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PE3IOME

I[IpepsiaraeMbiii BHUMAHWIO YUTATEST KPATKUIL 0630p, HU B KO€i Mepe He TIPETEH/IysI Ha MOJHOTY U TIyOuHy aHa-
JIM3a, HATIPABJIEH HA TO, YTOOBI IATh NPECTaBIeHNE O GA30BbIX MPUHIIUIIAX, HA KOTOPBIX OCHOBAHbBI COBPEMEHHbIE
METOJBI PEKOHCTPYKIMY (UIOreHe30B. B cTaThe pacCMOTPEHBI MCTOPUYECKUE CBSI3U MEXKIY TAKUMHU IIOIXOIAMU
KaK MHTYWTUBHAsI TeKKeJieBCKast (DUIIOTEHETHKA, PyYHAst XEHHUTOBCKAsI KJIAIVICTUKA, METOJ] MAaKCUMAJIbHOH Iap-
CYMOHHUH, METOJ[ MAKCUMAJILHOTO MpaBaonoao6us, bailecoBa (hUIoreHeTHKa ¥ METO/BI, OCHOBAHHBIE HA AHAJIN3E
TeHeTHYeCKUX AucTaHIi. Iloka3aHbl OCHOBHbIE IIPENIMYIIECTBA ¥ HEKOTOPBIE IIPUHIUINAIBHBIE OIPaHUYEHUS
Ka’KZI0TO U3 3TUX METO/IOB.

Kirouessie cioBa: BaitecoBa driuorenernka, rekkeaeBcKas (rIoreHeTHKa, TEHETHIECKHE IUCTAHIINN, XEHHUTOB-
CKast KJIAJIUCTHKA, METOJl MAKCUMAJIBHOTO TIPABJIOTIOI00UST, METOJI MAKCHMAJILHOMU TIAPCUMOHWH, MOJIENb IBOJIIOIWH,
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ABSTRACT

The paper considers some general principles of different methods of phylogeny reconstruction. It demonstrates
historical relationships between such approaches as intuitive Haeckel’s phylogenetics, Hennig’s hand cladistics,
method of maximum parsimony, method of maximum likelihood, Bayesian inference and distance methods. The
advantages and shortcomings of these methods are briefly discussed.
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BBEJIEHUE pa3BuTus opraHusmoB. HeTrpynHo Buzierh, yTo Ipu
TAaKOM OTpefieJieHnH (PUTOTEHETHKA TI0 CYIIECTBY

ITo onpenenenmio DpHcTa Tekkens, KOTopoe mpy-  COBIIAZAET € IBOJIONMOHHOIT Guosorueit (TatapuHoB
HUMaeTCsd U MHOTUMM COBpeMeHHbIMK Omomoramu,  1984). Ha mpaxTuke, omHako, comepxanue usore-
071 (PUIOTEHETHUKOM CIeMyeT MOHUMATh HAYKy O Iy-  HETHKH YK€, U OHA 3aHUMAETCS JIMIIb BBISBJIECHUEM

TAX, 32aKOHOMEPHOCTAX U IIPUYMHAX WCTOPHYECKOTO  POJACTBEHHBIX CBs3€l MeXXTy OpraHusMaMy U PeKOH-
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CTPYKIIUEH IIyTeil NCTOPUIECKOTO Pa3BUTHSI, M300pa-
JKasl OcJIeTHYE B BHJIE (DUIIOTEHETUYIECKUX CXEM. JTU
CXeMBI MOTYT OBITh IOJIyYEHBI ITOCPEACTBOM (DILIO-
TeHETUYECKOTO AHAJN3a, B OCHOBE KOTOPOTO JIEKUT
ujes TeHeaJoTIecKor Tepeadyn MMpu3HakoB. Ecium
pacIpefieieHusl IIPH3HAKOB, KOTOPble HaOII0AA0TCS
Yy OpPraHW3MOB, KaK PEIEHTHBIX, TAK U MCKOMAEMBbIX,
YHAC/IeJOBaHbl OT OOINEro IIpelKa, TO AHAIU3UPYS
9TU paclpeieIeHns], TEOPETUYECKU MOKHO TIOJTYIUTh
(unoreHeTUYECKNE TPAEKTOPUH OTAEIbHBIX TIPU3HA-
KOB, a 3aTe€M Ha 3TOM OCHOBAaHWM BOCCTAaHOBUTH 3BO-
JTIOITMOHHbIE UCTOPUU TAKCOHOB. [IJIsT peleHus 3Toi
3aiaun HeoOXoaMMO, uToObl B Haymmuuu Obutu: (1)
caMu pu3HaKH, (2) MOZIENTN SBOJTIOIINY ATUX TIPU3HA-
k0B U (3) MeTonbl HUIIOTEHETUIECKOTO aHANN3A, T.€.
060CHOBaHHBIE ¥ CUCTEMATU3UPOBAHHBIE COBOKYITHO-
CTH LIArOB U JEeHCTBUM, KOTOPBIE HEOOXOAMMO IIPE/-
MIPUHSTH, YTOOBI HA OCHOBAHUY M3YYEHUS IPU3HAKOB
¥ C yY4ETOM MOJIEJTU BOJIIOINY 3TUX TIPU3HAKOB OCY-
MECTBUTD (PUIOTEHETHYECKYIO PEKOHCTPYKIIHIO.

IIPU3HAKU

Teopernuecku st TONydeHus] (DUIOTEHETH-
YeCKOW DPEKOHCTPYKIIMM MOKHO WCIIOJIb30BaTh W3-
MEHUYWBbIE TPU3HAKU JIOOON TPUPOIBI, HATPUMED,
9KOJIOTUYECKUE U TOoBeneHueckue. Ha mpakTrke B
HACTOSIIIlee BPEMsI Yallle BCETO MCIOJIb3YIOTCS MOP-
(homornueckiie, MOTEKYJISIPHBIE W IUTOTEHETHYECKUE
npusHaku. [maBHOe TpebOBaHME, KOTOPOE TIPEITh-
SIBJISIETCSI K TIPU3HAKAM B (DUJIOTEHETUKE, COCTOUT B
TOM, YTO TIPH3HAKHU JOJLKHBI GBITH TOMOJIOTHYHBIMH.
Heromosornynbie COCTOSTHMSI OPTaHU3MOB, aiKe
€CJIM OHU TIOXO0XKH, He HeCcyT uHpopMaruio 06 obuem
TIPEZIKE, ¥ UX HET CMBICJIa CDABHUBATH U UCIIOIb30BATh
7151 pusoreHeTndeckux 1eseit. KoukpeTHsle myTu u
aJITOPUTMBI TOMOJIOTH3AIIUH [TPU3HAKOB Pa3HOM IpH-
POIIBI MOTYT OBITH PA3IUYHBIMHA. [IPUHIIUTIBI BHISB-
JIEHUSI TOMOJIOTHH MOP(MOJIOTMYECKUX CTPYKTYP HOA-
POGHO OIMHCAHBI BO MHOTHX CTaThsIX U PYKOBOJACTBAX
(mampumep: Haszprunar 1992, 1998; Kitore 2000;
[MaBmuroB 2005; Wiley and Lieberman 2011). s
MOJIEKYJISIPHBIX MTPU3HAKOB IPOIEyPa TOMOJIOTH3a-
UM BKJIIOYAET Pa3/INIY€HUE MEXAY OPTOJIOTMYHBIMU
u mapaiornyabiMu Jokycamu (Puc. 1A-B) c moce-
IYIOIIMM BBIDABHUBAHHEM HYKJIECOTHIHBIX MOCJIENO-
BarespHocTeld (Puc. 1C) (Page and Holmes 1998).
JTa Tpollesypa CUIbHO OTJIHYAETCS OT BBISBJEHUS
TOMOJIOTHH MOP(QOJIOTHYECKUX MPU3HAKOB. OIHAKO
B JI060OM CJIyuae TOMOJIOTM3AIMS MPU3HAKOB — HTO
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MEPBBI ¥ BaKHEHIIMI KOMIIOHEHT J11060ro (huio-
reHeTnyeckoro anaausa. O6 3TOM OCOOEHHO BaXKHO
[IOMHUTH IIPU HUCCJIEAOBAHMM MOJIEKYJISIDHBIX IIPHU-
3HaKO0B. CJI0BO TOMOJIOTHSI, KaK IIPABUJIO, OTCYyTCTBYET
B CTaThsIX 110 MOJIEKYJISIPHOM (DIIOT€HETHKE, OJHAKO
HUKOI/IA HeJIb3s1 3a0bIBaTh O TOM, YTO HYKJIEOTUIHOE
WJIM aMHUHOKMCJIOTHOE BBIPABHUBAHHE — 3TO HE IIPO-
CTO MaTpHIIA IPU3HAKOB, HO U TMIIOTE3a O TOMOJIOTHH
HYKJIEOTHUAHBIX MM aMAHOKKCIOTHBIX CAATOB.

