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CoBpemennble B3rs/ip1 Ha (huiiorenmio wienncronornx (Arthropoda) pacxopsresi ¢ TpaIMIMOHHON CHCTEMOI,
KOTOpasi BHIIEJISUIA B X COCTABE YeThIPe HEe3aBICHMBIX KJIacca — XellNepoBbie, PAKooGpa3Hble, MHOTOHOKKH
" HaceKoMble, VIMeroTcst BecKie OCHOBAHUS paccMaTpuBaTh HACEKOMBIX KaK O/THY U3 (l)I/UIOF €HEeTHYECKHNX JIMHUI
B COCTaBe eTMHOM KJIaJbl BMECTe ¢ PaKooOpa3HbIMH. JToll Kiiafe 0bLI0 PHCBOEHO HanMeHoBaHne Pancrusta-
cea, wm Tetraconata. Oaaako Bonpoc, ¢ KaKoil HMEHHO IPyNIoi paKooOpa3sHbIX HACEKOMbIE CBA3aHBI HANGO-
Jiee TeCHbIM POACTBOM, OCTaeTcsl OTKPBHITHIM. B HOBellmx (hiioreHeTHIECKHX IePEBbSIX, NOCTPOEHHBIX MO MO-
CJIEIOBATEIFHOCTSIM GOJIBIIOTO YHCIIA TeHOB, HACEKOMBIE 00 HeMHSIOTCS ¢ “HU3IIIMI’ ;Ka0POHOTHMH PaK000-
pasupivu Branchiopoda. 1o cnx mop 3Tomy pe3yibTary He NpHAABATH OOJIBLIOrO 3HAYEHNs, NOJIarasi ero
apTedakTOM NPUTSDKEHNs JIMHHBIX BeTBeil. MbI NPOaHAIM3HPOBAJIN COBOKYIHbIE JAHHbIE N0 77 pHOOCOMHBIM
oenkam, pakropy monranmm 1A (EF1A), dpakropy manmmanm SA (eIF5A), a Takike HeKOTOPBHIM IPYTHM sijiep-
HBIM 1 METOXOHAPHAJIGHBIM OeJIKaM. AHAJIN3 siiepHBIX reHoB noaTBepkaaeT MmoHog o Hexapoda, T.e. Tak-
COHA, 00'bETHHSIONIEr0 IKTOTHATHBIX M SHAOTHATHBIX HaceKoMbIX. I'mnore3a monodumm Hexapoda n Bran-
chiopoda nony4aer nogaepxkky B 6ospimHcTBe cpasuenuii. Maxillopoda, apyroii Takcon “Entomostraca”, sis-
nsieTcsi cecTpuHCcKol rpymmnoii orHocutensHo Hexapoda + Branchiopoda. “Beicume” pakooGpasnsbie, T.e.
Malacostraca, B GOJIBIINHCTBE U3 CKOHCTPYMPOBAHHBIX [IePEeBbEB OKA3bIBAIOTCA 0oJjiee paHHeil BeTBblo Pan-
crustacea. OonapyxensI MolieKy.sipable cuaanomopdgmu Hexapoda + Branchiopoda + Maxillopoda B caiirax,
OTJIMYAKOIIMXCS HU3KMM YPOBHEM roMoILiasuii, u cunanomopdguu Malacostraca (Bkimouas Phyllocarida), B ot-
Homennn Koropsix Hexapoda u “Entomostraca” niiesnomopnsl. Takum o6pazom, monodpumnst Hexapoda n
Branchiopoda u nx npunaexnocts K Entomostraca kaxyresi, ckopee, OTpazkeHHeM peallbHbIX (hHIoreHeTH-
YeCKNX OTHOIIEHUH, YeM BbIYHCINTEIbHBIM apTe(DaKToOM.

Karouesvte crosa: punorennsi, MoeKkyIsipaas 3Bojonus, Knaguceruka, 6enknu EF1A, elFSA, RpS28e,
Arthropoda, Crustacea, Insecta.

ON THE PHYLOGENETIC POSITION OF HEXAPODA WITHIN THE PANCRUSTACEA, by
V. V. Aleoshin’*, K. V. Mikhailov?, A. V. Konstantinova', M. A. Nikitin?, L. Yu. Rusin®*, D. A. Buoinova,
0.S. Kedrova®, N. B. Petrov' (‘Belozersky Institute of Physico-Chemical Biology, Moscow State University,
Moscow, 119991 Russia, *e-mail: Aleshin@genebee.msu.su; *Department of Bioengineering and Bioinformat-
ics, Moscow State University, Moscow, 119991 Russia; *Kharkevich Institute for Information Transmission
Problems, Russian Academy of Sciences, Moscow, 127994 Russia; “Department of Biology, Moscow State Uni-
versity, Moscow, 119991 Russia; SRussian Scientific Center of Roentgenoradiology, 117837 Russia). Contem-
porary views on the phylogeny of arthropods are at odds with the traditional system, which recognizes four in-
dependent arthropod classes: Chelicerata, Crustacea, Myriapoda and Insecta. There is compelling evidence
that insects in fact comprise a monophyletic lineage with Crustacea within a larger clade of Pancrustacea
(=Tetraconata). Which crustacean group is the closest living relative of insects remains an open question. Re-
cent phylogenetic analyses based on multiple genes suggest their sistership with ‘“lower’ crustaceans, the Bran-
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chiopoda. This relationship was often impeached to be caused by the long branch attraction artifact. We ana-
lyzed concatenated data on 77 ribosomal proteins, elongation factor 1 alpha (EF1A), initiation factor 5 alpha
(alF5A) and other selected nuclear and mitochondrial proteins. Nuclear protein data supports the monophyly
of Hexapoda, the clade uniting entognath and ectognath insects. Hexapoda and Branchiopoda comprise a
monophyletic lineage in most analyses. Maxillopoda occupies the sister position to the Hexapoda + Branchiopo-
da. “Higher” crustaceans, the Malacostraca, in most reconstructions comprise a more basal lineage within the
Pancrustacea. Molecular synapomorphies in low homoplastic regions are found for the clades Hexapoda +
Branchiopoda + Maxillopoda and the monophyletic Malacostraca containing the Phyllocarida. Therefore, the
sistership of Hexapoda and Branchiopoda and their position within Entomostraca may in fact represent bona

fide phylogenetic relationships.

Key words: phylogeny, molecular evolution, cladistics, EF1A, eIF5A, RpS28e, Arthropoda, Crustacea, Insecta.

Hacekombie — camasi MHOTOYUCIICHHAs! TPYIIa >Kh-
BbIX cymiecTB Ha 3emute. [lo aToit nmpuymHe HIyTKa O
TOM, YTO BCE >KMBOTHBIE — 3TO, B MIEPBOM NPUOIILKE-
HHUH, HaceKoMble [1], mHOrMa KaskeTcsl BIOJHE Cephe3-
Hoit. [Ipu aToM (prstoreHeTHIECKHE CBS3M HACEKOMBIX
C JpyrMMH KJlaccaMH YJIEHHUCTOHOTUX OCTAaOTCs He-
onpepeneHHbIMH [2]. TpaguiuoHHOe cONKeHue Hace-
KOMBIX C MHOTOHOKKaMH B paMKax OJHOIO NOATHIA
oy, Ha3BaHWeM TpaxenHbix (Tracheata), nnu HenoaHo-
ycbix (Atelocerata) [1-3], He moTy9aeT MOAAEPKKY MIPH
aHanm3e nocneposarenbHocTedl [THK, mo xoropomy
MIpeANoYTUTENbHEE BBITTISIIUT TUIOTE3a O GoJiee Tec-
HOM POJICTBE HACEKOMBIX C pakooOpa3HbiMu [4—14] B
cocTaBe eqMHOM Kiajbl, Ha3BaHHOH Pancrustacea [15],
i Tetraconata [16]. HoBas pmmoreneTnaeckast rumo-
Te3a MO P>KUBAETCS HEKOTOPBIM YHCIIOM NPU3HAKOB
aHATOMUM U pa3BUTHSI HEPBHOM cucreMsl [7, 13-22],
CXOJHBIX y HACEKOMBIX M paKOOOpa3HbIX, HO UX CHHA-
MOMOpP(HBII cTaTyc ocTaeTcs ciopHbiM [23]. K HacTo-
A1eMy BpeMeHH rurnore3a Pancrustacea elije He OTHO-
CTBIO MOOENMIa TPAUIMOHHYIO TOUKY 3pEeHuUs, KOTO-
pasi MoKa He yTpaTuia CUMIIaTHI 300JI0T0B [24, 25].

Ecnu runoresa Pancrustacea cipaBenyiBa, TO BO3HH-
KaeT HOBbIX Bonpoc [17], KakuM MMEHHO pakooOpas-
HbIM pOJCTBEHHee HaceKomble. Ecnu ke HaceKoMble
OTBETBUWJINCH OT CTBOJIOBOY IPYIIBI PAKOOOPA3HbIX, TO
BO3HHUKAaeT HEOOXOMMOCTh MOJYYHTh JOKA3aTeIbCTBA
9TOTO ({PYTHMMH CIIOBAMH, TPEOYIOTCSI TOKA3aTeIbCTBA
MOHO(IITNH COBPEMEHHBIX paKooOpa3HbIX). [lo Hegas-
HEro BPEMEHM [IJIsi OCHOBATEIBHOTO TOAXOAa K 3TOMY
BONpPOCY He OBbLJIO AOCTAaTOYHO HU 300JIOTMUECKUX, HU
MOJIEKYJISIPHBIX JaHHBIX [24]. MacmrabHOe ceKBEHUPO-
BaHue kioHoTeK K[THK, KoTopoe cranu npuMeHsTh B
MOCIIeTHUE TOIBI 7Tl M3yUYEeHHUs IIIMPOKOro Habopa op-
TaHU3MOB, a HE TOJILKO “MOJIENBHBIX , OBICTPO MEHSET
cutyauuro. [IBa rofga Ha3aj onyOIMKOBaHO mepBoe (u-
JIOT€HETHYECKOE AEPEBO, OCHOBAHHOE HA JICHICTBUTEIb-
HO 60mbIIOM uncie reHoB (133 mpenckas3aHHbIX Oeska,
6onee 30 ThIC. aAMUHOKHUCIIOTHBIX OCTAaTKOB) [26], Ha KO-
TOPOM JIBE TPYMIIBI PAaKOOOPA3HBIX — AECITUHOTUE U
BETBHUCTOYCbIE — OTXOAT OT OOIIEro ¢ HACEKOMBIMU
CTBOJIA JIBYMSI HE3aBUCHMBIMU BETBSIMU; APYTUMH CIIO-
BaMH, paKoOOpa3Hble OKa3bIBAIOTCS MapamiIeTHIHbI-
MH OTHOCHTEJILHO HaceKOMbIX. OffHaKO 3TOT MpHMeya-
TeNbHbIA (PakT ocTalyicsi 6e3 OOCYKAEHUS, MOCKONIbKY
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3aaveil ymnoMsHyToOi paboThlI [26] ObLI0 MccliefoBaHue
CHCTEeMaTUYECKNX OIIMOOK PEKOHCTPYKIMHN (hpUiIore-
HUW, BO3HUKAIOIIUX JIa’Ke IPU KCIOJIB30BAHNM CTOIb
OOIIMPHBIX HAOOPOB MOJIEKYJISIPHBIX JIAHHBIX, a 3Jie-
MEHT fiepeBa, IPaBMIBLHOCTb KOTOPOTO IOCTOBEPHO He-
U3BECTHA (POACTBEHHBIE OTHOIIEHNS BHYTpHU Pancrusta-
cea), He BbI3bIBAJI UHTEPECa B paMKax N30paHHON TeMBI.
C Tex mop 3HAYMTENHHO YBENIWYHMIach TaKCOHOMUYE-
cKasl BbIOOpKa YJIEHUCTOHOTUX, N3YYEHHBIX IO KJIOHO-
tekaM KJ[THK. DTo no3BonseT BHOBb PacCCMOTPETh BO-
MIPOC O POJICTBE HACEKOMBIX U paKOOOPAa3HbIX 1 MOIBI-
TaTbCsl TOHATh, JEHCTBUTENBHO JIM PaKoOOpa3HbIe
napaduiIeTHYHbl OTHOCUTENILHO HACEKOMBIX WIIM 3TO
apTepakT KOHCTPYHPOBAHUS, TOTOOHBIN NPUTKEHUIO
IIIMHHBIX BETBEN.

9KCIIEPUMEHTAJ/BHASA YACTb

HykneoTumablie Noc/Ie0BaTeNbHOCTH, B TOM UHCIIE
k[JHK, 4I€HUCTOHOIMX W NPENCTaBUTEJIEH BHEIIHEH
TpyIIbI NOTy4YeHbl U3 6a3bl faHHbIX GenBank, a Takske
3 HeoOpaGoTaHHBIX xpoMaTorpamm (Trace Archive)
NCBI (www.ncbi.nlm.nih.gov) u pecypcos NEMBASE
[27] (http://www.nematodes.org). [Ins moucka opTono-
roB npumeHrstm mporpamMmy BLAST [28]. OTo6pannbie
HOCIIEIOBATEILHOCTH BUPTYaJIbHO TPaHCIUPOBAIIU CO-
[JIaCHO TaOJIUIle YHUBEPCAILHOIO FEHETHYECKOTO KOfia
U BbIpaBHUBAIX ¢ nomoupto mporpammbel MUSCLE
[29]. BripaBHUBaHUE KOPPEKTUPOBAII BPYUHYIO B Ipa-
¢praeckom pepakTope BioEdit [30]. Hykneotuanble mo-
CIIEMOBATENBHOCTH UCTIONIB30BAIY B JATTbHENIIIEM TONb-
KO B TOM CJIydae, ecllid BO3HUKajIa HEOOXOAUMOCTb UC-
MIPABJICHUS] paMKH CYUTBHIBAHWS B KOHCEPBAaTUBHBIX
o0JacTsIX MpefcKa3aHHbIX 0eJIKOB. OMMO0YHO AHHOTH-
pOBaHHBIE MOCIIE0BATENBHOCTH (PUIBTPOBANIN, AaHAJIH-
3Upysl JUCTaHIMOHHBIE JEPEBbs, NOCTPOEHHBIE IS
Kaxjporo cemeiictea ¢ nomoupto nporpamm TREEF-
INDER 1 SEMPHY [31, 32]. BoipaBHIBaHUSI 110 OTAEIb-
HBIM CeMeNCTBaM KOHKATEHNUPOBAIH C OMOIIBIO IPO-
rpammMbl SCaFoS [33], mocne yero ypasnsiiy runepBapu-
abeNbHbIE YYacTKU, OJHO3HAYHOE BbIPABHUBAHUE
KOTOPBIX 3aTpyfHEeHO. 13 6iIM3KUX BUAOB, JaHHBIE O
KaKJIOMY U3 KOTOPBIX HETIONHbIL, ObLIM O0pa30BaHbl XU-
MepHbIE OTNepaliOHaTIbHbIE TAKCOHOMUYECKIE EIUHU-
npl: Peracarida (BKiIrouaromiasi IIOCIIEIOBaTEIILHOCTH
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6okomnaBoB Gammarus pulex, Parhyale hawaiiensis u
m3ononwl Eurydice pulchra) u Onychophora (Epiperipa-
tus sp. u Euperipatoides kanangrensis).

