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Pesrome. TOrO, 4YTOOBI OLIEHUTb  Mepy
CTaTUCTUYECKONI  3aBUCUMOCTM  MeXAy  dopmoit
KpbiAd U (UAOTEHNENl BUAOB, ObIA INPOBEAEH aHAAN3
81 BUAQ AOAMXOINOAMA, NPUHAAAEKAIIMX K 27 popam
n3 11 mopcemericTs. IlpusHaku ¢GOpMBI KpblAa OBIAU
[IPOAHAAM3MPOBAHBI MeTOoAAMU reOMeTPUIECKOIl
Mopdomerpuu. UTOOBI OLEHUTH CTEI€Hb [OMOINAA3UU
bopMbBl  KpbIAQ, U3MeHeHUss (OPMBI HAAOXKMAM Ha
buAOreHeHeTNYECKOE  AEPEBO,  IMOCTPOEHHOE  Ha
OCHOBaHUM MOAEKYASIDHBIX AQHHBIX. DUAOTeHeTIIeCKUIT
CUTHAaA pa3Mepa M INPU3HAKOB  (GOPMBI  KpblAa
OLIEHMBAACS C IIOMOINbIO AAMOABI Ilareas. AHaAus
[0oKa3aA, 4TO pasauuus (GOpMBI  KpblAa  MEXAY
[IOACEMENCTBAMU  ObIAM B OCHOBHOM CBSI3aHBI C
U3MEHEHMEeM AAUHBI R, CMelljleH!eM 3aAHell NOIepedHo
KUAKM ¥ B3aMMOPACIOAOXEHWeM BepumH R, .u M,
CpaBHUTEABHBINI QHAAU3 C BHELIHENl IPYIIION [T03BOAUA
BBIIBUTb OBOAIOLIMOHHBIE TEHAEHLUM B CEMENCTBE U
[IPOM3BECTY IOASPU3ALMIO MPU3HAKOB (OPMBI KpBIAQ.
U pasmep, u npusHaku HOpPMbI KPbIAQ MMEIOT BBICOKUIT
CTaTUCTUIECKN AOCTOBEPHBIT GUMAOTeHETUIECKUIT CUTHAA.
O6c¢yxpaeTcst pyHKLMOHAABHOE 3HAYEHE 9BOAIOLIMOHHO-
Mopdoaornueckux mnpeobpasoBaHmit GOpMbl KpblAa B
ceMencTBe.

Abstract. A comparative analysis was conducted
on wing-vein landmarks on 81 species belonging to
27 genera of 11 subfamilies of the family Dolichopodidae
for estimating relationships between wing shape and
phylogeny. Wing shape was investigated by using the
geometric morphometric technique. We used principal
components analysis in order to description of wing shape
variation among species and subfamilies. To estimate a
degree of homoplasy wing shape variation were mapped
onto the specific-level phylogenetic tree based on the
COI gene (810 characters). Pagel’s lambda was used to
quantify the phylogenetic signal in wing traits. The analyses
demonstrated that the differences among subfamilies were
generally associated with changes of R, length, movement
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of posterior crossvein and tips of R, and M, , The
comparative analysis with outgroup taxon allowed for the
determination of the evolutionary trends in the family
and undertaking a character polarity of wing characters.
The analysis revealed that wing shape and size have high
phylogenetic signal. The result of our study demonstrated
the monophyly of Dolichopodidae subfamily; however
there was some degree of homoplasy: the species of the
subfamilies, which were not closely relates (Hydrophorinae,
Medeterinae and Sciapodinae) tend to have a similar wing
shape. The functional significance of the evolutionary
trends is discussed.

BBeaenue

B HacTosiee Bpems reomerpuieckasi MopboMeTpus
SIBASIETCSI TEPCHEKTUBHBIM IIOAXOAOM AASl  U3YYEHMs
pasanurs (opM, MOCKOABKY, B OTAMYME OT METOAOB

TPaAMLMOHHOI — Mopdoasormy, a Takke OOBIYHON
MopbOMeTpHH, TI03BOASIET OOHAPY)XUTb AOCTaTOYHO
MaAble, HO CTaTUCTUYECKM AOCTOBEDHBIE pPasAUYMAL

BOABLIMHCTBO UCCAEAOBAHUII B 3TOM 00OAACTU IMOCBSIIEHO
BO3MOXXHOCTSIM PasA€A€HUsT MOP(OAOTUYECKU CXOAHBIX
BUAOB U PEIIeHI0 TAKCOHOMUYECKIX BOIIPOCOB KaK MEXKAY
BUAAMI, TaK 1 BHYTpU Hux [Baylac et al., 2003; Villemant et
al., 2007; Tofilski, 2008; Schutze et al., 2012].

ITOCKOABKY CTeneHb CXOACTBA IMPEACTABAsIET CO0OI
OAVH 13 Hauboaee BaKHBIX KPUTEPUEB COBPEMEHHO
aBoALMOHHON  b6uosornn [Kamilar, Cooper, 2013],
OAUBKOPOACTBEHHbBIE BUABI, BEPOSITHO, OYAYT UMeThb
CXOAHBIE YepThl U3-3a HaAnuusi obuero npeaka. OAHAKO
BO MHOXXECTBE MCCAEAOBAHUII TIOKA3aHO, YTO HEKOTOPbIE
4epThl MOIYT HE KOPPEAMPOBaTb C 5BOAKLMOHHON
MCTOpUEN, HATIPUMED MOBEAEHYECKIEe YePThI, TIeHNe IITUL|
[Ord, Martins, 2010]. KpbiAbsi TpeACTaBASIIOT CO06O0I
AOCTATOYHO  SBOAIOLMOHHO IAAQCTUYHYI0  CTPYKTYpY
[Dudley, 2002], moatomMy K ¢(OpPMMPOBAaHMIO CXOAHBIX
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$bopM KpbiAa MOTAU TIPUBOAUTDH Pa3AUYHbIE MIPOLIECCHI, U
CAEAYET OXKXMAATB, YTO B UX MOP(HOAOTMU 3HAYUTEABHYIO
POAB UrpaeT KOHBEPTeHTHAsI SBOAOLIVISL.

Bbicokoe 3HayeHMe TOA€Ta B JKU3HM  MMAaro
AOAMXOIIOAMA O00yCAaBAMBAeT OOABIIOE pasHOOOpasue
dbopm kpbira. Kpome HEMOCPEACTBEHHO IMEpeABVKEHUS,
HEOOXOAMMOIO AASl YXOAQ OT XUIIHUKOB M IOUMKU
)KEePTB, HEKOTOPble BUABI AOAMXOIIOAVMA MCIIOAB3YIOT
KPBIAbSI TAK)Ke B IPOLIECCE OPAYHBIX YXKMBAHUIL U AAS
AeMOHCTpaLuu B 6utBax Mexay camuamu [Land, 1993].
ITocAeaHME NCCAEAOBAHNS YKAa3bIBAIOT Ha TO, YTO MPU3HAKHY,
HaXOASILIMECS TTOA AABAEHMEM IIOAOBOIO OTOOpA, MOTYT
OBbITh 9BOAIOLMOHHO [TAACTUYHBIMIU U USMEHSIIOTCSI TOPA3A0
ObicTpee, 4YeM Apyrue MOpGOAOTMYECKMEe MPU3HAKU
[Hosken, Stockley, 2004]. Toabko 17 BUAOB AOAMXOTIOAMA
(0.2% mupoBoit dayHsl) 13 6 GUAOTEHETUIECKU AAAEKUX
pPOAOB UMMEIT B pa3HOIl CTENEeHU PpEeAYLMPOBaHHbIE
KPBIAbSI, OYAy4YM IPUYPOYEHHBIMU K BBICOKOTOPBSIM MAU
HeboabiM ocTpoBaM [Evenhuis, 2018]. [ToaTomy onjeHka
CTereHu CBsi3u GOPMbI KPbIAA C 9KOAOTHEN BUAQ SIBASIETCSI
BOKHBIM BOIIPOCOM AASl TIOHUMAHUSI SBOALIMOHHBIX
TEHAEHLIVI B CEMeIICTBE.

Ipu3Haku GOpMBI KPbIAA LIMPOKO UCIIOAB3YIOTCS KaK
AASI AMarHOCTVKY BUAOB, TaK U AASL M3y4YeHUS TAKCOHOMUM
u punrorennn cemerictBa Dolichopodidae [Brooks, 2005;
Zhang, Yang, 2005; Bernasconi et al, 2007a; Wang et
al., 2007; Lim et al, 2010]. CpaBHUTEABHBIII AHAAUS,
OCHOBAHHBIII Ha METOAAX TPAAULIMOHHON MopdomeTpun,
MIPOAEMOHCTPUPOBAA, YTO MPU3HAKM KPbIAA MOTYT OBITBH
MCIIOAB30BaHbI AAsI AarHOCTUKU poaoB Dolichopodidae
[Uypcuna u ap., 2012; Negrobov, Chursina, 2012; Chursina
etal,, 2014]. AaapHerme 60Aee MTOAPOOHbIE UCCAEAOBAHNS
OTAEABHBIX BUAOB TIO3BOAMAM BBISIBUTHD TOHKUE, HO
CTaTUCTUYECKY 3HAYMMBbIE Pa3AUYMs B pOopMe KPbIAQ CAMOK
M caMLOB M BHYTpu mnonyasiuuit Poecilobothrus regalis
(Meigen, 1824) [Chursina, Negrobov, 2016] u Dolichopus
plumipes (Diptera, Dolichopodidae) [Chursina et al., 2017],
a TaK)XXe HANPaBAEHHYIO aCMMMETPUIO pasMepa Kpbiaa B
oaHont m3 momyasiumit Poecilobothrus regalis [Chursina,
2017]. X0Tst BHYTPUBMAOBASI U3MEHYMBOCTD TIPOSIBASIETCS
Y AOAUXOIIOAMA, KaK U Y APYIMX ABYKpbIAbIX [Cavicchi et
al., 1985; Griffiths et al., 2004], ObIAO TOKa3aHO, YTO OHA
3HAYMMO MeHblle MeXXBUAOBON [Chursina, 2017], a sHauyuT,
NpuU3HaKy (GOPMBI KPbIAA MOTYT OBITH MCITOAB30BAHBI AAS
upentudukaguu Brupos [De la Riva et al., 2001; Francuski
et al,, 2009a, b].