IBOJIIOIIMOHHAA HUCTOPUA TIPU3HAKA
N 3BOJIIOIIMOHHAA UCTOPUA TAKCOHA

HekoTopyio clI0XKHOCTD TP TMPOBEAEHNH (DHIO-
TeHETUYEeCKON PEKOHCTPYKIIMK IIPENCTABJSET TOT
(axT, YTO 9BOIOINOHHBIE TPAEKTOPUY PA3HBIX MPH-
3HAKOB, IIPUHAJJIeKAIe OJHON M TOH ke TrpyIle
TaKCOHOB, MOTYT Pa3INYaThCsl. ITO MOKHO MTOSICHUTD
cnenyromieit cxemoi (Puc. 2). [lomyctum, uto Au B —
pasHble Tpu3Haky. VX ncxomubie (11e3noMophHEIE)
cocrostaust — A u B . [lomycTum nanee, 4To peanbHast
(uorenus: Tpynmbl TakoBa, KaK OHAa ITOKa3aHa Ha
cxeme ciesa. A, u B, — anomopduu (mokasaHbI Tak-
K€ TOPU3OHTAIBHBIMU IITPUXaMu). PeKOHCTpyKIuu
C WCIIOJIb30BaHMEM TIPU3HAKOB A u B mpuBomsar x
Pa3HBIM KJIA[OTPAMMaM, IIPIYEM PEKOHCTPYKIIHS IO
MPU3HAKY A HEIPaBUJIbHAS.

Ha pucynke 2B — mokasaHo Bce TO Xe caMoe, 4TO
u Ha puc. 1A, HO He B BUie INHWUI, a B BUJIE U3MEHE-
HUS 4aCTOT PAa3HBIX T€HOTUIIOB. BHavase MyTaiuu B
reHax, KOAUPYOMUX Npu3Haku A, u B, mpuBoaAar x
BOBHMKHOBeHMIo aineneil A, u B,. [lo momenTa ¢u-
3MYECKOT0 pas/iesIeHNs 9BOIONNOHHbIX JIMHUN UIeT
CBOOOIHOE CKPEITUBAHNE, KOTOPOE TIPHBOINT K (hop-
MUPOBAHHIO YETHIPEX T€HOTHUIIOB. Bo3HMKaeT cTazus
aHIECTPAIPHOTO TTOMMOpdu3Ma 1Mo reHam A u B.
3areM B XOjie COPTUPOBKY aJjuiesiei (B 3TOT MPoIece
MOJKeT OBITh BOBJIEYEH KaK FeHETHYECKUH Apeid, Tak
1 eCTECTBEHHBIN 0TOODP) BCE TPHU JIMHUY IIPUXOIAT K
cTaguy MOHOMOpP®U3Ma, HO TEHOTHIIBI B KaXKI0U U3
JIMHUI pa3Hble. PEKOHCTPYKITNHU (DUIOTEHETUIECKOM
VICTOPUH 3TUX JIMHUI C UCTIOIh30BaHNEM reHOB A 1 B
MIPUBOZST K PA3HBIM KJIAJOTPAMMaM.

Taxum 06pa3oM, UCTIOIB3YS KAPTOH (PUIOTEHETH-
KOB, MOKHO CKa3aTh, YTO (DUJIOTEHNUS IPU3HAKA — HE
006sI3aTENIBHO TO JKe caMoe, YTO (DUIIOTEHUS TAKCOHA
(Nichols 2001). B 10 e BpeMsI 1OCTaTOYHO OYEBUIHO,
YTO reHeIOTHYECKIe IMHUU PAa3HBIX IIPU3HAKOB, OT-
HOCSIIIUXCS K OTHOM U TOM JKe 9BOTIOIMOHHON IMHUT
OPraHU3MOB, JOJIKHBI OBITH B CpeiHEM O0JIee WU Me-
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Puc. 1. Tomosornsamusi MOIeKyISIpHBIX IIPH3HAKOB. A — B pe3yJbrate AYIUIMKAIN BO3HUKAET Iapa IOXOXKHX, HO HE TOMOJIOTUYHBIX
reHoB o 1 . OHY 3aHUMAIOT Pa3Hble JIOKYChI B TEHOME U 9BOJIIOIIMOHUPYIOT HE3aBUCUMO. B — HepasinyeHre HaCTOSIIMX TOMOJIOTUYHBIX
(=OpTOJIOTMYHBIX) U CTPYKTYPHO MOXOKUX HETOMOJIOTUYHBIX (=TIapPAJIOTMYHBIX) TEHOB BEJIET K ONIMOOYHOM PEKOHCTPYKIMY (uioreHesa
(110: Page and Holmes 1998). C — HyKJIeOTH/IHOE BbIPABHUBAHUE SIBJISIETCS TIPUMEPOM TIO3UIMOHHOM TOMOIOTHI: HYKJIEOTU/IbL B TIPE/IENax
KakI01 13 32 MOKa3aHHBIX 03KIMH (32 BEPTUKAIBHBIX CTOMGIIOB) roMoaormaHbl. A, B u C — TakcoHsL 1, 2 1 3 — OpTOJIOTMYHbBIE BapuaH-
TBI TeHa 0. 4, 5 ¥ 6 — OPTONIOTUYHbIE BAPUAHTHI TeHa . o U B — MapaJIOTH.

Fig. 1. Homology of molecular characters. A — as a result of a duplication, a pair of similar (but not homologous) genes o and B arise. These
genes have different position in genome and evolve independently. B — confusion of true homologous (=orthologous) and non-homological
(=paralogous) genes results in false phylogeny reconstruction (after: Page and Holmes 1998). C — nucleotide alignment is an example of
position homology: nucleotides are homologous within each of the 32 indicated positions. A, B and C are taxa. 1, 2 and 3 are orthologs of
the gene a. 4, 5 and 6 are orthologs of the gene f. o and B are paralogs.