Ha cragum oTdopa gaHHBIX MbI IIPECIENOBaIN JIBE
LEJN: 3aMIOJIHATH MAaTPHIly C HAUMEHBILINM YHCIIOM IPO-
ITyCKOB W MCKJIFOUMTH Napasoru. s noctikenus ooe-
UX Leneil yIoOHO UCHOJB30BaTh PMOOCOMHBIE OENKHU.
OHH NIeTKO KIacCu(pUIMPYIOTCS Ha TPYIIIBI, TAPAJIOTH B
KaxK[IOI1 TpyIe He OYeHb paclpOCTpaHEeHbI 1, KaK Mpa-
BWJIO, JIETKO BbIABISIOTCS; KommuecTBo MPHK pubo-
COMHBIX OEJIKOB B KJIETKAaX OYEHb BEJIMKO, II03TOMY KO-
UK XOPOLIO NpefcTaBieHbl B KiloHoTekax K[THK, u o
9TOW NPHYMHE W3BECTHBI MX MOCIEJOBATENBLHOCTU Y
MHOT'MX BII0B. MbI KOHKaTEHUPOBAIH 77 puOOCOMHBIX
0EJKOB — MOYTH NOJHbII HA00P “THIUYHOI 3yKapHo-
TUYECKO pUOOCOMBI, 32 HCKITFOYEHHEM KOPOTKOr'0 Oel-
ka L 41 u 6enkos PO, P1 u P2. Opronoruynocts gpyrux,
KOJIUPYEMBIX SIIPOM, OEJIKOB MPOBEPSUTH C MOMOIIBIO
OIHOHANpaBIIeHHOTO noucka nporpammoir BLAST
OTHOCHTEJILHO MOJTHOCTBIO CEKBEHUPOBAHHBIX TEHOMOB.
BripaBHeHHbIE MOCIENOBATEILHOCTH MHUTOXOHPH-
allbHBIX OENKOB nojydanu u3 0a3bl gaHHbIX NCBI
(www. ncbi.nlm.nih.gov/genomes/ORGANELLES/or-
ganelles.html) wmm OGRe (http://drake.physics.mcmas-
ter.ca/ogre/index.shtml) [34]. VIx BbIpaBHMBaHHE TaKKe
KOPPEKTUPOBAJIM BPYUHYIO. BBICOKOM3MEHUUBBIE OO-
JIACTU YHAJISUM C TOMOIIBI0 porpamMmbl Gblocks [35].
JIng manpHeiiero aHaan3a ObLIW B3SIThI BCE IPEfiCKa-
3aHHblEe OEJIKU MUTOXOHAPUATIBHOIO FEHOMA, 32 UCKJTFO-
yeHueM BapuadenbHbIx ATP6, ATP8 u NADG.

J1s1 mpeaBapuTe/IbHOT0 AaHAIM3a OOJIbIINX HaOOPOB
MOCIEeOBAaTEIHLHOCTEN METOOM MAaKCUMAJILHOTO TPaB-
ponofo6us ucnonb3osanu nporpamMmy Phyml [36], nost
OoJee TIIATETHHOTO aHaiM3a — nporpammy MrBayes
3.1.2 [37]. OnTUManbHyI0 MaTpULy aMHUHOKUCIOTHBIX
3aMeleHni TodUpali MPEBAPUTEIHLHO C MMOMOIIIBIO
nporpammbl ModelGenerator [38] Ha maTdgopme pac-
MpefiesIeHHbIX (PUIIOreHeTHYeCKUX BbIuucieHuit [39]
WJIN K€ UCTIONB30BAJIU CMEIIaHHYIO MOJIENh B IPOrpam-
Me MrBayes 3.1.2. Bce napaMeTpsbl, KpoMe TOIONOTUM U
IJIMH BETBE, JIs BCeX OETKOB B KOHKaTEHNPOBAaHHOM
BbIpaBHMBAaHWUYU BBIYKCIISITN HE3aBUCUMO ((PYHKIIWS par-
tition). I1oucK NOTEHIMAIBHBIX CUHAIOMOPUil IIPOBO-
[WIA B TOJTyaBTOMaTH4YecKoM pexkuMe. Ha nepBom aTa-
e C WCMOJNb30BAHUEM IPOTPaMMBbl protpars TakeTa
PHYLIP [40] BbIBOIMIM TIpeficKa3aHHbIE COCTOSIHUSI B
y3JlaX COIVIACHO 3aJaHHOMY [IEPEBY, 3aTeM OTOMpald
W3MEHEHUs, KOTOphbIe MPOM3OLIUIN B caiiTaxX, XapakTe-
PHU3YIOLIMXCST HU3KAM YPOBHEM TOMOIUIACTHYHBIX 3a-
MEH.

AnbTepHATHBHBIE TONOJIOTHH (TTOCIIE UX KOHCTPYH-
poBaHusi B pegaktope TreeView [41]) cpaBHUBamu c
nomo1sio nmporpammbl TREE-PUZZLE 5.2 [42] u cra-
tuctdeckoro AU-tecra [43] no nporpamme CONSEL
[44]. Onst rpaduyeckoro mpeacTaBleHus IepeBa MU-
TOXOHJIPHAIILHBIX OEJIKOB MCIONB30BAIN MPOrpaMmy
Treeconw [45].

MOIJIEKYIIAPHAA BUOJOI'UA

PE3YJbTATHI NCCIEJOBAHUSA
Ioanwtit Habop pubocomubIx 6eAK06

Amnanm3upyembIii Ha6Op BKITIOYAJ BhIPaBHEHHbBIE U
KOHKaTE€HUPOBaHHbIE AMHHOKHCIIOTHBIE TOCIIEf[OBa-
TebHOCTH 77 puOocoMHbIX GenkoB. Ilocne ynaneHus
BapHaOeNbHbIX Y4aCTKOB, BbIpaBHUBAHUE KOTOPBIX CO-
MHUTEJILHO, IJINHA KOHKaTeHaTa cocraBmia 11349 mo-
3unmii. CreneHb MOMTHOTHI MaTPHIbI MOKa3aHa Ha puc. |
KaK IPOLEHT 3allOJIHCHHBIX IO3ULMUI BbIPABHUBAHUS
TSI KaX/0M OllepaliOHaIBHOI TAKCOHOMUYECKOW elu-
Hulpl. OTaenbHbIE pUOOCOMHBIE OENKU CUITBHO OTIINYA-
FOTCSI IO CTEINeHH KOHCEPBATUBHOCTH: pacdyeTHas OIS
WHBapMaHTHBIX To3uimii Bapeupyetr oT 0.02 (RpS12,
RpL30, RpL18) mo 0.19-0.21 (RpL13, RpL11, RpL10).
OHH OTJIMYAIOTCSL TAKXKE 110 Pa3HULE B CKOPOCTH 3BO-
JIIOLUM MEKNy caiiTaMu: O-ltapameTp I'-pactipenenenus
BapbUpyeT B HAIlIeM Habope (copepsKaleM INpeacTaBy-
TenpHyI0 BHemmHio0 rpymmy) ot 0.17-0.38 (RpS28,
RpLA40, RpS14, RpS23, RpS9, RpSS5) mo 1.31-1.49
(RpL28, RpS12, RpS19 RpL24, RpL24-like). st 60mb-
IMHCTBA 6eNKOoB (54 w3 77) XapakTep aMUHOKHCIIOT-
HBIX 3aM€H HaWIyyllluM OOpa30oM OMHUCHIBAETCS MOfie-
neio rtREV [46], ms 16 6enkoB— WAG [47], mnsa 5 —JTT
[48]; nnsa iByx 6enkoB mopenu rtREV 1 WAG npumepHO
paBHOLEHHBI. [IpofomkuTenbHOe BBIYUCIEHUE C HC-
MoJib30BaHWeM mpouenypbl Mounte-Kapino (ngen =
=10000000), conpskeHHO#1 B porpammMe MrBayes c
MapKOBCKUMH LIETISIMH, HE NPHUBENIO K CXOAMMOCTH B
[ABYX MapaJuIeNbHbIX 3alycKax. B KaxqoM 3 HuX mpo-
M301J1a CTAaOWIN3auusl albTEPHATUBHON TOIIOJIOTUH,
YTO MPUBOAUT K alloCTepUOpHOIt BeposiTHOCTH 0.5 muis
HEKOTOPBIX y3JI0B fiepeBa. OHAKO 3TH OTIMYMS pac-
NPOCTPAHSIOTCS. TONIBKO HA BHEIIHME OTHOCHUTEIBHO
4YIeHHCTOHOrMX rpymisl (puc. 1). Hacekomble Ha noiny-
YEHHOM JIepeBe OOpa3yIOT C HOTOXBOCTKAMHM EIUHYIO
kiaay, Hexapoda, koTopas, B cBOIO ouepefb, 00 heu-
HsieTcsl ¢ KaOpoHOruMu pakoodpasHbiMu (Branchiopo-
da). Takoil pe3yabTaT He SIBISICTCS COBEPIIECHHO HO-
BbIM. ' mmoTe3a 0 MOHO( TN HACEKOMBIX 1 KaOpPOHO-
I'UX PaKOOOpa3HbIX BbICKa3bIBaJach U paHsiie [11, 14,
49, 50]. HeckonbKo ganblile OT HACEKOMBIX Ha JEPEBE
pacnosoKeHa BeTBb BECJIOHOTHX, €AMHCTBEHHOM Oora-
TO npeficTaBlieHHoN B 6a3e faHHbIX K[IHK rpynmsr pa-
K00Opa3HbIX, 0THOCUMBIX K Maxillopoda. Hakorern, ot
y31a Oa3ajnbHOI AuBepreHIMu Pancrustacea OTXORUT
BeTBb “‘BbICIIX pakoB’, Malacostraca. Bee mepeuuc-
JICHHBbIE TPYNIIMPOBKH MMEIOT arlOCTEPUOPHYIO BEpO-
atHocTh 1.0.

IIpuHSB 32 OCHOBY JEepeBO, CKOHCTPYUPOBAHHOE
nporpammoit MrBayes (puc. 1), Mbl mpoTecTUpOBaIU
63 anmpTepHaTUBHBbIE TOIOJIOTHH, KOTOpPbIE OTJIMYa-
FOTCS TOJIOKEHUEM HACEKOMBLIX (BKIIFOYAsi HOMOXBO-
CTOK) M MHOI'OHOXEK (IIPE/ICTABJICHHBIX B HAIIIEM Ha-
Oope eaNMHCTBEHHBIM BUIOM). Pa3Onenne BbIpaBHUBA-
HHAS Ha OTAeIbHbIe OCEJIKH OBIIO OTMEHEHO, U
KOHKAaTeHNPOBAHHOE BhIPAaBHMBAHUE PaCCMATPUBAIH
KaK €IUHYIO IOCIeA0BaTeNbHOCTh. CTaTUCTHYECKYIO
OCTOBEPHOCTh PA3IMIUil TOMOIOTHI BEIYUCIISITH JIJIST
N5
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Locusta migratoria 98 % A\
Gryllus bimaculatus 100%
Hodotermopsis sjoestedti 70 %

IMapadummus Crustacea

oTHocuTenbHO Hexapoda

Nilaparvata lugens 98 % [}
Apis mellifera 95% "g
Tribolium castaneum 100% 1=
Pediculus humanus 90% g
Diaphorina citri 98 % b‘q)
Acyrthosiphon pisum 100% =

outgroup

[, Aedes aegypti 100 % :ﬂ
1 Phlebotomus papatasi 98 % 151
b Drosophila melanogaster 98 % ]
Onychiurus arcticus 69 % j:!
Folsomia candida 42 % CollembolaJ 8 .
. =P
Daphnia pulex 97% oH
Artemia franciscana 99% —H
Lepeophtheirus salmonis 44% |=R:%
M-
Homarus americanus 81% ® :(;3
I—_‘— Litopenaeus vannamei 92% %é =
L Peracarida 31% | 5 '
178
Mesobuthus gibbosus 31% e
Acanthoscurria gomesiana 70 % . g
Ixodes scapularis 97 % Chelicerata =
Carcinoscorpius rotundicauda 13 % 2
Anoplodactylus eroticus 98 % .
Scutigera coleoptrata 85% Myrlapoda
[sg]
%
Onychophora 84% Caenorhabditis elegans 100% | \© 3
1 Toxocara canis 82% g Fg
Xiphinema index 90 % - L N &
Hypsibius dujardini 86% =)
e Richtersius coronifer 60% g} )
- - Spinochordodes tellinii 19 % = ﬁ
Echinoderes horni 85% S =
Priapulus caudatus 55% = <«

Puc. 1. BaiiecoBo nepeBO KOHKaTCHUPOBAHHBIX TTOCIEAOBATEILHOCTEN 77 puOOCOMHBIX OenkoB. OOmIas iuHa BbIpaBHIBA-
HYISI TIOCTIE YAaJIeH!s Y9acTKOB, TPYAHBIX [ BEIpaBHUBAHMS, — 11349 aMHHOKHUCIOTHBIX OCTAaTKOB. [IpOIeHT 3al0THEHHBIX
MO3UIMI B BbIPABHUBAHUY YKa3aH MOCJIe Ha3BaHUil OIepallOHANIbHBIX TAKCOHOMUYECKUX efuHuL. [IpuBeneHa anocrepuop-
Has BEpOSITHOCTD, oTiu4Hast oT 1.0, mo pe3ynbTaTaMm ABYX HE3aBUCHMBIX 3amyckoB. [lapamerpsl MrBayes 3.1.2: nruns = 2,
nchains = 4, rates = invgamma, ngammacat = 8, aamodelpr = mixed, ngen = 10000000, burnin = 5000000, partition = by_gene,
partition by_gene = 77, unlink statefreq = (all) shape = (all) pinvar = (all) aamodel = (all). icnonb3oBaHHbIE XUMEPBI ONMCAHBI B
Tekcre. KUpHBIME TMHUSIMA MTOKa3aHbl pedpa, OTHOCSIINECS K HACEKOMBIM U HOTOXBOCTKaM. [lomykupHbIM mpudgToM Ha-
Opanbl BufioBble Ha3zBaHus “Entomostraca” (Branchiopoda u Maxillopoda).

I'-pacnpenenennsi, anmpoKCMMUPYEMOT'O BOCEMBIO Ka-
TEropusMU 1 MHBapUAHTHBIMY no3unusiMu, ipu WAG-
MoOJIeJI aMUHOKHUCIIOTHRIX 3aMeniennii. Hanbomnbiee
3HaYCHHUE MPABAONOROONS IOTyYnIIa TOTIOIOTUs, IPU-
3HaHHAas Jy4llled Mo pe3ynbTaTaM OaiiecoBa aHaIu3a.
Bcero mects u3 63 anbTepHaTUBHBIX TONOJIOTHIA Mpe-
opoiienn 5%-Hplil Topor 3Ha4YnMocTH, coriaacHo AU-
tecty [43] u Tecty Kunmnabi-Xacerass! [51], 1 AeBsITh
TOonosorui — coryiacHo recry lllumopaupel-Xacerasbl
[51].

Otn ¢umorpamMmel IpeAcTaBiIeHbl Ha puc. 2. Bee
OHM 00JIaalOT OJHON OCOOEHHOCTBLIO: B HUX HACEKO-
Mble OOBEMHEHBI TEM WX UHBIM 00pa30M C “HU3IIIH-
Mu” pakooOpaszubiMu “Entomostraca” u yganeHbl OT
MHOTOHOXEK. MHOTOHOXKKH PacloIOXKEeHbI Ha IePEBe
BHe Pancrustacea, T.e. TakcoH “Tpaxeiinbie” (“Trachea-
ta”), umm “HenonHoychbie” (“Atelocerata”), okasbpIBaeTcs
nomucpmrerndecknM. Ha “mydrem” aepeBe MHOTOHO-
KK OOBEAMHSIOTCS C XEJIMIEPOBbIME, TEM HE MEHEe UX
(puoreHeTMUECKOE TOJIOXKEHNE OCTAeTCs HE BIOJHE
OTIpEfIeTICHHbIM, TIOCKOJIbKY WMEIOTCS fiBa ajbTep-
HATUBHBIX BapHaHTa, KOTOpPbIe HE3HAYNMO OTIIMYaIOTCS
OT “myviueil” TONOJIOMH, COTJIACHO UCHONIB30BAHHBIM

MOIJIEKYJISIPHAS BUOJIOT'UA
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2009

CTAaTUCTUYECKUM TECTAM: €CJIM MHOTOHOXKKH BKITFOUE-
HBI B coctaB Mandibulata (puc. 20—e) 1 ecnu momeIeHbl
B KOPEHb WICHUCTOHOTHUX (PHUC. 20#¢—14). DTO cOriacyercs
C IpyruMu paboTaMu, B KOTOPBIX MOJIOKEHUE MHOTO-
HOXKEK MPU3HAEeTCs He yeTaHOBIEeHHbM [ 10, 12, 52].