OuaoreHnst AOAUXOMOAUA M3ydaAach Ha OCHOBaHUU
KaK MOP(GOAOTMYECKMX, TaK U MOAEKYASPHBIX AQHHBIX,
OAHAKO AaXe AASl  AOCTATOYHO IIOAHO M3YYEHHBIX
MMOACEMENICTB  TMOASIPU3aLusl  MPUSHAKOB  OCTAETCS
HeoAHO3HauHo [Bernasconi et al., 2007a; Lim et al., 2010].
HauboAee 4acTo AAST TAKCOHOMUYECKO UAEHTUDUKALUK
MIPUMEHSIIOTCS CAEAYIOLVe TTpu3HaKy KpbiabeB [Lundbeck,
1912; Becker, 1917, 1918a, b; Negrobov, Stackelberg, 1971,
1972, 19744, b; Negrobov, 1977, 1978, 19794, b; Grichanov,
2007]:

1) PaspeAeHye XUAKU M, ,va M, u M, (o AaHHOMY
MIPM3HAKY BBIAEASIETCSI OOABLIMHCTBO BUAOB TIOACEMENCTBA
Sciapodinae).

2) Uaru6 M, ,: Hanpumep, pesKuit S-o6pasHblit U3ruo
XapakTepeH AAsl MHOTUX BUAOB Dolichopus Latreille, 1796,

MAABHBIII U3rMO BCTPEYAETCS Y PSIAQ APYTMX BUAOB POAR;
6oAee MAM MeHee pesKuit usrub M, , VAU ero OTCyTCTBUE —
AVarHOCTMYECKMI IPU3HAK BUAOB BHYTPY MHOTUX APYTUX
POAOB CeMeliCTBa.

3) PacrioAokeHMe 3apHeN TONEPEeYHON >KUAKU dimi-
/M, YTO MAaTeMaTUYECKU MOKET ObITb BBIPAKEHO Kak
OTHOIIIEHNE AAVHBI BePIIMHHON YacTu M, K aAAuHe dm-m
(AASI AMATHOCTUKU BUAOB U POAOB).

4) BsauMHOe DPacCIIOAOXKeHMe AVCTAABHBIX OTPE3KOB
R, . n M, [Pollet, 2003] (mpum paspereHMU pPOAOB
Hercostomus Loew, 1857 u Gymnopternus Loew, 1857).

5) OrHoueHMe AAMHBI KpblAQd K AAMHE OTpe3Ka
KOCTaAbHOI )KMAKYM AO MECTa CAUSHUA C R, (10 AaHHOMY
NpU3HAKY BbIAEASIOTCS BUABL Achalcinae u Diaphorinae).

XOTST MONBITKM PacCMOTPeTb pasanyusi (Gpopmbl
Kppiaa y  TakcoHoB  Dolichopodidae = poaosoro
YPOBHA yXe mpepnpuHuMaauch [UypcuHa wu  Ap.,
2012], OAHaKO IIOAYYEHHBIE AaHHblE AO CHUX IIOp He
OBIAM MHTEPIIPETUPOBAHBl C TOYKM 3PEHUsT OLeHKU
9BOAIOLMOHHBIX IpeobpasoBaHuil. [TOCKOABKY MMEIOTCS
ONyOAMKOBaHHbIE AQHHBIE 110 (UAOTEHUM AOAUXOIIOAMA
[Bernasconi et al., 2007a, b], mbI mocraBuau nepep cob6oit
3aAauy IPOAHAAM3MPOBATh (UAOTEHETUYECKUIT CUTHAA
B GpopMe Kpblaa Ha YPOBHE POAOB U MOACEMENCTB. PaHee
BOIPOC O HAAMYMK (PUAOTEHETUYECKOTO CUTHaAA B popme
KpblAQ Y)K€ pacCMaTpMBaACsi B paMKaX OTAEABHOIO
noacemericta  Dolichopodinae [Uypcuua, Herpo6os,
2018]. LleApro AaHHOM paboOTBI SIBASAOCH OIMCAHME
pasHoobpasust GpopM KpblAa U PACCMOTpEHME BOIPOCa
0 (QUAOreHeTUYeCKOM CUrHaAe (OpPMbl KpPblAd B PaMKax
Bcero cemeiictBa Dolichopodidae.

MarepuaA u METOABI

ITpoaHaansupoBaHbl GOpMbI Kpbiaa 7895 9K3eMIIASIPOB
ABYKDBIABIX, TpUHaAAeKamux K 81 BuAy us 27 poAOB
11 moacemeiictB Dolichopodidae (raba. 1). B kauecrtBe
BHeIIIHeN Ipymniisl (outgroup) ObIAM BbIOpaHbI ABYKpBIAbIE
cemerictBa Empididae (Empis borealis Linnaeus, 1758).
VcX0oAsT U3 LIeAU MCCAEAOBaHMS, HAM OBIAO HEOOXOAVMO
HpI/IHHTb BO BHIMMaHMe KaK MO>XHO 6OAbIHe HpI/ISHaHHbIX
B Hacrosiiee Bpems: moacemeiicts Dolichopodidae; npu
5TOM ObIAU BbIOPAHBI CAMbl€ LIMPOKO PACIPOCTPAHEHHBIE
IIPEACTaBUTEAM  MOAceMmeiicTB.  Hamboaee — 6oraroe
Bupamu B Ilaaeapkruke mopcemerictBo Dolichopodinae
OBIAO TIPEACTAaBAEHO ceMbio 7 poaamu. ITopcemeiicTBo
Sympycninae, KoTopoe cumMTaeTcs NOAM(UAETUYECKUM
[Bernasconi et al., 2007a], nsyyaaocp Ha npumepe 10 BUAOB,
NPUHAAAEKALIMX K 5 popaM. B AaHHOM uccAepOBaHUU
UCIIOAB30BAH  MaTepuaA U3  KOAAEKUUM  KadeApsl
9KOAOTMM M CHUCTEMATUKU 0ECII03BOHOYHBIX JKMBOTHBIX
BopoHeXCcKoro rocypapcrBeHHoro yHmepcurera (BIY,
Boponex, Poccust) u aAnuHbie COOPbI aBTOPOB.

Bupbt  Argyra  diaphana  (Fabricius, 1775),
A. leucocephala (Meigen, 1824), Asyndetus latifrons
(Loew, 1857), Chrysotus cilipes Meigen, 1824, C. gramineus
(Fallén, 1823), C. suavis Loew, 1857, Dolichopus
acuticornis Wiedemann, 1817, D. brevipennis Meigen,
1824, D. campestris Meigen, 1824, D. claviger Stannius,
1831, D. latilimbatus Macquart, 1827, D. lepidus Staeger,
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Tabanua 1. VI3yueHHbIe BUABL; KOAUYECTBO 9K3E€MIASIPOB KQKAOTO BUAA YKa3aHO B CKOOKaX.
Table 1. Studied species; number of specimens represent in parentheses following species name.
Bua

IMoacemeiicTBO

Poa

Achalcinae

Achalcus Loew, 1857

cinereus (Haliday, 1851) (6)
flavicollis (Meigen, 1824) (2
argentina (Meigen, 1824)

)
4)

Diaphorinae

Argyra Macquart, 1834

Asyndetus Loew, 1869
Chrysotus Meigen, 1824

Diaphorus Meigen, 1824

Nematoproctus Loew, 1857

diaphana (Fabricius, 1775)
elongata (Zetterstedt, 1843
grata Loew, 1857 (8)
leucocephala (Meigen, 1824) (30)
perplexa Becker, 1918 (2)
vestita (Wiedemann, 1817) (2)
latifrons (Loew, 1857) (2)
cilipes Meigen, 1824 (134)
femoratus Zetterstedt, 1843 (2)
gramineus (Fallén, 1823) (4)
neglectus (Wiedemann, 1817) (2)
suavis Loew, 1857 (34)
nigricans Meigen, 1824 (2)
oculatus (Fallén, 1823) (4)
distendens (Meigen, 1824) (2)

acuticornis Wiedemann, 1817 (89)

(25)
) (2)