Hee KOHTPYHTHBI (M30MOPGHBI), U PEKOHCTPYKIMUS  3HAKOB. MOJIEJIN — 3TO UJIH CJIOBECHBIE, UJIA UMETOIITHE
¢unoreHnn O MX COBOKYITHOCTH BO3MOKHA. BH/| MaTEMaTHIECKUX (GOPMYJI OIVCAHUS 3aKOHOMED-
HOCTEH HBOJIOIMOHHBIX TIPE0OPA30BAHUN TPU3HAKOB.
Ha pannux stanax pasBuTisi (GUIOT€HETUKH B Kayde-
CTBe MOJIeJIell YacTO MCIIOJB30BAIUCH HEYETKO cHOop-
MyJIMPOBaHHBIE (a WHOTAA He Cc(OpMyTMpPOBAHHBIE

Bropoii BaxkHeHIINIT KOMIIOHEHT (DUJIOTEHETHYe-  BoobIIe) MHTYWTHBHbIE MPEACTABJIEHHsS O TOM, KakK
CKOTO aHaIM3a — 3TO BHIOOD MOJIEIN 9BOJIONUY IIPU-  MOIJIA MATH SBOJIOIMS M3y4aeMbIX IIPU3HAKOB.

MOJIEJIN 3BOJIIOINN ITIPU3HAKOB



42

B.A. JlyxTanoB

Puc. 2. @uiorenus npusHaka — COBCEM He 00sI3aTeJIbHO TO e caMoe, 9To ¢umorenus Takcona (mo: Jlyxranos u Kysuerosa 2009) (cm.

00BSICHEHUS B TEKCTE).

Fig. 2. Phylogeny of a character and phylogeny of a taxon are not the same (after: Jlyxtanos u Kysuemosa 2009) (see explanations in the

text).

O6s13aTeIbHBIN KOMIIOHEHT JII000H (humoreHeTr-
YEeCKOI MOJIEN — TO TOIIOJIOTHS, TO €CTh T€OMETPH-
Yeckast, 0OBIYHO JIByXMEPHAs CXeMa, TIOKa3bIBAOIAs
TeHEAIOTHYECKHUE CBSI3U MEXKIY eMHUIIAMU (PUIoTe-
HETWYECKOTO aHaan3a. JacTo TOMOJIOTYs 33/1aeTCs B
BUJIE BETBSIIETOCS JiepeBa, nMelonero kopeub (Puc.
3A). Takas Mozesnb OMycKaeT Mepefavyy MpU3HAKa
TOJIBKO OT TPe/IKa K IIOTOMKY U He pa3periaer 0OMeH
MIPU3HAKAMH MEXIY Pa3HBIMU (UIOTeHeTUIeCKUMU
auHuAMA. 151 ipenctaBienys GUIOTEHNH B CIyda-
SIX PETHKYJISIPHON SBOJIOIUY WU B CIYYasiX, KOTJa
eCTh KOH(MJIUKT MeXAy mpusHakamu (cMm. Puc. 2),
YI06HO KCIIOIH30BATH MOJIENh YKOPEHEHHON (hrIo-
reretndeckoii cetu (Puc. 3B) (Huson et al. 2010).
Ecsn HanipaBiieHue niepeiayy mpu3HaKa HEM3BECTHO,
MOJKHO KCIIOJIb30BATh MOJEb HEYKOPEHEHHOTO [ie-
peBa (7151 CTy4aeB CTPOTO IUBEPreHTHOU 9BOJTIOIIHMN )
WU MOJIEJTb HEYKOPEHEHHO! ceTu (IS 9BOJIIONNH,
BKJTIOYAIOIIEN CIy4an PETUKYJIOTeHe3a).

Kpome Toro, y ¢unorenerndecknx mopenei
MOTyT OBITh Da3jJNYHble KAYECTBEHHBIE W KOJH-
YecTBEHHBIE IIapaMeTpPHl, BBIPAKEHHbIE CJIOBAMHU,
YHMCJIaMH, COOTHOIIIEHUSIMU U BeposiTHOCTsIMU. [Ipu-
Mephl TaKUX TAPAMETPOB: TPU3HAK, KOTOPBIH OBLT
TOTEPSIH OPTAaHU3MOM B XOJI€ SBOJIIOINY, HE MOXET
CHOBA TIOSIBUTHCSI B CBOEM HCXOJHOM Buie (MOIENb
Ionno) (Wiley et al. 1991; Porosun u ap. 2005); nnu:

SBOJIIOIMOHHbIE M3MEHEHUsI IPU3HAKA MOJHOCTHIO
obparumsbl (Mozenb Durua-Barnepa) (Wiley et al.
1991; Felsenstein 2004).

METO/bl ®UJIOTEHETUYECKOI'O
AHAJIN3A N UTHTYUTNBHAA
TEKKEJIEBCKAA ®UJIOTEHETUKA

TpeTtuii KOMIOHEHT (PUIOTEHETUYECKOTO AHAJIH-
3a — 9TO COOGCTBEHHO MMOCTPOEHHME JiepeBa (UM CETH)
C UCTIOJIb30BAHNEM OIIPE/ieIEHHOT0 MeToza. Kaxkmprii
METO]I [IOJIKEH UMETh TEOPETHYECKOe 0OOCHOBAHME
BO3MOXKHOCTH €TO TIPUMEHEHW, a TaKXKe BKJII0YaTh
HabOp AJITOPUTMOB, KOTOPBIE TO3BOJISIIOT C YYETOM
BBIOPAHHO MOJIEN TPAaHC(HOPMUPOBATH M3YYEHHOE
pacrpe/iesieHue TPU3HAKOB B (DUIOTEHETUYECKYIO
PEKOHCTPYKIIUIO. DTU AJTOPUTMBI MOTYT OBITH He-
SIBHBIM, UHTYUTUBHBIM, UJIM OHU MOTYT OBITh Pas3/iny-
HBIM 00pa3oM (POPMaTU30BaHBIL.

OTU TPU KOMIIOHEHTa aHajiu3a — MPU3HAKH,
MOJIeJT! ¥ METOMBI — OJMHAKOBO Ba’KHBI JJISI PEKOH-
CTPYKINY (DUIOTEHNH, HO OCO3HAHUE ITOTO TIPHUIILIO
He cpasy. Kiaccuyeckass rekkeneBckasi ¢uio-
TeHeTHKa IIpeycCIiesia JUIIb B TIEPBOM U3 3TUX TPEX
COCTABJISIIONINX (DUIOTEHETHYECKOTO aHajdn3a — B
CPAaBHUTENbHOM W3YYEHWM TIPU3HAKOB. MHorue
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Puc. 3. [IpuMmeps! TOHOIOTHY B BH/E YKOPEHEHHOTO TUXOTOMIYECKY BETBSIErocs epeBa (A) U B BU/ie YKOPEHEHHOH (DUIOTeHETHYECKOM

ceru (B).

Fig. 3. Examples of topology: A — rooted dichotomous tree; B — rooted phylogenetic network.