Cunanomopgpuu 6 omoeavHbix 2enax

1. Benok RpS28. OueBnHO, YTO 3a 0O HLEMUHECHHEM
HacEKOMBIX HE IPOCTO € PakooOpa3HbIMH, a, 0ojee
TOYHO, ¢ “Entomostraca” (puc. 1 u puc. 2), cTOAT BIOJHE
OTIpefiesIeHHbIe YePThI CXOJICTBA MX PHOOCOMHBIX Oelt-
koB. OHaKO pe3yibTaThl MPEABIAYIIEro pasfiesa He
MO3BOJISIIOT OTBETUTH Ha BONIPOC, YHACIIEIOBAHbI JIN 3TH
CXOJIHBIE COCTOSTHUSI IPU3HAKOB OT YAJIEHHOTO OOIIIEro
MpefKa, T.e. SBISIOTCI CHMIUIE3NOMOP(HBIMU, WIIH
MIPOUCXOAAT OT ONIDKAMIIero oOIIero npefka u sBis-
FOTCS WCTMHHBIMU CHHATIOMOP(HBIMUA WHAWKATOPaAMU
POJCTBA, WV BO3HUKIIA HE3aBHCHMO BCIIEJICTBIE TOMO-
TUTACTIYECKOT0 N3MEHEHNS TeHETHUECKOr0 MaTeprasa.
Mexny TeM B JIOTHKe (PUIOTEHETHYECKOTO aHalin3a
CAMIUIE3NOMOP(HBIM ¥ CHHANIOMOPHBIM CXOJCTBaM
MIPUNIAETCs COBEPIIEHHO pa3HOe 3HaueHue (sl 0630pa
cM. [53, 54]). UToObl poBeCTH OLEHKY OOIIMX NpU3HA-
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Hexapoda
a4 Branchiopoda
Maxillopoda
outgroup Malacostraca
Myriapoda
Chelicerata

AJIEIIVH u pp.

Maxillopoda
6 Branchiopoda 6
Hexapoda
outgroup Malacostraca  outgroup
Myriapoda
Chelicerata

Hexapoda
Maxillopoda
Branchiopoda
Malacostraca
Myriapoda
Chelicerata

Hexapoda Maxillopoda Hexapoda
¢ Branchiopoda 0 Branchiopoda € Maxillopoda
Maxillopoda Hexapoda Branchiopoda
Malacostraca Malacostraca Mala}costraca
outgroup —| Myriapoda  outgroup Myriapoda  ytoroup Myriapoda
Chelicerata Chelicerata Chelicerata
Hexapoda Maxillopoda Hexapoda
H Branchiopoda 3 Branchiopoda “ Maxillopoda
Maxillopoda Hexapoda Branchiopoda
Malacostraca Malacostraca Malacostraca
outgroup Chel_icerata outgroup Chelicerata outgroup Chelicerata
Myriapoda Myriapoda Myriapoda
K

# rank item obs au np ! bp PP kh sh wkh wsh |

# 1 a -9.1 0861 0.616 | 0612 1.000 0.806 0.994 0806 0.999 |

# 2 6 9.1 0312 0.118 0.115 1e-004 0.194 0912 0.194 0.761

# 3 & 9.6 0298 0.109 | 0109 7e-005 0.178 0902 0.178 0.726 |

# 4 2 19.2  0.271 0.086 | 0.086 5e-009 0.152 0.830 0.152 0.697 |

# 5 o 250 0.191 0.038 0.040 1le-011 0.117 0.771 0.117 0.644

# 6 e 252 0172 0.034 | 0.035 le-011 0.115 0.765 0.115 0.622 |

# 7 a  35.1  0.021  0.002 | 0.002 6e-016 0.016 0.636 0.016 0.126 |

# 8 3 40.9 0.014 0.001 0.001 2e-018 0.016 0.574 0.016 0.151

# 9 u 414 0.017 0001 | 0001 1e-018 0.015 0569 0.015 0.144 |

# 10 — 140.0 1e-007 2e-007 , 0 2e-061 0 0.054 0 6e-005 ,

Puc. 2. AnbTepHaTHBHbIE TONOIOIMHU 111 KOHKAaTEHUPOBAHHOI'O Habopa 77 puGOCOMHBIX O€JIKOB, HE3HAUMMO OTIMYAOIINEeCs
cornacHo cratuctrnyeckuM TectaM AU, KH n/unu SH. [IepeBbs amsi aHanmm3a CKOHCTPYUPOBaHbI Ha OCHOBe OaiiecoBa jiepeBa
(puc. 1) myTeM nepeMelieHUs. HACEKOMbBIX 1 MHOTOHOXEK OTHOCHUTEJIBHO BCEX BBIJIEJICHHBIX ONEPAaMOHAIBHBIX TAKCOHOMHU-
YeCKMX eluHNL WieHuctoHorux. [Ipasnonono6ue no caiitaM BeryucieHo nporpammoit TREE-PUZZLE 5.2 nns mopenu WAG
+ 1+ I nnst 8 kareropwmit. a—u — 9 mydmmx (punorpamMmm, COriaacHO paHKUPOBAHMIO Mo pe3yiabTaTaM AU-Tecta; k — nepsbie 10
ctpok BeIxoiHOTO (baiima CONSEL c onenkoii 10 myd4mmx Tonojaoruii n3 63 npoBepeHHbIX. 2KUPHBIMY TNHASMH TTOKa3aHbI

pebpa, 06 beAMHSAIOIINE HaceKOMBIX 1 “Entomostraca”.

KOB HaceKOMbIX 1 “Entomostraca” ¢ mo3unuii KIagucTh-
KU, MBI BBIBEIIU, MCIONB3YsI IPOTPAMMY protpars, KOH-
KpeTHbIE MPU3HAKY, MOJIEPSKUBAOIIUE 3Ty Tpymmy. B
MIEPBYIO OYepe/ib HaC MHTEPECOBAN CXOJICTBA B KOHCEP-
BaTUBHBIX MO3UIUSIX, 3aMEHBI B KOTOPBIX BOOOIIIE Pefi-
KW, a TaKKe 3aMeHbI B caiiTaX ¢ MEPEMEHHOU CKOPO-
CTBIO 9BOJIOLIAMN.

RpS28 — HeOOmbBIIOH, OTHOCHTETHFHO KOHCEPBATHB-
HBII pHOOCOMHBIH OelToK. BbruncienHast momsi vHBapu-
aHTHBIX CalTOB IS Hatrero Habopa RpS28 pasna 0.089;
9TO 3HaYEHHE HE CUIIBHO OTJIMYAETCs OT CPETHErO 3Ha-
yeHns1 sl puOOCOMHBIX OenkoB. OpnHako RpS28
BBIJIETISIETCS CPEld OCTAJIbHBIX PUOOCOMHBIX OEIKOB
CaMbIM BBICOKHM YPOBHEM T'€TEPOr€HHOCTH CalTOB MO
CKOpPOCTH 3BOJIIOLMM: 3Ha4yeHWe O-MapameTrpa I'-pac-
npeaeseHus I7Isi HeTO MUHUMAJTLHO (BO BceM Habope) u
cocrasisieT 0.169. MabiMu cnoBamu, B coctaBe RpS28

MOIJIEKYIIAPHAA BUOJOI'UA

HUMEIOTCS U OYeHb KOHCEpBaTUBHBIE CAliThI (HO HE MHBA-
pUAHTHBIE, YKMCIO KOTOPBIX HE CHJIBHO NPEBBIIIACT
“cpeqHee”, M. BBIIIE), U OYEHb BapuaOeIbHbIE CaliThI.
OTO covyeTaHue BecbMa BBITOAHO ISl IIOCIIENOBATENb-
HOCTEM, BBIOMPAEMBIX 151 (PUIIOT€HETUIECKOTO aHAIIH-
3a.

Ha puc. 3 npuseeH HEOOIBIION (IO YUCTY BUAOB)
(pparmenT BripaBHUBaHMA Oeka RpS28, roe BuIgeneHb!
Tpu cuHanioMopgHbIe 3amMeHb! y Hexapoda n “Entomos-
traca”. Boibopka BupoB “Entomostraca” ¢ M3BECTHBIMH
nocuenoBaTeabHOCTsIMA RpS28 B HAcCTOSIIMIT MOMEHT
ucyepInbIBaeTcs NpUBEAeHHbIMU (1Ba Bufa Branchiopo-
da u ogun By Maxillopoda), HO yMCIO BHUIOB HACEKO-
MbIX, “BbICIINX pakoB Malacostraca u nmpefcraBuTenei
BHEIIIHEN TPYNIbI (XEIUIEPOBBIX U APYrUX OeCIo3BO-
HOYHBIX, HE SIBJISIFOIIUXCS WICHNCTOHOTUMH), § KOTO-
PBIX MOCIENOBAaTEIBHOCTh 3TOrO OejIKa OIpefelicHa,
Ne 5
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CHOAHOFLAGELLATA (Monosiga brevicollis) Mpa----- PPKLAKVTKVLGRTGSQGQATIQVRVEFI-DDT-QRSI LRNVKGPVRVGDILVLMESEREARRMR*
PORIFERA (Amphimedon queenslandica) MDQ-K---P-RYGKVIKLLGRTGSQGQCTQVRVEFL-DDS - -RSI IRNVKGPVREGDVLCLLECEREARRLR*
PORIFERA (Suberites domuncula) MD--K~---P-RYAKVIKILGRTGSQGQATQVRVEFL-DDG--RAI IRNVKGPVREGDVLCLLESEREARRLR®
CNIDARIA (Acropora millepora) MD--K---PVKLAKVTKCLGRTGSQGQCTQVRVEFL-DDT-NRSI IRNVKGFVREGDI LTLLESEREARRLR®
CHORDATA (Homo sapiens) MDTSR-VQPIKLARVTKVLGRTGSQGQCTQVRVEFM-DDT-SRSI IRNVKGPVREGDVLTLLESEREARRLR®
ECHINODERMATA (Patiria pectinifera) MD--K---PVKLAKVTKVLGRTGSQGQCTQVRVEFL-DDS -NRSI IRNVKGPVRDGDI LTLLESEREARRLR*
HEMICHORDATA (Saccoglossus kowalevskii) ~ MD=--K---PIKLAKVTKVLGRTGSQGQCTQVRVEFL-DDS-NRSIIRNVKGPVREGDVLTLLESEREARRLRY
ANNELIDA (Hirudo medicinalis) MDA-K-AAPIKLGKVTKVLGRTGSQGQCTQVRVEFI ~-DET-NRSIIRNVEGFVREGDILTLLESEREARRLR"
ANNELIDA (Lumbricus rubellus) MDA-K-AVPIKLAKVTKILGRTGSQGQCTQVRVEFL-DES-SRSIIRNVKGPVREGDILTLLESEREARRLR*
ANNELIDA (Arenicola marina) MEA-K-IAPIKLARVTKVLGRTGSQGQCTQVRVEFL-DDS-NRLI IRNVKGFVREGDILTLLESEREARRLR*
NEMERTINI (Cerebratulus lacteus) MDA-K-LQPLKLAKVIRILGRTGSQGOCTQVRVEFL-DDT-NRSI IRNVKGFVREGDILTLLESEREARRLR"
BRACHIOPODA (Terebratalia transversa) MD--K-LAPVKLARVTKILGRTGSQGQCTQVRVEFL-DDS -NRSI IRNVEKGFVREGDI LTLLESEREARRLR"
MOLLUSCA (Crassostrea virginica) MD - -K-LQPVKLAKVLKVLGRTGSQGQCTQVRVEFL-DDS-NRSI IRNVKGPVREGDI LTLLESEREARRLR*
MOLLUSCA (Aplysia californica) MD--K-LQPVKLAKVTKVLGRTGSQGQATQVRVEFL-DDS-NRSI IRNVKGPVREGDI LTLLESEREARRLR*
PLATYHELMINTHES (Schistosoma japonicum) —MD--KAVVQTKLARVEAVVGRTGSQGQCTQVRVEFL-DDT-NRTIIRNVKGPIREGDILTLLETEREARRLR®
ROTIFERA (Philodina roseola) MD--KTATGGVMARVVKILGRTGSQGQCTQVRVEI I-DSSSKRSI TRNVKGPVRVDDVLI LLESEREARRLR*
PRIAPULIDA (Priapulus caudatus) MEA-K-TAPIRLARVNKVLGRTGSQGOCTQVRVEFL-DET-TRSI IRNVKGFPVREGDI LTLLESEREARRLR"
KINORHYNCA (Echinoderes horni) MD--K-SQPIT-AKVTKVLGRTGSQGQCTQVRVELL-DSS-SRSIIRNVKGPVREGDILTLLESEREARRLR*
NEMATOMORPHA (Spinochordodes tellinii) MD--K----PTLVRVEKLLGRTGSQGQCTOVEVCIVES EK-NRSLIRNVKGEPVREGDMLT LLETEREARRLR®

NEMATODA (Caenorhabditis elegans)
NEMATODA (Xiphinema index)
TARDIGRADA (Hypsibius dujardini)
TARDIGRADA (Richtersius coronifer)

MD--K----LTLARVTKVIGRTGSQGQCTQVRVEFI-NDONNRSI IRNVEGPVREGDILTLLESEREARRLR*®
MD--K---PVQLAKVTKILGRTGSQGQCTQVRVEFL-DDP-EKRSIIRNVEGFPVREGDILTLLESEREARRLR*
MD--K----IRLAKVTEVLGRTGSQGQATQVRVEFL-DES-NRSIIRNVKGFVREGDILTLMESEREARRLR®
MD--K----AKQAKVTKVLGRTGSQGQATQVRVELI-DEQ-SRSIIRNVEGPVREGDILTLMESEREARRLR"

