTeIbHOCTEN HYKJIEOTUIOB OLIEHKM BPEMEH MOTYT OKa3aThCsl CYIIECTBEHHO
CMEILIEHHBIMU, OT Yero YacTo CTPajaloT pe3yabTaThl, monydeHHble 1o MTIHK. OnHo 13 BaxkHe11mx Ha-
MpaBjIeHUId — pa3BUTHE METOIOB ITOJIYyYSHMS KaIuOpOBOYHOI MH(OpMaLINH, IIpeXae BCero — 0oJiee moji-
HOE MCIOJIb30BaHMe IMMOCTOSTHHO U OBICTPO pacTyIIero oobeMa NnajeoHTOJIOTUYeCKUX JaHHBIX, aHATU3 T1a-
neoIHK u npyrux BapyaHTOB reTepOXPOHHBIX TaHHBIX. HecMOTps Ha TO, UTO TOYHOCTh OLIEHOK YPOBHEH
MOJIEKYJISIPHBIX IUBEPreHIIN A TPOI0JIKAET PAaCTH, HEOTIPEAeIEeHHOCTb TaTUPOBOK COXPAHSIETCSI BO MHOTOM

n3-3a HCOOTHO3HAYHOCTHU KaJII/I6p0BOK 1 HEOOCTAaTKOB CYLICCTBYIOINX MOJIeJIEN SBOIOLIMN.

DOI: 10.31857/50044459622010031

HauaBimchk ¢ IpoCTOil MPEAnoOChUIKU, YTO 3BO-
JIIOLIMOHHBIE U3MEHEHUSI HA MOJIEKYJISIPHOM YPOBHE
MPOUCXOASIT C OTHOCUTEILHO MOCTOSIHHOI CKOPO-
ctbio (Zuckerkandl, Pauling, 1962), Halm nipeacTas-
JIEHUS O MOJIEKYJISIPHBIX Yacax 3a npoiueniiue 60 et
MpeTepriean CyleCTBeHHYI0 3Bomonuio. Ha mpors-
KEHUU 3TOTO BpEMEHM 3HAYUTEIbHBIC YCUIUS ObLIU
MPUJIOKEHBI K TOMY, YTOOBI OHSITh MTPUYMHEI U3Me-
HEHUSI CKOPOCTHU 3BOJIIOLIMM Ha (PUIIOTEeHETUIECKHX
JIpeBax U MPUMEHUTh CaM TIPUHIIUAT MOJIEKYJISIPHBIX
YacoB IS OLIEHKU BPEMEHHBIX MacIITaboB 3BOIIO-
nuu. [TossBMiICS IIMPOKMIA CIIEKTP MOACIIE MOJICKY-
JISPHBIX YacoOB, KOTOPbIE AOITYCKAIOT BapbUpPOBaHUeE
CKOPOCTH 3BOJIOLNU U MO3BOJISIIOT OLICHUBATh Bpe-
MeHa JaXe MPU UX CUJIIBHOM Pa3Inyuu B pa3HbIX Qu-
noreHetndeckux auHusaX (Ho, Duchéne, 2014). Kak
pe3yabTaT, Ha OCHOBE MOJIEKYJISIPHOTO TTOAX0Aa BO3-

HUKJIa HOBad IIKajia BpeMeHu. [IpndeM B oT/ImIme OT
ITAJIEOHTOJIOTUYECKUX YaCOB COBPEMEHHBIE MOJIEKY-
JIIpHBIE Yachl MPEAOCTaBISIIOT BO3MOXHOCTh JaTH-
pOBaTh COOBITHS TMBEPTEHITUM, OTHOCSIIIECS K T~
pPOKOMY ITHMalTa30HYy BpeMeH He TOJIbKO Ha (hutoreHe-
TUYECKOM, HO UM Ha TIOMYJISLIMOHHOM YpOBHE
(Arbogast et al., 2002). B coBpeMeHHOII T€HOMHOI1
3IT0XE OTKAJIMOPOBAHHBIC ITO BpeMeH! (PUIOTeHETH -
yeckue ApeBa — 3TO (pyHIaMeHTalbHasi OTIIpaBHas
TOYKA IJIST UICCIIETOBAHMS SBOTIOIH OPTaHN3MOB.

NCTOPHUA KOHUEIMONN
MOJIEKYJIAPHBIX HACOB

OmKkpoimue MOAEKYASIPHBIX YACO8

Tunoresa MOJICKYJIAPHBIX 4aCOB 3aKJII04YacTCda B
TOM, YTO CKOPOCTb HAKOIIJICHUA 3aMCH B HYKJICOTH I -



4 BAHHUKOBA, JIEGEJIEB

HOIi WIM aMWHOKHUCJIOTHOM TIOC/ieoBaTeIbHOCTU
MOCTOSTHHA, U3 Yero ceayeT JUHEeHHbIN XapaKTep 3a-
BUCUMOCTU MEXIY YWUCJIOM MYTAallMOHHBIX II1aroB
(koTophle SIBISIOTCS (DyHKIUEH 4yuciaa pasauduii B
MOCJIeI0BaTEIbHOCTSIX) M BPEMEHEM JIMBEPreHIIUU
BUIOB. TepMUH “MoJeKyasspHble yachl” (molecular
evolutionary clock) obu1 mpennoxeH Llykepkanmiem
u [MommHrom B 1965 1. (Zuckerkandl, Pauling, 1965).
CpaBHUBAas MTOCIEI0BATEIbHOCTH OEIKOB (I€MOIJI0-
OWHOB) Y pa3HbIX BUIIOB, OHU TMOJYYUJIU JUHEHHYIO
3aBMCUMOCTb UMCJIa AMUHOKHUCIIOTHBIX 3aMEH OT BO3-
pacTta BUIOB, OLIEHEHHOTO IO MCKOITaeMbIM OCTaT-
KaM, U 3asBWIM O BO3MOXHOCTU MCHOJIb30BaHUS
9TOTO CBOMCTBA JJIs1 OLIEHKW BPpeMEHU TUBEPreHIIUN
Mexny Bugamu (Zuckerkandl, Pauling, 1962).

MN3yyast 3BOIOLIMIO TeMOIJTIOOMHOB Y IIPUMATOB,
Ilykepkanninp u IToJuHT OLEHUIIM BO3pPacT IUBEP-
TeHIIMY MEXIY TOPUJIJION 1 9eJIoBeKOM B 11 MuTH JieT
(Zuckerkandl, Pauling, 1962), oTMETHB, 4TO 3TO BpeMs
COOTBETCTBYET MUHMUMAJIBbHOM (CaMOii MO3aHel) Ta-
JICOHTOJIOTYECKOM gaTupoBKe (11—35 MuH JieT Ha3am).
OTU JaHHBIE, TaK Xe KaK U IPyrue MOJIEKYISIpHbIE
OLIEHKU BpeMEH TUBEPIeHIINY TOMUHOUIOB 60-X TOIOB
(Sarich, Wilson, 1967), oka3ajinch HECOBMECTUMEI C
MIPEACTABIICHUSIMU MAJIEOHTOJIOIOB O OOJILIIOM 3BO-
JIIOLIMOHHOM pa3pbiBe (MaciiTade heHOTUITMYECKOM
JIUBEPTCHIINN ) MEXIY YEJIOBEKOM U YeJI0BEKOOOpas3-
HbiMU o6e3bsiHaMu (Wilson et al., 1977). B HacTos1-
Iee BpeMs OTHOCHUTEIBbHO HEIaBHSSI ITUBEPIeHIIUS
yeJoBeKa W IIMMIIAH3€ CYUTAeTCs JOKa3aHHOI
(Easteal, Herbert, 1997; Kumar et al., 2005). Bcien 3a
pa6otamu Llykepkanmis u IToavHra mo reMoraooHam
MOSIBUJIMCH COOOILIEHUS O TIOCTOSIHCTBE CKOPOCTH 3BO-
JIIOLIMM aMUHOKUCJIOTOI IIOCJIeIOBATEeIbHOCTU 1IM-
toxpoma C (Margoliash, 1963) u ¢pubpuHOIIENTUIOB
(Doolittle, Blombéck, 1964), KkoTopsie IToKasaan, 4TO
pa3Hble 0eIK1 1 TeHbI OTIIMYAIOTCS IO CKOPOCTH 3BO-
JIIOLIUU Y IOIISPXKAIM TUTIOTE3Y MOJICKYJISIPHBIX YaCOB.

Ilykepkananb v [ToauHT mpenBuaev IMpooIeMBbl,
KOTOPBIE MOIJIM 3aTPYOHUTH IIPUMEHEHUE MOJIEKY-
JpHbIX 4acoB (Zuckerkandl, Pauling, 1962). Onu
YKa3bIBaJI Ha MMOBTOPAIOIINECH 3aMEHBI B OTHOM U
TOM € aMMWHOKMCJIOTHOM caiiTe (BKJItouasi oopar-
HBI€ MyTallin), BO3IeCTBIE €CTECTBEHHOTO OTOOpa
U BIUSIHUE padMepa Momyasiuu. MIcXomHO UX KOH-
LTS BKJII0Yajia BaXXHYIO POJIb €CTECTBEHHOTO OT-
0opa, HO MO3Xe OHU MPEANOJOKUIU, YTO “U3MEHe-
HUSI, KOTOPBIE IIPOMCXOIST C JOBOJIBHO PEryIsIpHOMI
00I11Iei CKOPOCTBIO, JOJIKHBI OBITh TAKMMU, KOTOPbIC
OTHOCHUTEILHO Maji0 M3MEHSIOT (hyHKIMOHAIbLHEIC
cBoiictBa Mojiekynbl” (Zuckerkandl, Pauling, 1965,
p. 148). Dra MTara IPEeaBOCXUIIIAET TECHYIO CBSI3b
TUITOTE3bl MOJICKYJISIpHBIX 4acoB lLlykepkaHmiss u
IMonuHra ¢ HeWTpaNmbHOW TeopHell MOJEKYISIPHOM
spomonnu Knmyper (Kimura, 1968, 1969), HeoTheM-
JIEMOM YaCThIO KOTOPO OHM CTajIU.

KYPHAJI OBILIEN BUOJIOTUU

Teopusi HelimpanbHOCMU MOACKYAAPHOU 360AI0UUU
(neutral theory of molecular evolution)

Motoo Kumypa n Tomoko Orta 00BICHWIN IIO-
CTOSTHHYIO CKOPOCTh 3aMEH aMHHOKMCIIOT B OemKax
WX HEATPAILHOCTBIO B TOM CMBICJIE, YTO 3TU 3aMEHBI
He BIUSIOT Ha TPUCIIOCOOJICHHOCTh OpraHM3Ma H,
cJIenoBaTeIbHO, He HAXOMATCS MO TaBIeHUEM OTOO-
pa (Kimura, 1968; Kimura, Ohta, 1971). IIpemioxeH-
HasT MOJIeJTb OTJIMYAJIach OT OoJiee paHHUX TEM, UTO B
npexaux moaensax (Fisher, 1936; Mayr, 1963) 60mb-
IIMHCTBO 3aMeH Mpearojarajuch 6JIaronpusiTHHIMU
(TTomamaroT T0A  ITOJOXUTEIbHBIN OTOOp), MO0
BpeaHbiMU (yHajasiioTcss orbopom). BaxHoe cien-
CTBHUE TEOPUU HEUTPAIBLHOCTU COCTOUT B TOM, UTO
CKOPOCTb, C KOTOPOM HelTpaIbHbIe MyTalluM (PUK-
CHPYIOTCS B TIOITYJISIIMK (substitution rate), mpumep-
HO paBHAa CKOPOCTU, C KOTOPOI MyTallu CITIOHTAHHO
Bo3HUKaT (Kimura, 1968). Pemrarommuii apryMeHT B
TTOJIb3Y TEOPUM HEUTPATBHOCTU — CKOPOCTb HECUHO-
HUMUYHBIX (AMUHOKHUCJIOTHBIX) 3aMeH B KOAUPYIO-
IIMX MOCJIeTOBATEIbHOCTSIX HIKE, YeM CKOPOCTh CH-
HOHMMMYHBIX (“MoJiyaiux’) 3aMeH, U CKOPOCTD 3a-
MEIICHUI B MHTPOHAX U TICEBIOTeHaX.

PasButrieM Teopuu HEHUTPAJTbHOCTU MOJICKYJISIp-
HOM 3BOJIIOLIMU CTajla TeopusI ModTu (3¢ PEKTUBHO)
HelTpanbHBIX MyTaluii (the nearly neutral theory of
molecular evolution), pa3paboranHass Orta (Ohta,
1972a, 1973). Teopusi MOYTU HEUTPaTbHBIX MyTalIUii
MpeArnoaaracT, 4TO YacTh HEWTpadbHBIX MyTalWii
UMeeT HeOOoJIbllIoe BIMSIHUE Ha IIPUCIIOCOOJECH-
HOCTb, SBJISISICH YMEPEHHO BpPEIHBIMU WIN (pexe)
YMEPEHHO MOJIE3HBIMU. B MaJIOYMCIEHHOI TTOmyJIsi-
1A, TIe oTOOp ci1ab 1o cpaBHEHMIO ¢ ApeiidoM, Ta-
KHMe MyTalluM BeOyT cebsl MpakTUYeCKU KakK Heii-
TpanbHbIe (3P PEeKTUBHO HEWTpaabHbIe). TakuM 00-
pa3oM, Ipu HU3KON 3P@PEKTUBHON YMCICHHOCTH
JIOJISI HEUTpPaJIbHBIX MYTalldili OTHOCUTEJILHO BpEI-
HBIX OKA3bIBAETCS BBIIIE Y CKOPOCTh DBOJIOLNU YBE-
JIuJyuBaeTcss. TeM He MeHee 3TO He IPOTUBOPEYUT
IMOCTOSTHCTBY CKOPOCTH 3BOJIIOLIUM B €IMHUILLY Bpe-
MeHU OJiaromapst OTPULATEIbHOM KOPPEISIIINU MEX-
Iy pa3MepoM TMOMYJISIHUM U MPOJOKUTETbHOCTHIO
>Ku3HU nokoJieHus (Ohta, 1972b, 1974).

KoHlenmusi MoJIeKyJISIpHBIX YacOB BbI3BaJla pe3-
KYyI0 KPUTUKY CO CTOPOHBI KPYITHBIX OMOJIOrOB-3BO-
JIIOLIMOHKCTOB CBOETO BpeMeHHu (Harmpumep, Steb-
bins, Lewontin, 1972; Easteal et al., 1995). JanbHeii-
IlIee HAKOIUJIEHUE SMIIMPUYECKUX JAaHHbBIX ITOKA3aJIo,
YTO TMOBEICHUE MOJIEKYJISIPHBIX 4aCOB HE COOTBET-
CTBYET B MOJHOI Mepe MOJIeJIM MOCTOSIHHOI CKOPO-
CTH — YacChl OKa3bIBaIOTCs “HeOpexXHbiMu” (“sloppy”
clock), Tak Kak mucrnepcus 9mciia reHeTUIEeCKUX pas3-
JINYWii B KOHKPETHOM BPEMEHHOM MEPUOIEC OKa3bl-
BaeTCH BhIIIIE OXKUAAEMOI UCXOMAS U3 MIPOCTOrO Myac-
coHoBckoro npoiecca (Gillespie, 1991). Teopetuue-
CKM Ha CKOPOCTb MOJICKYJISIPHOM 3BOJIIOLIMHU TOJIKHBI
BJIMSITh CKOPOCTb MYTUPOBAaHMSI, COOTHOILIIEHUE caii-
TOB Pa3JIMYHOI CEJIEKTUBHOI 3HAYMMOCTHU U (B CIIy-
Ne 1
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Jae IIOYTH HEUTpaIbHBIX MyTallMii) pa3Mep ITOmyJisi-
mu (Ohta, 2002). 3T pakTOphI pPa3IMYAIOTCS MEXKIY
BUIaMM, TeHAMU ¥ BpeMeHHbIMU niepuogamu. Hemo-
CTOSTHCTBO 4YaCOB €CTb CJICACTBUE W3MEHUYMBOCTU
CKOPOCTHU 3aM€H BHYTPU ONHOI JIMHUU U HEepaBEeH-
CTBa CKOPOCTEIi 3aMeH B pa3HbIX JIMHUAX. O0a dak-
TOpa MOPOXIAIOT OIIMOKM B MOJIEKY/ISIPHBIX HaTH-
poBkax (Bromham, Penny, 2003).

Takum oOpa3oM, yXKe BCKOpE MOCJIe MOSBICHUS
KOHIIEITIINM MOJICKYJIIPHBIX YacOB CTaJIO SICHO, YTO
YHUBepPCAJIbHBIX YaCOB HE CyILeCTBYeT. Bce najbHe-
Iee pa3BUTHUE METOMOJIOTMU OITMPAIOCh Ha TOITyIIIe-
HUE, YTO CTENEHD HEMMOCTOSIHCTBA CKOPOCTU MOJIEKY -
JIIPHOM 3BOJIOLMU MOXHO U3MEPUTh U Y4YECTb
(Bromham, Penny, 2003). 3a nociienHue 1Ba OeCATU-
JIETUSI OBLIO IIPENIIPUHATO MHOXECTBO YCUJIUI I1O
pa3paboTke MeTOI0B pabOThI C BapbUPYIOIIMMU CKO-
POCTSIMHU, YTO IIPUBEJIO K 3HAYUTEILHOMY IIPOrpeccy
B METOIaX MOJIEKY/ISIPHOIO JaTUPOBaHUSI.

CKOPOCTb MOJIEKVJIIPHOM ®BOJIIOLIMU

Bapvuposanue cxopocmu MoAeKYAAPHOU 2680410UUU
8 38UCUMOCINU OM PA3HBIX PAKMOPO8

CKOpOCTb TIOSIBJICHUSI MYTallMii 3aBUCUT OT He-
CKOJIbKUX (paKTOPOB U MO COBPEMEHHbBIM IPEICTaB-
JICHUSIM OIIpedciisieTcsi OalaHCOM MeEXIy OXHUaae-
MbIM (B OCHOBHOM HETaTMBHBLIM) BIMSHUEM CIIOH-
TaHHBIX MyTallMii HA TIPUCHOCOOJEHHOCTh C OTHOM
CTOPOHEI U 3aTpaTaMM Ha UCIIpaBJIeHUE OIIMOO0K pe-
mmkanuu ¢ apyroi (Lynch, 2010a). B pamkax atoii
KOHIIETILIMM CKOPOCTb MOJIEKYJISIPHOI 3BOIIOLIUMN HE
MOXeT OBITh MEHbIIIE ITOpOora, OIpeaeasseMoro 3d¢-
(GEKTUBHOCTHIO OTOOpa B YCIOBUSX TOM WJIN WHOM
BeJIMuMHBI npeiida (drift-barrier hypothesis; Lynch,
2010b). CHMXeH1Ee CKOPOCTH CIIOHTAaHHBIX MyTallii
opraHM3Ma MOXKET OBITb OTpPaHMYECHO OMOXUMMWYE-
CKUMU U (HUBMOJIOTUYESCKMMU 3aTpaTaMM, CBSI3aH-
HBEIMU C yIIy4llIeHreM TouyHocTHu permmkanuu (Drake
et al., 1998). UToObl OorpaHUYUTh HPUTOK BPEIHBIX
MyTallUii, OYMIIAIOIINN OTOOP MOXKET CHMKATh Ya-
CTOTY CITOHTaHHBIX MYTAllMil 3a CYET MOBBIIICHUS
TOYHOCTH perutukanuu. OIHaKO OYUIIAIOIIAIA OTOOD
MOJABJISIETCA TeHETUYECKUM ApeiipoM, ecliv TOBbI-
IIEHUE IIPUCIIOCOOIEHHOCTH OT HAJIbHEMIIIETO CHU-
XKEHUSI CKOPOCTU CITOHTAHHBIX MyTalluid B AUILIOW/I -
HOM OpraHu3Me CTaHOBUTCSI MeHbllle, yeM 1/2 Ne
(rme Ne — 3 eKTUBHAS YUCIIEHHOCTh). DTO 00BSIC-
HSIeT TOT (paKT, 9YTO BUABI C BBICOKOI Ne IOyt
(T.e. 6osee 3(HEKTUBHBIM OTOOPOM) OOBIYHO JE-
MOHCTPUPYIOT 00Jjlee HM3KYIO 4aCTOTy CIOHTAHHBIX
MyTalnii Ha TTOKOJIEHNE, YeM BUIBI C HU3KOM Ne.

CKOpOCTb 3BOJIOLUUN HYKJIEOTUIHBIX U aMUHO-
KHCJIOTHBIX TTOCIIEI0BAaTEIBHOCTEM MEHSCTCS B 3aBU-
CHMOCTH OT JIOKYCa, BDEMEHHOTO ararna3oHa U KOH-
KPETHOM (pUIOTeHeTUUECKOM JIMHUU. XOPOIIIO U3BECT-
HO M MHOTOKPATHO TTOKa3aHO, YTO Y MHOTOKJICTOYHBIX
JKMBOTHBIX YaCTOTA MYTallMii B MUTOXOHIPUATHEHOM
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T€HOME MHOTO BBIIIe, yeM B ssmepHoM (Brown et al.,
1979; Wilson et al., 1985), HanpuMep, y 4eJioBeKa U
Mbiu mpumepHo B 40 pas (Fu et al., 2013; Hardouin,
Tautz, 2013). OcoObeHHO BEJIMKM 3TU Pa3JIMUMs IS
CcMHOHUMUYHBIX 3ameH (Pesole et al., 1992). V Hace-
KOMBIX 1 MTayKOOOPa3HbBIX 3TO pa3iMure MeXIy CKO-
POCTBIO MUTOXOHIAPUAIBLHON U SINEPHON DBOTIOLMU
3HAYMUTEJIbHO HIKE, YeM Yy TT03BOHOUYHBIX (Allio et al.,
2017). BapbupoBaHue CKOPOCTU B 3aBUCUMOCTU OT
JIOKyCca MOXeT ObITb CBSI3aHO C TEM, B KaKOli CTelIeH!
JIOKYCBI HaXoJISITCS MOJI aBJIeHUEeM oTOOpa, a TakxKe
X pa3InyusIMU B ckopocTu mytupoBaHusi (Hodgk-
inson, Eyre-Walker, 2011). I1pu aHanu3e HyKJI€OTHI-
HBIX TOCJIeN0BaTEeIbHOCTEN, KaK MpaBWJIO, TPUHU-
MaeTcsl BO BHUMaHMWE BapbUpOBaHUE CKOPOCTEil B
TpeX MO3ULIUAX KOJTOHOB 0€JI0K-KOAUPYIOLIUX T€HOB
(Shapiro et al., 2006). CKopocTh MyTaliii MOXET Ba-
pbUPOBATh TakKXe B 3aBUCHMOCTU OT KOHKPETHBIX
HYKJIEOTUAOB 1 UX OKPYXKEHUSI, HAIIPUMEDP, MyTallu1
B IMTO3MH-TYaHMHOBBIX auHyKiaeoTugax (CpGQG)
MPOUCXOAAT Yalle, YEM B APYTMX NUHYKJIEOTUIAX,
YaCTUYHO U3-3a CKJIOHHOCTHU LIMTO3MHA K A€3aMUHU-
poBaHuio (Bird, 1980). Ckopocts CpG — TpG 3a-
MEH BapbUpyeT B IIMPOKUX Mpeaesiax y pa3HbIX BU-
JIOB, €CTh JaHHBIE, UTO Y YEJI0OBEKA 3Ta CKOPOCTh MO-
XeT ObITh B ~13—18 pa3 BeIllle MO CpPaBHEHUIO C
npyruM nuHykieotrugamu (Nachman, Crowell, 2000;
Kong et al., 2012). M3BecTHO, UTO YacTOTa MYTallWii
MOBBIIIIEHA B TEX YACTSAX T€HOMA, [J€ MPUCYTCTBYIOT
ropsgyre Toyku pekoMmOuHauuu (Duret, Arndt,
2008), 4yTO OTYACTH CBSI3aHO C YBEJIMYCHUEM IOIU
HUTO3WHA U TyaHuHa u KonudectBa CpG caiiToB
BCJIENCTBUE aCCUMMETPUYHON FeHHOIl KOHBEPCUU B
Mpoliecce peKOMOMHAIUK.

Cropocmb MOAEKYASAPHOIU 360M10UUU U IPghexm
epemenu eeHepayuu (longevity effect)

B nuteparype yrnomuHaeTcs iBa BapuaHTa CKOpPO-
cTHu 3BomoLMK: (1) 4MCciIo 3aMeH Ha CaiT B eIMHUILY
BpeMeHU U (2) YMUCJI0 3aMEH Ha CalT Ha MOKOJIEHUE
(Bromham, 2020; Pfeifer, 2020). Kak o6cyxnanoch
BBIIIIE, COIIACHO TEOPUM HEUTPATIbHOCTH, BOJIIOIIMS
B HEUTpaJIbHBIX caiiTax MPOUCXOOUT CO CKOPOCThIO
MyTaluii ¥, B COOTBETCTBUU C TUMOTE30M MOJIEKY-
JISIPHBIX 4YaCOB, CKOPOCTb MyTallMii OOJDKHA OBITh
OIMHAKOBA B pa3HBIX PUIeTHIECKUX TUHUSIX. OmHa-
KO Ha CaMOM JigJie CKOPOCTb 3BOJIIOLIMU CUJIBHO pa3-
JIMYAETCS MEXIY TUHUSIMU. YKe B IIePBbIX UMMYHO-
JIOTUYECKHMX padoTax II0 reMOIJIOOMHaM IIPUMAaTOB
ObLIIO MOKAa3aHO, YTO JJUMHUU € OOJIbIIEH MPOAOJIKM-
TEJIbHOCTBIO KM3HU ITOKOJICHUSI MMEIOT MEHbIIIYIO
ckopocTh 3BooLnu (Goodman, 1961, 1962). Peans-
HOCTb 3TOU MOJeNU, U3BECTHOI KakK “3ddeKT Bpe-
MEHM TeHepaluuu”’, Telepb IOATBEepXIcHAa MHOIO-
YUCJIEHHBIMU HCCISIOBAHMSIMU HA Pa3HbBIX XXHUBOT-
HbIX (Allio et al., 2017), B ToM 4uciae Ha OTULIAX
(Mooers, Harvey, 1994), 6ecnnodBoHouHbIX (Thomas
et al., 2010), a Taxke 6axkrepusix (Weller, Wu, 2015).
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B HacTos111Iee BpeMsI IIPUHSITO CYUTATh, UYTO BV -
HUE TPOAOJLKUTEIbHOCTH XXWU3HU TOKOJEHUS Ha
CKOPOCTb 3BOJIIOLIMY — HanboJiee oOueBUAHAS IIPUI -
Ha pa3jIn4us CKOPOCTEM MOJIEKYISIPHOM 3BOJIIOLINY B
pa3nubix JuHusAX (Ho, 2020). OgHako MCXOOHBIE
ytBepxkaeHus Kumypsl (Kimura, 1969) npotusope-
YUBBI: C OMHOM CTOPOHBI, CKOPOCTh BOIIOIUMN OeII-
KOB Y pa3HbIX BUIOB IIPUMEPHO OJMHAKOBA, a C ApY-
roif CTOPOHBI, TPUMEPHO OJNMHAKOBBI CKOPOCTU MY-
TUPOBaHUS GEJIKOB B IIepecyeTe Ha MOKOoJIeHe (a He
Ha EeOWHWILY BpPEMEHM), HO TIPOJOLKUTEIHLHOCTD
KIU3HU TOKOJICHUsI CWJIBHO OTJIMYAaeTCs y pPa3HBIX
KUBOTHBIX. Cam KuMypa cHavajia C4uTa, 4To CHHO-
HUMUYHBIC 3aMEHBI TPOUCXOIST C MOCTOSIHHOI CKO-
POCTBIO B IIepecyeTe Ha I'oll, YTO MOIJIO OBl CIIY:KUTh
MOATBepKACHEM Teopuu HeiiTpanbHocTH (Kimura,
1969). Ho nos:ke OH MpHU3HAaJ, YTO HEUTpaJibHasI T€O-
pusl TOJDKHA MpeacKa3blBaTh IIOCTOSSHHYIO CKOPOCTh
3aMellleHUsI He Ha Tofl, a Ha ITOKOJIeHUE, TaK KaK CKO-
POCTb 3aBUCHUT OT YMCJIA LIMKJIOB PETUIMKALIUM, U 10-
Ka3aTeJIbCTBO ITOCTOSIHCTBA 3BOJIIOLMOHHBIX M3Me-
HEHUII B €OWHUILY BpPEMEHHU INpEACTaBIsSeT coboit
“TpyaHylo 1ipobiaemy” B ero Teopuu (Kimura, 1983).

J1s1 0OBbsICHEHUS 3TOro (paKkTa MpUBIeKalach T€O-
pus 1moutu (3(pHEKTUBHO) HEUTPAJIbHBIX MYyTallUii
(Ohta, 1972a). CyTtb OOBSICHEHUSI COCTOSUIA B TOM,
YTO BUIObLI C JOJTOXMBYLIMMU ITOKOJEHUSIMU, KaK
IIPaBUJIO, UMEIOT OoJiee HU3KYIO 3(p(HEKTUBHYIO UMC-
JIEHHOCTh Tonyysiunu (Ne) u, clienoBaTebHO, IS
HUX BBIIIE HOJS YCJIOBHO HEWTPAJIbHBIX MYTAlIWii.
OIHaKO MOJHOCTBIO aAeKBaTHBEIM 3TO OOBSICHEHHE
He SIBJISIETCS, peajibHasl IPUIMHA CJIOKHE! 1 3aBUCUT
OT HECKOJIbKIX (paKTOPOB.

Bo-niepBbIX, MOJIEKYJISIpHAST 3BOJIOLIMSI HEPABHO-
MEpHA U Y JKUBOTHBIX C OOJILIIMM BpEMEHEM T'eHepa-
MM CKOPOCTb HYKJICOTUIHBIX 3aMEH MeHbIlle (Ha-
npumMmep, Nabholz et al., 2008, 2013; Welch et al.,
2008; Galtier et al., 2009), omHako 3aBUCHUMOCTH
MEXIY CKOPOCTBIO 3BOJIIOLIUU U BEJIMYUHOM, 0OpaT-
HOIf Bp€MEHU IreHepalliy OTHIOAb He JuHeliHa. Bpe-
MsI TeHepalliy OTJIMYAEeTCs Y YeJI0BeKa Y MBIIIIY ITPH-
MepHO B 40—50 pa3, a CKOpOCTb 3BOJIIOIIMU MEHEe
yem B 10 pa3 (Bromham, 2011).

Bo Bpems paboTel Kumypsl Hag kHuroit (Kimura,
1983) mpenmnosiaraaoch, 4TO MYyTallMd BO3HUKAIOT
npexnae Bcero B MoMeHT perumnkannu JIHK monoBbeix
KJIeTOK Wiu ux npeamecrBeHHUKoB (Haldane, 1947,
Miiller, 1954) 1 94TO YKCJIO LIUKJIOB ACJICHUS B IMHUU
MPEAIIECTBEHHUKOB IIOJIOBBIX KJIETOK IIPUMEPHO
OJIMHAKOBO Y OPTaHU3MOB C Pa3JIM4YHON AJIMHOM MO-
KojieHust. OmHaKoO Ternepb SICHO, YTO 3TO IOITyIIeHNIE
He BEpPHO; TaK, y YeJIOBeKa B KJIETKaX-IPEAIIeCTBEH-
HHKaX CIIepMaTO30UI0B MPOUCXOAUT B cpenHeM 400
JIeJICHUI Ha MIOKOJIEHNE, a Y CaMIIOB MBIIIIA — BCETO
62 nenenus (Bromham, 2011). CiienoBaTeslbHO, CTPOTO
00paTHOI 3aBUCUMMOCTU MEXIYy BpeMeHeM IeHepa-
I Y CKOPOCTBIO BOJIIOLINH, KaK OXKMIAJIOCh paHee,
Ha caMOM JeJie ObITh HE TOJDKHO.

KYPHAJI OBILIEN BUOJIOTUU

C apyroii cTOpoHBI, €clI GBI CKOPOCTh PeTINKa-
1IMM Ha €IMHULLY BpeMeHMU ObliIa IOCTOSTHHO, MEX Y
BpeMeHeM TeHepaluyd U CKOPOCThIO 3BOJIOLIMN BO-
o0111e He ObLIO OB cBsA3W. Ha camoM Xe mese uuciio
KJIETOYHBIX JIeJICHUII B eIUHUILY BpeMEHU OOJIbIIe Y
KOPOTKOXKUBYIIMX BUIOB, HAITPUMED, Y MBILIH (caM-
b1) 6onee 100 meneHMii B rom, a y 4eJI0BeKa BCETO
okoJjio 20 neneHuit (Bromham, 2011). OTMeTuM, 4TO
MIPUHMUMATh BO BHUMaHUE YKMCJIO LIMKJIOB JIEJICHUS U
CKOPOCTb MyTallMif HYy>KHO UMEHHO B CIIEpMAaTO30M~
Jax, a He B giflekieTkax. KpoMe TOro, ckopocthb
CITOHTAHHBIX MyTalllii HA OTHO JIeJICHUE Y KOPOTKO-
KUBYIIMX BUIOB BBIIIEC, YeM Y ITOJTOXWBYIINX, Ha-
MMPUMEDP, Y MBILIH 3TOT ITOKa3aTeIb IPUMEPHO B 3 pa-
3a BbIlIe, yeM y yenoBeka (Milholland et al., 2017).
MNmenHO >TH 1Ba pakTopa M ONpeaciIsTioT OOIBITYIO
CKOPOCTb MyTUPOBAHMSI Y KOPOTKOKMUBYIIIUX BUIOB.

EcTb 1 mpyroii, 0CcIIOXHSIOMMI 3Ty KapTUHY haK-
TOpP: HE BCE MYyTallUM BBI3BIBAIOTCS OLIMOKAMU pe-
mkanuu. Hanprumep, y MHOTMX OpTraHU3MOB LIMTO-
3MH MOXET XMUMHWYECKU MOIU(PHUIIMPOBATHCS ITyTEM
MmetwiaupoBaHus (Suzuki, Bird, 2008). OcHoBHEbIE
muineHu metunupoBanus JIHK B reHoMax — 370 111~
TO3UWHEI, 32 KOTOpLIMU cieayeT ryanuH (“CpG” mu-
IIEHN); 110 XMMUYECKMM IPpUYMHAM METUJINPOBAH-
Hble CpG cailTbl OUeHb CKJIOHHBI K MMPEBPAILCHUIO B
TpG caiitel (Bird, 1980). ITockoyibKy METUIMPOBA-
ane JJHK camo mo cebe He 3aBUCUT OT peIUIMKAIIuK
(Hanpumep, Vandiver et al., 2015), Ha MyTaumu, BbI-
3BaHHBIE METWIMPOBAHUEM, IIPOAOKUTEIBHOCTh
XKM3HMU TTOKOJEeHUsS BIUSATH He mojokHa. ITokazaHo,
YTO Yy pa3HbIX BUAOB MPUMATOB MyTallUM B caiiTax
CpG mpoucxomsiT ¢ OOUHAKOBOM CKOPOCTBIO, B TO
BpeMs KaK CKOPOCTU MyTalliii B IPYrux caiitTax Ba-
PBUPYIOT B 3aBUCHMMOCTM OT BpPEMEHHU TIeHepaluu
(Kim et al., 2006; Moorjani et al., 2016). MTak, cko-
POCTHU 3BOJIIOLIMM B pacyeTe Ha IIOKOJIEHUE 1 Ha -
HUILy BDEMEHHU CBsI3aHbI MEXIY CO0Oi CIIOKHO U He
JIMHEMHO.

Ilpuuunsl eapuabenvrocmu ckopocmeii
MONAECKYAAPHOU 380MI0UUL

OnmHuM 13 HanboJee SPKMUX MPUMEPOB 3aBUCUMO-
ctu ckopoctu mytupoBaHus JIHK ot yactoTsl pe-
IUTMKAUU SIBJIsIeTCcsI (PeHOMEH, KOTOPbIii 4acTO Ha-
3pIBaloT “male-driven evolution” miu “male-biased
mutation”. MyXcKue raMeTbl 00bIYHO TTPONU3BOISITCS
B OOJIBIIIEM KOJIMYECTBE, YeM KEHCKHUE, U MYXCKUE
raMeTbl OOBIYHO SIBIISTIOTCS TPOIYKTOM OOJIBIIETO
KOJIMYECTBA MOKOJICHUI KJIETOK, YeM KeHCKUe Tame-
TBI TOTO Xe Buaa. Takum o0pa3oM, BO MHOTHUX TaKCO-
Hax nocaenoBarenbHocTH JIHK, KoTOphIe IpoBOISIT
OoJibllle BDEMEHU Y CaMIIOB, OyIYT MPOXOAUTH OOJb-
IIIe peIIMKAllui B eIMHUILY BpEMEHU, YeM T€, KOTO-
pbIe IPOBOIST OOJIbIIIE BPEMEHU Y CAMOK, Y ITIO3TOMY
OyIyT HaKaIJUBaTh OOJbIIE OIIMOOK KOMUPOBAHMSI.
DTO OBLIO OTMEUEHO y MJICKOIIMTaIOMNX (00j1ee BbI-
CoKasl 4acToTa MyTaliuii B XxpoMocoMe Y, YeM B X) U y
Ne 1
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nTul (6oJee BEICOKAsI 4acTOTa MyTalllil B XpOMOCO-
Me Z, yeMm B xpomocome W) (Wilson Sayres, Makova,
2011). TakuMm o6pa3oM, CpemHsIsI 4acTOTa MyTalluid
IJIsl BUOA OyIeT CUJIbHO 3aBUCETh OT MyTaLlUii, TIPO-
HUCXOOSIINX Y CAMIIOB BO BpeMsI IPOU3BOACTBA TaMeT
(Gao et al., 2016).

I1pu ncnoab30BaHUM MOJIEKYJISIPHBIX YaCOB HaM-
OoJiblliee 3HAYEHNE UMEET BapbUPOBAHUE CKOPOCTEI
B pa3HBIX (pMIOreHeTMYeCKMX ANMHUSAX. OOHUM H3
BO3MOXHBIX OOBSICHEHUI CTOMKWX BUIOCTICIIMDIY-
HBIX pa3/IMuuii B CKOPOCTH MyTallUii SIBJISIETCS TO,
YTO OTHOCUTEJIbHAS “CTOMMOCTD” MyTallu pa3inda-
eTcst Mexay Bunamu. Eciiu Tak, MOXKHO OXUJIaTh, UTO
BKJIaJ B pernapainuio TakKe OydeT pazinyaTrbes, U,
clieoBaTeJIbHO, MOXHO MOMYJMpPOBaTh CPEIHION0
yactoTy Mytauii (Bromham, 2002). IToka3zaHo, 4To
noMumMo 3(p@PEKTUBHOIO pasMepa IIOIMyJISILIUU, CO
CKOPOCTBIO MOJIEKYJISIDHOM 3BOJIIOLIMM MOTYT OBITh
TECHO CBSI3aHbI pa3Mep TeHoMa, MHTEHCUBHOCTb Me-
Tabosm3Ma, pa3Mmep Teja, IVIOJOBUTOCTb U MPOAOJI-
KUTEJIbHOCTD XKN3HU.

Pa3mep resoma. PaHee ObU10 BbICKa3aHO MPEATIO-
JIOXXEHHUE, YTO YMCJIO MyTallUii 3a TIOKOJIEHUE Ha re-
HOM — BeJuM4YuHa rmoctosiHHas (ddekt Hpeiika;
Drake et al., 1998), a yacToTa MyTUpOBaHUSI 0OpaTHO
MponopiroHaabHa pa3mMepy reHoma. Ilo3mHee ObLITO
MOKAa3aHO, YTO 3TO MPaBUJIO COOTIOIAETCS A1 BUPY-
COB U 0aKkTepuii, B TO BpeMsI KaK Y MHOTOKJIETOUYHBIX
3aBUCUMOCTb TTPOTUBOITOJIOXHASI, YacTOTa MyTalluid
TeM BbIlIe, YyeM Ooublle pa3dmep reHoma (Pfeifer,
2020). YtoObl Gojiee THIATEIbHO OLIEHUTh 3Ty 3aKO-
HOMEPHOCTb B (DUJIOTEHETUUECKUX JTMHUSIX HEOOXO-
JMMO BKJIIOUEHME B MCClIeNOoBaHUs OoJiee IIMPOKOTo
Habopa BUIIOB.

NHTEeHCHBHOCTD MeTa00M3Ma M pasMep Teja.
OOBIYHO CYMTAETCSI, YTO CKOPOCTh 3BOJIIOIMU He-
MIPSIMBIM 00pa3oM, Yepe3 BpeMs FTeHepalluy U pa3Me-
pHI TeJla, CBsI3aHa ¢ MHTEHCUBHOCTBIO MeTaboIm3Ma
(ranpumep, Martin, Palumbi, 1993; Gillooly et al.,
2005). KpynHble >KMBOTHBIE M BBICOKME pPaCTCHUS
OOBIYHO MMEIOT OTHOCUTEIBbHO HU3KYI0 CKOPOCTHb
MoJieKyJsapHoit 3Bomtolu (Martin, Palumbi, 1993;
Bromham, 2002; Gillooly et al., 2005; Lanfear et al.,
2013; Barrera-Redondo et al., 2018). DTo MOXeT 00b-
SICHSITBCST, HATIPUMED, TEM, UTO OoJiee KPYITHBIE KM~
BOTHBIE UMEIOT 00Jiee HU3KUI MeTab0JIN3M, TTO3TOMY
TeHEepHUPYIOT MEHbBIIIe CBOOOMHBIX paavKaloB B eIV-
Hu1y BpemeHHn U nmotomy nx JIHK meHbiIe moBpe-
xknaercs. C mpyroit CTOpOHBI, 6oJiee KPYITHOE XXUBOT-
HOE MMeeT OOJIbIIe KIETOK U, CIIeA0BaTEeIbHO, 00JTb-
1I1e KO TeHOMa, Kaxas M3 KOTOPBIX TToABepKeHa
MyTHUpOBaHMIO. PUCK omacHOM misl SKU3HU MYTaIliu
TOJDKEH YBEJTMIMBATHCS C YBEIMYEHUEM KOJMIECTBA
TTOKOJICHWI KJIETOK, HEOOXOMUMBIX TSI CO3MAHUS Telia,
1 KOJIMYECTBA KJIETOK, HEOOXOMUMBIX B TEUEHUE pe-
MPOXYKTUBHOM XMN3HU. TaknuM oO6pa3om, BUJ ¢ 00JIb-
MM CPETHUM pa3MepoM Tejla MOXKET IoTpedoBaTh

JKYPHAJI OBILIEM BUOJOTUU

TOM 83 Ne 1

2022

OOJBIIMX BJIOXEHUI B KOHTPOJb ITOBPEXICHUI
JHK unu Tounocts perutukauuu (Nunney, 1999).

OnHako yOemuTeNnbHBIX 10Ka3aTeabCTB TOTO, YTO
CKOPOCTb MOJIEKYJISIPHON 3BOJIOLIUN OOBSICHSIETCS,
HanpuMep, UMEHHO WHTEHCUBHOCTBIO METa0O0IM3-
Ma, IT0Ka MaJIo, €CJId y4eCTh €€ CBSI3b U C APYTUMU
yepramMu Ouoioruu opraHuamoB (Bromham et al.,
1996; Lanfear et al., 2007; Galtier et al., 2009). Bonee
TOTO, BIMSHUE IIPOAOKUTEIBHOCTH XXKM3HU HA MO-
JIEKYJIIPHYIO 3BOJIIOLIAIO OBIJIO OTMEYEHO Y TaKCO-
HOB, KOTOPbIE€ HE MPOSIB/ISIOT IPU3HAKOB CTAPEHUS C
Bo3zpactoMm (Hua et al., 2015). Bo3amoxHO, ypoOBeHb
penapauuu JJTHK perynupyercss 1o ypoBHSI pucka,
BO3HUKAIOLIETO M3-3a KJIECTOYHBIX METaO0OJUTOB, U
YPaBHOBEIINBAETCS CPENHEN CTOMMOCTBIO MyTalIVN.

IIponomKuTeIbHOCTD XKU3HU. [TOoKa3aHO, UTO CKO-
poctb mytupoBaHusa MTIHK y miaekomwmraromux,
TMITULL U PBIO OTIpeIeICHHO CBSI3aHA C MPOAOJIKUTETb-
HOCTBIO XXM3HU, HO 3TOTO HeJb3s1 C YBEPEHHOCTbHIO
YTBEPXIaThb MPO CKOPOCTh BBOJIOLMU SIIEPHBIX Te-
HoB (Nabholz et al., 2008; Welch et al., 2008; Galtier
etal., 2009; Hua et al., 2015). HekoTopsle ucciegoBa-
TeJIM OOBSICHSIOT 3TO HabJIIoAeHEe META00IUYECKUM
nmopexaenrneM JIHK. B pe3ynsraTe aspodHOro me-
TaboIM3Ma B MUTOXOHIPUSIX 00Pa3yroTCsl CBOOOIHbIE
panukalibl KUCJI0pOAa, KOTOPbIE MOTYT MOBPEIUTH
mosiekyabl JHK. Ecnu yminHeHue XKM3HU MTPUBOIUT
K YBEJIUUYEHUIO MPOIAOLKUTEbHOCTU U PENpOayK-
TUBHOM KM3HU, TO PUCK MYTallMU yBEJIUYUBAETCS
(Bromham, 2020).

ITnoxoBuTOCTD. JI)15T MIEKOTIUTAIOIINX W3BECTHBI
MCCIIeIOBaHMsI, YKa3bIBAIOIINE Ha CBSI3b MJIOAOBUTO-
CTH KaK CO CKOPOCTbI0O CHHOHUMUWYHBIX, TaK U HECU-
HoHMMMYHBIX 3aMeH (Welch et al., 2008), yTo MmoxkeT
OBITH CBSI3aHO C OoJIblICH 3((PEKTUBHOCTHIO OTOOPA
MPU BBICOKOW YMCIEHHOCTH IMOTOMCTBA. B 1eoM,
orpenesieHne KOHKPETHBIX 0COOEHHOCTE OMOIOTUM
BUJIA, BIUSIIOIINX HA CKOPOCTb MOJIEKYJISIPHOI1 3BO-
JIIOLIMM, — BEChMa CJI0XHas 3a7a4a, Tak Kak Bce OUo-
JJoTIecKre (haKTOPBI TECHO CKOPPEITMPOBAHBI.

Mounekyaapnas 3eonrouus u ckopocmeo
dueepcuguxayuu

C touku 3peHust Xo (Ho, 2020), cepbe3HbIe TIPO-
6J1eMBI 1711 KICITOIb30BAHUSI METOIOB MOJIEKY/ISIPHOTO
JaTUPOBAHUSI MOTYT CO3IaBaTh TpU (POPMBI U3MEHE-
HUSI CKOPOCTU HYKJICOTUIHBIX 3aMEH: B3PbIB FEHETH -
YEeCKUX M3MEHEHUI MpU COOBITUSX BHUOOOOpa3oBa-
HUs1 (IpepbhIBUCTasl 3BOJIOLIMS); pa3Hasi CKOPOCTh
9BOJIIOLIMU B TEUEHUE Pa3HBIX BPEMEHHbBIX MEPUOIOB
(3¢ dekT 3mox); CHUKEeHUEe HAOII0IaeMOK CKOPOCTU
¢ TeueHreM BpemeHu (rate decay).

Teopust npepsiBUCTOrO paBHOBecus (punctuated
equilibrium theory) ObLIa BBIIBUMHYTA B IIOIBITKE
OOBSICHUTH MPOOEBI B MTAJICOHTOJIOTUYECKON JIETO-
MMMCU, KOTOPBIE, ITO-BUIAMMOMY, XapaKTEePU3YIOTCS
JUIUTEIbHBIMU MePUOJaMM CTarHalliu, CMEHSIIOIIM -
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MUCSI OBICTPBIMHM BCIUIECKAMU MOPQOIOTHYECCKUX
nsmeHeHuit (Eldredge, Gould, 1972). BnoxHoBeH-
HBIE 3TOI Teopueil, MOJEKYISIpHBIC 3BOJIOLUOHI-
CTBhI MCKaJIN AOKA3aTeJIbCTBA IIPEPBHIBUCTOI MOJIEKY-
JIIPHOM 3BOJIONMU (BCIIBIIIECK MOJICKYJISIPHONM W3-
MEHUYUBOCTU) B CBSI3U C 3((HEKTOM OCHOBATeJsl B
cobniTrsIX BumooOpasoBanus (Webster et al., 2003;
Pagel et al., 2006). TeopeTuuecKku NOJsI TeHETUYE-
CKUX M3MEHEHUI NOJKHA KOPPEJIUPOBaTh C YMCIOM
COOBITUIT BUAOOOpa30BaHMs B KaXKI0M BETBU DBOJIIO-
HMoHHOTO ApeBa. OgHAKO IIPOCTOTE TaKMX TECTOB
MPEISITCTBYET IIpo0aeMa, M3BeCTHass Kak 3(p@eKT
IUIOTHOCTH y3710B (node-density effect), koTopas mo-
poXmaeT IaTTepH, MOAOOHBIN OXUIaeMOMY MpU
npepbiBUCTO# MoJekysipHoii aBomounu (Fitch, Be-
intema, 1990).

Bo3MoxkHbIe MeXaHU3MBI, CBSI3bIBAIOIIVE BUIO-
00pa3oBaHUE CO CKOPOCThIO MOJIEKYJISIPHOI 3BOJIIO-
1IUU, JOJKHBI MPOSIBIASTHCS TOJIBKO B CKOPOCTU HE-
CUMHOHUMUYHBIX 3amMeH (Bromham, 2020). K stum
MeXaHU3MaM OTHOCSITCS OTOOp, BJIMSIONIMI Ha MO-
JIe3HBIE 3aMeHBI, U ycKopeHne 3P(PeKTUBHO HEli-
TPAJIBLHBIX MPOLIECCOB MPU MPOXOXICHUU JAeMOTpa-
¢duueckoro kpusuca. Tem He MeHee CBSI3b MEXIY
CKOPOCTBIO TUBepCcUGUKAIIMU U CKOPOCTHIO MOJIEKY -
JIIPHOI 3BOJIIOLIMU TTPOJEMOHCTPUPOBaHA U JIJISI CU-
HOHMMMYHBIX 3amelneHuit (Lanfear et al., 2010;
Duchéne, Bromham, 2013; Bromham et al., 2015).
OnHO 13 BO3MOXHBIX OOBSICHEHUI CBSI3U CKOPOCTU
BUAI000pa30oBaHuUsl U CKOPOCTU MyTallMii (B TOM 4yucie
1 CUHOHUMUWYHBIX) COCTOUT B TOM, UTO YMEHBIIIEHUE
pa3Mmepa TMOMYyJSIUU MOXET MPUBOIUTH K CHIUXKE-
HUI0 3(hHEeKTUBHOCTU penapanuu 3a c4eT YaCTUUHO
BpEIHBbIX MyTallMii B TeHax, KOAUpywmnx dhepMeH-
Thl, OTBETCTBEHHbIE 3a penapaiuio U UCIpaBjicHUE
ommbok (proofreading) B Ipolecce peruIMKaluu
OHK (Lynch et al., 2016). OnHako KOppeJIsiLs MeX-
Iy CKOPOCThIO IUBEPCUDUKALMU U CKOPOCTbIO MO-
JIEKYJISIDHOI 3BOJIIOLMN MOXET ObITh OOBbSICHEHa U
0e3 UCMoJb30BaHUS TUIIOTE3bl MPEPBIBUCTON TeHEe-
TUYECKOM 3BOJIIOLIMM €CJIU JOIYCTUTh, YTO TMOBbI-
IIEHHasl CKOPOCTh MYTUPOBaHUS cama 1o cebe, BHe
3aBMCUMOCTU OT €€ MPUUYUH, MOXET ObITh MPENNno-
CBUIKOM JJIsI YCKOPEHHOro BuaooOpa3oBaHuUs (Ha-
MPUMEpP, uYepe3 yBeJIMYEeHUE CKOPOCTU IOSIBIEHUS
HECOBMECTHMMBIX 3aMEH B MU30JIMPOBAHHBIX MOTYJIS-
HUsIX B pamMkax mogenu JoGxkaHckoro—Meiiepa)
(Hua, Bromham, 2017). Bropas runore3a mpeamno-
YTUTEJIbHEE, MOCKOJIbKY TIpOIle OOBSCHSIET CBS3b
MEXIy BUIOBBIM Pa3HOOOpa3sHeM U CKOPOCThIO CHU-
HOHUMWYHBIX 3aMEH.

ObpamHuas 3a8UcUMocms Mexcoy OYeHKOU CKopocmu
aeonouuu u epemerem (rate decay)

Cpenm mepeurCIeHHBIX BBINIE BUINMMBIX (DOpPM
U3MEHEHUSI CKOPOCTH 3BOIIOLUY HanboJiee pacipo-
CTpaHEHHOM SIBJIsIETCS OOpaTHAas 3aBUCUMOCTh MEX-
Iy OLIEHKO#I CKOPOCTU 3BOJIIOLIIM U BpeMeHeM (rate
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decay). DTOT (heHOMEH MIPOSBISIETCS B OTCYTCTBUU
JIMHEMHOM CBSI3U MEXIY BPEMEHEM AUBEPICHIIMU U
TCHETUYECKUM PACCTOSIHUEM, YTO BHOCHUT CHUCTEMa-
TUYECKYIO OIIMOKY B OlLIEHKY BO3pacTa IMBEPrUpO-
BaBILIMX TPyII. B pe3ynbTate CKOpOCTH 3BOJIOLNU,
u3MepsieMble MeXIy BuaamMu ((puaoreHeTUIeCKue) u
B mpenenax Buaa (IOIYJISLIOHHbBIE), OKa3bIBAIOTCS
pasIMYHBIMUA. DTa TpobjieMa BO3HHUKAET, IIpEXKIe
BCETo, IpU paboTe C OBICTPO 3BOJIOLUOHUPYIOLIEH
MTAHK, a cam ¢peHOMEH 00BSICHSIETCS, KaK IPENITo-
Jlarajaoch, HAJIMYUEM TOpSTYUX TOYEK MyTUPOBaHUS U
yciaoBHO He#TpanbHbix MyTanuit (Ho et al., 2005,
2007; Henn et al., 2008). Bnusinue rate decay Ha Men-
JIEHHO 3BOJIIOLIMOHUPYIOIHE CAATHI U JIOKYChl MEHEE
3HAYUTEIIHHO.

Ha HemaBHMX BpeMeHax OLIEHKU TEMIIOB 3BOJIIO-
LM MOTYT OBITb 3aBbIILIEHBLI 3a CYET BKJIIOYEHUS
BPEIHBIX MyTallUii, KOTOphIe, KaK IpaBUJIO, yIaIsi-
IOTCSI U3 TTOMYJISIIUU OYMILAIOIIM OTOOPOM B TeUue-
HUe OoJjiee MIUTENbHBIX IlepuomoB BpemeHu (Ho
et al., 2011). HachpllieHMe HYKJICOTUIHOI ITOCJIeJOBa-
TETbHOCTU (MHOTOKpATHBIE 3aMEHBI B OMHOM CaiiTe),
Hao0OpOT, BbI3bIBAET HEJOOLIEHKY KOJINYECTBA IreHe-
TUYECKNX U3MEHEHU Ha JAJEKUX DBOITIOLIMOHHBIX
BpeMeHax (Soubrier et al., 2012).

IToCKONBKY CKOPOCTb HYKJIEOTUAHBIX 3aMEH IS
HeIaBHUX COOBITUM 3HAYNUTEIBHO BHIIIIE, YeM JJISI OT-
JAJICHHBIX, (PUIOTeHeTUUYEeCKUEe CKOPOCTH, TMOJydYeH-
HbI€ HA OCHOBE IPEBHUX KAJTMOPOBOYHBIX TOUEK, MOTYT
0Ka3aTbCs HEIIPUTOOHBIMU JJISI JATUPOBAHUSI BHYT-
PUBUAOBBIX MEXIMOIMYISIIUOHHBIX JTUBEPreHIIUIA.
CrenoBaTelbHO, OIS HAAEXKHOM KaaTUuOPOBKU 4acOB
HEOOXOIUMO MCHOJIb30BaTh HE TOJBKO OTIAJICHHEIE
COOBITUSI AVBEPreHLIMU, HO U OTHOCUTEJIbHO HelaB-
HUE, B TOM 4KCJIe TIPOU3OIIEIIIe B TUIeiicToleHe—
ronoueHe (<1—2 muaH jer). Hampumep, cCKOpocTh
dopmMoobpa3zoBaHUs ST OLIEHKM BO3pacTa TaKoro
JUXOTOMUYECKOTO COOBITHS, KaK pasieieHue Sorex
araneus/S. granarius paBHa 13.6% 3a MUJUIMOH JIET, a
U1t pasaenenus S. daphaenodon u S. araneus — 8.6%
(Bannikova et al., 2010b); mis pacuera BpeMeH OU-
BEPreHIMY MEXIY reorpadnieCKMMU ITOMYJISILUIMU
S. araneus s.Str. WCMHOJb30BAIU TOIYJISILIUOHHYIO
CKOPOCTh HYyKJICOTUIHBIX 3aMelieHuii 2L = 21—-37%,
B cpenHeM 27.8% (PacnonoBa u np., 2018; Raspopova
et al., 2020).

®deHoMeH rate decay cornacyercsi ¢ pasdHUlei
MEXIY BEICOKOM CKOPOCTBIO MYTUPOBAHUS, OLIEHN-
BaeMoOil Mo pogocCaoBHBIM (pedigree rate — cpaBHe-
HUE poauTelieil U TOTOMKOB) U MeAJIeHHOM ¢duore-
HETUYECKOM CKOPOCThIO (CpaBHeHME BUIOB) (San-
tos et al., 2005). Jloka3zaTteabCTBa CUCTEMATUIECKUX
OLIMOOK, 3aBUCSIIMX OT BPEMEHM AUBEPreHUMUN U
CBSI3aHHBIX C IIEPEHECEHNEM BPEMEHU IOITYJISILIOH-
HBIX TUBEPreHIINI Ha (DMUJIOTeHETUYECKIE TUBEPTIEeH-
LIMM 1 HAa0OOPOT, TMOJIyYeHbI [Jisl BUPDYCOB U OaKTe-
puii (Aiewsakun, Katzourakis, 2016; Duchéne et al.,
2016). dnsa gaepHbIX TeHOMOB Metazoa Takue IaH-
Ne 1
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HBbIE OTpaHWYEHBI, XOTsS IIOKa3aHO, YTO YacToTa
CIOHTAaHHBIX MYTAlLIUii BBIIIE, YeM CKOPOCTh JOJITO-
CPOUYHOM MOJIEKY/ISIPHOU 3BOJIIOLIMU, OLIEHEHHAas C
TTOMOIITBI0 (DUITOTEHETUYECKUX METOIOB (HO COBpe-
MEHHBIN YeJIOBEK — UCKJIIOUEHUE M3 ITOTO MpaBuia)
(Scally, 2016; Chintalapati, Moorjani, 2020).

deHomeH rate decay moy4uI MOATBEPKASHYE T10
pesyabratam uccnegoBanmsa naiaeo/IHK (Ho etal.,
2007; Shapiro et al., 2011). Tak, ¢pumoreHeTUYEeCK1E
CKOpPOCTH (MYTUPOBaHUsI) LIMTOXpoMa b IJisl CepbIX
TTOJIEBOK, OIICHMBAaeMBbIe IO BpeMEHH pagualiii po-
na, coctasisior okojio 10—11% (Bannikova et al.,
2010a). C apyroii CTOpOHbI, CKOPOCTHU, TTOJYyUYEHHbIE
ITyTeM aHaJIn3a reTepOXPOHHBIX CHKBEHCOB (MCKOTIa-
eMble rojoleHoBbie Microtus arvalis), 3HAUUTEIBHO
Boiie — 32.7% (Martinkova et al., 2013). K stomy
OJIM3KU CKOPOCTH, pacCUMTaHHBIC Ha OCHOBE CIICHAa-
pueB KosioHusauuu M. agrestis ceBepa EBporibl
(TreiicToleH-roIoeHOBasl rpaHuiia) — 45.7% (Her-
man et al., 2014).