300J10Td ¥ GOTAaHMKKM BTOPOii mosioBuHbl XIX 1 Ha-
yasa XX Beka ObLIv MPEKPACHBIME MOP(HOJIOTaMHU 1
OCTaBUJIV BEJIMKOJIETHEIE, He YTPATUBIINE /10 HACTO-
SIIETO BPEMEHU CPaBHUTEIbHO-MOPQOIOTHIecKue
VICCJIeIOBAHMS, JIETTIINE B OCHOBY (DMIIOTEHETUIECKUX
noctpoennit. YTo Kacaercsi COOCTBEHHO aIrOPUTMOB
(usIOTEHETYECKOTO aHANN3a, TO OHU OBLIM COBCEM
He pa3paboTaHbl, W 3a4acTyio 0OOCHOBaHuEe (Guio-
TeHWH OTPAaHUYMBAIIOCH CJIOBAMU: <5 MNPediazarn
npuHAmMb QuoZeHemuUecKue OMHOWEHUS, NPedCcmag-
nennvie na pucynxaxy (Kysuemos 1915).

XEHHUT'OBCKAZI,
NI PYYHAS KJIIAIUCTUKA

B cepenune XX Beka MOSBIISIETCST X€HHUTOBCKAs
knaguctuka (Hennig 1950, 1965, 1966), u cutyarus

PEe3K0 MeHsieTCsl. XeHHUTOBCKAsh KJIAAUCTUKA TIIa-
TEJIbHBIN aHAJN3 TIPU3HAKOB JOMOJIHUIA aOCOTIOTHO
YEeTKUM QITOPUTMOM IIepexo/ila OT IPU3HAKOB K
(unorenusiM. JTOT aJNTOPUTM OCHOBAH Ha TIOCJHE-
ZIOBAaTeJIbHOM BBISIBJIEHUN COIOAYMHEHHBIX MOHO-
(rmeTHYecKNX JTUHUN C WCIIONH30BAHUEM aHAIN3A
cunaniomopduii (Puc. 4). Ilpu stom dunorenun
BBIBOZISITCSI HA OCHOBAaHWM AHAINW3a OTHOCUTENHHO
HEeGOJIBIIIOTO YNC/A <HAIEKHBIX> CUHAOMOPMUI.
OcHOBOTIOIATAIONINM SIBJISIETCS] IPUHIINIL, COTJIACHO
KOTODOMY OfHAa WCTMHHAs CHUHAIOMODP(}HSI MOXKeT
pa3peImuTh y3ea BeTBJIEHUS (DUIOT€HETUIECKOTO
nepeBa. Eciii Bo3HUKaeT KOHPIUKT MeX Ty TTIOTEHITH-
aJTPHBIMA CUHATIOMOPGUSIMHU, TO OCHOBHOI IIyTh €T0
pellleHus: — IepenucciefioBaHle MaTepuaa, IOUCK U
H3y4yeHve AOTOTHUTENbHbBIX IIPU3HAKOB U TAKCOHOB.

ITOT TOAXO0]] TEOPETUIECKN M METOLOJOTUIECKU
BeChbMa COBEPIIEHEH, YTO W IPEIOIPENENIIO €ro
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Puc. 4. IToctpoenue umoreHeTHIECKOTO J€PEBA C MUCIOIb30Ba-
HHEM MEeTO/Ia, OCHOBAHHOTO Ha aHAJIM3e CUHATIOMOPdUIit.
MomnodueTnaecknii TaKCOH — IPYIIIA, KOTOPAst BKIIOYAET IIPEKa
¥ BCeX ero MoToMKoB. Ha pucyHke mokasaHs! 1Ba COOAINHEHHBIX
(onWH BJIOXKEH B IPYTOi) MOHOMDWIETHYECKUX TaKCOHA. A — 3TO
cunanoMopdus takcona (1+(2+3)), koTopast OJHO3HAYHO XapaK-
Tepusyer TakcoH (1+(2+3)). B — aro cumHamomopdus Takcona
(2+3), xoTopast OIHO3HAYHO XapakTepuayeT TakcoH (2+3). [Ipy-
rvie BAPHAHTBl MOHODHUIETHIECKIX TAKCOHOB HE CYNIECTBYIOT.

Fig. 4. Pylogeny reconstruction based on analysis of synapomor-
phies. Two nested monophyletic taxa are shown. A is a synapomor-
phy of the taxon (1+(2+3)) that characterizes this taxon unambig-
uously. B is a synapomorphy of the taxon (2+3) that characterizes
this taxon unambiguously. Other variants of monophyletic taxa do
not exist.

ycmex. HeyI_II/IBI/ITeJIbHO, YTO OH YaCTO U YCIIEIIHO
HCIIOJIb3YETCS B COBPEMEHHBIX MCCJENOBAHUSIX (CM.
nampumep: Kmore 2000; Krell 2005). Onnako y
3TOH METOOJIOTUN €CTh Cepbe3Hble HelocTaTKu. B
YaCTHOCTH XEHHUT W €ero TmocjenoBaren (HakTH-
YECKU TPEIJIOKUIA OTKA3aThCSI OT MCIOJb30BAHUS
60]1bHIOﬁ YaCTHU T'OMOJIOTUYHBIX ITPU3HAKOB, a UMEH-
HO OT IUIEBUOMOPGHBIX W TIPOCTBIX ATIOMOP(MHBIX
(HecuHamoMopdHbIX) — Tpu3HaKoB.  OtGpackiBas
TaKWe MPU3HAKW, MBI TEPSIEM COMIEPIKAIIYIOCS B HUX
dunoreneTnyeckyo HHGOPMAIUIO. JTO TPUBOAUT K
CHM)KEHHUIO Paspeliaionieil CrocoOHOCTU aHajin3a |
MCYE3HOBEHMIO MH(MOpPManuu 06 aHareHeTH4ecKOM
cocTaBJIsiolIei aBomonun. B utore, pekoHCTpyKIINH,
MTOJTyYaeMble C UCTI0JIb30BaHNEM KIAUCTUKY 110 XeH-
HUTY, KaK IIPpaBUJIO, qpestIqaﬁHo CXEeMaTU4HbI, 4YTO
BbI3bIBAET HEYAOBJIETBOPEHUE Y MHOTUX 6I/IOJIOFOB.
ITpo61eMOii X€HHUTOBCKOM KJIAAUCTUKU, MMEIO-
el HeroCpeICTBEHHOE OTHOIIIEHNE K CUCTEMATHKE,

B.A. JlyxTanoB

SIBJITETCSI  CJIOXKHOCTb BBISIBJIeHUsI mapaduieTnye-
CKUX TaKCOHOB. /les10 B TOM, YTO IIPUHIIUI MOHO(DH-
JINY JIEKUT B CAMOI OCHOBE aJITOPUTMA IIOCTPOEHUS
IepeBa B XeHHUTOBCKOH KiaaucTuke. Cumanomop-
(pum 0THO3HAYHO OIIPENEISIOT TOTBKO MOHO(DUIETH-
YyecKrie INHUY, 2 HEMOHO(DUIETHYeCKYIe TPYTINbI TaK-
COHOB, HaIIpUMeD, MapadIIeTHIecKie TPYIINPOBKU
He MOTyT OBITh ompezesieHsl ogHo3HayHo (Puc. 5).
TakuM 06pa3oM, UCTUHHAS TIPUYMHA OTKA3a OT Ia-
paduIeTHYeCKUX IPYIIH, KOTOPbIH MIPONaraHAupyioT
KJIQIUCTHI, JIEXKUT HE B TOM, YTO HMapaduieTudecKue
TPYIIIBl HEECTECTBEHHBI, 2 B TOM, YTO KJAAW3M B
MIPUHIATIE HEe YMeeT ¢ HUMH paboTath. DakTuyecku
9TO SIBMISAETCS CAAOOCTBIO TOAXOMA, HO KJIAJUCTHI
HANLUIM GJIECTSIINI BBIXOJ W3 TIOJNOXKEHUs, 3asSBUB,
4TO mapaduIeTHYecKe TAKCOHBI He PeabHbI U TaK
IpeycIieJii B PaclpOCTPaHeHUu 3TOro Muda, 4To
MHOTHe 6GHOJI0TH YOEeXKIEHBI B TOM, YTO €CTh KaKOM-
TO €CTECTBEHHBIN OMOIOTMYECKUH 3aKOH, 3aIIPeIalo-
muit mapaduaeTuIecKye rPynupOBKH.