ONYCHOPHORA (Euperipatoides kanangrensis) MD--K----VKLARVTKILGRTGSQGQCTQVRVEFL-DET-SRSIIRNVEGFPVREGDILTLLESEREARRLR*
ARTHROPODA R R R e e e e e S
PANTOPODA (Anoplodactylus eroticus) MD--K---~-PRLARVVNILGRTGSQGQCTQVRVEFL-DES-NRTIIRNVKGFVREGDILTLLESEREARRLR’
CHELICERATA (Mesobuthus gibbosus) MD--K~-~---VEKLARVTKVLGRTGSQGQCTQVRVEFL-DES-NRSI IRNVKGPVREGD ILTLLESEREARRLR"
CHELICERATA (Acanthoscurria gomesiana) MDT-Q----VKLAVVVKVMGRTGSRGQVTQVRVKFL-DDQ-NRLIMRNVKGPVREGDILTLLESEREARRLR™
CHELICERATA (Ixodes scapularis) ME--K----VEKLARVTKVLGRTGSQGQCTQVRVEFL-DET-NRSI IRNVKGPVREGDILTLLESEREARRLR*
CHELICERATA (Suidasia medanensis) MD--K----IRLAKVSKVLGRTGSQGQCTQVRVEFL-DES-YRSI IRNVKGPVREGD I LTLLESEREARRLR*
MYRIAPODA (Scutigera coleoptrata) MD--K----AKLARVTKILGRTGSQGQCTQVRVEFL~-DET-NRTIIRNVKGFVREGDI LTLLESEREARRLR*
PANCRUSTACEA = e icimmonna tne i 0l i o St s b S o s G s o
DECAPODA (Homarus americanus) MD--K- - - PVKLARVTKVLGRTGSQGQCTQVRVEFL-DES-HRSI IRNVKGPVREGDILTLLESEREARRLR*
DECAPODA (Panulirus japonicus) MD--K- - - PVKLARVTKVLGRTGSQGQCTQVRVEFL-DES-HRSI IRNVKGPVREGDILTLLESEREARRLR*
DECAPODA (Litopenaeus vannamei) MD--FK---PVELARVTKVLGRTGSQGQCTQVRVEFL-DES-HRSI IRNVEGFPVREGDILTLLESEREARRLR*
DECAPODA (Penaeus monodon) MD--K---PVKLARVTKVLGRTGSQGQCTQVRVEFL-DES ~HRS I IRNVKGFVREGDI LTLLESEREARRLR"
EUPHAUSIDA (Euphausia superba) ~ ———===u= PVELARVEKVLGRTGSQGQCTQVRVEFL-DET-QRSI IRNVEGPVREGDILTLLESEREARRLR®

“ENTOMOSTRACA” + HEXAPODA ... .. . ...l B i eieeens
MAXILLOPODA (Lepeophtheirus salmonis) MD--K---QVTTARVIKVLGRTGSQGQCTQ FL-GRE-NRQTIRNVKGPVREGDILTLLESEREARRLR*
BRANCHIOPODA (Artemia franciscana) MD-=-K=-=-- KVLGRTGSQGQCTOVHVDFI-GEQ-NRSIIRNVEGFVREGDILTLLESEREARRLR*
BRANCHIOPODA (Daphnia pulex) MD--K-=~ KVLGRTGSQGQCTQ EFL-GEP-NRSIIRNVEGEPVREGDILTLLESEREARRLR*
COLLEMBOLA (Folsomia candida) ME--R--~ KILGRTGSQGQCTQ FL-GEQ-NRQIIRNVEKGPVREGDILTLLESEREARRLR*
COLLEMBOLA (Onychiurus arcticus) ME--K--- KILGRTGSQGQRCTQ FL-GEQ-NRQIIRNVKGPVREGDILTLLESEREARRLR®
INSECTA (Locusta migratoria) MD--K--- RTGSQGQCTQ FI Q-NRQIIRNVEGPVREGDILTLLESEREARRLR*
INSECTA (Gryllus bimaculatus) MD--K=--~ KVLGRTGSQGQCTQ FI-GEQ-NRQIIRNVEGFVREGDILTLLESEREARRLR®
INSECTA (Diaphorina citri) MD--K-=~ KTLGRTGSQGQCTQVRVEFI Q-NRTIIRNVEKGPVREGDILTLLESEREARRLR*
INSECTA (Nilaparvata lugens) MDN-K---PVILARVIKVLGRTGSQGQCTQ FI-GEQ-NRQIIRNVKGPVREGDILTLLESEREARRLR?
INSECTA (Acyrthosiphon pisum) MD--K--- SRVLKVLGRTGSQGQCTQ FI-GEQ-NRQIIRNVKGPVREGDILTLLESEREARRLR*
INSECTA (Maconellicoccus hirsutus) ME--K--- RTGSQGQCTQ FI-GEQ-NRQIIRNVKGFPVREGDILTLLESEREARRLR®
INSECTA (Myzus persicae) MD--K--~ SRVLKVLGRTGSQGQCTQ EFT Q-NRQIIRNVKGPVREGDILTLLESEREARRLR*

INSECTA (Aedes aegypti) RTGSQGQCTQ

INSECTA (Culex pipiens) MD--K---SVVLARVIKVLGRTGSQGQCTQ
INSECTA (Anopheles gambiae) MD--K---TEVLARVTEVLGRTGSQGQCTQ
INSECTA (Chironomus tentans) MD==K=== LARVIKVLGRTGSQGQCTQ
INSECTA (Phlebotomus papatasi) ME--K--- LARVIKVLGRTGSQGQCTQ
INSECTA (Drosophila melanogaster) MD--K--~— WARVMKVLGRTGSQGQCTQ
INSECTA (Diabrotica virgifera) MD--K--- LARVIKVLGRTGSQGQCTQ
INSECTA (Diaprepes abbreviatus) MD--K--- LARVIEVLGRTGSQGQCTQ
INSECTA (Tribolium castaneum) MD--K--- LARVIKVLGRTGSQGQCTQ
INSECTA (Apis mellifera) MD=--K==~ LARVIKVLGRTGSQGQCTQ
INSECTA (Solenopsis invicta) MD--EK--— LARVIKVLGRTGSQGQCTQ
INSECTA (Nasonia vitripennis) ME--K--— LARVIKVLGRTGSQGQCTQ
INSECTA (Ctenocephalides felis) MD--E--- LARVMKVLGRTGSQGQCTQ
INSECTA (Bombyx mori) MD--EK--- LARVVEVLGRTGSQGQCTQ
INSECTA (Spodoptera frugiperda) MD--EK--— LARVVEVLGRTGSQGQCTOW

Puc. 3. ®parmenT (o Bupam) BbIpaBHHBaHusI pudocomHoro Oenka S28. CepbiM (pOHOM BbIIEJIEHbI CHHANOMOpP(hHUU
Hexapoda + “Entomostraca”. B nuauu 1BykpbuibIx HH(ppaoTpsaa Culicomorpha npocnekuBaeTcs OCaef0BaTeNbHOE 3aMellle-
Hue Gly32 — Asn32 — Ser32 (aymepanusi octaTkoB — 110 6enky RpS28 Drosophila melanogaster).

BeChMa BEJMKO. 3aKOHOMEPHOCTh M3MEHUMBOCTHU BbI-  phila melanogaster) B mocnefoBaTeNbHOCTSIX RpS28
JIEJICHHBIX CaliTOB (I/IX aHOMOp(bHOFO MO0 IUIEe3UO- YJICHUCTOHOI'UX MOKHO CYUTATh YCTAaHOBJICHHLIM.
MOP(HOTO COCTOSIHHSI COTIIACHO OKUIAHUSIM JJIS TPYTI- 2. benok elFSA. ®akrop nanimamuu SA (eIFSA) —

1IbI) COXPAHSIETCS TAKKE U Ha CYLECTBEHHO GObliefi, ~BPICOKOKOHCEPBATHBHBIN M XHM3HEHHO BAKHBIH 0enoK

. 9YKapHUOT U apxell ¢ HescHbIMU (pyHKuusaMu [55]. Ilo-
NpoBepeHHO!l Hamu, BbIOOpKe. Takmm oGpasoM, Ha-

paBnenue aKkcnpeccud reHa elFSA ¢ noMomibio crenu-

TIPaBJIEHNE SBOFOINN OT TIe3nOMOPdHBIX Lys6, Agr27 cprraecknx MikpoPHK cHKaeT oGIMit ypOBEHD HHH-

1 Asp32 K anoMopdHbM cocrosiHuesM Valo, Lys27 ¥ ypanym Tpancnsmum Gojee YeM Ha 4eTBEPTh, OJHAKO,

Gly32, (aymepanus octaTkoB 1o 6enky RpS28 Droso-  mo-BugumMoMy, CYIIECTBEHHA TakKKe PETYISATOPHAs
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CHOAHOFLAGELLATA (Monosiga) LLVTIQKAVGEEAAVAVKNLP---K¥--
PORIFERA (Amphimedon) FLVTVVTAMGTEAVMGTKNMK---E* -~
CNIDARIA (Nematostella) FMVTVLKAMGEETVVGVKVMSDT -~

CNIDARIA (Hydra) E’LVTVLSB@I’EMHIGT -G
PLACOZOA (Trichoplax) SLVTILSAMGEEAAIAVENMA--JKY--
CHORDATA (Homo) ILITVLSAMTEEAAVAIKAMA--—-K"--
HEMICHORDATA (Saccoglossus) LLVMSMGBE@\ISVMCP--

ANNELIDA (Lumbricus) VLATVWKAMDEEVVKDLKTAKA--N* -~
BRACHIOPODA (Terebratalia) TLVTVQKAVGEEIPISVKTSK-— =

MOLLUSCA (Agropecten)
MOLLUSCA (Crassostrea)
MOLLUSCA (Venerupis)
MOLLUSCA (Haliotis)
MOLLUSCA (Aplysia)
BRYOZOA (Bugula)

FNVTVLKAMGEET I IAVKTLTN--KD*~
IAVTVLNSMGEEQITGVENLS* ———===
LLATVLSAMGEEVIVSVKTNE---EH--
FMVTVQKAMDDEIVVALKSMKT-ND*-—
IMVTVLEAMGEEMAVGIKNAK---D*--
LMVTVLESMGTEMIMSSKPSK*------
PLATYHELMINTHES (Schistosoma) WVIVTIVITMDEQQAHAVRTSS-
ROTIFERA (Brachionus) LIVIVLKSMGEEAIIQFKVENDS
GNATHOSTOMULIDA (Gnathostomula) ILVTVLA@QEMI]\SK ——
NEMATODA (Caenorhabditis ) VLVQVVSAIGEEATLGWKV: A
NEMATODA (Meloidogyne) ILVTVVS EEVVL
NEMATODA (Ascaris) IL@VVS EEQILGFKNMPN-K*~~~
NEMATODA (Trichinella) ILITVVSAMGEEAIMAYENMPE - i
NEMATODA (Xiphinema)
TARDIGRADA (Richtersius)
ONYCHOPHORA (Euperipatoides)
NEMATOMORPHA (Spinochordodes) LLIVIQKAMGLETAIAFKTQQES
ARTHROPODA
PANTOPODA (Anoplodactylus)
CHELICERATA (Acanthoscurria)
CHELICERATA (Ixodes)
CHELICERATA (Ornithoctonus)

YSITVLTAMGIEQATATIRQSS*~=m===m
VIVIVLSAVGEEAIVACKNAS*—~-~=~
VIVIVMSAVGTECK ITHRNAN® - =~ ~==
VIVIVLSAVGEEAIVACKNAS*-----—

DECAPODA (Callinectes) LLLTVLAAMGHEMVVATKPNM---K*--
DECAPODA (Celuca) LLLTVLAAMGQEMVVATKPNM---K*-~
DECAPODA (Penaeus) LLL
AMPHIPODA (Gammarus) I
“ENTOMOSTRACA” + HEXAPODA . .ElL . ...
MAXILLOPODA (Calanus) ILVTVLGE
MAXILLOPODA (Lepeophtheirus) TLCHVLSA
MAXILLOPODA (Caligus) ILC
BRANCHIOPODA (Artemia) LLCT
BRANCHIOPODA (Daphnia) LIC
COLLEMBOLA (Folsomia) ILC!
COLLEMBOLA (Onychiurus ) LLC
INSECTA (Locusta) LLC
INSECTA (Gryllus) LLCT
INSECTA (Pediculus) LLC!
INSECTA (Diaphorina) LLC
INSECTA (Nilaparvata) LLC
INSECTA (Acyrthosiphon) LLC
INSECTA (Maconellicoccus) LLCT
INSECTA (Diabrotica) ILC
INSECTA(Tribolium) ILC!
INSECTA (Lysiphlebus) LIC
INSECTA (Solenopsis ) LLC
INSECTA (Drosophila) LLC
INSECTA (Chironomus) LLC!
INSECTA (Aedes) LV
INSECTA (Culex) L
INSECTA (Bombyx) LI
INSECTA (Danaus) LI
INSECTA (Spodoptera) LIC

Puc. 4. ®parment (o Bujgam) BeIpaBHUBaHUS C-KOHIlE-
BOH yacTu Genka ¢paktopa ununmanun SA (elF5A). Ce-
pbIM (hOHOM BBIfleNieH KoHceHCyc C-KOHIIEBOM MOCTIENO-
BaTEJILHOCTU u3 BOCbMH AMHHOKUCIIOT
CXSCX3CX7TAV/LD/EK u cron-kofoHa Hexapoda u “En-
tomostraca”. 3Be30UKaMi 0O003HAYEHbI CTON-KOJIOHBI.

pouns elF5A. IMeroTest JaHHbIe O €ro y4acTuy B 3a1po-
rPaMMHPOBAHHOH KJIETOYHOI CMEPTH B OTBET Ha JCH-
CTBHE TATOT€HOB y PAcTEHWi, a TaKXKe B PEryJsyn
U PEePEeHIMPOBKY MbIILIEYHbIX M HEPBHBIX TKaHEN
>KMBOTHBIX. KopoTkas nocnefgoBarenbHOCTh Ha C-KOH-
ue elFSA m3MenunBa, opHako ke y Hexapoda u “Ento-

MOIJIEKYIIAPHAA BUOJOI'UA
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mostraca” COXpaHsIeTCS MPUCYIMI 0OEMM 3TUM TpyIl-
mmam BHOJHE crnenudryeckuii MOTuB (puc. 4). B Hammen
BbIOOpKe ToNbKO elF5SA Tuxoxonku Richtersius coroni-
fer BIIOJNIHE TOAXOMAUT TOJ CBOMCTBeHHBIN Hexapoda u
“Entomostraca” KOHCEHCYC, XOTS MOCIEAOBATEIBHOCTH
U HEKOTOpPBIX APYIUX BUAOB TaKXe B OINPENEIEHHON
CTETIEHH C HUM cXOfiHbI. B Trne unenucronorux Hexapo-
da u “Entomostraca” sicio otim4arorcst oT Chelicerata n
Malacostraca. He uckiro4yeHo, 9To oTu pa3iimyus cBs3a-
HBI cO cneruUIECKUMHI [IJIsT KaKION U3 JIBYX MOCIeN-
HHUX TPYyNIl 3BOJIIOLMOHHBIME W3MEHEHMSIMH (ayTaro-
mopdusivm). Hanpumep, C-koHueBoit (pparment elF5SA
y XEJIMLEPOBBIX U MAHTOMNOJ] Ha YEThIPE AMUHOKHCIIOT-
HBIX OocTaTka Kopoue, ueM y Hexapoda u “Entomostra-
ca”, wm Ha 2-3 ocraTka Kopode, YeM Yy OOJIBIIIMHCTBA
Apyrux XnBoTHBIX. C-kKoH1eBoi (pparmeHT elFSA y Ma-
lacostraca ToXe KOpode Ha OffHy—IBE€ aMHHOKHCIIOTHI,
yeM y OOJIBIIMHCTBA KMBOTHBIX, UYTO CBUIETENBLCTBYET,
CKOpee BCET0, O Ero YKOPOUEHNH B POLIECCE 3BOTIOLMN
9TOro TakcoHa. OfHaKO 3TH OOCTOATEIBCTBA HE AAIOT
OCHOBAHMII CUNTaTh MOTHB, CBOMCTBEHHBI Hexapoda u
“Entomostraca”, IpeKOBbIM ISl WICHUCTOHOTUX B IIe-
noM. Takoe npeanonoxenne NPOTUBOPEUUT TpeOoBa-
HHUIO MakKCUMAaJIbHOI 9KOHOMUH, IO3TOMY cXOficTBO C-
KOHIIEBOH mocienoBaTenbHoctu Oenka elF5SA mpep-
cTaBsieTcs, ckopee, cunanomopdueit Hexapoda u “En-
tomostraca”.