Dolichopodinae

Dolichopus Latreille, 1796

Ethiromyia Brooks et Wheeler, 2005
Gymnopternus Loew, 1857

Hercostomus Loew, 1857
Poecilobothrus Mik, 1878
Sybistroma Meigen, 1824

Tachytrechus Haliday, 1851

brevipennis Meigen, 1824 (67)
campestris Meigen, 1824 (66)
claviger Stannius, 1831 (66)
latilimbatus Macquart, 1827 (234)
lepidus Staeger, 1842 (130)
linearis Meigen, 1824 (60)
longicornis Stannius, 1831 (208)
longitarsis Stannius, 1831 (408)
nigricornis Meigen, 1824 (78)
pennatus Meigen, 1824 (92)
plumipes (Scopoli, 1763) (178)
popularis Wiedemann, 1817 (2)
simplex Meigen, 1824 (162)
trivialis Haliday, 1832 (186)
ungulatus (Linnaeus, 1758) (626)
urbanus Meigen, 1824 (2)
chalybea (Wiedemann, 1817) (25)
aerosus (Fallén, 1823) (212)
brevicornis (Staeger, 1842) (2)
celer (Meigen, 1824) (118)
metallicus (Stannius, 1831) (532)
longiventris (Loew, 1857) (2)
nigripennis (Fallén, 1823) (2)
nigriplantis (Stannius, 1831) (688)
plagiatus (Loew, 1857) (2)
chrysozygos (Wiedemann, 1817) (254)
regalis (Meigen, 1824) (1376)
crinipes Staeger, 1842 (130)
discipes (Germar, 1821) (2)
obscurella (Fallén, 1823) (44)
notatus (Stannius, 1831) (2)
transitorius Becker, 1917 (2)

borealis Lundbeck, 1912 (136)

Hydrophorinae

Hydrophorus Fallén, 1823

Machaerium Haliday,1832

praecox (Lehmann, 1822) (96)
maritimae Haliday, 1832 (2)

kerteszi Lichtwardt, 1902 (2)

Medeterinae

Dolichophorus Lichtwardt, 1902
Medetera Fischer von Waldheim, 1819

ambigua (Zetterstedt, 1843) (24)
diadema (Linnaeus, 1767) (14)
jacula (Fallén, 1823) (16) (16)

infumata Loew, 1857 (2)
muralis Meigen, 1824 (2)
pallipes (Zetterstedt, 1843) (2)

Neurigoninae

Neurigona Rondani, 1856

pallida (Fallén, 1823) (176)
quadrifasciata (Fabricius,1781) (61)
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Tabauua 1 (okoHYaHME).
Table 1 (completion).

ITopcemeiicTBO Poa Bua,
Peloropeodinae Micromorphus Mik, 1878 albipes (Zetterstedt, 1843) (2)
Rhaphiinae Rhaphium Meigen, 1803 appendiculatum Zetterstedt, 1849 (94)

crassipes (Meigen, 1824) (2)
longicorne (Fallén, 1823) (2)
micans (Meigen, 1824) (2)
Sciapodinae Sciapus Zeller, 1842 platypterus (Fabricius, 1805) (146)
wiedemanni (Fallén, 1823) (87)
Sympycninae Campsicnemus Haliday, 1851 compeditus Loew, 1857 (2)
picticornis (Zetterstedt, 1843) (2)
scambus (Fallén, 1823) (92)
Lamprochromus Mik, 1878 bifasciatus (Macquart, 1827) (2)
Sympycnus Loew, 1857 pulicarius (Fallén, 1823) (361)
Syntormon Loew, 1857 denticulatus (Zetterstedt, 1843) (2)
pallipes (Fabricius, 1794) (156)
zelleri (Loew, 1850) (2)
Teuchophorus Loew, 1857 calcaratus (Macquart, 1827) (2)
spinigerellus (Zetterstedt,1843) (36)
Xanthochlorinae Xanthochlorus Loew, 1857 ornatus (Haliday, 1831) (56)

1842, D. linearis Meigen, 1824, D. longicornis Stannius,
1831, D. longitarsis Stannius, 1831, D. nigricornis Meigen,
1824, D. pennatus Meigen, 1824, D. plumipes (Scopoli,
1763), D. simplex Meigen, 1824, D. trivialis Haliday,
1832, D. ungulatus (Linnaeus, 1758), Ethiromyia chalybea
(Wiedemann, 1817), Gymnopternus aerosus (Fallén, 1823),
G. celer (Meigen, 1824), G. metallicus (Stannius, 1831),
Hercostomus nigriplantis (Stannius, 1831), Poecilobothrus
chrysozygos (Wiedemann, 1817), P. regalis (Meigen,
1824), Sybistroma crinipes Staeger, 1842, Neurigona
pallida (Fallén, 1823), N. quadrifasciata (Fabricius,1781),
Rhaphium appendiculatum Zetterstedt, 1849, Sciapus
platypterus (Fabricius, 1805), S. wiedemanni (Fallén,
1823), Campsicnemus scambus (Fallén, 1823), Sympycnus
pulicarius (Fallén, 1823), Teuchophorus spinigerellus
(Zetterstedt,1843) 6Opian  cobpanr M.A. UypcuHoit
Ha mporspkennn 2013-2018 ropoB, wupeHTHUKALMS
BUAOB TIPOM3BOAMAACH IO oOmnpepeAuTeasiM Herpo6osa
[Negrobov, 1977, 1978, 1979a, b], Herpobosa u
IlItakeabbepra [Negrobov, Stackelberg, 1971, 1972,
19744, b], mpaBUABHOCTb OIpeAeAeHMI OblAa TPOBepeHa
O.TT. Herpo6oseim (BI'Y).

AAsT uccaepOBaHUS OBIAM MCIIOAB30BAHBI KAK CAMKM,
TaK M CaMLbl M3 Pa3AMYHBIX TOMyAsALMiL. Mopdoaornyeckas
TEPMMHOAOTMSI M Ha3BAHUS KUAOK MPUHSTEL o Kamuury
u Byay [Cumming, Wood, 2017].

AHaAu3 pasanumit GOpMbI IIPOUSBOAMACS METOAAMU
reomerpuyeckoit moppomerpuu [[TaBarHOB, MuKeuHa,
2002]. AAst 3TOro OBIAM M3IOTOBAEHBI TIOCTOSIHHbBIE
nperapaTbl KPbIAbEB HAa MPEAMETHBIX CTEKAAX, KOTOPBIE
3areM ObiAM cdorTorpadrpoBaHbl C IOMOIIBI0 KaMepsl
aast mukpockora Levenhuk C NG. Aass anaamsa
MCITOAB30BAANCH KaK IIpaBble, TAK U A€Bble KPbIAbsL. Bcero
ObIAO M3roTOBA€HO 3847 mpernapaTroB KPBIAbEB, KpOMe
TOro, ObIAM MCIIOAB30BAHBI MIPENAPAThl, CAEAAHHBIE PaHee
O.I1. HerpoboBriM. B HacTosilliee BpeMsi Bce IpenapaTb
HAXOASITCSI B KOAAEKLIMOHHOM (HOHAE KadeAPbl SKOAOTUU U
CUCTEMATUKU 0eCII03BOHOYHbIX )XMBOTHBIX BI'Y.

Yrobbpl KOAUYECTBEHHO OLEHUTb IOTPEILIHOCTH
uaMepeHuit, Bce pororpacduu 6b1AM OLMPPOBAHDI ABAKADL
AeKapTOBbl KOOPAMHATBI AEBSITM AQHAMApOK  ObIAM
oundpoBaubl 10 poTorpadpusM C MOMOILBIO IIPOrPAMMBbI
tpsDig-2.32 [Rohlf, Slice, 1990] (puc. 1, 2). ITockoabKy
METOABl T€OMETPUYECKOil MOpPGOMETPUM IO3BOASIIOT
OLIEHUTb Pa3AUYMSI TOABKO T'OMOAOTMYHBIX CTPYKTYP,
a BUABL ToAceMeiicTBa Sciapodinae BBIAEASIIOTCS B
CeMeNICTBE MO HAAUYMIO XXUAKU M,, Y TIpeACTaBUTEAeN
AQHHOTO ITOACEMENCTBA AQHAMapKa 4 pacroAarasach Ha
BeplIMHe XXUAKY M, (puc. 2).

Aasee TPOMBBOAMACS IepPeXOA OT  MCXOAHDBIX
A€EKapTOBBIX KOOPAMHAT K ITepeMeHHbIM (POPMBI C TOMOILI[bIO
MpoLieAypbl  000OIIEHHOrO IIPOKPYCTOBA COBMELIEHMS:
M30METPUYECKOE MACIITA0MPOBaHNE, HAAOXKEHE 0OBEKTOB
APYT Ha Apyra TakuM o0pasoM, 4TOOBI MX LIEHTPOMUABI
COBITAAAAM, M BBIPAaBHMBaHNE CPaBHMBAeMbIX CTPYKTYP.
AaapHernast 06paboTka AQHHBIX OblAQ IMpOBeA€HAa B
nporpammax Morpho] [Klingenberg, 2011], Statistica 10
[http://documentation.statsoft.com] u PAST [Hammer et al,, 2001].