B neiictBuTenpHOCTH, TapadUIeTHYECKUE TAKCO-
HBI IMUPOKO PACIPOCTPAHEHBI HA BUIOBOM YPOBHE.
Hampumep, k mapabuiny IpuBOIUT PacIpOCTPAHEH-
HOE B IPUPOJIe TIEPUTIATPHIECKOE BUA00OPa30BaHME,
KOrga HOBbI€ NOYEPHHE BUAbI OTIIOYKOBBIBAIOTCA OT
HICXOTHOTO MaTePUHCKOTO BU/IA, a TTOCIIeTHIH He BbI-
mupaet (Coyne and Orr 2004). Tak Kak B 9TOM CJIy-
yae dusoreHeTHYecKast JINHUSA, IPeICTaBIeHHAs Ma-
TEpPUHCKUM BUIOM, He BKJIIOUAEeT BCEX IIOTOMKOB, TO
OHAa IO OTIPeZIeJIEHHIO SIBISIETCS MTapaduIeTIIeCcKO.
lle dakro mapaduIeTUIECKUMU SIBJISIOTCS W TTOYTH
BCE TAKCOHBI BHICOKOTO PAHTa B TOM 00beMe, B KAKOM
MBI UX 3Ha€eM, BeZIb [TOYTH BCE OHY He BKIIOYAIOT OIUH
YTV HECKOJTBKO BBIMEPIIIUX BU/IOB, O CYIIECTBOBAHUU
KOTODBIX MBI, CKOP€€e BCETO, HUKOT/Ia He Y3HAEM.

METO/J] MAKCUMAJIbHOI IIAPCUMOHUU

Pemmuth HEKOTOpBIE U3 TPOBIEM TPAIUITHOHHON
XEHHUTOBCKOH KJIQJIUCTUKU IIO3BOJISET yBeIMUeHUE
YHCTa AHAIM3WPYEMBIX TIPU3HAKOB, M pa3BUTHE
(punoreHeTMKM B 3TOM HAINPaBJIEHUH IMIPUBEJO K TI0O-
SIBJIEHUIO METO/[la MaKCHMAJIbHOI MapCHUMOHNH, KO-
TOPBIA BMECTO TOTO, YTOOBI CKOHIIEHTPUPOBATHCS Ha
M3YYEHUN HEMHOTUX «HAO0EHCHbIX> CHHATTOMODPdHIA,
MBITAETCSI OTIEPUPOBATh MAKCHUMAJIBHO BO3MOKHBIM
YUCJIOM nomeHyuatbHoix cuaanomopduii. Ha atom
IyTn Cpasy BO3HUKACT Ipyras CJIOKHOCTD: IPOTHUBO-
peursi MeXAy TIperoaraeMbIMi CHHanoMopdu-
sIMH, KOTOpble Ha IIPaKTHKe CYyIIeCTBYIOT IIOYTH
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Puc. 5. [TapaduneTnyeckue TaKCOHBI, a%Ke €CIIM OHK PEATHHBI, He MOTYT ObITh PACIIO3HAHBI C MCIIOJIb30BAHUEM METO/Ia CHHATIOMOPdUii.
Ha duorenuu Bceraa cyniecTByeT HECKOJIBKO BapHAHTOB YAaCTHYHO I€PeCeKaloNIUXcsl MapaduIeTHuecKuX TPYNIUPOBOK, U HU OJHA
U3 HUX He UMEET YHUKAJIbHOW KOMOMHAIMu mpusHakoB. Hampumep, miist mapaduiernyeckoit rpymmst (1+2) (puc. 5A) mpusHak A He
YHUKAJIeH, a IPU3HaK B xapakTepusyeT jumb yacTb TakcoHa (1+2) u Toxxe He yHukaseH. To ske caMoe MOXKHO CKa3aTh B OTHONIEHUU
napabuierndeckoii rpynmst (1+3) (puc. 5B).

Fig. 5. Paraphyletic taxa, even if they are real, cat not be recognized by using the method of synapomorphies. There are two variants of
partially overlapping paraphyletic groups, and none of them has a unique combination of characters. For example (fig. 5A), the character
A is not unique for the group (1+2), and the character B can be found in only a part of the group (1+2). The same can be said concerning
the paraphyletic group (1+3) (fig. 5B).

BCETr/a, CBUETENBCTBYSI O HAJIWYAU TOMOILIA3HIL,
T.e. HE3aBUCHMO TMPUOOGPETEHHBIX OJMHAKOBBIX CO-
CTOSTHUI TIPU3HAKOB.

Meron MakCHMaIbHOM TAPCUMOHUY PEUIAET 3TO
MIPOTUBODPEYNE, UCXOMs U3 IMPEIIIONIOXKEHUS O TOM,
YTO HBOJIONUSA «9KOHOMHA», U TI03TOMY TIPHU BHIOOPE
(unoreHeTMYECKOI TUIIOTE3BI NIPH IPOYNX DPABHBIX
VCJIOBUSIX TIPEIIOUTUTENbHEE Ta, B KOTOPOI YHCJIO
napaiesusMoB  mMunuMmanbHo (IlaBaunoB 2005,
c. 51). DTOT KpuUTEpHii UMEET TEOPETUUECKOE 000-
CHOBAHWE: €CJIM 9BOJIIOI[MOHHBIE COOBITUS PEAKHU, TO
TUIIOTe33, B KOTOPOH WX YMCJIO MUHUMH3UPOBAHO,
MOJKET OBITH XOPOIIUM TPUOIMKEHNEM K TeHCTBH-
tenprocT (Page and Holmes 1998). Opmako B

Tak, K WCKaXEHWUIO Pe3yJBTaTOB (DUIOTEHETH-
YeCKON PEKOHCTPYKIIMK C WCHOJIh30BAHUEM METOA
MaKCUMAJbHONH TAPCUMOHWM TIPUBOAUT 3(PdexT
npuTsoKeHus auuHHBIX BeTBelt (long branch attrac-
tion), KOTOPBIN 0COGEHHO OCTPO AaeT o cebe 3HaTh
npu paGoTe ¢ MOJIEKYJISIPHBIMU TpusHakamu. Eciu
B IpelesiaX Kakoi-1m6o (usiorennu ase win 60Jb-
IIee YKCJIO0 BETBEN HBOJIIOIMOHUPOBATN OBICTPEE,
TO B CWIy CIyYallHBIX IPUYMH OHU WMEIOT IIaHC
HAKOMUTH OOJIbIIIe TOMOIUIa3wid. ITOCKOJBbKY OfHA
Y3 TPE3YMIIUN KIAJUCTUYECKOTO aHaIu3a — pac-
CMOTpeHHe OJMHAKOBBIX COCTOSHHUI IIPU3HAKOB B
KayecTBe cuHanoMopduii, a He romorutasuii (Hennig

00111eM BUJIe KPUTEPHIA TAPCUMOHUN HECOCTOSATEIIEH,
1 GBIJIO TEOPETUYECKHU TIOKA3aHO, YTO TPU HEKOTOPBIX
VCJIOBUAX €T0 UCIOJIb30BaHKE TIPUBOAUT K OMIMO0Y-
ubiM pekorcTpykisim (Felsenstein 1978, 2004).