3. Benok eEF1A. ®akTop amonrammn 1A (eEF1A) —
MHOTO(DYHKIMOHANBHBIA, JKU3HEHHO HEOOXOANMBIN,
YMEpPEHHO KOHCEpBaTUBHbINA 6esok. Ero mmpoko wuc-
TOJTE30BAJN B (PUIIOTEHETHKE, B TOM UHCIIE, JIJIST PEKOH-
CTPYKIUM POACTBEHHBIX OTHOIICHUI B TUIE YJIEHHCTO-
Horux [13, 56]. Mb1 oOpaTuinu BHUMaHWE HA TO, YTO
“gpiciime” pakooOpasHble (Malacostraca) obmagatoT
YHUKAJIHHBIM KOMIUIEKCOM aMUHOKHCIOTHBIX 3aMEH B
6enke EF1A, ornuyaroieM ux He TOJNBKO OT APYrux
YWIEHNCTOHOTUX, HO M BCEX APYTHMX KMBOTHBIX, a TaKKe
rpu6oB u pacrenuil. TeM He MeHee, (pakTop 3J0Hrauu
Malacostraca siBnsiercst oprosnorom EF1A u He oTHO-
CHUTCS K HEIABHO ONMcaHHOMY ceMercTBY EF-nogo0OHbIX
(EFL) 6enkoB [57]. Malacostraca pa3meiiaroTcst Ha fie-
pese EF1A B ero KopHe, OTAENBHO OT IPYTHX KUBOT-
HBIX, UTO SIBISIETCS] pE3YJIbTaTOM apTedaKTa IpuTsKe-
HUS ITIMHHBIX BeTBel (puc. 5). O61enpru3HaHo, 4To ca-
Mble TPUMUTHUBHBIE CPE BBICIIMX PAaKOOOPA3HBIX —
Bupbl Hajotpsina Phyllocarida [ 1, 3, 58]. [TpencraBuTens
punnokapun, Nebalia hessleri, iMeeT 0011le ¢ OCTATb-
HbIMU TakcoHamu Malacostraca (Decapoda, Mysidacea,
Amphipoda, Isopoda, Stomatopoda) ayramomopdun B
6enke EF1A n o6 beiuHsAETCS ¢ HUIMU Ha fiepeBe.

Panee moHOWIMA (UUTOKApPHU W OCTAIBHBIX
“BpIcHINX pakKOOOpPa3HbIX Obljla IOKa3aHa IIPU aHaJIH-
3e 18S pPHK [59] u moaTBep:KaeHa B UCCIEJOBAHUSIX
OEJOKKOUPYIOIIUX I'€HOB, HO HamOosiee HAarJsiiHO
OOIITHOCTB MpoucxozKneHus Bcex Malacostraca 3aMeTHa
mo ayranoMopgHoMmy Komiuiekcy 3ameH B EF1A [13,
56]. Kazanocer 6bI, Hamuuue ayTanoMopguu y 3TOro
TaKCOHa HUKaK He MIOMOTaeT PeIlUTh BOIPOC O MPOUC-
XOXKICHNH HACEKOMbIX, COXPaHSIOUMX IUe3nOMOpd-
N5
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Puc. 5. BaitecoBo (MrBayes 3.1.2) epeBo aMIHOKHCIIOTHBIX ITOCIIE0BaTeIbHOCTEH (hakTopa 3nonranuy EF1A pasHbIX rpymnmn
9yKapHoT, BKIFoUaroliee OCHOBHbIE rpynmnbl Arthropoda. Indps! y y3710B iepeBa 0603Ha4arOT allOCTEPUOPHYIO BEPOSTHOCTD
9THX y3JI0B B NIpolieHTax. Pa3Merenne BeTBu Malacostraca B KOpHE iepeBa 00 bsICHAETCS apTe(aKTOM IPUTSKEHUS ITTUHHbBIX

BeTBel (OOBSICHEHHUS B TEKCTE).

HOE COCTOSTHAE BMECTE C IPYTMMH YICHHCTOHOTHMHU.
Opnako muesnomopgun B 6enke EF1A HacekoMmbIx
CBUJIETEJIBCTBYET O TOM, UYTO OHH HE MOTJIN OT/IEIIUTHCS
ot BeTBH Malacostraca mo3xe, 4eM Ipon30I1II0 OTAETIe-
HHe (puIoKapuf, Kak IIPeAnosarajl HeKOTophble aB-
TOpHI [18].

Mumoxonopuanvhbie zeHbl

IlepBoHAaUanbHBIA, TOATOTOBIECHHBIN ISl aHAIMA3A
HabOp BKJIIOYall B ce0sl aMUHOKHCIIOTHBIE TIOCIIEN0Ba-
TenpHOCTH 10 KOHKATEHMPOBAHHBIX MHUTOXOHJIPHAIb-
HbIX GenkoB 178 BupoB Arthropoda, aByx BugoB Ony-
chophora u opnoro Bupia Priapulida, B3gThIX B KauecTBe
MHOKECTBEHHO BHelTHell rpymmbl. [TocTpoerHoe 1o

MOJIEKYJISIPHASI BUOJIOT U N5
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atomy Habopy Phyml-nepeBo (He mpuBeeHO) mokasa-
JIO, YTO UMECTCA 3HAYUTEJIbHAsA MEKBUJOBAsA IETEPO-
TeHHOCTh CKOPOCTH 3BOJIONMU MHTOXOHAPHATBHBIX
6eJIKOB, KOTOpasi, CKopee BCero, pHBena K 00 be/IiHe-
HUIO aHOMAJIBHO OBICTPO 3BONIOIMOHAPOBABIIUX MO-
CIIEIOBATENILHOCTE HEKOTOPBIX BUJOB HACEKOMBIX U
XEeJUIEPOBBIX B OfJHY TPYIITY B OCHOBAaHNUH jiepeBa. Bim-
sIHUE 3TOrO (haKTOpa M3MEHSET TakkKe MOJIOKEHUE Ha
iepeBe | IPYTUX MOCIeOBATEIBHOCTEN, JAFOIMX aHO-
MAaJILHO JUIMHHBIE BETBH, HAIIPEMEP, HEKOTOPHIX BHOB
PaKooOpa3HBbIX.

JlJ1s1 yMEHBIIEHHSI TeTEPOreHHOCTH Habopa 1o CKO-
POCTH 3BOJIIOLMM Mbl YAAJIWIN AHOMAJIBHO OBICTPO
3BOJIFOLIMOHNPYIOLHE TIOCIIENOBaTEIbHOCT U BapHa-
OeJsbHbIE YYaCTKH, TPYIHO HOIAIOIIECs] BbIPABHUBA-
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Huto. [TonyyeHHoe BbIpaBHUBaHUE copiepzKaio 82 1mo-
cregoBaTeIbHOCTH 1 uMedto 2361 no3unuii. Ha nepese,
MMOCTPOEHHOM TI0 3TOMY HabOPY € MOMOIIIBIO IIPOTpaM-
MbI MrBayes 3.1.2 (He mpuBefieH0), KaK U Ha iepeBe Mo-
cleoBaTENbHOCTE pUOOCOMHBIX OenKOB (puc. 1), ¢
anocTeprOpHOI BeposiTHOCTHIO 0.95 BhIiemnsieTcs rpy-
mupoBka Pancrustacea (Bce Hexapoda + Bce Crustacea).
Mmuoronoxxku (Myriapoda) IpUMBIKAIOT K OCHOBAaHUIO
9TOH TPYHITbI, OfIepsKuBasi KoHenuuto Mandibulata,
TOra Kak Ha fiepeBe puOOCOMHBIX OEJIKOB OHU O0b-
EMUHSIFOTCS C XeIUIEepOBbIMU. HeMHOTOUnCIIeHHbIE B
Ha6ope rpynmbl Buos (Cirripedia, Collembola u Diplu-
ra) MOCIIeI0BATENILHO OTBETBISIFOTCS B OCHOBaHMH Pan-
crustacea MeKJTy MHOTOHOXKKAaMU W OCHOBHOI T'PYTIIIOH
pakooOpa3ubIx. [IpuHIMNMANBEHOE OTIMYKE JepeBa
MHUTOXOHJIPHAIBHBIX OEITKOB OT JiepeBa sIepHbIX prOo-
COMHBIX OEIIKOB 3aKJIFOYaeTCs B TOM, UTO HAa HEM
Hexapoda He MOoHO(MIETHYHBI (M 3TO MpPEANOIaraeT
HEOJTHOKPAaTHOE BO3HUKHOBEHME “‘TEKCANOIHOro” ia-
Ha CTPOEHWS), a TAKKE B TOM, UTO 3KaOpPOHOTHE PaKO-
o6paszsble (Branchiopoda) He sBnsroTCS OMImKaen K
Hexapoda rpynmoii, kak Ha fiepeBe puOOCOMHBIX OeJI-
KOB.

Hepbicokuil ypoBeHb allOCTEPUOPHON BEPOSITHOCTH
HEKOTOPBIX TPYII Ha IepeBe MUTOXOHAPUAIBHBIX OeJI-
KOB yKa3bIBaeT, YTO ObUIN HalfIeHbl TOMOJIOTHH, ajlb-
TEpHATUBHbIE K UTOrOBOW 0aileCOBOM, HO C HE3HAYM-
MBIM OTJIMYMEM MpaBfonofaooms. OTcneskuBas xof 6afi-
€coBa aHalM3a B JIBYX MapasuIeNbHBIX 3aIycKax, MbI
oOHapyKunu, 4T0 50%-Hble 3HAYCHUS NOJCPXKKA He-
KOTOPBIX Tpynn (OcHOBHOW Kiazibl Crustacea, Tpynmbl
Collembola + Diplura + Crustacea + Insecta sensu stricto,
a Taxxke rpymnel Myriapoda + Bce Crustacea + Bce
Hexapoda) onpepensitoTcsi nepeMertieHneM OTHeIbHbIX
rpymnn nocnefosarenabHocTeil. B cnyuae Crustacea aTo
CBSI3aHO C OO'BEMHEHNEM HECKOJIBKUX OBICTPO 3BOJIIO-
LMOHUPYIOIIUX IOCIEA0BATENBHOCTEN paKoOOpa3HbIX
C HOTOXBOCTKAaMH U € NMEPEMEIIEHUEM TOCIIE0BATENb-
HOCTH PaKyILIKOBBIX (TOXe ObICTPO 3BOJIOLMOHUPYIO-
IIEN) K XEJIULEPOBBIM, YTO CKa3bIBAETCS TaKXkKe W Ha
MOAIep>KKe BTOPO¥ IpyNMIHMpOBKHU. B ciaydae rpynmm-
poBku Mandibulata 50%-Hast mofiepsKKa OnpenemnsieTcs
00 BETMHEHNIEM MHOTOHOXKEK C XEJTMIEPOBLIMI BO MHO-
TMX BapUaHTax JIEPEBLEB.

IMocne ypaneHus mectu GbICTPO BOIIOLHUOHUPYIO-
LMX IOCIIEA0BATENBHOCTEN ObLIO IOIYYEHO AEPEBO, IO
TOMOJIOTHY OTJINYAOIIEecs OT MPEABIAYILETO TEM, YTO
B HEM OOBEUHSIFOTCS MHOTOHOXKKH C XEJULEPOBLIMU
(64%-nast mopIepkKa); OHO OTIIMYAETCS TaKKe TeM,
YTO YpOBEHb CTATHUCTUYECKON MOMJEP>KKH OCHOBHBIX
TpyII Topasfo BIiIe (puc. 6a). B octanbHOM 4acT 3TO
[EPEBO XapaKTEPU3YETCs] TaKUM K€ MOJIOKEHUEM OC-
HOBHBIX T'pYHI, KaK U OOCyKJiaBllieecsl BbIIIe AepeBO,
MOJTyYEHHOE IO Habopy U3 82 BUJIOB.

COBMECTUMOCTh HAIIIIX JaHHbIX C HEKOTOPbIMU
BO3MOZKHBIMHA (bI/IJIOFCHeTI/I‘{CCKI/IMI/I TUIOTE3aMM OIIC-
HHBAJIA C IOMOIIBIO CTATUCTUYCCKUX TECTOB C UCITOJIb-
30BaHUEM IMapaMETPUIECCKOIO 6yTCTp3H—aHaJII/I3a. To-
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MIOJIOTHIO JiIepeBa Ha puUcC. 6@ NCKYCCTBEHHO W3MEHSIIIN,
KakK OMICaHO B MOMNUCSX K pUCYHKY. [lomyumBinmecs
16 BapraHTOB TOMOJIOTHI CPABHMBAIIN C HCXOHOM Oafi-
€COBOM TOMNOJIOrHEH ¢ momolpto nporpammel TREE-
PUZZLE n nocnenyrolieil CTaTUCTUYECKON OLEHKON B
nporpamme CONSEL. Pe3ynbpTaThl aHanmsa npusepe-
HBI Ha puc. 66. B nepBoM cron6iie Tabauib! 1udpamu
0003HAUYEeHbI BapWAHThl CPABHMBAEMBIX TOIOIIOTHI,
PAaCIONIOKEHHBIE B MOPSIKE YBEIMUSHHUS NX OTIIMIHN OT
GafiecoBoii Tonosiornu. Bo BTopom cTondlie npusesie-
HBI 3HAUCHMST OTJIMYNII CPAaBHUBAEMBIX TOIOJIOTHI OT
WCXOHO! IO 3HAYEHWIO JIorapumMa MaKCUMAaIIbHOTO
npasponopo6us (Ln Lh). B cnegyronmx mectu cTont-
[[aX IpUBEAEHBI CTATUCTUICCKUE TTOKA3aTEIN OTINIIH
CPaBHUBAEMBbIX TOMNOJIOTUI OT UCXOJHOM, MOIyYECHHbIE
pasubivu TectaMmil. [TokazaTens menee 0.05 yka3biBaeT
HAa JIOCTOBEpHOCTh OTimumsi. COTIacHO 3TUM TeCTaM, B
NEPBOIl CTPOKE TaONHLBI OKa3bIBAETCS TONOJNOrUS 7,
OTJIMYAIOMIASICS OT HCXOMHOM OaitecoBoii Tonoaoru (1)
TEeM, UYTO MHOTOHOXKKH OO BEUHSIIOTCS C XEHAICPOBBI-
MU, OTHAKO Pa3HUIIA MEKy STUMHU IBYMSI BApHaHTaAMU
CTaTHCTHYeCcKH HefocToBepHa. Clenyrolye eBsITh Ba-
pUaHTOB JiepeBbeB (0T 2-ro A0 11-ro, uckinroyast 7-oit)
HE OTJIMYAIOTCS IOCTOBEPHO OT MICXOTHOTO JiepeBa Mo
OOJIBIIMHCTBY TECTOB, 32 UCKIIFOYEHNEM CaMbIX CTPOTHX
(cronOupl np u pp). Bee 3T BapnaHThl XapakTepU3yroT-
cst MoHO(unmel ocHOBHBIX rpymm Crustacea (Malacost-
raca + Branchiopoda) mpu pasnTUYHOM MONOKEHUN
Diplura u Collembola. OcTanbHble IECTh BAPUAHTOB,
xapakrepusyromuecs conmkerreM Hexapoda c xxabpo-
HormMu pakooOpasHbiMu (Branchiopoda) u, crnepmosa-
TeNbHO, Mapaduimell paKkoOOPa3HBIX, HE3aBUCUMO OT
TMIOJIOXKEHUS] MHOTOHOXKEK, JOCTOBEPHO OTIIMYAIOTCS OT
Jy4iel TOMOJIOTAH MO BCEM TECTaM.