Kpumuka konyenyuu rate decay

Konuenmms rate decay momBepranach aKTHMBHOI
kputuke (Hanpumep, Emerson, Hickerson, 2015).
IIpeamnonaraiock, YTO yBeIUUYEHUE OLIEHOK CKOPO-
CTH OTpakaeT He peaJbHBIN OMONIOrnYecKuii (PeHO-
MeH, a apTedakT, CBI3aHHBIN C HEJOOLICHKON poun
npenakoBoro nogumopdusma (Emerson, 2007; Peter-
son, Masel, 2009; Tuffley et al., 2012), ocodbeHHOCTE
neMorpa¢uyecKoili UCTOPUU U CTPYKTYpPUPOBAHHO-
ctu nonyasuuii (Navascues, Emerson, 2009). bsuio
II0Ka3aHO, YTO IIPY MCHOIb30BAHUM KOPOTKHUX IO-
cJIeoBaTeIbHOCTEN 1 HETaBHUX BPEMEH NTUBEPTeH-
LM (4TO YacTO ObIBAET MPU UCIIOJb30BAHUN TeTEPO-
XpOHHBIX cukBeHcoB najeo/IHK) omrleHku ckopoctu
MOTYT OBITH 3aBBIIIEHBI MHOIJA B HECKOJBKO pa3
(Debruyne, Poinar, 2009; Ho et al., 2011), T.e. cme-
IIeHHasl OlLICHKA BO3HMKAeT MMEHHO BCJICACTBUE
HM3KOoI MHPOPMaTUBHOCTH TaHHBIX. KpoMe 3TOTO,
3 HEKTUBHO HEUTpaTbHbIC TTPOLIECCHI BPSIA U MOTYT
00BsICHUTH HaOII0maeMblid MaciuTad rate decay, B vy
HEepeaJTuCTUYHOCTU TPEOYEeMBIX IJIsI 3TOTO AEMOrpa-
duueckux cueHapueB (Woodhams, 2006).

Tem He MeHee Bcs BbIlIeNIepeYrcIeHHAs KpUTHKA
CcKopee yKaspIBaeT Ha TO, 4TO (peHOMeH rate decay
00YyCJIOBJIEH COBOKYIMTHOCTBIO Pa3HBIX IPUYMH, OTHO-
CUTEJILHBINA BKJIaJ KOTOPHLIX TPEOYeT MOIOJHUTEIb-
HOTO U3y4eHUsI. DTO He MEHSET TOro (pakra, 4To Jaa-
TUPOBKM, OCHOBAaHHBIE HA MCIOJIH30BaHUM MPSIMOJIM-
HEMHBIX ITONXOI0B K aHaIM3y OBICTPO MYTHUPYIOIIMX
MOCJIeIOBATEIBHOCTE OTpaHUYCHHOI UIMHBI, 4acTO
OKa3pIBAIOTCS CyIlleCTBEeHHO cMemeHHbeiMu (Ho
etal., 2015a). /o cux mop HegOCTaTOYHO U3YYEHO
3HAYEHME OIIMOOK B OIpencIeHUU MOIEIN 3BOIIO-
UM 1 paclpeaesieHrusI CKOPOCTed M3MEHUYMBOCTU
caiitoB (Soubrier et al., 2012). Tak, He SICHO B KaKoit
crerieHu BaxkeH 3¢ ekt npucyrctsus B MTJIHK ro-
psauynx Touek MytupoBaHus (Galtier et al., 2006), mo-
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JIOXKEHUE KOTOPBIX caMOo IO cebe MOXKET 10CTATOYHO
OBICTPO MEHSITHCSI.

HcxomHo mpenronaranock, yto 3ddekT rate decay
MPOSIBJISIETCS HA OTHOCUTENIbHO HEJaBHUX BpEeMEHaXx.
OcTtaeTrcsl HESICHBIM, B KaKOIi CTeNIeHU 3TO SIBJICHUE
CBSI3aHO CO CXOIHBIM (PaKTOM 3aBUCUMOCTH OLIEHOK
CKOpOCTEel PBOTIOLNY OT BpEMEHU NTUBEPTEHIIMU Ha
BPEMEHHBIX IIIKajlax 3BOJIIOIIMOHHOIO MacliTada
(Molak, Ho, 2015). OueBuIHO, YTO CYIIECTBYIOIIHE
MOJIEJIN BOJIIOIIMU HE MOTYT aJieKBaTHO OIucaTh Xa-
paxkTep dBOJIOLIMN HEKOAWPYIOIINUX MOCIea0BaTeb-
HOCTEM NP BLICOKOM YPOBHE IMBEPTeHIIUM: IO Mepe
MPUOIMXKEHUS K HACBIIIEHUIO TPETbU MO3UIIUU KO-
noHoB MTJIHK OynyT Bce B OOJIbIIIEl CTEIIEHU HEI0-
OlLICHUBATh peajibHble YPOBHU AuBepreHuuu. OTcyT-
CTBME aJIeKBaTHBIX MOJIEJIEi 1711 OTTCaHUSI 9BOJIIOLIM U
CaliTOB, HAXOASIIMXCS TOJ CUJILHBIM OYMILAIOIIVM
oT60poM (1-e 1 2-e MO3ULIMKU KOJOHOB), BEPOSITHO,
MPUBOAUT K OTCYTCTBUIO JMHEWMHON 3aBUCUMOCTU
MEXIY CTEIEHbIO TUBEPreHIIMY 110 CUHOHUMUYHBIM
1 HECUHOHUMMYHBIM 3aMe€HaM Ha Pa3HbIX YPOBHSIX

(puc. 1).

BosHukaeT Bonpoc, KaKUM CIIOCOOOM MCITOJIb30-
Bath MTIHK mist natupoBok? BrioiiHe peaincTuaHo
MIPEAIIONOXKEeHNEe, YTO YPOBEHb IUBEPIreHIUU IIO
TPaHCBEPCUSIM TPETbUX MOJOXEHUM KomoHa (tv3)
MaJjio IoIBepXKeH BIMsSHUIO rate decay (u3-3a Men-
JIEHHOTO HACBIIIEHUS) U YIUTHIBasI TOT (paKT, 9TO Xa-
pakTep 3BOJIOLMM tv3 JIydille COOTBETCTBYET CTPO-
MM YacaM, YeM B ClIydae Ipyrux TUIIOB 3amMeH (Irwin
et al., 1991). Ecnu B aHanm3e MCIOIb3yIOTCS JaHHBIS
110 BCceM OeI0K-KOIUPYIOLIUM MUTOXOHIPHATbHBIM
reHaM, pallMOHaJIbHO MCII0/Ib30BaTh TPAHCBEPCUM B
YeThIPEXKPATHO BHIPOKICHHBIX IO3UILIMSIX, KOTOPHIE,
B OTJIMYUE OT tv3, B LIEJIOM JEMOHCTPUPYIOT OOJIb-
IIIYI0 BELIPOBHEHHOCTh CKOPOCTEM B pa3HBIX caiiTax.
CpaBHeHME IMHAMHMKM OUBEPIEHILIMM II0 pPa3HBIM
IpyIiaM 3aMeH MOXET ObITh IIPOBEIEHO C MCITOJIb30-
BaHMEM HeJIMHeHo perpeccun (HarmpuMep, Cosson
et al., 2005; Bannikova et al., 2010a, b).

MOJIEKVYJIAPHBIE YACHI
KAK MHCTPYMEHT JIA ITOJYYEHUWA
JATHUPOBOK

Memoobl MoaeKyAapHO20 0amupoBaHus —
COBPEMEHHbII SMan

HatupoBaHue COOBITUIT AUBEPreHLIMN METOIOM
MOJIEKYJISIPHBIX YACOB, WJIM IIPOCTO “MOJIEKYISIpHOE
JaTUpoBaHue” TIoApa3yMeBaeT OLEHKY BpeMEHU
pacxoxaeHUs PUIeTUYECKUX JIMHUI Ha OCHOBE aHa-
JIN3a MOJIEKYJIIPHO-TeHeTUYECKUX JaHHBIX. B HacTo-
s1ee BpeMsl MCIIOJIb30BaHUE MOJIEKYJISIDHBIX YacOB
JIJIsI JATUPOBAHMSI DBOJTIOLIMOHHBIX COOBITUIT JOBOJIb-
HO OBICTPO U 3HAYUTEIILHO MPOTPECCUPYET B CBSI3U C
POCTOM BBIYMCIUTENBHOM MOIITHOCTU (PUIOTE€HETH -
yeckux MeTogoB (Bromham, Penny, 2003; Kumar,
2005). IIpumMeyaTeabHO, YTO MPOrPecC B MCIIOIb30-
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Puc. 1. CooTHollleHUE YPOBHEN AMBEPreHIMM MUTOXOH-
IPUAILHOTO TeHOMa Soricinae mo pa3HbIM TUIIAM 3aMEH.
a — TI0 OCH abCIIMCC OTI0XEHBI TITYOUHBI y3JI0B (hujtore-
HeTmyeckoro aepeBa ML, momens CF + I' (I' = 0.43;
PAUPv. 4.0b10); mo ocu opauHaT — BCe 3aMEHbI 3-TO MO~
noxenust, moaesib GTR + I. 6 — mo ocu abcumce — To e,
4yTO Ha rpaduke @, Mo OCH OPAMHAT BCE 3aMeHbI 1-T0 U
2-1o monoxeHwust, moaeiab GTR + I + I'. B o6oux ciayyasix
perpeccusi JOCTOBepHO He JiuHeitHasi (Statistica v. 8.0,
Nonlinear estimation).

BaHUU METOJIOB MOJIEKYJISIPHOTO IaTUPOBAaHUS BO
MHOTOM CBSI3aH C YCJIOXHEHHEM MOJeNeii 3BOJIO-
UM, YTO OTJIMYAET COBPEMEHHBIE UCCIENOBAHUS OT
nx 6oJiee paHHEeTO 3Talla U IBISIETCS MaruCTpaJibHbIM
HampaBjJe€HUEM COBpPEeMEHHOM (uioreHeTnku. Mc-
clielloBaHUs B 3TOI 00J1acTU MPUBEIU K pa3paboTke
HOBBIX METOIOB pacueTa BpeMeH AUBEPreHIINU TaK-
coHoB (Heath, Moore, 2014; Ho, Duchéne, 2014;
Kumar, Hedges, 2016). [Ipexne Bcero, K HUM OTHO-
CATCSI METOBI, TO3BOJISTIONINE CIIPABUTHLCS C BapUa-
LUSIMU CKOPOCTH 3BOJIIOLIUU HE TOJILKO MEXIy re-
HaMHW, HO U MEXIY JUHUSIMHU, T.€. METOIbI HECTPO-
rux yacoB (Hasegawa et al., 1989; Sanderson, 1997,
2002; Thorne et al., 1998).

Jlpyroit pakTop — yBeIMUeHNe 00beMa TOCTYITHBIX
JIJIST aHaIM3a JAHHBIX, YTO B COYETAHUM C aAeKBaTHBI-
MU MOIEISIMU SBOJIOLNU HYKJICOTUIHBIX ITOCIIEIO-
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BaTeJIbHOCTEM MPUBOAUT K YMEHBIICHUIO TOBEPH-
TeJIbHBIX WHTEPBAJIOB U, CJIedOBaTeJbHO, K OoJjiee
TOYHBIM OLIEHKAM BO3pacTa y3JI0B BETBJIEHUS U CKO-
pocteit aBomonuu (Tajima, 1993; Bromham et al.,
2000; Kumar, 2005; Reis et al., 2015). Hakone1, Bax-
HYIO POJIb UTPAET Pa3BUTHUE PA3HOOOPA3HBIX MOIXO-
OB K HCITOJIb30BaHMUIO KAJIMOPOBOYHOM MHMOpMa-
LIUU — GoJiee TIOJIHOE UCITOJIb30BaHUE TTIOCTOSTHHO U
OBICTPO PACTYIIETO OObeMa IAJIEOHTOJIOTUYECKUX
manHbix (Kumar, 2005; Reis et al., 2015).

OcHo6Hble NPUHUUNDL NOAYHEHUS
MOAEKYAAPHBIX 0aMUPOBOK

OCHOBHBIE 3Tambl IIPOLICAYPHI MOJTYIECHUS MOJIe-
KYJISIPHBIX TaTUPOBOK IIPEACTaBJICHEI Ha cxeMe (puc. 2)
1 cOCTOSAT B cienymwoiieM: (1) pazdbueHne faHHBIX Ha
NapTULAU U IIoJIyYyeHre (UIIOreHeTUIECKOro apeBa
10 BEIOpAaHHBIM TeHaM, (2) IIpoBepKa 9acoB: TECT HA
pPaBEeHCTBO CKOpocTeit, (3) mogdoop Moae I YacoB IJIsI
Kaxnoi maptuuuy (reHa WiId TPyInbl TeHoB), (4) B
ciiygae oOpamneHus K cBobogHbiM 4dacam (Relaxed
clock), BbIOOp CKOppeIMpPOBaHHBIX WJIM HECKOppe-
JIMPOBAHHBIX YacoB, (5) KaIuGpoBKa Jacos, (6) Imo-
JIydeHHe OTHOCHUTEJIBHBIX M aOCOJIOTHBIX BpPEMEH,
TOCTpOEeHHE XpOoHOTrpaMMbl. PaccMoTpum Ooliee mo-
IpoOHO HanboJjee CIOXHBIE U3 3TUX 3TAIOB U 00Cy-
M BO3MOKHBIE OIIINOKH.

IMpouenype naTupoBaHUS IIPEAIIECTBYET BHIOOP U
CEeKBEHMpPOBAHUE TE€HOB, HA OCHOBE KOTOPBIX OyIeT
IIPOBOAUTLCS AATUPOBaHUE. DTU JIOKYCHI JTOJKHBI
OBITh JOCTATOYHO MH(MOPMATUBHEI, HO HE HACKIIIE-
aeI. Hanmpumep, MmTAHK Ha BBICOKMX YpPOBHSIX IHM-
BEpPreHILMM YacTo JaeT CMEIleHHbIE OLIEHKA BpeMEH
(Phillips et al., 2009; Brandley et al., 2011; Bannikova
et al., 2014; Dornburg et al., 2014). Iloatomy 11pu
YPOBHE CXOICTBAa MMTOXOHJIPHAJIbHBIX IOCIEIOBa-
TeJlbHOCTEl MeHee 85% MbI He PEKOMEHIyeM WC-
nonb3oBaTh MTIHK m3-3a odyeBMIHOTO CHMIBHOTO
HaCBIIIEHUs, KOTOPOE HE KOMITEHCUPYETCSI CyIle-
CTBYIOIIUMHU MOZAEISIMU SBOJTIOLIVMN.

ITocne monbopa Moaeneit 3BOJIOLMU T'€HOB IO
UMeIoIEeMycst Habopy JaHHBIX CTPOUTCS (PUIOTeHEe-
TUUYECKOE NIPEeBO. XOTs PsAd METOIOB (CM. HUXE)
MO3BOJISIET OAHOBPEMEHHO MOJYYUTh TOIIOJOTUIO U
OLICHUTH BpeMeHa AUBEPreHIINI, HO JIyJllle CHaJaia
MMOJIYYUTh OLIEHKY TOIIOJIOTUU, HE3aBUCSIILYIO OT 10-
MyLIEHU O XapaKTepe U3MEHEHUsI CKOPOCTU 3BO-
monuu. BaxkHo BEIOpaATh MIPaBUIILHYIO MOJIETb 3BO-
JTIIOLIAH, a TI0CJIe PTOTO ITPaBUJIBHO pa30ouTh HabOp
JaHHbIX Ha IMMapTULUU (T.C. BbIACJINUTD I'PYIILI ITO-
CIIeIOBAaTEABHOCTEN CO CXOMHBIM XapaKTepOM 3BO-
JIIOLINN).

Janee IIpoBOAST IIPOBEPKY MOJIEKYJISIPHBIX YaCOB.
HMcxomHass rumoTe3a IIpeariojiaraeT, 4ro CKOPOCTHU
MOJIEKYJISIPHOI BOIIOLIUY ITOCTOSIHHBI [1J151 BCeX (pu-
JIETUYECKUX JIMHUI W BO BpeMeHU (MOIeIb CTPOTUX
yacoB). Eciu 3T0 Tak, TO BCe BETBU (DUJIOTCHETHUYE-
Ne 1
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Puc. 2. Cxema 1ojiydeHUs: MOJIEKY/ISIPHBIX TaTUPOBOK.

CKOTO JIpeBa MOXHO OXapaKTepu30BaTh C IIOMOIIbIO
eIUHOM olLleHKU. J1JIsT MpoBepKU COOITIONEHMIS YacoB
MIPOBOIUTCS TECT OTHOCUTENIBHBIX cKopocTeil (Relative
Rate Test, RRT; Wu, Li, 1985; Tajima, 1993) unu tect
otHomeHuss npasmonomodous (Likelihood Relative
Test, LRT; Felsenstein, 1981). TecT oTHOCUTEIbLHBIX
ckopocrteil TamkKuMbl TIPUMEHUM JJIsI CpaBHEHUS
JIBYX KOHKPETHBIX TPYIIII U B HACTOSIIEE BpeMsl B
3HAYUTEJIBHOM CTEIIEHU BBITECHEH METOIaMM, I103-
BOJISTIOIIIIMM IIPOBEPSITH TETEPOreHHOCTh CKOPOCTE
MEXAy JIMHUSMU IO BCEMY (UIOTe€HETHIECKOMY
npeBy, TakumMu Kak LRT.

INepeunciieHHBIE BHIIIE TECThI PABEHCTBA CKOPO-
cTeil Ha JOpeBe OPMEHTUPOBAHBI TOIHLKO Ha OYEHB
JIJIMHHBIE TTOCJIEN0BATEIbHOCTH, a B CJydae HeJoCTa-
TOYHOM ITJIMHBI BEIPABHUBAHUS U/UIUA TEHOB C HU3-
KO M3MEHYMBOCTBIO, UX WCIIOJB30BAHUE MOXKET
MIPUBECTU K HEJOOLEHKE BapbUPOBaHUSI CKOPOCTE
U olMOKe B oIpedeieHUuM maTupoBoK (Bromham
et al., 2000). B pamkax 6aiieCOBCKOro momaxoja Impo-
BEPKY COOTBETCTBMSI CTPOTMM YacaM MOXKHO ITPOBO-
IUTh ITyTeM BbiuuciacHust baitec-pakTopoB, omHako
STOT METOJI TPeOyeT CYyIeCTBEHHBIX BpEMEHHBIX 3a-
Tpar.

B mpocreiimem ciydae, ecii MOCTOSTHCTBO CKO-
POCTH He OTBEpPraercsi, TO He COCTaBJISIET TPYAa BbI-
YUCJINTh BpeMsl IUBEPIreHIIMU TAKCOHOB 1O (popmyJie
Tij = a’,-j/2r, rne d — OXUIAeMOE YMCIO 3aMELIeHUI
(reHeTUYECKMUE OUCTAaHLIMM). [IJIs 3TOro Hajao Mo na-
JICOHTOJIOTUYECKMM (MU OuoreorpadrUyecKuM)
JIaHHBIM OIIPEIeNINTh BpeMsl ITUBEPITeHIINN XOTSI ObI
JUUTSI OMHOM Mapbl TAKCOHOB (7};) U HAa OCHOBaHWUU 3TO-
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ro TOJyYUTh OLIEHKY cKopoctu r = dy/2T,. Ilocne
9TOTO MOXHO BBIYMCIMUTb OLIEHKW BpeMeH ISt
OCTaJIbHBIX AUBepreHunii. Micronb3ys 3T npocreii-
e GopMysibl Wi paBHo3HauHyo T; = Tyd,/d,,
clieayeT TIOMHUTh, YTO IMOJIydaeMoOe OTHOIIeHUE —
9TO CMellleHHas (3aBblllIEeHHAasl) OlleHKa, MpuYem
pa3Mep CMeUIeHUsI TeM OOJIbIIle, YeM OOJIbIlle OTHO-
cuTesibHas olrbKa (Koa@UIIMEeHT Bapualun) misi
d, (Nei et al., 2001; Rodriguez-Trelles et al., 2002).
ITosToMy, KammOpyst 4ackl HA OCHOBAHHWU TOCJIEIO-
BaTEJILHOCTU C MaJIbIM YMCJIOM 3aMEH, MBI PUCKYEM
MOJYYUTH 3aBbIIIIEHHbIE OLIEHKU BpEMEH.

Ecnu ncnonb3yiorcst OTaebHbIC TeHbI (MU KOH-
KaTeHUPOBaHHBIE MOCIEA0BATEILHOCTH), TO OLIEHH -
BaeTcs BpeMsl AUBEPreHIINHN aJijiesieii, a He TAKCOHOB,
MO3TOMY HEOOXOAMMO CIIeJIaTh IMOTPAaBKY Ha MPEIKO-
BBl moaumopdusM. Ecnu gatnpoBaHue NMPOU3BO-
IUTCS MO KOHKATEHMPOBAHHOM IMOCIEHOBATEIbLHO-
CTH, TO BpeMeHaM Y3JI0B Ha OpeBe COOTBETCTBYIOT
CpeoHUEe BpeMeHa pacXOoXIeHUs ajlielieil, a He co0-
CTBEHHO TaKCOHOB. B oTcyTCTBHME TMOpUIU3AIINN 3TU
BpeMeHa AMBEPreHLIY ajljiesieii cTapliie, 4eM BpemMe-
Ha IUBEPreHLIMY TAKCOHOB. DTOT (PaKTOp BaXKHO Y4U-
TBIBaTh IIPY aHAJIM3Ee JUBEPIeHIINN OJIN3KUX BUIOB.

Mogeid CTpPOrHX 4YacoB. DTH MOACIU OOBIYHO
TONXONAT IS HEWTyOOKMX (PMITIOTEHUI OJM3KOPOI-
CTBEHHbIX BUIOB U TIOIYJISILIUI B COCTaBE OMHOIO BUIA,
IJIe BapbUPOBaHME CKOPOCTU MOJIEKYJIIPHOM 3BOJIIO-
nuu Hebombinoe (Brown, Yang, 2011), Harpumep, ec-
JIV pa3HULIa MEXIY TTOCIeI0BaTeIbHOCTSIMIA COCTaB-
nsieT MeHee 5% (Zhu, 2020). Ho aTo mpenmnonoxeHue
MaJjio PeaIMCTUYHO MPU CpaBHEHUU HAJCKMX BUIOB
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(Langley, Fitch, 1974; Yoder, Yang, 2000; Hasegawa
et al., 2003). TemM He MeHee, €C/IM CTPOTUe Yachl Bbl-
MOJTHSIIOTCSI, JIyYIlle MCIIOJIb30BaTh UX, YEM METOIbI,
JIOMyCKalolllie BapbUpPOBAaHUE CKOPOCTEi, TaK Kak
OIIIMOKAa JAaTUPOBKU B BTOM ciiydyae OyIeT MeEHBbIIIe
(Brown, Yang, 2011).

Yto genarh, eCiv MOAEIb CTPOTUX YaCOB OTBEPT-
HyTa? Ecnm Kakoi-1mdo TaKCOH CHJIBHO OTKJIOHSIETCS
OT OCTaJIbHBIX [0 CKOPOCTU 3BOJIOLMU, IPOCTEHALLIAIA
BBIXOJ, U3 TIOJIOXKEHUST — 3TO UCKIIOYUTH €ro U3 aHa-
mm3a (Takezaki et al., 1995; Hedges, Kumar, 2003).
Haxkonen, s ydyeTa HEOOTHOPOMHOCTU CKOpOCTEit
(MOJIEKYISIpHOI 3BOIOLMN) Ha (PUITOTEHETUUECKOM
JIpeBe MPeIIararoTCs pa3IMIHbIE MOIEIN MOJIEKYIISIp-
HBIX 4acoB. DTH MOJIEIM IIPUMEPHO COOTBETCTBYIOT
JIBYM THUIIaM: T€, KOTOPbIE JOITYCKAIOT BCETO HECKOJIBKO
M3MEHEHMIA CKOPOCTH 3BOJIIOLIMU IIOCIEHOBATEILHO-
CTeid, HO pa3JINuMsI MEXAY HUMU CYILIECTBEHHbIE, U T€,
KOTOpbIE MPEAIoaraloT MHOXECTBO pa3HbIX CKOPO-
CTeli, OTHOCUTEJIbHO Maji0 OTIMYAIOIIMXCS IPYTr OT
npyra (Welch, Bromham, 2005). B nepBom ciyuyae
MOJIEKYJISIPHBIX CKOPOCTE OOBIYHO HAMHOT'O MEHb-
1IIe, YeM BETBEI Ha IpeBe.

JlokanbHble Yyacel. MeToauKa, 3aK/I04alonasics B
HCIIOJIb30BaHUM HEOOJIBIIIOTO YKMCJIa pa3HbIX CKOPO-
cTeil 9BOJIIOLIMU IJIS1 pa3HBIX YUYaCTKOB JIpeBa, MOIy-
yuja Ha3BaHue “JokajabHbIX yacoB” (Local Clock) u
BKJIIOYAET Pa3HOOOpa3HbIE aJITOPUTMBI MHOTOCKO-
pocTHBIX YacoB (“multi-rate” clocks) (063opsl: Ku-
mar, 2005; Welch, Bromham, 2005; Ho, Duchéne,
2014; Bromham et al., 2018). B Takux Mmoneisix Bax-
HOM 3amayeil SBJISETCS OIPEICIEeHUE KOJMYeCTBa
CKOpPOCTEI 3BOJIIOLIMM U YYACTKOB Ha IpeBe, K KOTO-
PBIM OTHOCSITCSI 3TU CKOpPOCTHU. JIsT 3TOrO B paMKax
MeTOoJla MaKCUMAJIbHOTO MPaBAOIoa00UsT UCTIOIb3Y-
1otcs MHOXecTBeHHBIe TecThl RRT u LRT. OTa npo-
Heaypa He Bcerma IpUBOIUT K OMTHO3ZHAYHBIM Pe3YJIb-
tataM (Bromham et al., 1998). Eciu yuacTkoB aepeBa
C pa3HBIMU “JIOKAJIbHBIMM 4YacaMM’ OKa3bIBaeTCS
CJIMIIIKOM MHOIO, METOH CTAaHOBHMTCS HEIPUMEHU-
MbIM (Rannala, 2002; Felsenstein, 2004).

Tem He MeHee 0Ka3ajloCh BO3MOXHBIM YCITEIITHO
peaan30BaTh METOI JIOKAJIbHBIX YaCOB B paMKax Oaii-
€COBCKOM CTaTUCTUKM, [Ie WCITOJIB3YIOTCSI METOIBI
CIIyJyalfHBIX JIOKAJIBHBIX YacoB (random local clock,
RLC; Drummond, Suchard, 2010, naketr BEAST) u
npouecc Hdupuxie (Dirichlet process prior, DPP-R;
Heath et al., 2012, nporpamma DPPDiv). 3necsk pe-
3yJIbTAaT COOTBETCTBYET HE EIMHCTBEHHOMY OITH-
MaJIbHOMY Habopy CKOpPOCTENi 1S BETBEM, a arocTe-
PUOPHOMY paCIpEeACICHUIO YMCa JIOKAJbHBIX Ya-
COB, UX CKOPOCTEM U IIOJIOXEHUSI COOBITHMII CMEH
OIHMX YaCOB APYTMMU Ha JApeBe.

Cro0oaubie yacel. CTporue 4achl Ijisl BCEro ApeBa
U HE3aBUCHMbIE CKOPOCTH JUISI KaXKIOU BETBU JpeBa —
3TO JBE KpalfHOCTU, KOTOPhIE B pealbHOM 3BOJIIOLIM-
OHHOM TIpoliecce MajoBePOsITHBI. bojiee BeposITHO,
YTO BapbUPOBaHME CKOPOCTU MOJIEKYJISIPHOI 3BOJIIO-
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LIMM OrPaHUYEHO KaKOi-TMOO0 3aKOHOMEPHOCTHIO,
HaIIpUMepP, CKOPOCTHU B JIUHUSIX IIPETKOB—ITOTOMKOB
OoJiee CXOOHHBI, YeM B oTaajaeHHBIX BeTBsX (Gillespie,
1991). ITosTtomy Gonee 3(ppeKTUBHBIII MO CpaBHE-
HUIO C JIOKAJbHBIMU YacaMU TTOAXOMI COCTOUT B TOM,
4TOOBI MOIEIMPOBATh U3MEHEHNE CKOPOCTU Ha (pu-
JnoreHetndeckoM apese (Sanderson, 1997; Huelsen-
beck et al., 2000; Kishino et al., 2001).

B Hacrosiiiee BpeMsi IIMPOKO MCIOJB3YETCS MO-
nenb “cBobomHbix” 4vacoB (Relaxed clock; Drum-
mond et al., 2006). DToT MeTOI TaTUPOBOK AOITYCKa-
€T BapbUPOBaHNE CKOPOCTU IBOJIIOLIMHU JJIsI KaXKI0TO
reHa oOIlEeil MOCIIeIOBATEIbHOCTU U KaXIOW BETBU
duroreHeT4eckoro aApena. [IpuMeHeHMe 3TOTO Me-
Toda 0COOEHHO 3((EKTUBHO IIPU MCIIOJIb30BaHUU
HECKOJIBKUX KaJTUOPOBOK, TaK KaK MPU STOM JIydllle
OLICHMBAETCSI U3MEHEHME CKOPOCTU MEXIY BETBIMU
apesa (Thorne et al., 1998; Sanderson, 2003). Beibop
MOJIEJI CKOPOCTU — OYEHBb BaXKHBIN 1T Mepel TEM,
KakK MPUCTYNUTh K OLIEHKE BPEeMEH IUBEPTCHLIUIA.
JBe OCHOBHBIE MOJIEJIM CBOOOIHBIX YACOB — 3TO YaChl
C aBTOKOppelsinmein ckopocteil (autocorrelated
branch-rate, ABR) u yacel 0e3 Koppeasaiuu, T.€. C
He3aBUCUMBIMU cKopocTsMmu (independent branch-
rate, IBR) (Thorne et al., 1998; Kishino et al., 2001;
Drummond et al., 2006; Lepage et al., 2006; Rannala,
Yang, 2007; Ho, 2009; Ho, Duchéne, 2014).

B nepBoMm ciaydae oxXumaeTcsi, 9TO CKOPOCTU B CO-
CEIHUX BETBIX IpeBa OTHOCUTEIILHO CXOIHBI;, BO BTO-
pOM — CKOPOCTH BCeX BeTBeil ApeBa pacIlipelnesieHbl
eIMHOOOpa3HO (PKCHOHEHIUAIBHO, JOTHOPMAaJIbHO
U T.J.), HO KOPPESLIUU CKOPOCTEM B COCETHUX BET-
BsIX HeT. B 000oux cirygastx MoaempyIoTcst 100 cpel-
HIE CKOPOCTH Ha BETBb, JINOO CKOPOCTH B y3/1aX ApeBa.
HanGonee mpuHATHIN BapUaHT MOJEIN C aBTOKOPpE-
gsiumert (Thorne et al., 1998) skBuBajieHTEeH MOAEIU
reOMETPUUECKOTO OPOYHOBCKOIO IBIVIKEHWS, IPU
5TOM JiorapudM CKOPOCTH B y3Jie-TIOTOMKe R; pac-
MpeaeacH HOPMaIbHO ¢ MAaTeMaTUUECKUM OXUAAHU-
eM log (R,) u nucriepcueii 62 X t, tae R, — CKOPOCTh B
MPEIKOBOM y3JIe, ¢ — TPOTSKEHHOCTh BPEMEHHOTO
uHTepBana Mexay yaiamu 0 u 1, a 62 — KOHCTaHTa,
oTpaxarolllasi OTHOCUTEbHYIO CKOPOCTb U3MEHEHUSI
CKOPOCTMU.

IlepBoit MoOmEeNMM COOTBETCTBYET OTHOCHUTEIHHO
MeUIeHHasI, HO He OTpaHUYeHHAass HUKaKUMU TIpee-
JIJaMM, DBOJIIOLIMSI CKOPOCTU U3MEHEHMII B HYKJIEO-
THIHOHN MMOCIIenT0BaTeIbHOCTA. DTOT TIPUHIIUI TTOI-
XOOUT ISl W3yYeHUs] OMU3KOPOICTBEHHBIX BUIOB
(Ho, 2009). HepeanucTUYHOCTh 3TOM MOAEIN — B OT-
CYTCTBUHM CTAIIMOHAPHOTO pacIIpeneIeH s, 9TO TIPH-
BOJIUT K TOMY, YTO CKOPOCTb MOXKET JOCTUTATh OUYEHb
OOJIbIINX 3HAYEHUIA.

B Momenn HecKoppearpoOBaHHBIX 4YaCOB YaCTOTHI
BBIOMPAIOTCS U3 CTATUCTUYECKOrO pacHpeneeHUs 1
He 3aBHCIT OT 3HAYCeHMI Ha COCEIHMX BETBSIX
(Drummond et al., 2006; Rannala, Yang, 2007). Dra
MOJEIb OCMBICJICHHA, KOIJa CKOPOCTU HYKJICOTUII-
Ne 1
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HBIX 3aMEH MEHSIOTCSI OTHOCUTEIBHO OBICTPO, HO
MMEIOT OrpaHUYEeHUs U/WUJIN BapbUPYIOT BOKPYT He-
Koro ontuMyma. HepealmcTUUYHOCTh 3TOM MOIenIu
3aKJTI0YAeTCd B TOM, YTO JTaXKe B COCETHUX KOPOTKUX
BETBSIX CKOPOCTb MOXET ObITh CTOJIb K€ Pa3HOM, YTO
1 B manbHMX. OTMeYaeTcs TaKKe 3aBUCUMOCTH pe-
3yJabTaTa OT YKCJIa TaKCOHOB B aHamm3e (Guindon,
2020).

B xauecTBe Oosiee peaTuCTUYHBIX MOAECIICH TTpe-
JIaraJioch MCIIOJb30BaTh Ipolecchl OpHINTeiHA—
Vnen6eka (Aris-Brosou, Yang, 2002; Reis et al., 2016)
u Kokca—HMHurepcomta—Pocca (Lepage et al., 2006),
KOTOphIE C ONHOI CTOPOHBI IIPEANojaraloT cylle-
CTBOBaHUE 3HAUYUTENIbHOI CTOXaCTUYECKO KOMIIO-
HEHTBI B 9BOJIIOLIMY CKOPOCTH HYKJICOTUIHBIX 3aMEH, a
C NIpyroii — CylIecTBOBaHME HEKOIl “ONTMMabHOM”
CKOpPOCTH, KOTopas SBJISIETCI MaTeMaTU4eCKUM
OXHJaHWEM CTallMOHApHOTO pacripeneneHus. Oue-
BUIHO, 4TO IIPU HeOOJBIINX BpeMeHax IIpolecc 0y-
JIeT CXOJEH C aBTOKOPPEISLIMOHHOM MOIIEIIbIO, a TPU
OOJIBIIMX — C MOJIEJIbI0O HE3aBUCUMBIX CKOPOCTEIA.
HenaBHo Gbuia mpejioXeHa ellle ogHa, IToKa Majo
HCCeA0BaHHAsI, MOACIb HECTPOTUX YaCOB, COTIIACHO
KOTOPOIi BapMallMM CKOPOCTU CBSI3aHbl MCKIIOUM-
TEJILHO C PE3KUMM YCKOPEHUSIMHA B MOMEHT TUBEPCHU-
duKamuu, 4TO MPEACTABISIET COOOM SBOIIOLIVIO 110
TUIy TIpepbIBUCTOTO paBHoBecus (Manceau et al.,
2020).

Br16op Monenu 1 npencrapisieT coO00i CIIOXKHYIO
3amady, M 3aMETHO BJIMSIET Ha pe3ynbTar. Breidoop
MOXKHO OCYIIECTBJISITh C TToMoIIbIo baitec-pakTopoB
(Bayesi factor, BF), HO 4yBCTBUTEIIBHOCTh 3TOTO Me-
toma HeBbicoka (Ho et al., 2015a). Tem He MeHee pe-
3yJIbTaThl TECTOB Yallle COMIACYIOTCSI C TMpeacTaBie-
HYEM, YTO JOMUHUPYIOIIUM TMaTTePHOM B MOJIEKY-
JIIpHOW (pUJIOTEeHETUKE Ppa3IMUYHBbIX TPYyMIl BUIOB
SBJISIETCS aBTOKOPPEJSILUS CKOPOCTE BETBJICHUI
(manpumep, Tao et al., 2019).

OmnpeneneHne NMAPTHIMIA A1 T€HOB CO CXOIHbIMH
Mozaeaavu 9acoB. [Ipenmosaraercs, YTO CyIIECTBYIOT
IPYINBl JIOKYCOB, B TIpeaeiaX KOTOPBIX CKOPOCTHU
SBOJIIOLIMN M3MEHSIIOTCSI CXOIHBIM O00pa3oM, U IO-
3TOMY K HUM NPUMEHUMBI OOHU 1 T€ XK€ MOJIEIN He-
crporux 4yacoB. Iloka3zaHo, 4To cxema pa3OHUeHUs
JaHHBIX Ha TApPTULMKA MOXET CWJIbHO BIUSATH Ha
oneHku BpeMmeH (Angelis et al., 2018). Eciu onuH u
TOT e Ha0Op JaHHBIX OyJeT aAeKBaTHO pasjiejicH Ha
OoJIblllee KOJIMYECTBO IMAPTULIMI, OLICHKM BPEeMEHU
craHyT Oojiee TouHbIMU (Zhu, 2020). YTtoOB1 130e-
XaTh OOJIBLIMX 3aTpaT Ha BbluucieHus (depe3 BF)
MOXHO HCHOJb30BaTh, HAIpUMEpP, aJArOPUTMbI IS
pas3nelieHUsT Ha TapTULIMM, OpuMeHseMble B ML
(Maximum Likelihood) ananuze: Partitionfinder
(Lanfear et al., 2017), Modelfinder (Kalyaanamoor-
thy et al., 2017). Ipyroii (6onee OBICTPHINA U MEHEe
CTPOTUIT) BapUaHT — aJITOPUTMBI HA OCHOBE KJIacTe-
pu3aluy JUIMH BeTBeli TeHHbIX AepeBbeB — ClockstaR
u cxogHble Metoabl (Duchéne et al., 2014, 2016).
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Hcnoavzosanue b6aitecoéckux nooxodoé
0415 NOAYHEHUSI MOACKYAAPHBIX 0aMUPOBOK

MeTonpl 0alfieCOBCKOI CTATUCTUKM BIIEPBBIC OBI-
JIM BBelleHbI B 00uxon ¢prtoreHeTuku B 1990-x rogax
¥ OBICTPO HabOpaiu MoIyasapHOCTb. OHU UCIIONb3Y-
JoTCs B (pmmoreHeTnKe 1 (prmoreorpadum s onpe-
JeJIeHUsI BUIOBBIX T'PAaHUIl, U3MEPEHUS TTOMYJISILIM-
OHHBIX ITapaMeTPOB (MIOTOKA FTEHOB MEXAY BUAAMU) U
OLIEHKY BPEMEHU IUBEPreHIINN.

OcHoBHas 1ienb 0aiieCOBCKOU (PMIOTeHETUKN —
OLIEHUTb pacripe/ieJieHUe TeX PBOJIOLMOHHBIX Mapa-
METPOB, TIPU KOTOPBIX C BICOKOI BEPOSTHOCTBIO Te-
HepupyeTcsl vMccieayeMblii Habop JaHHBIX. B yucio
MPENCTABJISIONIMX UHTEPEC MapaMeETPOB MOTYT BXO-
JIIUTb TOTIOJIOTUS APeBa, a TaKXKe TTyOUHbBI Y3JI0B, KO-
TOPBIM COOTBETCTBYIOT BpeMeHa auBepreHuuu. Oc-
HOBHO€ JOCTOMHCTBO 0aileCOBCKUX METOJOB — BO3-
MOXHOCTb 3(M(EKTUBHOU padOThl CO CIOXHBIMU
MOJIeJISIMU C OOJIBIIIUM KOJIMYECTBOM MMapaMeTPOB —
BO3MOXHOCTb TMOKO YYMTBHIBaTh UCXOJIHYIO HEOMNpe-
JIeJIEHHOCTh B 3HAYeHU Y ITapaMeTpoOB, HalIpuMep, Ka-
JIMOPOBOYHYIO MHGpOpMauio B (¢GopMe arpruOpPHOTO
pacnpeneneHus. Kak pe3yabraT, Ha BbIXOJ€ MbI T10-
JlydaeM aroCcTepUOPHYIO OLIEHKY IMapaMeTpoB C yye-
TOM ero pa3bpoca (B ¢opme nHTepBajia 06JacTy BbI-
COKOW MJIOTHOCTU allOCTEPUOPHOIO pachpeaeaeHust
BeposiTHOCTH — high posterior density, HPD) (Drum-
mond et al., 2006; Yang, Rannala, 2006; Ronquist
et al., 2012).

JIBe OCHOBHBIE€ MOJIEJIM CBOOOMIHBIX YaCOB peaslu-
30BaHbl B IIaKeTax, MCHOJb3YIOIIUX aJTOPUTMBI:
MCMCTree (Brown, Yang, 2011) u BEAST (Drum-
mond et al., 2012). AmpropHbIe pacnpeneeHus 3a-
JalTcs OJIsI KaIUOPOBOYHBIX MAaHHBIX (CM. HMKE),
mapaMeTpOB MOJIEJIeH 3BOJIOLNM IIOCIeI0BATEIbHO-
cTeii (BO3MOXKHO I HECKOJIBKUX ITapTULIMii), TTapa-
METPOB MOJEIU IBOJIOLUN CKOPOCTU (MOTYT OBITh
pa3HBIMU IS pa3HBIX T€HOB), a TakxXke I (popMbI
npeBa (HanpuMmep, moaeau FOma, birth—death, n1u6o
MOJEU KOAJIECIIEHIIUY B CTAOMJIbHOM WU pacTylleid
nomnyisuun). Heod0xomMocTh BBeIeHUS allpuOPHO-
ro pacrpenejieHus: s (popMbl IpeBa — CIOXKHBIA
MOMEHT B 0alieCOBCKOM aHan3e, TaK KaK 3TO MOXET
BusAThH Ha pesynbratT (Ritchie et al., 2017), a o0bek-
TUBHOE O00OCHOBaHME BBIOOpa ¢ momomibio baiiec-
¢dakTOpOB TpeOyeT 3HAYUTEIBHOTO KOMIBIOTEPHOTO
BpeMeHH. B GoJjiee mpocToM ciiydae mompasyMeBaeT-
Cs1, UTO TOIIOJIOTHSI IPeBa eauHa JIJISI BCEX T€HOB.

Pousb annecrpajpHoro nojmmopgusmMa u MeToj BU-
nosoro apesa. IloiayyaTh MOJIEKYJISIpHBIE OLICHKU
BpPEMEHU IUBEPreHIUM YacTO yIOOHO HA OCHOBE He
KOMOWHUPOBAHHOM ITOCJI€IOBATEIbHOCTU TE€HOB, a
TaK Ha3bIBaGMOIO BUOOBOTO JpeBa (species tree).
Kaxaplii reH MOXeT UMETh CBOK COOCTBEHHYIO UCTO-
pHUIO, a BpeMsl AMBEPreHLUN ajUiesieil, Kak MpaBUIO,
cTaplie BpeMeHU IMBEPreHIUM TaKCOHOB. MeTon
BUIOBOTO IpeBa MO3BOJISIET PELIUTD 3TU IBE TTpodIIe-
MbI IIyTeM BKJIFOUEHUSI B MOJIEJIb OLIEHOK ITOJIMMOpP-
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¢du3Ma I Bcex BHYTPEHHUX y3/10B (multispecies co-
alescent model), yTo maer OoJjiee peaMCTUYHBIC
OLIEHKY BpPEMEH, HO 3a CUET BO3paCTaHUsSI BpeMEH-
HBIX 3aTpaT Ha BeUmMclIeHus: (Species tree dating;
Heled, Drummond, 2010). OnHako aHaau3upoBaTh
5TUM METOOOM OOJIbIIe MYJbTUTEHHbIE HAGOPHI
JaHHBIX, B TOM 4YHCJIE U T€HOMHbIC, HEBO3MOXHO
(Ogilvie et al., 2016).

amupoeanue guroceHOMHbIX OAHHbIX
batiecoscKxumu memooamu

B mocnmeqHue nBa mecsITUIETHUSI BCIEOCTBUE pas3-
BUTHUSI BBICOKOITPOU3BOAUTEIBHOIO CEKBEHUPOBA-
HUSI HaOJIIOAAeTCsl CTPEMUTEbHOE HAKOIUICHUE Te-
HOMHBIX JaHHBIX. DTO CIOCOOCTBYET YIIyOICHUIO
IMMOHUMAaHUS 3BOJIIOLIMM Ha T€HOMHOM YpOBHE, HO
OTHOBPEMEHHO CO3/1aeT HOBBIE IPOOJIEMBI IJIsI IIOJTY-
YEHUST MOJIEKYJISIDHBIX JAaTUPOBOK M3-3a CEPbEe3HBIX
BeIYMCIUTEAbHBIX npobieM (Ho, 2014; Tong et al.,
2016).

Tem He MeHee, HECMOTpPSI Ha BpEMEHHEIC 3aTpaThI,
BEOyIIUM METOIOM B (PMJIOT€HOMHOM JaTUPOBAaHUU
octaetcst OaitecoBckmii monxon (Reis et al., 2012,
2018; Springer et al., 2012; Jarvis et al., 2014; Zheng,
Wiens, 2016). 3HaunTeabHBIE 3aTPaThl KOMITLIOTEP-
HOTO BPEMEHMU IIPU UCITOJIb30BAHUM 3TOTO CTATUCTU-
YeCKOIo I0aXoAa CBSI3aHbI C TEM, UTO allOCTEPUOP-
HO€ pacmpeneeHrde OOJIbIIOro 4ucia mapamMeTpoB
reHepupyeTcsl ¢ moMmolibio Metoga MoHTte-Kapio ¢
MmapkoBckumu Lemnsimu (MCMC) (Bromham et al.,
2018). IToBbilieHUe 3(MHEKTUBHOCTU aJTOPUTMOB
MCMC TakuM 06pa3oM, YTOOBI OHU MOTJIK 0Opaba-
TBIBAaTh HA0OPHI JTAHHBIX B MacIlITabe TeHOMOB, B Ha-
CTOsIIIIEE BpeMSI CTAaHOBUTCSI OCHOBHOI oOcyXmae-
MO METOIMYECKOM TEMOI B (DMIIOTEHETUIECKIUX MC-
cJIeIOBaHUSIX.

HampuMmep, TeopeTHYeCcKH TTOJyYUTh TOTIOJIOTHIO
1 BpeMeHa IMBEPreHIUi OMHOBPEMEHHO BO3MOXHO
(Drummond et al., 2006), HO HeNpakKTU4YHO IJIsI
O4YeHb OONBINX (DMIOTEHOMHBIX HAHHBIX, TTOTOMY
YTO BBIYMCJIEHUS TPEOYIOT CIIMIIIKOM MHOTO BpeMeH!
W OTPOMHBIX BEIYMCIUTEIBHBIX MOIITHOCTeM. [1oaTO-
MY OPUHSITO ITpUOeraTh K yIpoIIeHUIO MOaean, (UK~
cUpysl TOMOJIOTUIO, UJIW BBOAWUTH OTpaHUYEHUs Ha
MoHOMUINIO TpynnupoBoK (Drummond et al., 2006;
Yang, Rannala, 2006). HauGoJiee BaxxHas cTparerus
YCKOPEHMSI BLIUMCIEHUI B TIPOLIECCE MOJIEKYISIPHOTO
TATUPOBAHMS TTO TEHOMHBIM JaHHBIM — 3TO, BEPOSITHO,
HCIIOJIb30BaHUE alIMpOKCHUMAIlUU TIPpaBaONoa00us
(approximate-likelihood), 4ro obOecreumBaeT yCKO-
peane B 1000 pa3 1 mo3BoOJSIET MOJTYIUTHh TPUOIIN-
>KEHHYI0 0aiieCOBCKYIO OLICHKY BpEMEH TMBEPreHIINIA
1o rtoreHoMHBIM TaHHBIM (Alvarez-Carretero, Reis,
2020).

KYPHAJI OBILIEN BUOJIOTUU

Jlamupoeanue He bailecosckumu memooamu

MHorue MeTtombl He 0ailieCOBCKOM CTAaTHUCTUKM,
HCITOJIb3YIOIIIMEe HECTPOTrMe Yachl, 00Jiee MPUeMISMbI
B OTHOIIICHUY BBIYMCIUTEILHOIO BPpEMEHU M MOLYT
MIPUMEHSTHCS K OTPOMHBIM MacCHMBaM JaHHBIX. Omn-
HUM U3 IIUPOKO UCIOJIb3YEMbIX METOMOB SIBJSIETCS
METOI Ha OCHOBE “olTpadOBaHHOIO MPaBIOIIOI0-
ousa” (penalized likelihood; Sanderson, 2002), peanu-
30BaHHBbIII B mporpammax r8s (Sanderson, 2003) u
treePL (Smith, O’Meara, 2012). Ha Bxom momaercs
JIPEBO C IIMHAMM BETBEM, ITOJIyYeHHBIMU KaKUM-JIH -
00 MeTOoJIOM, He TIpEearoaraloliM CyllleCTBOBaHUE
CTPOTHMX YaCOB. AJITOPUTM BBIUMCIISIET HAOOpP CKOPO-
CTell HyKJICOTUIHBIX 3aMEH IJIs BETBEil 1 BO3PaCcTOB
y3JI0B TaKMM 00pa3oM, YTOObl MUHUMU3UPOBATH Be-
JmunHy penalized likelihood, koTopyto oOpa3yior n1Ba
cJlaraeMbIX: TIEPBO€ U3 HUX COOTBETCTBYET IpPaBIO-
MogoOuIo IJIUH BeTBel (OTKJIOHEHUE HAOII0daeMBbIX
JIJIVH BETBEU OT OXKUIAEMBbIX), BTOPO€ MUHUMU3UPY-
eT pa3Indrs MEeXIY 9BOJTIOLIMOHHBIMU CKOPOCTSIMU B
BETBSIX MNpPEeIKOB M MNOTOMKOB (Sanderson, 1997,
2002), 9TO COOTBETCTBYET MOJIEC/IM aBTOKOPPEIISIIINN
ckopocreii (Thorne et al., 1998; Kishino et al., 2001).
Hanpumep, ¢ moMouibio rmporpammel r8s (Sanderson,
2003) npu ucroyib3oBaHuu 21 KaaruOGpOBOYHOM TOU-
K1 u3 ctatbu Mepenuta ¢ coanT. (Meredith et al.,
2011), xoTopbie OBLIM 3adaHbl KAaK MaKCUMaJIbHbIE U
MUHUMAaJIbHbIC BEJIMUNHBI TUBEPIeHIINI, Mbl IIPOBE-
JI1 OLIEHKY BPEMEH IMBEPreHIINM YETHIPEX BETBE
Eulipotyphla mo MyibTUI0KyCHBIM TaHHBIM (433 re-
Ha, 235 TheIC. 1.0.) (banHukoBa, 2019).

Anropnt™ RelTime, peam3oBaHHbBIN B IIpoTrpamM-
Me MEGA-X, ToxXe CBOOAUT K MUHUMYMY pa3Inydus
MEXIY CKOPOCTBIO 3BOJIIOLIM IIPEAKOB U IIOTOMKOB
(Tamura et al., 2012, 2018). CkopocTb paOOTHI aJIr0-
puUTMa BeJiuka Ojaromapsi JOMOJHUTEIbLHBIM yIIPO-
IIEHUSIM — OIIMOKM UIMH BETBEI B pacyeT He IIpu-
HuMaloTcs. CylecTBYIOT U IPYTMe€ COBMECTUMBIE C
HECTPOTMMU YacaMU aJITOPUTMbI, KOTOPbIE BBIUTPHI-
BalOT B CKOPOCTH 3a CUET YHPOIIEHUS MOIEIU, YTO
MO3BOJISIET UM paboOTaTh C OOJIBIINMU JAHHBIMH: Ja-
TUPOBAaHHWE METOAOM HAMMEHbIINX KBaJApaToB —
least-squares dating, LSD (To et al., 2016), treedater
(Volz, Frost, 2017), TreeTime (Sagulenko et al., 2018),
wLogDate (Mai, Mirarab, 2021).

KAJIMBPOBKA MOJIEKVJIAPHBIX HACOB

HMtak, unes MoyieKyJsIpHbIX 4acOB poausach U3
HaOJIOAeHUs TOTO, 4TO cTeneHb paznuuust JJHK nByx
BUIOB siByIsieTcsl (byHKIIME BpEMEHU C MOMEHTa MX
JUBEPreHIUU. DTO MO3BOJISIET AATUPOBATh IBOJIIO-
I[IMOHHbIE COOBITUSI U CUJIBHO YIPOIIAeT NpoLeaypy
BOCCTaHOBJIEHUSI TeHeajoTuyeckux cszeit (Brom-
ham, Penny, 2003). OgHako MOJeKyJISIpHBIE TaHHbBIS
caMu Mo cebe CIMOCOOHBI MPETOCTaBUTh WHMOpMa-
LIMIO TOJIbKO 00 OTHOCUTENILHBIX BpeMeHax. J1uist mosry-
YeHUs aOCOTIOTHON 11IKaJIbl BDEMEHU MOJIEKYJISIPHbIE
Ne 1
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Jachl OJDKHBI OBITh oTKajaumOpoBaHbl (Donoghue,
Benton, 2007). Kanu6poBKa 4acOB — 3TO UCHOJb30-
BaHUE BHEIIHeW WHMOpMaLUMKU IJI9 OTrpaHUYCHUS
BO3pacTa y3JIOB Ha (pUIIOTeHETUYECKOM ApeBe. DTa
HeoOxoguMmasi, IIOMUMO TOIIOJIOTHH JpeBa, MHMOp-
Mallusl BKJIFOYACT JAHHBIE O CKOPOCTSIX HYKJICOTUII-
HBIX 3aMEH M0 BCEMY APEBY WIIN OLICHKY BO3pacTa X0O-
Ts1 ObI OIHOTO BHYTpeHHeTo y3ia. 1o cyiecTBy, Ka-
JIMGPOBKA MOJIEKYJISIPHBIX YaCOB — 3TO ONpeAccHIe
UX CKOPOCTH W MaclTabupoBaHUe (UIOreHeTHYe-
CKOTO ApeBa B COOTBETCTBUMU C PEATbHBIM BPEMEHEM.

Kanu6poBka MOXET HNPUMEHSITECS HE TOJBKO K
KOHKPETHBIM y3JIaM (PMJIOT€HETUIYECKOTO ApeBa, HO
U K 1eMorpadunieckoMy COObITHIO. K BasKHBIM IOy~
JISIIMOHHBIM COOBITUSIM OTHOCSITCS DKCITAaHCUS WJIU
cokpaieHue 3¢ dekTuBHOM yncieHHocT. M3mene-
HUS 3PPEKTUBHON YUCICHHOCTA MOTYT OBITh OIIpe-
JIeJIEHBI C IOMOILbIO CTaHAAPTHBIX METOJIOB MCCIIe-
IOBaHUS aeMorpadHrIecKoil MCTOPUU: ITIOCTPOEHUE
CKaillailHOB — rpauyeckKoro oToOpakeHMs TUHA-
MUKU 3¢ dekTBHON yncieHHocTu (skyline analysis;
Hope et al., 2014); pacripeneneHue ymcia 3aMeH HyK-
JICOTUAOB IIPU IIOIIAPHOM CpaBHEHUM CUKBEHCOB
(mismatch distribution; Rogers, Harpending, 1992);
CpaBHEHUE Pa3INIHbIX JeMOoIrpadueCKNX ClieHapr-
€B C MCII0JIb30BaHMeM OaitecoBckoro mnoaxona (Ber-
torelle et al., 2010). B mo60oM ciaydae, Tak Xe, KaKk U
IIpd OJATUPOBAHUM (PMIOTEHETUYESCKUX COOBITHIA,
371eCh HEOOXOAUMO YYUTHIBATh HEOIIPEASICHHOCTh B
CpOKax BOBHUKHOBEHMUS MOIYJISILIMOHHOTO COOBITHS.

Brarouenue kaaubposok é ananus

Panee B OombIIMHCTBE CllydyaeB KaJauOpOBOYHAS
nH(opMals cBoaWIach K (pMKcalliy Bo3pacTa Ka-
KOTo-J100 y3j1a Ha HEKOTOPOM OIpeAeIeHHOM 3Ha-
yeHUM (TOYeuHasi KairMOpOBKa), 4YTO B HACTOSIIEE
BpeMsl CUUTAETCS HEOIIpaBIaHHBLIM YIIPOIIeHUEM
(Nguyen, Ho, 2020). B coBpeMeHHOM (bUIOTEHETU-
YeCKOM aHa/n3€e, KaK IPpaBMJIO, MCIOJIb3YIOTCS MH-
TepBaJbHbIE OLIEHKM AAaTHUPOBOK. B mpocreiimem
clyyae 3amaeTcsl MUHUMAaJbHasE M MaKCUMaJbHasi
rpaHulila MHTePBajia paBHOMEPHOIO pacIpeneacHUsI,
HampuMep, B TakKux MeTodax, Kak penalized likeli-
hood (Sanderson, 2002) u RelTime (Tamura et al.,
2012). bonee rubOkuii momxond, peaau30BaHHEIN B
0aifeCOBCKMX METOIAX, II03BOJISIET UCIOIb30BaTh Ka-
JIMOPOBOYHYIO MH(OpMalIMIO KaK allpuoOpHOE pac-
IpeaeieHde Bo3pacTa y3JIOB, IIPU 3TOM (QDYHKIIUS
pacnpeneiaeHus: MoxeT ObITh Jito6oi (Ho, Phillips,
2009), rmaBHOE, YTOOBI OHA OTpaxkajga UCXOAHYIO He-
ONpEeNeIcCHHOCTh BO3pacTa OUBEPreHUUM KIam.
OOBIYHO MCHOJB3YIOTCSI JIOTHOPMaJIbHOE, 3KCMO-
HEeHIMaJbHOE WM TaMMa pacmpeneieHue. Pacmope-
JIeJIeHEe MOXKET OBITh XKECTKO OTpaHUYEHO (JKeCcTKasl
rpaHulla CHU3Y WJIU U CHU3Y, U CBEPXY), UJIU UMETh
msirkue TpaHulbl (Yang, Rannala, 2006).