B xayecTBe pa3MepHOil XapaKTEPUCTUKM KpbIAQ
MCIIOAB30BAACS LieHTpouaHbli1 pasmep [Zelditch, Swiderski,
2004]. AAsL OLEHKM pasAU4Msi LIEHTPOUAHBIX pPasMepoB
MEXAY BCEMM TPYIIIaMM MICIIOABb30BAACS AMICIIEPCUOHHBIN
anaan3 (ANOVA). IToCKOABKY pacIpeAeAeHye TTepeMeHHBIX
$OpMBI  COOTBETCTBOBAAO HOPMaAbHOMY 3aKOHY (TecT
KoamoropoBa — CmwmpHoBa, p > 0.05) u HabAroAarach
rOMOI€HHOCTb AUCIIEPCUM MEXAY IpyImnamu (Tect AeBeHa,
p > 0.05), AAsI TOTO, YTOOBI OLIEHUTD, HACKOABKO AOCTOBEPHO
pasanyaercss (opma Kpblaa MEXAY IOACEMENICTBAMMU,
poAaMu M IOAAMM, MCIIOAB30BAACS AVICIIEPCHOHHBIN
anaan3d (MANOVA) u kpurepmit asimbpa Ynakca. Aas
KOAMYECTBEHHOI OLIEHKM pa3An4mil B popme Kpbiaa MeXAY
rpynmnamy, ObIAO PacCUMTAHO IPOKPYCTOBO DPACCTOSIHME
Mexxpy cpearnmu popmamu [Zelditch, Swiderski, 2004].
TecTpoBaHMe 3HAYMMOCTU IPOKPYCTOBBIX DPACCTOSHMIA
MPOV3BOAMAOCH C MTOMOIIBIO MTPOLIEAYPBI TePeCTAaHOBKM C
10000 mHTerpanuit.
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AAs oueHKM  (GUAOrEHETMYECKOTO  CHUTHAAA
dbopmbl KpbIAQ ITOACEMEVICTB Dolichopodidae
IIPOAHAAU3UPOBAHBI MOAEKYASIpHBIE AQHHBIE,

BKAIOYQIOII[/le TOCAEAOBATEABHOCTY MUTOXOHAPUAABHOTO
reHa, Kopupyoouero 6eAox uuroxpom-C-okcupasy (COI)
(810 mpusHakoB), AenoHnpoBaHubsle B GenBank Apyrumu
nccaepoBaTeassMu [Bernasconi et al., 2007a, b; GenBank,
2016]. iudpopmatusroctb COI past usyueHus puaorennu
HaCeKOMBIX ObIAa HEOAHOKPATHO TIOATBepKAeHa [Caterino
et al, 2000; Smith-Caldas et al., 2001]. Aast mocTpoeHust
(bUAOreHEeTUYECKMX AEPEBBEB  MCIIOAB30BAACS METOA
MaKCUMaABHOTO IIPABAOIIOA0OMst 1 MOAeAb Tamyper — Hen
B mporpamme MEGA X [Kumar et al., 2018]. HapexHocTtb
BHYTPEHHMX BETBAEHMII ObIAA OL|eHEHa C IOMOLIbIO
OyTcTpan-aHaausa ¢ 1000 rceBAOpENAMKaLIMIL.

AAst TOro, yTOOBI MPOAHAAUBMPOBATH B3aUMOCBSI3b
MeXAYy POACTBOM TaKCOHOB U MOP(HOMETPUIeCKUMMU
PACCTOSIHUSIMY, HEOOXOAUMO MPOUSBECTU COMIOCTABAEHME
MOp(HOMETPUYECKUX  AAHHBIX C  (PUAOT€HETUYECKUM
AEPEBOM, KOTOPOE MOXeT ObITb BM3yaAM3MPOBAaHO Kak
npoexuyst GUAOTEHETUYECKOTO AepeBa Ha MPOCTPAHCTBO
usmenenus: ¢opm [Klingenberg, Gidaszewski, 2010].
Ilpy HAAUYUM CUABHOTO (UAOTEHETUYECKOTO CHUIHAAR
OAMBKOPOACTBEHHbIE BMABI B MPOCTpaHCTBe (HOpM
OYAyT pacroAaratbCsi psIAOM, U, KaK CAEACTBUE 3TOIO,
BeAMurMHa u3MeHeHMiT (GOpM BAOAb BeTBell AepeBa
OyA€T OTHOCUTEABHO HeOoAbwOi. Hamportus, ecaun
OAM3KOPOACTBEHHbBIE BUABI OYAYT YAQA€HBI ADYT OT Apyra
B IIPOCTPAHCTBE HOPM, TO AAUHA BETBEN YBEAUYMBAETCSI.

OueHka pUAOTEHETUYECKOTO CUTHAAA (POPMBI KPbIAQ
IPOMCXOAMAQ IIYTeM II€PECTAaHOBOYHOIO Tecra C
10000 wuHTerpaumit. IlpoBepsaach HyAeBas TIumoresa
00 OTCYTCTBUA ¢duaoreHeTnYeCKOro CUTHAAAQ,
NPEAIIOAAraAOCh, YTO B STOM CAy4Yae IIepeCTaHOBKa
3HaYeHMT ~ MOP(OMETPUYECKUX  INPU3HAKOB  MEXAY
BepuIMHAMU (PUAOTEHETUYECKOTO A€peBa TIPUBEAET K
MOCTPOEHMI0 60Aee AAMHHOTO A€peBa, YeM TO, KOTOpoe
GBIAO TIOAYYEHO NEPBOHAYAABHO. P-3HaYeHMe BHIYUCASIAOCD
KaK AOAsl IIePECTAaHOBOK, KOTOpbIe IPUBOAST K AAUHE
AEpeBa, PaBHON UAU MEHbIIe TOM, KOTOpas HabAIAAETCS
AAst McxopHbIX paaHHbIX [Klingenberg, Gidaszewski, 2010;
Klingenberg, 2011].

AAsL TOTO, 4TOOBI OLIEHUTDH GUAOTEHETUIECKUIT CUTHAA
pasMepa KpbIA2 U OTAEAbHBIX MPUSHAKOB (OPMbI, GbiAA
ncrnoAb3oBaHa Mepa AsimOaa Ilareass (Pagel’s lambda)
[Pagel, 1999]. AaHHbIil MOKa3aTeAb U3MEHSETCS. OT HYAS
AO E€AMHMLBI, TIpU 3TOM 3HaueHue AsiMOAbL [lareas,
NPUOAVDKAIOLIEECs] K EAVHUIIE, TOBOPUT O NPUCYTCTBUK
SIBHOTO (MAOTE€HETMYECKOTO CUTHAAd, K HYAI0O — O €ro
orcyrctBun [Freckleton et al., 2002]. Aas ee pacuera
UCnoAb3oBaAcs maker picante [Kembel et al, 2010] B
cpeAe R, AASL OLIEHKU CTaTUCTUYECKOM 3HAYUMOCTU —
MePeCTaHOBOYHBIN TeCT ¢ 999 MOBTOPHOCTAMM.

Pe3yabTaTbl
AVICTIEpCHOHHBINT ~ aHAAM3  IPOAEMOHCTPUPOBAA
3Ha4YlMMbIe pasaninAa B pasMmepe KpbIiAa MEXAY

noacemeiictBamu (F = 21.02; df = 9; p < 0.0001) u popamu
(F = 3241; df = 25; p < 0.0001), HO He MeXAy IOAAMU
(F=1.32; df = 1; p = 0.25). 3Haunmble pasanyusi B hpopme
KpblA2  IPUCYTCTBOBAAU  MEXAY  IOACEMENCTBaMU

M,

2 05

M,

Puc. 1-2. KpbIAbsl M A@HAMAaPKHU, UCIIOAb30BaHHbIE B ICCAEAOBAHUM:

1 — Campsicnemus scambus (Fallén, 1823); 2 — Sciapus wiedemanni
(Fallén, 1823). 1-9 — raupMapku: I — TOUKA CAUSIHUA R, C KOCTOIf; 2 — TOUKA
CAMAHMA R, , C KOCTOI; 3 — TOUKA CAMSAHMA R C KOCTOI; 4 — TOUKA CAUSHUS
M, , ¢ KOCTOi1; § — TOuKa cAMsHUSA M, € KOCTOI1; 6 — TOuKa nepecedenus M,
cdm-m; 7 — Touka nepecedenuss M, , ¢ dm-m; 8 — Touka cAMsHMA R, v R
9 — Havano M,.

Figs 1-2. Wings and landmarks used in the study:

1 — Campsicnemus scambus (Fallén, 1823); 2 — Sciapus wiedemanni
(Fallén, 1823). -9 — landmarks: I — the insertion point of R with costa;
2 — the insertion point of R, , with costa; 3 — the insertion point of R, with
costa; 4 — the insertion point of M, , with costa; 5 — the insertion point of
M, with costa; 6 — the insertion point of M, with dm-m; 7 — the insertion
point of M, , with dm-m; 8 — the insertion point of R, ; and R, ; 9 — the
beginning of M,.

4457

4457

(MANOVA: asm6pa Yuakca = 0.008; F = 458.0; df = 126,
64960; p < 0.00001), popamu (assm6Oaa Yuakca < 0.00001;
F = 513.0; df = 350, 104019; p < 0.00001) u BupAaMu
(astM6aa Yuakca < 0.00001; F = 278.5; df = 1120, 116380;
p < 0.00001). Pasanuust B popme Kpblaa y CAMLIOB M CAMOK
MeHee 3HaUUMBI (AsiMOAQ Yuakca = 0.69; F = 304; df = 16,
10721; p < 0.00001), mosTOMYy B XOA€ MCCAEAOBAHMUA
CaMKM U CaMLibl aHAAV3MPOBAACb COBMECTHO, B KaueCTBe
pasmepa ¥4 (OPMBI KpblAQ MCIOAB30BAAKMCH CpEAHME
3HAUEeHMA AAS CAMLIOB U CaMOK. [TpOKpyCTOBBI pacCTOAHUS
MEeXAY IopceMeiicTBamMu usMeHsAaAuch ot 0.221, p < 0.0001
mexpy Diaphorinae n Hydrophorinae a0 0.0390, p < 0.0001
mexxpy Rhaphiinae u Sympycninae. VIHTepecHO OTMETUTD,
YTO MUHMMAaAbHOE IIPOKPYCTOBO PACCTOsIHME OOHAPY)KEHO
MeXAy Bupamu pasHeix mopcemertcts (0.032, p < 0.0001,
Syntormon pallipes u Gymnopternus metallicus).