Takum 06pa3om, aHAIHA3 IOCIENOBATETFHOCTEN MU-
TOXOHAPUAJIBHBIX OEeNnKOB IOKa3bLIBA€T HECOBMECTH-
MOCTB €T0 Pe3yJbTaTOB C TUIOTE3aMH, COMKAIOIIIMUI
MoHOpmIeTHIecKyro rpymry Hexapoda ¢ Branchiopoda,
T.€. IOfjpa3yMeBalOIIIMI IIPOUCXOXK/AECHNE FeKCarof OT
OOIIEero ¢ >KaOpOHOIMMH pakKoOOpa3HbIMH IIpefKa.
Bwmecre ¢ TeM 1OCTOBEPHO HE UCKITIOYAOTCS BAPUAHTHI,
B KoTophbIX Bee BUAibl Hexapoda u Crustacea o0benuHe-
HbI B MOHO(UIIETHUECKHE TPYIIIbI, OTHAKO BAPHAHTHI, B
kotophIx Collembola momerieHs1 B ocHOBaHme Pancrus-
tacea, MO CTATUCTUYECKUM IIOKA3aTEISIM BBITJIAOAT
npeHoYTUTENLHEE.

OBCYXKIEHME PE3YJIbBTATOB

Bernpiii 0630p NOTy4YEHHBIX B HACTOSLLIEH padoTe
pe3yNbTaTOB MOKa3bIBAET UX OYEBUHOE IPOTHUBOPE-
uyne. Panee B myOnuKanusx Apyrux aBTOPOB Mpefiara-
JCh MHOTOYNCIIEHHbIE B3aWMOMCKIIIOYaroImue (uio-
FeHETHYECKHE TMIIOTE3bI 00 3BONIFOLUN WIEHUCTOHOTUX
B 1les1oM U Pancrustacea, B 4aCTHOCTH, 4acTh U3 KOTOPBIX
0OOCHOBBIBAJIVICH AHATM30M MOJIEKYJISIPHBIX /JaHHBIX. B
9TOU CUTyaUH HEOOXOOMMO CHEJaTh BbIOOP, KaKUM
[aHHBIM WM pe3yJibTaTaM KaKoro aHajin3a clefyeT fo-
BEpSTh B OOJbIIEN CTENEeHN. PacCMOTpUM HECKOIIBKO
N5

TOM 43 2009



O TOJIOKEHUN HACEKOMBIX B KJIIAJJE PANCRUSTACEA 875
a 6 [ Tomo ITokasaresu TecTOB
qgoruss | ALn |au np PP kh c- wkh
L ELW
7 =07 D.655+]0.27140.669+0.522+|0.278+0.522+
1|07 D.608+|0.20340.3210.478+|0.212+0.478+
Hexapoda (37) 8 |49  D.519+[0.22040.005- (0.360+|0.206+ 0.360+
4 |52 D.523+|0.13840.004-(0.355+|0.133+0.336+
2 6.9  0.323+]0.075-]0.001-(0.295+|0.070+0.254+
3197 D.212+]0.020-|0.000- [0.234+(0.019+|0.182+
9 [12.7 0.200+]0.041-/0.000-0.201+]0.033+0.199+
11 |16 0.133+]0.015-{0.000- [0.154+[0.016+0.154+
k2 5 (167 D.168+]0.017-0.000-(0.177+|0.016+0.138+
— Diplura (2) 10 {19.1 D.061+0.003-{0.000-|0.109+|0.005- |0.100+
~ Collembola (3)
100 1L 103" Cimripedia (2) 6 [204 D.066+|0.003-]0.000- [0.128+]0.004- |0.098+
oy Myriapoda (3) 16 [27.3 [0.030-[0.003-]0.000-0.037-]0.002- |0.031-
64 0o 17 |27.3 ]0.030-|0.003-]0.000- | 0.037-|0.001- | 0.031-
Chelicerata (16) 13 |27.6 [0.004-|0.001-]0.000- | 0.005-[0.002- {0.005-
12 [28.0 [0.009-|0.001-]0.000- | 0.020-[0.002- {0.005-
— M%ny”i‘ggﬁora @ 14 [30.7 |0.007-|0.001-[0.000-| 0.051-|0.002- |0.009-
15 [33.3 ]0.012-|0.001-]0.000- | 0.029-[0.001-{0.019-

Puc. 6. a — BaiiecoBo (MrBayes 3.1.2) nepeBo aMIHOKHCIIOTHBIX IIOCIIEOBAaTEILHOCTEN MUTOXOHIPHAILHBIX OEIIKOB 73 BUOB
Arthropoda 1 3 BUioB B KauecTBe BHelIHell rpynnsl. Llucgpsel y y3710B lepeBa yka3blBalOT BETNYUHbBI CTATUCTHYECKOH NOJI-
IEepKKH 3THX y3JI0B B MpoleHTax. MoOHO(MmIIeTHYeCKIe TPYNNUPOBKY MPEICTABICHBI B BU/iE 3aTEHEHHBIX TPEYTOJIbHUKOB,
pa3Mepbl KOTOPBIX MPONOPIMOHATBHBI YHCIY BXOASIINAX B HUX BUJOB (OCHOBAHNE) U JJIMHE BETBel (BbIcoTa). LIndpr! B
cKOOKaxX y Ha3BaHMs KPYNHbBIX IPYNNUPOBOK 0003HAYAIOT YHUCIIO BXOASIIMX B HUX BUAOB. IIyHKTUPHbBIE CTPEIKY MOKA3bl-
BaIOT HaONFOfaeMble MepeMelIeHNs] TPy IpH U3MEHEHUIX TaKCOHOMUYECKOI BBIOOPKHU. 6 — Pe3ynbpTaThl cTaTHCcTHYE-
CKOIl OIIeHKH 3HAYMMOCTH OTJININI HEKOTOPHIX BO3MOXKHBIX BAPHAHTOB [IEPEBHEB METO/IOM ITapaMEeTPHIECKOro OYTCTp-
ana ¢ nomompbio nporpamm TREE-PUZZLE n CONSEL. BapuaHThl iepeBbeB NpHUBEJEHBI B CKOOOUYHOM opmaTe: 1 —
((Cirr,(Coll,(Dipl,(Hexa,Crus)))), (Myri,Cheli)); 2 — ((Cirr,(Dipl,(Coll,(Hexa,Crus)))),(Myri,Cheli)); 3 — ((Cirr,(Coll, (Dipl,
(Hexa,Crus)))),(Myri,Cheli)); 4 — ((Cirr,((Hexa,Crus),(Dipl,Coll))),(Myri,Cheli)); 5 — (((Hexa,(Crus,Cirr)),(Dipl,Coll)),(Myri,Cheli)); 6 —
((Coll,(Dipl,(Hexa,(Crus,Cirr)))), (Myri,Cheli)); 7 — (Cheli,(Myri,(Cirr,(Coll,(Dipl,(Hexa,Crus)))))); 8 — (Cheli,(Myri,(Coll,
(Dipl,(Hexa,(Crus,Cirr)))))); 9 — (Cheli,(Myri,(Dipl,((Hexa,Coll),(Crus,Cirr))))); 10 — (Cheli, Myri,((Coll, (Hexa,Dipl)),(Crus,Cirr))));
11 — (Cheli,(Myri,((Hexa,(Dipl,Coll)),(Crus,Cirr)))); 12 — ((Cirr,(Coll,(Dipl,((Hexa,Bran),Mala)))),(Myri,Cheli)); 13 - (((Cirr,
(Coll,(Dipl, ((Hexa,Bran),Mala)))),Myri),Cheli); 14 — ((Cirr,(Mala,(Bran, (Coll,(Dipl,Hexa))))),(Myri,Cheli)); 15 — (Cheli,
(Myri,(Cirr,(Mala,(Bran,(Coll,(Dipl,Hexa))))))); 16 — (Cheli,(Myri, (Cirr,(Mala,(Bran,(Hexa,(Coll,Dipl))))))); 17 — ((Cirr,(Mala,
(Bran,(Hexa,(Coll,Dipl))))), (Myri,Cheli)). 3raku miroc crpaBa OT HOKa3aTeJell 03Ha4aloT, YTO 3TH BApHAHTHI JOCTOBEPHO He
OTJIMYAOTCS OT UCXOMHOI'O; 3HAKU MUHYC YKa3bIBAIOT HAa CTATUCTUYECKU 3HAYMMBbIE OTINYUSI.

TEXHIYECKUX OOCTOSTENBCTB, KOTOPhIE MOIJIM CTaTh
BO3MOXKHBIMH IIPUIAHAME apTe(PAKTOB B PEKOHCTPYK-
L[IM JIEPEeBbEB 1 IPUBECTHU K HEaleKBATHOCTH MPHMEHSI-
€MBIX K HUIM CTaTUCTUYECKUX TECTOB.

B nepsyro ouepenp, BecbMa O4EBHUfIHA Pa3HULA B 00-
LIEM YHCIIe TPU3HAKOB, NCIIONB30BAaHHBIX HAMH B aHAITH-
3e sfiepHBIX TeHOB (6osee 11 ThICSY MO3UINMIT) U MHUTO-
XOHJIPHAJIbHBIX T€HOB (HEMHOTMM 00Jiee 2 ThIC. TO3ULIUI
MocIie yaajJeHnus1 BapuaOeNbHbIX OJIOKOB). Pe3ybTaThl,
MOJIyYE€HHBIE HA OCHOBE OOJIbIIEN BEIOOPKH PU3HAKOB,
BBI3BIBAIOT OoJblle foBepusi. M3 aTux cooOpaXkeHui,
MOZKHO ObLIO ObI BEIOpATh epeBO, NPEJICTaBICHHOE Ha
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puc. 1, Kak 000CHOBaHHOE OOJBIINM YUCIIOM IpU3Ha-
KoB. OfHaKO OLeHKa BEIOOPOK IO pa3Mepy OIpaBAaHa,
€ClIi HeT MPHUYMH NOA03peBaTh BKJIAJla HECIy4YalHbIX
¢pakropos. K cokanenuto, y Hac HeT JOCTATOYHBIX OC-
HOBaHMI VICKJTFOUNTD BIIMSTHAE CUCTEMATHIECKUX OILH-
00K, ckopee Hao0opoT. [epeBo Ha puc. 1 He sBasieTCs
yabTpaMeTpruueckuM. Hanpumep, BeTBHU, Befylme Ha
HEM K IPEACTaBUTENSM JIBYKPbUIBIX, SIBISFOTCS [JIMH-
HelimmMu Bo Beeit BbiGopke Hexapoda. [Ipyrumu crioBa-
MH, 3TH BH/bI ABYKPBUIbIX HAKONHMIA OOJIbIIIE 3aMEH B
aMHHOKUCJIOTHBIX TIOCIIEIOBATENBHOCTSAX PHOOCOMHBIX
OEIIKOB OTHOCHTENBHO OOLLETO NPEAKa, YeM Bee Ipyrue
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Bubpl Hexapoda, B3siTble B cpaBHEHUE. JTO HE Ciydai-
HOCTh, a pe3yabTaT Ooliiee ObICTPON MOJIEKYJISIPHOMN
SBOJTFOIMY B JimHIK Diptera, Kak ObIJI0 IOKa3aHO paHee
[60]. baiiecoBo iepeBo Ha puc. 1 He ABJsETCS AUCTAHIH-
OHHBIM: TIporpamma MrBayes ucnonb3yer cMMBOJIBHO-
OPHEHTHPOBAHHBII AITOPUTM MOCTPOEHN AepeBa. OH,
TEM He MeHee, U30aBysIeT JajeKo He OT BCexX OIIMOOK,
CBSI3aHHBIX C Pa3HOI CKOPOCTBIO 3BOJIIONMH. B yacTHO-
CTH, pa3MelIeHNe IBYKPbUIbIX B OCHOBaHUH JiepeBa Ha-
CEKOMBIX, a HPSIMOKPBUIbIX M TEPMHUTOB — B KPOHE
(puc. 1), KaxKeTcst HeBEPOSITHBIM U3 OIIbITa 300JI0TUH,
HO TIOHSITHO Kak apTedakT, CBS3aHHBIN C pa3HULEH
nyH BetBell. [1o anamornyHoit npuurHe (BBUY pa3HU-
I[bl B CKOPOCTSIX 9BOJIIOLMH, & HE BCIIEACTBUE JCHCTBU-
TENbHBIX POJCTBEHHBIX OTHOIIEHUIT) GoJiee MIIMHHBIE
BeTBM Malacostraca MOrim Gbl CMECTUTBCSI Ha JIEpeBe
OMzKe K KOPHIO B OOJIbIIEH CTENEHH, HEXKEIU Yy Th 00-
nee KopoTkue BeTBr Branchiopoda.

Bwmecre ¢ TeM, ObUTO ObI HEONPABIAHHBIM OTHATH
MPEANOYTEHUE IEPEBY MUTOXOHJIPHANILHBIX OEJIKOB Ha
OCHOBaHWNM HAGIIFOaeMONl HEOTHOPOAHOCTH CKOPOCTH
SBOJIIOLMN SIEPHBIX T€HOB PUOOCOMHBIX OEJIKOB, TaK
KaK MUTOXOHJIpHaJIbHbIEe OEJIKY MPOSIBISIOT e1lle 60MIb-
Y0 HEOTHOPOITHOCTb B CKOPOCTSIX 9BOJIIOLNH MEKTY
Pa3HBIMHA (PIITOTEHETHIECKIMU JIMHASIMI. DTO CIIEIyeT
W3 Pa3HULBI [JIMH BETBEH IepeBa (JaHHbIE HE ITPECTaB-
JIeHbI) U MPUCYTCTBUS apTePaKkTOB, CBS3aHHBIX C 00b-
EIMHECHIEM COBEPIIIEHHO Pa3HbIX TaKCOHOB WICHUCTO-
HOTHX, UIMEFOIIAX OOIIIM TOJBKO TO, YTO BETBH, BEY-
1€ K HUM Ha iepeBe, OKa3bIBAtOTCS 6oJiee MIIMHHBIMU
(T.€. CKOPOCTb MOJIEKYJISIPHON 3BOIOLUN UX MUTOXOH-
JpHABHBIX OeNKOB Oblia BbImIE). JIFOOONBITHO, YTO
MUTOXOHpHaNbHbIe Oenku ABYKpbUIbIX (Diptera) mo
CKOPOCTHU 3BOJIIOLMM He “BBIOMBAIOTCS U3 HOPMBI U
MIPABIJIHLHO Pa3MEIIatoTC B KPOHE JiepeBa HACEKOMBIX.
Hanpotus, MUTOXOHApUATIbHBIE OETIKY XOOOTHBIX U IE-
PENOHYATOKPHIIBIX WCMBITHIBATM AHOMAJIBHO OBICT-
pyto aBosroruio. Ha iepeBbsx Befyiue K HUM 9KCTpe-
MaJIbHO JIJTMHHBbIE BETBU TPYNIAPYIOTCS BMeECTe, TpH-
YyeM JTOT KJacTep [JIMHHBIX BETBEH CHOCOOEH
MepeMeIaThes K XeINLIEPOBbIM, OO BEAUHSISICH C JITTHH-
HBIMH BETBSIMI HEKOTOPBIX KJIEIIEH.

pyrasg ocoOGeHHOCTh HAGOpa MUTOXOHAPUATHLHBIX
6eIKOB, KOTOPYIO MOXKHO TPAaKTOBaTh KaK MPUMEpP €ro
HEIOCTAaTOYHOM pa3pellaroiieil ciocOOHOCTH, — HEBO3-
MOXXHOCTb BBISIBIIEHHS C €rO NOMOIIBI0 MOHO(IINK
Hexapoda. ITpuuem, ecnu Diplura Ha cKOHCTpyHpOBaH-
HOM JIepeBe 3aHUMAIOT 0O0COOTIEHHOE MTOJIOKESHNE HITH
K€ TPYIIUPYIOTCS ¢ HACEKOMBIMH (B 3aBHCHMOCTH OT
TaKCOHOMHUYECKON BLIOOPKU U MAPAMETPOB, UCIIONB30-
BaHHBIX NIPU MIOCTPOSHNUH JIEPEBA), TO TPYIIAPOBKA HO-
TOXBOCTOK C HACEKOMBIMHU OTBEPraeTcsi BO BCEM HCCIe-
JOBaHHOM Juana3oHe napamerpos. [Tocnennnii pe3yib-
TaT COTJIACYeTCsl C OMyOIIMKOBAHHBIMHU Pe3yJbTaTaMU
aHaIM3a MUTOXOHJIPUANBHBIX OeNKOB [61, 62], HO mpo-
TUBOPEYNT APYTUM MOJIEKYISPHBIM PEKOHCTPYKIIUSIM,
HEM3MEHHO MOATBEP>KAAIOIIAM POJICTBO HOTOXBOCTOK U
HaceKOMBIX [49, 63, 64].