JKYPHAJI OBILIEM BUOJOTUU
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Ilaneonmonoeuueckue karubposku

3amaya KaJIuOpOBKY MOJICKYJISIPHBIX YaCOB HE pe-
IIaeTCsS B paMKaxX OOHOM MOJIEKYJISIPHOM T€HETUKM.
Kanmn6poBouyHble JaHHBIE MOTYT BKJIIOYATh Pa3HYIO
nHpopmanuoo (OuoreorpaduuecKkyo M Majeoreo-
rpacuyecKylo, MOJIEKYJIsIpHbIe HAaTUPOBKM, ITOJIY-
YeHHbIE U3 IIPEXHUX UCCIESIOBaHMUI), HO OCHOBHOM
UCTOYHUK NHMOPMALIMU — 3TO MaJCOHTOJIOTHYECKHE
JaTUPOBKU UCKOITAEMbIX HAXOJOK M3y4aeMOM TAKCO-
Homuueckoii rpyniisl (Hipsley, Miiller, 2014).

HenpasuiibHast KaamOpoBKa Y4acoOB BO MHOTOM
CBsI3aHA C HEONpPeAeJeHHOCThIO, MPOUCXOASIIEH CO
CTOPOHBI TAJICOHTOJIOTUU. MCTOYHUKU CEepbe3HBIX
OIIMOOK BKJII0YAIOT HEBEPHOE OIpeIeeHNE aJIeOH-
TOJIOTUYECKOTO BO3pacTa 1 (pUIOTeHETUIECKOTO IT0-
nmoxeHus1 ¢doccwmmit  (Benton, Donoghue, 2007,
Gandolfo et al., 2008). B HekOTOpBIX TpyITax Mc-
MOJIb30BaHMUE MAJCOHTOJIOTUYECKUX JaTUPOBOK Ma-
103 HEeKTUBHO U3-3a OETHOCTU JIETOIIMCU WJIU He-
BO3MOXHOCTH MOP(OJIOTUYECKON  IMAarHOCTUKU
(Smith, Peterson, 2002). Hepenko ObIBaeT CI0XHO
OIHO3HAYHO ONpeNeUTh, KaKOil MMEHHO y3el Ha
JIpeBe JOJIKEH OBITh OTKAIMOPOBaH C MCIOJIh30BaH -
€M JaHHOI0 MCKOITaeMOro MaTepuaja, MoTOMY YTO
5TO 3aBUCUT OT TOrO, OTHOCHUTCS JIM Marepuanl K
CTBOJIOBOI TpyIIlie WK K BEeTBU MOTOMKOB (Benton,
Donoghue, 2007). BximoyeHue B aHajiIu3 OOJIBIIOTO
KOJIMUYECTBA KAIMOPOBOYHBIX TOUEK IMOBBIIIACT TOU-
HoCTb olieHOK BpeMeHU (Lee, 1999; Lukoschek et al.,
2012).

Eciu majieoHTOJIOrMYECKUiT BO3pacT U Kjaajaa, K
KOTOPOM TPUHAMICKUT (HOCCUIIMSI, U3BECTHHI, JIO-
TUYHO IIPEAII0JIOXUTh, YTO BO3PacT (POCCHINM Orpa-
HUYMBAET CHU3Y BpeMs IMBEPTCHIINU COIE PKAIIC
ee Kiaanbl OT OnmXKanmieit CeCTpUMHCKOMN TPYITIBI
(= MuHUMAanbHasg HUWXHSASI rpaHuna). Ocraercs
ellle OAWH CYILIeCTBEHHbIII ICTOYHUK HEOoIlpenesieH-
HOCTHU: HE W3BECTHO, CKOJBKO BpPEMEHHU IIPOIILIO
MEXIy MOMEHTOM 000CO0JICHUS KJIaabl M BO3PACTOM
camoif paHHe# poccuimm, 3aBeTOMO K Hell TTpruHa -
Jexaniei (= BpeMs CYILIeCTBOBAHUS “JTUHUU-TIPU-
3paka”, ghost lineage; Phillips, 2016; Springer et al.,
2017). B cBoto ouepenb, BpeMs Mpu3pakKa BKIOYaeT
JIBa KOMIIOHEHTA — BpeMsI OT TOYKM TUBEPIreHIIUN 10
MOSBIIEHUSI  OMArHOCTUYECKMX  CHUHaIoMopduii
TPYIIIBI M MHTEPBAJ 10 IepBOM OOHapyKeHHOM (poc-
cuimu (puc. 3). IlociaenHsisi BeIUYMHA 3aBUCUT OT
BEPOSITHOCTU (DOCCUTU3ALIMHU C OMHOI CTOPOHBI U aK-
TUBHOCTHU NaJIcOHTONOroB ¢ npyroit (Gandolfo et al.,
2008). Ecim Bo3pacT poccuanu u3BeCTEH ¢ TOYHO-
CTBIO IO T€0JIOTMYECKOro IMarna3oHa, TO IPUXOIUTCS
HCMOJb30BaTh €r0 BEPXHIOIO (MO3AHIO) I'paHUILy B
KayecTBe MUHUMAJIbHOTO BO3pacTa y3ja, TOrma pas-
HULIa MEXAY BepXHel rpaHuleil Auarna3oHa U Heru3-
BECTHBIM MCTUHHEIM BO3PacTOM (DOCCHINM OKa3bI-
BaeTCs TPETbUM cllaraéMbIM OLIEHKU BPEMEHU Cyllie-
CTBOBaHUS IIpU3paKa.
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OTHOCSIIIMECS K TMHUY B; + — nckomnaemble ocTaTky, UMEIOLINE TIe3MOMOPGhHYI0 MOPGhOJIOTHIO, COOTBETCTBYIOIIMNE MPEIKY

TakCOHOB A 1 B.

OueBUIHO, YTO MUHUMATBLHBIX OTpaHNYEeHUI TS
JaTUPOBKU HEIOCTATOYHO, HEOOXOAMMO BKIIOYUTh
KaK MUHUMYM XOTsI Obl OTHO MaKCUMaJIbHOE OTpaHu-
yeHre. OIHAKO MaKCUMajbHBIE BO3PacTHBIE Orpa-
HUYEHUS YCTAaHOBUTH TPYAHO, IIOTOMY YTO OHU 3K-
BUBAJIEHTHBI MMOCTYJIMPOBAHUIO OTCYTCTBUSI Ompee-
JIEHHOM Xjadbl B KakKOi-TO MOMEHT IPOIIJIOro.
Br10op MakcuMaNbHBIX BO3PACTHBIX OTpPaHWYEHUIA
OKa3bIBaeT 3HAYUTEILHOE BJIMSHUE Ha MojydyaeMble
MonekynsapHble natupoBku (Hug, Roger, 2007; War-
nock et al., 2015). B kauecTBe npuMepa MOXHO TIpU-
BECTU HEJABHIOK IUCKYCCHUIO BOKPYT BPEMEHHOIT
IIKaJIbl BOJIOLIMU COBpEMEHHbBIX NTull (Jarvis et al.,
2014; Cracraft et al., 2015; Mitchell et al., 2015). Ya-
CTO MaKCHUMaJIbHbI€ TpaHUILIbl BHIOMpPAIOTCS HaubOo-
Jlee KOHCEpPBAaTUBHBIM 00pa3oM (T.e. M30BLITOYHO
npesaumu) (Ho, Phillips, 2009), yTo MOXeT nNpuBO-
JIUTh K CMEILIEHHbIM U HETOUHBIM OLIEHKaM BpPEMEH.
OueBUIHO, YTO MaKCHUMAaJIbHbIE OTPAaHUYECHUS TIpa-
BUWJIbHEM 3amaBaTh B BuAe MArkKux rpanuil (Yang,
Rannala, 2006), HarpuMmep, TpaHuIlbl 95%-T0 TOBe-
PUTEIHLHOTO MHTEpBAIa.

JIas Toro 4TOOBI OOBEKTHMBHO OIICHUTH JTOBEPH-
TeJIbHBIM MHTEpBaJ BO3pacTa y3Jia UCXOAs U3 BpeMeH
HaxoOOoK (poccuiinii, ObLI MPEIIOXEH METOI CTPATH -
rpacduueckoro OpakeruHra (Marshall, 2008), wuc-
MOJIb30BABIIMI  pacrapeneieHue OTHOCUTEIbHBIX
BO3PAaCTOB CaMBIX paHHMUX (HOCCUINIA IS HECKOIb-
Kux (MHOTMX) KJaa ApeBa. MeTom MCXOTHO Oupascs
Ha He BCerja peajlMCTUYHbIe AOIYIISHUSI O pacrpe-
JelIeHNY HaXOIOK Ha BPEMEHHOI IKaje, OJHAKO B
JajgbHEWIEM OBUIM TIPEIIOXKEHBI ero Moamdpuka-
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LIUH, B KOTOPBIX MPUMEHSIIUCH 00JIee CIIOKHBIE MO-
nenu (Marshall, 2010).

Takxe ObUIM MpemsioXXeHbl MeHee (opMainu3o-
BaHHBIE METOIbI OIIPeAcICHNs MaKCUMAJIbHBIX Ipa-
HWIL, TaKrMe KakK (PUIIOTEHETUIECKU OPIKETUHT M
ctpaturpadudeckuit 6ayHnuHr (Benton, Donoghue,
2007; Meredith et al., 2011). B mocienHem MeTone B
Ka4yecTBe BEepXHEM rpaHMUIIbl BO3pacTa y3jia UCIOJIb-
3yeTcsl HUXKHSISI (paHHSIsSI) TpaHU1IA Te0JIOTUYEeCKOTO
MHTEpBaJia (WX ABYX MHTEPBAJIOB), IIPEIIIECTBYIO-
IIET0 TOMY, B KOTOPOM OBLI HAalAEeH CaMbIii IPEeBHUMN
HCKoIlaeMbIii MaTepuai. B ¢pumoreHeTuueckomM 6pa-
KETUHTe BO3PACTHOM IMAIla30H y3jla OrpaHUYEH BO3-
PaCTOM €Iro COCETHUX Y3JIOB (T.€. TAKUX, KOTOPHIE SIBJISI-
I0TCSI HEIOCPEACTBEHHBIMU TTpeIKaMU 1 MIOTOMKAaMM),
YTO MOXKET OCHOBBIBATHCSI Ha ITaJICOHTOJIOTUYECKOM
JIETONMCU WIM Ha HE3aBUCUMOI MOJEKYJISIPHOii
olleHKe. Hamnpumep, mojiydeHre MOJIEKYISIPHBIX Ja-
TUPOBOK [IJISI €XOBEIX COIEPXKUT OIIpeAcIeHHbIE
TPYIOHOCTU U3-3a HEPEIKOU IBYCMbBICIEHHOMN MHTEP-
MpeTaluu UCKOMaeMbIX OCTAaTKOB 3TOM TPYIbI
(Rich, 1981), uto 0OBSICHSIETCS TeHEPaTU30BaHHBIM
CTPOEHMEM 3yOHOI CUCTEMBI — OCHOBHOT'O MaTepua-
Jla TIaJ€OHTOJIOTUYeCKUX wucciaenoBaHuii. Ilo sToit
MIpUYMHE IIPU MOA00pe KAIMOPOBOUYHBLIX TOYEK IS
IaTupoBaHMs AuBepreHimii B cem. Erinaceidae (Ban-
nikova et al., 2014) camast n1peBHSISI KaJIMOPOBOYHAs
TOUKa, CBSI3aHHASI C OJIUIOLIEH-301LICHOBBIM IIEPHO-
oM (28—49 MutH seT) paaguauuu 6a3ajabHbIX JAHUIA
COBPEMEHHBIX €XXOBbIX ObLi1a B3siTa U3 paboThl Mepe-
nuta ¢ coaBT. (Meredith et al., 2011). MakcumanbHas
TrpaHULIa IJIsI 3TOI KaIMOPOBOUYHOM TOYKH OITpEIeIsi-
Ne 1
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eTcd 4epe3 cTpaTurpaduyecKuii orpaHUYUTE]lb U
dunoreHeTMYECKUil OPIKETUHT M HOKHA IPUHMU-
MaThCd C OCTOPOXHOCThIO. CornacHo JlomaTuHy
(Lopatin, 2006), paHHE30LICHOBBIE WCKOITaeMbIE
€KOBbI€ OTHOCSITCS K IPUMUTUBHBIM TUMHYpaM; 110
ATOI NpUYMHE MPEANOYTCHUE OTIABAIOCh HAKIAIbI-
BaHUIO MEHBIIINX OrpaHUYEeHMIT HA BpeMsl pa3ielIeHUsT
Erinaceinae/Hylomyinae 1 0THECEHIIO BEpXHETO Mpe-
JieJia 3TOTO COOBITUS K TpaHMIIC TTajieoleHa,/301IeHa.

B kauecTBe BHYTpEHHUX KaJUOPOBOYHBIX TOUEK
ncnoab3oBanu: 1) Bpems pasaeneHus Hylomys s.str. 1
Neotetracus (16 MIIH JIeT — MUHUMaJIbHAs TPaHUIIA)
Ha OCHOBAaHUM MCKOIIAEMBIX OCTAaTKOB M3 PaHHETO
MuolleHa TamjiaHma, OTHOCMMBIX K 3TUM TaKCOHAaM
(Mein, Ginsburg, 1997); 2) oxumaemoe BpeMsi Oa-
3aIbHOM pamuanuu KpoHoBBIX Erinaceinac 8 MIN13
(5.5 MJIH JIeT KaK MUHMMaJIbHasl TpaHnIa) Ha OCHO-
BaHMU HCKOMNAeMbIX OCTAaTKOB, OMNpEeIeJeHHBIX KaK
Erinaceus (Storch, Qiu, 1991; Qiu, Storch, 2005). Ox-
HAKoO CJIeOyeT IpU3HaTh, YTO 3TU KaauOpPOBOYHEIC
TOUKMU SIBJISIIOTCSI BEPOSITHBIMU, HO HE OUYE€BUIHBIMU.
OtHeceHue coObITUs pasaeneHus Neotetracus n Hylo-
mys KO BpeMEeHU He TTo3aHee 16 MITH JIeT Ha3al BbI3bI-
BaeT BOIIPOCHI, YUYUTBIBASI TPYAHOCTU OIIPENETNEHUS
STUX TUMHYP HE TOJILKO I10 MICKOITaeMbIM OCTaTKaM,
HO U II0 pPelIeHTHOMY MOP(OJIOTUYECKOMY MaTepHralry
(Frost et al., 1991; Gould, 1995). Takkxe HeT yBepeH-
HOCTU B CYILIECTBOBAHUM XOPOIIMX IIPU3HAKOB,
MMO3BOJISIIOIINX OTINYATh MO3AHEe-MUOLEHOBBIX EFi-
naceus OT Ipyrux ponoB exeil. HekoTopbie aBTOpPbI
BOOOIIE n36eraloT o0CyKaaTh MPUHAIIEKHOCTb UC-
KOITA€MBIX OCTAaTKOB €XKOBBIX K TOMY WJI MHOMY POLY.
M3BecTHO, YTO, KOIda TaKue MOMBITKA HMpearpuHI-
MaJIiCh, BO3HMKAJIa INIyOOKas M TPYIHO pa3pelrmast
IMyTaHWIIa, KaK, HallpuMep, B CIydyae MUOILIEHOBOIO
p. Mioechinus (Depéret, 1887; Butler, 1948; Rich,
1981; Gould, 1995; Mein, Ginsburg, 2002).

Yro Kacaercd cTpaTUrpauyeckoro GayHAUHTa,
STOT IIpueM OBLI IIPUMEHEH HaMM IIPU JaTUPOBaHUN
JIUBEPTeHIINI 3eMJIepOeK: B p. Sorex, Tae MOJEKYsIp-
HBI€ Yachl OBIJIM OTKAJIUOPOBAHBI I10 ITSITU ITAJICOHTO-
JormyeckuM gatupoBkaM (Bannikova et al., 2018), a
Takke B p. Crocidura (Bannikova et al., 2021).

Bmopuunas kaarubpoeounas ungopmayus

B HacTostiee BpeMss BO MHOTMX UCCIIETOBAHUSX
JIJIsI KAJIMOPOBKY YaCOB UCHOIB3YIOTCS YKe OMmyOJIm-
KOBaHHbIE paHee MOJIEKY/ISIpHbIE TaTUPOBKU. VX Ha-
3bIBAIOT BTOPUYHBIMU KaJIMOPOBKAMU, ITOCKOJIBKY
OHM OCHOBAaHbBI HE Ha MPSIMbIX M1aJIECOHTOJIOIMYECKUX
WK 6uoreorpadUYecKNX TaHHBIX, a Ha MOJIYYESHHBIX
paHee BpeMeHax quBepreHLni. O4eBUIHO, UTO B HE-
KOTOPBIX CUTyallMsIX C IOMOIIbIO BTOPUYHOM Ka-
JIMOPOBKM M3 HAJEXHOTO MCTOYHMKA MOTYT OBITh
MojiyuyeHbl 60j1€e TOUHbIE OLIEHKU BPEMEHU, YEM C
IIOMOIIBIO TTIEPBUYHON KaJIUOPOBOYHOM MH(pOpMa-
LY U3 HEHAIEXHBIX MaJeOHTOJIOTUYECKUX UCTOY-
HukoB (Kumar, Hedges, 1998). ©Dta meTonuka ysi3Bu-
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ma w1 kputuku (Hipsley, Miiller, 2014), oqHako MUHU-
MM3MPOBATh OLLIMOKY MOXHO ITyTeM KOHCTPYUPOBaHMs
alpMOPHBIX pacIIpeAe/iCHU, KOTOPbIe YYUTHIBAIOT
BCE€ MCTOYHUKM OIIMOOK OLIEHKU, OCHOBAHHOI Ha
BTOPMUYHON KaJIMOPOBKE.

BropuuHble KalquOpOBKM OOBIYHO MCIIOJB3YIOT
JUJTSI TAKCOHOB, MO KOTOPbIM OrpaHUyYeHa MajJeoHTO-
Jjornyeckasi MHpopmalus, Harpumep, OaKTepuu
WM rpuOBbl, a TakKe JJ1s YBEJUYEeHUs Yrcia Kaiuo-
POBOYHBIX TOUEK MPU AATUPOBAHMU MHOTOBUIOBBIX
dunorenuii (Hanpumep, Reis et al., 2012, 2018).
B Hamux uccinenoBaHUsIX UCTIOIb30BAIUCh BTOPUY-
Hble KAJIMOPOBKHU B CilyvyasiX, KOTAa JOCTYIIHbIE TaH-
Hble 3a7aBajid TOJbKO MUHUMAJIbHYIO TPaHUILy, Ha-
MpUMEpP, MPHU OINpeaeeHUU BpeMeH IUBepreHiuit
kpoToBbIix (Bannikova et al., 2015), kytop (Igea et al.,
2015) 1 tymikanyukosB (Shenbrot et al., 2017).

Kaﬂu6p06’xu, OCHOBAHHbIE HA HECOBPEMEHHbIX
HyIC/leoleaHblx nocaedosamenbHOCmax

KanubpoBka MoieKyISIpHBIX YaCOB C UCMHOJb30-
BaHMEM Ie€TepOXPOHHbBIX JAHHbBIX IMOJIE3HA B UCCIIe-
noBaHusx apeBHeit [IHK, a Takske 111 OLIECHKU TeM-
OB Y BPEMEHHBIX MacIITabOB 3BOJIIOLUU BUAOB C
OBICTPOIT cMeHOM MoKoeHn. OO0peTeHne OITbITa pa-
o0otbl ¢ JIHK nckonaeMbIx 00pa3loB OTKPbLIO BO3-
MOXHOCTb HCIIOJIb30BaTh MPOObI OT 3K3EMILISIPOB, MJIs1
KOTOPBIX UMEIOTCS PAAMOYIJIepONHbIe AaTUPOBKU. Of1-
HAKO OIIMOKM paauoyrIepoOIHOr0 JaTUPOBAHUS,
BO3HMKAIOIIME B TOM YHCJIe U3-3a KoJieOaHU coaep-
xanus “C B armocdepe (Reimer et al., 2013), npen-
CTaBJISIOT COOO OTHEJIbHbI MCTOYHUK Heompene-
JeHHocTH Bo3pacta (Guilderson et al., 2005). Hako-
Hel, mipu pabore c¢ mnameoJJHK cymectByer
HEOOXOAUMOCTD JIeJaTh MOMPaBKM Ha XMMUYECKYIO
MoauduKkanuio nocienoBareabHocTeit (Hofreiter et
al., 2001). ITpu HeGoMbIION ITMHE TTAIEOCUKBEHCOB
OLIEHKM BPEMEH U CKOPOCTEit MOTYT ObITh CMEIIEHbI
(cM. pa3neli 0 3aHUXXEHUU OLIEHOK CKOPOCTHU 3BOJIIO-
LIMU C TEUCHUEM BPEMEHU).

Jpyrasg obnacTh, e IpOAYKTUBHO MCIOJIH30Ba-
HHUE reTepOXPOHHBIX MOCIEA0BATEILHOCTE IJIST MO-
JIEKYJISIPHBIX TaTUPOBOK, — 3TO (PUIIOTeHUsI OBICTPO
9BOJIIOLIMOHUPYIOIIMX OPraHU3MOB, HaIllpUMeEp, BU-
pycoB (B yactHocTu, y PHK BupycoB ckopocTh Ha-
KOIUIEHUS 3aM€H MOXET cocTaBisaTh 103 Ha caiit B
ron (Duffy et al., 2008)). BaxxHast mpakTuuyeckas co-
CTaBJISTIONIAST MOJIEKYISIPHOIO OTaTUPOBAHUS BUPYC-
HBIX (PMJIOTEHUM — MCCAeIOBaHUE UCTOPUIA DITUJIE-
Muit (HarmpuMmep, Pekar et al., 2021).

IMpocTeiimmii crmocod OLIEHNUTH CKOPOCTh U BpeMs,
uMest GUIOTeHUIO IS TeTEPOXPOHHBIX TTOCIeI0Ba-
TeJIbHOCTE, — WCIOJIb30BaTh PErpecCUI0 PaccTosI-
HUSI OT KOPHS JIpeBa M0 KOHIIOB BeTBei (root to tip
distance) Ha BpeMsl 00pa3L0B, KaK 3TO pealnu30BaHO
B mporpamme TempEst (Rambaut et al., 2016). I1pen-
BapUTEIbHO HEOOXOOUMO IIPOBEPUTH, JOCTATOUHO



18 BAHHUKOBA, JIEGEJIEB

JI1 THOOPMATUBHBI TaHHBIE IUIST 9TOTO aHaJIM3a, YTO
JieJlaeTCs C TIOMOIIbIO PaHAOMHU3ALIMOHHOIO TecTa
(Ramsden et al., 2009). Kpome 3Toro, misi retepo-
XPOHHBIX MTAHHBIX aKTUBHO WCTIOJB3YIOTCS METOIBI
ML (treedater; Volz, Frost, 2017) u 6aliecoBcKoii cTa-
tuctuku (BEAST; Heled, Drummond, 2010). Cuty-
aIusl OCJIOXKHSIETCS TEM, UTO IUIST OTIMCAHMS SBOJIIO-
IIMA BUPYCOB YaCTO TPeOyeTCsT MCITOJIb30BaHUE MO-
nenu rate decay (Duchéne et al., 2014).

Mooeav FBD u damuposanue
Ha 006e0UHEeHHbIX OAHHbIX

Kiraccuaeckuit MeTom MCoIb30BaHUS KaInOpo-
BOK CBOJMTCS K IBYXCTaAUMHOMY aHAJIU3Y: CHavasa,
UCX0Isl U3 (PUIOTSHETUYECKOIO MOJIOXCHUS U BO3-
pacTta ¢pOoCCHINii, OLIEHUBAETCSI BO3PACT OMHOTO WU
HECKOJIbKMX Y3JI0B AepeBa (node-dating), 3ateM, uc-
MONB3ys 3Ty MHMOPMAIUIO, OIpPEASIIsIeTCs] BO3pacT
OCTaJIbHBIX Y3710B ApeBa. IlpmHIMOMAIBPHO WHOM
MOAXOA — JaTUPOBaHWE Ha OOBEIMHEHHBIX HJAHHBIX
(total evidence dating) — 3akJo4aeTcsi B TOCTPOEHUU
XPOHOTPAaMMEBI ITyTeM OJHOBPEMEHHOTO aHaJIM3a MO-
JIEKYJIIPHBIX M1 MOP(OJIOTNYECKUX JaHHBIX, TIPUYEM
MOCJICAHNE BKIIIOYAOT MH(GOPMALINIO KaK JJISI COBpe-
MEHHBIX BUIIOB, TaK U IJIsI MICKOIIA€MBIX TAKCOHOB C
u3BecTHBIM Bo3pactoM (Stadler, 2010; Heath et al.,
2014; Gavryushkina, Zhu, 2020). 9Tta npouenypa pe-
aJIn30BaHa B HECKOJIBKMX MpOTrpaMMaXx, UCIOIb3yIO-
mux OaiiecoBckuit momxon (MrBayes, BEAST 2).
AHanm3 ocHOBaH Ha MoJear (OCCUIM3alIuU — POXK-
neaus—cMeptu (Fossilized birth—death, FBD), orm-
ChIBaIoIleli OMHOBPEMEHHO CTPYKTYpPY JpeBa, BEpo-
SITHOCTh 3aXOPOHEHUSI M OOHapyKeHMs (POCCUINIA.
Ecnu dumoreHeTnuyeckoe ITOJIOXEHNE BBIMEPIIINX
BUIOB M3BECTHO XOTS OBl TIPUOIN3UTEIIHLHO, TO BO3-
MOXHO MCITOJIb30BaTh BApMaHT aHa/IM3a 0e3 IIpuBJIe-
yeHuss mopdonorndyeckux manHbeix (Heath et al.,
2014). Ucxonneriit BapuanT FBD Monenu nipeanona-
raji, 4To IpoLecChl (hoCCUIM3anu U TuBepcudmuKa-
I OTIMCHIBAIOTCS OMHUM M T€M Ke HabopoM I1apa-
METPOB BO BCeX 4YacTsax IpeBa. boliee peanuctuyHa
MoneNb occuansaunu KiiamoodbpasoBaHus (fossil-
ized birth—death process skyline model, FBD; Stadler
et al., 2013; Gavryushkina et al., 2014), koTopas 110-
CTYJIMpYET CYIIeCTBOBAaHUE HECKOJILKMX 3I10X, KaXK-
J1asi CO CBOEM MMHAMMKOM 3THX IIPOIIECCOB.

CunbHasi CTOpoHa JaTUPOBAHUSI Ha OObEIVMHEH-
HBIX JAHHBIX — BO3MOXHOCTb UCMOJIb30BaTh MaKCH-
MYM TTaJIEOHTOJIOTUIECKON MH(POpMaLIN, OOJIbIIast
4acTh KOTOPOI TMPU KJIACCUYECKOM MOAXOAe oKa3a-
Jiach ObI BHE aHaJIM3a, B YaCTHOCTHU, U3-3a HEOTIpeie-
JIEHHOCTU (DUJIOTEHETUYECKOTO TOJIOXKEHUSI UCKOoTIa-
emoro marepuana. Monens FBD B pa3HbIx ee Bapu-
aHTax TpeOyeT maibHeiuiero usydyeHus. Iloka ke
HEJIb3S1 UCKJIIOUUTD, UTO PE3YJIbTaThl OyAyT Ype3MEPHO
YyBCTBUTEJILHBI K UCXOMHBIM IoTyleHusM (Matzke,
Wright, 2016; O'Reilly, Donoghue, 2020). OTnenbHast
npooysieMa — HaJeHOCTb PE3YJIbTaTOB COBMECTHOTO
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aHann3a MOP(QOJIOTUIECKNX W MOJIEKYISIPHBIX TaH-
HBIX. DTO CBSI3aHO C HEaJeKBAaTHOCTHIO CYIIECTBYIO-
X MoJeJieii MOp(OJIOrnIeCKOil SBOIIOINHU, BHICO-
KOM BEPOSITHOCTBIO (DMITOTEHETHUECKIX OIITMOOK 13-3a
aIanNTUBHBIX TIapajljIeIu3MOB, 4YTO, HaIIpUMep,
ckoMIipoMeTupoBajo pesyiabTatbl O’Jlupu (O'Leary
et al., 2013). Hakonen, HaCHIIIIEHHOCTb MOJE/IN Ma-
pamMeTpaMu TpeOyeT OOJBIINX BBIYMUCIUTEIBHBIX
MOIIIHOCTEN.

buoeceoepaguueckue karubpoexu

Ha npakTuke naTupoBaHue MO UCKOITaeMbIM Ma-
TepuajgaM OCJIOXHSIETCS LEJIbBIM PSIIOM TeOpeThYEC-
CKUX U SMIOUPUIECKUX IIPOOIeM. XOPOIIYIO albTep-
HaTHBY IMaJICOHTOJIOTUYECKO MH(pOpMALIMU COCTaB-
JIsII0T  O6moreorpacdudeckue gaHHble. K IepBBIM
MyOJIMKaILMSIM B 3TOM 00J1aCTH OTHOCHUTCSI paboTa 110
raBpaliCKuM LBEeTOYHMUIIAM, WId MegoHocaM (Hemi-
gnathus spp.), B KOTOPO JJIs1 KAJIMOPOBKU BPEMEHU
pagydalyy 3TUX OTHUI] UCIIOJIb30Bau Bo3pacT [ aBaii-
ckux octpoBoB (Fleischer et al., 1998). Hekotopsie
ocobeHHOCTU ['aBalicKMX OCTPOBOB JEJIAIOT UX IO~
XOISAIIUMU JJIsI KATMOPOBKU MOJIEKYJISIDHBIX YacOB.
CyuTaercs, YToO OHU 00pa30BaAIUCh BAOIb “KOHBE-
€pHOI1 JICHTHI” 1 PaCIIOJIOXEHEI IIOCJIEI0BATEIBHO 110
BO3pAaCTy OT CaMbIX CTaphix (29.8 MIIH JIeT) OCTPOBOB
Ha ceBepo-3arajae A0 caMbix MoJioabix (0.5 MITH JIeT)
Ha roro-Boctoke (Fleischer et al., 1998; Price, Clague,
2002).

BospacT ocTpoBOB MOXeT OBITH MCHOJB30BaH B
KayecTBe KaJIMOPOBKMU MOJIEKYJSIPHBIX 4acoB, €CiIu
cobmomaeTcst mpasuiio rporpeccuu (Hennig, 1966),
COMJIACHO KOTOPOMY €CTb COOTBETCTBUE MEXIY BO3-
pacToM OCTPOBOB U TOIOJIOTUE (DUTOTEHETUYECKO-
ro ApeBa u3ydaeMbix TakcoHoB. Hampumep, B ciiyuae
SHIAEMUYHBIX TaBaCKMUX LBETOYHUI, APO30GUI U
0aboyek camble MOJIOJIbIE OCTPOBA HACENSIIOT BUIBI,
o0paszyloliie BHyTpeHHUE BETBU (DUITOTEHETUUYECKOTO
JIpeBa, B TO BpeMsI KaK BUIbI, paclpOCTpaHEeHHbIE Ha
CTapbIX OCTPOBAaXx, pacroJjiaraloTcsl Ha IpeBe OJIMXKe K
kopHIO (Fleischer et al., 1998; Haines et al., 2014).
KanubpoBka ¢ujoreHuu mo BPEMEHU C MOMOIIbIO
ouorecorpadhuu u mnajeorcorpacduu padoraeT IO
MPUHLIMIY, YTO JJIs JAHHOTO Najeoreorpaduyecko-
ro KOHTEeKCTa OfHU Ouoreorpadruyeckue cleHapuu
0oJiee BEpOSITHBI, YeEM aJIbTepHATHUBHBIE, U 3Ta BEPO-
SITHOCTb BJIMSIET HA TPUHUMAEMBbIii B pe3yJibTaTe BO3-
pacT usydaembix BunoB (Ho et al., 2015b; Baets et al.,
2016).

MOJIEKVIIAPHAA OHEHKA BPEMEH
JWUBEPTEHIMUN OTPAJOB
ITNTADEHTAPHBIX KAK ITPUMEP PA3JIMYNA
PE3VIIBTATOB, ITOJIYUEHHBIX PASHBIMHA
METOJAMMU HA PA3HBIX JAHHBIX

HMcnonb3oBaHKe pa3HOro 4yuciaa 1 Habopa TaKCco-
HOB, OOJIBIIIETO MJIM MEHBIIIETO YNCJIa TEHHBIX JTOKY-
Ne 1
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COB, TeX WJIM UHBIX MOJEJIE 1 KaTuOPOBOYHBIX TO-
YeK MOXET MPUBOJIUTH K CUJIbHOMY BapbUPOBaHUIO
MOJIyYaeMbIX OLICHOK BpeMeH IUBEPTeHIMU. XOPO-
UM MOPUMEPOM CIYKaT TOIBITKN OIpPeAcICHUS
BpeMeHHU nosgBieHus oTpsanoB Placentalia. ITameoH-
TOJIOTMYECKYE JaHHbIE YKA3bIBAIOT HA OLICTPYIO paaura-
LIMIO TUIALIEHTAPHBIX IIOC/IE MACCOBOIO BRIMUPAHMS HA
rpanuiie Meja u maneoreHa (M/I1) 65 miH jer Ha3an
(0630p: Archibald et al., 2001; Benton, Ayala, 2003).
bonee xkectkas momenb (“hard” explosive model)
MpeanojaraeT ObICTPYIO pagMalldIi0 SIUHCTBEHHO
MPEeIKOBOM BeTBU, mepeluarHysiieii M/I1 rpanuny
(O’Leary et al., 2013). AnpTepHaTUBHAs, OOJIee MSIT-
Kasi B3pbIBHAs Mofaeb (“soft” explosive model) norryc-
KaeT IO3IHEMEJIOBOEe IIPOMCXOXICHNE HECKOIBKUX
HamOoJIee IpeBHUX BETBE IUTalleHTapHbIX (Simpson,
1945; Archibald, Deutschman, 2001).

MoteKynsipHbIe OLIEHKM 3TOTO COOBITHS B 1ICJIOM
3HAYUTEJIbHO OoJjiee ApeBHME U TNPOTUBOpPEYAT
B3PBIBHOI MOJEJN I1aJeOTeHOBOTO IIPOMCXOXKICHUS
mianeHTapHbX. OHY MoApa3yMeBaloT IBa BapuaHTa:
1) nuBepreHIMs OTPSIOOB M NajibHEMINIAsl pagudalius
BHYTPHY HUX OTHOCSITCSI B IIOAABJISIIOIIEM OOJIBIIIMHCTBE
CIy4aeB K MEJIOBOMY Iiepuony (MOOE/Ib YCKOPEHHOM
nuBepcuduKauvu, “kopotkuii 3anan” (“short fuse”);
Bininda-Emonds et al., 2007); 2) npenku Placentalia n
OOJIBIIMHCTBA OTPSIAOB C(hOPMUPOBATINCH B MEJIOBOM
Tepuoe, HO JajabHei1as ux IuBepcruduKanms mpo-
WCXOIujla B ITajeoreHe (MoAeiab 3aMeIJICHHOM Hu-
BepcuduKkanum, “mimHHBIN 3aman” (“long fuse”);
Reis et al., 2012).

Taxkmm o6pa3om, XOTS pe3yabTaThl pa3HBIX MOJIE-
KYJIIPHBIX TaHHBIX COBIaJal0OT B BOIIPOCE O MEJIOBOM
MPOUCXOXIEHUU TUIAllEHTAPHBIX, COIIACOBaHHOE
MpeNcTaBIeHUE O TTOPsIIKE BOSHUKHOBEHUS OTPSIOB
oTtHocutenbHo M/IT rpaHuibl oTcyTcTBYeT. Hampu-
Mep, HaTUPOBKU BUHUHIA-DMOHAC C coaBTOpaMu
(Bininda-Emonds et al., 2007) rmoka3pIBaioT, YTO MO~
JIOBUHA OTPSIIOB IUIALIEHTapHBIX MMpou3o0l1iia 6oJjiee
100 mH JIeT Ha3axd, T.e. HAMHOTIO paHBbIlle TOrO Bpe-
MEHU, Ha KOTOPOE YKa3bIBalOT BCE N3BECTHbIE UCKO-
MmaeMble 1 HEKOTOpbIe MOJIEKY/sIpHbIe JaHHbIe. Of-
HaKoO B 3TOM HCCJIEAOBaHUMU JOJDKHBIM 00Opa3oM He
YUUTBHIBAJIUCh BapbUPOBAHUE CKOPOCTEN IBOJIOLUNA
B pa3HbIX JUHUSIX U HEONpPedeICHHOCTU B OLIEHKe
IUTUH BETBEU, U, KpOMe TOTO, TTpUMEHSIIach TOYeU-
Hasl MCKoIlacMmasi KaiqmOpoBKa 1jisd KopHs. Hpyrue
paHHue MojekyasspHble natupoBku (Kumar, Hedges,
1998) ToxXe ncKaxkeHbl TEM, YTO B HUX HE NIPUHHUMAa-
JIMCh BO BHUMaHUWE TaKue BaXXHbI€ UICTOYHUKU OIIU-
00K, Kaxk (1) crernieHb OJIM30CTU UCKOIIaeMbIX KaaUO-
POBOK KO BpeMeHM coObITusl auBepreHuuM (Yang,
Rannala, 2006), (2) cnywaitHeiii pazopoc (random-
ness) MoJIeKyJIsIpHbIX ckopocTeid (Thorne et al., 1998)
n (3) paszdbpoc oneHok mimH BeTBeil (Rodriguez-
Trelles et al., 2002). ITo cpaBHEHNIO ¢ TPEKHUMU HC-
clefoBaHUsIMU, B pabote MepenuTa ¢ coasT. (Meredith
et al., 2011) ¢ mpuMeHeHneM 0alleCOBCKMX METOIOB
ObLIM TIOJly4eHbl OTHOCUTEIbHO HEJaBHUE BpeMeHa
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IuBepcudUKallMU BHYTPU OTPSAOB MJIEKOIIMTAIO-
mux. [Tpu aTOM BpemeHa [Jisl MSTU OTPSIIOB IIalleH-
TapHbBIX XapaKTepHU30BAJIUCh OYEHb IIIUPOKUMU T0BE-
pUTEIbHBIMA WHTEpBajaMu (OT paHHEro Mejaa a0
MO3/HETO MaJeolieHa), YTO HE MO3BOJISIET YBEPEHHO
yTBEPXIaTh, B MEJIOBOM MEPUONIE WU B TaJIeOLIeHE
Mpou130I1iIa OCHOBHAas AuBepcudUKalUs TUIaleH-
TapHbIX. K CTOJIb IIMPOKUM JTOBEPUTETHLHBIM UHTEP-
BajlaM BpEMEH JIMBEPreHIU I MpUBeJ OrpaHUYEHHbII
00beM TeHETUYECKUX JIOKYCOB (26 simepHBIX TeHOB
1711 164 TAKCOHOB).

Peiic u coaBTopsI (Reis et al., 2012) npoBenu Oaii-
€COBCKUI aHanu3 36 gaepHbIX U 274 MUTOXOHOPH-
anbHBIX TeHoMoB (20.6 MiH m.H.) (Yang, Rannala,
2006), mcnonb3yss TaTHPOBKY IO MaJCOHTOJIOTHYE-
CKUM JaHHBIM (110 MeTony beHToHa ¢ coaBT. (Benton
et al., 2009)). B pe3ynbTare runore3a 6a3ajibHbIX AU-
BEpTreHIINIT BHYTPU OOJIBIITMHCTBA OTPSIIOB TIIAIlCH-
TapHBIX 10 M/I1 rpaHUIIEI OBIIa OTBEPTHYTA, HO IIPHU
5TOM ITOJYyYeHHBIE OIICHKH IIPEIIToaraloT BO3HUK-
HOBEHUE CTBOJIOBBIX T'PYII IlalieHTapHbix 10 M/I1
rpaHuibl (Moaenb “long fuse”).

@Dumunc (Phillips, 2016) monyuwn IaTUPOBKH,
JIOITyCKaIoIMe BO3HMKHOBeHNEe Xenarthra, Afrothe-
ria, Euarchontoglires u Laurasiatheria B MmesioBoM 11€-
puone, HO OOJILIIMHCTBO BHYTPUOTPSIIHBIX TUBEP-
FeHUU MMEJI0 MEeCTO B Iepuoi MOcCjie MacCOBOTO
BeiMupaHusi Ha M/I1 rpanuue (“Msirkasi B3pbIBHasI
Monaenb”). OUUIMIC NPEanooXua, 4YTO OLIEHKa
CKOPOCTH MOJIEKYJIIDHOI 3BOJIIOLIUM MOXKET OBITh
HUCKaXXeHa TaKMMU OMOJOorMyecKuMu GakTopamu,
Kak OoJibllIve pa3Mephl Tejia U 00JibIasi MPOaOJIKM -
TEJIbHOCTD XU3HU (YTO TPOTUBOPEUUT pe3yabTaTaM
Pomurepa ¢ coaBropamu (Romiguier et al., 2013)), u
MOJIYYUJT IPUOIVKEHHBIE K TPAAUIIMOHHON MSTKOM
B3PBIBHOI MOJIeJIU TaTUPOBKHU (OoJiee TOUHBIE C €T0
TOYKHU 3PEHUS), U3bIMasi TaKMe TAKCOHBI U3 aHAJIU3a
BpEMEH IUBEPTEeHIINIA.

Onnako CrnpuHrep c¢ coaBnT. (Springer et al., 2017)
MoKa3aJju, 4To JOMYIIeHUs, MPUHATbIe DULIUTICOM,
MIPUBOMST K TMOSIBJICHUIO HA €T0 JpeBe TaK Ha3blBae-
MBIX “IuHUI 30MOM” (zombie lineages) — apredak-
ThI, KOTOpPBIE BO3HUKAIOT, €CJIN TTOJTydeHHBIE OLIEHKU
BpEMEH MOJIOXKe MUHUMAJIBHOTO BO3pacTa ApeBHEM-
LIUX UCKOMaeMbIX OCTaTKOB. Pe3yiabrathl CripuHIrepa
B OTJIMYME OT pe3yjbraToB DUILIUIICA JIyYIlle COOT-
BETCTBYIOT Mojaenu “long fuse”.

HMTak, MojekyasapHble NaHHBbIE AAalOT pa3Hble
OIICHKA BpeMeHU (WIOTEHETUIECKUX COOBITHI
(Tabi. 1), omHaKO HUKAaKWe U3 HUX He COOTBETCTBYIOT
JKECTKOM B3pBIBHOI MOAe . AHAIU3 TaKXKe MOKa3bl-
BaeT, YTO, TIOMUMO CUTHAJIa OT COOCTBEHHO NaHHBIX,
TOTTYIIIEHUsI, TIPUHSTBIE aBTOPaMU, CUJIBHO BIIUSIIOT
Ha OIICHKU W BHIBOJIEI.
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Ta6muna 1. BpemeHa nuBepreHUMU U paauaiu coBpeMeHHbIX rpyni Eulipotyphla mo MonekyasipHbIM TaHHBIM, TTOJTy-
yeHHbIM Hamu (Bannikova et al., 2014, 2015; bannukosa, 2019) u npyrumu aBropamu (Douady et al., 2002; Douady, Dou-
zery, 2003; Springer et al., 2003, 2017; Roca et al., 2004; Meredith et al., 2011; Reis et al., 2012), a Tak:Xe 10 ITAJICOHTOJIO-

ruyeckuM gaHHbeIM (Lopatin, 2006)

Ta;[l;c]::l{) i};lx; };fn Ham xanmsie Hpyrue II\[/;(E[}(;I;ZJ‘IHPHH@ HMGOI){IZ;{HHO;ZHCCKHe
Eulipotyphla 70—80 MJIH J1. H. 70—85 MJIH JI. H. >70 MJIH J1. H.
Solenodontidae HET TaHHBIX ~76 MJIH J1. H. HET TaHHBIX
Erinaceidae ~66 MJTH J1. H. 55—65 MJH 1. H. 61—63 MUTH JI. H.
Hylomyinae/Erinaceinae ~52 MJIH J1. H. 38 MJIH J1. H. ~47 MJIH JI. H.
Talpidae ~72 MJIH 1. H. 60—70 MJIH JI. H. 40 MJIH JI. H.
Uropsilinae 43—52 MJIH J1. H. 48—57 MJIH 11. H. 35—37 MUIH 1. H.
Soricidae ~66 MJTH J1. H. 55—65 MJIH 1. H. 45—47 MJH 1. H.
Soricinae/Crocidurinae ~38 MJIH J1. H. 38 MJIH J1. H. 18 MJIH 1. H.

SAKITIOYEHHUE CTBUTEJABbHBI K IIPEANOIOXEHUSIM, HCXOOHO 3aJI0-

HMctopust MoneKkynsipHON (DUIOTeHETUKU U pas3-
BUTHSI KOHLIETILIUU MOJICKYISIPHBIX YaCOB COIEPKUT
HeMaJIo TIPUMEPOB HECOBITAICHUST MOJIEKYJISIPHBIX U
MaJI€OHTOJIOTMYECKUX BPEMEH TMBEPIreHIIUN U OII1-
OOYHBIX JATUPOBOK, YTO CBSI3aHO, MPEXIE BCETO, CO
CJIeNyIOIIUMU IIpUIMHAMU. Bo-T1epBhIX, 3TO OIIMOKM
onpeneneHus IJINH BeTBel (M ITTyOMH y3JI0B BETBJIE-
HUS) U3-3a HU3KOI MH(POPMATUBHOCTU JAaHHBIX WA
HETOYHOI MoAeinu. BiausHue 3TMX MCTOYHUKOB He-
OIpeAeIEHHOCTH MOXHO YMEHbBIIUTh yBeJIMYEHEM
Yyucia JJOKYCOB U JUIMHBI YUTaeMbIX (hparMeHTOB, a
TakxXe (puIbTpamueii TeHOB, 111 KOTOPBIX HET aJleK-
BaTHOU Moaeyi. Bo-BTOphIX, 3TO OIIMOKM B Kajluo-
PpOBOYHOI MHMPOpMAITNN KaK OMOJOTMYECKOM, TaK U
reoJIoTMYeCcKoii npupoabl. Pojib UX D0IKHA YMEHb-
IIATHCSI C POCTOM 0OBbeMa ITaJICOHTOJOTUISCKUX JaH-
HBIX 1 TOBBIIICHUEM TOYHOCTH ONpENeIeHUS BO3-
pacTa MCKOITaeMBIX OCTaTKOB. B-TpeThux, B ciydae
HECTPOTHX YaCOB IIPUCYTCTBYET €llle U TPYIHO yCTpa-
HUMasi HEOIIpeaeJIECHHOCTh, CBSI3aHHAsI C XapaKTepOM
BapbUPOBaHUSI CKOPOCTeil Kak MeXay KJlagaMu, Tak
U MeXAy reHaMU (€€ MOXHO JIUIIb OTYaCTU YMEHb-
IIUTh, YBEJIWUYMBAsI YMCIO aHAJU3UPYEMBbIX T€HOB);
3leCh XK€ CleAyeT YIOMSIHYTh BiusiHUE rate decay
(Ho et al., 2005, 2007).

BTopast u TpeThbsl IPpUYKMHBI HEONIPENAEIEHHOCTHU B
COBOKYITHOCTU MPUBOIAIT K TOMY, YTO JaX€e IIPU yBe-
JIMYeHUN oO0beMa NAHHBIX JO TEHOMHBIX, OIIIMOKa
BpeMeH OWBEPreHLIMM CHUXKAeTCs He OO0 HyJs, a
TOJILKO 10 HekoToporo mpenena (Reis, Yang, 2013;
Zhu et al., 2015), nenast TOUHOE OmNpeneIcHUE MOJIe-
KYJISIDHBIX BpEMEH OUBEPIreHIIMM HEBO3MOXKHBIM.
Kpome Toro, pasHbele BapruaHTBI MOJIEKYJISIDHOTO Ja-
TUPOBAHUSI MOTYT JaBaTh CYIIEeCTBEHHO pa3HBIE pe-
3yJbTaThl Ja)Ke KOIJa OHM IPUMEHSIOTCS K aHaJlo-
TMYHBIM U JaXe UASHTUYHBIM HabopaM JaHHBIX (Ha-
npumep, Reis et al., 2014; Foster et al., 2016). Takue
HEeCOBNAaJIeHU MOKAa3bIBAIOT, YTO BHIBOILI YACTO YYB-
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2KEHHBIM B BbIBOJaxX.

IToMuMo 3TOro, GOJBIIMHCTBO METOJOB MOJIEKY-
JIIPHOTO ITaTUPOBaHMs HalleJICHBI Ha y4eT M3MEHe-
HUSI CKOPOCTHU MOJISKYJISIpPHOI 3BOIIOINY 6e3 MoJe-
JIMpOBAaHUSI MEXaHU3MOB WJIM NPUYMH W3MCEHEHUS
CKOPOCTH, KOTOpPasi MOXKET 3BOJIIOIIMOHUPOBATh B 3a-
BUCUMOCTH OT OMojioruu Buaa. M3BeCTHO TOJIBLKO He-
CKOJILKO METOJIOB, KOTOPbhIE MOAECIUPYIOT CKOPOCTh
MOJICKYJISIPHOM BOIIOLIMYA B COOTBETCTBUU C OMOJIO-
rueii Buna (Lartillot, Delsuc, 2012; Nabholz et al.,
2013). C nmpyroit cTopoHBI, HEOOXOOUMBI TaTbHEM-
III1M€ YCUJIUS B CO3MAHUU CJIOXKHBIX MOJIEJIE 3BOJIIO-
LIMM HYKJIEOTUIHBIX MOCAEA0BATEIbHOCTEM, YUUTHI-
BaOIIMX CIEHU(PUKY MEXaHU3MOB KaK BOSHUKHOBE-
Hus TnioBpexaeHuit JITHK (Hampumep, B ciiyyae
CpQG), Tak 1 penapaiumu.

ITonemuka Mo mMoBoAYy MOJEKYJISIPDHBIX 4acOB He
yMaJisieT UX MPaKTUUECKOTO MPEeMYIIECTBA B U3yUe-
HUU HUIoreHes3a, a Takxke HeJJaBHUX COObITUI TToMmy-
JIILMOHHOTO YpoBHsI. CTpeMUTEIbHOE pa3BUTHE Te-
HOMHOTO CEKBEHUPOBaHUS CMTIOCOOCTBYET ITO3HAHUIO
3aKOHOMEPHOCTEl M3MEHUMBOCTU CKOPOCTU MOJIe-
KyJIIPHOI 3BOJIIOLIUM, UTO B JajibHeu1eM, 6e3ycaoB-
HO, JUKBUIUPYET Opelllb B HallleM TMMOHUMaHUU CO-
MPSKEHHOM 9BOJIIOLIMM BUIIOB U X TEHOMOB.
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Hacrosmas cratest He COOCPKHUT KaKuXx-aubo uccie-
MIOBAaHUI C MCIIOJb30BaHUEM KMBOTHBIX B KQ4eCTBE 00b-
€KTOB.
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Almost 60 years have passed since the degree of DNA difference between two species was discovered to be a
function of the time since their divergence. Later, it became clear that there is no global molecular clock and
the rate of molecular evolution varies greatly depending on the gene and phylogenetic lineage, correlating
with biological characteristics (generation length, body size, and fertility) and features of the genome. The de-
velopment of the molecular clock concept is associated with the progress of methods that allow taking into
account and measuring the degree of inconstancy of the molecular evolution rate. Currently, dating is mostly
performed using Relaxed clock methods, which rely on various models of the evolution rate (for example,
with or without autocorrelation of rates in adjacent branches). Another relevant factor that allows reducing
the errors of molecular dating is an increase in the amount of data up to the genomic level, which increases
the requirements for the computational efficiency of algorithms and methods for decomposing data into par-
titions. A separate problem is the dependence of the estimates of the evolution rate on time (the phenomenon
of rate decay), which is especially important for the analysis of recent history. In the absence of an adequate
sequence evolution model, the timing estimates can be significantly biased, which often affects the results ob-
tained with mtDNA. One of the most important directions is the development of methods for obtaining cal-
ibration information: more complete use of the constantly and rapidly growing volume of paleontological da-
ta, analysis of paleoDNA, and other variants of heterochronous data. Despite the fact that the accuracy of
estimates of the levels of molecular divergences continues to grow, the uncertainty in dating remains largely
due to the ambiguity of calibrations and the shortcomings of existing models of the DNA sequences evolution.
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VN3MEHEHU S KOMIIJIEKCA CUMBUOTUYECKUX JIPOXKEM

DROSOPHILA MELANOGASTER 11PN AJAIITALIUN MYX K CYBCTPATAM

C ITOBBIINIEHHBIM COAEP2KAHUEM NaCl
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MounenbHblil opranusM Drosophila melanogaster siBnsieTcsl yToOHBIM OOBEKTOM ISl U3yUYCHUSI MEXaHU3MOB
ajanTaiy K HeGIaronpusiTHbIM YCIOBUSIM cpefibl. B x0/1e 9BOTIOIIMOHHOIO 9KCEPUMEHTa, TPOBOAMMOTO
Ha Kadenpe 6roorndyeckoii apomounu MI'Y, pazHbele TUHUU Ip030Gh I afalITUPOBAIMCH K KOpMaM C pas3-
muyHbIM copepxanueM NaCl (0, 2, 4 u 7%). PaHee HaMu GBLIO TTOKAa3aHO, UTO HEKOTOPBIE IITAMMBI CM-
GUOTUYECKHX IPOXKKEN MOTYT BHOCUTD BKJIA B aHaIlTalluIo IP030(MIII K COJICHBIM CyOCTpaTaM, OIHAKO 3a-
BUCHUMOCTb YMCJIEHHOCTHU U COCTaBa APOXKEBOTrO HaceJeHUs Apo30(u OT KOHIEHTPAIIMM COJIU B KOPMeE
JTO CUX TIOp CITelIMaIbHO He u3ydanach. B maHHOM paGoTe ncciaenoBaH KOJIMYeCTBEHHBIN U KaYeCTBEHHBIMN
COCTaB APOXKEBOi1 COCTaBIsIONICH MUKpOOroMa npo3oduit u3 11 1abopatopHbix TnHuii D. melanogaster v
IISITA OOXKUTHIX UMK KOpMOB. IToka3zaHo, 4TO IO Mepe pocTa KOHIIEHTPAIIMK COJIU B KOPME IPOKKEeBOM
MUKPOOMOM JIpo30duI MpeTeplieBaeT 3HaUMTeAbHbIe U3MeHeHUs1. OO111ast YUCIEHHOCTD IPOXKXKEN MEHSI-
eTCsl HeJIMHEWHO: OHa MUHUMAaJIbHA TIPU KOHIeHTpau cosi 0% v MakcuManbHa nipu 2—4%, ipy KOH-
LIeHTpauuu 7% 4YUCASHHOCTh IPOXIKeil B MyxXaXx M UX KOpMe MeHbIie, 4eM npu 2—4%, HO 3HAYUTETbHO
6oubie, yeMm nipu 0%. T1pu HU3KOM KOHIIEHTpAIlUM COJIU B MyXax pe3Ko Tpeobiamaet Bun Pichia occiden-
talis, Tpy MPOMEKYTOUHBIX KOHLIEHTPALMSIX BULOBOE pa3HOOOpa3ne JPOXKE BO3pacTaeT MPU COXPaHEHUN
MpEXXHETro JOMUHAHTA, a TIpYU 7 % TOSIBIIIeTCS HOBBII NIOMUHAHT Starmerella bacillaris v CMIIbHO MEHSIETCSI CO-
CTaB MUHOPHBIX KOMIIOHEHTOB. [loslydeHHBbIE HaHHBIE COINIACYIOTCS C TUIIOTE30i O TOM, UYTO IPOXKU
S. bacillaris moMoraloT MyxaMm BbIIepPXUBaTh BRICOKYIO KoHIIeHTpaunio NaCl Ha paHHHMX 3Tamax amarra-
11U, HO B JaJIbHE1IEM 9TH MOJIe3Hble CUMOUOHTBI MOTYT OBITh ITOTEPSIHBI MyXaMUy Ha (hOHE MOCTENEHHOTO
pPa3BUTHUS TEHETUYECKUX afallTalliii HACEeKOMBIX (MM APYTUX KOMIIOHEHTOB MUKPOOHOMA) K COJICHOMY

KOpPMY.

DOI: 10.31857/S0044459622010043

Bun Drosophila melanogaster Meig. (Diptera, Dro-
sophilidae) — onuH M3 HanboJee MOIYJISIPHBIX MO-
IEJIbHBIX OOBEKTOB IJISI U3YyUYEeHMsSI B3aMMOOTHOIIIE-
HUIT MaKpoopraHu3Ma 1 MUKpOOMOMa, B TOM YHCTIe
IO MIPUYNHE OTHOCUTEIIBHOM MPOCTOTHI €r0 MUKPOO-
HOTO HAaceJeHUsI, CXOMHOTO MO PSIIy NPU3HAKOB C
Mukpooromom miekornuraromux (Erkosar et al., 2013;
Erkosar, Leulier, 2014; Newell, Douglas, 2014; Hoang
et al., 2015; Trinder et al., 2017; Douglas, 2018). Kito-
YEeBBIMU KOMITOHEHTaMU MUKpoouoma D. melanogaster
SIBJISTIOTCS GAKTEPUU U IPOKKU, IIEPEHOCUMBIC MY-
XaMU B KUIIEYHUKE U HA TIOBEPXHOCTU TeJa.