Bapunanyuu noao)keHus AaHAMapok. AaHamapka I.
Haubosee AMCTAaABHO pacrOAOXeHHAs BeplmMHa R,
HabAIOAaETCS y NpeACTaBUTeAeN TMOACEMENICTBA
Diaphorinae, B To Bpems kak Dolichopodinae, Medeterinae
n  Sympycninae  XapakTepusyIOTCA  HPOKCHMAABHO
PAaCIIOAOKEHHO BepuIMHOlL R . OCTaAbHbIE TOACEMENICTBA
3aHUMAIOT IIPOMEXYTOUHOE ITOAOXKEHME.

Aanpmapka 2 — BeplIMHA XMAKM R, , — Hauboaee
MPOKCUMAABHO pacrnoAoxeHa y Diaphorinae, auictaabHO —
y Medeterinae n Xanthochlorinae.

3HAUUTEABHBIX ~ PasAMYMIl B PaCIIOAOXKEHUU
BepUIMHbI R, . (AaHAMapKa 3) y IpeaCTaBuTeAelt ceMeiicTBa
He HaOAIOAQeTCH.
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Aanamapka 4 (Bepumza M, ) cMeljeHa IPOKCUMAABHO
y BupaoB Medeterinae u Hydrophorinae, ancraapno —
y BupoB Diaphorinae.

AaHpmapku 5, 6 UM 7 TIPOAEMOHCTPUPOBAAU
HanMOOABIIYIO AVCIIEPCUIO CPEAU MOACeMeNiCTB. BepumiHa
XUAKM M, HanboAee AMCTAABHO PacCIOAOXKEHa Yy BUAOB

Neurigoninae 1 cMelleHa NPOKCMMAAbHO Yy BUAOB
Sciapodinae, Medeterinae, Hydrophorinae, ut0o B
coyeTaHMM C HambOAee AMCTAaAbHO PAaCIIOAOXKEHHOI

AQHAMapKoit 6 y BupaoB Medeterinae n Hydrophorinae
nosBoasier  chopmmpoBaThb  Hauboaee  KOPOTKMUIL
aNMKAAbHBIN OTPE30K M.

AaHAMapKu 6 u 7, OIMUCBHIBAIOLIME PACIOAOKEHME
3aAHEN TONEepPeYHON >KMAKU dm-m, MMeWT Hauboaee
NPOKCMMAABHOE  IIOAOKEHME Yy  IIPEACTaBUTEAEN
noacemerictB Diaphorinae m Xanthochlorinae. 3apuss
HomepeyHasl JKMAKAa CMellleHa alMKaAbHO Y BUAOB
Medeterinae u  Hydrophorinae. Ham6oaApmmiz  yroa
HAaKAOHa dm-m XapaKTepeH AAsi BUAOB Sciapodinae.

AaHpMapka 8, o6o3Hauawolasi MOAOXKEHME TOYKMU
pacxoxpeHus R, . u R, ., HaumboAee IPOKCUMAABHO
pacroaoxena y BuaoB Hydrophorinae n Medeterinae,
Hanboaee puctasbHo — y Xanthochlorinae, Rhaphiinae,
Dolichopodinae, Diaphorinae u Sympycninae.

CpaBHMTeAbeII;I AHAAU3 (¢ NPpEACTABUTEAAMN
BHEIITHeN I'pymnIbl IIO3BOAUA BBIABUTDH HEKOTOpbI€
TEHACHLINN.

TTepBast — aTO YKOpoueHMe R, 1 CMeIleHNe ee BepIIHbI
NPOKCMMAABHO. AaHHAsI TEHAECHLMSI IPOCAEKUBAETCS
B psay Empididae — Diaphorinae — Xantochlorinae,
Rhaphiinae, Sciapodinae, Hydrophorinae, Neurigoninae —
Dolichopodinae, Medeterinae.

Bropast — ykopoueHue dm-m YU YMeHbIUEHNE YrAa
€ee HAKAOHA, CONPOBOXKAQIOLIEECS €€  AMCTAABHBIM
cMelleHreM. AAHHAsI TEHAEHLMs HAOAIOAQETCS B PSIAY
Empididae — Diaphorinae, Xantochlorinae — Rhaphiinae,
Neurigoninae,  Sympycninae,  Dolichopodinae = —
Sciapodinae — Medeterinae, Hydrophorinae.

TpeTbsi TEHAEHLUSI — YKOPOYEHME AaIUKAABHOTO
orpeska M : Empididae — Diaphorinae, Xanthochlorinae —

Rhaphiinae, Neurigoninae — Dolichopodinae,
Sympycninae -  Sciapodinae -  Hedrophorinae,
Medeterinae.

Eile oAHa TEHAEHLIMST, KOTOPAsi MOXKET OBITh BbIAEAEHA
y Dolichopodidae mo cpaBHeHMIO C IIpeACTaBUTEASIMU
Empididae, aTo coamkenue sepumu R, . u M, .

PacnoaokeHne mnopceMelncTB B INPOCTPAHCTBE
dopm. AHaAU3, UAU METOA TAQBHBIX KOMIIOHEHT BapMaLun
(Principal Component Analysis, PCA), T03BOAUA BBIA€AUTD
4 rAaBHBIX KOMIIOHEHTbI M3MEHYMBOCTU (GOPMBI, yeil
CyMMapHbIi1 BKAaA Tpesbimaa 75%. Ileppas KoMIoOHeHTa
(PC1) copeprxaaa okoao 30% ot ob1iet Aucrepcuu GopMbl
/I BKAIOYAAQ COBMECTHOEe CMellleH/e AaHAMapok 3, 4, 5,
61 7110 ocu x. Pacioao>keHue oA ceMeincTB BAOAb ocu PC1
OIMCBIBAAO AMCTaAbHOE cMelieHue dm-m (ot Asyndetus
latifrons po Neurigona quadrifasciata) (puc. 3). Bropas
kommnoHeHTa (PC2) copeprkara 18.54% aucnepcun hpopmbl
Y BKAIOYaAQ CMellleHe AAHAMAPKH 5 10 OCH Y — YKOPOY€eHe
amkasbHoro orpeska M, Ocb PC2 omucpiBasa U3MeHeHe
or 6oAee Y3KOTO KpblAa C NMPOKCUMAABHON dm-m (BUABL
Tachytrechus w Hydrophorus) a0 6oAee WMPOKOro ¢

auctaabHont dm-m  (Bupabl  Xanthochlorus). Tpetbst
kommnoHedTa Bapuauuu (PC3) copepskara okoao 16.45%
U BKAIOYaAa cMelleHus AaHaMapku I. PC3 mosBoasiaa
OTAEAUTb TPYIIYy BUAOB IOAceMericTBa Diaphorinae or
APYTVIX AOAVIXOIIOAVIA,.

[TepecTaHOBOYHBIII ~ TECT  IPOAEMOHCTPUPOBAA
HaAUMYMe 3HAYMMOM PMAOr€HETUYECKON CTPYKTYPbI AQHHBIX
(p < 0.0001). ®uAoreHeTn4eCKU CUTHAA OBIA OCOOEHHO
BBIpaKeH AAsl opceMericTBa Dolichopodinae, mockoabky
BCE PACCMOTPEHHbBIE B AAHHOM MICCAEAOBaHUM BUADBI UMEAU
CXOAHBIE KPBIABSI 11 B IIPOCTPAHCTBE (HPOPM PacrioAaraAlicb
PSIAOM, 32 UCKAIOYeHueM BUAOB Tachytrechus, a Takxe
B mopcemerictBe Sciapodinae. Bupbl u3 mopcemencrs
Sciapodinae, Medeterinae u Hydrophorinae, a Takxe
BUABL  popa  Tachytrechus  TPOAEMOHCTPUMPOBAAU
3HAUUTEABHOE CXOACTBO (OPMBI KPbIAbEB, HECMOTPS Ha
TO, YTO He SIBASIOTCSI OAM3KOPOACTBEHHBIMU MCXOAS U3
MOAEKYASIDHBIX AQHHBIX.

B HeKOTOpBIX CAy4yasix B MPOCTpaHCTBe (opm
COAVDKEHHBIMM OKa3aAUCh BUADI 13 PA3HBIX IOACEMENCTB,
Hanpumep Neurigona quadrifasciata w Campsicnemus
compeditus, Bupbl Teuchophorus v Dolichophorus kerteszi,
Dolichopus ungulatus n Sciapus platypterus. HanoxeHue
usMeHeHus: ¢opM Ha  (UAOTEHETMYECKOE  AepPeBO
IIPOAEMOHCTPUPOBAAO, YTO B PsIA€ cAydaeB ¢popma KpblAa
He HeceT B cebe pMAOreHeTNYECKOro CUTHAAQ, TOCKOABKY
OAUBKOPOACTBEHHble  BMAbL  (Hampumep, Neurigona
pallida v N. quadrifasciata) aaaeko pasHeCeHbI APYT OT
Apyra B mpoctpaHcTBe dopm (puc. 3), Toraa KaK BUABDI,
OTHOCSILIMECS K Pa3HbIM ITOACEMENICTBAM, PACIIOAATAITCS
pspom (Xanthochlorus ornatus, Sympycnus pulicarius,
Chrysotys suavis).