1966; Pacuureia 2005), To opmanbHbBII aHATU3
IIPUBEJIET K TOMY, YTO TAKWE JTUHUKM MOTYT MTOSIBUTD-
Cs1 Ha PEKOHCTPYKIIMU KaK CECTPUHCKUE, asKe eCIIu
(paxTHyeckas pumoreHus Oblaa IPyro.

" TepMHUHOJIOTHYECKHE ¥ 9BOJIONUOHHbIE TPOGJIEMBI, CBSI3aHHBIE C MCIIOJIb30BAHUEM TOTO TEPMUHA, 0OCYKAEHBI B paboTe

Ckoranzna (Scotland 2011).
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ITO MOXXHO TOSICHUTH Ha CJEMYIONEM IPUMepe
(Puc. 6). [lonmyctum, puorenns: TakconoB A, B, C u
D usBectna (Puc. 6A). Ilocne pacxoxaeHus TuHUI
B Toukax 0, 0, u 0%, muHuA A npuoGpesna HOBoe CO-
CTOSIHHE JIJI1 OQHOTO IIpru3Haka (0003HaueHo Kak 1),
OCTJIbHBIE TIPU3HAKKM COXPAHWIN ILIe3uoMOpQHOe
cocrosinue 0; muaus B mpuobpesnia HoBoe cocTosiHUE
1uist 6 mpusHakoB (0003HAYEHHI Kak 2, 7,8, 9, 10, 12);
sunus C mpuobpesia HOBOE COCTOSTHUE JIJIs1 7 IPU3HA-
koB (06o3HaueHsl Kak 3, 5, 6, 7, 11, 13, 14); muana D

B.A. JlyxTanoB

mpruo6Gpesia HOBOE COCTOSTHYE JIJIST OHOTO TTPU3HAKA
(0bo3HaueHo Kak 4). Takum obpasom, muanun B u C
HBOJIIOIIUOHUPOBAIN OBICTPee U TMPUOOPEM HOBbBIE
COCTOSIHUSI /IIs1 GOJIBIIETO YKC/A TPU3HAKOB, YEM
suaun A 1 D. Yem 60siblile HOBBIX COCTOSTHUM TIPH-
3HAKOB [IOSIBUJIOCH B KAXK/OM 13 HE3aBUCHUMO 3BOJIIO-
IHOHUPYIONTNX JINHWH, TeM OOJbIlle BEPOSITHOCTB,
YTO XOTsI ObI HEKOTOPbIE U3 HUX GYAYT OMMHAKOBBI.
Tax, Ipu cpaBHEHUHU KOPOTKMX BeTBeil A u D o6mmx
HOBBIX COCTOSIHUII NMPU3HAKOB HE OOHAPYKUBAETCSI.

Puc. 6. Biusiaue adbdexra npuTsSKEeHNS IIMHHBIX BETBEH HA Pe3yJIbTaThl MAPCUMOHUAIBHOTO (DUIOTEHETUIECKOTO aHATIN3a TAKCOHOB A,
B, Cu D (mo: Jlyxratos, 2010). 0 — mresnomopdusbiit npusHak, 1—14 — anomopdubie mpusnaku. A — peanbHasi (MCTUHHAS) hUIOTeHNS U
pacipeziesieHre Ha Heil IPU3HAK0B. B — si0jkHast peKOHCTPYKIust GHIoreHnu A, moydaeMas IIpU IPOBEJEHUH KIAUCTHIECKOTO aHAIN3a
C MCIIOJIB30BAHKMEM METO/Ia MAKCUMAIbHOMN IIAPCUMOHKY (CM. OGBSICHEHUS B TEKCTE).

Fig. 6. Long branch attraction affects the result of parsimony phylogenetic analysis of the taxa A, B, C and D (after: Jlyxranos, 2010). 0
is a plesiomorphy. 1-14 are apomorphies. — A is a true phylogeny. B is a false reconstruction resulted from using the method of maximum

parsimony (see explanations in the text).
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Puc. 7. BiusiHye HENIOJIHOTHI BBIGOPKU TAKCOHOB Ha PE3YJIBTATHI IIAPCUMOHUAIBHOTO KJIAUCTHIECKOTO aHaim3a (CM. 0ObSICHEHHUS B TEK-

cre) (mo: JIyxranos, 2010).

Fig. 7. Influence of incomplete taxa sampling on results of parsimony cladistic analysis (after: JTyxraros, 2010) (see explanations in the

text).

[Tpu cpaBHenuu amHHBIX BeTBeli B 1 C BoIsSIBIIsIETCSA
HOBoe obmiee cocrostHue mpusHaka (7) (moOKasaHo
crpesikoit). Ecii MbI HMUero He 3HaeM o uioreHun
Y TIBITAaeMCSI ee PEKOHCTPYHPOBATh, MCXOMS U3 MPH-
3HAKOB, TO MBI BBIHY K/IEHBI PACCMATPUBATh NIPH3HAK
(7) xak cuHamoMopduio (X0TS B A€HCTBUTETHHOCTH
OH SIBJISIETCSI TOMOILTa3ueit ). B uTore Mbl BBIHYKI€HBI
OCTaHOBUTHCSI HA (DUIIOTEHETHYECKON TUIIOTE3E, TI0-
Ka3zaHHoit Ha Puc. 6B u mpencrasisioneii Takcousr B
u C Kak ceCTpUHCKWE, XOTS OHA ¥ He BepHa.

Kpome Toro, Kk HempaBUJIbHOM PEKOHCTPYKIIUU
MOJKET MPUBOIUTH HEIOJHOTA BHIOOPKH MU3y4aeMOin