ApmanTanust 1po3odmI K COJIM B JIAOOPATOPHBIX
9BOJIIOLIMOHHBIX 9KCIIEPUMEHTAX TaBHO UCTIOIb3YeT-

Csg KaK MOJIEJTb IS U3YYESHUSI MEXaHU3MOB MUKPO3-
pomtoniuu (Waddington, 1959; Te Velde et al., 1988),
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OIHAKO POJIb MUKpOOMOMaA B TaKOM aganTaliuy Havya-
JJa m3ydaThcd JMIIb HemaBHO. OcoObIii MHTEpec
MpENCTaBIsieT APOXXkKeBas 4acTb MUKpPOOMOMa, KO-
TOpasi B LIeJIOM u3yuyeHa ciiabee, yeM OakTepuaibHasl.
IIpu 3TOM M3BECTHO, UTO APOXKKU OOBIYHO CITyXKaT
OCHOBHO1 NUILIE 1151 APO30(MIUII HAa pa3HBIX CTAIUSIX
pa3BUTUSI U HEOOXOAUMBI 1JIsi HOPMaJILHOTO pa3BU-
TUS1 IMYMHOK D. melanogaster Ha IPUPOIHBIX CyO-
ctpatax (Becher et al., 2012). PazHble BUIbI IpOXKKeit
MO-pa3HOMY BJIUSIIOT Ha BBKMBAEMOCTb U CKOPOCTD
pa3BUTUS JIMYUHOK, a TUUUHKU MPOSIBISIOT U30Upa-
TEJIbHOCTb, MPEANOYUTasi MUTATbCS TEMHU PO Ka-
MU, KOTOpbI€ MOJOXHWUTEJbHO BJIMUSIOT Ha UX POCT
(Starmer, 1981; Anagnostou et al., 2010). JInunHku 1
1Maro Apo30dui, Co CBOeit CTOPOHBI, BIUSIIOT Ha BU-
JIOBOI COCTaB JPOXKKEBBIX COOOIIECTB, Pa3BUBaIO-
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IMUXCSI Ha KOopMaX, CITOCOOCTBYSI pPa3MHOXEHUIO
oIpeAeeHHBIX BUIOB APOXKKEM U MPEnsTCTBYSI PO-
CTYy MULIETUATbHBIX TpOOB (Stamps et al., 2012). He-
KOTOPBIC BUIBI IPOXKKEI BBHIACPKUBAIOT TTPOXOXKIE-
HUE Yepe3 KMIIEYHUK APO30(dWiI, YTO ITO3BOJISIET
JIpo3oduiiaMm CIyKuTb 3PHEeKTUBHBIMU pacpoCcTpa-
HUTEJISIMU IPOKKeil B IpUPOTHBIX yeinoBusx (Reuter
et al., 2007; Coluccio et al., 2008; Stamps et al., 2012;
Hoang et al., 2015; Giinther, Goddard, 2019). Takxe
W3BECTHO, YTO BHIOBOIT COCTaB MPOXKEBOI COCTaB-
JISTIONIE I MUKpOOroMa Ip0o30MIN I CUIIBHO 3aBUCUT
ot nueThl Myx (Chandler et al., 2012). [To-BuanumMomy,
JKUBBIE IPOXSKEBBIE KJIETKA MOTYT TIepenaBaThCsl OT
JIMIUHKY K UMaro B xoae MeTaMopdo3a, HO TOJIBKO
MPU HAJIWYUW B KUIIEUHUKE JIMYMHKHU OTpenesieH-
HBIX KumeyHbIx 0akTepuii (Guilhot et al., 2020).

PaHee MBI TOKa3ajau, YTO HEKOTOpHIE IITAMMBI
Ipoxckeit (B ocooeHHOCTH Starmerella bacillaris) o-
MoraloT JUHUSIM D. melanogaster amaniTHpoBaThCI K
kopmy ¢ 4% NaCl (ITanuyenko u np., 2017; UBHui-
Kuit u ap., 2018; Dmitrieva et al., 2019). OgHako 06-
e 3aKOHOMEPHOCTU M3MEHEHUS YMCICHHOCTH W
cocTaBa JPOXKEBOro MHMKpobroma AIpo30huia IIo
Mepe pocTa KOHIIEHTPAILIMU COJIM B KOpMe, K KOTOPO-
MY aJalTUPYIOTCS HAaCEeKOMBIE, 10 CHX TTOP He M3yJa-
Juchk. B gaHHOM wucclenoBaHUM Mbl TIOTIBITAIUCH
BOCITOJTHUTh 3TOT IpoOes, oxapaKTepu3oBaB YMC-
JICHHOCTB Y BUIOBO#T COCTaB IPOXKKEBOI YaCTH MUK-
pobuoma 11 naboparopHbix nuHuit D. melanogaster,
agalITUPOBAHHBIX K Pa3IMYHBIM KOHIICHTPAIIWSIM
COJIN.

MATEPHAJIBI U METO/1bI

IlogonbiTHBIE TMHMK MYX M Kopma. B paborte uc-
MOJB30BaNCh 11 J1abopaTOpPHBIX JIMHUM B3POCHBIX
Myx (umaro) D. melanogaster v TISITb OOXUTBHIX UMU
KOpMOB. Bce nuHuM npousBeaeHbl OT ONHOM MCXO/l-
HOIT ayTOpeTHOM MOMYISIIINN JUKOTO TUTIA B OKTSIOpe
2014 1. 1 comepxaTcsl Ha pa3HbIX KOpMax B paMKax
9BOJIIOLIMOHHOTO 3KCMEPUMEHTa, MPOBOAUMOTIO Ha
Kadenpe ouonornyeckoi aBomonuu MI'Y (Mapkos
u 1p., 2015; Belkina et al., 2018; Dmitrieva et al., 2019).

IIpoBeneH aHAIN3 APOXKKEBOIO HACEJIEHUA Clie-
Iyiomux 16 mpo6:

— Nlflies, N2flies — KOHTpPOJIbHbIE JTUHUU MYX,
BBIpalllMBaeMble Ha CTaHAapTHOM KopMe (60 r mHaK-
TUBUPOBAHHBIX IPOXKeH, 35  MaHHOM Kpynbl, 50 T
caxapa, 45 T u3MeIbYEHHOTO M3IoMa, 8 r arapa, 2 T
IIPONMOHOBOIM KMUCIOTHI Ha 1 J1 KopMma) 6e3 gobasiie-
HUS coyiv B 60Kcax (CM. HUXE);

— N3flies — KOHTpOJIbHAsI JIMHUS MyX, BbIpaIlli-
BaeMasl Ha TaKOM ke KopMe 6e3 100aBIeHMs CON B
0aHKe (CM. HIXE);

— N2medium, N3medium — KOpM, OCBO€HHBINA
myxamMu N2flies m N3flies cOOTBEeTCTBEHHO;

KYPHAJI OBILIEN BUOJIOTUU

— 2S1flies, 2S2flies, 2S3flies — TmHNM MyX, CO-
JIepxalirecss B 0aHKax Ha TAKOM K€ KOpMe ¢ 100aB-
smeanem 2% conu (20 r NaCl Ha 1 1 KopMma);

— 2S1medium — kopM apozodmn tuHaum 2S 1flies;

— 4S1flies, 4S2flies, 4S3flies — AUHUMU MYX, CO-
Iepxkalrecst B 6aHKaX Ha TaKOM Ke KOpMe C T00aB-
nenueM 4% conu,

— 4S1medium — kopm apo3zoduit suHuu 4S1flies;

— 7S1flies, 7S2flies — TMHUM MyX, COIEpKaIINECS
B OOKcax Ha TaKOM ke KopMe ¢ nobasiaeHueM 7% co-
s (atv imauu B 2014—2016 rT. comepxanuch Ha 4%
COJIM, a 3aTeM IOCTEIEHHO, IIyTeM MPUOaBIeHUS 110
0.5% conu Kaxnable IBa—TPU MecsI1ia, IepeBeIeHbI Ha
KOpM ¢ 7% conn);

— 7S1medium — xkopM apo3odrin maauu 7S 1flies.

JIunun myx N3flies, 2S1flies, 2S2flies, 2S3flies,
4S1flies, 4S2flies, 4S3flies comepkaTcs B LMJIMHOIPU-
YeCKMX CTEKJIIHHBIX 0aHKax ¢ KOPMOM IMaMETPOM
64 MM 1 BeicoTOoi 100 MM, 3aKpBITBIX BATHO-MapJjie-
BBIMU MIPOOKaMU, IIPU €CTECTBEHHOM OCBEILIEHUU U
temieparype 22—25°C. B kaxnoii 0aHKe HaXOgUTCs
50 M1 KOpMa ¥ MOWJIKA — HJIMHAPUIECKUN II1acTr-
KOBEIl pe3epByap OoO0ObeMOM 1 MII, 3aIlOJIHEHHBINA
MOKpoIi BaToii. Kaxknple nBe Heaelm Bce UMaro, Ha-
xogsiidecss B OaHKe, 0Oe3IBUKUBAIOTCSI YIJIEKUC-
JIBIM Ta30M U M3BJICKAIOTCS 13 COCyda Ha CTEPUIN30-
BaHHYIO OXJIAXKIESHHYIO IUIMTKY, 3aT€M U3 HUX CIIyJaii-
HbIM oOpa3zoM otouparTcs 10 camuoB u 10 caMok,
KOTOpPbIC TIOMEIIAIOTCS B 0AHKY CO CBEXKMM KOPMOM.

JIviaum myx N 1flies, N2flies, 7S 1flies, 7S2flies co-
Jiepxkarcsi B OOKcax U3 Oprecrekia, B KaXKI0M U3 KOTO-
PBIX KOPM HaxOOUTCS B 12 OTKPHITHIX LIMJIMHIPUAYEC-
CKMX CTEKJITHHBIX MIPOOMpPKaxX AUaMeTpoM 22 MM M
BeicoToit 100 MM, comepxkamux rmo 10 Mg xopwma.
ExeHenenbHO B OOKC T00ABIISIIOTCSI YeThIpe IpOOup-
KM CO CBEXMM KOPMOM U YIAISIOTCS YeThIpe IpO-
OMpKM, MPOCTOSIBIIME B OoKce TpM Heaeau. [Tomumo
MIpOOMPOK C KOPMOM, B KaXXOAOM OOKCE HaXOIWTCS
noujaka — npodupka co CMOYeHHOIi BaToit, 3aMeHsie-
Masl eXXeHeOeIbHO.

MeToauka npoBeaeHUs] SKCIIEPUMEHTA M IPUTOTOB-
JIeHHsI TOMOreHaToB mmaro. M3ydeHne MUKpOOMOTHI
Ipo30U U UX KOPMOB IPOBOAMIOCH C OKTSIOPS
2020 r. mo deBpanp 2021 1.

J11sg aHanmm3a MUKPOOMOTHI 3 KaXKIOU TMHUU MyX
Opanu 1o 10 umaro B Bo3pacTe 7 CyT ocCjie BbIXoa U3
KyKoJiKM. PaHee MbI MokKazajau, 4TO UMEHHO B 3TOM
BO3pacTe YMCJIEHHOCTb APOXKEN B MyXax, Kak Mmpa-
BUJIO, AOCTUTraeT Makcumyma (JIMutpueBa u np.,
2021). YToOBI CMBITH KJIETKM APOXXKENM C IIOBEPXHO-
CTU HAaCEKOMBbIX, MyX ITOMEIIa]IM B CTEPUJIbHbIE TPO-
OupKkM 1 mpoMbIBasIv B 10 MJT cTepUJIbHOI BOJBI HA
Boprekce MultiReax (Heidolph, I'epmanust) B pexu-
me 1700 06/MuH B Teuenue 15 muH. [Tocie aToro Ha-
CEKOMBIX I0CTaBaIy CTEPUILHON MeTei U nmepeHo-
CWIW B CTepUJIbHbIE MUKPONPOOUPKU, B KOTOPBIX
MPOBOIUIACH UX TOMOTeHU3alMs B 1 MJT CTEpUIIBLHOM
Ne 1
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BOIBI C ITOMOIIBIO CUJIIMKOHOBOTO MECTUKAa, MOCIe
Yyero KaxkKIblid roMoreHar ele pa3 6bu1 00paboTaH Ha
BOpTeKce B TeueHue 3 MuH. [TapateasHo ucciaenoBaiu
IISITh OOKMTHIX MyXaMM KOPMOB (CM. BhIIIIe). J1j1s1 3Toro
opanu 10 Mr KopMa ¢ TOBEpPXHOCTH, a 3aTEM TOMOTe-
HU3UPOBAJIU U pa3BOAMIIN II0 METOANKE, OIIMCAHHOM
BBIIIIE.

s ompeneneHus: APOXKEBOTO KOMIIOHEHTa
MUKPOOMOTHI 1p030GU U KOPMOB U3 MOTYYEHHBIX
00pa31oB ObLIO CAEaHO JBa MOCIeI0BaTeIbHbIX e~
CSITUKPATHBIX pa3BeleHUsi, KoTopble B 10-KpaTHOI
MMOBTOPHOCTHU BhICeBau Ha yainku [leTpu mo metomy
Hpuranbckoro. B kauecTBe NMUTaTeIbHON Cpeabl UC-
MOJIb30BAIM TJIIOKO30-TIENITOHHO-IPOXKEeBOU arap
(rmoko3a — 20 r/n, mentoH — 10 r/1, IpoOXKeBOM
9KCTpaKT — 5 1/, arap — 20 r/71), B KOTOPHIN Hepe
pa3JIMBOM B YalllKy JIJIs MOIaBJIeHUs1 pocTa 6aKkTepuii
nobasisuin xiaopamdenukon (1 r/m). [ToceBbl MHKY-
OUpoOBaJIv B TeUeHME 3 CYT IIPU KOMHATHOI TemIiepa-
type (20—22°C), a 3aTeM elie 4—7 CYT B XOJIOIUIBHU-
Ke Tpu TeMrneparype 4—6°C miist Toro, 4To0bl KOJIO-
HUU XOpOolIo C(hOPMUPOBAIUCH, HO HE CIUJIUCH
BOEIIMHO.

MeToaMKa OIEHKH COCTaBa JPOKIKEBOr0 KOMIIO-
HeHTa MUKpoOuoma. Bripociiive KoJJOHUU ObLTU pa3-
JIeJICHBI Ha TUIIBI HA OCHOBAaHUK MaKpOMOpPdOJIOTH -
YeCKMX IIPU3HAKOB U MOACYMTaHbI. B pe3ynbrarte mis
Kaxkgoro obpasiia OblIa ompenejieHa YMCJICHHOCTh
MpeAaCcTaBUTENCH KaXXnoro MopgoTumna KOJIOHUM, a
TakK>Ke 00Iast YMCICHHOCTD APOXKeH B KOJTOHNEO00-
pazyromux enuHuliax (KOE) B mepecyere Ha onHY
MyXy WM Ha 1 Mr KopMma (ITOCKOJIBKY Macca JIp030-
¢unbl cocTaBisgeT nmpumepHo 1 mr). I1o nBe—1pu ko-
JIOHUU U3 Kaxkaoro MopdoTtuna ObUIN BbIICICHBI B
YHUCTYIO KYIBTYPY, a 3aTeM CIPYIIIIMPOBaHEI HA OCHO-
BaHMU KYJIbTYPAJIbHBIX 1 MUKPOMOP(OJIOTrNUECKUX
MIPU3HAKOB.

ITo onHOMY—ABa MIpeaCTaBUTENST KaXKI0i IPyIIb
OBUIM MASHTU(HUIMPOBAHEBI 10 BUIa Ha OCHOBAaHUU
aHaJM3a HYKJICOTHUIHBIX IocienoBarenbHocTeil I'TS
peruoHa pAHK. Hus Beigenenus JJHK yucThie Kynb-
TYpBI Hapall¥BaIu Ha XXUIKOI III0OKO30-IIEIITOHHO-
IpoXcKeBoOM cpene B TeueHne 3—4 cyT. KieTtkm oca-
Knanu ueHtpudyrupoanuem 1pu 3000 06/MuUH B
TedeHUe 5 MuH. [anee yoaasiiii HaoCagodHyIO KU -
KOCTbh, KJICTKU TIPOMBIBAJIN B CTEpUIBHOM (pocdar-
Ho-coJjieBoM (pH 7.4) 6ydbepHoM pacTtBope (DkoCep-
Buc, Poccust) u pecycriennupoBainu B Tpuc-D1TA
oydepe (pH 8.0). ITonyyeHHBIE CyCIIEH3UM MHKYOM-
poBaJiu Ha BoJsiHOM O6aHe ipu TeMIiepaTtype 100°C B
tedeHue 10 muH, mobGasiasiu 100 Mr cTepMILHBIX
cTekIsaHHBIX mapukoB (200—300 Mmxkm) 1 o6pabdbaThi-
BaJli Ha roMoreHuszatope Minilys (Bertin Instru-
ments, ®pannus) B TredyeHue 30 ¢ mpu 5000 06/MuUH.
ITomydyenHble nmM3aTbl HEHTPUAYTUPOBAIU TIPH
14500 06/MUH B Te4yeHUE 3 MUH U MOJYyYeHHYIO Ha-
JIOCAaJOYHYIO XKUIKOCTh MCIIOJb30BaJId B KadeCTBE
MaTpuibl 1 moctanoBKy TT1LP.
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AMIUIM(PUKALIMIO TIPOBOAWIM IO CIEAYIOIIeit
nporpaMmme: 1) mepBudHast AeHaTyparus npu 96°C B
TedeHue 2 MUH; 2) manee 35 UMKIIOB. JeHATypamus
pu 96°C — 20 ¢, oTxur npaiiMepos nipu 52°C — 50 ¢,
cuHTe3 nodyepHeit uenu 72°C — 1.5 muH; 3) puHaab-
Hasl a7oHTauus npu 72°C B TeueHue 7 MuH. [1pu
aMIIIMUKAINKU UcItoab3oBanu npamepsr TSI
(5'-CTTGGTCATTTAGAGGAAGTA-3") u NL4
(5'-GGTCCGTGTTTCAAGACGG-3'). Busyanu-
3annio nojrydeHHbIX 1L P-tipomykToB mpoBognam ¢
IMOMOIIIBIO TOPU30OHTAIILHOTO 2JIeKTpodopesa B 1.5%
arapo3HOM reje.

CekBeHMpPOBAaHUE BBITIOJIHEHO C HMCIOJIb30BaHU-
eM TtpaiiMmepa NL4 HayYHO-HCCIIemOBaTeIbCKOM
kommaHueil “EBporen” (Mocksa). PemakTupoBaHue
MMOJTyYeHHBIX TI0CTIeA0BaTEIbHOCTEN BBITIOJTHEHO C
ncnoiab3oBaHueM mporpamMmmbl Chromas Lite 2.01.
[na BeIpaBHUBAHUS U CpaBHEHUS TOCIICIOBATETb-
HocTell mcnonb3oBanu Iporpammy Clustal Omega
(http://www.ebi.ac.uk/Tools/msa/clustalo/). Ilpu
UIeHTUGUKAIINT YUCTBIX KYJIBTYP MCTIOIB30BAJIN aJl-
roputMbl BLAST 6a3er gmanaeix GenBank NCBI
(http://blast.ncbi.nlm.nih.gov/Blast.cgi). IloayuyeH-
HBbIE TIOCIIETOBATEIbBHOCTA IEIIOHMPOBaHBI B 06ase
nmanHbIX GenBank NCBI o Homepamu OK181114—
OK181159.

Pa3zHooOpasue OpoxkkeBOro MHMKpoOHMOMa oIle-
HUBAJIM C IOMOIIILIO MHAEKCA BUIOBOIO pa3HOOOpa-
3ust llleHHOHa, paccuuTBIBaeMOro 1o ¢opmyiie

k N, N,
= Z ’ln—’, rme N — oOmiast 9MciIeHHOCTh

IPOXKEH Bcex BI/II[OB B npode, N; — YUCIEHHOCTb
i-To BUIIA IpOXKel B IIpoode, i m3MeHsieTcs oT 1 1o k,
rae kK — KOJIM4eCcTBO BUIOB ApoxcKkeil B mpobe. daH-
HBI1 MHAEKC YYUTHIBAET OJHOBPEMEHHO U BHIOBOE
00oTraTCTBO APOXKEH B MpoOe M BEIPABHEHHOCTD pac-
npeneneHust KOE no Bugam (puc. 1). 3HayeHne nH-
JIeKca paBHO HYJIIO, €CJIM B IIpoOe BCEro OOUH BUI
npoxckeit. IIpm mpouynx paBHBIX, YeM OOJBIIIEe WH-
nekc IllenHoHa, Tem 6oJiee pa3HOOOpa3HBIM MOXKHO
CUMTATh APOXKKEBOE COOOIIECTBO IIPOOHL.

PE3YJIBTATbBI 1 OBCYXKIAEHHUE

OcHOBHBIE pe3yJILTaTHI PENCTaBICHBI B Ta0m. 1.
J11s1 Kaxk o mpoOkl IIpUBeaeHAa 0011ast YUCIIEHHOCTh
JIPOXCKe BCeX BUIOB M YMCICHHOCTD KaxKI0ro BUaa
B OTHEIBHOCTH. [laHHBIEe BEIUIMHBI — YCPEIHECHHBIE,
TakK Kak ImoceB npousBoauics B 10-KpaTHOI ITOBTOp-
Hoctu. [lpuBemeHO UX CTAaHOAPTHOE OTKJIOHEHHE.
Taxke paccynTaHO OTHOCUTEJILHOE OOMINE KaXKI0ro
BUIA IPOXCKEN B IIpo0e (B IMIPOLIEHTAaX).

B uccinenoBaHHbIX 00pasiiax oOHapy>kKeHO B 00-
1IEH CTOXKHOCTH LIECTh BUIOB IPOXIKEM:

1) Starmerella bacillaris (Kroemer & Krumbholz)
F.L. Duarte & A. Fonseca, 2012;

2) Starmerella etchellsii (Lodder & Kreger-van Rij)
C.A. Rosa & Lachance, 2018;
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Puc. 1. Unnekc llleHHOHa, XapakKTepu3yIOII1ii BUIOBOE pa3HOOOpa3ue IPOXKEBOro HaceJeHUs B Mpobax. 3akpalleHHbIe
POMOBI — JIMHUU MyX, He3aKpallleHHbIe — TpoObl KopMma. Hosib 03HavyaeT, 4To MUKPOOGHOE COOOIIIECTBO COCTOUT TOJIBKO U3 Ofl-
Horo Buna (apoxckeii). B mpooe N3flies npoxckeit He 00HapyKeHO, ITO3TOMY 3HAaYeHUE OTCYTCTBYET.

3) Candida californica (Mrak & McClung ex
K.W. Anderson & C.E. Skinner, 2006);

4) Pichia membranifaciens (Hansen, 1904) E.C. Han-
sen;

5) Pichia occidentalis (Kurtzman, Smiley & John-
son, 2008) Kurtzman, Robnett & Basehoar-Powers;

6) Zygosaccharomyces bailii (Barnett et al., 1983).

Kpome Toro, B tmanu 7S1flies BcTpedaroTcs Ko-
JIOHMM MULEJMalibHOro rpuba Geotrichum candidum
(Link, 1809).

Jpoxckn oOHapyXeHbI BO BCEX Mpodax, KpoMme
onHoit (N3flies). Ipox:keBoii MUKpOOMOM Kaxmoit
OTAEJLHON MPOObI MOXET BKJIOYAaTh OT OIHOIO 10
yeThIpex BUAOB npoxckeit. [IpoObl CUIbHO pa3inya-
I0TCSI 110 3HaYCHUI0 MHAeKca pa3HooOpa3us LlleHHO-
Ha (puc. 1).

Ha xopmax 6e3 nob6aBieHMsI COMM OOIIast YKCICH-
HOCTB Opoxokeit HeBenuka (puc. 2). Ha kopme N3medi-
um JOMUHUPYIOT ABa Buaa: P. occidentalis v Z. bailii;
a C. californica — MUHOPHBII KOMIIOHEHT JIPOXKEBO-
ro Mmukpodomoma. B xopme N2medium mpoxkeBoe
HaceJieHue Ha 100% coctouTt U3 npoxkeit Z. bailii.

Ha xopme ¢ 2% cosu aposxkkeil Ha IBa Iopsiaka
0oJbliie. DTOT KOPM HaceJIeH IMOUYTH UCKITIOUUTEIbHO
npoxckamu P occidentalis. Ipoxoku P. membranifa-
ciens, C. californica v Z. bailii npencraBjieHbl €IUHUY-
HBIMU PENKUMU KOJTOHUSIMU.

KopMm ¢ noGasneHueM 4% coiv O TAKCOHOMUYE-
CKOMY COCTaBy OPOXKEBOIO HaceJeHHUsI MOXOX Ha
KOpM ¢ 2% coau, OMHAKO YUCIEHHOCTD IPOXKel Ha
HeM OoJIbllIe MPUMEPHO B 2 pa3a.

Ha xopme ¢ 7% conu npoxcokeit Toxke TOBOJBHO
MHOTO0, XOTSI U MEHbIIIe, 4eM Ha KopMax ¢ 2 1 4% conu
(puc. 2). JIpoxckeBoe HacejeHrue KopMa 7S 1medium
JIOBOJIBHO pa3HOOOpPa3HO U MPU 3TOM XapaKTepu3y-
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eTCs BUAAMM, He BCTPEYAIOLIMMUCI Ha APYTUX KOp-
Max. JJoMMHaHTHBIM BUIOM BEICTYTIaeT P. occidentalis,
B pojiu cyogoMuHaHTa — S. bacillaris. TlepBblii BUJI
pacrIpoCcTpaHeH B pa3HLIX JIMHUSIX MyX U HAa KOpMaXx,
a BTOPOIi1 BCTpeyalicsl paHee B IMHUSIX, COACPKALLIMXCS
Ha KopMe ¢ 4% NaCl (Usauukuii u ap., 2018; Dmi-
trieva et al., 2019), HO B HacTosIIIeM MCCIACIOBAHUN
OH B HUX He OOHApY:KEH U BCTPEYAETCS TOIBKO B JIU-
HUSIX, KUBYIIMX Ha KopMme ¢ 7% NaCl. D1o gaet oc-
HOBaHMS IIPEAIIONIOXUTh, YTO IPOXCKU S. bacillaris
MapKHUPYIOT OIpeAeICHHBII 3Tall afalTalul MyX K
KOPMY C BBICOKMM COJep>XXaHUEM coJjiu. Bo3MOXHO,
JaHHBIA 3Tall yKe 3aBepIInics Ha KopMme ¢ 4% conu
M ellle uaeT Ha KopMe ¢ 7% conu (Amurpuena u ap.,
2021). Kpome Toro, 6osee 8% KonoHMeOOpa3yIoInxX
equHUL, B KopMme 7Slmedium IpuHamiIexar He
BCTpEYaBIIMMCS paHee BHAAM APOXKell, KOTOphIe
TI0Ka He YIAJIOCh HAJIeXKHO ONpPEeNeInuThb.

COOTHOIIIEHUE YUCIEHHOCTH APOXKKEN B MyXax,
KUBYIIMX Ha KOpPMaxX C pa3HOI KOHILIEHTpalueil co-
JI, aHAJIOTUYHO CUTyallul Ha KopMax. MeHbllIe Bce-
ro IPOXKei B MyXax, SKUBYIIUX Ha KOpMme 0e3 100aB-
JIEHUSI COJIM, OOJIbIlIe BCETO — B MyxaX Ha KOpMax C
nobasineHueM 2 u 4% conu. Myxu, XXKUBYIIIME Ha KOP-
Me ¢ 7% conu, UMeIOT OOJIbllIe IPOXKET, YeM Te, UTO
KUBYT 6€3 COJIM, U MEHbIIIe, YeM T€, YTO KUBYT Ha
KopMax ¢ 2 u 4% conu.

ApoxKeBoe HaceJIeHUe MyX U3 JIMHUM, XKUBYIIIUX
Ha KopMe 0e3 100aBJICHMS COIU, HauMEHee pa3HO00-
paznoe. B munusax Nlflies m N2flies oHO ITOJIHOCTBIO
COCTOUT U3 Apoxckeid Buna P. occidentalis. Y myx u3
ymaun N3flies npoxcky He oOGHapyXXeHBI BoBce (I10-
9TOMY TOYKa Ha puC. 1, COOTBETCTBYyIOIIAsl TaHHOI
JIMHUU, OTcyTcTBYeT). [TocienHuit pe3yabTar BbITIs-
IUT HEOXUITAHHBIM, YYUTHIBAsSI, UTO APOXKKEBOE Ha-
ceinenre kopMa N3medium ITOBOIBHO pa3HOOOpas3-
2022
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Puc. 2. O611ast YMCIEHHOCTD IPOXIKEN. 3HAYESHMSI TPUBEACHBI B JIoTapru(MUUECKOM 1IKasie, OTpe3KaMM ITOKa3aHo CTaHIapT-
HOE€ OTKJIOHEHUE. 3aKpallleHHble pPOMObI — JIMHUU MYX, He3aKpallleHHbIe — MTPOObI KOopMa.

HO. HpI/I‘-II/IHI)I KOHTPACTHbBIX pa3J'II/I‘-II/II7I APOACKEBOTO
HaCCJICHUA MYX 1 KOPMOB, Ha KOTOPbIX OHM KMBYT,
I10Ka HEACHBI.

ITpy NOBBIIEHUU KOHLIEHTpAUU cou 10 2—4%
pa3HoOOOpa3ue IpOoXKeil B MyXax 3aMeTHO BO3pacTaeT.
JpoxckeBoe HaceJIeHEe MyX M3 JIMHUIA, JKUBYIIIMX Ha
KOpMe ¢ Jo0aBiaeHueM 2% cOJn, CXOOHO BO BCEX TPEX
peruukax (2S1flies, 2S2flies, 2S3flies). OHO TakXKe
CXOIHO C IPOXKEBBIM COOOIIIeCTBOM KopMa 2S 1 me-
dium. JoMUHUPYIOIIUM BUIOM OPOXKEH SIBIASIETCS
P. occidentalis, a C. californica — 0CHOBHOI1 MUHOD-
HeIi BUa. B mpo6ax 2S1flies m 2S Imedium Takke 06-
Hapy>KeHbl eNMHUYHBIE KoJIoHUuU Z. bailii.

HpoxKeBoe HaceJleHre MyX U3 JIMHUM, XXUBYIIIUX
Ha KopMe ¢ nobaBieHrneM 4% coin, CXOTHO BO BCEX
Tpex peruiMkax. Takxke OHO CXOXe C IPOXKKEeBbIM
MukpoomomMom kKopMa 4Slmedium. JlomuHUpYyIO-
it Bun npoxckeit — P. occidentalis. P. membranifa-
ciens BCTpedaeTcsl B HeOOJIbIIIOM KOJIMYECTBE BO BCEX
Tpex muHuIX 4S, a B nuHum 4S3flies BcTpevyaioTcs
TakKe Opoxku Z. bailii. Takum ob6pa3om, TpoxKe-
BOIl MUKPOOMOM MYyX, XXUBYIIUX Ha 2 1 4% coiu, B
LIEJIOM CXOXK.

I1pu pocte KOHLICHTPAIIMK COJIM B KOpMe OT 2—4
10 7% B KUIIEYHUKE MYX MIPOUCXOAUT CMEHA TOMMU-
HaHTa ¢ P. occidentalis Ha S. bacillaris, nonsa P. occi-
dentalis pe3ko CHMKAeTCSI M MEHSICTCSI COCTaB MHU-
HOPHBIX KOMMNOHeHTOB: ucue3atoT C. californica n
Z. bailii, mostBiIsiored S. etchellsii 1 Geotrichum can-
didum. JIpoxckeBOoe COOOIIECTBO, HaceIroniee KOpM
¢ 7% conu, CWIBHO OTJINYAeTCS OT APOXKKEBOTrO Ha-
ceJIeHUsI KUIIIEYHUKA MYX, SXUBYIIIX HA 5TOM KOpME.
JommHAHT Ha KopMe — P. occidentalis, a B KUIIIeUH -
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ke Myx ooeux auHuii (7S1flies, 7S2flies) tomuHupyer
Bun S. bacillaris.

HMHutepecHo, uto B mpobe 7S2flies mosiBasieTcst
ellle OOMH B IPOKKEN M3 TOTO 3Ke pona — S. efchell-
sii, He BCTpEYaBLIMICS paHee HU B OAHOW M3 pac-
cMmaTtpuBaeMblX JUHUN (MBHMUKUI u ap., 2018;
Dmitrieva et al., 2019; JImurpuesa u np., 2021). O6
9KOJIOTMM BUaa S. efchellsii U3BECTHO HEMHOTO. DTOT
BUJI, COOPAAWYECKM BBIACISICTCS M3 CaMbIX pa3HBIX
ncrouHukoB (Kurtzman et al., 2011), Ho yaie Bcero
ero oOHapy:KMBaJIU Ha ITYejlaXx U B cyOcTparax, moce-
maeMblx 3TuMu HacekoMbiMu (Rosa et al., 2003;
Teixeira et al., 2003). Takxe B 1uTepaType €CTh CBe-
JIEeHUSI 00 OCMOTOJIEPAHTHOCTU 3TUX NPOXKEH, MX
HCIIOJIb30BaHUM TIPU IIPOU3BOICTBE COEBOTO COyCa, a
TaKKe HEOTHOKPAaTHOM OOHapyXeHUHU B cyOcTpaTax
C BBICOKMM COJIep>KaHUEM COJIM, HallpuUMeEp, B Ory-
peuHoM paccojie (Lee et al., 1992; Suzuki et al., 1992;
Wanakhachornkrai, Lertsiri, 2003; Feng et al., 2012).

Kak BUIHO U3 NpUBEISHHOIO ONMCAaHUs U Ta0I. 1,
IPOXKEBOE HACEJIeHME KOpMa M MyX CYIIECTBEHHO
pasiauyaeTcs pyu MUHUMAabHOI (0%) 1 MakcUMalTb-
Hol (7%) KOHLIEHTpALIUU COJIU, HO CXOMTHO IIPU IIPO-
MEXXYTOUHBIX KOHLeHTpauusgx (2 u 4%). Tak, npu
KoHIeHTpauuu coiu 0% B roMmoreHarax Myx oOGHapy-
KEH TOJIbKO oguH Bu apoxckeit (P. occidentalis), To-
IIa Kak B KOpMe BBISIBIIEHBI TpU BUAa (P. occidentalis,
Z. bailii, C. californica). Illpu KoHueHTpauuu 7% B ro-
MoOreHaTax JTOMMHUDPYIOT Opoxoku S. bacillaris, a B
KopMe — P. occidentalis. Paznuyarorcss 1 MUHOPHBIC
KOMITOHEHTHI JIPOXKEBOrO0 MUKpPOOMOMA: TOJIBKO B
roMoreHaTax MyX 7S oOHapyXeHEI BUIBL S. efchellsii n
G. candidum, B TO BpeMs Kak npoxcku Gen. et sp. in-
Ne 1

TOM 83 2022



M3MEHEHUSA KOMITJTEKCA CUMBUOTUYECKUX JIPOXKEN 35

det. (moka He MACHTU(MUIINPOBAHHBIE, HO OTJIMYHEIC
OT BCEeX UIEHTUPUILIMPOBAHHBIX BUIOB) OOHAPYKEHBI
TOJIBKO B KOPME, IlI€ OHU COCTABJISIIOT CBHIIIE 8% OT
0o0111ero umciia KoJoHrueoopasyommux enuanil. [1pu
KOHLIEHTpAaIUsIX coyiv 2 1 4% NpoxKeBoe HaceJleHUe
MYX 1 KOpMa, HaIIpOTUB, CXOMHO II0 COCTaBy: BCEraa
npeoobmanaet P. occidentalis, a Bce MUTHOPHBIE KOMITO-
HeHThl (P. membranifaciens, C. californica, Z. bailii)
BCTPEYAIOTCS M B TOMOTeHaTaX, M B KOpMe (XOTb U He
BCETIa, T.€. He B KaXXI0if mpobe).

IIpu Bcex deThipex KoHueHTpamusax NaCl ymc-
neHHocTsb apoxckeil (KOE) B 1 Mr kopMa cormoctaBu-
Ma C MX YUCJIEHHOCTBIO B OTHOI TOMOT€HU3UPOBAHHOM
MyXe, Macca KOTOPOM COCTaBJISIET TOXE MPUMEPHO
1 mr. IToCcKOJIBKY TIEpE MPUTOTOBIICHUEM TOMOTeHa-
Ta MyXU IPOMbIBAJIUCh BOAON, a NPUCYTCTBUE 3HAYM -
TEJILHOTO KOJIMYECTBA APOXKEeil B IIOJIOCTU Tea,
MBIIIAX W JIPYTUX TKAHSIX W OpraHaxX HAceKOMOTO
MaJIOBEPOATHO, MBI IIpe€AIiojaracM, 4To B roMOoreHa-
TaXx IIpeICTaBJIeHBI B OCHOBHOM T€ IPOXKM, KOTOPbIE
HaXOIMJINCh B MUIIEBapuTeIIbHOM TpakTe. ITockoin-
Ky Macca COJIEPKMMOTO IHUIIEBAPUTEIBHOTO TpaKTa
CYIIECTBEHHO MEHBIIIE MAacCChl 1IeJIOf0 HAaCEKOMOTO,
MOXHO TOBOPUTH O MOBBIIICHHON KOHIICHTPAIINH
NPOXCKEN B MUILEBAPUTEIBHOM CUCTEME MYX IO
CPaBHEHUIO C KOPMOM. DTO MOXKET OOBSICHITBLCS OT-
JacTH MMPEUMYIIESCTBEHHBIM MUTAaHUEM MYX TP OXKKe-
BOI1 OMOMAaccoii, a 0OTYACTH TeM, YTO MUILIEBAPUTEIIb-
Hasl CUCTeMa MyX IIpedoCTaBIISIET OoJiee OJIaroIpusIT-
HBIE YCIOBUS JJIT HEKOTOPBIX BUIOB IPOXKKEH, 9deM
KOpM.

Oco0BIit MHTEpEC NMPENCTaBIsICT OTCYTCTBME BHUIA
S. bacillaris B TMHUSAX MyX, COAEPXKAIIIUXCSI HA KOpMe
¢ 4% conu, U ero IPUCYTCTBUE B JTUHUSX, COAEPKa-
muxcst Ha Kopme ¢ 7% conu. Panee (B 2017—2018 rr.)
apoxcku S. bacillaris TOMUHUPOBAIN B TUHUSX 4S
(UBHunkwuii u ap., 2018; Dmitrieva et al., 2019), oxn-
Hako B nanbHelieM (2019—2020 rr.) oHu niepectayin
0OHAapY:KMBAThCS B TOMOIeHaTax MyX U3 3TUX JIMHUMA
(Imutpuena u ap., 2021). IIpu 3ToM, KaK MBI ITOKa-
3aJIM paHee, JaHHbIA BUJ OPOXKEW BHOCUT CYIIE-
CTBEHHBII BKJaJ B amanTaluio Apo30dui K COu,
noBbIas 3(¢GEeKTUBHOCTh Pa3MHOXEHUS MYyX Ha
kopMe ¢ 4% NaCl (Dmitrieva et al., 2019). ToT ¢axr,
4yTO Teriepb BUn S. bacillaris oOHapyXeH y MyX, anari-
THpoBaHHBIX K 7% NaCl (paHee MUKpPOOHUOM 3TUX
MYX HE U3yJdaJyiCs), XOTs Y IMHUI 4S ero mo-mnpexHe-
MY HET, ITO3BOJISIET MPEAIIOJIOXUTh, UYTO MBI MMEeM
JIEJIO C HEKOM CJIOXKHOUW KO3BOJTIOLUMOHHOM IUHAMM-
KOIi, OTpaxalollleil pas3jiMuHble ATalbl aganTaluu
X0JIOOMOHTa (CUMOMOTUYECKOTO KOMIIJIEKCa, BKIIO-
YaIIIEro MakKpoOpraHu3M U ero Mukpooumom (Mar-
gulis, Fester, 1991)) x conenomy kopmy. Hanpumep,
He MCKJIIOYEHO, YTO APOXKU S. bacillaris ycrienHo
pa3BUBAIOTCS B JIUHUSIX APO30(PUII, HEAABHO MOMeE-
IIEHHBIX Ha COJICHBII KOPM (MU HEIaBHO MepeBe-
JICHHBIX Ha 60Jiee COJIEHBI KOPM C MEHEe COJIEHOTO,
Kak JIMHUU 7S) U ellle He YCIEeBIIMX K HEMY afarTu-
poBaThCcsl reHeTndeckr. Ha sToM 3Tame mpoxKu
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S. bacillaris, TO-BUIUMOMY, TTOMOTAIOT MyXaM BBI-
JIep>XK1BaTh BhICOKYIO KoHLIeHTpaluio NaCl, kak no-
KasaJii paHee Hallu 3KcnepuMeHThl (Dmitrieva
et al., 2019). B ganpHeiimeM, oMHAKO, 3TH ITOJE3HBIE
CUMOMOHTBI MOTYT OBITh MOTEPSIHBI MyxaMu (JIMuT-
pueBa u ap., 2021). To MoOXeT MPOUCXOAUTh Ha ¢O-
HE ITOCTEIIEHHOTO Pa3BUTHSI TeHETUUECCKUX aIanTallnii
HACEKOMBIX K COJICHOMY KOPMY WJIM B pe3y/ibTaTe U3Me-
HEHMSI CTPYKTYphl caMoro MuKpobOroma. Bo3moxkHO,
S. bacillaris tToMUHUPYET B MUKPOOHOM COOOIIIECTBE
TOJILKO TTOKa OHO He IPUCIIOCOOMIOCH K MOBBIIIIEH-
Hoii KoHueHTpauuu NaCl, HO IO Mepe amanTaluu
JIPYTUX BUOOB IPOXKEN K U3MEHUBIIINMCS YCIIOBUSIM
S. bacillaris BeITecHsIeTCS U3 coobiecTBa. Kpome 1o-
ro, Ha IPOLIECC CTAHOBJICHUS APOXKKEBOIO KOMITO-
HEHTa MUKPOOHOIO COOOIIECTBA MOXKET OKa3biBaTh
BIUSIHUE €T0 OaKTepualbHBI KOMITOHEHT. st mpo-
BEpKM HSTUX TUIOTE3 U BBISIBICHUS MEXaHU3MOB
MpearoaaraeMbIX TEHACHILIMIT (€CIM OHM IIOATBEP-
JISITCST) HEOOXOOMMBI JATbHEHIIINE SKCIICPUMEHTHI.

BbIBObI

AHaJIM3 IPOXKEBOT0O KOMIIOHEHTa MUKpOOHOMa
Ipo30(duII, comepxKaIIuxcss Ha KOpMax ¢ pa3HbIM CO-
JIep>kaHUEeM COJIM, TTO3BOJIMJ BBISIBUTH CJIETYIOIINE
3aKOHOMEPHOCTH.

1. O61asg YMCIEHHOCTh APOXCKeH KaK B MyXax,
TaK ¥ B UX KOPME MEHSIETCSI C POCTOM KOHLIEHTPALIUU
NaCl HeMOHOTOHHO: OHa MUHUMAJIbHA ITPU KOHIIEH -
tparuu coiu 0%, MakcuMaibHa — IPY KOHLIEHTpa-
uuu 2 u 4%, npu KOHLEHTpauuu 7% 4YUCIEHHOCTD
JIPOXIKEN B MyXax U UX KOpME MEHbIIIE, YeM TIpu 2—
4%, HO 3HAYUTEILHO OOoJbIEe, yeM rpu 0% (puc. 2).

2. [1o Mepe pocTa KOHLIEHTPALIMU COJIU B KOpMeE
IPOXCKEBO MUKPOOMOM Ipo30(duia IpeTepreBacT
3HaYNUTeNbHBIC M3MeHeHus . [1pu koHueHTpaunu 0%
KaK YHMCJIEHHOCTh, TaK U pa3HOOOpa3re OpoXxKeil B
roMOreHaTax MyX MMHHUMAaJbHBI, OOHApy>XKUBaeTCs
ToJIbKO P. occidentalis. T1pu TTOBBIIIIEHUY KOHLICHTpA-
UK 10 2—4% 4uciieHHOCTh U pa3HooOpa3ue JIpoxK-
Xei pe3Ko Bo3pacTaioT. Bun P. occidentalis o-Tipex-
HEMY IOMUHMPYET, HO K HEMY 100aBJISIIOTCS MUHOP-
HbBIe KOMIOHEHTHL: P. membranifaciens, C. californica,
Z. bailii. I1pu pocte KOHLIEHTpALIUU 10 7 % TIOSIBASIET -
csl HOBBIIT TOMUHAHT — S. bacillaris, a IpolLieHTHAasI
nonst P occidentalis pe3ko cHuzkaeTcsi. MeHsIeTCST U
COCTaB APYIrMX MUHOPHBIX KOMITOHEHTOB: UCUYE3al0T
C. californica n Z. bailii, nosiBasitorcst S. etchellsii n
G. candidum.

3. poxckeBoe HacejieHHEe KOpMa U MyX Cylle-
CTBEHHO pa3iudaeTcss npu MuHuManbHoi (0%) u
MakcuMmaiabHOUM (7%) KOHLEHTpaUMsIX COJU, HO
CXOIIHO MPU MPOMEXYTOUYHBIX (2 1 4%) KOHILIEHTpa-
LUSIX.

4. KoHlieHTpalus IPOXKeH ((KMBBIX IPOXKEBBIX
KJIETOK) B MUINEBApUTEIBHOM CHCTEME MYX 3HAaYM-
TEJIBLHO BBIIIIE, YeM B KOpME.
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5. poxckm Buma S. bacillaris, paHee TOMUHUPO-
BaBIlIie B MUKPOOMOME MYX, KMBYIIUX Ha KOpME C
4% conm, GOJbIIE He BCTPEYAIOTCS HU B 3THX MyXaX,
HU B UX KopMme. OTHaKO OHU MTPUCYTCTBYIOT B IMHU-
SIX, JKUBYIIMX Ha KopMme ¢ 7% conu. Bo3aMoxHoO, 1aH-
HBIA BUI OPOXXKEHN MapKuUpyeT HayajlbHBII 3Tan
ajanTaiyu X0J00UOHTAa K TTOBBIIIEHUIO KOHILIEHTpa-
LU COJIM. DTO COTIacyeTcsl ¢ OOHApyKEHHBIM paHee
dakToM, uto S. bacillaris BHOCUT CyIlleCTBEHHbII
BKJIaJ B ajartaiuio 1po3oduil K cojiv, ToBblias 3¢h-
(EKTUBHOCTE pa3MHOXEHM MyX Ha KopMe ¢ 4% NaCl
(Dmitrieva et al., 2019). /1151 mpoBepKM 3TO rMmnoTe-
3bl, @ TaKXe JJIs1 OLIEHKM OTHOCUTEJIbHOTO BKJaAa re-
HETUYECKUX W SMUTCHETUUYECKHUX U3MEHEHUN MYyX U
KOMITOHEHTOB MX MUKpOOMOMa B afanTaiuio XojJo-
OMOHTA K MOBBIIIEHNIO KOHILIEHTPAILIMU COJIU B KOpME
TpeOyloTcsl AajbHENINE UCCIIeTI0BaHMUS.

PMHAHCHUPOBAHUE
Mukpo6UOI0rnM4ecKoe UCCaeqOBAHUE BBIMTOJIHEHO
B paMKax TeMBbl  TOCYIAapCTBEHHOIO  3aJaHusd
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Changes in the symbiotic yeasts of Drosophila melanogaster
in course of adaptation to substrates with extra NaCl content

A. S. Dmitrieva> *, E. Yu. Yakovleva, I. A. Maksimova?, A. A. Belov*, and A. V. Markov* *

4 Lomonosov Moscow State University
Leninskie Gory, 1, bld. 12, Moscow, 119234 Russia

b Borisyak Paleontological Institute, RAS
Profsoyuznaya, 123, Moscow, 117997 Russia

*e-mail: dmnastya89@mail.ru

The model organism Drosophila melanogaster is a convenient object for studying the mechanisms of adapta-
tion to adverse environments. In course of an evolutionary experiment conducted at the Department of Bio-
logical Evolution of Moscow State University, different Drosophila strains adapt to food substrates with dif-
ferent NaCl content (0, 2, 4, and 7%). Previously, we have shown that some strains of symbiotic yeast can
contribute to the adaptation of Drosophila to high-salt substrates. However, the relationship between NaCl
concentration and the abundance and composition of yeasts in Drosophila has not yet been studied in detail.
Here, we explore the quantitative and qualitative composition of yeast component of the Drosophila micro-
biome in 11 laboratory lines of D. melanogaster and five food substrates inhabited by them. We find out that
as the concentration of salt in the substrate increases, the yeast microbiome of Drosophila undergoes signifi-
cant changes. The total abundance of yeasts changes nonlinearly: it is the lowest at 0% NaCl, the highest at
2—4%, intermediate at 7%. At a low salt concentration, the species Pichia occidentalis strongly predominates;
at intermediate concentrations, the species diversity of yeasts increases while maintaining the same domi-
nant; at 7%, a new dominant Starmerella bacillaris appears and the composition of minor components chang-
es considerably. The results are consistent with the hypothesis that S. bacillaris may help the flies to withstand
high NaCl concentrations at the early stages of adaptation, but later these useful symbionts can be lost as the
genetic adaptations of insects (or other components of their microbiome) to salty food gradually develop.
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Bunb! pona Varroa SIBISIIOTCS KTOIMApa3UTUYECKUMU KilelllaMU MEIOHOCHBIX IT4el pona Apis. B otimumaune
OT XOPOIIIO U3BECTHBIX BUNOB Kiteleit V. destructor u V. jacobsoni, V. underwoodi octaeTcsi Majlo U3yYEHHBIM.
CoBpeMmeHHBli1 apean V. underwoodi B monynsnuu A. cerana BkmodaeT Henan, FOxnyio Kopero, Simonuio,
Manaiizuto, Munuro, Mugones3uto, Ilanya-Hosyio I'BuHero, BberHam u Kurait. HemaBHO oH ObLI HaiigeH
B Poccuu (Ilpumopckuii Kpait) Ha A. cerana ussuriensis. Ilockonbky V. destructor u V. jacobsoni obnagaior
CIMOCOOHOCTBIO JIETKO MEePEeXOAUTh Ha IPYTrue BUAbl MEIOHOCHBIX Y€, €CTh 00JblIast BEPOSITHOCTb TOTO,
urto V. underwoodi MoXeT B najqpHEIIEeM epeTH B MACCOBOM nopsiake ¢ A. cerana Ha A. mellifera. 11epBbrii
ciyyait mapasutupoBanus V. underwoodi B ceMbsix mmuen A. mellifera 3adukcuposan B [1amya-HoBoit I'Bu-
Hee. Varroa underwoodi TpeOyeT TIIATELHOTO M3YYEeHUsI, TIOCKOIBKY SIBJISIETCS HOBBIM MOTEHLIMATLHBIM
napasutom A. mellifera u cnocoGeH TIpUHECTU ¢ co00it HOBBIE BUIBI U IITAMMBI BUPYCOB U OaKTEpUil, N3-
MEHUTh COCTaB MUKPOOHMOMAa KUIIIEYHUKA TTYeJI, HAPYIIUTh 3alIUTHBIE Y afallTUBHbIE MEXaHU3MBbI UX Op-
raHu3Ma. B ctaTbe npencrasieHbl naHHble MopdomeTpun V. underwoodi n monumopdusma ero rena COX1
Mt HK. IIpoBeneHo cpaBHenue V. underwoodi ¢ npyrumu Bunamu Kiemeir V. destructor n V. jacobsoni.
CpenHsisi reHeTHYeCcKast TMBEPTeHIINS U P-IUCTaHLIMs MexXay V. underwoodi n npyrumu Bugamu Varroa co-
craByisii 9% u 0.09 COOTBETCTBEHHO, YTO COIIACYETCsI CO CPEIHUM YPOBHEM BUIOBBIX pa3UuMil y Hace-
koMbIx. Hykireotunnslie mocnenoBateabHocTy reHa COX1 MtAHK V. underwoodi n3 IlpumMopckoro kpast
(Poccus) LC532104 v npoBuniuu Lzununs (Kurait) MH205176 oka3anuch MAEHTUYHBIMU U OTHECEHBI K
rarioturty China 1 MH205176. Ilpenmoiaraercs, 9To MeXXIy nonyiasuusMmu A. cerana Poccun n Kuras
ITPOMCXOIUT HETIPEPHIBHBINT OOMEH, KOTOPBIi ITPUBEIN K MOsiBJIeHUIO V. underwoodi B mpUpOIHOM TIOITYJIsI-
uuu A. cerana ussuriensis B Ilpumopckom Kpae. CoBpeMeHHasi ceBepHasl rpaHuua apeana V. underwoodi
npoxonut 1o tepputopun JanpHero Boctoka Poccuu u, BeposITHO, COBITamaeT ¢ TAaKOBOI A. cerana us-
suriensis (45.06° c.u1.). BeposiTHO, cenekiiyst ceMeii muen A. mellifera 1o riTHEHNYECKOMY TTOBEICHUIO TTPO-
TUB Kjemeit V. destructor MoxeT okazatbes 3 heKTUBHOM TakKe IIPOTUB V. underwoodi 1 MO3BOJIMT HPEOOT-
BpaTUTh BO3MOXHBIN nepexon V. underwoodi ¢ asuarckux muen A. cerana Ha eBporieiickux muen A. mellifera.
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IMTapasutnmueckme xkiemu poga Varroa Oudemans,
1904 otHOCATCS K cemeiicTBy Varroidae nHdpaoTpsiaa
Gamasina otpsima Mesostigmata HagoTpsina Parasiti-
formes. Kiemu p. Varroa sBnsiiorcst aKTomapasuraMu
myea p. Apis M NpeacTaBleHbl YETbIpbMsS BUIAMU
(Anderson, Trueman, 2000; Rosenkranz et al., 2010):
1) V. jacobsoni, ontmcannslii ¢ A. cerana (o-B fIBa, UH-
noHesust) (Oudemans, 1904), mo3nHee HalineH U Ha
A. nigrocincta 8 ©Uanone3uu (Hadisoesilo, Otis, 1998;
Anderson, Trueman, 2000) u A. mellifera B Ilamya-
Hosgoii I'Bunee (Roberts et al., 2015); 2) V. destructor
(mepBOHAYAJILHO OIMMOOYHO WMASHTU(MUIIMPOBAH-
HBIN Kak V. jacobsoni) ommcan ¢ A. cerana (Kuraii,
Anonus, YOxuas Kopesi, Tauanm), ro3nHee Haii-
neH u Ha A. mellifera B Sinonuu (Anderson, 2000; An-
derson, Trueman, 2000); 3) V. rindereri ¢ A. kos-
chevnikovi (Cabax, Manaiizus) (Guzman, Delfinado-
Baker, 1996), Ha IpyTvX BUIAX ITYelT ITOKa He OOHAPYKEH;
4) V. underwoodi, onmcanusbiii ¢ A. cerana (Henar)
(Delfinado-Baker, Aggarwal, 1987), mo3nHee HaiineH
Ha A. nigrocincta B UnnoHe3uu (Anderson et al., 1997;
Kysneuos, 2005).

MenonocHas maena A. mellifera mopaxaeTcst BO
BCEM MUpe IIpeuMylnectBeHHO V. destructor (Traynor
et al., 2020), a B [Tantya-HosBoii I'Bunee — V. jacobsoni
(Roberts et al., 2015). OnrcaHo HECKOJIBKO MUTOXOH-
IPUAJIBHBIX TaIUIOTUIIOB V. destructor, N3 KOTOPBIX
nBa — K (kopetickuii) u J (SMOHCKMIT) — CIIOCOOHBI
Pa3MHOXAThCS M IApa3UTUPOBATh B ceMbsiX A. mellifera
(Anderson, 2000; Anderson, Trueman, 2000; Mufioz
et al., 2008). Knemwm V. rindereri n V. underwoodi B
HauMeHbIIein crereHn u3ydeHbl (Oudemans, 1904;
Delfinado-Baker, Aggarwal, 1987; Guzman, Delfina-
do-Baker, 1996; Anderson et al., 1997; Rath, 1999;
Anderson, Trueman, 2000; Wang et al., 2019a).

Jpyroii BuaD MeIOHOCHOM MYeJibl, A. cerana, iopa-
KaeTcs MPEeUMYIIEeCTBEHHO KieloM V. destructor n B
MeHbIIeH crerieHn V. underwoodi; mocnemHuii BCTpe-
yaeTcsl B MeHblleli ynciaeHHocTr (Wang et al., 2019a, b;
Lin et al., 2021). CpaBHuUTenbHO HemaBHO V. under-
woodi BbIsiIBIeH U B Poccum (IlpuMopckuii Kpaii),
oInucaHbl ero MopdoMeTpusi U moauMophu3M reHa
COXI mtIJHK B mipupomHoii momnynsuun A. cerana
(Kysnenos, 2005; Kysueuos, Jleneit, 2005; Ilyasov
et al., 2021). JlaHHbIe paOOTHI TTOCBSIIEHBI IEPBOMY
obOHapyxeHUIo V. underwoodi B mpupoOIHOI TOITYJISI-
ouu A. cerana B Poccun, mo3ToMy ITOBEPXHOCTHO M
HEIOCTaTOYHO METAIbHO OOCYXIal0T OCOOEHHOCTHU
SBOJIIOLIMUA Y TeHETUYECKOM CTPYKTYPHI MOITYJISIIAN
V. underwoodi, He mpnBOIAT neTaJbHBIN aHAIN3 T10-
JuMopdu3Ma HYKJIEOTUIHOI MOCIea0BaTeIbHOCTU
reHa COXImtAHK Varroa underwoodi n3 pa3HbIX mo-
OyJISILWN, a TaKKe He XapakTepusyroT V. underwoodi
KakK MepeHOCYMKa HOBBIX ITATOTEHOB ITUeJl — BUPYCOB
n 6akrepuii. CyliecTByeT HEOOXOAUMOCTb B CHUCTE-
MaTHU3alMU BCEX UMEIOIIMXCSI 3HAHU o Kitete V. un-
derwoodi, olieHKe BO3MOXHLIX yrpo3 V. underwoodi
JJIsl PYTUX BUOOB ITUeNl p. Apis, Ha OCHOBE KOTOPBIX
MOTYT OBITH pa3padOTaHbl IIPEBEHTUBHBIC MEPHI, Ha-
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MpaBJIeHHbIE Ha MPeIOTBpallleH1Ee paclllupeHu s ape-
ajia 3TOro Buja Kjeia B ctpaHax Azuu u Poccum.

Hapsiny ¢ pacmupenuem apeana V. underwoodi
pacTeT YKCII0 er0 BUIOB-X03s51eB: A. cerana B Henaie
(Delfinado-Baker, Aggarwal, 1987), A. nuluensis B
Manaiisun (Delfinado-Baker, Aggarwal, 1987; Guz-
man et al., 1996; Anderson et al., 1997), A. nigrocincta
B UHupmonesnu (Anderson et al., 1997; Hadisoesilo,
1997), A. mellifera B I1ammya-Hosoii I'sunee (Lee, 1995;
Anderson et al., 1997; Guzman, Rinderer, 1999).
Kunemm V. underwoodi ycrieniiHo pa3MHOXKaIOTCS B Ce-
MbsIX TTYesl A. cerana, HO OOHapy>XE€HUE €TO B CEMbSIX
JIPYTUX BUOOB MEIOHOCHBIX ITYeJI II03BOJISIET IIPEATIO-
JIOXKUTH CITOCOOHOCTh 3TUX KJIelleil K MeXBUIOBOIA
cMeHe xo3seB. OCOOeHHO OImaceH OH MOXKET ObITh
st cemeir A. mellifera, comepxXalyxcsl psSiaoOM C Ce-
MbSIMU A. cerana, XaK 3TO IIPUHSTO B GOJBIINHCTBE
asmaTckux ctpaH (Zheng et al., 2011, 2018; Chanta-
wannakul et al., 2016; Wang et al., 2019a, b; Roberts
et al., 2020).