KaacTepHblil aHaAM3 AQHHBIX (OPMBI KpblAd I10
METOAY MOMAPHOTO BHYTPUIPYIIIIOBOIO HEB3BEIIEHHOTO
cpepHero (Unweighted Pair Group Method with Arithmetic
Mean, UPGMA) (puc. 4) mokasaa, 4TO OTHOCHUTEABHO
AOCTOBEPHO BBIAEASIIOTCSL TOABKO ABa IOACEMENCTBA:
Diaphorinae u Dolichopodinae. OTaeAbHO OT OCTaABHBIX
BMAOB CEMENCTBA CTOMT TPYIIA, COCTOSIAs U3 BMAOB
Asyndetus n Chrysotus (moacemerictso Diaphorinae), cropa
Xe BKAWYeH Bup Micromorphus albipes (mopcemernctBo
Peloropeodinae). 39To  BMABI C  IPOKCUMAABHO
CMellleHHOMt  dm-m. Bropas 4acThb IMOACEMeNCTBa
Diaphorinae (Buabt Argyra v Diaphorus) 6piaa BbIAEA€HA
B COCTaBE€ CEMENICTBA B OTAEABHYIO IPYIITY C AOCTAaTOYHO
BBICOKOV CTaTUCTUYECKOM MTOAAEPIKKOIL.

Boipeaenue BupoB nopcemerictBa Dolichopodinae e
MMeeT BbICOKOM CTATMCTUYECKON IMOAAEPXKKM: B COCTaB
rpynmel, copepkaiieit BuAbl Dolichopodinae, Taxxe
BKAIOYAIOTCS BUABL Syntormon pallipes v Lamprochromus
bifasciatus (Sympycninae), a Buabl poaa Tachytrechus
u Sybistroma crinipes TNONAAQIOT B APYTMe TDYIIIbL
B oTAuunMe OT AOAMXOIIOAVMH, BUABI Sympycninae He
00pasyT ycroitunBoit rpymmbl. OHM KAACTEPUBYIOTCS C
Bupamu Xanthochlorus, Neurigona, Achalcus, Chrysotus
u Gymnopternus U3 pasHbIX moaceMeiicTB. Hecmorps Ha
TO, YTO HEKOTOPBIE U3 POAOB Sympycninae mpeACTaBAEeHbI
HECKOABKMMM BUAQMM, BUABI OAHOTO pOAa He 00pasyiT
OTAEABHBIX TPYIII, TOABKO II0 ABa BUAQ Symtormon u
Campsicnemus BBIAEASIIOTCS C  AOCTQTOYHO BBICOKOM
CTAaTUCTUYECKOV MOAAEPKKOI.
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Xant. ormatus
0.101
Chr. suavis
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© chrysozygos
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Sc. wiedemanni
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Symp. pulicarius
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PC1 (29.98%)

Puc. 3. PeKOHCTPYKLMSI 9BOAIOLIMOHHO-MOPdOAOrMIecKux usmeHenuit popmel kpoiaa B cemerictBe Dolichopdodidae: mepsast (29.98%) u Bropas
(18.54%) raaBHBIE KOMIIOHEHTBI MEXBUAOBOI U3MEHYMBOCTY GOPMBI KpbIAa (AASI OOAEIYeH s BUSYaABHOTO BOCIIPUATIS IPEACTABACHO 24 BuAa). YepHbii
KOHTYP — yCpeAHeHHas popMa KPbIAa BUAA, CEPbIt KOHTYP — GOpMa KPbIAA PEATIOAAraeMOro O0LIEero npeaka.

Fig. 3. Reconstruction of evolutionary changes in wing shape of dolichopodid species: the first (29.98%) and second (18.54%) principal components
of the shape variation (to facilitate visual perception, 24 species are showed). Black outline — mean wing shape of the species, grey outline — wing shape of

common ancestor.

Buabpl poaa Hydrophorus BBIAEASIIOTCS C BBICOKOII
CTATUCTUYECKOI MIOAAEPIKKON, HO Machaerium maritimae
(Hydrophorinae) AoeMOHCTpUpyeT CXOACTBO (pOPMBI KpbIAQ
¢ Nematoproctus distendens (Diaphorinae uau Rhaphiinae,
[0 pa3HbIM MCTOYHUKaM). Ta >Ke CUTyauusi MPeACTaBA€Ha
B mopcemeitictBe Medeterinae:  Dolichophorus — He
BKAIOYAETCI B 3TO IIOACEMENCTBO. Buabl Medetera
00pasylOT ABE OTAEAbHble TpyIbl. CMelIaHHble IPYIIIbI
TaKke HabAwAalTCsT B moaceMmerictBax Rhaphiinae u
Neurigoninae.

Heo6X0AMMO OTMETUTbH, YTO HA CYOPOAOBOM YpPOBHE
BbIAeAeHVe BUAOB Dolichopus brevipennis v D. ungulatus
C BBICOKOM CTaTUCTUYECKOV TIOAAEPXKKOM COoYeTaeTcs
C BKAIOYEHMEM UX B OAHY TIPYIIy BMAOB Ha OCHOBE
MOAEKYASIDHBIX AQHHBIX [Bernasconi et al., 2007a, b].

DUAOreHEeTUYECKUIT CUTHAA TPUSHAKOB (POpMBI
Kpbiaa. OueHka  (QUAOreHeTMYECKOro  CUrHasa ¢

moMoubio  AsIMOAbL [lareast (puc. 5) mokasaAa, dYTO
Bce 18 mpu3HaKoB MMEIOT BBICOKYI CTAaTUCTUYECKYIO
3HAYUMOCTb (uAoreHeTnyeckoro curtasa (p < 0.01).

AAuHa R, MeCTOIOAOXEHME MeCTa PaCXOKAEHUS
R, ,n R, ., B3aumopacnoAroxxeHue BepumH R, . u R, .
M TIOAOXKEHUNe dm-m VMeT HanboAee 3HAYMMBIA

¢duaorenernueckun curHaa (p < 0.001). 3HaummbliL, HO
MeHbIIIT GMAOTEHETIYECKIII CUTHAA TIPOAEMOHCTPUPOBAA
u pasmep kpbiaa (A = 0.757; p = 0.001).

Oo6cyxpeHne

Xorts npusHaky GpopMbI KpbIAa LIMPOKO UCIIOAB3YIOTCS
B UCCAEAOBaHMSIX II0 CUCTeMaTuke U (uAoreHun
cemeiictBa Dolichopodidae, oTBeT Ha Bompoc o Tom, HeceT
AV OTAEABHBIN NPU3HAK (PMAOreHeTUUECKMIT CUTHAA B TOV
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Teuchophorus calcaratus
Campsicnemus compeditus
Neurigona quadrifasciata
Hydrophorus borealis
Hydrophorus praecox
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Puc. 4. UPGMA-pAeHApOrpaMMa, AeMOHCTpUpYIoLiast GpeHeTeckoe CXOACTBO Kpbiabes 81 Buaa Dolichopodidae.
Fig. 4. UPGMA dendrogramm, showing phenetic similarity of wing shape among 81 dolichopodid species.

Dolichopodinae



DBOAIOLIMOHHBIE TeHAeHInM GopMbI Kpbiaa B cemelicTBe Dolichopodidae (Diptera) 223

VIAM VIHOV SBOAIOLIMOHHOM AVIHMY, AOAKEH OBITh AOKa3aH
B K&XAOM KOHKDETHOM cAy4ae. MeTOABl TeCTUPOBAHUS
¢buAoreHeTYECKOTO cUrHaaa KOAMYECTBEHHbIX
npusHakoB [Pagel, 1999; Blomberg et al, 2003] B
COYETAHMYU C METOAAMU F€OMETPUYECKON MOpdOMeTpun
[Klingenberg, Gidaszewski, 2010] MO3BOASIIOT OLIEHUTH
KaXKABINl KOHKPETHBIT cAy4ail. [TOCKOABKY aspOAMHAMMKA
[MoA€eTa HaCeKOMbBIX OOYCAaBAMBAET UX BBDKMBAEMOCTD
[Dudley, 2002], MOXXHO MPEATIOAOXKUTD, YTO GpopMa Kpbiaa
SIBASIETCSI OAHUM 13 HabOA€e 9BOAIOLIMOHHO TTAQCTUYHbIX,
AAQNTMBHBIX TPUBHAKOB, U (OPMUPOBaHME CXOAHBIX
NPU3HAKOB MOXXET OOBSCHITBCS HE TOABKO HAAMYMEM
00111er0 9BOAIOLMOHHOTI'O IIPEAKA, HO 11 TOMOIIAA3HENL.