MOIJIEKYIIAPHAA BUOJOI'UA

AJIEIIVH u pp.

BaxxHbIM 0OCTOATENBCTBOM INPH aHAJM3€ JJAHHBIX
10 MHOTUM T'€HaM SIBJISIETCS] BEIOOP afleKBaTHBIX MOJIe-
JIedl 3aMEH U NIPaBUIIbHAS OLEHKA FETEPOr€HHOCTH Cail-
TOB 10 CKOPOCTH 3BOJIIOIMHU. MBI OOHApY>KUIM Cylle-
CTBEHHBIE DAY MEXKAY PUOOCOMHBIMU OEJIKaMH B
OTHOLLEHUN 3TUX IapaMeTpoB. MOXHO, KOHEYHO, BbI-
YHICINATD 3HAYESHUS IApaMEeTPOB, YCPEeJHEHHbIE /17151 KOH-
KaTeHNPOBAHHOI'O BBHIPABHUBAHUS, HO KaxKeTcs Oojee
HPENNOYTUTENBHBIM IIPUMEHSITE K OTEIbHbIM YacTsIM
aJlanTHpOBaHHbIe 3HaYeHus. TOoIbKO HEMHOTHUE U3 TTPO-
rpaMM PEKOHCTPYKLHU (PUIIOTEHIN HpeyCMaTPUBAIOT
TaKyt0 BO3MOXKHOCTb. Mbl HCIIO/IBb30BAIU OiHY U3 HHUX,
MrBayes 3.1.2, npumenuB KomaHay partition. OHaKO
NPU CTaTUCTHUYECKHX OIIEHKAX TOCTOBEPHOCTH OTIMYHI
3HAYEHMs PABHONOAOOHs [JIsl pa3IMYHbIX TOIOJIOIUI
COBpPEMEHHbIE NProrpamMMbl He MO3BOJISIOT MCIONb30-
BaTh CHENU(PUIECKUE MapaMeTpbl Il OTAEIBHbBIX Te-
HOB B COCTaBe OOIIETO BHIPABHUBAHMS. DTO 3aCTaBIISIET
C M3BECTHON OCTOPOXKHOCTBIO OTHOCUTBCS K PE3YibTa-
TaM TaKUX OLIEHOK.

He menee, ecnu He Gonee, mpoOIeMaTHYHEH BOIPOC
0 CrieIpTIHOCTH TApaMETPOB HE IS OTAEILHBIX Te-
HOB WM OEJIKOB B COCTaBe KOHKATEHWPOBAHHOT'O BBI-
PaBHMUBaHU, a AJIs1 OTEJIBHBIX TAKCOHOB TPUMEHHUTEITb-
HO K ofHOMY 0enky. O61mue cooOpaXeHus, 4YTO OpTO-
JIOTHYHBIE OENTKU OOBIYHO BBIMOJHSIOT OHY U Ty K€
(pyHKIMIO B KJIETKAaX, CKaXeM, KyKOB ¥ MayKOB, U IMO-
9TOMY 3aMeHa, HallpuMep, TUCTHINHOB Ha TIIAIWHBI 6e3
notepy (PyHKIMOHAIBHOCTH TEX e CaMbIX OEJIKOB TeX
U IPYTUX BUFIOB PABHOBEPOSITHA, TOIBKO OTYACTH NPaB-
IONOOOHBI. BiosHEe BO3MOXKHO, UTO JIJIMHHBIE BETBH
JiepeBa OTPaXaroT, 10 KpaiiHell Mepe, B OTHEJIbHBIX
Clly4yasiX, IMEHHO M3MEHUBILIMICS JIO ONpEfEIeHHON
CTETIEHH CIIEKTp JIONMYCTUMBIX 3aMeH. B oTHOIIIeHIm Mu-
TOXOHJIPHATILHBIX OEJIKOB YCTAHOBIIEHO, YTO OOIIas IS
3YKapruOT MOJIeNIb (MaTpHIja BECOB 3aMEH U CTalMOHAp-
HbIE YaCTOThl aMHHOKHCIIOT) 9BOJFOIAN MUTOXOH/PH-
aJIbHBIX TEHOB UMEET HEKOTOPYIO CIeUU(PUIHOCTD ISt
MJIEKONMTAIOIINX, YWIEHUCTOHOTHMX 1 fjaxke Pancrustacea
[62, 65, 66]. [IBe mOCIIegHE MOJETN OIMCAHbBI OTHOCH-
TEeFHO HEJABHO M HE MPEIyCMOTPEHbI B IpOrpamMme
MrBayes 3.1.2. Takum oOpa3oM, Ipu IOCTPOEHUH Jiepe-
Ba MATOXOHJ[PHATILHBIX OEITKOB MBI BLIHYKICHBI SKEePT-
BOBATb WK ONITUMUA3MPOBAHHON MOJIEIIBIO 3aMEIIEHNT,
WA BO3MOKHOCTBIO HE3aBUCUMON ONTUMHU3alUN Mapa-
meTpoB I'-pacripenenenus. [Tpu aTom ocTaeTcst OTKPHBI-
TBIM BOIPOC O BO3MOKHOCTH pean3anun cruenupmuye-
CKUX MOJIeJIell 3aMEeIIeH I B 9BOJTIOLIHN Py MEHBbIIIe-
ro paHra, yeM Pancrustacea.

JIpyroe BasxkHO€ OOCTOSITEILCTBO — PA3/IM4YMs B TaK-
COHOMMYECKHUX BbIOOpKax. B HacTosiee Bpemsi BbIOOp-
Ka MUTOXOHAPHANIBHBIX T'€HOB YJIEHHUCTOHOTUX TaKCO-
HOMUYECKH 3HAUYUTENBHO Ooraye: y>ke U3BeCTHbI MUTO-
XOHJpHAJIbHBIE TEHOMBI Y MHOTUX KITFOUEBBIX TAKCOHOB
YIEHUCTOHOTUX, CBEfIEHNSI IO AlePHBIM F'eHaM KOTOPbIX
orpannyueHbl reHamu pubocomubix PHK u HemHorux
OenkoB. bonee momHasgs TakcoHOMHMYECKas BbIOOpKa
BakHa HE TOJILKO TEM, YTO U3 HEE MOXKHO Y3HATBh HOJIO-
>KeHUE OOJIBIIETO YHCIIa TAKCOHOB, HO M TEM, YTO OHA
Ne 5
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CWJILHO BIMSIET HA TOYHOCTh BBIYUCIICHUS MTAPAMETPOB
MOJIEKYJISIPHON 3BOJIOIMM, TaKUX KaK CKOPOCTH 9BO-
JIOIAH OTJIETHHBIX CAalITOB W MIp. DTH MapaMeTphl CKa-
3bIBAIOTCS HA TOJIOXKEHUMA MHOTHX BETBEH CKOHCTPYH-
POBAHHOTO iepeBa, O3TOMY O0JIee MOJTHAS TAKCOHOMU-
Yyeckasl BLIOOpKA HEPEKO OKa3bIBaeT jjaxke OOJbIliee
BJIUSTHME HA TOYHOCTH PEKOHCTPYKIIWH, YEM YHCIIO B3sl-
THIX B CpaBHEHHE NpU3HakoB [67, 68]. Koneuno, Hepo-
CTaTOYHOCTh TAaKCOHOMHYECKOW BBHIOOPKM T€HOMHBIX
TaHHBIX COBPEMEHHBIX TAKCOHOB HOCHUT BPEMEHHBII Xa-
pakTep, U B CKOpOM OyAyILIeM CHTYaIus W3MEHHUTCS.
ITo-Bupumomy, mapaniesbHo OyayT BO3pacTaTh BbIUKC-
JUTENbHbIE BO3MOXKHOCTH: B HACTOSIIIIEE BPEMSI MaTpH-
1y (4MCo BUIOB, YMHOKEHHOE Ha YUCIIO NPU3HAKOB) B
HECKOJILKO pa3 GOJIBIIIETO pa3Mepa, YeM HCIIOIb30BaH-
Hasl JJTs TIOJTyYeHUs iepeBa Ha pucC. 1, HEBO3MOXKHO NPO-
aHaIIM3MPOBaTh METOIOM MpaBfionofoous uiam baiieca c
MOJKHBIM YMCIIOM TAPaMETPOB HU HA OJTHOM CYTIEPKOM-
melOTEpe.

CIlOKHOCTh BBIOOpAa MOJEIN AMUHOKHUCIOTHBIX 3a-
MEH MOHUMAET BOMPOC, HE JIYUIIIE JIU 111 PEKOHCTPYK-
UK (pIITOreHNH UCTIONB30BaTh HYKIEOTHAHBIE TOCTe-
poBarenbHOCTH [69]. VIMeroTcsi aKclepruMeHTANIbHbIE
MaHHBIE B MOJIB3Y HEIECO0OPa3HOCTH yueTa HyKJICOTH-
HBIX IIOCTIEJOBATEILHOCTE MHUTOXOHJPHAJIBHBIX Oe-
JIOKKOJUPYIOLIUX T€HOB NPH CPAaBHEHUW TAaKCOHOB Ha-
CEeKOMBIX paHra Bbiie cemeiicts [70]. Hamma no3umnust
M0 3TOMY BONPOCY COBEPIIEHHO OmpefiejieHHas. Mbl
CUUTAEM, HA OCHOBAHUM OOIIUX TEOPETUYECKUX COO0-
paKeHuil, YTO y4eT CHHOHUMUYHBIX 3aMEeH HEOOXOIUM
ISl PEKOHCTPYKIMH pusioreHnu Onu3kux hopM, HO
TIPY CPaBHEHWH TaJIeKuX (DOPM OH IJIUIIIH SIBISIETCS JIO-
MOJTHUTEILHBIM UCTOYHUKOM olmOoK. MiMeeTcst kpaii-
HE MaJIo MPUYHH, 0 KOTOPHIM HAChIIIEHNe CHHOHIMHU-
YECKMMHU MYTALUSIMU HE MOXKET OBbITh JOCTUTHYTO 3a
HECKOJIBKO JECITKOB MWJIJIMOHOB ITOKOJICHMA. Takmm
00pa3oM, CXOJICTBA MO MO3UILMSIM BbIPOKIEHHOCTH KO-
mOHOB (KpoMe perymsaropabix cainToB B JTHK/MPHK) y
BHJIOB, pa30LIeAIINXCs B aBostonuu 6oaee 100 MiH. et
Ha3ajl, BO3HUKAIOT BCIIEJICTBHAE PEBEPCHUI M TOBTOPHBIX
3aMEH, y4eT KOTOPBIX CKOpEe YXYAIUUT TOYHOCTh pe-
KOHCTPYKIHUU. DTO CXOICTBO MOXKET TAaKXKE YCUIUBATh-
Cs1 U3-3a CUCTEeMaTUUECKUX OIMOOK, 8 IMEHHO, KOHBEP-
TeHINIA TOJT JieficTBIeM (paKTOPOB, KOHTPOIHPYIOIHX
HYKJICOTHIHBII COCTaB caM IO ceOe, YTO OCOOEHHO aK-
TyasbHO 11 MuToXoHApUanbHoi [THK c ee oueHs cme-
IIEHHBIM HYKJIEOTUIHBIM cocTaBoM [71]. IToaTomy pust
PEKOHCTPYKIUU (PUIOTCHUM [JAJIEKUX BUAOB Mbl UC-
MOJB3YEM TOJILKO aMUHOKHCIOTHBIE MOCIEI0BATEIb-
HOCTH 0€NKOB (WM HYKJIEOTHIHbIE MOCIIEOBATENb-
HOocTu TeHoB, kopupyromux PHK co cinoxubiMu
¢ynkuuamu, Takux Kak pPHK). IlepBbie Hacekomble
U3BECTHBI U3 KapOOHA U BPSI/ JIU MOTJIM BO3HUKHYTh
panee neBoHa [11, 25, 72], Torga Kak JuBEpreHuus pa-
K0OOpa3HbIX U BOBce flarupyercsa kemopueM [73]. I1o
MpryYrHe GOJNIBIIIOrO BO3pacTa ITUX I'PYII Mbl UTHOPH-
PYEM HYKJICOTHIHbIE MOCIENOBATEILHOCTH OEIOKKO-
AUPYIOLIAX TEHOB B HAIIEM UCCIEIOBaHUM.
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Bce BbicKkazaHHbIE cOOOpakeHUsT HETaTHMBHOTO Xa-
pakTepa He OTBEpraloT BO3MOXKHOCTH y3Ke cefrac op-
MYJIMPOBATh 601ee 000CHOBAHHbBIE (PHIIOTEHETHIECKIE
runoTe3bl. ThICSYM JOCTYNHBIX MPU3HAKOB — MO3UIHI
BbIPaBHUBAHMS — AIOT HAIEKy HANTU CPEiy HUX TIPH-
3HAKU, MaJlo MOJIBEP>KEHHbIE TOMOILIA3USIM U IIPUTOf-
HBIE [Tl KJIagucTHYeckoro aHanmsa. [1logoGHbIi npu-
Mep faeT puOOCOMHBIN OeI0K S28: 3BOIONUS 00CYyXK-
JAeMbIX B HEM INPHU3HAKOB (puc. 3) MNOJSApU3yETCA
OMHO3HAYHO, 1 cxoficTBO Hexapoda u “Entomostraca” B
AMHMHOKHCIIOTHO! IIOCTIEOBATENILHOCTH, €3 COMHEHHS,
crHaoMopgHoe. OcTaeTcs BONPOC, He MOXKET JIA 3TO
CXOJICTBO OBITh KOHBEPIe€HTHBIM. 3[IeCh CUTYyallisl He
Takas npocras. 3ameHsl K — V u D — G npoucxo-
[T CO “CpefiHeR”” YaCTOTOM, €CJI OTBIIEYLCS OT 3BOJIIO-
M KOHKPETHBIX CAalTOB M OPHEHTHPOBATHLCS HA MO-
penb tREV (koTopas obGecrnieunBaeT HauIydllee mpu-
OMIKEHUE XapaKTepa aMUHOKUCIIOTHBIX 3aMEllCHUI B
RpS28). 3amena amunokucnotr R — K BooO111e oTHO-
CHATC K CaMbIM paclpocTpaHeHHBbIM: U3 190 BO3MOXK-
HbIX TUIIOB PELUNPOKHBIX 3aMEH, COIJIaCHO MOMENN
rtREV [46], Tonbko Tpu HaOmroatoTes vaie. Ecnn uc-
XOIWTB U3 3TUX COOOPasKeHNM, MOKET MOKA3aThCs BECh-
Ma BEPOSITHbIM, YTO CXOfCTBO IIO 3TUM OCTaTKaM IIpH-
obOpeTeHO ciydaiiHo. OfHaKO NMPUMEHSTh CTaTUCTHKY
mopenu rtREV K oTaenbHO B3SITHIM MO3ULUSAM BPSI JIU
ponycrumo. [To-BugMomMy, B IpOTEOME, B IIETIOM, 3aMe-
HBI JIN3MHA HA apTUHIH 1 OOPaTHO OYEHb YacTO OKAa3bl-
BalOTCSl HEUTPAIBLHBIMH, YTO M OOECIEUNBAET UX BBICO-
Kyr0 4yactoTy cornacHo Mofemu rtREV. Ho B nonoxe-
Hun 27 6enka RpS28 6ombIoi yacTOThl TaKUX 3aMeH
He HaOmmrofaeTcsi: HAOOOPOT, COCTOSTHUE 3THX TPEX MPH-
3HAKOB OueHb cTabmibHO Y Hexapoda u “Entomostra-
ca”, C OIHOI1 CTOPOHBI, U B OCTAJIbHBIX I'PyIIIaX, COXpa-
HSIOUIMX IJIE3MOMOp(HOE cocTosiHue, ¢ Apyroi. Hc-
KJIFOUYEHUS JIETKO OIMCHIBAIOTCS. B paMKaX 3KOHOMHBIX
cueHapueB. Hanpumep, ayroanoMop¢un ABYKPBIIBIX
B nH(ppaotpsae Culicomorpha 1erko oOBSICHUTE TO-
creoBaTenbHbIM 3ametenneM Gly32 — Asn32 —
—Ser32 (Hymepauusi OocTaTKoB MO Oenky RpS28
Drosophila melanogaster). TOT cueHapuil IOTHOCTHIO
COrJIacyeTcsi ¢ U3BECTHBIMHU, XOPOLIO OOOCHOBAHHBIMU
(punoreneTyeckuMu oTHoIIeHUsIMA cpenin Culicomor-
pha [74, 75]. VI3 xapakTepa 3BOJIOLUM CIENYET, YTO
MIPEANOYTEHUE APTUHIHA WM JIW3KAHA B MOJIOKEHUN 27
6enka RpS28 cBsizaHO ¢ cunbHBIMU (PYHKIIMOHAIEHBIME
(mo-BUMIMOMY, KOBapHUAMOHHBIMI) OIPAaHUYCHUSIMA B
pa3HbIX IPYIIIAX YWICHACTOHOIHX.