ITockonbKy pas3HBIe TarIOTUITBI Kielneil Varroa
MMEIOT Pa3Hyl0 CIIOCOOHOCTb K Mapa3suTUPOBAHUIO
Ha pa3HbIX Buaax maen p. Apis (Anderson, 2000; An-
derson, Trueman, 2000; Muiioz et al., 2008) (ramno-
Il K 1 J U3 111eCTy rarjioTUIIOB Kielei V. destructor
CITOCOOHEI ITapa3uTUpOBaTh Ha Imuenax A. mellifera),
TO CYIIECTBYET BbICOKAsi BEPOSITHOCTb TOrO, YTO He-
KOTOpHBIE TarioTuIel V. underwoodi cMoryTt mapasu-
TUpOBaTh Ha myenax A. mellifera n 3aTeM, ITOTOOHO
V. destructor, pacripoCTpaHUTBLCSI TIO BCEMY MUDY.
V. underwoodi xapaxrtepusyeTcsl BbICOKMM YPOBHEM
reHerudeckoro pasHoo6pasus (Navajas et al., 2010;
Roberts et al., 2015; Wang et al., 2019a). Bricokuit
YPOBEHb T€HETUYECKOIo pa3HOOOpasusl 3TOro BUAA
MO3BOJIIET OLICTPO CHOPMUPOBATH TAJIOTUIIEL V, un-
derwoodi, cnocoOHbBIE TTapa3uTUpoBath Ha A. mellifera.
DTO MOATBEPKIACTCS M 3aKOHOM TOMOJIOTHUYECKUX
psinoB H.U. BaBunosa (1920), cornacHO KOTOpOMY y
OMM3KMX (opM MOTYT ITapajielIbHO pPa3BUBAThCS
CXOMHBIC ITPU3HAKU U, TAKUM 00pa3oM, CIIOCOOHOCTh
BUOOB V. destructor n V. jacobsoni K mapa3suTUPOBAHUIO
Ha A. mellifera MOXeT TakKe TIPOSIBIISATbCI Uy V. un-
derwoodi. CnenoBatenbHo, A. mellifera siBnsieTcs 1mo-
TEHUMAJILHEIM XO3stMHOM 1ist V. underwoodi B xone
ero panpHelmen sBommonun (Anderson, 2000; An-
derson, Trueman, 2000; Muifioz et al., 2008; Wang
et al., 2019a, b; Ilyasov et al., 2021).

Ilepexon V. underwoodi Ha HOBoro xo3siiHa A. mel-
lifera MOXeT COIPOBOXKIATHCS TPAHCMUCCHEIT HOBBIX
BUJOB U IITAMMOB BHUPYCOB U OaKTepuii, IIPOBOLIM-
pOBaHMEM HOBBIX O0JIe3Hel, BEAyIINX K HAPYIIEHUIO
MUKpOOMOMA, CHMUKEHUIO BHDKUBAEMOCTU U UMMY-
HuteTa (Sandionigi et al., 2015; Hubert et al., 2017;
Raymann et al., 2017; Diaz et al., 2019; Marche et al.,
2019; Wang et al., 2019a, b; Bleau et al., 2020; Chen
et al., 2021). MUccnengoBaHue ocobeHHocTel V. under-
woodi IO3BOJIUT 3apaHee pa3padboTaTh METOIBI GOPh-
Obl ¢ HOBBIM mapasutoM (Guzman, Rinderer, 1999;
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Kolar, Lodge, 2001; Woolhouse et al., 2005). OgHum
13 TaKUX METOHOB SIBJISICTCS CEJIEKLIMs ceMeil muen
A. mellifera mo TUrneHUYECKOMy TTOBEIEHUIO MMPOTUB
kitema V. destructor, Kotopasi, BEpOsITHO, OYIET TaKKe
pabortatb U npoTuB kKiuewa V. underwoodi (Mon-
dragén et al., 2005; Allsopp, 2006; Locke, Fries, 2011;
Cakmak, Fuchs, 2013; Locke, 2016; Conlon et al.,
2018; McMullan, 2018; Alphen, Fernhout, 2020).
B HacToseili padboTre maHa aeTajabHas XapaKTepu-
ctuka xieei V. underwoodi B monynsiiimm A. cerana
ussuriensis B [IpuMopcKkoM Kpae Ha OCHOBE aHan3a
moppomerpun u noaumopdusma reHa COXI
MtAHK, cncremMaTn3npoBaHbBI Bce MMEIOIIMeCS 3Ha-
HUs o Kienle V. underwoodi, TipoBeneHa OLIEHKE BO3-
MOXKHBIX yrpo3 V. underwoodi nist ipyrux BUIOB ITYE
p. Apis, B yacTHOCTU A. mellifera, IpenJIOXEeHBI TIpe-
BCHTUBHBIC MepHI, HAaITpaBJICHHbIC HA PEAOTBpallle-
HHe paclIMpeHMs apeayia 3TOro Buaa Kjella B cTpa-
Hax Asun u Poccun.

MATEPHAJIBI U METObI

Nwmaro kneweit Varroa underwoodi codpaHbl je-
ToM 2004 I. 13 BEIBOIKOBBIX STUeEK ABYX ceMmeit Ne 2 u
Ne 5 Apis cerana ussuriensis Ha maceke B cene Pomari-
Ka XacaHckoro paiioHa ITpumopckoro kpasi Poccun
(43.5° c.m., 131.3° B.a.). Bce cobpaHHbIe 0Opa3Lbl
xnenteut V. underwoodi 6simn iomelneHsl B 70% sta-
HOJI U XpaHuJuch mpu —20°C.

Knemm V. underwoodi o6Hapy:keHBI TOJIBKO B Ce-
MbSIX A. cerana ussuriensis, Tie ypoBEeHb 3apaKeHHO-
ctu ceMeii coctanisii 50%.

st mpenBapuTeIbHOIO TOATBEPXKIECHUS BUAO-
BOW MPUHAMIEXXHOCTU MOP(HOMETPUIECKIE XapaKTe-
PUCTUKU U pa3Mep B3POCIBIX caMOK Kilelneit V. un-
derwoodi (n = 10) cpaBHUBaJIM C JUTEPaTypHbIMU
manabiMu (Delfinado-Baker, Aggarwal, 1987; Woo,
1992; Anderson et al., 1997; Huang, 2004; Wang et al.,
2019a). Ilepen olieHKOI MOpdoMeTpUU OTOOpaHHBIE
oOpasupl Kieueit V. underwoodi BeICylIMBaNuCh TIpu
KOMHAaTHOM TeMmrepaTrype B TeueHue 1 MuH. Y Kie-
et V. underwoodi nyist MopdoMeTpUH UCITOIb30BaJICS
JIOPCAJIbHBINM IIUT ¢ 60KOBBEIMU IeTHKaMmu (Delfi-
nado-Baker, Aggarwal, 1987; Woo, 1992; Anderson
et al., 1997; Huang, 2004; Wang et al., 2019a). 3me-
peHue TIPOBOIUIN C MTOMOIIBIO IM(PPOBOrO MUKPO-
ckora EOS Kiss X7 (Canon, fIroHust) ¢ 00beKTUBOM
MP-E 65mm /2.8 1-5x Macro Photo (Canon, fmo-
HUS) TIpU yBenuueHun X 150.

ToranbHyo JHK skcTparupoBany u3 Tpex Kieluein
Ha CeMbIo A. cerana ussuriensis ¢ ICTIONb30BaHAEM Ha-
oopa Qiagen DN Easy m1st TKaHei >KWBOTHBIX C MCTIOTb-
30BaHMEM KOJOHOK 11 cBs3biBaHMsl JTHK (Qiagen,
Banencusi, Kamugopnust). IlocmenoBaTeIbHOCT TeHa
COX1 mtIAHK wucronb3oBamm it MIOCHTU(DUKALTAN
BUOa Kieulieid U omnpeneiaeHus rartoturia MTIHK.
[ P-ammmdukaums rena COXI mtAHK V. under-
woodi TIpoBelleHa 10 MeToauKe BaHa M coaBTOpOB

KYPHAJI OBILIEN BUOJIOTUU

(Wang et al., 2019a) ¢ rcrionp30BaHrEM Maphl IPaMEPOB
(Cox1_821_F:. 5-GGAGTAGGTACAGGTTGAACGG-3
n COX1 821 R: 5-ACAACCCCAGCAATAATAGCAA-3)
c npoaykroMm 821 m.H. (Wang et al., 2019a).

Bce npomykTsl I111P 6bu11 OUMILIEHBI C TIOMOILIBIO Ha-
oopa QIAquick PCR Purification Kit (250) (QIAGEN,
XunpaeH, IepMaHusi) B COOTBETCTBUU C MHCTPYKIIMSI-
MU TpousBoautens. HykineoTumHble ITOCICOOBA-
tenbHOCTH TeHa COX1 MT/IHK o6pastio V. underwoodi
OTIpECIISUIN TTyTEM IByXCTOPOHHETO CEKBEHUPOBAHMS
nponaykrtoB 1L P ¢ ncnoab3oBaHreM MeTOAa CEKBEHHU -
poBanust Canrepa (Sanger et al., 1977) u maps1 rmpaiiMe-
poB (F-V51: 5'-GTAATTTGTATACAAAGAGGG-3'
u R-V1400: 5'-CAATATCAATAGAAGAATTAGC-
3") (Warrit et al., 2004) Ha KaIWJUIIPHOM CEKBEHATO-
pe ABI 3730xl (Applied Biosystems, ®@ocTtep-Cutu,
CHLIA) c nomouisto Habopa ABI PRISM BigDye Ter-
minator v3.1 Cycle Sequencing Kit B cooTBeTCTBUM C
WHCTPYKUMSIMU pousBoauTesi. HykieotTuaHas mo-
ciegoBaTtebHOCTh reHa COX1 Mt AHK V. underwoodi
pasmepoMm 458 1.H. 3arpykeHa B 6a3y gaHHbIX [eH-
6anka DDBJ/GenBank nox perucrpaliuOHHBIM HO-
mepom LC532104.

ITocnenoBarensHocTu reHa COX1 mtIAHK V. un-
derwoodi (MH205173 (Xanuxoy, Kurait), MH205174
(U3mabxya, Kurait), MH205175 (Hanpuyan, Kurait),
MH205176 (U3unuub, Kutait), MH205177 (MaoMmuH,
Kwurait)), V. destructor (KJ403739, KJ507740,
KJ403742, KJ403744 (Dp-Pusan, CaymoBckass Apa-
Bus1)) u V. jacobsoni (MF462134 (ITopt-Mopc6u, Ila-
nya-Hosas I'sunest), AF010479 (Kan6eppa, ABcTpa-
ymst)) u3 'enbaHKa MCIIOJIL30BAHBI IJIsI CPABHUTEb-
Horo aHanu3a ¢ V. underwoodiu3 I1pumMopckoro Kpasi.
O6pa3subl Kieleit BuaoB V. destructor u V. jacobsoni
KCITOJIb30BaHbI TAKXKE IS CPABHUTEILHOTO aHAIN3a
B KaueCTBE BHEIIHUX TPYII.

YpoBeHb TeHEeTUYECKON NUBEPTeHUMU U DP-IAU-
CTaHUMMU MeXAy Buaamu Kieweir V. underwoodi,
V. destructor n V. jacobsoni olieHUBaIu Ha OCHOBE T10-
cnepoBarenbHOCTEM TeHa COXI M1/IHK ¢ mmpume-
HeHuMeM Metona BbipaBHUBaHUsS CLUSTALW B
MEGA 10.0.5 (Kumar et al., 2018). JlenaporpamMmma
¢duroreHeTUYECKUX OTHOLIEHU I METOIOM OJMXKaii-
IIIeTO cocela, OCHOBaHHAas Ha p-AUCTaHIIMU TTOCIe-
nmoBatenbHocTell reHa COXI mTJIHK moctpoeHa ¢
2000 oyrcrpamn-perummkanuamMu B CLC Genomics
Workbench 21 (Qiagen Inc., Muccuccora, Kanana).
CTaTUCTUYECKUI aHAJIM3 U aHAJIU3 MOJEKYISIPHOI
mucrepcu (AMOVA) BBIIIONTHSIIA C UCHOJIb30Ba-
HueM ARLEQUIN 3.5.2 (Excoffier, Lischer, 2010),
STATISTICA 8.0 (StatSoft, CIIIA) u EXCEL 2010
(Microsoft, CIIIA).

PE3VJIBTATDBI

TakcoHoMu4YecKass IIPUHAMIIEXHOCTh 00pa3lioB
kiremia V. underwoodi onipeneiieHa ¢ UICIOIb30BaHUEM
ITaHHBIX MOpdOMETpUM | ToauMopdn3Ma TeHa
Ne 1

TOM 83 2022
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MH205176 V. underwoodi Jilin, Kuraii .
LC532104 ¥, underwoodi Bransocrok, Pocci
MH205175 V. underwoodi Nanchang, Kurai
MH205174 V. underwoodi Jinhua, Kura
MH205173 V. underwoodi Hangzhou, Kurai
MH205177 V. underwoodi Maoming, Kura
KJ403744 V. destructor Riyadh, Caynonckast Apasus B
KJ403742 V. destructor Riyadh, Caynosckas Apasus [l
KJ507740 V. destructor Riya cKasi ApaBi
KJ403739 V. destructor Riyadh, cxan Apasis I
F462134 V. jacobsoni Moresby, T1: loBasi [BuHe:
AF010479 V. jacobsoni C ra, ABCTPaiIH;

MH205176 V. underwoodi Jilin, Kura
LC532104 V. underwoodi Bransocro, Poccus I
MH205175 V. underwoodi Nanchang, Kurai

MH205174 V. underwoodi Jinhua, Kurai
MH205173 V. underwoodi Hangzhou, Kurai

MH205177 V. underwoodi Maoming, Kura
KJ403744 V. destructor Riyadh, ckast Apasisi
KJ403742 V. destructor Riyadh. ckast Apasist
KJ507740 V. destructor Riya
KJ403739 V. destructor Riyadh, Cay,

F462134 V. jacobsoni Moresby, Nanya-Hopas I'sinres

AF010479 V. jacobsoni Canberra, Abctpait

MH205176 V. underwood Jilin, Kurai
LC532104 . underwoodi Bramsocroxk, Po
MH205175 V. underwoodi Nanchang, Kura
MH205174 ¥, underwoodi Jinhua, Kura
MH205173 V. underwoodi Hangzhou, Ki
MH205177 V. underwoodi Maoming, Ki
KJ403744 V. destructor Riyadh, Cayzionckas Ap:
KJ403742 V. destructor Riyadh, C:
KI507740 V. destructor Riyadh, o
KI403739 V. destructor Riya osekas Apasist [
F462134 V. jacobsoni Moresb, a-Hoast Tounest [
AF010479 V. jacobsoni Canberra, Asctpan

MH205176 V. underwoodi Jilin, Kurra
LC532104 ¥, underwoodi Bramsoctok, Poccis I
MH205175 V. underwoodi Nanchang, Kura

MH205174 ¥ underwoodi Jinhua, Kuta
MH205173 ¥, underwoodi Hangzhou, Ki
MH205177 V. underwoodi Maoming, Kirra
KJ403744 V. destructor Riyadh, Cayonckas Apanis I
KJ403742 V. destructor Riyadh, Cayzonckas Apasits
KIS07740 V. destructor Caynionckas Apasit
KJ403739 V. destructor mosckas Apasust I

MF462134 V. jacobsoni Moresby,
AF010479 V. jacobs

Puc. 1. CpaBHUTENBHBIN aHAJIN3 HYKJIIEOTUIHOH TTocienoBatenbHocT reHa COX1 mTtAHK knemeit Varroa underwoodi, V. de-

structor n V. jacobsoni.

COX1vmtIHK. DnnuriconmanbHOE TEJIO caMoK V, un-
derwoodi KallTaHOBO-KOopu4HeBoe. IloBepXHOCTh
JIOpCcaJIbHOTO 1IUTA cjerka 6oposmyarasi, ceTyaTasl, ¢
TYCTBIMU HAKJOHEHHBIMM IIETUHKAMU TIPUMEPHO
ONWHAKOBOM IJIWHBI U HEOONBIIVUMH IIUITUKAMH.
BokoBbI€ IETUHKY MOCTENEHHO YIUTUHSIIOTCS K3a1U,
MocJenHue Tpy yKopauuBatoTcs. JImHa tejia B3poc-
noit camku V. underwoodi 767.5 = 20.5 Mxm (cpenHee
3HauyeHUE T+ CTaHAApTHOE OTKJOHEHUE), IIMPUHA
1300.5 + 20.5 mxm (n = 10). 111 cpaBHEHMS, IUIMHA 1
IIMpPUHA TeJla B3POCIbIX caMoK V. underwoodi B ce-
MbsiX A. cerana — 700—752 Mmxm %X 1089—1157 Mxm
(n=15); B cembsx A. mellifera — 700—735 MKM X
%X 1090—1120 MxM (n = 6); B ceMbsIX A. cerana (TIpo-
BuHLMs 3ananHoe [arya, MHnoHe3ust) — 690—730 MM X
%X 1050—1130 mxMm (n = 5); B ceMmbsix A. cerana (Cyna-
Becu, SIBa, MamoHe3nss) — 720—780 mxm X 1050—
1080 MxMm (n = 2); B ceMbsix A. nigrocincta (CynaBecu) —
740—760 mxm X 1120—1220 MM (n = 5) (Anderson
etal., 1997); B cembsix A. cerana (Henan) — 741—780 MM X
x 1151—1168 mxm (1 = 2) (Delfinado-Baker, Aggarwal,
1987); B ceMmbsix A. cerana (FOxuas Kopest) — 703—
784 MxMm X 1135—1324 mxMm (n = 2) (Woo, 1992).
Mopdonornyeckue mapamMeTpbl HAIIMX 3K3EMILISI-
POB COOTBETCTBYIOT paHee OMyOJMKOBAaHHBIM HaH-
HBIM 110 V. underwoodi (Delfinado-Baker, Aggarwal,
1987; Anderson et al., 1997; Huang, 2004; Wang et al.,
2019a).

bout npoBeneH cpaBHUTEIBbHBII aHAJIM3 HYKJIEO-
TUIHOM TociieqoBaTeabHocT TeHa COXI1 mtIHK
BuUnoB Kieieit V. underwoodi, V. destructor u V. jacob-
KYPHAJT OBH_[EI7I BUOJTOTIMN

TOM 83 Ne 1

2022

soni. BBIpOBHEHHbIE HYKJICOTUIHBIE MTOCIE10BATENb-
Hoctu reHa COXI mtJHK mo3Boisiror paccuuraTh
pasInuus HYKJICOTUIOB B COOTBETCTBYIOIIMX TTO3U-
USIX Y pa3HbIX 00pa3loB Kielei (puc. 1).

Bce paznuuusa mexny V. underwoodi, V. destructor n
V. jacobsoni paccunTaHbl HA OCHOBE MOJMMOpP(dU3Ma
nocnemoBaTenbHOCTei reHa COX1 MT/IHK. B Tao6m. 1
MpencTaBlIeHbl yCPETHEHHBIE TIOMAapHbBIE OIEHKU
Yucaa HYKJICOTUIHBIX U aMUHOKHUCIOTHBIX 3aMeH,
p-IMCTAaHIIMU M TPOIIEHT TeHeTHYECKON MTMBEepreH-
IIMM Ha OCHOBE TocienoBarenbHocTeil reHa COXI
MTAHK xnemwmeit V. underwoodi (1L.C532104 (ITpumop-
ckmii Kpaii, Poccust), MH205173 (Xanwkoy, Kurair),
MH205174 (LI3unbxya, Kurait), MH205175 (Haub-
yaH, Kuwurait), MH205176 (L3ununb, Kuraii),
MH205177 (Maomun, Kwrait)), V. destructor
(KJ403739, KJ507740, KJ403742, KJ403744 (Bp-Pu-
an, CaynoBckast Apasust)) u V. jacobsoni (MF462134
(ITopt-Mopc6u, Ilamya-Hosast I'Bunes), AF010479
(Kanb6eppa, ABctpanus)). OOHapyKeHO, 4TO HYK-
JIeoTUAHBIE TIocaenoBarenbHocT reHa COX1 mtIIHK
o6pasuoB V. underwoodi 1.C532104 u3 [Ipumopckoro
kpas (Poccust) maeHnruunsr MH205176 3 npoBuH-
nuu H3unmae (Kurait) (Wang et al., 2019a).

IMocnenosaremsHocTt TeHa COXI1 mt/IHK Bumos
knemweit V. underwoodi, V. destructor u V. jacobsoni paznu-
YaroTcsl Ha CTaTUCTUYECKX 3HaYMMOoM ypoBHe (p < 0.05).
Hyxkneorunnasg mocienoBatenbHOCTh TeHa COXI
MTIHK mo3Bosnsier ¢ 95%-i1 BEPOSITHOCTBIO pas3iin-
9aTh BUOBI KJemleii p. Varroa. Y13 Tpex BUIOB KieIIei
HauboJsiee 6JU3KU Opyr K apyry V. destructor u V. ja-
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NJIIbACOB u np.

Ta6mma 1. OneHKa cpeqHUX 3HAYSHU I P-AUCTAHIIMU Y TeHETUYECKOM TUBEPreHIINK (HIDKe TMaroHalIn) U 3aMeH HYK-
JICOTUJIOB U aMUHOKHUCJIOT (BbIIIE OMAaroHaan) MeXIy BUAAMU Kielleil Varroa Ha OCHOBe MOCJeN0BaTeIbHOCTU TeHa

COX1mtIHK

V. underwoodi

V. destructor V. jacobsoni

Bunwl Varroa

n==o6 n=4 n=2

YHCJIO HYKJICOTUIHBIX 3aMCH/ YUCJI0 aMMHOKHUCJIOTHBIX 3aMCH

V. underwoodi
p-IMCTaHIVS /TeHeTHIeCKas

V. destructor
nuBepreHuus, %

V. jacobsoni

45/36 44/34

*0.099/10 33,26

*0.097/10 *0.072/7

IIpumeuanue: * craTuctryecku 3HaunMble pasnuuust (p < 0.05).

cobsoni co 3HaYEeHMEM TEHETUYECKON ITUBEPreHIINN
7%. V. underwoodi paBHoymaineH oT V. destructor n
V. jacobsoni u oTaMYaeTCs OT HUX 10 3HAYEHUIO TeHe -
Tn4yeckou auBepreHiuu 10%.

B Ta6. 2 mpencraBieHbI ITOMTapHbIC TCHETUYECKIUE
JUCTaHLIMM, TeHEeTUYeCKask TUBEPreHIIVS, YUCIIO 3aMEH
HYKJIEOTHIOB U AMUHOKHUCIIOT MEXKIY KaXKIbIM 00pa3-
uoM V. underwoodi (n = 6), V. destructor (n =4) u V. ja-
cobsoni (n = 2), paccyuTaHHBIE HAa OCHOBE CpaBHEHUSI
nocinemoBaTenbHOCTel reHa COX1 mt/IHK.

Mexny oopasuamu rena COXI1 mtAHK V. under-
woodi 3Ha4eHUsI TeHETUYECKOM TUBEPIreHIIUY Bapbyi-
poBaim ot 0 go 2%, p-muctanuuu — ot 0.000 mo
0.022, xonm4uecTBa HYKJICOTUIHBIX 3aMeH — OT 0 1o
10, amuHOKMCIOTHBIX 3aMeH — oT 0 1o 8. He Habmo0-
JIaJIOCh TEHETUYSCKUX Pa3IMUMil MeXay oOpa3nmamMu
MH205176, V. underwoodi (L3unuub, Kurait) n
LC532104, V. underwoodi (Ilpumopckuii kpaii, Poc-
cus), a takke MH205175, V. underwoodi, (HanpuaH,
Kwurait) 1 MH205174, V. underwoodi (113nnbxya, Ku-
Taii). HauMeHblme reHeTuYecKure pa3andusi HaoI1o-
Janmuch Mexay oopastnamu MH205176, V. underwoodi
(Usmwmuns, Kwurait) m MH205175, V. underwoodi
(Hanpuan, Kuraii); LC532104, V. underwoodi (I1pu-
Mopckuii kpait, Poccust) u MH205175, V. underwoodi
(Hanpuan, Kutait); MH205176, V. underwoodi (113u-
JuHb, Kurtait) 1 MH205174, V. underwoodi (113uHb-
xya, Kwurait); LC532104, V. underwoodi (Ilpumop-
ckuit kpait, Poccust) mu MH205174, V. underwoodi
(3unbxya, Kwuraii). HamOousbline reHeTUYeCKUe

paznuuusg HaOmopanuch Mexmy MH205177 (Mao-
MuH, Kutait) u ocraibHbiMM oOpaszuamu V. under-
woodi. BelpaBHMBaHNWE HYKJEOTUIHBIX MOCIEa0Ba-
tenpHOCTell reHa COX1 mtAHK MH205176 (13u-
JuHb, Kwurail) u LC532104 (ITpuMopckmii Kpaii,
Poccust) mokasbiBaeT OTCYTCTBME HYKJIEOTUIHBIX 3a-
MEH MEXIy HUMHU. DTU MOCIeN0BaTeIbHOCTA TeHa
COXI mtIHK o6o3HaueHnl Kak raruiotun China 1
MH205176 (puc. 2) (Ilyasov et al., 2021).

Mexny obpasuamu V. destructor reHeTUUECKas TV~
BepreHLus BapbupoBaa ot 0 1o 1%, p-avcTaHIus —
ot 0.000 mo 0.022, KoM4ecTBO HYKJICOTUIHBIX 3aMEH —
oT 0 10 4, a KOMTMYECTBO aMUHOKHUCIOTHBIX 3aMEH —
ot 0 1o 1. HamMeHbI1IMe reHeTUYeCKKUEe pa3andus Ha-
omronanuch Mexay oopasuamu V. destructor KJ403744
u KJ403739 uz CaynoBckoit ApaBuu (Bp-Pusn). He
OOHapY:KeHO TeHETUYECKIX Pa3INIrii MeXKIy o0pas3-
uamu V. destructor KJ403742 u KJ403740 u3 Caynos-
ckoit ApaBuu (Dp-Pusin), a Takske Mexxmy oOpa3LaMu
V. jacobsoni MF462134 u3 Ilamya-HoBoit I'Buneun
(ITopt-Mopcou) u AF010479 uz Asctpanuu (KaH-
oeppa).

Hamu moctpoeHna neHaporpamma uaoreHeTude-
CKMX OTHOIIEHUI MeToIOM OJMKaiilliero cocema c
2000 6yTCTpaIl peIUIMKalUsSIMU Ha OCHOBE P-IMCTaH-
OWii MeXIOy mociegoBaTelbHOCTIMU TeHa COX]/
Mt HK Ttpex BunoB kieieit V. underwoodi, V. destructor,
V. jacobsoni. IlocnenoBarenbHOCTh TeHa COX1 MtIHK
LC532104 V. underwoodi n3 Poccun (Ilpmmopckuii
kpaii) (raruotunt China 1 MH205176) oobenuHeHa B

100 120

MH205176 . underwood Jilin, Kirralk IIIIIIIIIGIIIIIIIGGIIIIIIIGIIGIIIIIIIII|IIIIIIIIIIGGIIIIGGGiIlIIIIIIIIIGIIIIIIGiIIIIIIIGIGGIIIIIIGI"IIIIIIGGIIIIIIIGG“IIGIIIII 128
LC532104 ¥ underwoodi Bramsoctox, Poccus IIIIIIIIIGIIIIIIIGGIIIIIIIGIIGII|IIIIIIIIIIIIIIIIIGGIIIIGGGIIIIIIIIIIIIGIIIIIIGIIIIIIIIGIGGIIIIIIGIIIIIIIIIGGIIIIIIIGGII|IGIIIII 128

IS o, o ARGl

LC532104 V. underwoodi Bnamsoctok, Poccnst G“IIIII“III“GG““I“GG“IIIIIG“IGGGII'“

300

il IiIIIIIGIIGGGIIGGIIIIiGIIIIIIGIGIIIIIIIIIiIGIIGIIIIIIIIIIIIIIGIIGIGIIIIIIGGIII 256

IIIIIIIIIIIIGIIGGGIIGGIIIIIGIIIIIIGIGIIIIIIIIIIIGIIGIII|I|IIIIIIIIGIIGIGIIIIIIGGIII 256

MH20176 V. underwoodi Jlin, Kirrait III|IIIIIIIIIIGGIIIGIII|IIIIIIIGGIIIGIIGGIIlIIIIGGIIGIIIIIIIIII"GIIIGIIIGGIIIIIIII|IIIIIIIIIIIIGGGGGGI‘IIIIIGGIGIIIIIIIIGI|IIII 384

LC532104 V. underwoodi Bnannsoctok, Poccust III“IIII“IIIGG“IGIII“I"I“GGIIIGIIGG““I“GG“G

RTRATTrcRToTTRccRTTTATERTEnIATAARrTHcoceooTARTRRToTCTTRTIEACRHAIN 354

440

MH205176 . underwoodi Jilin, Kurrait IIIIIIIIGIIIIIGilllllllGIIIIIIIIIIIGIIGIIGIGIIIIIIIIIIIIGIIIIIIGIIIIGGIGI| 458
LC532104 ¥ underwoodi Bramwocrox., Poccs: [NRNNMCATRRICTRRIARNICRNARTIATERNCTRCTRCHoRRTNIRRIATCHRMTRCHRIHccTcl 458

Puc. 2. CpaBHUTENIBHBINM aHAIN3 HYKJIeOTUIHOI nocnenoBatenbHocTy reHa COX1 mtAHK Varroa underwoodi nz Kuras (113u-
nuHb) u Poccun (ITpumopckuii kpait) — rarutotun China 1 MH205176.

XKYPHAJI OBIIIEN BUOJIOTUH

TOM 83 Ne 1 2022



43

XAPAKTEPUCTHUKA KIJIEHIEWU VARROA UNDERWOODI

pulredrogy
‘1u0sqoovl
0/000°0 | L/0L0°0 | L/¥LOO | L/bLOO | L/0L0°0 | 01/960°0 | 01/860°0 | 01/860°0 | 01/860°0 | 01/960°0 | 01/960°0 ‘6L¥010dV 'TI
BOHUE | BBIOH -BALR] |
‘1u0sqoovl
0/0 L/0LOO | L/PLOO | L/¥LOO | L/0LOO | 01/960°0 | 01/860°0 | 01/860°0 | 01/860°0 | 01/960°0 | 01/960°0 PEITOPAN T1
Brudgedy Be0d0TAR))
A0JoN41Sp A
9z/te | 9t/te 1/600°0 | 1/600°0 | 1/#00°0 | 6/T60°0 | 01/860°0 | 01/860°0 | 01/860°0 | 01/960°0 | 01/960°0 ‘6ELEOVT 0T
Bugedy gexodorie)
- A0JoN41sap A
LT/vE | LT/ve /v 0/000°0 | 1/600°0 | 01/960°0 | O1/€01°0 | OI/€01°0 | 0/€01°0 | 01/001°0 | O1/001°0 m ‘ObLLOSLL "6
] Bugedy Bexodorie)
m A0JoN4ISop A
LT/ve | LT/vE /¥ 0/0 1/600°0 | 01/960°0 | OI/€01°0 | OT/€01°0 | OI/€0T°0 | 0T/001°0 | O1/001°0 g8 ‘TYLEOPL "8
W Bugedy BexogorAR))
Z “10Jon41SaP A
—
Le/te | LT/ee 1/T (944 944 6/T60°0 | 01/860°0 | 01/860°0 | 01/860°0 | 01/960°0 | 01/960°0 5 YYLEOVI L
3 HWRLUY ‘HUWNOBA
m ‘ipoomiapun A
9e/vy | 9E/v¥ Se/ty 9¢/¥¥ 9¢/v¥ 9¢/T 7/020°0 | T/Teo0 | T/teoo | T/teoo | T/Teoo | E ‘LLISOZTHIN 9
.m We1ny] ‘AOXRHEY
a ‘ipoomaapun A
Se/sy | se/sy 9¢/Sp LE/ Ly LE/ LY LE/SY L/6 0/200°0 | 0/T00°0 | 0/¥00°0 | 0/+00°0 m ‘CLISOCTHIN 'S
x yelny| ‘BAX9HUET]
R ‘1ipoomaapun A
Se/sy | se/sy 9/t LE/ Ly LE/ Ly LE/SY 8/01 1/1 0/000°0 | 0/200°0 | 0/200°0 ‘bLISOCHN '+
yeLny| ‘HehdHeH
‘ipoomaapun A
Se/sy | se/sy 9¢/Sy LE/ Ly LE/ LY LE/SY 8/01 /1 0/0 0/200°0 | 0/200°0 ‘SLISOCTHIN '€
BU2904 ‘wedy nuxodonwnd]|
‘ipoomaapun A
ve/vy | vE/vP Se/vy 9¢/9% 9¢/9% 9¢/ v 8/01 944 /1 1/1 0/000°0 ‘b012ESOT T
yeLnmy| ‘9HULIUET]
‘ipoomaapun A
ve/ v v</v Se/vy 9¢/9% 9¢/9% 9¢/v 8/01 T/t 1/1 1/1 0/0 ‘9LISOCTHIN 1
HOWeEE XI9HLOINMMIOHUINE Oﬁosr \ HOWEE XIIHTULOJINIAH OQUST
.[AU .[A.H XS AN X *® A AR A A A AV X~
D.. S QU U..X Q Q. nw HW HW nw N - nw
mW mM ez g 5 MW MW WH WH WH WH WQ W,H poiin 19Ing
SE= SES s B NS s S s S S S S S o S o S o ]
S = S & S & S 3 S ] I 3 S T 9 3 S : S WE S
S SIS S A S X SN S B S w S v S & S & S = S
cr/O. w J,.& S S S o S A m..sﬁ.. m.‘u m‘../v. m:‘q.d mc._v mpm

[X 00 BHAI HOLOOHILALRHOTALo0l ENEN(AOWHIOL 9E0HI0 BH SITHHBINROORd ‘D0.4i{ NNETNE ATKOW BUITHOIAog M BEMXOOhMIOHAI M BUhHIreed 919HABLIO] 7 BNHI'QR],

2022

o 1

TOM 83

XKYPHAJI ObBIIEW BUOJIOIT'NHN



44 NIJIBACOB u np.

100

0.011

0.053

100

0.037

0.034

AF010479 V. jacobsoni Canberra, ABcTpanust

0.010
—

WMH2051774 V. underwoodi Maoming, Kurait
KJ403739 V. destructor Riyadh, CaynoBckasi ApaBust
0.002
100 ’(
KJ403744 V. destructor Riyadh, CaynoBckast ApaBusi
KJ507740 V. destructor Riyadh, CaynoBckast ApaBust

KJ403742 V. destructor Riyadh, CaynoBckast ApaBust

{ MF462134 V. jacobsoni Moresby, [Tanya-HoBast ['BuHest
0.001

1.C532104 V. underwoodi BnanuBocTtok, Poccus
3%0.001

"MH205176 V. underwoodi Jilin, Kuraii
100

"MH?205173 V. underwoodi Hangzhou, Kurait

0.001
MH205175 V. underwoodi Nanchang, Kuraii
3080.001

MH205174 V. underwoodi Jinhua, Kurait

Varroa underwoodi

Varroa destructor

Varroa jacobsoni

Puc. 3. JennporpamMmma puioreHeTUYECKUX OTHOLIEHUI MeToioM Onmxkaiiiero cocena ¢ 2000 OyTcTpan-periukaiusMu Ha
OCHOBE p-IUCTaHLMI MexXay rociaenoBareabHocTsiMu reHa COX1 MmtIHK tpex BunoB Varroa. Lindpel Ha KaXIoil BETBU yKa-

3bIBAlOT TCHETUYCCKUE NUCTAHLIMU.

OIIMH KJIACTEP CO BCEMU MOCIIEI0BATEILHOCTSIMU TIPEI-
craButeneii V. underwoodi MH205173, MH205174,
MH205176, MH205177 u3 Kurasg. OToeJbHBIMU
KJIacTepaMH pacIiojlaraloTcs MOCIeI0BaTeIbHOCTH
COX1 mtdHK mipencraButeneit V. destructor KJ403739,
KJ403742, KJ403742, KJ403742 (Op-Pusin, CaymoBckast
ApaBus) u npencrasureiieii V. jacobsoni MF462134
(ITopt-Mopc6ou, Ilanya-Hosas I'sunes), AF010479
(Kanb6eppa, ABctpanus) (puc. 3).

Ha nenpporpamme uioreHeTU4eCKMUX OTHOIIE-
HuM B Kiactepe V. underwoodi obpasen L.C532104
(ITpumopckuii kpaii, Poccust) pacmonaraercsa Hau-
Oojiee OJM3KO K CaMOMY CEBEpHOMY oOOpasiy
MH205176 (L3wnunb, Kurait), HaxomgiieMycsi Ha
ynanexnuu 450 KM, a Haubosee ygaJeHHO — OT CAMOIO
roxxHoro oopasna MH205177 (Maomun, Kurait), Ha-
xopsmerocsa Ha ynameHuu 3000 km. Kiacrep V. un-
derwoodi TeHeTUYeCKM OMKe K Kiactepy V. destructor,
yeM K kimactepy V. jacobsoni. FOxHbIT 0Opa3sel
MH205177 V. underwoodi (Maomun, Kuraii) Han60o-
Jiee ymajaeH OT OCTaJbHBIX 00pa3uoB V. underwoodi n
omke K knactepy V. destructor (puc. 3).

KYPHAJI OBILIEN BUOJIOTUU

OBCYXIEHHNE

Knewr Varroa underwoodi, BeposiTHO, mpou3o1ies
M3 I0KHBIX PETMOHOB A3MH, a TI03Ke PacIpocTpa-
HUJICSI Ha CeBEp B pe3yJibTaTe COBMECTHOM MUTpaIIUU
¢ mueaaMu Apis cerana. Ilpenpiayiiye uccieT0BaHMsI,
OCHOBaHHbIE Ha W3y4eHUHM MOP(OJIOrMM U TeHa
COX1 mtIHK, moka3anu nmapa3uTHpoBaHUe KJIela
V. underwoodi B cembsix nmuen A. cerana B Hemnane
(Delfinado-Baker, Aggarwal, 1987), IOxnoii Kopee
(Woo, 1992; Ky3nenosn, 2005; Chantawannakul et al.,
2016), Uumonesun (Anderson et al., 1997; Chanta-
wannakul et al., 2016), I[Tanya-HoBoii I'Bunee (Lee,
1995; Anderson et al., 1997; Chantawannakul et al.,
2016), Kurae (Huang, 2004; Wang et al., 2019a),
Brername u fmonum (Guzman, Rinderer, 1999;
Chantawannakul et al., 2016). CpaBHUTeIbHO HeIaB-
Ho V. underwoodi BrisiBiaeH u B Poccuu (ITpumopckmii
kpaii) (Kysneuosn, 2005; KysHeuos, Jleneit, 2005;
Ilyasov et al., 2021). Hamu 1moka3aHo pacIipocTpaHe-
Hue V. underwoodi na JlaneHeM BocToke Poccum B ce-
MbsIX m4en A. cerana ussuriensis ¢ UCIOIb30BaHUEM
METOI0B MOP(OMETPUU U CEKBEHUPOBAHUSI MUTO-
xoHnpuanbHoro reHa COXI mtIHK (puc. 1, 2)
(Ilyasov et al., 2021). Mecto obHapyxeHus1 V. under-
Ne 1
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woodi B IlpuMmopbe HaxomuTcd Ha ymaimeHun 450 kv
OT MecTa oOHapyxKeHUs 3Toro Buga B CeBepHom Ku-
tae (Ilyasov et al., 2021). Ilo pe3ynbraTam cpaBHU-
texbHOrO aHammia reHa COX1 mtJIHK (puc. 3) Bce
obpasusl V. underwoodi o0benMHSIOTCS B OOWH KJla-
crep, Kpome obpasiia MH205177 (MaomuH, Kurait),
KOTOPBII TPYIIIMpPYyeTCcs OTaeabHO (puc. 3). BeposT-
HO, JaHHBIII oOpasell cieayeT OTHECTU K HOBOMY
nonsuny V. underwoodi nnu paxe HOBOMY BUIY B
p. Varroa, 9To0 MOXET BBISICHUTBCS MOCJE OOITOJTHU-
TEJIbHOTO CIIeIIUATLHOTO UCCICA0BAHMSI.

Knemm V. underwoodi, BeposiTHO, BCcera BcTpeda-
JIUCh B HEOOJIBIIIOM KOJIMYECTBE B MPUPOIHOM MOITy-
JISILMU JUKUX TT4esl A. cerana, oOUTAOLIUX B qyTjIax
nepeBbeB B IIpuMopckoMm kpae B Poccum. B yimbsax
A. cerana ycnoBus ajist padaMHoxeHus1 V. underwoodi
oKazauch O6osiee 6JIAroNMpUSITHBIMU, YEM B OOPTIX B
NyTI1ax 1€peBbEB, UTO MPUBEJIO K BO3PACTAHUIO YHC-
JICHHOCTM KJlellleii Ha Tacekax. Ilo gaHHBIM
B.H. Ky3ueuosa (2005), B 2002 r. B TpyTHEBOM pac-
ione A. cerana Ha nacexke kiewu V. underwoodi 06-
Hapy>XeHbI TOJIbKO OAWH pa3, Ho B 2004 r. HabIona-
JIOCh MaccoBoe pa3MHOxXeHue V. underwoodi. B 2004 r.
pacruiofl TpyTHEM Ha Taceke Obl1 3apaXkeH KJlellaMmu
V. underwoodi Ha 2.8% B nioHe, Ha 35% B UIoJIE U Ha
58% B aBrycTe, a pabounre Imdeabl ObUIM 3apaskeHbI
TonbKo Ha 1%. Cremyer OTMETUTh, YTO OTHC/THHBIC
TPYTHEBBIE S4YelKM A. cerana comepxXaiu 1m0 5—6
umaro u 2—3 Humdnl V. underwoodi. Umaro u HUM@sbl
V. underwoodi obHapyXeHBI Ha KyKOJKax TPYTHEH
A. cerana v peako HabJIOOaTUCh B BBIBOAKE pab0OUYMX
muen. Camku V. underwoodi B OCHOBHOM BCTpedaIlCh
Ha MOJIOABIX TPYTHSIX Y OY€Hb PEIKO Ha MOJIOMBIX pa-
6ounx muenax A. cerana. Jlerom 2004 1. mo 16% moito-
JIbIX TPYTHEM ObUIM 3apaxkeHbl Kiielamu V. underwoodi,
HO OCEHbIO KJIEIU Y B3POCIbIX MUeJl OTCYyTCTBOBAIM.
Bo3MmoxxHO, 4TO 0OJIBIIOE KOJUYECTBO KJICIIE Ha
pacruiojie myes Clmoco0CTBOBAIO aKTUBHOMY POSHUIO
cemeil A. cerana NJisi OUYUMCTKU CEMbM IUesl OT KJie-
meii. B 2004 r. HaOI0HaJIoCh YacTOE€ pOeHUE ceMeid
A. cerana Ha naceke, CUJIbHO MOpakeHHOH KJelaMu
V. underwoodi (Ky3nenon, 2005). Ceiiuac B Poccun
nmuesibl A. cerana He Pa3BOASITCS B CHELMATbHBIX
VIIbSIX Ha MaceKax IJIsl TIOJiydeHusl mena. DTOT BUI
MEIOHOCHOI myesbl coxpaHuics Ha JlanbHem Bo-
ctoke Poccuu B IMKOM COCTOSIHUM M OOUTAET B Jiecax
B IyTjiax A€PeBbEB.

YpoBeHb 3apaxkeHus1 nmdel1 kiewmamu V. underwoodi
3HAYUTENIHLHO BHIIIE B CEBEPHBIX MPOBUHIMAX KuTast,
yeM B 10XHBbIX (Wang et al., 2019a). OTo cBs3aHO ¢
TEeM, YTO MacCCOBOE Pa3MHOXEHUE KIIEIIe MTPOUCX0-
JIUT B CEMbSIX IMYEJT, BRIPALIIMBAIOIINX PACIUION B 3UM-
HU 0e300JIeTHBINM ITepron. Ha 6osee BEICOKMIA ypo-
BeHb 3apaxeHust V. underwoodi B CeBepHOUl A3uu
BJIVISIET BPEMSI BhIpAILIMBAHUS paCcIUIONa TPYTHE, KO-
TOpOEe HEMHOI'0O KOpoUe B XOJIOMHOM Kiaumare (Wang
et al., 2019a). MaeHTUYHOCTH ITOCJIeA0BATEIbHOCTEM
rena COXI mtAHK V. underwoodi u3 Ilpumopckoro
kpas (Poccust) LC532104 1 npoBuHum 13unuHb
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(Kurait) MH205176 mmo3BossieT IPeamnoaoXUThb, YTO
rariotunt China 1 MH205176 V. underwoodi siBnsieTcst
aJarTUPOBAaHHBEIM K ITapasMTUPOBAHMWIO Ha IT4eax
A. cerana, obnTaonmx B xonomHoM kimmMate CeBep-
Hot A3nn. Bo3MOXXHO, YTO TaJbHEBOCTOYHBIN peru-
OH 3aceJieH enuHol nonyasuueit V. underwoodi ram-
notunia China 1 MH205176, pacnpocTpaHeHHOM Ha
ob1mmpHo Tepputopun CeBepHOIi A3MH B pe3yIbTa-
Te murpanuu cemeit A. cerana (Traynor et al., 2020;
Ilyasov et al., 2021).

Knemm Varroa, coopannsie B [IpuMmopckoMm Kpae
(Poccus), unentudunmpoBaHbl Kak V. underwoodi Ha
OCHOBaHUU UX MOP(OMETPUM, KOTOPask HAaXOAUTCS B
Irara3oHe paHee OIMMCAaHHBIX MONYJISIIUA 3TOr0 BU-
na (Delfinado-Baker, Aggarwal, 1987; Anderson
et al., 1997; Huang, 2004; Wanget al., 2019a), a Tak:ke
nocnenoBatebHOCTH TeHa COX1 mt/IHK, XoTOpHIit
ObUT MaeHTUYeH ¢ o6pasuoM MH205176 u3 npoBHUH-
muu Lzuwine (Kurait) (ta6a. 2, puc. 2) (Wang et al.,
2019a; Ilyasov et al., 2021). JJimHa ¥ IIMpUHA Teaa
B3pOCJIbIX caMOK V. underwoodi w3 Ilpumopckoro
Kpasi HEMHOT0 OOJIBbIIIE, YEM Y IIPEACTaBUTENICH 3TOrO
BUIA U3 IOXXHBIX HOMYJISIIUI, YTO MOXKHO OOBSICHUTH
ero ceBepHbIM pacnpocTtpaHeHueM. CKOpOCTb MoJie-
KYJISIDHOI 3BOJIIOIMU Yy BUIOB Kieleil p. Varroa
OYeHb HM3Kasl, a X TEHOMBI 00Jiee KOHCEPBAaTUBHHLI,
yeM TeHOMbI UX BUIOB-x03sieB muen p. Apis (Ilyasov
et al., 2021). DTu reHeTHUYECKHE OCOOEHHOCTHU TIpe/I-
craButenent V. underwoodi 3 ynaieHHBIX IPYT OT IPY-
ra peruoHoB JlanpHero Bocroka Poccuu n CeBepHo-
ro Kurtast MOXXHO 0OBSICHUTH ITapa3suTUIECKUM 00pa-
30M KM3HU BHYTPU CeMell A. cerana. AHaIOTUIHBIM
00pa3zoM MOXHO OOBSICHUTb OTCYTCTBHE pa3iM4yuii
Mexny oopasuamu V. destructor u3 oTnajieHHbIX peru-
oHoB CaynoBcKoif ApaBuM, C OMHOM CTOpoHHI, 1 [1a-
nya- HoBoii I'BuHeu u ABcTpanuu — ¢ IpyTrou.

CpegHuii ypoBeHb T'€HETUYECKOM TUBEPTreHLINU
Mmexny V. destructor n V. jacobsoni B naHHOI paboTe
(7%) odeHnb 630K K TaKoBoOM (6%) mexmy V. destructor
n3 cemu ctpaH (FOxnas Kopest, @panuysi, BeetHaMm,
Kwuraii, Sinmonusi, Hemran, Ulpwu Jlanka) u V. jacobsoni
u3 detbipex crpaH (Mumone3us, Manaiizus, Jlaoc,
ITantya-HogBas I'Bunest) (Ta6u. 1) (Techer et al., 2019).
CpenHsist TeHeTU4YecKasl TUBEPIeHIIMsT MEXIy TpeMs
BumaMu kieineit V. underwoodi, V. destructor u V. ja-
cobsoni Mo HYKJICOTUTHOM MOCIeI0BaTEeIbHOCTU I'eHa
COX1wmtJHK BapwupyeT B nuanasose ot 7 go 10%, a
p-muctanims — ot 0.072 mo 0.099. DTo comnacyercs ¢
JINATIa30HOM TeHETUYECKUX Pa3Inyrii MEXIy BUIAMU
HaceKOMBIX (8—17% u 0.100—0.200 cOOTBETCTBEHHO)
(Tan et al., 2007; Han et al., 2016; Eimanifar et al.,
2017; Ilyasov et al., 2018, 2019).

Hamuuue xiemeit V. underwoodi B 3aKpBITBHIX
sueiikax pacIioga paboynx B OqHOM ceMbe A. mellif-
era B Ilanya-HoBoii I'Bunee (Roberts et al., 2015) mo-
Ka3bIBaeT, YTO MOXKET IMPOU30MTU MEXBUIOBAsI CMe-
Ha X03sguHa u nepexon V. underwoodi ¢ A. cerana Ha
A. mellifera. B nacrostiiee Bpems V. underwoodi He
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BBISIBJIEH B MAaCCOBOM IIOPSIZIKE Ha MaceKaxX B CEMbSIX
A. mellifera na JansHeMm Boctoke Poccumn. OgHako
murpauus A. cerana mexny Poccueit 1 Kurtaem Mo-
XKET MpHUBECTU K MosgBiaeHnIo Ha JlampHeM BocToke
Poccuu HoBBIX rariotunoB V. underwoodi n3 Kuras,
CMOCOOHBIX K Mapa3suTUPOBAHUIO B ceMbsix A. mellif-
era. Knewt V. underwoodi reHeTudyecku OIU30K K
V. destructor, KXOTOpHBIN SIBJISIETCSI OOBIYHBIM TTapa3u-
TOM Kak A. mellifera, Tak u A. cerana, 103TOMY BeCbMa
BeposiTeH mnepexod V. underwoodi Ha A. mellifera
(Roberts et al., 2020). Hamo ObITh TOTOBBIM K ITOSIBIIE-
HUIO y nuen A. mellifera HoBoro tiapasura V. under-
woodi ¢ pa3pylmuTeaIbHBIMI 3P deKTaMn 11 TI0ITy-
Jssumu (Anderson, 2000; Anderson, Trueman, 2000;
Muiioz et al., 2008; Rosenkranz et al., 2010; Roberts
et al., 2015; Wang et al., 2019a; Ilyasov et al., 2021).

PaszpymurenbHbie 3 dhexThl 1715 muen A. mellifera
MOTYT OBbITh BbI3BaHbI OOJIbIIIE HE CAMUMM KJIEIIaMU,
a TPaHCMUCCHUEN HOBBIX, HE XapaKTEePHBIX IJIs JTaH-
HOTO BUJIa TAaTOT€HOB — BUPYCcOB 1 bakTepmii. [1apa-
3uTudeckue ke V. destructor v V. underwoodi nme-
0T Pa3IW4YHBI BUAOBOI COCTaB MUKPOOMOMA KU-
IIEYHUKA M MOTYT OBITh MEPEHOCUMKAMU Pa3HBIX
BUIOB BHUpycoB (BoceMb PHK-BupycoB u omuH
JHK-Bupyc) (Sandionigi et al., 2015; Wang et al.,
2019b; Sacca, Lodesani, 2020; Chen et al., 2021).
B nonynsiiiuu A. cerana xnemu V. destructor mepeHo-
cat supycel DWV, IAPV, BOQCV, KBV, CBPV, SBV u
AmFV,a V. underwoodinepenocat supycel DWV, CBPV,
AmFV, BOCV, IAPVu KBV (Wang et al., 2019b; Chen
etal., 2021). Kpome TOro, omyH 1 TOT XK€ BUPYC UMEET
pa3Hoe JIeicTBYEe Ha pa3Hbie BUALI ITuei. Tak, BUpYC
MelnroryaToro pacmiona Korean Sacbrood Virus (kKSBV)
YHUITOXWI 95% mionymsiiium A. cerana v He OBLT BU-
pyJieHTeH mjis nomyysiuuu A. mellifera (Choi et al.,
2010; Koetz, 2013; Vung et al., 2017; Wang et al.,
2019b). B cembsix muen A. mellifera, iHbULIMPOBaH-
HBIX TIapa3suTUIECKUM KieltoM V. destructor, HaOI10-
JIacTCs IOBBIIIEHHOE KOJIMYECTBO OakTepuii Snod-
grassella alvi 1 yMeHbIIIEHNE KOJIMYECTBa OaKTepuid
ceM. Lactobacillaceae B KunregaHnke pabodmx ocodeit
(Hubert et al., 2017; Marche et al., 2019; Bleau et al.,
2020). Mukpo61oM mopakeHHBIX KJISIIOM JIMYMHOK
CTAHOBUTCS CXOOHBIM ¢ MUKpoomnomom V. destructor,
YTO CBUIETEIBCTBYET 00 0OMEHE MUKPOOUOMOM KH-
IIEYHUKA MEXOYy ITJeJION U 3KTOMapasuTUYECKUM
kienioM (Sandionigi et al., 2015). ckyccTBeHHOE 3a-
paxkeHue IT4es1 MaToreHHOM MuKpocropuaueii Nosema
ceranae TakKxXe M3MEHSIET COCTaB MUKPOOMOMA KU-
LIEYHUKA U TIPOBOLIMPYET POCT YMCIIEHHOCTU OAKTEpUU
Gilliamella apicola (Rubanov et al., 2019). 3apaxeHue
MmapasuTUIEeCKUM KieloM V. destructor siBisieTcs 60-
Jiee BaXXHbIM (paKTOpOM HapyLIEHUS U U3MEHEHUS
cocTaBa MUKpOOMOMa KMILIEUHMKA B3POCJBIX ITUes
A. mellifera, 4eM 3apaxeHue MHUKPOCIIOPUIUSIMU
N. ceranae, N. apis n Tputtanocomoit Lotmaria passim
(Hubert et al., 2017). 1151 60pbOBI C 3TUMMU ITapa3uTa-
MU IMYEIOBOABI YaCTO UCITONB3YIOT XUMUYECKUE Be-
IeCcTBa, Takue Kak pymMarwuinH (npotuB Nosema

KYPHAJI OBILIEN BUOJIOTUU

Spp.) W IaBejieByI0 KUCIOTY (1IpotuB V. destructor),
KOTOpHBIE, B CBOIO OUYepedb, YMEHBIIAIOT pa3HOOOpa-
31€ U YUCJIEHHOCTh 0aKTepuii MUKpOOMOMa KUIIIed-
Huka A. mellifera (Raymann et al., 2017; Diaz et al.,
2019). Takue U3MeHEeHUSI MUKpOOMOMa KUIIIEYHUKA
IT4eJI MOTYT HeTaTUBHO BJIMSITH Ha (PU3MOJIOTUIO, M-
MYHUTET, BBDKMBAEMOCTh U aJaNTalluIO K YCIOBUSIM
okpyxaromieit cpenbl (Bleau et al., 2020; Sacca,
Lodesani, 2020; WUnbsicoB u ap., 2021).

s 60pb0OEI ¢ pacipocTpaHeHueM V. destructor n
MpenoTBpalleHrs] MOTeHIIMaJIbHOTO nepexona V. un-
derwoodi BO3MOXHO IIPUMEHSTH CEJIEKIIUM IT4ell 110
TUTUEHUYECKOMY ITOBEICHUIO, YCTOMYMBEIX K I1apa-
3UTUpPOBaHMIO KilewaMu Varroa spp. Ceiiyac B Mupe
CYILIECTBYET AEBITh YCTOMUYMBBIX K Kitely V. destructor
MOITYJISILIIT METOHOCHOM Imuenbl A. mellifera, KoTo-
pbie OBUIU MOJYYEHBI MMyTeM 1IeJICHAIIpaBJIeHHOI ce-
JIeKIUM: 1) IomyIsiiys MEOOHOCHBIX TYeI CEBEPHO-
ro rpadctBa Hyonma B Upnanoum; 2) mOIyasSnus
MEIOHOCHBIX ues noasuna A. m. scutellata B bpazu-
Jn 1 FOxHo#t Adpuke; 3) OIS METOHOCHBIX
muest B Tynyze Bo @paHuuu; 4) MONyJISLUS MEIO-
HOCHBIX TTUes1 Ha octpoBe @epHaHao ne HopoHbs B
Bpasunuu; 5) mpuMopcKast TOmysiius MEIOHOCHBIX
nyen B IIpumopckoM kpae Poccum; 6) momysius
MenoHOCHbIX Tmden T'otmann B IlIBeunu; 7) momyssi-
1S MEOOHOCHBIX myedl ABMHBOH Bo DpaHumuy;
8) momyJIsILMs METOHOCHBIX ITUesI ApHOTCKOTIO jieca B
HUrake B iutate Holo-Mopk CIIIA; 9) momysiuus Me-
JIOHOCHBIX IT4eJI Ha ocTpoBe Mapmapa B Typumn
(Mondragén et al., 2005; Allsopp, 2006; Locke, Fries,
2011; Cakmak, Fuchs, 2013; Locke, 2016; Conlon
etal., 2018; McMullan, 2018; Alphen, Fernhout,
2020). Cenekiys ceMeil METOHOCHBIX ITUeJI 10 TUTH-
€HUYECKOMY MOBEACHUIO Ha YCTOMYMBOCTb K KIIEILY
V. destructor IO3BOJIMT MCIIOJI30BaTh MEHBIIIE aKapH-
LIMIOB M MpPEOOTBPAaTUTh HapylleHUs MUKpoOuoma
KUIIeYHNKa, 00ecreyrBarollero 3aiuTHy (GyHK-
IO OpraHu3Ma U UTPaloNIero BaxKHYIO POJIb B M-
MYHUTETE 1 amanTaluy myesl K YCIOBUSIM OKpPYKalo-
et cpensl (Cakmak, Fuchs, 2013). Cenexkuus cemeii
IM4e 110 TUTUEHUYECKOMY ITOBEASHUIO IIPOTUB KJIe-
ma V. destructor MOXeT TakKe oKa3aThcs 3PPEeKTUB-
HOI mpoTuB Kjela V. underwoodi.