AaHHbIe PEALIECTBYIOIX MCCAEAOBAHMIT TOBOPST O
TOM, 4TO MOp}OAOrMYeCKIe TPU3HAKY HACEKOMBIX MOTYT
MPOSIBASITD  PA3AMYHBIN  yYPOBEHb (DUAOTEHETUYECKOTO
CUTHaAa, TpU BSTOM OBICTPO  3BOAILMOHUPYIOLINE
MpMU3HaKM OOBIYHO O00AAQIOT MEHBIIMM  CUTHAAOM.
K npumepy, BbICOKMIT (HUAOTEHETMYECKUIT —CUTHAA
ObIA BBISIBAEH B AAMHE TeAaa XaAblup [Symonds, Elgar,
2013]. OmnpepeAeHHBINT  (QUAOr€HETUYECKMIT  CUTHAA
AEMOHCTPUPYIOT IIPM3HAKY KPbIAbeB Apo30dua [Blomberg
et al.,, 2003; Klingenberg, Gidaszewski, 2010] u nepeaHux
KPBIABEB IOAY>KECTKOKPBIABIX poAa Russelliana Tuthill,
1959 [Serbina, Mennecart, 2018], B To BpeMst KaK y MyX-
XypuaAok poaa Platycheirus Le Peletier et Serville, 1828
MPU3HAKM KPBIABEB He TMPOSBASIOT €ro, a 3HAYMMBIN
buAOreHeTUYECKUIT CUTHAA HECYT MopdomeTpuyeckue
MIpMU3HAKM POTOBOTO arapara.

B pesyAbTare Halllero MCCAEAOBAHMsI IIOKa3aHo,
4TO Kak GopMa, TaK U pasMep KpbIAa AOAMXOIIOAMA, 2
TaK)Xe TeOMETPUs >KMAOK SIBASIIOTCS (PUMAOTreHeTHYeCcKn
MHPOPMATUBHBIMUA U AOAXKHBI OBITH  MCIIOAB30BAHBI
B AQAbHeillleM M3YYeHMUM CUCTEMATUKU CeMeiCTBa.
Beicokre  3HaueHuMss ~mapamerpa  Asmbpa  Ilareas
TOBOPSIT O TOM, YTO pasAuuusi B GopMe KpblAA UIPAOT
GOABIIYI0 POAb B PA3ACACHMH TMOACEMEICTB M POAOB,
4YeM B paspeAeHUM OAUBKOPOACTBEHHBIX BUAOB. Taxue
NPU3HAKY, KaK B3aMMOPACIIOAOKeHMe BepimH R, . u M, ,
U3MeHEHMe AAVHBI R; U U3MeHEeHMe PaCIOAOKeHUs dm-im
JTPAIOT BAXHYI0O POAb B PACIPEAEAEHUM MTOACEMEVICTB B
npoctpaHcTBe GopM. BmecTe ¢ TeM peAyKLUsI KPbIAbEB
Yy EAVHMYHBIX BUAOB AOAMXOIOAMA (HE BKAIOYEHHBIX
B aHaAM3) M3 IIeCTM (PUAOTEHETMYECKM AAAEKUX
pOAOB  TOBOPUT O BO3MOXXHOCTM  DKOAOTMYECKON
aAanTauuy KpPbIAbEB K YCAOBUSIM CpDeAbl B Ipoliecce
BMAOOOpPa30BaHUsI B MCTOPUYECKUM KOPOTKME CPOKMU,
Hanpumep A0 1.5 MAH AeT AAsL BUAOB poaa Campsicnemus
[Evenhuis, 2018].

Paspeaenue BupoB Dolichopodidae ¢ Bupamu
BHEIIHENl TIPYNIbl IPOMCXOAUT TPEXKAE BCEro Mo
CAEAYIOIIVM  TpM3HAKaM: CMelleHMe AaHAMAapoK I
(Beprmna R) v 6 u 7 (touku cavsauva M, u M, , ¢ dm-m)
1O OCM X, COOTBETCTBYIOIlee M3MEHEHUIO AAMHBI R,
M CMELeHMI0 dm-m. AHaAM3 TAaBHBIX KOMIIOHEHT
BapuaLuy MIPOAEMOHCTPUPOBAA, YTO Hanboaee OAM3KUMMU
no ¢opme Kpbira K Bupam Empididae sIBASIIOTCSI BUABL
Diaphorinae, AAS HUX XapaKTepHbl YAAMHEHHas R, n
3aAHSIST [TONEPEYHasl JKUAKA, CMEILeHHas! MPOKCUMAaABHO.
IToacemeiictBo Diaphorinae, mpeacTaBAeHHOE B AQHHOM
JICCAEAOBAHMMU 5 popami, IO GopMe KpbiAd paspeAsieTcs
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Puc. 5. ®uAOreHeTMYECKMil CHMTHAA MPU3HAKOB (OPMBI KpPbIAA
AOAMXOIIOAMA, OLIEHEHHDBII C IIOMOINbI0 MOKasaTeAst AsMbAa ITareast
(* = p<0.01;* - p <0.001); x 1y — KOOPAVIHATBI AEBSITU AAHAMAPOK,
MICTIOAB30BAHHBIX B ICCAEAOBAHMIL.

Fig. 5. Phylogenetic signal in wing shape traits of dolichopodid species
evaluated using Pagel’s lambda (* — p < 0.01; ** — p < 0.001); x and y —
coordinates of nine landmarks used in the study.
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Ha 2 TCPYNONBl, YTO COTAACYeTCs C MOAEKYASPHBIMU
AaHHbIMU [Bernasconi et al., 2007a; Germann et al., 2011]
U MOXKET CBUAETEABCTBOBATbH O TOM, YTO IIOACEMEIICTBO HE
IIPEACTABASIET CO00IT MOHO(DUAETNYECKYIO IPYILITY.

Tak, BbICKAa3aHO MHeHMe, 4tro Tpuba Argirini,
pasMmelleHHass B HACTosiljee BpeMsl B IIOACEMENICTBE
Diaphorinae, Mo)xeT ObITh BBIAEA€HA KaK OTAEAbHOE
noacemeitctBo [Grichanov, 2016]. Kpome Toro, B Tpube
Diaphorini o06ocobaena rpymma poAOB IO TakoMy
MpU3HAKY, KaK MOAU(ULIMPOBAHHOE XMAKOBaHMe KPbIAQ, B
TOM YMCAE YKOPOYEHIE KOCTbI, 0CAAOAEHIE AU YACTUYHOE
VICYe3HOBEHME KUAOK M, , M dm-m (Hampumep, BUADI
Asyndetus), cMmelenye dmi-m OYTH AO OCHOBAHMS KPbIAa
(narmpumep, Shamshevia Grichanov, 2012) u .. B poae
Aphasmaphleps Grichanov, 2010 Takue MmopubuKanu
MMEIOTCSI TOABKO Y CAMILIOB, YTO C OYEBUAHOCTHIO TOBOPUT
06 antomopduu nau cuHanomMopuu MpUsHAKOB.

B HEKOTOpBIX CAy4Yasix OAM3KMMMU B INPOCTPAHCTBE

dbopM  SBASIIOTCSI TaKCOHbI, He MMelole o0Iero
3BOAIOLIVIOHHOTO npeAKa. TakoBBIMU 0Ka3aAMCh
HeOAUBKOPOACTBEHHble TAKCOHBI: BUABI Sciapodinae,

Medeterinae u Hydrophorinae. T0 MOXHO 00BSCHUTH
M 5KOAOTMYECKMMM MPUYMHAMMU. BOABLIMHCTBO MMAaro
Medetera BCTpeYalOTCsSI Ha CTBOAAX AEPEBBEB, A€ MUX
AVMVHKM TPOGUIECKM CBSI3aHBI C AMYMHKAMM KOPOEAOB,
HOTOXBOCTKAMM M ADYIMMM OOMTaTeAsIMU A€peBbeB
[Ulrich, 2004]. TlpeactaButean popa Hydrophorus, xax
[IPaBUAO, OOUTAIOT Ha IOBEPXHOCTY BOAOEMOB VAU OKOAO
BOADI U IIUTAIOTCSI AUMMHKAMYU KOMapOB, MOILIEK, MEAKVIMMU
pakoobpasHbiMK, B TOM uucae 6OokomaaBamu [Ulrich,
2004]. PaccmoTpenHble BuAbL Sciapodinae mpeanoYnTanT
AECHBIE ONYWIKM U BEPXHUII SIPYC  TPaBsSHUCTOMN
pactureabHOCTH. CAEAOBAaTEABHO, YAAMHEHHas (opma
KPBIAQ CO CMEIL|EHHOM AUCTAABHO dmi-m1 U CXOASIUMUCS
K BeplIMHe KpbiAd R, . u M, , XapakTepHa AAS BMAOB
OTKPBITBIX IIPOCTPAHCTB. [10 AQHHBIM IIPEABIAYIUX
MCCAEAOBAHMI, OHa  obecreynBaeT  BO3MOXXHOCTb
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pasBuTusi 6oAbLIeit ckopocTu moAera [Johansson et al.,
2009; Minias et al., 2015]. K BupaM C yAAMHEHHBIMU
KPBIABSIMY, OOMTAIOLIMM HAa OTKPBITBIX NPOCTPAHCTBAX,
TaKxe otHocsTcst Dolichopus ungulatus v D. brevipennis,
4YTO BAMSIET Ha CXOACTBO (GOPMBI MX KpblAd C (HopMoit
KpbIAQ TIOACEMEIICTB, IEPEYMCAEHHbIX Bbllle. Bmecre
Cc TeM HauboAee MHOTOYMCAEHHBII MO WYMUCAY BUAOB
poa Dolichopus (650 BUAOB), Kak U BCE MOACEMECTBO
Dolichopodinae B 1eaom (60aee 40 BaAMAHBIX POAOB B
MUPOBOI1 (ayHe), AEMOHCTPUPYET IPOMAAHYIO CTEIeHb
M3MEHYMBOCTY B GOPME U XUAKOBAHUM KPBIAQ, KOTOPasI
3aCAY)KMBAET OTAEABHOIO U3YYEHMUSI.