s anamm3a C-KOHIEBOH IIOCNIENOBATEILHOCTH
oenka elFSA, Bapmamum KOTOpOW OOYCIIOBIEHBI He
TOJIBKO 3aMEHaMH, HO U AeJeHUsIMUI/MHCEPLMSIMHE, He-
BO3MOXHO TNPHMEHUTH KaKue-Tnbo pa3padoTaHHbIE
craTucTHyeckue Mopenu. ITockonbKy XapakTepHOMY
mst Hexapoda u “Entomostraca” MOTHBY, B pa3HOII CTe-
MIEHN, YAOBJIETBOPSIOT €Ille HECKONIBKO IOCIef[0Ba-
TEJILHOCTEN 3a MpefesiaMi 3TON TPYNIIbI, HEIb3sl UC-
KJIIOUXTh, 4yTO cxopcTtBo Hexapoda u “Entomostraca”
TakKe BO3HUKJIO He3aBucuMo. OHaKo TOT (pakT, YTO
Hexapoda + “Entomostraca” He TOIBKO MOXOXH, HO U
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Pancrustacea

Malacostraca

Puc. 7. Punorenernyeckoe fepeBo WICHUCTOHOTHX. / — ayToanoMopgun Malacostraca B ¢pakTope anonranuu EF1A; 2, 3 —
cuHanomopguu Hexapoda u “Entomostraca” B 6enkax RpS28 u elF5A; 4 — cunanoMopguu B yMEpeHHO KOHCEPBATHBHBIX 00-

nactsix 6enkoB Hexapoda n Branchiopoda.

KOHCEpBaTHUBHbI 110 3TOMY IIpU3HaKy, Oosee corsacy-
eTcsl ¢ TUIOTE30i crnenpguieckonl (hyHKINOHATBHON
ponu 9TOi ocnegoBaTeabHOCTH B uX Oeiike elF5A n ee
HacJle[JoBaHUs1 OT OOLLEro MpefKa.

ITpusnakamu 6enkos RpS28 u elF5A He orpanuyn-
BaeTcs criucok cuHanoMopduiit Hexapoda + “Entomos-
traca” B KOHCEpBAaTUBHBIX caiiTax. B kogupyeMbIxX sif1-
poM GenKkax Mbl OOHAPYKWJIU U ApPYrue MogoOHbIe
MIpU3HAKH, OIEP>KUBAIOIINE NEPAPXIMYECKH OPraHu-
30BaHHBIe rpymmupoBku Hexapoda + Branchiopoda u
Hexapoda + “Entomostraca”, 4yTo cormacyeTcs c fepe-
BOM Ha puc. 7. HecMoTpst Ha 60IbIIIOE YUCIIO TPOCMOT-
PEHHBIX NPU3HAKOB, TOJIBKO OYEHb HEMHOTHME OKa3a-
JIUCh CBA3aHHBIMU C KOHCEPBAaTUBHBIMHU caiiTaMi. AHa-
T3 BbIPABHUBAHUSI MHUTOXOHAPUATIBLHBIX OEJIKOB HE
BBISIBIISICT KAKUX-TMOO HAITISIHBIX TPA3HAKOB B CaliTax
C PeAKUMHE 3aMeHaMH1, KOTOpbIe MOAep>KUBaK ObI TO-
nostoruy 6 wnu 7. I1o-BuiuMoMy, UCTHHHBII W JIOXK-
HBIN (PIUTOTEHETUIECKAl CHTHAJ, 00eCIeunBaIOIIIH
KOHCTPYUpPOBaHHE pa3pelieHHoro aepesa (puc. 6), oc-
HOBaH, IJIaBHBIM O0pa3oM, Ha 3BOJIIOIMOHHBIX COOBI-
THSIX B BapHaOENbHBIX CaliTax, CIyXKallX MUIICHIMA
HEOJHOKPATHBIX NMOBTOPHBIX 3aMEH, U TOMOIIIa3Uu B
KOTOpBIX KaxKyTcsl 00Jiee BEPOSITHBIMA.

COBOKYITHOCTh MOP(POJIOTMYECKUX AAHHBIX HE MO3-
BOJISIET CAEJIaTh O{HO3HAUYHOT'O BEIOOPA B MOJIB3Y MOHO-
(punum pakooOpa3HbIX OTHOCUTEIHLHO HACEKOMBIX WIIH
ponctBa nocnenHux ¢ Branchiopoda mnu Malacostraca,
XOTs1 HOCJIEJHUI BapUAHT BBITVISITUT OOJiee MPEANoYTH-
TenabHbIM [17]. B cBsI3u ¢ 9TMM 0co00€e 3HaYeHue Mproo-
peTaroT nokasaTtenbcrBa MOHO(pmuu Phyllocarida u
npyrux Malacostraca. MosnieKyisipHbIe JaHHBIE, IO CyTH,
OTBEpraroT TUNOTe3y npoucxoxpaeHus: Hexapoda ot
Malacostraca. EppHCTBEHHasT BO3MOXKHOCTb MOHO(U-
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mmu Malacostraca u Hexapoda, KOTOpyt0 MOXKHO TeNepb
[OMyCKaTh, — 3TO OT/EJEHUE MOCIENHUX A0 PacxoxXke-
Hust nuHnii Phyllocarida m Eumalacostraca. OgHako Tak-
coHy Malacostraca ¢ BKIIFOUEHHBIMH B €r0 COCTaB (PUII-
JIOKapujlaMi MOKHO JiaTh KpaiiHe O HbIN [HUarHos,
OCTaBJISISL B HEM, IO CYTH, TOJIBKO NPU3HAKN PACUJICHE-
HUs Teja. PUIOKapuabl MPOSBISIOT 3HAYUTEIBHOE
CXOJICTBO C >KaOpoHOrmMH pakooOpa3HbiMu (Branchi-
opoda), uro no3possuio lpamy (F.R. Schram) o6bepu-
HUTH UX B ofuH knacc “Phyllopoda” [76] (koTopsbIit, Kak
ceifyac BbISCHAETCSl Onarofiapsi MOJIEKYJISPHbIM INpH-
3HAKaM, SIBJISIETCS NONU(PUIECTHIECKIM). [lomycTus, 4To
npenku Hexapoda otnenumck no pacxoxpenus Phyllo-
carida 1 Eumalacostraca, MbI BbIHY>K/I€HbI IPUIUCATH UX
o011IeMy TpefKy IUIe3nOMOpP(HbIE XapaKTEPUCTHKH
“Phyllopoda” (3a uckiroueHreM, pa3Be 4ToO, JINCTOBU/-
HOCTU KOHEYHOCTEI), a 3TO IeJIaeT PaBHO BO3MOXKHBIM
MIPUTICATh €My U IPU3HAK| Tute3noMopdHBIX Branchi-
opoda. IIpuBeneHHOe paccyzKieHue 10Ka3bIBaeT OTCYT-
CTBHME IPOTUBOpPEUYMS MEXAY (PUIOr€HEeTHYECKON I'M-
noTe30i, oobequustomern Hexapoda m Branchiopoda
(puc. 1 u puc. 7), 1 COBOKYITHBIMU IaHHBIMU O MOpPO-
Jornueckont apomonun Pancrustacea. MImerorest jocra-
TOYHO BECKHE OCHOBAHUSI CUMTATH (PIIIBTPALMOHHBIN
crioco6 mutanug “Entomstraca” u Phyllocarida mepsuy-
HbIM [16]. B TakoM citydae rpacnepHbIil (IyTeM XBaTa-
HIsI) MEXaHI3M IHUIIEeN0O0bIBaHsI, CBOMCTBEHHBINA MHO-
ruM Malacostraca [47] v cOMM>KarOIIMi NX B 3TOM OTHO-
IIEHUN C HACEKOMBIMH, PA3BUBAETCS B UX SBOJIOLUH
HE3aBUCHUMO, YTO W OOYCIOBIMBAECT OIPEHEICHHOE
CXOJICTBO HACEKOMBIX U BBICIINX PaKOOOPa3HbBIX.

HoBbIii, coBpeMeHHbBIN1 BUTOK (PMIIOT€HETHIECKHX
HCCIIEIOBAHUII OCHOBBIBAETCS Ha T€HOMHBIX JJAHHBIX O
[ECATKAX U COTHSX, B IIEPCIEKTHBE — ThICSUYaX T'€HOB, U
Ne 5
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OepeT B aHAJIU3 JIECATKY ThICST4 pu3HakoB. [1o-BugimMo-
MY, YCOBEPILUEHCTBOBAHNE TEXHUKM aHAIN3a CO BpeMe-
HEM BbIBEJIET HaC U Ha HOBBII YPOBEHb IOCTOBEPHOCTU
peKoHcTpyupyemont puoreHnu. Ho moka Mbl BUUM,
YTO caMo 10 ce0e yBEeMUEHUE YHCia aHATM3UPYEMBIX
IPU3HAKOB HE CHUMAET CTapbIX Ipo0iieM (puIoreHeT-
KH, HaIpUMep, CO3AaBaeMbIX TEM 00CTOSATENBCTBOM, YTO
CKOPOCTb 3BOJIIOLIMM B PA3HBIX JIMHUSX HEOJMHAKOBA.
Koneuno, B 3BOJIOLMK MOJIEKYJ HEBO3MOXKHA CUTYa-
LHsI TIOJTHOTO CTa3Wca, U3BECTHOrO M3 Mopdonornye-
CKOI1 9BOJTIONIUH, HO Pa3HMIA B CKOPOCTSIX BCE XKe OCTa-
€TCs CTOJIb OTIINYAIOLLEHCS OT OXKUJAHUM “MONEKYIIIp-
HBIX 4acoB” M CTOJb 3HAYUTENIBHOM, YTO MPHUBOJUT K
UCKaXKEHMSIM pEKOHCTpynpyeMoll tonosnorud. bomee
TOrO, CHCTEMATHYECKUE OLINOKN MPU pOCTe BHIOOPKH
MIPU3HAKOB MPOSIBIISIOT TEHACHIUIO K YCHIIEHUIO MCKa-
xennil. Hanmpumep, pasaniia B aymHe BeTBel Diptera n
OCTaJIbHBIX HACEKOMBIX Ha puc. 1 He Tak Benuka. I1o
HaIlleMy JMYHOMY OIbITY, COBPEMEHHbIE TIPOTPaMMBbI,
UCHOJB3YIOLINE aITOPUTMbI MAaKCUMAJIBHOTO MPaBHO-
HOfO0US], B COCTOSIHUU IIPABUIIBHO Pa3MECTUTh BETBU C
MOJOOHOI OTHOCUTEJIBLHOM Pa3HULIE! B JITMHE Npu (pu-
JIOT€HETUIECKNX PEKOHCTPYKIMSIX IO OTAEIIBHO B3STO-
My rety. OfjHaKo, C y4eTOM O4€Hb OOJIBILOTO YUCIIA aHA-
JM3UPYEMBIX IPU3HAKOB, Pa3iINyusl JIMH BETBEH JilepeBa
Ha puc. 1 HeNb3s IpU3HATh CaydaiiHbIMU. B pesynbraTte
AITOPUTM IIOCTPOEHUS [iepeBa, OTAaBasi IpeliouTeHUE
runore3e O OONBIIEH CKOPOCTH 3BOJIIOLMH B JIMHUM
Diptera, oqTHOBpEMEHHO 3aIpalimMBaeT U OoJblIee Bpe-
ML JIJIs1 €€ HE3aBUCUMOM 3BOJIFOLMH (T. €. IPEAIONIAraeT
Oonee paHHee oTBeTBiIeHUe Diptera Ha fiepeBe) AJsl TO-
ro, YToObl OOBSICHUTh HAKOIUIEHHbIE Bupamu Diptera
OTINUMA OT peKoHcTpyupyemoro npepka Hexapoda.
ITo-BugmMOMYy, HOBast TeHOMHas! (PUIIOTeHEeTHKA OTpe-
OyeT He TOJBKO CIELUANBHBIX MPOrPAMMHBIX CPE/ICTB
paboThl ¢ 6a3aMi TaHHBIX (COOpa KOHTHIOB U XMMED,
TECTUPOBAHUS] OPTOJIOTUYHOCTH, BHIOPAKOBKM KOHTA-
MUHAIKIT), HO ¥ HOBBIX MOJIeJIel U pabouyrX NpOrpaMm
HETIOCPEACTBEHHO 71l PEKOHCTPYKIIUY [ICPEBLEB.

B paboTte ucnonb30BaHbl BEIYUCIUTENBHBIE PECYP-
cbl CynepkoMmnbroTepHoro kommiekca HUBL MI'Y
“Yeobrmer” (http://parallel.ru/cluster) u kommuekca The
Bioportal YamBepcurera Ocno (www.bioportal.uio.no)
7Sl IOCTPOEHMS IEPEBLEB, a TaKKe IyiaTdopma pac-
npenesieHHbIX BeranciieHnit B National University of Ire-
land Maynooth in Ireland (http://distributed.cs.nuim.ie)
7151 TOWCKA ONTUMANBHBIX MOJIENIel aMUHOKHUCIIOTHBIX
3aMCIICHUI.

PaboTta monmyuynna ¢puHaHCOBYIO mOAAep:KKy Poc-
criickoro (poHa (yHTAMEHTANBHBIX WCCIeIOBaHNI
(08-04-01746, 09-04-01150, 09-04-92741) u Pepepains-
HOTO areHTCTBa M0 HayKe M MHHOBALMSM /IJIsl BEyIIUX
HayuHbIX ko (HIII-1275.2008.4).
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