SAKJIIOYEHHME

Jlo HemaBHEro BpeMEHM W3BECTHBIN apeas Kie-
meii Varroa underwoodi oxBaThIBaJl IPaKTUYECKU BCe
CTpaHBbI, TI€ BCTpeYaeTcs MEIOHOCHas Itdyena Apis
cerana, Bkmodas u JlanpbHuii Boctok Poccun. UneH-
TUYHOCTH ITocienaoBarenbHocTeil TeHa COXI y 3K-
3eMIUIsIpoB V. underwoodi n3 CeBepHoro Kuras m
ITpumopckoro kpast Poccuu, ynaaeHHBIX MEXIAY CO-
6oi1 Ha 450 KM, yKa3bIBaeT Ha BO3MOXHYIO CBOOOI-
HYIO MUTPALIMIO A. cerana U pacceJeHUIO mapa3uTa, a
TaK>Ke€ Ha HU3KYIO CKOPOCTb MOJIEKYJISIDHOI 3BOJIIO-
muu reHoMa V. underwoodi B pe3yibTaTe Iapa3suTude-
CKOro o0pasa xK13HHU. XOTSI CeBepHBIE TPAHUIILI ape-
Ne 1
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ana V. underwoodi emie He ucciaenoBanbl, HO B 2020 1.
obpasupbl A. cerana ussuriensis coOpaHbl B paiioHe cena
Tepneit [Tpumopckoro Kpas (45.06° c.ur., 136.61° B.11.),
CEeBEpHOII TpaHMlIe apeajia JAaHHOTO Buaa Imueil. Bos-
MOXHO, TAKIM 00pa3oM, YTO CeBepHasi 'paHuIIa apeasia
kiemia V. underwoodi Gynetr coBmamaTh C CeBEpPHOI
rpaHuleil apeana A. cerana. B naabHelimeM IuiaHu-
pyeTcs oxapakTepu3oBaTh nonyasauuio V. underwoodi
C TIOMOIIBIO OIIOJIHUTENbHBLIX MapkepoB COX3,
ATP6 n CYTB, xoTOopble MO3BOJISIT HAUTHU reHEeTUYe-
CKME pasjanyus MEXIY POCCUACKUMHU U KUTAUCKUMU
obpasuamu V. underwoodi 1 BbISIBUTH €TO OMoOreorpa-
duueckue cBsa3u. MemoHocHas muena A. mellifera
MOXET CTaTh HOBBIM XO3SMHOM JIJIsI TTapa3uTUYECKO-
ro knema V. underwoodi, OCKOJIbKY OH IIMPOKO
BCTpeUYaeTcss B CEMbSIX A. cerana, HaXONSIIUXCS PSI-
oM ¢ ceMbsiMU A. mellifera. Bo3aMOXHBII Hepexon
kiremia V. underwoodi Ha HOBoTrO X03siMHa A. mellifera
MOXET COIPOBOXIAThCS TPAHCMUCCUEH HOBBIX BU-
JIOB U IITAMMOB BUPYCOB M OaKTepuii, I3MEHEHUEM
MUKpOOMOMa KUIIIEYHWKA, MTOJABJIEHUEM UMMYHMU-
TeTa W afalnTallii K U3MEHSIOIIUMCS KIIMMaThJde-
ckuM ycioBusM. CeneKnusi ceMeil MeTOHOCHBIX
MYeJI 0 TUTMEHUYECKOMY TMOBEACHUIO HAa YCTONYM-
BOCTB K KJtemny V. destructor MoxXeT cTaTh 3P(PeKTUB-
HOW 3alIuToi OT mepexoda OJIM3KOPOACTBEHHOTO
kiremia V. underwoodi ¢ A. cerana Ha A. mellifera.
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Characteristics of Varroa underwoodi mites (Acari: Varroidae) in the population of Apis
cerana ussuriensis (Hymenoptera: Apidae) in the Primorsky Krai of Russia
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Species of the genus Varroa are ectoparasitic mites of the Apis honey bees. Unlike the well-known species of
mites V. destructor and V. jacobsoni, V. underwoodi is still poorly studied. According to foreign publications, the
currently recognized distribution of V. underwoodi in the A. cerana population includes Nepal, South Korea,
Japan, Malaysia, India, Indonesia, Papua New Guinea, Vietnam, and China. Recently it was discovered in
the Russia (Primorsky Krai) on the honey bees A. cerana ussuriensis. Since V. destructor and V. jacobsoni have
the ability to easily switch to other bee species, there is a possibility that later V. underwoodi may also exten-
sively switch from Asian honey bees A. cerana to European honey bees A. mellifera. The first case of V. under-
woodi parasitizing in A. mellifera colonies was recorded in Papua New Guinea. The parasitic mite V. under-
woodi requires careful study, since it is a new potential parasite of honey bees A. mellifera, which can also bring
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new species and strains of viruses and bacteria, change the composition of the gut microbiome, and disrupt
the protective and adaptive mechanisms of the bees. The article presents the data on morphometry and poly-
morphism of the gene COX1 of mtDNA. Varroa underwoodi was compared with other mite species V. destruc-
tor and V. jacobsoni. The mean genetic divergence and p-distance between V. underwoodi and other Varroa
species were 9% and 0.09, respectively, which are consistent with the level of species differences in insects.
The nucleotide sequences of the gene COX1 of mtDNA of V. underwoodi from Primorsky Krai of Russia
LC532104 and from the Jilin province of China MH205176 turned out to be identical and were assigned to
the China 1 MH205176 haplotype. It is assumed that there is continuous migration between the A. cerana
populations of Russia and China, which led to the spread of V. underwoodi in the natural population of 4. cer-
ana ussuriensis in the Primorsky Krai of Russia, and the mite is currently distributed up to 45.06°N. Thus, the
northern border of the V. underwoodi range is located on the territory of Russian Far East and, probably, co-
incides with the range of A. cerana ussuriensis. It is likely that the selection of A. mellifera bee colonies for hy-
gienic behavior against the V, destructor mite may also be effective against V. underwoodi and will prevent the
possible transition of V. underwoodi from Asian A. cerana to European A. mellifera.
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MOPODOOTUIIBI MYX-KPOBOCOCOK (DIPTERA, HIPPOBOSCIDAE)
11O MOP®OJOI'AU ITYJIbBBWLI 1 DMIIO/IVEB
B KOHTEKCTE IIINPOTDBI KPYTA XO341EB
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Ha 13 Bunax u3 7 ponoB Myx-KpoBococok (Crataerina hirundinis, L., 1758, Hippobosca equina, L., 1758, Icos-
ta ordea, Macquart, 1835, Lipoptena cervi, L., 1758, L. fortisetosa, Maa, 1965, Ornithoica stipeturi, Schinner,
1868, O. turdi, Latreille, 1812, O. unicolor, Speiser, 1900, Ornithomya avicularia, L., 1758, Or. chloropus, Ber-
groth, 1901, Or. comosa, Austen, 1930, Or. fringillina, Curtis, 1836, Pseudolinhia canariensis, Macquart, 1840)
nonpo6Ho u3ydyeHa MOpdOJIorus MyJIbBWLI U 3MIIOANEB, a TAKXKE UX MOpdoMeTpuyecKue Mmoka3aTesu:
IUIMHA, IIAPUHA NYJIbBUJUI, IJIMHA U PACCTOSHUE MEXIY LIETUHKAMM 3MMoaus. BriepBble onmucaHbl 1ie-
TUHKOBUIHBIC BEIPOCTHI Ha IMyJIbBUJIJIAX Y UCCIEAOBAaHHBIX BUIOB, OIpeaeeHa BbICOTa, TOMIIMHA U pac-
CTOSIHYE MEXIY HUMU. BBIIBUHYTO MPEAIIOIOKEHUE, YTO MY/IbBUJUIBI IIO3BOJISIIOT KPOBOCOCKAM ITPUKPEIT-
JISIThCSL K TIEPhSIM W IIEPCTU XO3IMHA MO MPUHLIUITY crielinUIHOM AJISI OCHOBHOTO XO3sIMHA “JICHTBI-JIM-
nyuku”. ITo MopdoJIoruu IBYIOIACTHBIX KPIOUYKOB HA ILETUHKOBUIHBIX BHIPOCTAX MY/JIbLBUJUI BBIIAEIEHO
yeTblpe MopdoTuIia, o Mop@oJoruu 3MIIOAUEB BhIAEJIeHO NITh MopdoTunos. [IpoBeaeHo comnocrapie-
HUe MOP(OTUIIOB C IIMPOTOM Kpyra xo3sgeB. Mopdoyorus SMIoaus XapakTepusyeT pOIOBOii yPOBEHb.
IHIupota kpyra xo3sieB 00JIbliIe CBSI3aHa ¢ Mopdosorueii atoit cTpyktypsl. Hanboliee 3aMmeTHbIE MOPdOJIO-
rMYecKue OTIMYUS OTMEUEHBI MEXIY pOJaMU KPOBOCOCOK, OOUTAIOIIMX HAa MJIEKOIUTAIOIIUX U NTULIAX.
Mopddoiorusi KproykoB Oosiee KoHcepBaTuBHA. CTaTMCTUYECKMI aHaIM3 pa3MEPHBIX XapaKTePUCTUK
MYJILBUJUI U SMIIOAMEB MOKa3aJl BO3MOXHOCTb MACHTU(GUKALIMKM OOJIBIIMHCTBA UCCIEA0BAHHBIX BUAOB U
ponos Hippoboscidae 1o 3TM CTpyKTypaM ¢ BEPOSITHOCTBIO OT 65.5 1o 100%. Hanuuue Bugocrenmuduy-
HBIX TIPU3HAKOB MYJILBU/UI U SMIIOAUEB IS POAOB U BUIOB KPOBOCOCOK IMO3BOJISIET KIaCCU(MULIMPOBATH
BUIBI, a MOP(POMETpUUIECKUE TTOKA3aTeIN MOTYT ObITh UCITOJIb30BaHbI ITPU UASHTU(GUKALIMY TTOBPEKICH-
HBIX DK3eMILISIPOB.

DOI: 10.31857/50044459622010079

IlpencraButenu cem. Hippoboscidae, Samouelle,
1819 — »TO BBICOKOCIEUAIM3UPOBAHHbLIC OOJIUTaT-
HbIe KPOBOCOCYIIME€ 3KTOMApasUThl MIIECKOIMUTAIO-
IIMX U MITULL, paCpOCTpaHEeHHbIe TToBceMecTHO ([lo-
cxaHoB, 1980). B cemeiicTtBe omucaHo 213 BUOOB
(Dick, 2006; Obona et al., 2019), pa3meleHHBIX Ha
Tpu moncemeiictBa: Ornithomyinae, Hippoboscinae
u Lipopteninae (Maa, Peterson, 1987). Myxu Hippo-
boscidae MMeEIOT cepbe3HOE BMUIEMHOIOTUYECKOE
3HaYEeHUE, TaK KaK SIBJISIOTCS MepeHOCUYMKAMU MHO-
rMX ornacHbIX 3a0osieBanuii (Bequaert, 1954; Jocxka-
HoB, 1980) kak y muexkonutamiux (Ganez et al.,
2004; Farajollahi et al., 2005), Tak u y ritui (XameTo-
Ba u ap., 2018).

CraHoBJIeHHWE TIapa3uThu3dMa M reMarodarum y
3TUX HACEKOMBIX CBSI3aHO ¢ TPO(PUUYECKOM crielra-
mmzanueit. [1peamnoaoXXUTeIbHO, 3BOJIIOLUS MUTA-
HHS MyX-KPOBOCOCOK IIIJIa OT Konpodarnu uepe3 ¢a-
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KyJIbTaTUBHYIO reMaTodarmio K o0JIMraTHoi reMaTo-
¢darny, 4YTO COMPOBOXIAIOCH BO3HUKHOBEHUEM
KOMIUIEKCA Pa3MYHBIX aJalTaluii K IIUTEILHOMY
obuTaHuio Ha MokpoBax xo3ssuHa (bamamros, 2005,
2011; Yaiika, 2015).

IToCcKONBbKY MYyXHU-KPOBOCOCKM XKUBYT Cpeau
IIEPCTH U IIEPhEB CBOUX X035€B, B XOA€ BOIOLNU Y
HUX BO3HMK MEXaHM3M HaJIeXKHOTO MPUKPEIUICHUS K
MOAOOHBIM MOKPOBaM, BKIIOYAIOIIW MOP(HOIOTr-
YyeCKMe CTPYKTYpPHI Ha JIallKaX: KOTOTKH, ITyIbBUJLIbI
u smmonuii (Jlockanos, 1980; Andreani et al., 2020).

[Ty TBbBHILTBI — 3TO MATKHE TMOMYIICYKH, TTO3BOJIS-
IOlIMEe TIPUKPEMIATHCS K MOKpoBaM xo3sinHa (Ilo-
cxaHoB, 1980; Andreani et al., 2020). OHu pacnona-
raloTcs Ha CKJIIEPOTU3UPOBAHHOM IITUTKE U TIPUKPETT-
JIeHbl K MeMOpaHHOMY OCHOBaHUIO IIpeTapayca
(HocxkanoB, 2003). ¥V mpencraButencii pomoB Li-
poptena, Nitzsch, 1818 (L. cervi, L., 1758 u L. fortiseto-
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sa, Maa, 1965) u Hippobosca, L., 1758 (H. equina, L.,
1758) mynbBUILIBI 1 KOTOTKU Ha KaXXA0M JIalKe C Ofl-
HOM CTOPOHBI Pa3BUTHI OOJIbIIIE, YEM C IPYIoii, a y
Buna Pseudolinhia canariensis, Macquart, 1840 neBas

1 TIpaBasi MyJILBWLIBI TIOXOXH MO pa3Mepy 1 opme
(Andreani et al., 2020).

OMITOOUN — 3TO JIMHHBIE HEMAapHBIE BBIPOCTHI,
pacroaraiounmecss MeXay MyJIbBUIAMU U TTOKPbI-
Thle MeTHUHKaMu. OHM MpPEencTaBISIOT co0Oil He-
GOJIbIIME IINMOPHI, MO3BOJLIONINE 3aXBAaTHIBATh BO-
nocku xo3smHa (Jocxkanos, 1980; Andreani et al.,
2020). ITo naHHBIM JTUTEpATypPHI, dSMITIOTUN Y P. canar-
iensis TIOKPBITbI OOJNBIINM KOJMYECTBOM IIETUHOK,
ueM y H. equina, L. cervi n L. fortisetosa (Andreani
et al., 2020).

B acriekTe cBsI3U ¢ XO3IMHOM U MEXKBUIOBBIX pa3-
JINYUIA TT0 JTalTKaM MYX-KPOBOCOCOK MOAPOOHO U3y-
YyeHa TOJIbKO Mop@doiiorust KorotkoB (Andreani et al.,
2020).

Hacrtosiass paboTta mocBsillieHa MCCIeI0BaHUIO
MOP(dOIOTNYECKUX OTAUUUNA NYIBBUIT U SMIIOAMEB
y npeacraButesieii cem. Hippoboscidae, pa3zmuyaro-
IIMXCS IMUPOTOI Kpyra X03sieB, Ha BUIOBOM U POIO-
BOM YpPOBHSIX.

MATEPHAJIBI U METObI

HccnenpoBanue mpoBeaecHO Ha camiiax 13 BUIOB u3
7 ponos: Crataerina hirundinis, L., 1758 (5 2x3.), Hip-
pobosca equina, L., 1758 (3 3k3.), Icosta ordea, Mac-
quart, 1835 (2 3k3.), Lipoptena cervi, L., 1758 (2 3K3.),
L. fortisetosa, Maa, 1965 (2 3k3.), Ornithoica stipeturi,
Schinner, 1868 (1 »k3.), O. turdi, Latreille, 1812
(2 3K3.), O. unicolor, Speiser, 1900 (1 3k3.), Ornitho-
mya avicularia, L., 1758 (3 3kx3.), Or. chloropus, Ber-
groth, 1901 (2 3k3.), Or. comosa, Austen, 1930
(29k3.), Or. fringillina, Curtis, 1836 (2 »53k3.),
Pseudolinhia canariensis, Macquart, 1840 (3 »k3.).
HNaenTudukaiys BUAOB ITPOU3BEIEHA 1O OIIPENeIn-
texpHOMY Ki1touy T.H. JTocxkanosa (2003).

dororpaduu npenapaTos JIaIOK ObUIM MOJTy4EHbI
¢ ucniojibzoBaHueM obopynoBaHusi LIKIT “HMHucTpy-
MEHTaJIbHEIE MeToAbI B 9Kojtorun” mpu U195 PAH:
ycranoBku S150A Sputter Coater (Edwards, UK) ¢
HaITbIJICHMEM 30J10Ta B PyYHOM peXXMME 1 3JIEKTPOHHO-
ro mukpockoria TESCAN MIRA 3 LMH (TESCAN,
Czech Republic), ocHaIlIEHHOTO CHCTEMOII 2HEpPTo-
aucrnepcruoHHoro aHanusa AZtecOne X-act (Oxford
Instruments, UK) u katogoMm IllorTKn].

IIpu uccnenoBanWy MyJTbBULI TIPOBEACHBI U3ME-
PEHUS UX IJIVHBI U IIUPUHBI, BBICOTHI, TOJIIAHBI 1
pPacCTOSTHUSI MEXITY IIETUHKOBUAHBIMIA OOpa30BaHU-
sSIMU, pacrnojaramimmucs Ha Hux. [1pu nccienosa-
HUY 3MIIOAYEB U3MEPEHA [UTMHA IETUHOK, pacnoia-
TrarolUXCcs Ha SMIIOAUU, U PACCTOSTHUE MEXIY HUMU.
Tak xak y mpencraButeieit p. Ornithoica IETUHKNA
UMEIOT PEOPUCTYIO CTPYKTYPY, AOTNOJHUTEIBHO W3-

KYPHAJI OBILIEN BUOJIOTUU

MepeHa IMPUHA U PacCTOsTHUE MexXmy peopamu. O0-
CUeT pa3MepoB IIPOU3BEJICH I10 (poTorpadusim.

Cratuctnyeckass oopadboTKa MaTepuaja ImpoBeae-
Ha ¢ moMollbio mporpaMmbl Statistica 10 (StatSoft
Inc., USA). boutu nipuMeHeHBI CAeayIONIe aHaI-
3bl: IMCKPUMMHAHTHBII aHaIU3 (B KayecTBe MoKa3a-
TeJIsl ypOBHSI BKJIa/a IEPEMEHHOI B pa3aeIuTe/IbHYIO
cuity Momenu uctonbayercs Ap (Partiallambda), B ka-
YyecTBe ITOoKa3aTejsl YHUKaJIbHOCTU Tpu3Haka — R2
(1-Toler.)); MANOVA, NMOCKOJBKY OCHOBHasI 4acTb
MepeMEHHbBIX MOXET KOppeaupoBaTh MexXIy coboit, ¢
aroCTEpMOPHBIM CpaBHEHUEM cpenHux (post-hoc)
TecToM ThIOKM [IJISI HEpaBHBIX V.

PE3VYJIBTATDI

IIpenBaputenbHble aHAJIU3BI ITOKA3aJid OTCYT-
CTBUE JOCTOBEPHBIX PA3IMUUIL MEXKIY OCOOSIMU KasK-
JOro BUIAa MyX. Y MCCIENOBAHHBIX 3K3eMILISIPOB
KaXJIOTO BUJA MEXIY BCEMU JlalIKaMU He BBISIBJICHO
JOCTOBEPHBIX Pa3IMYM MO SMIOAUSIM U ITYJIbBUI-
JIaMm.

AHann3 Mop¢OJIOTUM JIATIOK MYX-KPOBOCOCOK
MoKasaJjl pa3juumst Ha ypOBHE BUIOB U POIOB.

C MoMOIIbIO JIEKTPOHHOTO MUKPOCKOTIA Ha T10-
JIyIIeyKax MyJIbBUJI BbISBJICHBI IETUHKOBUIHBIC
BBIPOCTBI, pacIiojlaralommecs MPOIOIbHBIMU Psima-
MM Y OKaHYMBAIOIIMECS TUIOCKUMU JIBYJIOTIACTHBIMU
kproukamu (puc. 1—4). Y sunoB C. hirundinis, I. or-
dea, O. turdi, O. stipeturi, O. unicolor, Or. avicularia,
Or. fringillina, Or. comosa n P. canariensis IJIMHHbIE
JIBYJIOTIaCTHbIE Kprouku. X BHYTpEeHHME CTOPOHBI
ckpyrieHHEIe (puc. 48). Y Or. chloropus CKpyTjieHHBI-
MU SIBJISIIOTCSI BHEIITHME CTOPOHBI KPIOUKOB (pHC. 42).
Y BunoB H. equina, L. cerviu L. fortisetosa nonactu y
KPIOYKOB KopoTkue (puc. 4a, 6). Pacronoxenue mie-
TUHKOBMIHBIX BEIPOCTOB Ha MyJIbBUIUIAX y P. canar-
iensis oTIAYaeTCs OT ApYyruX poaoB. OHU cOOpaHbI B
IMYyYKU 110 TPU—IISATh IITYK B KaXXA0M (puc. 4e).

ITockonbKy JieBast U MpaBasi IyJIbLBUUIBI Y TIPE-
craBureneil Lipoptena u Hippobosca nmeioT pasHylo
JUTMHY, BUABI 3TUX POJIOB paCCMaTPUBAIUCH OTAC/Ib-
Ho. Ha ocHOBe pa3MepHBIX XapaKTepUCTUK AAaHHOI
CTPYKTYpHI (Ta0a. 1) AMCKPUMWHAHTHBIM aHaIU3
MO3BOJISIET TIPABUJIBHO OIPEACINUTh BUALI U POIbI C
BeposTHOCTBIO 100% . [1py mmeHTHOUKALINY BUIOB BaXK-
HBI JUIMHA JUIMHHOM myneBriutel (Ap = 0.97; F = 65.1,
p < 0.000, R? = 0.17), BbICOTa LIETUHKOBUIHBIX BbI-
pocros (Ap =0.27; F=19, p <0.000, R>=0.57) u pac-
crostHre Mexay Humu (Ap = 0.56; F= 5.4, p < 0.018,
R?2=10.5), a poioB — BbICOTA LLIETUHKOBUIHBIX BbIPO-
cToB (Ap = 0.28; F = 38, p < 0.000, R* = 0.74) u pac-
crostHre Mexxay Humu (Ap = 0.56; F=11.6, p < 0.004,
R?>=0.67). Ananuz MANOVA noarsepaus pasandus
Mexny sunamu (Aw = 0.0006; p < 0.000) 1 pomamu
(Aw = 0.134; p < 0.000).

Ha ocHOBe pasMepHBIX XapaKTEPUCTUK MYIbBUAJLT
(Tabn. 2) OUCKPUMHWHAHTHBIA aHaINU3 MO3BOJSET
Ne 1
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Puc. 1. Korotku, myibBUIIbI, SMIOAUYM MYX-KpPOBOCOCOK ponoB Crataerina, Ornithomya u Pseudolinhia. a — Or. avicularia;
6 — Or. chloropus; 6 — Or. comosa; e — OFr. fringillina; 0 — P. canariensis; e — C. hirundinis. K — xorots, [1 — myneBuiia, ® — sm-
nomauyM (st puc. 1—3). Macmra6: a, 6, 6, d — 100 MkM, & — 50 MkM, e — 200 MKM.

XYPHAJ OBIIIEN BUOJIOTUM  Tom 83 Nel 2022
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Puc. 2. Korotku, myJIbBWIIbI, SMITOAUYM MYX-KPOBOCOCOK p. Ornithoica. a, 6 — O. turdi; ¢ — O. stipeturi; e — O. unicolor. T1C —
momnepeyHble cKiIaaku. Macira6: a, 6, e — 50 Mk, 6 — 10 MKM.

MPaBWILHO WAEHTU(ULMPOBATh IpeACTaBUTENEM
OCTaJIbHBIX M3y4YeHHBIX poaoB Crataerina, von Olfers,
1816, Icosta, Ornithoica, Ornithomya n Pseudolinhia:
BUJA C BEPOSITHOCTHIO 98% ¥ poma ¢ BEepOSITHOCTHIO
94%. I1pu 3TOM BaXkKHbBI BCe TTOKAa3aTeNIM, HO HAubO-
Jlee 3HAYMMBIMU TIPU OTIPENETIEHUN BUIOB SIBIISIIOTCS

uHa myasBwul (Ap = 0.4; F= 551, p < 0.000, R = 0.06),
TOJIIMHA LIETUHKOBUIHLIX BEIpOcTOB (Ap = 0.5; F= 21,
p < 0.005, R?> = 0.05) u pacCTOsIHME MEXIY HUMU
(Ap=0.58; F=17, p < 0.000, R>=0.07), a npu onpe-
neneHny pomos — mmHa (Ap = 0.31; F=117.6, p < 0.000,
R?> = 0.68) u mmpuna (Ap = 0.51; F= 50, p < 0.000,

Ta6muua 1. PasmepHble mokasatesiu MyJbBUJLT Y MpecTaButeneii ponos Hippobosca u Lipoptena (X, £ Sx,, MKM)

IynbBUIUTEL ILleTMHKOBUIHBIE BLIPOCTHI
Bun (n = uucino JUTMHA paccTosiHue
NpOMEpOB) LIMpUHA MEXILY BBICOTA TOJIIMHA
JUTMHHBIE KOPOTKHE BHIPOCTAMH
Hippobosca equina (30) 324.0 £ 2.5 136.0 + 6.3 116.0 £25.0 2.7+04 12.8 £ 0.5 1.0£0.2
Lipoptena fortisetosa (33) | 193.3 £ 4.6 64.6 £2.1 45.7+5.2 2.4+0.8 13.7+ 1.3 1.8 04
Lipoptena cervi (24) 295.9+2.9 123.9 £ 11.5 85.3+5.0 39+1.2 17.5+2.7 1.4+£04
JKYPHAJI OBILLEM BUOJIOTUU  TtoMm 83 Ne 1 2022
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Puc. 3. Korotku, myJIbBWIIBI, SMITOTUYM MYX-KPOBOCOCOK ponoB Hippobosca, Icosta v Lipoptena. a — H. equine; 6 — 1. ordea;
6 — L. cervi; e — L. fortisetosa. Maciura6: a — 200 MKM, 6, 8 — 50 MKM, & — 100 MKM.

R? =0.68) nynbBwnt. AHanmus MANOVA nonTsepami
pasmuusa Mexay Bumamu (Aw = 0.00004; p < 0.000) u
ponamu (Aw = 0.0085; p < 0.000).

HM3yyeHue sMmoausi ToOKasajgo, 4YTO Yy BUIOB
C. hirundinis, O. stipeturi, O. turdi, O. unicolor,
Or. avicularia, Or. chloropus, Or. comosa, Or. fringilli-
na, P. canariensis sMOnoguii MOKPBIT TIPOAOJTbHBIMUA
psiIaMy OMMHAKOBBIX INIMHHBIX IIETUHOK (puc. 1, 2).

Ha ocHoBe pasMepHBIX XapaKTepUCTUK IIETUHOK
aMnoaueB (Tad. 3) IMCKPMMUHAHTHBIN aHaIU3 1103~
BOJISIET MPABUJIbHO OMPEAEIUTh 3TU BUIBI C BEPOSIT-
HOCTBIO 81% 1 pombl ¢ BEpOSTHOCTHIO 65.5%. ITimoxo
naeHTHGUIUpoBaauchk BUabl Or. comosa (67%),
0. unicolor (67%), O. turdi (20%) n p. Pseudolinhia,
Bequaert, 1926 (0%). [1pu onipeneneHUM BUIOB U PO-
JIOB BaXeH Kak pasMep 1eTnHoK (Ap = 0.029; F = 188,
p<0.000, R=0.019uAp =0.47; F= 19, p < 0.000,
R? = 0.26 cCOOTBETCTBEHHO), TaK U PACCTOSHIE MEX-

XYPHAJI OBIIIEM BUOJIOTUM  Tom 83 Ne 1
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ay aumu (Ap = 0.1; F =49, p < 0.000, R> = 0.019 u
Ap= 0.74; F = 6, p < 0.001, R*> = 0.26). Ananus
MANOVA nonrsBepani 3HaAYNMMbIC Pa3Indns MEXIY
Bugamu (Aw = 0.002; p < 0.000) u pogamu (Aw = 0.34;
p <0.000). Y Buna O. furdi 51 110 OMTHOMY 13 ITOKa3a-
TeJlel He ObUIO 3HAYMMBIX OTinauit ot Or. fringillina,
ay Or. comosa — ot Or. chloropus. JInvHa 1IeTUHOK Y
0. unicolor coBnanaert ¢ Or. fringillina. Y p. Pseudolin-
hia o JaHHBIM MOP(MOMETPUUYECKUM TOKa3aTeasIM
He BBISIBJICHO 3HAUUMBIX pasziuduii ¢ p. Ornithomya,
Latreille, 1802.

V npencraBureneii p. Ornithoica, Rondani, 1878
Ha BMITOJNY KPOMe IIIETUHOK UMEIOTCS TToTepeUHbIe
cKJIanku (puc. 26), a caMu LIETUHKUA UMEIOT pedpu-
CTYIO TOBepXHOCTh. Ha OCHOBE pa3MepHBIX XapaKTe-
PUCTUK ITOIIEPEYHBIX CKJIamoK (Tadj. 4) IUCKPpUMU-
HaHTHBINM aHAJIN3 TTO3BOJISIET TPABUIILHO OTIPEIETUTD
BUIBI ¢ BepoaTHOCTBIO 100%. Ipy 3TOM BasKHBI KaK I~
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Puc. 4. llleTMHKOBMIHBIE BEIPOCTHI C KPIOUKAMU Ha MYJILBUJIJIAX JIAIIOK MyX-KpPOBOCOCOK. a — H. equine; 6 — L. fortisetosa; ¢ —
Or. avicularia; e — Or. chloropus; 0 — O. stipeturi; e — P. canariensis. K — kp1o4yok, L1 — meTnHKoBUIHbIM BbIpocT, BHE — BHel-
HsIsl CTOpoHa Kprouka, BHY — BHyTpeHHsIsI cTopoHa Kprouka. MacmTab: 20 MKM.

puHa ckianok (Ap = 0.85; F= 48, p < 0.000, R? = 0.68), LlleTMHKY Ha SMITOOUU Y TIpeAcTaBuTeNeii Icosta,
Tak U paccrogHue Mexay Humu (Ap = 0.107, F= 36, Speiser, 1905 MoryT GbITh pa3nejieHbl Ha KOPOTKHUE U
p <0.000, R>=0.68). AHanu3 MANOVA nonteepami  IIMHHBIE (puc. 36). Y npencrasuteneit Lipoptena B
pasmmuns mexay Bumamu (Aw = 0.0117; p < 0.000). 0a3aJIbHOU YacTu 3MITOAUS PACHOIOXKEHBI JJIMHHbBIE

XKYPHAJI OBIIIEN BUOJIOTUM  Tom 83 Ne 1l 2022
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Tabauna 2. PasmepHble nmokasareu myabBuii (X, = Sx,, MKM)
IlynsBUIBL IlleTMHKOBUIHBIE BEIPOCTHI
Bun (n = yucno npoMepoB) PACCTOSHUE MEXILY

JUTMHA LIUpUHA BHIPOCTAMHU BBICOTA TOJILLIHA
Crataerina hirundinis (24) 131.0 £ 0.9 39.5+2.0 2.7+£0.7 16.0 + 1.5 1.0+ 0.1
Icosta ordea (24) 142.1£7.0 33.0+ 3.6 2.310.6 9.3+ 1.8 0.9+0.2
Ornithoica stipeturi (24) 107.9 £ 5.0 4451+6.0 2.0+0.5 11.2+ 1.3 0.8 £0.1
O. turdi (18) 113.0 £ 3.0 40.0 £ 2.0 1.4+0.1 11.4 £ 1.0 1.0+0.3
O. unicolor (18) 142.8 £2.9 40.0 £ 2.0 23+0.5 9.0* 1.6 0.8+0.2
Ornithomya avicularia (24) 213.0 £ 4.7 81.2+4.0 24+0.3 20.0 £ 2.0 1.7+ 0.4
Or. chloropus (24) 230.5+3.9 81.1+5.5 21+04 18.6+ 1.5 1.2+04
Or. comosa (24) 2299+3.0 75.8 £ 3.0 1.5+0.2 14.0 £ 3.5 0.8+0.3
Or. fringillina (28) 171.0 £ 6.0 499 + 1.8 20x0.3 16.6 = 1.1 1.2+0.3
Pseudolinhia canariensis (20) | 224.0 £ 1.8 50.6 + 3.0 54+ 1.1 3.7+ 3.0 1.3£0.3
Ta6mauua 3. PazMmepHble MoKa3aTes WETUHOK dMITOAUEB (X, + Sx;,, MKM)

Bun (n = yuciao mpomepos) JvHa MeTUHOK PaccrostHue Mexy leTUHKaMu
Crataerina hirundinis (104) 53.0*+14 7.7+£1.2
Pseudolinhia canariensis (144) 56.0+24 13.2 £ 0.7
Ornithomya avicularia (120) 629+ 1.7 19.8 £ 1.6
Or. chloropus (94) 55.2+3.98 10.35+ 1
Or. comosa (64) 524+1.5 122+ 1.5
Or. fringillina (102) 3.0+ 1.9 114 +£1
Ornithoica stipeturi (54) 2395t 1.5 7.4+0.4
O. turdi (100) 30.7+2.3 10.9 £ 0.6
O. unicolor (60) 30,6 £2.4 13.75 £ 1
Tabauna 4. PasmepHbie MoOKa3aTe/u MOMEPEYHbIX CKIIANOK HA SMITOAUAX y nipefctaButeneii Ornithoica (X, £ Sxcp, MKM)
Bun (n = yucio npomMepoB) IInprHa nonepeyHbIX CKIaI0K PaccTosiHme MeXLy MONepeuHEIMU
cKJIaKaMu

O. turdi (60) 30.2+4 55.2+12.8
O. stipeturi (58) 3.0+£0.3 3.75+£0.5
0. unicolor (61) 9.2+ 1.99 12.6 £ 1.99

IIETUHKU, a B allMKAJbHOM YaCcTU — KOPOTKHE Tpe-
YTOJbHBIE ILIETUHKM, TJIOTHO TpUIIETaloiime K Io-
BepxHOCTU sMmItonus (puc. 36, 2). Y H. equina sM110-
MU UMeeT CIumonieHHyIo opMy. KpaeBrle 1IeTUHKNA
SMIOAUS JIMHHBIE, CTOSIINE TOPYKOM, IIETUHKMU,
pacrosaralolecst B IECHTpe, — KOPOTKUeE, ITpUIera-
IollI1e K MOBEPXHOCTH (puUc. 3a).

Ha ocHoBe pa3MepHBIX XapaKTepUCTUK TaHHO
CTPYKTYpHI (TaOi. 5) DUCKPMMWHAHTHBINA aHaIu3
IO3BOJISIET IIPABWJILHO Pa3jIMYUTh 3T BUIBI U TPU
pona c¢ BeposiTHOCTEIO 100%. [1pu onpeneneHUN BHU-
JIOB 1 POIOB BaXKHBI BCE IMOKA3aTeJIU: pa3Mep IMH-
Ne 1

XYPHAJI OBIIIEM BUOJIOTUU  Tom 83

HBIX meTHHOK (Ap = 0.06; F=116.5, p <0.000, R>=0.23
uAp = 0.07; F= 153, p < 0.000, R?> = 0.12 cooTBeT-
CTBEHHO), paccTossHre Mexmy HuMu (Ap = 0.27; F= 20,
p<0.002, RR=0.13uip=0.5; F=12,p<0.000, R>=0.76),
pa3Mep KOPOTKUX LIETUHOK (Ap = 0.57; F= 5, p < 0.004,
R=01uip=07,F=47,p<0.019, R”?=0.19) u
paccrosgamre Mexay Humu (Ap = 0.18; F= 34, p < 0.000,
R2=023uAp=0.3; F=26.6, p <0.000, R = 0.78).
Ananun3z MANOVA noarsepauns HaJlndne 3HAYMMBIX
pasmunit Mexmy Bumamu (Aw = 0.00019; p < 0.000) u
pomamu (Aw = 0.0028; p < 0.000).

2022
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Tabauna 5. PasmepHble MoKasatey WETUHOK SMIOIUER (X, T SX¢p, MKM)
_ Paccrosinue mexmy Paccrosinue mexmy
Bun (n = yucno JInmHa IIMHHBIX JIMHa KOpOTKUX
TJTAHHBIMU KOPOTKUMU
MPOMEPOB) IIETUHOK LIETUHOK

IETUHKAMM IIETUHKaMU
Hippobosca equina (130) 30,0t 1.5 9.6 £0.8 6.6 1.5 6.0+ 1.8
Icosta ordea (102) 38.9 + 1.99 20.8 £2 13.3+£0.96 5.6+0.8
Lipoptena fortisetosa (133) 185+ 14 143+ 1 11.5 £ 0.92 11.8 £ 0.9
Lipoptena cervi (120) 19.0+ 1.5 7.3+1 9.8+ 1.3 18.3+ 1.5

OBCYXJIEHHE CTHl Ha IIyJIbBWJUIAX y IpencraBurencii Muscidae

Croco6 TpuKpenaeHus] MyXx-KpoBOCOCOK K TO-
KpOBaM CBOET0 X035IMHa OIlpeesisieTcss Mopdooru-
et nanmok. Korotku npeacTaBisiioT CO00i CTPYKTYpY
JUJTsI IEPBUYHOTO MPUKPEIUIEHUs K TOKpOBaM, a sl
0oJiee TIPOYHOTO CLETJIEHUSI ¢ HUMM CJIyXaT MyJib-
BuJibl. Panee Ha nmpumepe C. pallida Latreille, 1812
ObLIO MOKAa3aHO, YTO OOPO3IKU HA KOTOTKaX BMECTE C
paboTOoii KOTOTKOB IO MPUHLIMITY 32KUMOB CO3/1al0T
OrpoMHYy10 cuiy TpeHus. [1leTHHKOBUIHBIE BBIPOCTHI
C JBYJIOTIACTHBIMM KpIOUKaMu OPUEHTHUPOBAHBI TO-
pa3HOMY B 3aBUCUMOCTHU OT UX MECTOTIOJIOXKEHHMS Ha
MyJIbBUIE. B0 MOKa3aHo, YTO TaKasl CJIOXKHAasl CU-
cTeMa MOo3BOoJISIET MyXe CIIOKOWHO MepeMeliaTbesl He
TOJIBKO B TTIOKPOBaX XO3sIMHA, HO U TI0 JPYTruM cyo-
crpatam. HecMmoTpss Ha TO, YTO SMMOAUIN HMeEeT
YIJIMHEHHbIE IIETUHKY U MOT Obl paboTaTh KaK aHa-
JIOT KOTOTKOB, OBLIO BBbICKa3aHO IIPEIOJIOXKEHUE,
YTO BMITOAUI MMeeT (PyHKIIUIO OYUIIEHUSI KOTOTKOB
U1 BO3BpaAllleHUST IBYJIOIACTHBIX KPIOUKOB B COCTOSI-
HYi€ TOTOBHOCTHU K NIPUKPETIJIEHNIO, 8 OCHOBHBIM Mée-
XaHU3MOM MPUKPEIUICHUS K MTOKPOBaM XO3sIMHA SIB-
JsitoTest Korotku (Petersen et al., 2018).

Pe3ynbTaThl HaIlIUX UCCAECAOBAHMI ITOKA3aJIH, YTO
MMYJILBUJUIBI BCEX UCCIIETOBAHHBIX BUIOB CHAOXKEHBI
IIETUHKOBUIHBIMUA BBIPOCTAMM, Ha KOHILIE KOTOPBIX
pacroaraloTcsl IBYJI0ITaCTHbIE KPIOUYKY, pas3indaro-
muecss mo Mopdoaoruu. MBI TIpeanojiaraeM, 4To
ITYJIbBUJUIEI IO3BOJISIIOT KPOBOCOCKAM ITPUKPEILISITh-
Cs K TIEPhIM WIY LIEPCTU XO35IMHA € TIOMOIIIBIO 3TUX
KPIOUKOB IO MPUHLMUITY CIeUUMOUIHON IS OCHOB-
HOTO XO3SIMHA “JICHTBI-JIMIIYYKN’, a SMIIOJIUU, KOTO-
pble TakKxXe MMEIOT CeHuGUIHYI0 MOP(OIOTruio, B
CBOIO OUepelib, JOTTOJTHUTEIBHO 3aXBaThIBAIOT BOJIOC-
KM Ha TeJjle XO3sIMHa.

M3BecTHO, YTO y APYruxX IPYIII MyX HPUKPEIIr-
TEJILHBIM armapaT TakKe BKJII04aeT B ce0sl KOITH,
MYJIBBUJIIBI U BMITOAUU, OTHAKO MOP(OJOTUSI STUX
CTPYKTYp UMEET OTJIMYUS OT KpoBococokK. Tak, y Ta-
banidae sMITOIMIT MMeET BHUJ, eIlle OTHOM ITOmyIIcU-
ku-mmynbBWUIBL (Chainey, 1993). DTo MoxeT roBo-
PUTH O TOM, YTO UMEHHO ITYJIbBUJUIBI SIBJISIIOTCS Y MYX
OCHOBHO# CTPYKTYpO#l I TPUKPEIUICHUS K Cy0-
ctpatam. [1pu 3TOM BMIIONUIT HATIPSIMYIO YYacTBYeT B
Ipouecce IMPUKPEIIeHNs U He HeceT (YHKIIIO 091~
IIeHUs KOrTeii 1 mynbBLI. IIleTMHKOBUIHBIE BHIPO-
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(Niederegger, Gorb, 2003), Calliphoridae (Gorb
et al., 2012) u Syrphidae (Gorb et al., 2001) okaH4YU-
BalOTCS IUIOCKMMHM IIACTMHAMU-IIPUCOCKAMM, Ha
KOTOPBIX BBIACISIETCS aAre3upyloiiee BeIIecTBO,
MO3BOJISIIONIEe MyXaM MePeIBUTaThCS T10 JIOObIM IO~
BepXHOCTSIM. I[IJIOTHOCTh pacHonoXeHUs IIETUHOK
Ha ITyJIbBIJIaX Y Pa3HBIX BUIOB MOXKET Pa3/IMyaThCsl.
Hanpumep, y Syrphidae 310 cBsi3aHO ¢ pa3MepaMu
ocobeit (Gorb et al., 2001). Korru, nmeromiue 6omiee
MpOCTyI0 (popMy, HEXEJIM KOITH KPOBOCOCOK, KaK
noka3aHo B pabote no Muscidae (Niederegger, Gorb,
2003), MCIIONB3YIOTCSI HE TOJBKO IJISI CUEIUICHUS C
MaKpOCKONIMYECKUMM HEPOBHOCTSIMU CyOCTpPaTOB,
HO B HEKOTOPBIX CIIyJasiX v IJisl OTCOSAMHEHUS MyJIb-
BWJLI OT moBepxHocTeit. Ha ¢ororpadusx, npuse-
JIEHHBIX B TOH Xe padoTe, SMIOANN HEe MUMEET JUTH-
HBIX IIETUHOK. TaknM o0pa3oM, y MyX IIPOCIeKBa-
eTCsl CIIeMaIM3alus IIyJbBWLI M SMIIOAMEB II0[I
OCOOEHHOCTHU Cpeabl OOUTAHMS.

Ha ocHoBe MopdhoIorny IBYI0ITACTHBIX KPIOYKOB
IIETUHKOBUIHBIX BEIPOCTOB ITY/JIbBUJUI MCCIEI0BaH-
Hble HaMU BUALI KPOBOCOCOK OBIIU pa3lesieHbl Ha
yeTbIpe MOp¢OoTHUIIA:

1) Kproyku OjuHHBIE CO CKPYIJIEHHBIMU BHYT-
peHHuMHU ctopoHamu: C. hirundinis, 1. ordea, O. turdi,
O. stipeturi, O. unicolor, Or. avicularia, Or. fringillina n
Or. comosa;

2) Kpiouku OJIMHHBIE CO CKPYIJIEHHBIMU BHEIII-
HuMU ctopoHamu: Or. chloropus;

3) Kprouku AJIWHHBIE CO CKPYIJIEHHBIMM BHYT-
PEHHUMM CTOPOHAaMU, IIETMHKOBUIHBIE 0Opa3oBa-
HUsI coOpaHkbl B y4Ku: P. canariensis,

4) Kprouku ¢ KOpOTKUMH Joractamu: H. equina,
L. cervin L. fortisetosa.

ITo mopdosorun sMmogueB y MCCICIOBAHHBIX
BUIOB KPOBOCOCOK MOXHO BBIICIUTH ISITh MOP(PO-
TUIIOB:

1) OMnoauit MOKPHIT IIMHHBIMU OIMHAKOBBIMU
IIeTUHKAMU: IIpeacraButenu poaoB Crataerina, Or-
nithomya u Pseudolinhia;

2) DOMIoauii NOKPHIT IJIMHHBIMA OOMHAKOBBIMU
IIETUHKAMU 1 IIONIEPEYHBIMU CKJIaJKaMM1, BEPOSITHO
o0ecITeYnBaOIIMMI  JOIIOJTHUTEIBHBIE BO3MOXHO-
CTHU TSI TpUKpeTuieHus: p. Ornithoica;
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Tabomuna 6. MopdoTUIibl KPOBOCOCOK TTO OTHOIIIEHUIO K KPYTY XO35I€B

MopdoTurst
Bun myx Bunpr xo3s1eB -
IMITOAUI MyJIbBUJUTBI

Crataerina hirundinis JlacTouku 1 1
Hippobosca equina O4eHb IMPOKUIL KPYT XO3sIeB: JIOIIAIN, BepOJIIOIHI, 5 4

CBUHbBH, KPOJIMKU, CBIY, ISTE]T, KOPIIIYH, TOJyOb 1 T.]1.
Icosta ordea IlarieBbie 4 1
Lipoptena cervi KompbITHBIE, MHOTIA ITULIBI 3 4
L. fortisetosa KomnbITHBIE, MHOTIA TITULIBI 3 4
Ornithoica stipeturi O4eHb IUPOKUIT KPYT XO3I€B-TITHI] 2 1
O. turdi CokoJi0o06pa3Hbie, KypooOpa3Hble, ro1yoeo0pa3HbIe, 2 1

KYKYIIIKOOOpa3HbIe, COBOOOpa3HbIe, KO3010€00pa3HhIe,

pakiieoOpa3Hble, IIT1000pa3Hble, BOPOObMHOOOpa3HbIe
O. unicolor Coxo1006pa3Hble, Tolydoeoopa3Hble, BOPOOBMHOOOpa3HEbIC. 2 1

IIpenmounTaeT cCOBOOOpa3HBIX
Ornithomya avicularia KpyIHble NTULIBI: BOPOHA, I'pay, JIYHb 1 1
Or. chloropus BopobsuHO0OGpa3HbIe 1 2
Or. comosa JlacTouku 1 1
Or. fringillina Bopo6brHOOGpa3HbIe 1 1
Pseudolinhia canariensis | 'omybeo6pa3Hbie 1 3

3) lletuHku Ga3ajabHOM W aNMKaJbHOU 4YacTeit
SMIOAUS pa3inyaloTcs Mo MopdoJOTUNW U NJIMHE:
p. Lipoptena;

4) Ha sMmogusix ecTb KaK KOPOTKME, TaK W IJTNH-
HbI€ ILIETUHKH, PACIIOJIOXKEHHbIE BIiepeMellKYy: /. ordea;

5) Ha smmonusx cymiecTBYIOT KpaeBble M ILIEH-
TpaJbHBIE 30HBI, IIETHHKN Ha KOTOPBIX UMEIOT pa3-
HyI0 Mopdoioruio u aauny: H. equina.

CraTUCcTUYECKMIT aHAJIU3 pa3MEPHBIX XapaKTepu-
CTUK MOP(MOJIOTUYECKUX CTPYKTYP IMYJAbBUILI U dM-
MOIUEB ITOKAa3ajl, YTO, OCHOBBIBASICh HA HUX, MOXHO
UIEHTU(PUINPOBATHh OOJBIIMHCTBO MCCICIOBAHHBIX
BUI0B U ponoB Hippoboscidae.

OnHuM U3 HanboJiee 3HaUMMBbIX TT0OKa3aTeseit mpu
pasneaeHu’ BUAOB, HapaBHE C pa3MepaMHU IETUHKO-
BUIHBIX BBIDOCTOB U PACCTOSTHUEM MEXITY HUMMU, SIB-
JISIETCS JIMHA CaMUX IMyJIbBWIUI. TO XXe KacaeTcs U
pOnoB.

ITpu upeHTHUUKAIIMU BUAOB U POAOB IO pa3Mep-
HBbIM XapaKTepUCTUKAM CTPYKTYp SMIMOAWS Ba’KHbI
Bce nokaszarenu. [1pu atom a1t p. Ornithoica omTHUMU
U3 TJIaBHBIX MTOKa3aTtesieit mpy pa3aejaeHUU BUIOB SIB-
JISIIOTCS pa3Mephl MoIepeyHbIX cKiaanok. Haubonee
XOPOIIO pa3MepHbIe MoKa3aTelu IEeTUHOK padoTatoT
Mpu onpenejieHnu BuaoB u3 Crataerina, Icosta, Li-
poptena v Hippobosca u caMmux ponos.

M3BecTHO, 4TO TIepBbIc HACEKOMBIE, TApa3UTUPY-
IOIIMe B IIEPCTSHBIX 1 TIEPHhEBBIX TTOKPOBAX XO35IEB,
HOSIBUINCH ellle B MeiaoBoM nepuoae (Gao et al.,
2019). Cpenu coBpeMEHHBIX HaCEKOMBIX, KUBYILIMX
BHYTPM IIIEPCTH W TIEPhEB XO3s5MHA, Haubojee M3-
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BecTHBI OJioxu (Siphonaptera Latreille, 1825) u Bin
(Anoplura Leach, 1815). B oTpsine 610X, B OCHOBHOM
MapasuTUPYIOLIMX Ha MJIEKOIUTAIOIIUX, PeXe Crie-
IUATM3UPYIONINXCS Ha ITUIAX, Tpeo0IagaroT BUIHI,
CITOCOOHEBIE TTapa3UTUPOBATh HA HECKOJIBKUX BUIAX-
X03seBax. AganTaiy 00X UI XU3HU CPEIu IIep-
CTSTHOTO U TIephEeBOTO TTOKPOBOB BKITIOYAIOT KaK 00-
IIy10 MOPMOIIOTHIO Tejla, TaK M XOPOIIO Pa3BUTHIE
KOTOTKHM Ha JIallKax M IETUHKU, TTO3BOJISTIONINE UM
MIPUKPETUIITHCSA K TOKpoBaM. YHCIIo 1 pa3Mep 3TUX
IIETUHOK M3MEHSIETCS B 3aBUCUMOCTH OT THUIIA XO351-
WHa (HOpHBIE MJICKOITUTAIONINE, MJIEKOTUTAIOIINE
0€3 IOCTOSIHHBIX YOEXKUIIl, 0COOO0 MOABVKHBIE (B TOM
YICJIe XUIIHbIC) MJICKOITUTAIOLINE, ITUILBI, MOPCKUE
nTuubl). Ha ocHoBe MOpdOTUNOB MO MepeyuncieH-
HOMY KOMILIEKCY MPU3HAKOB OBbLIO BbIIEJEHO I11eCTh
rpyrmn 0JI0X, COOTBETCTBYIOIIUX TUIIAM UX XO35IeB
(Medvedev, 2017).

AHajiornuyHass 6uosiornyeckast 3Ha4MMOCTb 2JIe-
MEHTOB IIPUKPEHUTEILHOIO arrapara, IO3BOJISIO-
mas Ki1accupuIMpoBaTh BUALI, BEISIBJICHA HAMMY JIJIST
MYX-KPOBOCOCOK.

B 1a61. 6 npuBeeHbI JaHHBIE IO BUAAM KPOBOCO-
COK, BBIJEJIEHHBIM HaM1 MOpGOTUIIaM U JaHHBIE I10
BUJAM MX X03s5eB cormacHo padboram T.H. JlockaHo-
Ba (2003), A.B. Matioxuna u C.H. I'amkoBa (2020).
Kak BugHO 13 Tabauiibl, MOPMOJIOTUS SMITOIMS Xa-
pakTepu3yeT poaoBoii ypoBeHb. IllupoTa Kpyra xo3s-
eB OobIlIe cBsI3aHa ¢ MOP(MOJIOrueii MMEHHO 3TOI
cTpyKTypbl. Hanbomnee 3amMeTHBIE MOP(OJIOTUUECKIE
OTJIMYUSI OTMEUYEeHBI MEXAy podaMUu KPOBOCOCOK,
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OOUTAIOIIMX TOJIBKO Ha MTUIAX, U POAAMM, UMEIO-
IIUMU IITAPOKUIA KPYT XO3SIEB.

Mopdonorusi KproukoB IIETUHKOBUIHBIX BbIPO-
CTOB IIYJIBBWII 00jlee KOHCEpBAaTUBHA, ITOCKOJBKY
TTOJIOBUHA WCCJIEAOBAHHBIX BHIOB MMEET IJTMHHBIE
KPIOUKM CO CKPYIVIEHHBIMU BHYTPEHHUMU CTOPOHA-
MU. HeKoTopeIif ypoBeHb CIIEIIMAIN3AlINN BBISIBJICH
st Or. chloropus.

Pon Hippobosca nmeetr Hanbonee MIMPOKUA KPYyT
X0351eB, UYTO, BO3MOXHO, CBsI3aHO ¢ MopdoJiorueii
SMIIOAMEB, OTIIMYHOM OT APYruX poaoB. Ocobas Mop-
dojtorust KpHOYKOB Ha IMyJIbBUJUIAX IO3BOJISIET
H. equina, a takxe mnpeacraButeisMm p. Lipoptena
(L. cervi n L. fortisetosa) TIPUKPEIJIITECSA K ILIEPCTU
MJIEKOTIMTAIOIINX U ITapa3suTUPOBaTh HA HUX.

IpencraBurenu p. Ornithoica, cBI3aHHBIE C OYCHbB
IIMPOKUM KPYTOM XO03sI€B, UMEIOT Ha 3MIIOAUSIX J0-
MOJIHUTEIbHBIE TTOTIEPEYHBIE CKIIAIKH.

Bonee mpocToe ycTpoiicTBO SMIIOANEB Y IPEACTA-
Buteseil ponoB Crataerina, Ornithomya n Pseudolinhia
MPENIIOOXUTENBHO CBSI3aHO C HEOOJBIINM KPY-
TOM HMX X035I€B. Y3KOCIEINAJIM3UPOBAHHbBIC BUIBI
P. canariensis (mmapasuTtupyoiiyue Ha rojiyoeoopas-
HbIX) U Or. chloropus (Ha BOpOObMHOOOPA3HBIX) UME-
IOT, KpOME TOTO, HEOOIIBIINE OTIUIMS OT IIPOYNX BU-
OB 10 MOPGOJIOTUU KPIOUYKOB MyJbBWILI. OIHaAKO
st Or. fringillina, mpennovYuTalonux TeX e X03seB
W3 OTpsiia BOPOOLMHOOOPA3HBIX, TAKUX MOPGOJIOTH-
YeCKMX OCOOEHHOCTEe He oOHapyxkeHo. TakxKe He
OTMEUEHO MOPQOJOrMYEeCKON CIeHaIU3alun IS
napasuTUPOBAHUI Ha JlacToukax y Or. comosa U
C. hirundinis.

OTCyTCTBUE CTAaTUCTUYECKUX Pa3Induii pa3zmep-
HBIX XapaKTepUCTUK IIETUMHOK Ha SMITOAUSIX MEXITY
HECKOJIbKUMU BUIAMU M pOJaMHU MOXET OBITh CBSI3a-
HO HE CTOJILKO C COBMAJCHUEM BUIOB-X0351€B, CKOJIb-
KO €O ¢1a00i1 M3MEHUYMBOCTbBIO TaHHBIX MOPGOJIOTH-
YeCKMX CTPYKTyp. Tak, xorsa Bumbl Or. comosa W
Or. chloropus peaNno4YnTaOT pa3HbIX OCHOBHBIX XO-
3s1eB, MOP(GOJIOTHSI X SMIIOAUEB COBITAIAET, a MOP-
domornsa KproYKOB Ha MIETUHKOBUIHBIX BBIPOCTaX
MyJIbBUUI UMEET JINIb HEOOIbIIINE Pa3Indus.

3AKJIIOYEHHME

BoisiBieHHBIE crienM(pUUIHbIC TPU3HAKU 10 CTPO-
€HUTO Y IbBUJIT 1 SMITOAVEB IUIST POIOB U BUIOB KPO-
BOCOCOK, B TOM 4YHCJIe TTOAPOOHO OIMMCAaHHbBIC IIe-
TUHKOBUIIHBIC BBIPOCTHI Ha MYJIbBUJLJIAX U TOTEpeY-
HBIE CKJIAIKM Ha SMITOAMAX, TTO3BOJISIOT BBIICIUTD
MOPGhOTHITHI MyX-KPOBOCOCOK IO CTPYKTYPHBIM 3J1e-
MEHTaM JialloK. Pe3yabTaThl HacTos1Ieit paboThl, Kak
W B ClIlydae ¢ M3y4eHUEeM CTPOCHMS JIAIIOK OJIOX, CBH-
JETETHLCTBYIOT O OMOJIOTHIECKOI 3HAUMMOCTH U3ydJa-
e€MbIX CTPYKTYpP, CBSI3aHHBIX C pa3BUTHEM CBs3eit
“mapa3sut—xo3suH”’ . Mlcnonb3oBaHre MOp(POMETPU-
YeCKMX IToKa3arejieil MOXKET CYIIeCTBEHHO oOJier-
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YUTh paboTy MPU MASHTU(MUKAINY TTOBPEXICHHBIX
9K3EMILISPOB.

KOH®JIMKT MHTEPECOB

ABTOpBI 3asIBJISIIOT 00 OTCYTCTBUM KOH(JIMKTA UHTE-
pecoB.

COBJIIOJEHUE 5TUYECKUX CTAHOAPTOB

Hacrosiiast cratbst He COOEPKUT Pe3yJbTaTOB KaKMUX-
JIMOO UMCCIIEMOBaHUI C MCMOJIBb30BAaHUEM TETIJIOKPOBHBIX
JKMBOTHBIX B KQUeCTBE OOBEKTOB.
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The morphotypes of louse flies (Diptera, Hippoboscidae) based on the morphology
of pulvillae and empodia in the context of host range
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The morphology of pulvillae and empodia as well as their morphometric parameters (length, width of pulvil-
lae, length and distance between empodia setae) was studied in detail in 13 species belonging to 7 genera of
louse flies (Crataerina hirundinis, L., 1758, Hippobosca equine, L., 1758, Icosta ordea, Macquart, 1835, Li-
poptena cervi, L., 1758, L. fortisetosa, Maa, 1965, Ornithoica stipeturi, Schinner, 1868, O. turdi, Latreille, 1812,
0. unicolor, Speiser, 1900, Ornithomya avicularia, L., 1758, Or. chloropus, Bergroth, 1901, Or. comosa, Austen,
1930, Or. fringillina, Curtis, 1836, Pseudolinhia canariensis, Macquart, 1840). Bristle-like formations on pul-
villae were described for these species for the first time. The height, thickness and distance between them have
been determined. It has been hypothesized that pulvillae allow the louse flies to attach to the host’s feathers
or hair using the principle of Velcro specific for the main host. Four morphotypes were identified using the
morphology of bilobed hooks on the bristle-like formation of the pulvillae and five morphotypes were iden-
tified by the morphology of empodia. Comparison of morphotypes with the host range was carried out. Hook
morphology has been found to be rather conservative. The discriminant analysis of the structures under study
makes it possible to identify the species and genus of Hippoboscidae with probability from 65.5 to 100%. The
specific features of pulvillae and empodia of genera and species of louse flies make it possible to classify the
species while the morphometric parameters can be used to identify the damaged specimens.

XYPHAJI OBIIIEM BUOJIOTUM  Tom 83 Ne 1

2022



KYPHAJI OBUIEH BHOJIOTHH, 2022, mom 83, Ne 1, c. 62—70

YIK 581.557.24

CBET U '3C: OTJIMYAIOTCH JIX OPXUAEUN OT APYI'UX COCYAUCTBIX
PACTEHMUI1 I10 PEAKIIA HA 3ATEHEHUE?