Sciapodinae xapakTepusyeTcst psSAOM NMPUMUTUBHbBIX
uept [Bickel, 1994], B Tom uucae paspesenvem M, ,
Ha M1 u MZ. Tem He meHee Mz peAyLMpOBaHa AO CKAAAKU
KPbIAQ Y MHOTVIX IIPEACTABUTEAEN ITOACEMEICTBA MAY AQXKE
orcyTcTBYyeT (Hampumep, Mesorhaga Schiener, 1868), Tak
41O (opMUpYETCs apKOOOpasHBIN U3rKO MeAMaAbHON
XKUAKU. Y OCTAABHBIX AOAMXOTIOAMA M, OTCYTCTByeT, 3a
UCKAIOUeHueM BUAOB Lichtwardtia Enderlein, 1912 u
HEeKOTOpPbIX BUAOB Dolichopus, y KOTOPBIX COXPAHUACS ee
KOpPOTKUiT 00pyOoK. XOTsI MO0 AQHHOMY INPM3HAKY BUABI
Sciapus 6avxe K npepctaButeassm Dolichopodinae, o61as
dbopma Kpeiaa, xorsi U cHOpPMUPOBAHHAS PA3AMYHBIMU
myTamy, OAamwke K ¢opme Kpbiaa Medeterinae u
Hydrophorinae.

ITpusHaku GOPMBI KpBIAQ TO3BOAMAM BBIAEAUTD
LIEAVKOM TOABKO moAceMelictBo Dolichopodinae (kpome
poaa Tachytrechus, xoTopbiii BMecTe ¢ 17 TponmdecKumu
poaamu o6ocobaeH B Tpuby Tachytrechini); TouHo Taxue
JKe Pe3yAbTaThl OBIAM IIOAYYEHbI U APYTMMU aBTOPaMu
Ha OCHOBaHMM MOAEKYASIDHBIX AaHHBIX [Bernasconi et
al., 2007a; Lim et al., 2010; Germann et al., 2011], uro
TOBOPUT O TOM, YTO AQHHOE MOACEMENCTBO MPEACTABASIET
coboit HamboAee cTabuAbHYyI0O rpymiy. Tem He MeHee
BHYTPEHHME  B3aMMOCBSI3M  BUAOB  IIOACEMENCTBA
3HAYUTEABHO PasAMYAIOTCS Ha MOAEKYASIPHBIX
A€PEBBSIX U B DE3YABTAaX, IMIOAYYEHHBIX Ha OCHOBAHUU
MOppOMeTpUYECKMX AaHHBIX. Ha OCHOBaHMM AQHHBIX
reoMeTpUIecKoil MOPHOMETPUM KPbIAA OCHOBHbBIE POADI
aoauxonoaus (Dolichopus, Gymnopternus, Hercostomus,
Poecilobothrus) AOCTOBEPHO He Pa3AEASIIOTCS;
obpasyrorcs cMmemanHble rpynmnst (Dolichopus popularis
u  Hercostomus plagiatus, Dolichopus plumipes un
Gymnopternus aerosus).

O6a Bupa Hydrophorus ObiaM  CIPYIIIMPOBAHBL
BMecCTe, opHaKo Machaerium maritimae (Hydrophorinae)
AEMOHCTPUPYET CXOACTBO GpOpMbI Kpbiaa ¢ Nematoproctus
distendens (Diaphorinae mau Rhaphiinae, mo pasubim
ucrounukam) u Dolichophorus. Kpome 3sHauuTeAbHOro
pasanuusi B (GopMe KpbIAA, VMEAUCh TaKXe Apyrue
MOpQoAOrMUecKre NPUSHAKM, HA OCHOBAaHMYU KOTOPBIX
paHee pop Machaerium TOMEIAACS B IIOACEMENICTBO
Rhaphiinae  [Parent, 1938], o0aHaKO Ha OCHOBe
MOAEKYASIDHBIX ~ AQHHBIX OBIAO  IIOATBEP)KAEHO, 4TO
poA TpHMHAAAEXKMT K moaceMertctBy Hydrophorinae
[Bernasconi et al., 2007a].

lllectp  usyyeHHbIX  BUAOB  Medetera  (ne
npuHapAexamux K Oligochaetus Mik, 1878, HbiHe
cunoHuM Medetera) o ¢opme Kpbiaa 00pasoBaAu ABe
[IOATBEP>KAEHHBIE CTAaTUCTUYECKM TPYIIBL BbiaeAeHne

BUAOB Medetera jacula, M. diadema w M. ambigua B
OTAEABHYIO TPYIIIY HA OCHOBE NMPU3HAKOB (OPMbI KPbIAQ
COTAACYeTCS C MPEALIECTBYIOIUMU MCCAEAOBAHUSIMU
[Bickel, 1985], rae Ha ocHOBe MOPQHOAOTUYECKUX
MpU3HAKOB TEHMTAAMI CaMljd M pPOTOBOrO ammapara
BuUAbL Medetera jacula, M. diadema wn M. ambigua
BBIAGASIIOTCSL B Ipymny diadema-veles. 3HauuTeAbHOe
CXOACTBO (pOPMBI KpbIAQ y BUAOB AQHHOU I'PYIIIbI TAKXe
MOXeT OODBSCHATBCSI UX OKOAOTMYECKMM CXOACTBOM
[Bickel, 1985], MOCKOABKY, B OTAMYME OT OCTaAbHBIX
BMAOB DOAQ, OHM BCTPEYAIOTCS HE TOABKO Ha CTBOAAX
A€PEBDbEB, HO 1 Ha APYIMX BEPTUKAABHBIX [TOBEPXHOCTSIX,
U B KCepopUTHBIX aKocuctemax. B ary rpymmny Bukkeap
TaK)Xe BKAIo4YaeT Bup Medetera infumata, xotopsii B
HAllleM MCCAEAOBaHMM 00pasyeT CMeILIaHHbII KAacTep
¢ Bupamu Medetera pallipes (no Bukkearw — rpymma
apicalis) u M. muralis.

CoraacHO MOAEKYASIDHBIM AQHHBIM, IOACEMENCTBA
Neurigoninae, Rhaphiinae u Sympycninae sBasiOTCA
napaguaeTnyecKuMy rpymnnamMu. 1o HaMM  AQHHBIM,
dopmMa  KpbIABEB  BMAOB  AQHHBIX  ITOACEMENCTB
AEMOHCTpUpYeT 3HAYMTEABHOE pasHoobpasue.
EAMHCTBeHHDIT M3yueHHbIl Bup Peloropeodinae us popa
Micromorphus rpynnupyeTtcss ¢ Bupamu Asyndetus u
Chrysotus (Diaphorinae).

AaHHOe 1uCCcAepOBaHUE
BapuabeAbHOCTb  (POpPMBI

MOKA3aA0 3HAYUTEABHYIO
kpeiabeB  Dolichopodidae,
KOTOpast COAEPKUT SIBHYIO B3aMIMOCBS3b c
(QUAOTEHETUYECKUMY  B3aUMOOTHOIIEHUSMU  BUAOB.
Kpowme Toro, pasanuusi B Gpopme KpblAd AEMOHCTPUPYIOT
ee CrelMaAu3aLUI0 B TPEX OCHOBHbIX HAIIPABAEHUSIX:

1) oOujee yAAMHeHue KpblAa UM CMellleHue dm-m
aucraapHo (Hydrophorinae, Medeterinae, Sciapodinae,
Hekotopsie Dolichopodinae);

2) popmupoBaHye MMUPOKOTO KPhIAA C YAAMHEHHOM R,
YAAMHEHHAs! dm-m PacllOAOXKeHa NPUMEPHO B CEpeAVHe
KpblAa (Argyra);

3) KpbIAO C YKODOYEHHON dm-m, CMeLeHHO
npokcuMaAbHoO (Asyndetus, Chrysotus, Micromorphus).

OO6HapyxeHHble pasanuusi B ¢Gopme Kpblaa Yy
OAM3KODOACTBEHHBIX BUAOB  (Hampumep, Yy BHAOB
Neurigona) MOryT OBITb pe3yAbTaToM OoAee OBICTPOro
pasBUTUS B OTBET HA AaBAEHUe TIOAOBOTO 0T6Opa,

KOTOpoe€ IIpUBOAUT K MEHbLIEMY IIPpOABAE€HUIO
QJMAOFEHGTI/[‘{QCKOFO CUT'HaAa. OAHaKO, HECMOTps
Ha psaA UCKAIOUEHUN, 3HAYUTEAbBHOE COTAacOBaHUE

cTpyKTYyphl duaorenermyeckoro pepesa Dolichopodidae,
MOCTPOEHHOI'O Ha OCHOBAHUM MOAEKYASIDHBIX PU3HAKOB,
¢ GopMOIl KpblAa YKashlBaeT HA LEHHOCTb MPU3HAKOB
KPbIAQ AASI COBEPIIEHCTBOBAHYSI CUCTEMbI CEMENICTBA.

baaropapuocTn

ABTOpBI UCKpeHHEe 6AaropapHsl A.0.H. mpodeccopy
O.I1. Herpo6oBy (BI'Y) sa mpepocTaBAeHMe 006pasijoB
AAST ICCAEAOBAHMSI U IIOMOILb B OIIPEAEAEHNUM MaTePUaAa,
COOPaHHOTrO aBTOPAMIL.
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