TPYIIBL. JTO MOXHO MOSICHUTH HA CJEAYIOIIEM TIPH-
Mmepe (Puc. 7). Jomyctum, puoreHus TakcoHOB A, B,
C, D, E, E G, H u I uzsectna (Puc. 7A). CkopocTtb
SBOJIIONIMY B Pa3HBIX JIMHUSX OAWHAKOBA, ITO3TOMY
BCE TAKCOHBI HAKOIIJIM DPABHOE YWCJIO W3MEHEeHUN
COCTOSTHUI TIPU3HAKOB, HAYMHAsI OT MOMEHTa pac-
XOXJIeHusT OT 00rmero npenka. Apabckue 1udpsl y
Y3JI0B BETBJIEHWIT MMOKA3BIBAIOT CUHAIOMOPGUU CO-
OTBETCTBYIOIMX Kaaj. Apabckue 1udpbl y BEPIIUH
BeTBell TOKa3bBalOT ayTanomopduu. CocTosHUS
7 1 13 ABAAIOTCS TOMOILIA3UAIMHU MJIsT TAKCOHOB E 1
I. Hecmorps Ha 37O, Hasm4ve cuHAoMopuu 4 1o-
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3BOJISIET B XOJle aHAIN3A C WCIOJIh30BAaHMEM METOZIA
MaKCHMAaJIbHOM MapCUMOHUY MTOJYIUTh IPAaBUIBHYIO
pekoHcTpyknumio. /lomyctum nanee, uto Takconsr F, G
u H He y4acTBYIOT B PEKOHCTPYKITHY (MU BRIMEDJIH,
He OCTaBUB CJIEZIOB B IIAJIEOHTOJIOTIYECKOI JIETOIINCH;
WM COXPaHIJINCH, HO He M3ydeHbl). B aToM ciryuae
COCTOSTHYE 4 HE MOYKET OBITh PACITO3HAHO KAK CHHATIO-
Mopdus, 1 HA060POT, cOCTOSIHYS 7 1 13 HOKHBI OBITH
VHTEPIPETUPOBAHbl Kak cuHanomopduu. B wurore
WICTIOJIb30BaHIE METOZA MAKCUMAJIBHOM TAPCUMOHUY
ACT HEBEPHYI0 DPEKOHCTPYKIIHIO, IMPEICTABIEHHYIO
Ha Puc. 7B, Ha xotopoit BetBu E u I mossisiorcs
KaK CeCTPUHCKHE TAaKCOHBI, XOTSI OHU TAKOBBIMU He
sipistiorcst. [lpusnak 2 B muann E nHTEpnpeTHpyercs
HA 3TOI PEKOHCTPYKIINY B KaYeCTBE €IMHCTBEHHOU
romoruiazuu. [IpaBusbHast peKOHCTPYKIUS JJIST TaK-
conoB A, B, C, D, E u I nmokasana Ha Puc. 7C, 1 oHa
He SBJISIeTCS HauboJjiee MapCUMOHUAIBHOM, TaK Kak
coniepKuT aBe Tomoruiazun (7 u 13).

Hanuune 3THX HETOCTATKOB He TOBOPUT O TOM,
METOIOM MAaKCHMAJIbHOM MapCUMOHUM HE CJIENyeT
MOJIb30BAaThCsA. Ero HEOCIOPUMBIM JTOCTOMHCTBOM
SIBJISIETCSI TO, YTO OH OCHOBaH Ha MUHUMAJBHBIX JI0-
MyIIeHNUSIX 0 3aKOHOMEPHOCTSIX 3BOJIONUY KCHOJIb-
3yeMBIX IIPU3HAKOB, ¥ 3TO BAXXHO [JISI TEX CIIYYaeB,
KOTZIa 3TH 3aKOHOMEPHOCTH HEIOCTATOYHO U3YYEHHI.
ITOT TIOAXOA TIPOMOJIKAET OCTABATHCS PabOYMM
VHCTPYMEHTOM COBDEMEHHOHN (UIOT€HETUKH, OCO-
OEeHHO B TeX CJydYasx, KOIla pedb MAeT 00 aHaJI3e
MOpPGhOIOTHYECKUX TIPU3HAKOB. ETro CTOpOHHWKHU
TIPOMIOJIKAIOT Pa3pabaThIBATh TEOPETUYECKUE OCHO-
BbI MeTozia (Farris 2008) u mucaTh HOBBIE TIPOTPAM-
MBI aHanm3a mpusHakoB (Goloboff 2008), omnako
I0JIb30BATHCSI METOZIOM MaKCUMAJIbHOM TAPCUMOHUY
(KXax, BIIPOYEM, U APYTHMU TIOAXONAMU) CJIENYET C
OCTOPOXXHOCTBIO, IM€sI B BUY €TO OTPAHUYEHUSI.

METOQ MAKCUMAJIBHOI'O
MMPABAOIIOAOBUA

[TpuHIUTINATBHBIM TPOPHIBOM B (DUJIOTEHETUKE
crasa pa3paboTKa BO BTOPOH mosioBuHe XX Beka
MeTola MakcumaiapHoro mpaspomnono6us (Felsen-
stein 2004). CyTb 3TOro MeTOZa MOXKET GBITH ChOp-
MyJupoBaHa ciefyiomum obpasom. Ecau umeercs
nHGOPMAIMS 0 3aKOHOMEPHOCTSIX 3BOJIOIHOHHBIX
npeoOpasoBaHUii TPU3HAKOB (MHBIME CJIOBAMHU,
ecu paspaboTaHa MOJEJb HBOJIOIMU TIPU3HAKA) U
M3BECTHO DPACIIpe/leJieHUe COCTOSTHUI MPU3HAKOB Y
M3yYaeMBIX OPTaHW3MOB, TO MOXHO PAcCUYUTATh Be-

B.A. JlyxTanoB

Puc. 8. IIpuHImn pekoHCTpYKINY (DUIOTEHNUN C MCIIOIb30BAaHUEM
METO/Ia MAaKCHMAJIbHOTO MPABAONOA06ust (CM. 0OBSICHEHUST B TEK-
cre).

Fig. 8. Principle of phylogeny reconstruction by using the method
of maximum likelihood (see explanations in the text).

POSITHOCTH Pa3IMYHBIX 9BOJIIOIIMOHHBIX TPAEKTOPHIA,
KOTOPbIE MOTJIA TIPUBECTU K COBPEMEHHBIM (hopmam,
a 3aTeM BIOPaTh HarboJiee BEPOSITHYIO U3 HUX.
Hampumep, a5t 1epeBa, COCTOSIIIETO MX TPEX TaK-
conoB (Puc. 8) , xapakrepusylomuxcs Mpu3HaAKaMu
A, Cu G, BepoSTHOCTb HaOJIOAEHUS NMEIOLIUXCS CO-
CTOSTHUY paBHA BEPOSITHOCTU COYETAHUSI OTHEIbHBIX
HBOJIIOIIMOHHBIX COOBITHHN, KOTOPbIE TIPUBEIH K UMe-
fomumMcst gaHHBIM. CoTylacHO TeopeMe YMHOKEHFS
BEPOSITHOCTEH 9Ta BEJMYMHA PaBHA IIPOU3BENEHUIO
BEPOSITHOCTH TOTO, YTO B OCHOBAHUH JIEPEBA OBLI TIPH-
3HAK X, yMHOXXEHHOI Ha BEPOSITHOCTD IIEPEX0/1a TIPH-
3HAKa X B IPU3HAK Y, YMHOXXEHHOH Ha BEPOSITHOCTD
mepexofia TMPHU3HAKa X B Mpu3HaK G, YMHOXEHHOU
Ha BEPOSITHOCTH IIepeX0/ia TIPU3HAKA i B IPU3HAK A
Y YMHOKEHHOI Ha BEPOSITHOCTH MEPEX0/Ia TIPU3HAKA
y B mpus3Hak C. JTa BeJIMYMHA HA3BIBAETCS MPABIO-
mo06MeM BOJTIOIIMOHHOM TUTIOTE3B, ¥ METOJ MaK-
CHMAJIbHOTO IIPABIOMOAOOUS WINET TaKOe AePEBO,
B KOHTEKCTe KOTOPOTO M B KOHTEKCTE HMMeoIeics
9BOJIIOIIMOHHON MOJIENU TIOJydeHre HaBII0aeMOTo
pacipeieieHusi IPU3HAKOB HAO0JIee BEPOSITHO.
Takum 06pasoM, METOJ[ MAKCUMAJIBHOTO IPABJIO-
HoAo0UsT He HyKIAETCS B TEOPETHYECKH HECOCTOSI-
TEJILHOM TIPUHITUIIE TIAPDCUMOHUM KaK B KPUTEPUU
WCTUHHOCTA  (PUIOTEHETUYECKOW PEKOHCTPYKITAM.
COBepH_IeHHO Ha MHBIX IPUHIUIIAaX, Y€M B TPAAUIIVIOH-
HOU KJIQJNCTUKe, IIPOUCXOAUT U TIOCTPOEHME JiepeBa:
BMECTO aHajW3a CUHAIOMOPGUI IPOM3BOAUTCS
pacueT BepOSATHOCTEH pa3JNYHBIX 3BOJIONNOHHBIX
TpaHchopMaIiii MpU3HaKoB. IIpenMyIecTBO 3TOTO
TIOIXO/Ia COCTOUT B BO3SMOKHOCTH HCIIOJIb30BAH /IJIST
PEKOHCTPYKIUH (DUIOTEHHUH JIOOBIX TOMOJIOTUYHBIX
IIPU3HAKOB: HE TOJIBKO CHHATIOMOP()WUii, HO U IIPOCTHIX
aroMopduii 1 TiesnoMopduii. Tak, BaKHAs COCTaB-