© 2022 .

B. I. Onunuenko® *, JIxk. X. Kopuenaunccen?,

M. I. Baxpameesa|', JI. JI. 3axapoBa’,

A. A. Axmerxkanosa!, M. U. Xomyrosckmuii', P. Ban Jlorrecrun?, H. A. Cya3uiosckas*

! Mockosckuii cocydapcmeennviii ynusepcumem um. M. B. Jlomonocosa, 6uosoeuueckuii paxyavmem,
Kagedpa sxonoeuu u eeoepagpuu pacmeHuli
Jlenunckue eope, 1, cmp. 12, Mockea, 119234 Poccus

2Amcmepoamckuii ceo600Hblil yHUGEpCUMEm, (PaKyabmem HAYK 0 3emae U JICU3HU, OMmOeaeHUe FKOA0UHECKUX HAVK
Me benenaan, 1085, Amcmepoam, 1081 HV Hudepranodwe:

3 [ocydapemeennwiii Japeunosckuii my3ei
yn. Basunoea, 57, Mockea, 117292 Poccus

 Teiidenciuii ynusepcumem, Hucmumym nayk o6 oxpyxcarouweii cpede (CML)
Dinwmetinegee, 2, Jleiiden, 2333 CC Hudepaanowt
*E-mail: vonipchenko@mail.ru
IMocrynuna B pegakuwmio 15.10.2021 r.

ITocne mopa6orku 26.10.2021 r.
IMpunsara K my6aukammm 01.11.2021 r.

Opxuaen UMeIOT CUMOMOTUYECKIE OTHOIIEHUST C SKTOMUKOPU3HBIMM WJIN CAlIpOTPOGHBIMHU (“pPU30KTO-
HUs”’) TpubaMu, KOTOpble 00eCIIeunBalOT pacTeHUs TTUTaTeIbHBIMU BelllecTBaMu. CTeneHb 3aBUCUMOCTH
pacTeHuit oT rpubOB B TJIaHEe 00eCTIeYeHNST OPTaHMIECKUM BEILIECTBOM OTPaXKaeTcsl B IIOKA3aTeNsIX BEH -
upHbI §°C B TKaHSIX pacTeHMit. MaJlo 4To M3BECTHO O TOM, HACKOJIBKO LIIMPOKO PACIIpOCTPAHEHA YacTHY-
Has mukoreteporpodus (UMI') cpenu opxuneii B IIpupoie, 1 BOIPOC O TOM, 00JIaTaloT JIU OPXUIEH, aCCO-
LIMMPOBAHHBIC C PUBOKTOHUEHN, MUKOTeTepOTpOodUeii, OcTaeTcs OTKPHITHIM. Mcrionb3yst opxuaen ¢ 3KTo-
MUMKOPM3HBIMU TPUOAMU U BUIBI OPXUIEii, aCCOIMMPOBAHHbBIE C PU30KTOHMEMN, Mbl TTPOBEPWIIM TUIIOTE3Y
0 TOM, UTO Ha3eMHBIE 3eJICHbIE OPXUIEH CHIDKAIOT CBOM 3HaYeHNs O'°C B OTBET Ha 3aTEHEHUSI MEHBIIIE, 4eM
COCEIIHME COCYIMCThIE PACTeHUS, HE OTHOCSIIINECS K OpPXUAHBIM (moKa3ateabcTBo YMI'). MuI uccnenoBa-
JIM BOCEMb T1ap BUJIOB pacTeHUil (OpXues B mape ¢ 3TaJJOHHBIM aBTOTPO(MHBIM PACTEHUEM, PACTYILLIUM DPsi-
JIOM) B YCJIOBUSIX XOPOIIIO OCBEIIEHHOTO W 3aTEHEHHOTO YJaCTKOB Ha TUIOIIANKAX B €BPOIeiiCKOi yacTn
Poccuu. Ha kaxiom yyacTke perucTpupoBajid ypoBeHb OCBEIIEHHOCTU U UCCJICIOBAJIY JIMCThSI PACTEHU I
Ha BeauHbI 83C. O6GHapyXeHO, UTo BCe POTECTUPOBAHHBIE OPXHUIEH ITOKA3aIIH CXOIHYIO 6oJiee c1abyio
peakimio conepxkanusi C Ha OTHOCHUTEJILHYIO OCBELIEHHOCTh B OTJIMYHME OT 3HAUMMO GoJiee CUIIBHOI pe-
aKIM1 y KOHTPOJBHBIX (He OPXUIHBIX) PACTCHUI, YTO CBUACTEIBbCTBYET O IITMPOKOM PACIPOCTPAHEHUN
YMTI cpenu opxuneit. Y opxuaeii ¢ 3KTOMUKOPU3HBIMU TPUOAMU M OPXUJIEii, aCCOLMUPOBAHHBIX C PU30K-
TOHMeEI1, He OTMEUEHO CYLIECTBEHHOI pa3HUIIBI B peakuuu &' °C Ha TeHb, YTO MOATBEPKIAET MUKOTETEPO-
TpodHbIE MEXaHU3MBI IEPEHOCA YTJIepoa K pACTEHUSIM Y OpXUIEii, aCCOLIMMPOBAHHBIX C “PU30KTOHUEBHI-
mu” rpubamu. J1oms yriaepoaa, IoIydeHHOro OT IprUOOB, ISk OTASIbHBIX BUIOB OPXMACH BapbupoBaia OT
310 50%. Opxuaev CHUKAJIU TNTOTHOCTh YCTHUIL B OTBET HA 3aTeHEHWE MEHBIIIE WJTU TaK Xe, KaK aBTOTPOod-
HbI€ PACTEHUSI, UTO IMO3BOJISET MPEAIIOJIOXUTh, YTO MUKOTETEPOTPOMHBIE PACTEHUSI MOTYT OBITh HECKOJIb-
KO MEHee JMMUTUPOBAHBI JOCTYITHOCThIO BOJIbI, YeM aBTOTPOMHBIE BUIbI, YTO, BO3MOXHO, CBSI3aHO C IO~
CTYIUICHHEM BOIBI OT rpr00B. Haiyu maHHbIe moATBEpXKAaIOT IIIMPOKYIO pacupocTpaHeHHOCTs YMI cpenu
opxuneit u cymectsoBanue YMI y opxuzeii, acCOIMMPOBAHHBIX C “PU30KTOHUEBbIMU” Tpubamu. [Toiry-
YeHHBIE PE3YJIbTAThl PACIIMPSIIOT MTPEACTABICHMS O BaXKHOM 3KOJIOTMYECKOM 3HAYEHUU MUKOPHU3HBIX ac-
CcolLIMalUii B MOA3EMHBIX MUILIEBBIX CETSIX.

DOI: 10.31857/S0044459622010067

st pactenuii u3 ceM. Orchidaceae Juss. xapakre-
PEH MMKOPHW3HBII CMMOMO3, MO KpaliHeil mepe Ha
paHHux craausax oHTtoreHesa (Dearnaley, 2007). Tu-
MUYHasi MUKOPU3a — 3TO CUMOMOTUYECKUE OTHOIIIe-
HUS MeXIy pacTeHUSIMU U Tpubamu, Mpu KOTOPBIX
pacTeHHns 00eCIIeYnBaIOT IPUOKI yTJIEBOJAMM, a TPU-
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OBbI CHA0XXaIOT pacTeHMS JIEMEHTaMU MUHEPAJTbHOTO
nuTtaHus u Boaoii (Allen, 1991). OnHako MHOTUE hO-
TOCUHTE3UPYIOIIME OPXUAEH MOTYT TaKXKe IMoJydyaTh
oprannyeckuii yrinepon (C) U3 BHEIIHUX UCTOYHU-
KOB 4epe3 MUKOpPU3HbIe TpUObl U TMOITOMY MOTYT
paccMaTpuBaTbCId KaK YaCTUYHBbIE MUKOTE€TEPOTPO-
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¢u1 (UMI) i mukcorpodnl (Girlanda et al., 2011;
Sommer et al., 2012; Merckx, 2013; Selosse, Martos,
2014; Gebaueret al., 2016; Selosse et al., 2017; Suetsu-
gu et al., 2018; T¢Sitel et al., 2018). I'pubHoOi1 yriepon
yacro o6oramen *C (Billings, Richter, 2006; Bowling
et al., 2008; Merckx et al., 2010, Ho cM. Selosse, Mar-
tos, 2014) no cpaBHEHU1O C aBTOTPO(PHBIMU paCTEHU -
SIMU, IO3TOMY PACTEHUsI, TTOJyJalolIe YIJIepo ye-
pe3 rpuOHOI IyTh, UMEIOT OoJiee BRICOKOE coaepKa-
Hue *C B Tkanax (Mayor et al., 2009; Hynson et al.,
2013). Hampumep, B GopealbHOM Jiecy B DCTOHUU
YMT opxuneu umerot 3HaueHus 6°C B aManazoHe oT
—30 mo —27.8%o0, T.e. IPOMEXYTOYHBIC MEXKIY TOJI-
HBIMU aBTOTpOdaMM, KOTOPbIe OOBLIYHO UMEIOT THa-
ma3oH 3HaueHuit 0°C ot —32 no —30.5%0, 1 osHO-
CThI0O MUKOTETEPOTPOMDHBLIMU PACTCHUSIMH, HAIIPU-
Mep, nramnasoH 8'°C ot —26.1 1o —25.5%o y Monotropa
hypopithys u3 cem. Ericaceae (Tedersoo et al., 2007).

I1pu BeIpaliMBaHUU B TeHU aBTOTpodHbIe C;-pac-
TeHMsI OOBIYHO CHMXKAIOT IUIOTHOCTh ycThull (Salis-
bury, 1928). DTo npuBOAUT K YMEHBIIEHUIO YCThUY-
HOI1 TIPOBOAVMOCTH, YBEIMYEHWUIO OTHOLLIEHUST MOJIb-
Hoit o mexkieTouHoro CO, K MonbHOI nosie CO, B
oKpyXartolleii cpene (ci/ca) u cumxkenuio 8*C B u-
cthsix (Brooks et al., 1997; Duursma, Marshall, 2006;
Preiss et al., 2010; Zhu et al., 2010; Zhou et al., 2011;
Cernusak et al., 2013). TenneHuMs K cHIKeHUI0 03C
B TEHU OXXMAACTCS U IJIs1 OpXueii, HO Oyiaromaps ux
CITOCOOHOCTH TosyyaTh oborauieHHble C opraHu-
YeCcKHe BellecTBa OT I'pUOOB, CHIDKCHUE 3HAYCHUS
63C B TKaHsIX OpXUIENl B YCIOBUSIX TEHU MOXET OBbITh
MeHblle, yeM cHikeHre 8°C B TKaHSIX MOJHOCTBIO aB-
TOTpOGHBIX pacTeHuid. deiicTBUTEIbHO, ST OTOEIIb-
HBIX pacTeHuil opxuueil 0buto mokazaHo (Hynson
etal., 2013), yto (1) M3-3a MOMIOLICHUS yIJepoaa,
oboranieHHoro 63C, u3 rpubOB JIMCTbI OPXMUIEH C
YMTI wumeror 6osiee BbicOKMe 3HauyeHUs1 0°C, ueMm
MOJTHOCTBIO aBTOTPOGHBIE pacTeHus, U (2) D0 yr-
JIepoaa, NOJIyYeHHOTO M3 IpUOOB, YBEIUIMBACTCS Y
opxuzneii B ycsoBusx TeHu (Preiss et al., 2010). OogHako
COXPAHSIIOTCS JIM TaKWEe CBSI3U MEXAY HECKOJILKUMU
BUIAMM OPXUIEH M APYTUMM COCYOMCTBIMU BUOAMU, 1
BBIAEP>KMBAIOT I OHM TOJIEBBIE YCIOBUS, TIE APYTUe
dakTOphl AJMHAMUKHU yIiIepoAda MOTYT HapyIIUTh 3a-
KOHOMEPHOCTH, OOHapyXeHHEIE B J1a0OPaTOPHBIX
nuccienoBaHusax? B maHHOM McCae10BaHUM MBI OITH-
CbIBa€M METOJH, IPOBEPKU YaCTUYHOM MUKOTETEPO-
Tpoduu in situ, OCHOBAaHHBIIA Ha CpaBHEHUU COIEP-
kaHus *C y XOpOILIO OCBEILEHHBIX pACTEHUIA U B TEHU.

Opxuzaeu o6pasytor crieuuUIecKruii TUIT MUKO-
pU3bI, HA3BaHHBIN “OpPXUIHBIM~ TUTIOM, C IITMPOKUM
CIEKTPOM aCCOLIMMPOBAHHBIX MUKOPU3HBIX TPUOOB,
KOTOPBIE MOTYT OBITh 9KTOMUKOPU3HBIMU C IPYTUMU
pacTeHUSIMU 1/WIU CallpoTpOMHBIMU (C TaK Ha3bIBa-
€MBIMU PU30KTOHUEBBIMU) Tprubamu (Smith, Read,
2008). Pu3zokToHMBBIE TPUOBI BKIIIOYAIOT HECKOIBKO
¢dunoreHeTMYECKU pa3HooOpa3HbIX rpym (Dearna-
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ley et al., 2012). Ecnu B 6osiee paHHUX MCCIIETOBAaHU -
SIX CYUTAJIOCh, UTO OPXUIEH, 0Opa3yIoIIe MUKOPU3-
HBIE accolUalliiM C BSKTOMHUKOpM3HbIMU (Martos
et al., 2009; Lallemand et al., 2019) rpubamu (opxu-
nen ¢ OMI, HO oHM YyacTo comep>KaT U pPU3OKTOHUE-
BbI€ TpUOBI), 00J1a1a10T MUKCOTPO(MHBIMU CBOMCTBAMMU,
to Cenocce nu Maptoc (Selosse, Martos, 2014) ripen-
MOJIOXKWJIU, YTO OPXUIIEU, ACCOLIMMPOBAHHBIE C PU30-
kTtoHuei (R-opxuaeu), Takxke sipasitorcss YMI. On-
Hako Yy R-opxmaeit MukorerepoTpodnio TpyaHO 06-
HapyXuTb, MIOCKOJIbKY OHa HE OTpaXkaeTcs B BBICO-
KUX aOCOIOTHBIX 3HaueHUsIX 8°C B TKaHSX, KaK y
opxugeit ¢ OMI. DTo cBsI3aHO ¢ TeM, YTO abCOJIIOT-
Hele 3HaueHus O°C B TKaHax R-opxumeil Hu3KMe
(Stockel et al., 2014) u3-3a 6ojiee HU3KUX BEJIUYNH
6C rpub0B PU3OKTOHNUY T10 CPABHEHUIO C TAKOBBI-
mu B OMI (Selosse, Martos, 2014). D10 IpUBOIUT K
ToMy, uTo 3HaueHHs O C R-opxumeil mOBONBHO
613KkM K 3HaueHusaM 0°C aBrorpodHbix C;-pacre-
HUIi. YUIUTBIBAS CIOXKHOCTb OOHApYXEHUST MUKOTE-
Teporpoduu 1o coaepxkanuio 03C B TKaHSIX, AJIbTEP-
HAaTUBHBI METOH, C MCIOJIb30BaHMEM u3oromna *H
(meitTepust) 661 mpenaoxeH I'ebayap ¢ coaBt. (Geb-
auer et al., 2016) u IlBaiirep ¢ coast. (Schweiger
et al., 2018), KoTOpBIe ITOATBE AV MUKOI€TEPOTPO-
¢uto R-opxupeit. IllBaitrep c¢ coaBT. (Schweiger
et al., 2018) moaTBepAWIM YACTUUYHYIO MUKOTE€TEPO-
Tpoduio HecKOIbKUX R-opxumeil myreM cpaBHEHUS
M30TOMMHOIO COCTaBa MEXIY ITOA3€MHBIMHU IIPOPOCT-
KaMU, B3pPOCJIBIMU OPXMACSIMH U aBTOTPOMHBIMHU
pacTeHUSIMU. I pyruM CUJILHBIM, XOTSI 1 KOCBEHHBIM,
WCTOYHMKOM IO0Ka3aTeJIbCTB MMKOreTepOoTpodun
opxuzeil aensercd peakuusa C Ha TeHb: pasHHALIA B
cogepxaHuu O3C MeXIy pacTeHUSAMU B XOPOILIO
OCBEIICHHOM M 3aTeHEHHOM cpene TOKHA OBITh
MEHbIIEe y (4aCTUYHO) MUKOreTepOTPOdHBIX Op-
XUIeil 0 CpaBHEHUIO C Pa3HUIIEH Y COCETHMX I10JI-
HOCThIO aBTOTpoHBIX pacteHuilt (Hynson et al.,
2013). 3mech MBI IpeamnoaraeM, 4yto peakuus 8'°C Ha
TeHb Y R-opxuzeii Tak e Maja, Kak U y IPyTux op-
XUIeil, 4TO SIBJISIETCS OITOJHUTEIBHBIM IT0JICBHIM
JI0Ka3aTeIbCTBOM (YaCTUIHOI) MUKOTETEpOTpOhUMN
R-opxuneii.

Takum oOpa3oM, MBI IIPOBEPUM THUIIOTE3Y O TOM,
YTO Ha3eMHbIC 3eJICHbIE OpPXMAEH B OTBET Ha TEHb
CHIKAIOT cBoM 3HauyeHus O°C MeHblle, 4eM Ccocell-
HUE “HEeOpXUIHBIE” COCYOUCThIC pacTeHUS.

MATEPHAJIbBI 1 METO/bI

Hccnenxyemblie pacTenus u oto6op npod. Bocemb map
BUIOB PAaCTeHU, T.€. IO OOHON OpXHUIee U OJHOMY
9TaJJOHHOMY “HEOPXUIHOMY” BMAY, pacTylieMy psi-
JIOM, ObLIM U3YYEHbI B TTOJIEBBIX YCIOBUSIX B HECKOJIb-
KMX MecTax eBporieiickoii yactu Poccum (tadim. 1).
PacTenus kaxxmoii mapbel coOMpau B Ipeaesiax momny-
JISILIMI KaK Ha CBeTY, Tak U B TeHU. {J1s1 OmHOM Tapbl
BunoB (Dactylorhiza fuchsii n Convallaria majalis) co-
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Opalln pacTeHWsI U3 IISATH MOMYNSIUMIA B TIpeaenax
TPAHCEKTHI B 5 KM, IJIsd APYTUX Map BUAOB (KaxKmast
rnmapa Oblj1a 0OTOOpaHa MsATh pa3 Ha CBETY U MSTh pa3 B
TEHHM) PACCTOSIHUS MEXOY TOYKaMH OTOOpa COCTaB-
JISLJIM HECKOJIBKO COTEH MeTpOoB. B maHHOIi ToUKe OT-
6opa IIpo0 OpXUICIO U COOTBETCTBYIOIIEE KOHTPOJIb-
HO€ pacTeHHe COOMpaJii KaK MOXHO OJIIKe APYTr K
Ipyry, Bcerna Ha paccrossHum 20—100 cm apyr ot
Jpyra, 4ToObl yOEAUThCSI, YTO OHM Pa3BUBAIUCH B
CXOXUX yCJIOBUsX ocBelneHus. st oueHku BPC (He-
(OTOCUHTE3UPYIONIMX) TIOJHOCTbIO MUMKOTEeTEPO-
TpodHbIX (MI') pacTeHUii B Ka4yeCTBE 3TAJIOHA COOU-
panu nucthsa Neottia nidus-avis (n = 6) B T€X Xe TOU-
Kax oroopa npo0, yro u mmapksl D. fuchsii u C. majalis.
PsinoMm ¢ npyrumm rcciaenoBaHHBIMU BUIAMU HE ObI-
JIO KM3HECTTOCOOHBIX MOJTHOCThI0O MI' pacTteHuii, HO
OC mna N. nidus-avis GBI TIOXOX Ha 3HAYEHUS [UIS
MOMHOCTBIO MI' pacTeHUI1 B APYTUX YMEPESHHBIX PETy-
oHax (Gebauer, Meyer, 2003; Tedersoo et al., 2007).
IToaTOMY MBI UCITOJIL30BAJIM MOJYYEHHbBIE 3HAUYCHUS
JUIST TIPUOJIM3UTEIbHOI OLIEHKM TOJIM yIjiepoaa, Io-
JIy4aeMOTO OPXUIHBIM pacTeHHEM OT IpUOOB, C MO-
MOILBIO JIMHEAHOM CMEIIAHHOU MOMEJIU C IByMS MC-
tounukamu (Gebauer, Meyer, 2003).

OOBIYHEII METO CpaBHEHUSI M30TOITHOTO COCTa-
Ba IEJIEBOTO BHUIA C STAJIOHHBIMU 3aK/IIOYaeTCs B
TOM, YTO BMECTEe C ILIeJIeBbIM BMIOM OTOMpPAIOT IO
KpaliHell Mepe TpU COCETHMX aBTOTPO(MHBIX 3TAJIOH-
HBIX BUIA, YTOOBI OTOOPA3UTh ITPOMCXOISIIIYIO Bapy-
anuio B aBToTpodHBIX pacTeHusix (Gebauer, Meyer,
2003). Dot 1ogxom UMeeT OUYeBUAHEIE JOCTOMHCTBA,
HO He 0O9eHBb TOYECH, KOTIAa MEKBUIOBBIE U IIPOCTPaH-
CTBEHHbIE Bapualuy Beicoku. Ho y Hac He ObL10 crie-
LUAJIBHOM 33124 CPaBHUTB conepxkaHue “C mexmy
OPXUIHBIMUA U “HEOPXUIHLIMU BUAAMU, a pa3HUIIA
MEXIY OCBEIIIECHHBIMU 1 3aTeHEHHBIMU PACTeHUSIMU
(momyasiiysIMM) JoKajibHa. I Takoro cpaBHEHUS
OBLIIO IIPAKTUYECKM HEBO3MOXHO MCITOJIb30BaTh 0O~
Jiee OTHOTO ATAJIOHHOTO BUIA, YTOOBI OXBATUTH CXOII -
HBbI€ YCJIIOBUSI OCBEILICHUS C IIEJICBBIMU PACTCHUSIMU
opxuneit.

C Kaxmoro pacTeHUs OBII cOOpaH OOWH XOPOIIO
pa3BUTBIA TUIMNYHEIN cTeOIeBOM JHUCT (0e3 uepel-
KOB, KOHYMKOB M 0a3ajbHBIX yacTteil). [Ipou3Boib-
Hasl TIOJIOBMHA JIMCTa ObLJIa BBHICYIIIEHAa Ha BO3IyXe
IUIA nanbHelmero aHanmsa BC.

OneHka OTKpbITOro Heda (ocBemeHHocTH). JLis
OLIEHKY YCJIOBMI OCBEIIEHHOCTUM B TOYKax oTOOpa
npo0 ObIIM cellaHbl IM(poBEIe hoTorpadmm Kycrap-
HUKOB WJIY T0JI0Ta AEPEeBbEB HA/l U3y4aeMbIMU OCOOSI-
mu pacrenuii. Kamepa Panasonic Lumix DMC-FZ100
(14000 M) ObL1a ycTaHOBJIEHA Ha MAaJIKe Ha BHICOTE
25 ¢M OT MOBEPXHOCTHU MOYBHI (T.€. IPUMEPHO Ha BbI-
COTe JIUCTheB opxuaeu). buo caenaHo o nsaThb Go-
Torpaduii U3 Kaxaoil Touku: 3eHUuT (Z), 45° oT 3eHU-
Ta Ha 10T (S), 3anazg (W), Boctok (E) u cesep (N) co-
oTBeTCTBeHHO. PoTorpadun ObUIN cesiaHbl B KOHIIE
nioHsi—utose 2012 r. dororpadum ObUIM U3YUYEHBI C
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IMOMOIIBIO IporpaMmbl Imagel mis pacyera nmpoleH-
Ta OTKPBITOro Heba. B 1ieHTpajibHO-3aMagHON YacTu
Poccuu npssMoe coinHeyHoe M audy3HOe U3IIyde-
HuUe HebOa IPUOIM3UTEIBHO paBHBI (AOakymoBa
u 1np., 2012), mosTOMYy MBI MCITOJIb30BAIU CIIEAYyIOIIee
ypaBHEHME IIJISI pacdyeTa OOIIEero MpoLeHTa OTKPBITO-
ro HeOa 1T KaxKI0M TOYKU:

T= (Z+E+W+I.SS+N/1.5)/5,

rne Z, E, W, S, N — mpolLIeHT OTKPHLITOTO Heba IJIsI COo-
OTBETCTBYIOIIMX HarpaBiieHUid. M3-3a pasznmuyHoii
CTPYKTYpBI MOJIOTa KyCTapHMKa/IepeBa HEKOTOPEIE
3HayeHus HeMHoro npesblianu 100%; oHM ObUIM
ckoppekTupoBaHbl 10 100% (Tab. 1).

13C-ananu3. M30TONHBII cocTas yriepona uccie-
IOBAJIM C TIOMOIIBIO 3JIEMEHTHOTO aHajau3aTopa
(NC2500, ThermoQuest Italia, Pomana, Wramus),
coeMHEHHOTo ¢ Macc-criekTpomeTpoM (Delta Plus,
Thermo-Quest Finnigan, bpemen, I'epmanus). g
KanmnopoBkn ucrionb3oBamch USGS 40 n USGS 41
(L-rnyramuHoBast KucioTta; leosiormyeckasi ciyxkoa
CIHIA). BocmpousBomuMocTs aHaau3za 0°C 6buia
orpelesieHa MyTeM MOBTOPHOTO aHaj3a BHYTPEHHETO
craHmapTa (pacTuTenbHBIM Matepuan ¢ 45.7% C u
OBC = —28.50%0), KOTOpBIA U3MEHSICA TOJILKO B
npenenax 0.15%o (n = 3). ComepkaHre CTaOUIBHBIX
U30TOIIOB ONPEASISIIA C TOMOIIBIO (hOPMYJIbI:

813C (%0) = (Rsample - Rstandard )/Rstandard X 10005

1€ Roumpie M Ryandarg 0003HauaI0T oTHOWIEHMs1 C/12C
obpaszua u craHgapra Vienna PeeDee Belemnite
(VPDB) cooTBeTCTBEHHO.

Cratuctuka. MBI TIpOBEpWJIN TUIIOTE3Y C TTOMO-
IIbIO JBYX B3aMMOMAOIOJHSIONMX TecToB. CHavasa
noABepII JaHHBIE 110 8°C TpeXcTOpOHHEMY MOJIHO-
dakropHomy ANOVA ¢ 3areHeHUEM (lIa WA HET),
TUIIOM pacTeHus (OpXuaest WA KOHTPOIb) U UACH-
TUYHOCTBIO Napbl BUIOB OPXUAESI—KOHTPOJIbL (BO-
CceMb Iap BHUIOB), MPOBEPSII 3HAYUMOCTb B3aUMO-
IercTBUS MeXny akTopamMm “3aTeHeHne” W “TUII
pacTeHus1” (opxuaes UJM KOHTPOJIb). 3aTeM MCCie-
nosanu koppessauuu [Mupcona mexay 6°C 1 uHTeH-
CUBHOCTBLIO CBETa JJIs OPXUAEH U aBTOTPO(MPHBIX pac-
TEHWII COOTBETCTBEHHO.

Cpenn M3YYeHHBIX pAacCTEeHUU HEKOTOpbIE BUIBI
OpXHUIEH paccMaTPUBAIOTCST KaK YaCTUYHBIE MUKOTe-
TepoTpO(dBI, UMEIOIINEe CUMOMOTUYECKUE CBS3H C
9KTOMUKOPU3HBIMU Tpubamu (Epipactis atrorubens,
Platanthera bifolia, Listera ovata — Tedersoo et al.,
2007; E. helleborine, L. ovata — Selosse, Roy, 2009).
st Dactylorhiza spp. u Gymnadenia conopsea B Kaue-
CTBE MUKOPW3HBIX TPHOOB OBUIM OTMEUEHBI B OCHOB-
HOM Rhizoctonias s.]. MBI cpaBHIJIM peaKIIMIo Ha TeHb
151 9TUX R-opxuzaeil ¢ ApyrumMu U3y4eHHbIMUA OPXU-
IessMH, TIONBEPTHYB BUIOBBIE CpPEIHUE 3HAYCHMSI
O1C opxumeil U mapHBIX aBTOTPO(MHBIX pPaCTEHUIA
Tpex(daKTOpHOMY AucepcuoHHOMY aHaau3y (ANO-
VA) nid u3ydeHus1 3HAYMMOCTU B3aMMOIEHCTBUSI
Ne 1
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Puc. 1. Xapakrepuctnku s8¢ pacTeHUi1 B OTBET Ha 3aTEHEHME IIJIsI BUIIOB OPXMICi U MX ITapHBIX aBTOTPOMHBIX BUIOB COCY-
IIMCTBIX PACTEHMIA (CpeqHUe 3HaYEHUs U CTaHIapTHBIE ouOKN). CBeTo-rony6oii — ' °C y KOHTPOJIBHOIO aBTOTPOGHOIo
pacTeHuUs, paCTYILEIO B TeHU; PO30BbIii — & °C y KOHTPOJIBHOIO aBTOTPO(GHOrO PACTEHUS, PACTYLIETO B CBETJIBIX YCIOBUSIX;
TeMHO-CHHUI — &' °C y OpXuien, pacTyeil B TEHN; KpaCHBII — 8¢ Y OpXUIEeH, pacTyllleid B XOpPOIIIO OCBEIIEHHOI cpene.
Cron6uku cpe3ansl Ipy 3HaueHUn 8~ C = —25%o0, 4T0 6J1M3KO0 K 3HaueHuI0 O °C, 3aperuCcTpUPOBAHHOMY IS ITOJHOCTBIO MU~
koretepoTpodHbIx pactreHuit (Gebauer, Meyer, 2003; Tedersoo et al., 2007).

MUKOPU3HBIX Tpr0oB (R-opxuaeu mpoTuB opxuaei ¢
OMI), Tuna pacteHust (opxuaesi MPpOTUB aBTOTPOh-
HOTO pacTeHUsI) U AOCTYITHOCTU cBeTa (CBET MPOTUB
YCJIOBUIA 3aTEHEHMS ).

PE3VJIBTATDBI

TpexdakTopHBIif NTUCIIEPCUOHHBIN aHaIu3 BbI-
SIBUJI 3HAYMMOE B3aMMOIENICTBUE MEXY 3aTEHEHUEM
U NPUHAAJIEXXHOCTBIO PACTEHUI K OpXUAEsIM (OpXU-
Iest IPOTUB KOHTPOJISA; Fyr— 153 = 4.19, P = 0.041),
yKasblBalollee Ha TO, YTO OPXMACHU pearupoBajiv Ha
3aTeHEHUe MHaye, YeM KOHTPOJIbHbIE PACTEHUS, -

XKYPHAJI OBIIIEN BUOJIOTUH

MOHCTPUPY# JIMIIb HE3HAYUTEILHOE CHYKEHUE 3Ha-
yenuii 8°C na 0.84 £ 0.39%o (cpennee = SE 1o Bochb-
MU BHUIaM), IO CPABHEHUIO C BOCEMBIO ITAPHLIMU aB-
TOTPO(MHBIMY BUIAMU PACTEHUI, KOTOPbIE CHU3UJIM
cpennue 3HayeHus 8°C Ha 2.38 + 0.40%o (puc. 1).

Ipu 06bemIMHEHUN CPEOHUX 3HAYECHMI JJI BCEX
BOCBMMU ITap U3YYEHHBIX BUIOB OOHApyXXeHa 3HAUU-
TeJIbHasl, HO JOBOJILHO cliabasl TIOJIOKUTEIbHAasT KOp-
peNSIUsST MEXIY TIPOLIEHTOM OTKPBITOTO Heba U 3Ha-
yeHusamu 0°C nmcteeB wia opxuneii (r2 = 0.44, P=
= 0.0017), B TO BpeMsl KakK 1151 KOHTPOJIbHBIX pacTe-
HMIi1 Koppensauus 6bU1a HAaMHOTO cuibHee (72 = 0.74,
Ne 1

TOM 83 2022
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Puc. 2. 3nauennus 8°C pacTeHuii B OTBET Ha 3aTeHeHue ist R-opxuneit u opxuneit ¢ OMI 1 ux mapHbIX aBTOTPODHBIX COCY-
IUCTBIX pacteHuii. CBeIo-rony6oiit — §'°C y KOHTPOJBHOTO aBTOTPO(MHOIO pacTeHusI, PaCTYILEro B TeHU; po30BbIid — & °Cy
KOHTPOJIBHOI'O aBTOTPO(HOIQ paCTEHMS, PACTYIIETO B XOPOLIO OCBELUEHHBIX YCIOBUIX; TEMHO-CUHUI — & 3¢ y OpXunaei, pac-
TYLIMX B TeHU; KPacHbI — &' °C y opXu/eii, pacTyLIuX B XOPOIIO OCBEILEHHBIX YCIOBUSIX.

P < 0.0001). Takum o6pazom, ITOJIydeHHBIC JaHHBIE
MOATBEPANIN OXMAAHUSI Oojiee CHILHON KOppeJsi-
umn Mexay 0°C 1 OTHOCUTEBHOM OCBEIIEHHOCTBLIO
JUJIsT KOHTPOJIbHBIX PACTEHUI1, YeM JJIs OpXUIEH.

Peakiimg R-opxuneii Ha TeHb OblIa JOBOJILHO T10-
X0Ka Ha peakiuio opxuzaeii ¢ DMI. 3nauenns 63C B
OTBET Ha TeHb y R-opxuneii (Tpu BUAA) CHUKAINUCH
HeMHOTO 0oJibllle, YeM y opxuneit ¢ OMI (maTh BU-
JIOB), HO BCE XK€ MEHBIIE, YEM Y MX MapHBIX aBTO-
TpodHBIX pacTeHuit (puc. 2). B3aumoneiicreue Mex-
JIy TATIOM MUKOPH3bI, TUIIOM PAacTeHUsI W JOCTYITHO-
CTBIO CBETa He ObUTO 3HAYNMBIM (F) ,53 = 0.091, P=0.8),
YTO MOATBEPKIAET IIPEAIIOJI0XKEHHNE O TOM, UTO R-0p-
XUJEU pearupyoT Ha TeHb aHAJOTUYHO JAPYTUM Op-
XUgessM M 00a TUIA OpXUIAEH OTIMYAIOTCS II0 peak-
U1 OT aBTOTPO(HBIX PACTCHMIA.

OBCYXJIEHHUE
3C ¢ menu

MbI NPOAEMOHCTPUPOBAIIU Ha IITUPOKOM CIIEKTPE
BUJIOB OPXUJEH B CPAaBHEHUM C IPYTUMU COCYIUCThI-
MU BUJAMU U B MOJIEBBIX YCIOBUSIX, UTO YaCTUYHO
MUKOTETEPOTPO(MHBIE OPXUJEU CHUXAIOT COAEpXKa-
Hue 8BC B TKaHAX MEHBIIE, YEM ITOJHOCTBIO aBTO-
TpodHbIE pacTeHUs (HE OpXUIEU), B OTBET HAa TEHE-
BbI€ YCJIOBUSI. DTO CUJIbHOE KOCBEHHOE J0KAa3aTellb-
CTBO TIPEAIOJIOKEHUSI O TOM, 4YTO YacCTUYHO
MUKOTETEPOTPODHBIE OPXUIIEH 3aBUCAT OT yIJIepoJa
MOYBEHHBIX TPUOOB B YCIOBUSX, KOTIA UX COOCTBEH-
Has (oTocuHTETUYECKAs! TMPOAYKIIMS OrpaHWYEeHa.

JKYPHAJI OBILIEM BUOJOTUU

TOM 83 Ne 1

2022

HexoTopple TIpenpimymine WCCICTOBAHMUS IIpOJe-
MOHCTPUPOBAJIKM aHAJIOTUYHbIE 3aKOHOMEPHOCTHU
IUIST OTHETBHBIX BUIOB opxuneil. Hampumep, Ipaiic
u coaBTopsl (Preiss et al., 2010) oTMeTHIN TTOIOXM-
TEJIbHYIO Koppeisauuio mexay 03C u nepexsarom
cBeTa I “HEeOpXUIHBIX” aBTOTpodOB, HO HE OOHAa-
PYXUJIU TaKO XXe KoppeJsiliuu st BUnoB p. Cepha-
lanthera (UMT).

IMoaHOCTRIO MUKOTETepOTpPOGHBIE pPACTEHUS B
Jiecax yMEepEHHOM 30HbI UMEIOT OTHOCHUTEIBHO CXO-
xue 3HayeHus 0C. Neottia nidus-avis B Halem uc-
cjaenoBaHUM umena 3HauyeHue 0°C —24.67 + 0.27%o
(n = 6), YTO HECKOJIBKO BbIlIe, 4eM y MI' Monotropa
hypopithys (83 C —25.9 + 0.2%o0), 0 KOTOpOM coo0111a-
mu Tenepcy ¢ coabrt. (Tedersoo et al., 2007), HO HuKe,
yeM y N. nidus-avis B basapuu (8C —22.8 + 0.2%o;
Gebauer, Meyer, 2003). CornacHo JIMHEITHOI cMe-
ImaHHOM Momenu ¢ aByMs ucrounukamm (Gebauer,
Meyer, 2003), B XopollIO0 OCBEIIEHHON cpene B Ha-
IIeM MCCIIENOBAHUU JOJIsI yriiepona IPUOHOro Ipo-
UCXOXICHUST Kozebajnach IS ABYX MOIMYISIIMIA
E. helleborine ot 4 1o 27%, B TO BpeMms Kak mist E. at-
rorubens 310 3Ha4YeHUE cOCTaBIsLIO 16%. B TeHUCTHIX
YCIOBUSIX pacyeTHbIE 3HAYEeHUS IO yrjiaepoaa
IPUOHOTO TMPOUCXOXAEHUSI OBbUIA CHEOYIOIIUMMU:
D. euxina — 3%, E. atrorubens — 49%, E. helleborine —
36%, G. conopsea — 25%, L. ovata — 9%. dons yrie-
pona, ToJIy4eHHOTO C TIOMOIIbIO I'PUOOB, ObLiIa BhIIIIE
B TE€HU, YeM MPHU XOPOIIEeM OCBEIICHUN.

YT0oOBI YMEHBIIUTH ITOTEPIO BOIBI Yepe3 nuddy-
3UI0 W3 YCTBUII, COCYIMCTBIE DPacTeHUS OOBIYHO
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YMEHbIIAIOT IUIOTHOCTD YCThUIL B TEHUCTBIX YCIOBU-
SX, Te (OTOCUHTE3 OrpaHUYEH JOCTYITHOCTbIO CBeE-
Ta, a He ckopocTbio nomtoleHus: CO, (Peat, Fitter,
1994). Opxunmeun, G61arogapsi Y4aCTUIHON MMKOIETe-
poTpodun, MeHee 3aBUCUMBI OT COOCTBEHHOTO (hpO-
TOCUHTE3a, YeM ITOJHOCTbIO aBTOTpPOMHBIE pacTe-
HUsI, OCOOEHHO B YCJIOBUSIX TeHU, TJI¢ OHU YBEJIUIU-
BalOT JOJIO YIJIepojaa, II0JlydaeMOTo OT TIpuOOB
(Preiss et al., 2010). IToaTomMy oxXugaeTcs, YTO B TCHU
OHU OyIyT CHUXATbh IUIOTHOCTb YCTBUIL JaxKe CUJIb-
Hee, YeM MOJHOCThIO aBTOTpodHbIe pacTeHus. Jeii-
CTBUTEJIbHO, TIOJIHOCThIO T€TEPOTPO(MHBIE pacTeHUS
OOBIYHO HE UMEIOT WY UMEIOT OYEHb OrpaHUYEHHOE
YUCJIO YCThUII U3-3a HE3aBUCUMOCTHU OT COOCTBEHHO-
ro dotocuHTtesa (Leake, 1994). Mbl npoBesnu 1onoJi-
HUTEJbHOE UCClIeIOBaHUE TNIOTHOCTU YCThUIL B IBYX
napax pacrenuii: D. fuchsii — C. majalis n E. atro-
rubens — H. umbellatum. B oboux ciydasix MBI Ha-
00T CHUXKEHWE YCTBUYHOM TJIOTHOCTU B YCJIO-
BUSIX 3aT€HEHUS, HO BOMPEKU OXUJIAHUSM ITO CHU-
>KEHUE OBbUIO BBIIIE WM CXOMHBIM Y KOHTPOJIBHBIX
pacTeHUIA, YyeM y OpXueii: He ObLIO 3HAYUUTEIbHBIX pa3-
Jvuuit st napel E. atrorubens — H. umbellatum, a
D. fuchsii naxe roxkasaj MeHbllIee CHUXKEHUE YCTbUY-
HOI TJIOTHOCTU B OTBET Ha 3aTeHeHue, yeM C. majalis
(Fl96 =9.5273, P=0.003). Takum ob6pa3om, npeapa-
pUTENbHbIE NaHHbIE HE TOATBEPIWIM arnpuOpHbIe
oXugaHusi o OoJiee BBIpaXKEHHOM COKpallleHUUu
YCTBUIL y OPXUEH MO CpaBHEHUIO C IPYTUMU BUIAMU
B YCJIOBUSIX 3aTEHEHMS. DTO MOXET ObITh OOBSICHEHO
MEHBIIEH MiIacTUIHOCTRIO pacTeHnit UMI o cpaB-
HEHUIO C MOJIHOCThIO aBTOTPOMHBIMU PACTEHUSIMU B
OTHOIIEHWN YCTBMYHOM IUIOTHOCTH. Takum obGpa-
30M, Ha MYTU K TMOJHOW MMUKOTeTepOTpOdUU MIOT-
HOCTb YCTBUIL SIBJISIETCSI OTHOCUTEJIbHO KOHCEpBa-
TUBHBIM Npu3HakoM. HaOGmioneHust 3a MOTHOCTBIO
reTepoTpOPHBIMU aTbOMHOCHBIMU (T.€. HE(OTOCUHTE-
supytommmMu) Gopmamu  Cephalanthera damasonium
MOKa3aJu CXOMHYIO TUIOTHOCTh YCTBhUII /IS 3€JIEHBIX U
anpouHocHBIX pacteHuii (Roy et al., 2013). boiee Toro,
Y PacTeHU-aIbOMHOCOB 3TOTO BUIa YCThbUYHAS TPO-
BOOMMOCTH OblIa B 2 pa3a Bbie (Julou et al., 2005)
[0 CPaBHEHUIO C aBTOTPOMHBIMU pacTeHUsIMU. Ta-
KUM 00pa3oM, IJIOTHOCTb YCTBUIL, C OAHOI CTOPOHBI,
B LIEJIOM 3BOJIIOIIMOHHO OTHOCHUTENbHO KOHCEpBa-
TUBHA, a C IPYrO — MEHEE IJIaCTUYHA Y OPXUIEH T10
CPaBHEHMUIO C IPYTMMU pacTeHUsIMUA. Mbl ITpertonara-
€M, YTO TOCJIeHEE MOXET ObITh CBI3aHO C oOecrieye-
HUEM pPACTEHU BOAOI OT CUMOMOTUYECKUX T'PUOOB.
M3BecTHO, 4TO apOyCcKysipHasi MUKOpU3a, a Takxke
SKTOMMKOPHU3HBIE TPUOBI MOTYT YJIy4lllaTh BOMHBII
pEeXUM cBoux pacTeHuii-xo3sieB (Augé, 2001; Smith
et al., 2010). TpaHCcOPT BOABI MUKOPU3HBIMY TpUba-
MU OpXUIeil U3y4eH HeIOCTaTOYHO Xopolro (Smith,
Read, 2008), HO MBI He OOHAPYXKWIN HUKAKHUX IIPU-
3HAaKOB MHIMOMPOBaHUSI Takoro TpaHcrnopta. Eciu
IrpUObI TOCTABISIOT 3HAUUTEIbHOE KOJIMYECTBO BOJbI
pacTeHusIM, TpaHCIUpalus opxuiaeii MoXeT ObITb
MEHee OrpaHUYEeHHOM, YeM Yy KOHTPOJIbHBIX pacTe-

KYPHAJI OBILIEN BUOJIOTUU

HHﬁ, N MOXET INPUBECTU K MCHBIICMY CHUMXKCHUIO
IIJIOTHOCTHU YCTbUII B 0OoJiee 3aTeHEHHBIX YCIIOBUAX.

Opxudeu, accoyuupogarnuvie ¢ pu3oKmonueil,
6 cpagHeHul ¢ opyaumu opxudesmu

CornacHo Cenocce u Maprocy (Selosse, Martos,
2014), YMT opxumen MoryT He uaMeHATh 8°C 1o
CpaBHEHUIO C IPYTUMU paCTeHUSIMU, €CJIM OHU 0Opa-
3yI0T CUMOM1O03 C TpuOaMU pU30KTOHUHU, KOTOPEIE HE
o6orameHsl 0C. Hawmm pesyabTaTsl CONIACYIOTCS C
MIPEAIIOI0XKEHNEM O TOM, UTO peaKlvs Ha TeHb (pa3-
Huua B 03C MeXIy pacTEHUSIMU B XOPOLLIO OCBELIEH -
HOIM 1 3aTeHEeHHOM cpene) y R-opxmaeii cxomHa ¢ peak-
nueit opxuaeii ¢ OMI (13-3a MeHbllIeil 3aBUCUMOCTU
OT (POTOCHMHTE3a) W OTJIMYAETCSI OT “HEOPXUIHBIX
BumoB. Korma cBeT CTaHOBMTCSI OTpaHMYMBAIONIM
¢dakTOpOM, HEKOTOPBIE, HO HE BCE 3eJIeHbIe OPXUIECHU
MOTYT YBEJIMYUTh MIOCTYIICHNUE yIIepoaa OT IpruOoOB:
obOHapyxeHo 1y nByx BumoB Cephalanthera (Preiss
et al., 2010), He obHapyxeHo mis1 Goodyera (Liebel
etal., 2015) u Cypripedium calceolus (Preiss et al.,
2010). Cpenu ucciienoBaHHBIX HAMU BUIOB HEKOTO-
pble OpXUIEH CYUTAIOTCS YaCTUYHO MUKOTETEepO-
tpodHbIMHU (E. atrorubens, P. bifolia, L. ovata — Teder-
soo et al., 2007; E. helleborine, L. ovata — Selosse,
Roy, 2009; E. helleborine, G. conopsea, P. bifolia —
Schiebold et al., 2018). Ha ocHOBaHUM ITOIYYE€HHBIX
pe3yIbTaTOB MOXKHO MHomaepxarb MHeHue Ceaocce u
Maproca (Selosse, Martos, 2014) o TOM, YTO B yCJIO-
BUSIX 3aT€HEHUS BCE M3YYCHHEIE HA3EMHBIE OpXUIEU
moryT ObITh UMI, HO MHOImA 3TO MOXET OBLITh HE
pacrio3HaHo 1o 3HaueHusIM 8'°C n3-3a cxoncrsa 63C
Y CUMOMOTUYECKUX TPUOOB PU3BOKTOHUU U 3€JIEHBIX
pacteHuii. Ham meron (cpaBHeHME pa3HUIBI B CO-
nepxaHuu 0C mexmy Oosiee 1 MEHEE OCBELLEHHbI-
MU PACTEHUSIMU B IIPUPOE) IIO3BOJIVII ITOJIYIUTH J0-
Ka3aTeJbCTBAa MUKOIeTepOTPOodUN BCEX M3YYEHHBIX
opxuneii. TakuMm oOpa3oMm, Halle HCCIeIOBaHUE
MIPEeOOCTAaBIIIO AMIOUPUYECKUE OOKAa3aTeJbCTBA B
noaaepKKy Touku 3peHus LlTokens ¢ coaBT. (Stock-
el et al., 2014, p. 606) 0 TOM, YTO “YacTUYHASI MUKO-
rerepoTpodusi MOXKET ObITH TOpa3no 0oJjiee IIMPOKO
pacrpocTpaHeHa Cpeau OpXuaei, 4yeM IpearnoJsara-
JIOCh JIO CUX MOP”, U 1aeT HOBOE MOHMMaHe 9KOJIO-
TMYECKOro 3HAYEHUSI MHUKOPHM3HBIX accoUMaluii y
OpXUIEH.

BJIIATOOJAPHOCTHA

ABTtopnl 61arogapsat M.-A. Cenocce 3a 1ojie3Hoe 00-
CYXIEHME U LIEHHbIE 3aMeYaHusI.

PMHAHCHUPOBAHUME

Pa6ota BbinmonHeHa npu nopnaepxkke PODU (mpoekr
Ne 20-04-00544).
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KOH®JIMKT MHTEPECOB
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COBJIIOAEHUE 5TUYECKUX CTAHOAPTOB

Hacrosias cratbs He COICPKUT PE3YJIbTAaTOB KaKUX-
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Light and 3C: Are orchids different from other vascular
plants in their response to shade?
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Orchids have symbiotic relationships with ectomycorrhizal or saprotrophic (“rhizoctonia”) fungi, which pro-
vide plants with nutrients. The extent of plant dependency on fungi for carbon supply is reflected by plant tis-
sue 83C abundance values. Little is known about how wide-spread partial mycoheterotrophy (PMH) is
among orchids in nature and it is debated whether rhizoctonia-associated orchids possess mycoheterotrophy.
Using orchids with ectomycorrhizal fungi and rhizoctonia-associated orchid species, we tested one hypoth-
esis: terrestrial green orchids decrease their 8>C values in response to shade less than neighboring non-orchid
vascular plants (evidence for PMH). We examined eight pairs of plant species (orchid paired with reference
autotrophic plant growing close-by) in well-lit versus shady field conditions in replicated sites across the Eu-
ropean part of Russia. In each site illumination level was recorded and plant material was examined for 8'C.
We found that all tested orchids showed similar weaker response of tissue 8'*C signature to relative light ex-
posure in contrast to the stronger response in control plants, suggesting wide-spread PMH among orchids.
There was no significant difference in orchids with ectomycorrhizal fungi and rhizoctonia-associated orchids
in response of 8'3C to shade, supporting mycoheterotrophic mechanisms of carbon transfer to plants in rhi-
zoctonia-associated orchids. Proportions of fungi-derived carbon for individual orchid species ranged be-
tween 3 and 50%. Orchids reduced stomatal density in response to shade less or similarly to autotrophic
plants, suggesting that mycoheterotrophic plants might be somewhat less water limited than autotrophic spe-
cies due to fungal water supply. Our data provide support for broad prevalence of PMH among orchids and of
the existence of PMH in rhizoctonia-associated orchids. These findings extend the ecological importance of

mycorrhizal associations in belowground food webs.
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B ocHOBe onepaTuBHOIT FTeHOTUMTMYECKOM agarnTaliii pacTeHUI K HEMOCTATKY TeTlIa JIEKUT PeryJIsTius Ie-
pepacrpeeeHUsl peCypcoB Telljla MeXy BereTaTUBHOI 1 reHepaTUBHOI (hazaMu pa3BUTHUSI. Y KOPOTKO-
MHEBHBIX pACTeHUi, IBETYIIMX NIPU COKpallalolIeiics JJIMHEe THs, TiepepacipenesieHue pecypcoB Teria
MeXIy hazaMu peryjmpyercsi MeXxaHU3MoM (poTorepruoanyeckKoi 4yBCTBUTEILHOCTU. PacTeHust, 3auiBeTa-
IolMe Tpy 6oJiee IIMHHOM [THE, TIEPEXOAsIT B TeHEpaTUBHYIO a3y pa3BUTHS PaHbIIIe U TEM CaMbIM ITOJTy-
yaloT 00JIblIEe PECypCOB Terula Ha co3peBaHue ceMsiH. [1pu aToM cokpaliiaeTcst IpOIOIKUTEIbHOCTD U TETI-
JIOOGECTIeUeHHOCTh BereTaTUBHOM (ha3bl, B pe3y/IbTaTe YeT0 yMEeHbIIIaeTCS BETeTaTUBHBIM POCT paCTEHUI 1
MOTeHIMATbHAsI CEeMEHHasl MIPOAYKTUBHOCTb. DTO MPUBOAUT K CHUKEHUIO KOHKYPEHTOCIIOCOOHOCTHU pac-
TEHWI B lleHOo3aX. ONTUMAaIbHBIN GajlaHC MEXIY MPOIOIKUTEIIBHOCTHIO BETETaATUBHOM U TeHEPaTUBHOMN
(a3 B Kaxx10it 30He MHAMBUIYaJIeH U JJOCTUTAaeTCsl B IIPOliecce eCTECTBEHHOTO 0TOOpa reHOTUIIOB Ha ONTU-
MaJIBHBIH JJTS YCTIOBUM 30HBI TOPOT (hOTONEPUOANIECKO YYBCTBUTEIBHOCTH. B cTaThe pacCMOTpPEeHBI 0CO-
GEHHOCTH MOPOToB (hOTONMEPUOAUIECKOI UYBCTBUTEIBHOCTU PACTEHNI aMOPO3UM TTOJIBIHHOJUCTHOI Am-
brosia artemisiifolia (Asteraceae) ¢ 10XXHOI 1 CEBEpHOM IrpaHUI] BTOPUIHOTO apeaia B CBSI3U C OCOOEHHOCTSI-
MU IUMHaMUKU ¢OoToNepruoJa W TeMIepaTypHBIX YCJIOBMH HX MecTooOuTaHuii. JlaeTcsi TIpOrHO3
BO3MOXXHOCTH TIPOABIDKEHUS apeajia K ceBepy, KOTopasi CBsI3aHa Kak ¢ MOTeHIIMATbHOM BapruabeIbHOCTHIO
TEHOTUIIOB, TaK U C TEHACHIUSIMU TTOTETJICHUS KJIMMaTa.

DOI: 10.31857/S0044459622010080

YcimoBreM BbDKUBAHUS MOIYJISIIAN OTHOJIESTHUX
BUIOB PaCTCHUM SIBJISIETCS MX CITOCOOHOCTH CTA0OMITh-
HO 13 roja B rol (p)opMHUpOBaTh 3a IePUOJ, BereTallun
YUCJIO CEMSIH, NOCTaTOYHOE IJId IIepMaHECHTHOIO
BO300HOBJIEHMS nonyJisinuu. IlepMaHeHTHOCTh BOC-
IIPOM3BOJICTBA JOCTUTAETCS COAJIAaHCUPOBAHHOCTHIO
CE30HHOI M1 MHOTOJIETHEIl AMHAMUKY Pa3BUTHS pac-
TEHU C JIOKaJbHOM HMHAMMKON SKOJOTMYECKHUX
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¢$akTOpOB cpeabl — A0MOTUYECKUX U OMOTUYECKUX.
B ycnoBusix neuiira pecypcoB Teria UK OHTOTe-
He3a paCTeHUM JOJIKEH YKJIaablBaThCsl B MEPUOI Be-
reTaluu, BO3MOXHBIM Ha TEPPUTOPUU UX PaACIIPO-
crpaHeHus. [loTpeOGHOCTHM pacTeHMid HaTypaliu3o-
BaBIIEICS TTOMYJISIIMN B TETIJIE HE MOTYT BBIXOIUTbD 32
Mpeaesbl TEMI000ecneYeHHOCTH TEPPUTOPHH.
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KV3HEHHBII LIMKJT OMHOJIETHUX PACTCHUl TOMI-
paszaensercss Ha Iepyoibl BEereTaTUBHOIO M penpo-
IYKTUBHOTO pa3BUTHUs. B BereraTuBHBIII Hepuop
MMPOUCXOAUT POCT PACTEHUI 1 (pOPMUPOBAHUE UX ra-
outyca. IIpu aToM pemiaioTcs 3aga9d KOHKYPESHIIMHT
C IPYTMMHU PAcCTeHUSIMU B LIEHO3e U (HOPMUPYETCS
MOTEHUMA IS IOCIEAYIOIEro IpoayLIUpOBaHUS
ceMsiH. B pennpoayKTUBHBIN MEpUO, €ClIU paccMar-
pUBaTh €r0 OT Havaja ITbUICHUSI W 3aBSI3bIBAaHUS CE-
MSTH, TIpeKpallaeTcs BeTeTaTUBHBINA POCT pacTeHUIA,
U OCHOBHBIE MOTOKM aCCUMWJISITOB TIepeHaIIpaBIsi-
IOTCS Ha co3peBaHue ceMsH. ONTUMAJIbHBIN OajaHC
B pacIipelieJIeHUU PECypPCOB TeIlIa MEXIY BereTaTUB-
HOW M penpomyKTUBHOM (pazaMM MOXKET OBITH pa3-
HBIM IJIsl pa3HbIX KJINMAaTUYECKUX 30H. YIUIMHEHUE
MPONOJIKUTEILHOCTU M, COOTBETCTBEHHO, TEILIO-
00eCIIeYeHHOCT! OOHOH (ha3bl CHIMXKAET Teraoobec-
IICYCHHOCTh APYroii. YIJIMHEHNE TIPOSOJLKATEIBHO-
CTU PENpPOAYKTUBHON (ha3bl TApaHTUPYET OOJIBIIYIO
BEPOSITHOCTh BhI3pEBAHUS CEMSIH JIaKe B caMbIe XO-
JIOMHBIE TOABI, HO IIPU 9TOM 3aMeJISIETCS. BEreTaTuB-
HBIIf POCT pacTeHUIi, B CBSI3W C YeM, B YaCTHOCTHU,
CHMXXAETCS X KOHKYPEHTOCIIOCOOHOCTb.

Hata rmepexoja OT BEereTaTUBHOIO K PEMPOIyKTHB-
HOMY Da3BUTUIO OMpeaessieTcsl HaCTPOMKON YyB-
CTBUTEJIbHOCTU PACTEHUM K BHEIIHUM CUTHAJIbHBIM
dakTopam. 1151 KOPOTKOTHEBHBIX BUIAOB CUTHAJIb-
HbIM (DaKTOPOM SIBJISIETCSI COKpAallleHWe IJIMHBI THS
JIO OMpeAEIEHHOTO MOPOroBOro 3HaueHus. 3alBeTa-
HUE pacTeHU TTpu 6osiee ITMHHOM IHE YBEJINYUBACT
MepUo UX PENPOAYKTUBHOTO Pa3BUTHS, TIpU Oosee
KOPOTKOM — YBEJUYMBAET IE€pUON BETeTaTMBHOIO
pa3BUTHSI.

B ocHoBe amanTWBHOW CTpaTerMyd WHBA3UBHBIX
BUJIOB PACTEHU TTPpU MTPOABUKEHUU UX Ha CEBEP JIe-
JKUT TIpexJie Bcero Mmoaudukalusi CUCTEM YyBCTBU-
TEJIBHOCTU K IIOPOTOBBIM 3HAYEHUSM CUTHAJIBHBIX
¢dakTopoB cpenpl. IeHeTuyecku oOOYCIOBIEHHbBIE
pasnuuus nopora (OTONnepuoanuveckoil YyBCTBU-
TEJIbHOCTU Yy PACTEHUM OMHOM TIOIYJISILMU U Bapua-
IIMSI 3TUX MTOPOTOB Y PA3HBIX MOTIYISIINN TO3BOJISTIOT
CUHXPOHU3UPOBATh TMHAMUKY PA3BUTHUSI PACTCHUN C
pa3HOOOpa3HbIMU JIOKAJIbHBIMU OCOOEHHOCTSIMU Ce-
30HHOI IMHAMUKMU IKOJIOTUYECKUX (haKTOPOB CPelibl
B 30He MHBa3uu. [Ipu onTumanbHOM Topore GpoTo-
TEPUONYECKONM YYBCTBUTEIBHOCTA PACTEHUS JIO-
KTbHOU MOMYJISIIIUUA MEPEXOIIT OT BETETATUBHOM K
penponyKTUBHO ¢ha3e pa3BUTHS B ONTUMAaJIbHbIE 1a-
Thl. ONTUMaIBbHOU WIST Mepexona K T'eHepaTUBHOMY
Pa3BUTHIO CUUTAETCsl JaTa, KOoTopasi obecrieurBaeT
HaWIy4YlIuii OajlaHC BEreTaTUBHOIO U FreHEpPaTUBHO-
rO pa3sBUTUS PACTEHUN TIOIYJISILMU, U B UTOTE KakK
YCOEITHOE TIPOTUBOMNCHUCTBAE OWOLIEHOTUYECKOMY
Mpeccy, Tak U CTaOWUJIbHOE W TIOCTAaTOYHOE JJIs Mep-
MaHEHTHOTO CYILIECTBOBAHUS ITOIYJISILIUU BOCIIPOU3-
BOJICTBO (hepTUTIbHBIX CEMSIH.

AMOpoO3us MOJABIHHONMUCTHAS (Ambrosia artemi-
siifolia L.) — BpeIOHOCHBII BUII, 3aCOPSIOIINIA IO
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Y BbI3BIBAIOIIWI MIPUCTYIILI ACTMbI Y JIIOIEH, CTpaga-
IOIIMX ajJIeprueil Ha ero MbUIblly. AMOpoO3usl ObLIa
3aHeceHa B EBpasuio u3z AMepukM M Haydajga CBOE
pacnpocTpaHeHue bosiee cToieTus: Hazal. B HacTosi -
11lee BpeMsl CeBEpHasi rpaHu1la €€ MacCOBOI HaTypa-
JIu3aluu Ha eBporieiickoit Tepputopun Poccuu rpo-
xognt 10 Kypckoit, Boponexckoit, CapaToBcKoOit
obnactsaMm. BropuuHbIii apeal aMOpoO3UU 10 CUX TIOP
He ctabunusupoBaics. [loaToMy nepcnekTuBbl pac-
LIUPEHUS apeasia BU1a BbI3bIBAIOT OOJIBIIION NHTEPEC
U TPEBOTY. A. artemisiifolia — KOpOTKOITHEBHOE pacTe-
HUe, U ee LIBETCHUE TIPUXOANUTCSI HAa KOHEII JieTa, KO-
r1a JJrHa AHS YMEHbIIAeTcsl 10 TIOPOTOBOIo 3Havye-
HUS, KOTOPOE SIBJISIETCS] CUTHAJIOM JJ151 HavaJla LIBETe-
Hus (Allard, 1945). ITopor 3aiBeTaHus pacTeHUit
CEBEPHBIX MONYJISIMI aMOPO3UM MPUXOIUTCS HA 6O~
Jiee IVIMHHBIN J€Hb, YEM I0XHBIX, T.€. Ha 0oJiee paH-
Hue natel (Dickerson, Sweet, 1971). 9To yBeauuuBa-
€T MPOIOJLKUTETBHOCTh PETIPOIYKTUBHOTO Tepuoa
U NPEAOCTaBIsIET TOMOJHUTEIBHBIE PECYPCHI TEIla,
HeoOXOoaUMBbIe 3aBsSI3aBIIMMCS CEMEHaM JIJIsl CO3peBa-
Husd. [ToaToMy NOTEeHLIMAT MPOABUXKEHUSI aMOPO3UU
Ha CEBEP XapaKTepU3YeTCs MPEXIe BCEro pa3Maxom
BapualMy ocobeil U oMy BUaa 1o 3HaYeHUsIM
rnopora (hoTornepuoanIecKoit YyBCTBUTEIbHOCTH.

B paHee nmpoBeie HHBIX reorpauyecKux OmbITax ¢
MOMYJISIHASIMUA aMOPO3UU MOJIBIHHOJMCTHOM pa3HO-
IO IIPOMCXOXIEHHUS OBbUIM BBISBIICHBI pa3ivuus B
CpOKaXx 3allBETaHUsI CEBEPHBIX U I0XKHBIX MOMYJISIIAIA
(Genton et al., 2005; Leiblein-Wild et al., 2014; Li
et al., 2015; Scalone et al., 2016). BpI1O YyCTaHOBJIEHO,
YTO paCTEHUSI CEBEPHBIX ITOMYJISILIUI B YCIOBUSIX 00-
Jiee BBICOKUX IIMPOT MEPEXOIIT B FTeHEPAaTUBHYIO (ha-
3y paHbllle, YeM pacTeHUs I0KHBIX nomynsiuuii. [pu
5TOM CB#I3b ITOTEHIIMAJIA PACIIPOCTPAHEHUsI U HATy-
palm3anuy pacTeHU, XapaKTepU3YIOIINXCST pa3HbI-
MU (DOTONMEPUOIANIECKUMU TTOPOraMu, C TemIlepa-
TYPHBIMU YCJIOBUSMU Pa3HBIX KIMMATUYECKUX 30H
KOJIMYECTBEHHO HE OLICHUBAJIACH.

Ilenp Hamero McciaemoBaHUS — WU3YYUTh Bapua-
LIVIO TOPOTrOB (DOTOIEPUOINIECKOM YYBCTBUTEIBHO-
CTU pacTeHUI Tonyasiuuil A. artemisiifolia pasHoro
IIPOMCXOXICHUS, CBSI3aB €€ C PeTMOHAJILHOM TUHA-
MUKOM (poTOIEeproaa U TeMITepaTyPHBIX YCIOBHIA Ie-
puona co3peBaHus ceMsiH. Ha ocHOBe BBISIBIECHHBIX
3aKOHOMEPHOCTEM OIPEASINTh SKOJIOTMUYECKUIA 10~
TeHLIMAJI paclipocTpaHeHus A. artemisiifolia Ha ceBep.

MATEPHAJIBI U METOJbI

Hab6mioneHust 3a TMHAMUKOI pa3BUTHUSI paCTeHUMN
nonyisiuuii A. artemisiifolia nposoayan B 2019—2020 rr.
B 4yeThIpex pernoHax Poccun: 1. CnaBsgHcKk-Ha-Kyoanm
(KpacHomapckuii kpaii), . BopoHex, r. MockBa u
r. Yoa.

PacreHust MeCTHBIX MOMYJISLMIA U3ydYaad B ecTe-
CTBEHHBIX yclioBusix B CraBsiHcKe-Ha-Kybanu
(45.23° c.u1., 38.16° B.A.), pacHoJIOXXEHHOM B 30HE
Ne 1
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3KOJIOFMYECKOro ONTUMyMa amOpo3uu, 1 B BopoHe-
xke (51.72° c.ui., 39.21° B.1o.) — BOIM3M COBPEMEHHOIM
CEeBEepHOI I'paHUILbl HATypanu3auuu Buga. Mzyuae-
Mble pacTeHuss oTMedanu Oupkamu. B KpacHomap-
CKOM Kpae M3y4eHO 16 HyMepOBaHHBIX paCTeHUM, B
Boponexe — 30. deHoyiormyeckre HAOIIOACHUS U
OMOMETpUYECKUE U3MEPEHUS IIPOBOIMIIM HAa UHAU-
BUIyaJbHbIX MAPKUPOBAHHBIX PACTEHUSIX 110 ANMHOM
METONMKE C MHTEPBAJIOM B OAHY Heaemo. HaGmone-
HUS HAaYMHAaIA IIPOBOAMTD C HaYajia UkoJs — 10 Iepe-
X0Jla caMbIX paHHUX pacTeHUil B reHepaTUBHYIO (a-
3y. U3Mepsau BBICOTY pacTeHUi, JMHAMUKY pa3BU-
TUSd — 4YMCJIO IIap JMUCThEB Ha IJIJaBHOM IIo0ere,
PETMCTPUPOBAJIM JATHI IIEPEX0aa pacTeHU B TeHepa-
TUBHYIO a3y, Hayajg0 U MHTEHCUBHOCTh ITbUIEHMUSI,
JIaTy NOABJIEHUS NEPBBIX 3peibIX 1o40B. C Havyaia
CO3peBaHMsI IJIOAOB eXXeHeNeIbHO OLIEHMBAJIM TUHA-
MUKY CEMEHHON MPOAYKTUBHOCTU. [IJIsT 3TOro mpo-
BOIJIM COOP CO3PEBIINX IJIOLOB CO BCETO pAaCTEHUSI
WIN, €CJIM pacTeHUe KPYITHOE, C MOAEJILHOIO Cpeli-
HETo MO CEMEHHOM MPOAYKTUBHOCTH ITobera. B mo-
cJIEIHEM ciydae CEMEHHYIO MPOLYKTUBHOCThH BCETO
pacTeHUsI PaCCUMTBIBAIM IIEPEMHOXEHUEM YHCIIa
CO3pEeBIINX IIOJ0B HAa MOJIEJIbHOM ITO0Ere Ha YUCIIO
MoGeroB Ha pacTEHUMU.

Kpome HaGmoneHmnii 3a MECTHBIMU TIOITYJISILIASIMM,
B 2020 r. MO aHAJIOTMYHOUN METOAUKE B BETreTallMOH-
HBIX OIBbITax ObLI U3yYeH ONMHAKOBBI reorpaduye-
CKUit HabOp, BKIIIOYAIOIINIA pacTeHMs I0KHOM 1 ce-
BepHBIX Iomysiunii. M3ydeHnne nmpoBoauian Ha cTa-
MoHapax B Mockse (55.64° c.i1., 38.10° B.1.) u Yoe
(54.76° c.11., 56.13° B.11.), pacONIOXEHHBIX HECKOb-
KO CeBepHee IpaHMIbl HaTypalu3aluy aMOpO3uu.
Jl1s1 moceBa ObLIM MCIOJIB30BaHEI ceMeHa, coOpaH-
Hble B 2019 1. CemeHa pacTeHUt 103KHON MOIMYIsSIIUA
oput coopanbl B CiaBstHcKe-Ha-KybaHn Ha mamoOe
p. Ilporoku, koopauHatel 45.25° c.ui., 38.16° B.I.
CeMeHa pacTeHUI TpeX IOIYJISIIUMA C CEBEpHOI Ipa-
HHIIBI BTOPUYHOIO apeaja (CeBEepHbIC MOMYJISIIINN)
ObLIM cOOpaHbI Ha ITycThipe B BopoHexke (51.72° c.1u1.,
39.21° B.o.) 1 Ha 060YMHAX aBTOMOOMJIBHBIX JOPOT
Boymsu c¢. Kammmuo (Benroponckas o6:m.; 51.35° c.r.,
37.82° B.1.) u . Topieunoro (Kypckast 0651.; 51.52° c.11.,
37.99° B.1.). Habmonenust mpoBonuian 3a 10 pacre-
HUSIMU IIOITYJISIIMI pa3HOTO IIPOMUCXOXICHMSI, BhIpa-
IIMBAEMBIMU B €CTECTBEHHBIX KIMMAaTUYECKUX YCIIO-
BUSIX.

IlepeBon ¢deHoMOrMYEeCKUX OaT B TPamgyco-ITHU
(CcyMMBI aKTUBHEIX TemIiepaTyp Baiire 10°C) mpous-
BOAWJIU TI0 CPENHECYTOUHBIM TEMIIEPATyPHbIM TaH-
HbIM OJMXXalImux MereocTaHluil. KoppeKTHOCTb
MCMOJIb30BAaHUSI METEOCTAHLIMOHHBIX MAAHHBIX IS
KOHKPETHBIX YCJIOBUM CTallMOHApOB IOBEPSIACH
JMaHHBIMU, CHSITBIMU C JIOTTEPOB, KOTOPbIE 3aKIadbl-
BaJli Ha CTallMOHAPHBIX IUIOIIAAKax. 3a MOPOr aK-
TUBHOM BereTaluy aMmOpo3uu NMpUHUMaU TeMrepa-
Typy Bbile 10°C. ITpu olieHKe CBSI3U IMHAMUKU pa3-
BUTUSI aMOpO3uWM C TeMIepaTypHbIM (hakTopoM
pPacCCUUTBHIBIM KYMYJISITUBHBIE TOKA3aTEJIM CYMM aK-
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TUBHBIX TeMItepartyp ¢ moporom Beie 10°C (CAT).
Ilo aHajmormyHoOi MeTOOMKE IIPOBOIMIIM HaOJIOIE-
HUS U B reorpaduyeckKux oIbiTax Ha CTallMOHapax.

I[IpuMmeHeHHasT TIpU OLIEHKE SKOJIOTMYECKOTO ITO-
TeHILMalla MPOABUXEHUS! A. artemisiifolia Ha ceBep
METOINKA SKOJIOTO-TeorpadmIeCcKOro aHaIM3a M MO-
JIeaupoBaHus onucaHa B pabore A.H. Adonuna u
10.B. CoxkonoBoii (2018). J11s1 mpoBeneHus 3K0JIOTO-
reorpacMIecKOro MOIEIMPOBAHMS OBUTH COCTaBIIe-
HBI KapThl CYMM TeMIIepaTyp 3a Iepuo CO3peBaHUsI
CceMsIH — OT JaThl Havyaja MbUIeHus (repexon yepes
¢dotonepunoguueckue moporu 14, 15 m 15.5 4) mo
OKOHYaHU akTuBHOI Beretaiuu: KapTel CAT b1y,
CAT o5, CAT o115 5.

OITPEAEJTEHUE CYMM TEMIIEPATYVYP,
HEOBXOAMMBIX IJId COSPEBAHUA CEMAH
A. ARTEMISITFOLIA

ITponomXUTeIbHOCTh CO3pEBaHUSI CEeMSIH O0y-
CJIOBJIEHa TemIlepaTypHbIM (dakTopoMm. CuuTaercs,
YTO JIMHA JIHS HE OKa3bIBAeT BIUSHUS Ha MPOAOJI-
JKUTEJIbHOCTh CO3PEBaHUSI CEMSIH OT MOMEHTA X 3a-
Bs3biBaHUs (Deen et al., 1998). 3aBsizbiBaHUE CEMSIH
MPOMCXOAUT TIPU MOMNAaJaHUM NbUIbLBI HAa PbUIbLIE
nectuka. B KauecTBe Mapkepa Hayaja 3aBsi3bIBaHUS
ceMsH Obla TIpUHSTa (peHoIornYecKas nata Hayasa
npuieHUus. CyMMBbl TeMreparyp, HeOOXOAUMbIE ISt
CO3peBaHMsI TIEPBBIX CEMSIH MAapKUPOBAHHBIX pacTe-
HU, onpeessiiv Kak pa3HuIly Mexa1y HAaKOTJIEHHbI -
mu CAT, Ha AaTy MOSIBJEHUS TEPBbIX 3pEbIX IJI0-
noB Ha pacteHuun U CAT, Ha naTy Hayasa NbUIEHUS.

Cpenxue 3HaueHus CAT, 3a mepuon co3peBaHus
CEeMSIH OTJIUYAIMCh ¥ UCCIEAOBAaHHbBIX I0KHBIX U Ce-
BEPHBIX ITOIIYJISILINII B X €CTECTBEHHBIX MECTOOOM-
TaHusX (Tadi. 1).

Jutg ycrienrHoi aganTaiym K YCIIOBUSIM CeBepPHOM
30HBI HAYaJIO ITbUICHUSI aMOpPO3UU JOJDKHO IIPUXO-
IUTBCS Ha JaTy, CYMMa TeMIIEPATyp OT KOTOPOW O
KOHIIa BEreTallMy rapaHTUPOBAHHO COCTaBJISIET HE
MeHee JOCTATOYHbBIX 3HAUSHU IS BEI3pEBAHUST MU~
HUMaJIbHOTO MyJyia ceMsiH. J1s1 ceBepHOiT BOPpOHEX-
CKO momyIsuy MUHUMasTbHOe KommaecTBo CAT ),
JOCTATOYHBIX IJIsI MOSIBICHUSI TEPBBIX 3pENbIX Ce-
MSTH, COCTaBJISIET 110 HAIIMM HaOmoneHusm 608°C.

POJIb ®OTOMNMEPUOJNYECKOM
YYBCTBUTEJIbLHOCTH B AJAIITALIUA
MONYIALUWN A. ARTEMISIIFOLIA
K JIOKAJIbHBIM YCJIIOBUAM
TEITVIOOBECITEHEHHOCTH

ITeIneHMe aMOPO3UK PaCTIHYTO BO BpEMEHHU 1 Ha-
YMHaeTCs, KaK MpaBWIO, C PACKPbIBAHUSI HECKOJIb-
KUX [IBETKOB CAaMbIX HIDKHUX KOP3MHOK TePMUHAJb-
HOI KUCTU. B mocnenyoiiye THU MOCIeI0BATEIbHO
PaACKPBIBAIOTCS U MBUISIT OCTAJIbHbBIE LIBETKU KOP3UH-
ku. OMHOBPEMEHHO, IO Mepe CO3PEBAHUST BEPXHUX
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Ta0muna 1. Cymmbl aktuBHBIX TemnepaTyp (CAT,), HeoOXxonuMBble IS OSBIICHUS MIEPBBIX 3peJIbIX CeMSIH A. artemisiifolia
Ha pacTeHUSIX IBYX MOMYJISIMI Pa3HOTO MPOUCXOXIEHUS B UX €CTECTBEHHBIX MECTOOOMTAHMSIX

CyMMBI aKTUBHEIX TeMmnepatyp, °C
ITapameTpnl
I0XKHas1 (CTIaBsTHCKAs) ceBepHasl (BOpOHeXcKast)
Cpennee 716 608
MuHumanbHoOe 374 503
MakcumanbHOe 1009 794
CranpapTHoe oTkJIoHeHue (SD) 167.6 68.1
KonuuecTBo pacTeHuit 16 30

KOP3WHOK KMCTH, UX IIBETKM TaKKe TIEPEXOIAT K 10~
clieqoBaTeJIbHOMY IIbUIeHUI0. BoKOBBEIe KUCTU Iu@-
depeHIUPYIOTCS U IIEPEXOIAT K IBETCHHUIO TT03IHEE,
yeM TepMHUHajbHas. Bce 3TO B mUTOre NMpUBOIUT K
PacTSIHYTOCTHU IIepHOoJa ITbUICHUSI OCOOMU.

OtnenbHBIE 0COOM ITOITYJISIIMY HECKOIBKO Pa3iiy-
YaroTcs I10 IMTOPOry YyBCTBUTEIbHOCTU K (DOTONEPUO-
JIWYECKOMY CUTHAIy, YTO IIPUBOIMT K HEOTHOBpPE-
MEHHOCTHM MX 3alIBETAaHUS U e11le OOJIbIIIE pacTsIHY-
TOCTHU TIepuoja MbUIeHUsT B 1ejioM. Hanpumep, no
HaOmoneHussM Ha ClaBsSIHCKOM CTallMOHape
(45.2° c.11.), caMoe paHHee U3 OTMEUYEHHBIX pacTe-
HUII MECTHOM ITOITY/ISILIMM HAadauio IbUIUTh 7 aBrycra
npu 14.5-yacoBoM aHe (T.e. mpu miuHe aHs 14 1 30
MHWH) U 3aBepliujio mnblieHue 4 ceHTaops. Camble
MMO3IHME 13 OTMEeYeHHBIX B CIIaBSIHCKE pacTeHMI Ha-
YMHaJIY MNbIJIEHWEe B Hayajie ceHTs0ps (13.1-yacoBoii
JIeHb) U 3aKOHYWJIN IIbUINTh B KOHIIE CEHTSIOps1. Ta-
K1M 00pa3oM, MBIJICHUE 0COOM MOKET OBITh paCTSIHY-
TO Ha MeCsI1, a IS IOMYJISIIMU B LIEJIOM 3TOT IIePUOI,
MOXET IUIMTBCS IO IBYX MecsmeB u 0onee. CpemHss
IUISL BCEX U3YYEHHbBIX PACTEHUI MECTHOM CIIaBIHCKOM
MOITYJISINUM [aTa Hadajlla MObUICHUS IIpUIIAch Ha
20 aBrycra. [IyiimHa gHs HA 9Ty Oaty coctaBuia 13.9 4.
DTy WIMHY THS MOXHO CYUTATh (DOTOIIEPUOINIECKIM
MOPOTrOM MBIJIEHUSI MECTHOI MOIMYJISIIMU aMOpPO3UH,
XOTSI IOHSITHO, YTO (DOTOMEPUOANIESCKUI CUTHAJT ObLI
MPUHSAT pacTeHUSIMU ellle paHbllle, U Mepexo B Mbl-
JIsIlIiee COlLBETHE TTOTpeOOoBa HEKOTOPOTO BpeMEHU.

B CnaBssHcke momoOHasi HacTpoiika MexaHu3Ma
doToneproanIecKOro nopora nelJIeHUSI IPUBOAUT K
TOMY, UTO II€pBbIC 3aBI3U CEMSH Y pacTeHMWI MeCT-
HOI TTOMYJISLIMY HAYMHAIOT 00pa30BBIBATHCS B CPEI-
HeM ¢ 20 aBrycTa, ¥ 10 OKOHYaHUS TIeproJa aKTUB-
HOM BeretalMy Ha CO3pEBaHME CEMSH IIOITYJISILIUS
nmeeT CAT,, mopsnka 1158°C 3a cpemHEeMHOTOJIET-
Huii nepuon (puc. 1).

YuureiBasi, 4To Ha 1ore 1ist GOpMUPOBAHUS 3pe-
JIBIX TIOOOB A. artemisiifolia oT MOMEHTa 1X 3aBSI3bI-
BaHUS JOCTATOYHO Iopsaka 716°C (rabu. 1), a dpu-
suonoruueckue CAT, oT naTbl MOSIBIEHUSI NEPBBIX
3peJIbIX IUIOAOB O MAacCOBOIO IUIOMOHOIICHMS CO-
crapistior nopsaka 300°C, opueHTauus Ha 13.9-ya-
COBOI1 IeHb TapaHTUPYET HOIMYJISIIUN aMOpPO3UH IT0-
JILIHHOJIMCTHOM B YCIOBUSX I0KHOM 30HBI CTAOUIb-
HYIO TeIIO00eCIIeYeHHOCTh IIEpUOa BEI3pEeBaHUS HE
TOJILKO CaMbIX PaHHUX 3aBs3€ii, HO U CaMOil Macco-

BOI1 KOI'OpThbl CEMAH, 3aBA3aBIIMXCA B IICPUOMI IMTMKaA
NbUICHUSA.

OnHako nogo0OHasI HaCcTpoiiKa MexaHu3Ma (hoTo-
MEPUOANYECKOI UyBCTBUTEILHOCTH HE YHUBEPCAIb-
Ha B 9KOJIOTMYECKOM OTHOIIECHUHU IJIsI YCIOBUIL OpY-
rux 30H. B reorpadpudeckom omeite 2020 1. pacTeHUS
FOXKHOM CJIaBSTHCKOM MOMYJISIUUA, TIOCETHHEBIE Ha 60-
JIee CeBepHBIX cTallmoHapax — B Mockse (55.6° c.mr.)
u Yobe (54.7° c.ai1.), — Tepeuniv K IMbUICHUIO TIPU
JUIMHE OHS, OJIM3KOM K TOM, IpU KOTOPOIi OHM HAYU-
Haiau neuiuth B CinaBsHcKe — 13.6- u 13.5-yacoBoit
JIEHb COOTBETCTBEHHO (Ta0:1. 2). Ho Takas qnuHa nHs
B Mockse, B oTinume ot ClaBsHCKa, IIPUXOAUTCS HE
Ha BTOpYylO AeKamy aBrycra, a Ha 4 ceHTs0ps. Ilo
CPEIHEMHOTOJICTHMM HAHHBIM CyMMa aKTMBHBIX
Temnepatyp Bbilie 10°C oT 3Toii AaThI 10 KOHLIA aK-
TUBHOM BereTalluM COCTaBJisseT B MOCKBE BCEro
238°C. ITosToMy pecypcoB Temia B MOCKBe B cpefi-
HEMHOTOJIETHEM aCIleKTe HEIOCTATOYHO IIJIsl CO3pe-
BaHMS CEMSH IaXKe CaMbIX paHHECIEJbIX pacTeHUM
CJIaBSIHCKOI MOMYJISIUMU. YCIIOBUSI OCEHU KOHKPET-
Horo 2020 r. B MockBe ObLITN aHOMAJILHO TETIIBIMU, 1
CyMMa aKTUBHBIX TEMIIEPATyp OT 4 CEHTSIOPS 10 KOH-
1a Beretauuu coctaBuiia 499°C. Ho u 3Toii CyMMBI
TeMIlepaTyp XBaTWIO Ha (OPMHUPOBAHUE TOJIBKO
CPaBHUTEILHO HEOOJIBIIIOTO KOJIUYECTBA 3PEJIbIX Ce-
MSIH ¥ CaMbIX paHHECHEJIbIX PaCTCHUI CIIaBIHCKOM
nomyisauuu (Taodiu. 3).

Kak npoucxonuna amantauusi A. artemisiifolia x
yclioBUsIM Oosiee ceBepHOi 30HBI? IlponBimkenmne
aMOpPO31U MOJBIHHOJMCTHOM Ha ceBep MPOUCXOAUIO
IIOCTEIIEHHO M3 I0KHOI'O oYara — IPeaIIoI0KUTEIb-
Ho, u3 IlpenkaBkasbs u/wim Kpeima (Mapbloliku-
Ha, 1986; Afonin et al., 2018) ¢ Hagama 20-ro croje-
Tusi. BO3MOXHOCTh MPOABIKEHUST 00eceuyrBajiach
€CTEeCTBEHHBIM OTOOPOM aJanTUPOBAHHBIX K CEBEP-
HBIM YCJIOBUSIM T€HOTUIIOB U3 IIEpPBOHAYAILHOM MH-
Ba3MBHOI MOMYJISILIUU U, BO3MOXHO, JTOTOJHUTEIb-
HBIM BHEIIHMM 3aHOCOM TI€HOTHIIOB, elle Ooee
aIarTUPOBAHHBIX K YCJIOBUSIM CeBepHBIX 30H (Gen-
ton et al., 2005). K HacTosi11IeMy BpeMeHU HEKOTOpbIe
M3 CaMbIX CeBEPHBIX HAaTypaJIM30BaBIIMXCS ITOMYJISI-
uuii A. artemisiifolia ormedeHbl Ha ceBepe Kypckoii u
BopoHnexckoii obnacreid.

CranuoHapHOe HM3y4YeHWE MECTHOI MOIyJISIIun
amM6po3un B BopoHexe mokasajio, 4TO pacTEHUS C
CEeBEPHOI IrpaHUILIBI BTOPUYHOTO apeajia OTINYaoTCs
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Puc. 1. Ternoo6ecneuyeHHOCTD (50-TPOLIEHTHAs ) TIEpUOIa CO3PEeBAHUSI CEMSIH MECTHOM MONYJISIUUU A. artemisiifolia B CnaBsiH-
cke-Ha-Ky6anu 3a nepuon 1989—2018 rr. OpueHTtanms Havana neuieHUsT Ha 13.9-gacoBoit neHb B yenoBusx CiraBsHCKa-Ha-
Ky6aHu 3a cpegHeMHOTOJIETHUI TTIepHOI, TIPEIOCTABIISIET MECTHOI MOMYJISIIMN CYMMY aKTUBHBIX TemriepaTtyp 1158°C ¢ mopo-
rom Bbiie 10°C Ha co3peBaHUe ceMsIH OT Havyalla UX 3aBSI3bIBAaHMSI O OKOHYaHUsI repuona sererauuu. CAT, nepronaa Bere-
TaTUBHOTO POCTa MpU 3ToM cocTtabiisieT 2817°C (COOTBETCTBYET ILTOIIAAM (DUTYPHI MEXIY OChIO aGCLIMCC, IMHUEH rpaduka u
OTpe3KaMM, CIIPOCIIUPOBAHHBIMU U3 COOTBETCTBYIOIIMX ITOrPAaHMYHBIX TOYEK rpaduka Ha oCbh abCIIMCC).

OT PACTECHUI I0KHBIX IIOMYJISILINIA IIPEXKIIe BCETO 10~
poroM (OTONEPUOANUECKON YyBCTBUTEIHHOCTH.
CaMble paHHME PaCTeHUSI MECTHOI ITOITYISIIIUY Ha-
YyMHaJW TbIeHUe B BopoHexe 31 wions, T.e. TIpu
15.5-yacoBom nHe, camble mo3aHue 20 aBrycra — rnpu
14.4-gacoBom mHe. CpenHsis IT0 OTMEYEHHBIM pacTe-
HHUSIM MECTHOII BOPOHEXCKOI MOMyJIsuyMy JaTa Ha-
yajia nbuieHus npunuiack B 2020 r. Ha 10 aBrycra,
IJIMHA THS Ha 3Ty Jaty (poTonepruoandecKuii mopor
3aBSI3bIBAHMS CEMSTH MECTHOM MOITYJISILIMKA) COCTaBUJIa
14.94. B ycioBusix BopoHexka cpemHeMHOTOIETHSIS
50-mpoleHTHas TermI000eCcIeYyeHHOCTh MIepruoaa oT
Hadaja IbUICHUSI MECTHBIX MOIYJISIUA, €ClIM OHO
OPMEHTUPOBaHO Ha 14.9-yacoBoii 1eHb, COCTABIISIET
10 OKOHYaHUs akTuBHOI Bererauuu CAT,, = 819°C

(puc. 2).

YuyurbiBag, 4TO AJ11 CO3PEBAHUS IIEPBBIX CEMSIH OT
JaThl Hadaja IbUIEHWUSI BOPOHEKCKOM ITOIY/ISILIMUA
HeooxomuMa CAT ,, = 608°C (tabm. 1), a CAT,, oT na-
Thl HayaJia IVIOAOHOILIEHMS 10 MAaCCOBOIO TUIOIOHO-
meHus cocTapiset nmopsnka 300°C, opueHTaMss Ha

14.9-yacoBoii IeHb rapaHTUPYET BOPOHEKCKOM MO-
Oy aMOpO3MM TMOJBIHHOJMUCTHONW B MECTHBIX
YCJIOBUSIX CTAOUJIbHYIO TETJIO00EeCeYeHHOCTD MepU-
o71a BbI3pEBaHUSI CEMSIH TOJILKO PAHHUX T€HOTUIIOB.
BeposiTHOCTb BBI3pEeBaHUSI CeMsIH, 3aBSI3aBIINXCS B
MUK TBICHUSI U3YYEHHON MECTHOM MOMYJISLIUU, CO-
cTaBJIsieT B ycnoBusix Boponeska meree 50%. Cmelne-
HUE TIMKa MbUIEHWS Ha AaTy HerapaHTUPOBaHHOTO
BbI3pEBAHUS CEMSIH MOXET ObITh OOYCJIOBJIEHO KakK
HEIIOJITOM MCTOPUEH pacIipocTpaHeHus A. artemisii-
Jfolia B BopoHexckoii o61actu, Tak U 3PHeKTUBHO-
CThIO MEXaHN3Ma TBEPIOCEMSIHHOCTH, TTO3BOJISIOIIETO
HaJeXHO JIEMOHUPOBATh ceMeHa 0oJiee YpOoKailHbIX
MO3IHECTIENIbIX TeHOTUIIOB B TMOYBEHHOM OaHKe.
B takoii cutyauimm MexaHu3M aganTtaiuu, 0a3nupyio-
IIUICS HAa MPOU3BOACTBE OOJBILIET0 YHMCa CEeMSIH
Mpy MEHbIIEH TapaHTUU, MOXET UMEThb TTpeUuMyliie-
CTBO Mepea MeXaHU3MOM, OCHOBBIBAIOIIIUMCS Ha ra-
PaHTUPOBAHHOM BO BCEM psifie JIET BbI3pEBAHUU HE-
OOJIBIIOTO YKCJIa CEMSIH.

Tab6muna 2. JImHa mHS Ha JaThl Havala ITbUICHUS I0XKHOM 1 CeBePHBIX IOITYISILInil A. artemisiifolia B MecTax HaTypain-

3allMU1 U ITpU BbICAKMBAaHUHN UX Ha CEBCPHBIX CTallMOHapax

CrnaBsitHCKast BopoHnexckast Topireuroe Karumno
Mecto (KpacHomapckuit | (BopoHeskckas o0iI., (Kypckast 06:1., (benroponckas o6i1.,
Kpait, 45.2° c.11.) 51.6° c.1u1.) 51.5° c.ur.) 51.4° c.u1.)
B mectHBIX yenoBusix | JlaTa 20 aBrycra 10 aBrycra — —
JnuHa aHs, 4 13.9 14.9 — —
B Mockse (55.6° c.i1.) | [ara 4 ceHTSIOpS 15 aBrycra 13 aBrycra 10 aBrycra
JnvHa qHs, 9 13.6 15.1 15.2 15.4
B Yoe (54.7° c.u1.) Hara 4 ceHTI0ps 16 aBrycra 12 aBrycra 1 aBrycra
JnmHa nHS, 9 13.5 14.8 14.9 15.8
JKYPHAJI OBLLIEM BUOJIOTMU  tom 83 Nel 2022
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Taomuna 3. CemeHHas! TPOAYKTUBHOCTh PACTeHUI oMUt A. artemisiifolia pa3Horo mpoucxoxaeHusi Ha MockoB-
CKOM CTallMoHape B cBs3u ¢ konuuecTBoM Teruia (CAT,,) 3a nepuon cospeBaHusl ux ceMsH (craunoHap BHUUKP,

Mocksa, 55.6° c.i1., 2020 1.)

CrnaBstHCKast BopoHexckas Kamiuno TopureuHoe
(KpacHonapckuii Kpaii, (BopoHexckas o6u1., (Benaroponckas 061., (Kypckas 0651., 51.5° c.1i1.)
TapameTpst 45.2° c.ur.) (n = 10) 51.6° c.im) (n = 10) 51.4° c.m) (n = 10) (n="7)
cpenHee SD cpenHee SD cpenHee SD cpenHee SD
CAT |, oT Hayasa bule- 499 58.6 845 51.0 927 126.9 877 173.4
HUSI 10 KOHLIA aKTMBHOM
Bererauuu, °C
CpenHsist ceMeHHast 264 458.4 1083 429.1 1399 410.3 1210 410.8
MPOAYKTUBHOCTh Ha
pacTeHue

AHAaIIOTMYHBIMU (DOTOITEPUOANIECKUMHU ITIOPOTAMH,
CIOCOOCTBYIOIIMMU PaHHEMY Hadyaly NbIJICHUS, Xa-
PaKTepU3YIOTCS PACTCHUS U IPYTUX MOITYJISILIUIL C ce-
BEPHOI TpaHULILl pacOpocTpaHeHus A. artemisiifolia
Ha eBporieiickoil Tepputopun Poccuu: TopiieuHoe
(Kypckas 0671.) — 14.9—15.2-yacoBoii neHb, KarmmHo
(benroponckass 06i.) — 15.4—15.8-yacoBoii neHB
(Tabmn. 2).

OTMeTHM, YTO pACTEHUSI ONHOM TMOIYISLIUN B
YCIOBUSIX PA3HBIX 30H 3alBETAIOT NMPU MPUMEPHO
OIMHAKOBOM [IJIMHE AHSI, U YTO PACTEHUSI CEBEPHBIX
HOITYJISIUMIA 3allBETAaOT IIpu Gojiee IIMHHOM IHE,
YeM IOXKHBIX.

OT060p reHOTUIIOB, OPMEHTUPOBAHHBIX Ha 3allBe-
TaHUe TIpU OoJiee JJIMHHOM JHE, B YCJIOBUSIX CeBep-
HOro TIipeaena pacrnpocTpaHeHust A. artemisiifolia
MPUBOIUT K YIJIMHEHUIO PENPONYKTUBHOTIO TIepruoa
3a cYeT COKpallleHus Mepruoja BereTaTuBHOIO pPoOCTa.
B BopoHexxckoii 06J1acTu CpeaIHEMHOTOJIETHSIST TeTl-

30

JI000ECIEYEeHHOCTh MEepUOoJa BEreTaTUBHOTO POCTa
JIJIsI MECTHOIM HATypaJIM30BaBILIEHCS MOMYJISILIUA CO-
craBnsier CAT, = 1994°C no cpaBHeHu1o ¢ 2817°C
JJIsT MECTHOI MOIyJISIIUY, HaTypaJlu30BaBIIecs B
CnassHcke-Ha-Kybanu (puc. 1 u 2). CokpaiieHue
neproa BEreTaTUBHOTO POCTa MIPUBOIUT K YMEHb-
IIEHUIO TEIUIOOOECIeYeHHOCTH 3TOro Iepuoja u
¢bopMHUPOBaHUIO YITPOIIEHHOTO rabuTyca pacTeHUIA,
a, ClIefoBaTelIbHO, K MaleHUI0 KOHKYPEHTOCIOCO0-
HOCTHM pacTeHUil B dpurToneHosze. KoHKypeHTOCHOo-
COOHOCTb MOXET CHMXKAThCSI KaK HEIOCPEICTBEHHO
U3-3a 3aMeyIEHUs] BEreTaTUBHOIO POCTa, a 3HAYUT
BBICOTBI pACTEeHWIA, MPOECKTUBHOIO ITOKPBLITUS JIH-
CTheB, MOITHOCTH KOPHEBOI CUCTEMBI, TaK M MU3-3a
COKpallleHUS TTIOTeHLIMAalIa CEMEHHOI MPOAYKTUBHO-
CTU, KOTOpasi MOXET OBITh CBSI3aHA C YMEHbIICHUEM
MepeunCcIeHHBIX MapaMeTPOB M YHUCla IIOAOHOCS -
mmx mooeros. B KpacHomapckoM Kpae MOIITHBIE pac-
TeHust A. artemisiifolia KOHKYpeHTOCIIOCOOHBI B I1O-
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Puc. 2. Terutoo6ecrnieueHHOCTH (50%-Hast) iepruoaa co3peBaHusl CEMsIH MECTHOM nonyisiuuu A. artemisiifolia B BopoHexe 3a
nepuon 1998—2018 rr. OpueHTalus Hayana meuieHus Ha 14.9-4yacoBoii 1eHb B ycioBUsiX BopoHexka mpenocTaBisieT MECTHOM
TONYJISILIMY B CPEIHEM 32 MHOTOJIETHUI Mepros cyMMy akTUBHBIX TeMriepatyp CAT,, = 819°C Ha co3peBaHUe CEMsIH OT Ha-

YyaJjia uX 3aBA3bIBaAHUA 10 OKOHYAHUS IIEpruoaa BEreTalumm.

KYPHAJI OBILIEN BUOJIOTUU

TOM 83 Ne 1 2022
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Tabomuna 4. TermooGecrieueHHOCTD NTeproia CO3peBaHusI ceMsiH A. arfemisiifolia o necsitunetusim B Mockse u Bopone-

ke ¢ 1989 mo 2018 rog (BeipaxkeHa B yucie jieT u3 10 ¢ CAT, = 608°C)

MeTteocTaHIIMU Mocksa (27612) Boponex (34123)

14 4/30.08* | 154/16.08 | 15.54/9.08 | 16 4/2.08 | 14 4/24.08 | 154/9.08 | 15.54/31.07 | 16 4/21.07
1989—1998 0 2 5 8 2 10 10 10
1999-2008 0 6 10 10 3 10 10 10
2009-2018 0 7 10 10 7 10 10 10

* B ycroBusix MOCKBBI 1aTa Iepexoja IJIMHBI AHS yepe3 14 u mpuxoautcs Ha 30 aBrycra.

ceBax IMoACOIHEYHUKA U KyKypy3bl. Ha ceBepe Bopo-
HEXCKOM 00J1acTh aMOpO3MsT YXOOUT C MoJyieil u ee
3HAYUTENBHO O0oJice MEJIKHE pacTeHHUS pacipocTpa-
HEHBI MPEUMYIIECTBEHHO B pyAepalbHBIX MECTO-
OOHWTaHUSX C HAPYIIEHHBIM PACTUTEBHBIM ITOKPO-
BOM — Ha OTKOCaX JOPOT, Y94acTKaX CTPOUTEIbCTBA.
IMpucriocabianBasich K YCIOBUSIM CEBEpPHOII 30HBI
YBEJIMYEHUEM HPOIOIKUTETLHOCTH PETPOAYKTUB-
HOTO TIepyola M, COOTBETCTBEHHO, ITOBBIIIAS €TO
TETUI000eCTIeYeHHOCTh, aMOPO3HST XKEePTBYET KOHKY-
PEHTOCITOCOOHOCTHIO B IIEHO3aX.

HKOJIOTO-TEOTPA®GUYECKH I

ITOTEHLIHUAJ IMTPOABNXKEHWA

A. ARTEMISITFOLIA HA CEBEP:
BIIEPEAN MOCKBA?

HackombpKo coOTBETCTBYeT (hoTomeprogdecKast
HacTpoiiKa pacTeHuii A. artemisiifolia c coBpeMeHHOI
CEBEPHOM TpaHUIILI apeajla BO3MOXHOCTH TaTbHE-
IIIero TIPOABIDKEHUS 3TOTO BMOa Ha ceBep? OTBeT Ha
5TOT BOIIPOC IAeT OMBIT BHIPAIIMBAHUS PacTeHUMA
A. artemisiifolia ceBepHee COBPEMEHHOIO IIpeiesia
pacrpocTpaHeHUsI aMOPO3UH.

B nmposenenrnoM Hamu B 2020 1. reorpagpuyeckom
onbiTe B MOCKBE pacTeHUsSI BOPOHEXKCKOM ITOIYJIsI-
U HaYMHAJIM OblIeHue 15 aBrycra npu 15.1-gaco-
BOM JIHE — 3TO IIPUMEPHO COOTBETCTBYET IIOPOrOBOIA
JJIMHE OHS Ha JaTy Hayaja MbUIEHUS pacTeHUI 3TOi
nonyiasuuu 1 noa BoponexeMm (14.9 4). B ycrmoBusix
teruioro 2020 T. cyMMa akTUBHBIX TeMIIepaTyp OT
9TOi JaThl OO KOHIIA BereTalnuu coctaBuia 845°C
(puc. 36), MPUMEPHO CTOJBKO, CKOJIBKO XapaKTEPHO
B cpeaHeM U s BopoHexka. Takoe KOoJIM4ecTBO Tell-
Jia MO3BOJIWJIO PACTEHUSIM BOPOHEXCKOI MOMYJISIIIUNA
ob6pazoBath B 2020 . B MOCKBe CyllIECTBEHHOE YUCII0
3pebIX CeMsIH — OoJiee ThICSIYU Ha pacTeHue. B yciio-
BUSIX aHOMAJILHO TEIIOTO rofa aHaJOTUYHYIO BBICO-
KyI0 CEMEHHYIO MNPOIYKIUIO B YCJIOBUSIX MOCKBBI
MIPOJEMOHCTPUPOBAI PACTCHUS U IPYTUX ITOITYJISI-
Uit aMOpO3UM C CEBEPHBIX I'PAHMUIL €€ PacCIIpoOCTpa-
HeHus1 — u3 benroponckoit u Kypckoii obnacteit
(Tabmn. 3).

OpnHako cpenHss (50%-nHast) 3a mocnenHue 30 et
TerI000ecredueHHOCTh B MOCKBe 3a meprox oT 15 aB-
rycTa JO OCEHHEro Iepexoia CpeaHeCYyTOYHOM TeM-
nepatypbl 4yepe3 10°C cocTaBasieT TOJbKO 554°C
(puc. 3a).

XYPHAJI OBIIIEM BUOJIOTUM  Tom 83 Ne 1
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Takoe KOJIM4YeCcTBO TeIjia SIBASETCS HEIOCTaTO4-
HBIM U1 CTaOMJIIBHOTO €XXETrOTHOIO BbIBPCBAHUA CC-
MAH BOPOHEXKCKNX T’CHOTUIIOB.

MeTeocTaHIIMOHHBIE apXWBHBIE JAHHBIC MO3BO-
JISIIOT TIpOaHaIM3UPOBaTh AMHAMUKY TeIuioo0ecre-
YEeHHOCTH IIeproaa CO3peBaHUsI ceMsIH A. artemisiifolia
B nocnenHue necsatwietus. Eciu cuurtate CAT,, =
608°C (Tab. 1) oT Hayaja NbIJICHUS JO KOHIIA aKTUB-
HOW BereTallui MUHUMYMOM, TOCTATOYHBIM JIJISI BbI-
3peBaHUsI HEOOXOAVMMOIO ISl HAaTypaJiM3alliu aM-
OpO3UM TIOJBIHHOJMCTHOM 4YHCIa CEMSIH, TO B
MockBe KOJIWYECTBO TeIlia, JOCTATOYHOE ST BbI-
3peBaHUsI CaMbIX pPAaHHECIHEIbIX U3 U3BECTHHIX Te€HO-
TUTIOB, TIPUCTYMAIONINX K MBIJIEHUIO ITpu 15.5-9aco-
BOM JIHE, B riepuod 1989—1998 rr. orMeyanoch B 5 ro-
nmax u3 10 (ta6mn. 4).

B nocnenytoiye nBa necsATUaeTUSI HAOII0IAIOCH
noTeIUIeHre KJIMMaTa, M TeIUI000eCIeYeHHOCTD I10-
ciiegoBaTesibHO Bo3pacTtaia. C 1999 r. njisi reHOTUIIOB
C moporoM 3anBeTaHus 15.5 4 Bce rombl B MockBe
OBUIM JOCTATOYHO TETUIBIMHU 1T (DOPMHUPOBAHUS TO-
IO WJIM UHOTO YMciia ceMstH. To, 4To TaKue TeHOTUITbI
IO CHX IIOp HE TOJyYWIM pPacIpOCTpaHEHUS B
MockBe, MOXET ObITh OOBSICHEHO UX PEIKOCThIO (B
nonyyisinuy [opIlredyHoro Takux pacTeHuit IIpuMep-
Ho 1 u3 10, B Kannmuuckoit nonynsauuu — 4 u3 10),
MOHIKEHHOM KOHKYPEHTOCIIOCOOHOCThIO paHHe-
CITEIBIX TEHOTUTIOB, 3(EeKTUBHOI pabOTOM KapaH-
TUHHBIX CJTyXX0 — MacCUpOBaHHBIE YKOCHI O00YMH U
pyaepalibHBIX MECTOOOUTaHUIA B TOPOICKOM dYepTe
CTaJIi TTOBCEMECTHBIM B TIOCIIeNHee AecsaTuiaeTre. Tak-
K€ 3TO MOXET OBITh O0YCJIOBJICHO JIATECILHOCTBIO MH-
Ba3MOHHOIO IIpolecca: OT0Opa YCTOMYMBBIX T€HOTH-
MIOB, YIX Pa3MHOXXEHMSI U PACIIPOCTPAHEHMS.

KAPTOI'PA®MPOBAHUE
BKOJIOI'O-T'EOTI'PAOHUYECKOI'O
ITOTEHLIMAJIA TTPOABUXEHWA

A. ARTEMISIIFOLIA HA CEBEP

Buoskonornyeckue ucciaeaoBaHuUs MPEeAOCTABIISIIOT
JaHHBIe, HEOOXOAMMBIE IS IIPOrHO3a pacHpocTpa-
HEHUSI U CE30HHOTIO pa3BUTHUs BUIOB. KimtoueBbIMU
napaMeTpaMu I OMOKJIIMMATUYECKOTO IIPOTHO3a
pacnpocTpaHeHUsI KOPOTKOOHEBHBIX BHUIOB pacTe-
HUI SIBJISIOTCS Bapualliy ITOPOrOB YYBCTBUTEIBHO-
CTU K CUTHAJBHBIM (paKTopaM Cpelbl I CYMMBI TEM-
rneparyp, HeoOXoAUMBbIe IJIsI MPOXOXKACHUS KITIoUe-
BhIX a3 pasButusi. KoaudecTBeHHbIE ITapaMeETpHI,
MOoJyYeHHbIC HAMU B pe3yJIbTaTe CTallMOHAPHBIX I'e0-
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Puc. 3. Teruoo6ecnieueHHOCTD (50%-Hast) ieprona co3peBaHust

BsiHCKa-Ha-Kyb6aHu (45.2° c.u1.) B Mockse 3a niepuon 1998—

—— Temmneparypa

Jnna st

ceMsTH ronyJsiuuii A. artemisiifolia n3 Boponexa (51.6° c.in.) u Cna-
2018 rr. (@), ¥ KOJIMYeCTBO Terula 3a IMepuo] CO3peBaHUs CEMSTH

atux nomyasuuii B 2020 roay (6). OpueHTalusl Hayaia MbIJIEHUS I0XHOMN CIaBIHCKOM MONyJsiluy Ha 13.6-4acoBoii IeHb B
ycnoBusx [1omIMOCKOBbS IPENOCTABIISIET €11 B CpeIHEM CyMMY aKTUBHBIX TemIteparyp 238°C ¢ moporowm Beiie 10°C Ha co3pe-
BaHUE CEeMsTH OT Hayajla UX 3aBsSI3bIBAHUSI — 3TOTO HEIOCTATOYHO JUISI CO3peBaHUsI ceMsTH. bojiee ceBepHast BOpOHEXKCKast ITo-
MyJsILuUsl, OpUEHTUPOBaHHAs Ha 3aliBeTaHue B ycioBusix [TonMockoBbst Ha 15.1-yacoBoii neHb, uMmeeT B cpenHeM CAT ) =
554°C, yero Takxe HeJOCTATOYHO It (DOPMUPOBAHUS CTAOMIBHOIO €XETOIHOTO YPOXKAast CEMSIH.

rpadIeCKNX UCCISTOBAHUMN M MPOBEAEHHOIO OMO-
KJIMMAaTUYECKOro aHajau3a TMOMyJSILuil aMOopo3uu
pa3sHOTO TIPOMCXOXICHUS, IIO3BOJIAIOT YTOYHUTH
9KOJIOro-reorpaduyeckKuii  MoTeHIMal MPOABUKe-
HMSI Ha ceBep TeHOTUIIOB A. arfemisiifolia ¢ pa3HBIMU
dboTorepronMIecKMMU ITOPOTaMH TTBUICHUS W TIpE-
CTaBUTh MOTEHLMAJ HaTypaiu3aluuud aMOpo3uu B
KapTorpadmyeckoM BUIE.

MuI paccMOTpeNnu TMEePCIEKTUBBI MPOABUKEHUS
Ha ceBep IeHOTUIIOB ¢ ITOpOTaMU Haydaja TBIICHUS
npu 14-, 15-, 15.5- u 16-yacoBoM aHe. brutn cocras-
JIEHBI YeTBIpe KapThl CYMM aKTUBHBIX TEMIIEPaTyp C
COOTBETCTBYIOIIUMU (DOTONEPUOAUIYECKUMU TTOPO-
ramu: CAT 14, CAT 15, CAT 155 1 CAT 16 Tpe-

JIeJIOM PAacIpOCTPaHEHUSI CUMTAIN U30JMHUU CYMM

temreparyp 608°C (cm. Tabi. 1). [eHOTUTIBI, TIEPEX0-
JISIIMe K MbUICHUIO IIpU 00Jiee KOPOTKOM AHE (bojee
TO3HECIIeIbIE), UMEIOT MEHBIIMK MOTEHIUAI pac-
npocTpaHeHus1 Ha ceBep. CaMble paHHECIICIIbIE M3
M3BECTHBIX K HACTOSIIEMY BPEMEHU T€HOTUIIBI, TIe-
pexoasiye K ITbUICHWIO TIpH 15.5-9acoBOM nHE, MMe-
IOT HanOOJIBIINK ITOTEHIIMAI PacIIpOCTpaHEHUS U B
YCJIOBUSIX COBPEMEHHOTO KJIMMaTa CIIOCOOHBI HATypa-
JIM30BAaThCSI Ha €BpOIIeiicKoi Tepputopumn Poccum n
CcoIpeaeabHBIX CTPaH: IO CEBEPHBIX IpaHUIl JIMTBHI,
MuHckoit, Morunesckoit, BpsiHcKoit, YabsTHOBCKOM
un Tynbckoii obiacreii, 1ora MOCKOBCKOII 1 ceBepa
Ps3zaHckoii oonactu, MopaoBuu, rora TatapctaHa u
Bbamkoprocrana (puc. 4).
JKYPHAJI OBIIIEN BUOJIOTUU Ne 1
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Puc. 4. Dkonoro-reorpaduyeckuii MOTEHIMA paclpOCTpaHEHMSI Ha CeBEp eBPOIEeMCKOM Tepputopuu Poccru 3KOTUIIOB
A. artemisiifolia c pa3Hoit ¢hOTONEPUOIUYECKOI YYBCTBUTEILHOCTHI0. CUHUM LIBETOM ITOKa3aHa 30Ha, K YCJIOBUSIM TeI1000ec-
MEYEHHOCTU KOTOPOM MOTYT aJallTUPOBATLCS PACTEHMSsI, HAYyaJlO IbUICHUsI KOTOPBIX OPUEHTHUPOBAHO Ha 15—15.5-yacoBoit
neHb. OpaHxxeBasi 30Ha ONTUMaJIbHA 711 9KOTUITOB, OpPUEHTUPOBAHHBIX Ha MbLJICHUE TTpU OoJiee yeM 14-yacoBoM nHe. 3eeHast
30Ha 10 YCJIOBUSIM TEIJI000eCTIEeYeHHOCTH Teproia CO3PEBaHUSI CEMSIH TPUTOIHA U1 9KOTUIIOB ¢ TToporaMu ¢hoTornepuoan-
YEeCKOM YyBCTBUTEILHOCTU MeHee 14 4. B oTMeueHHOi1 3KeJIThIM 30He BO3MOXKHA HAaTypaau3alus mpearnoaaraeéMblX TeHOTUIIOB
¢ ¢hOoTONEPUOANYECKOIM YYBCTBUTENIBHOCTRIO 15.5—16 4 mu doronepuoanyecky HeiTpanbHbIX. ClleayeT OTMETUTh, YTO pac-
MPOCTpaHeHNE aMOPO3UM Ha I0TO-BOCTOK CIEPKUBAETCS TOTOJHUTEIbHBIM JTUMUTUPYIOIINM (PaKTOPOM — HEIOCTaTOYHOI
BJIaroo6ecne4eHHOCThIO. [IyHKTUPHOIT IMHUEM IToKa3aHa COBpeMEHHas CeBepHasl rpaHulLIa HaTypalu3auuu A. artemisiifolia B

Poccuu.

3AKJIIOYEHHME

IIpoBeneHHOE WCCIeAOBaHUE IOKA3bIBAET, UYTO
OCHOBHBIM OIEPAaTUBHBIM MEXaHU3MOM aJanTaiuu
KOPOTKOJHEBHBIX BUIOB PACTCHUI MPU MPOIBIKE-
HUU B BBICOKHME IIUPOTHI CIYXKUT U3MEHEHHE MOpPO-
rop ux ¢OTONEPUOANYECKON YYBCTBUTEIBHOCTH.
Pactenust xapakTepu3syloTcsl IIMPOKON Bapualueit
¢doToneproanyecKoit UYyBCTBUTEILHOCTH KaK Ha
MeX-, TaK U BHYTPUITONYJISIIMOHHOM YpOBHSIX. [{na-
Ma3oH BapvalMM (POTOINEPUOAUUECKON YYBCTBU-
TEJIbBHOCTU XapaKTEePU3yeT amallTUBHBIN IMTOTEHLVAI
BUIOB IIPY MPOABUXXEHUH UX B BLICOKHE IITUPOTHI.

M3ydeHne nuamna3oHa ITOPOroB (OTOIEePHOIIIEC-
CKOI YyBCTBUTEBHOCTH TIOMYJISIINI TTPEIOCTABIISIET
YCCIIeOBaTEISIM MHCTPYMEHT JJIs IPOTHO3a pacipo-
CTpaHEeHUs BUOOB Ha CceBep.

UccnegoBanue ¢oTONMEepUOINYECKMX IIOPOTOB
Tepexoa K penpoTyKTUBHOI (a3e momysiumii A. ar-
temisiifolia moka3bIBaeT, 4TO BU 00J1a1aeT IIOTCHIIM-
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aJIoM pacIIpoCTpaHEHUS OO IMMPOTHI MOCKBEI. AK-
KJIMMaTu3alusl caMbIX paHHECIIeJbIX TeHOTUIIOB B
MockBe TeM 6oJiee BEpOsITHA, TTOCKOJIBbKY Topo sIB-
JisieTcst octpoBoM Tera. [losiBaeHue 6osiee paHHe-
cnenbix (¢ 16-4acoOBBIM ITOPOTOM), B TOM uuciie Gpo-
TOMEPUOINYECKU HEUTPATIbHBIX TEHOTUIIOB, U JaJb-
Helilllee MOTeIUieHUWe KJIMMaTa MOTYT IPOABUHYTb
MOTEeHIMAJIbHYIO TPaHUILy paclipocTpaHeHUs A. arte-
misiifolia eme nanbiie Ha ceBep. Caep:KUBaWOIIUM
9KCIAaHCUIO (haKTOPOM MOXET CIYKUTh CHUXKEHUE
KOHKYPEHTOCIIOCOOHOCTU paHHECIIeJIbIX TeHOTUIIOB
A. artemisiifolia B hpuTolieHo3aX U 3PP eKTuBHAs pa-
0oTa ci1yX0 3alIMThl PACTECHUA.

PMHAHCHUPOBAHUME

PaGora BbIMOJNIHEHA MpU Tomuep:kke rpanta POOU
Ne 19-05-00610A.



80 AD®OHMUH wu np.

KOH®JIMKT MHTEPECOB

ABTODHI 3asIBIISIIOT 00 OTCYTCTBUM KOH(JIMKTAa MHTE-
pecoB.

COBJIIOAEHUE 5TUYECKUX CTAHOAPTOB

Hacrosias ctaTbs He CONEPKUT Pe3yabTaTOB KaKUX-
JIN6O UCCIeNOBaHUI C UCIOJIb30BAHUEM XXMBOTHBIX B Ka-
YeCcTBe 0OBEKTOB.
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The fast genotypic adaptation of plants to the heat resources deficiency is based on the regulation of heat re-
serve redistribution between the vegetative and generative stages of development. The mechanism of photo-
periodic sensitivity launches the process of heat redistribution in short-day plants. The plants that begin
blooming on longer day form a generative stage of development earlier and receive more heat resources for
seeds ripening. Both the duration of the vegetative phase and heat supply during this period shorten, as a result
the vegetative growth of plants and potential seed productivity decline. This causes a weakening of competi-
tiveness in plant communities. The optimal balance between the duration of the vegetative and generative
stages of development in each geographical areas is specific and can be achieved via natural selection of gen-
otypes with an optimal threshold of photoperiodic sensitivity for certain zone. The features of photoperiodic
sensitivity thresholds of ragweed plants occurring in the southern and northern boundaries of the secondary
range in connection with the peculiarities of photoperiod dynamics and temperature conditions of their hab-
itats are considered. The prediction of the possibility of ragweed range extension to the north that associated
with both the potential variability of genotypes and trends of climate warming is made.
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