IIpyHIMIIBI pEKOHCTPYKIIMY (DUIOTEHE30B

JISTIOII[Ast 9TOTO METOJIA IPU PABOTe C MOJIEKYISIPHBIMU
IIpU3HAKAMH — 3TO y4YeT TaK Ha3bIBaeMbIX MHBAPHAHT-
HBIX, T.€. KOHCTAHTHBIX CAlTOB, KOTODbIE IIPE/ICTABIISI-
10T cO00i1 HE YTO WHOE, KaK TIE3HOMOPGhIH.

MeTo MaKCHMaILHOTO TTPABAOMION00HUS TAeT KO-
JINYECTBEHHYIO MHGOPMANUI0 00 aHATEHETUYECKOi
COCTABJISTIOTIEN 9BOJIIONNH B BU/IE TUCTAHIIH MEXITY
y3JIaMH BETBJIEHUH, UTO KJIACCUYECKasT KIATUCTUKA
o XeHHUTY Jla)ke He MbITAETCS eIaTh, a TeKKeJIeB-
CKast (PUIOTEHETHKA IETAET OYeHb TPUOIUZUTETBHO.
Kpome Toro, on ropasmo abdekTrBHEE, YEM METO/HI,
OCHOBAaHHbIE HA MAPCUMOHUY, BBISIBIISIET DPETUKY-
JIOTEHE3 — CJIyYar WHTPOTPECCUU W TMOPUIM3AIIVH.
HaxoHer, xoTss M He aOCOJIOTHO MMMYHEH, 3TOT
MeTOJI Ha TOPSIZIOK MeHee YyBCTBUTeNEH K 3 dekTy
TIPUTSKEHUS ITMHHBIX BETBEM.

Paszuuns Mexay 60J1ee TpaIUIIMOHHBIM, OCHOBAH-
HBIM Ha TAPCUMOHUH, I COBPEMEHHBIMH, OCHOBAHHBIM
Ha BEPOSITHOCTSX, TTOAXOIAaMH COCTOST He TOJBKO B
NPUHIWIIAX, HO U B KOHKPETHBIX OCOOEHHOCTSIX pa-
6OTHI U Jlaske B TEPMUHOJIOTHU. [[JIs1 TPaAUIIMOHHOTO
KJIQJIVICTa TIOMCK CUHATIOMOPGUIA, BBISIBJIEHHE MOHO-
(umu v GosA3Hb MapadUINK — CyIeCTBEHHAs 4acTh
METOJIOJIOTHH, YacTh €ro paGoTsl. [lJsi COBPEMEHHBIX
BEPOSITHOCTHBIX METOZIOB 3TO HE TaK BaXKHO. DTU Me-
TOZBI He HYXXJAIOTCSI B MOHSATHUSIX «CHHATIOMODDUSI»,
«MOHOGWIHA> U <IapadUIUsa»>, XOTs. TEPMUHBL, 000-
3HAYAIOIINE ITU TOHSTHSI, MOTYT OBITh TIOJIE3HBI TIPH
06CY KIEHNN YK€ TTOTyIeHHBIX PE3YIBTATOB.

B kadecTBe HemocTaTKa MeTOJa MAaKCUMAJTBHOTO
TPaBAONONOOUST MOXHO pacCMaTPUBATh 3aBUCH-
MOCTh TIOJYYAEMBIX DPEKOHCTPYKIUI OT BHIGOpa
MoJles i 9BOJIONMYU Tpu3Haka. K cyacTeio, 3TOT
MOJXO0J] YCTOMYMB Jaxke K CYHIECTBEHHBIM OTKJIO-
HEHUSAM BBIOMPAEMBIX MOEJEeN OT ONTUMAIBHBIX
(Felsenstein 2004), oqHako BHIOOD MPUHITUITHATIBHO
HEIIPaBUJIBHON MOJIEJIN 3BOJIOLUY MOXKET IIPUBECTU
K cepbe3HbIM omubKaM. [109TOMY cpaBHUTENbHBINA
aHaJIN3 NPU3HAKOB (B TOM 4YMCJE MOJIEKYJISIPHBIX)
C 1Ie/IbIO BBISBJIEHUS] MX COOTBETCTBUS BHIOPAHHBIM
MOJIEISIM sABJIsieTCs GoJiee BasKHOM YacThio aHAJIN3a,
yeM (HOPMAJIBHBIH TIPOIIeCC TOJMyYeHHs IepeBa ¢ Io-
MOIIIbIO TOM UM MHON KOMIBIOTEPHOU ITPOTPAMMBI.

BAMECOBA ®UJIOTEHETUKA
(BAYESIAN INFERENCE)

IIpy M3y4eHNU MHOTHUX BEPOSATHOCTHBIX IIPOLIEC-
COB 4acTO OBIBAaeT TaK, YTO IOJIYYEHHBIX HaOJIrozIe-
HUN HeJOCTATOYHO IS BBIABJICHUS CTATHUCTUYECKU
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3HAYMMBIX 3aKJIIOUEHWH O BEPOSITHOCTSIX, & B TO XK€
BpeMs TIPOIeCcChl 3TOTO Pojia yoke paHee KeM-TO U3-
y4aJrch, ¥ MBI 9TO-TO O HUX 3HaeM. VIHaue roBops, y
HAC ecTh KaKue-TO UeH, HEKOTOPHIE IIPEIBAPUTENh-
HbIe TUTIOTe3bI (Priors) B OTHOIIEHUN BEPOSITHOCTEN
M3y4aeMBIX TIPOIIECCOB. B paboTe yueHOTro 3Ta CH-
Tyalusl SBJISETCSA YPE3BBIUAMHO OOBIYHOM, TaK Kak
(baKTOB MOYTH HUKOT/A He OBIBAET CJAMIITKOM MHOTO, &
paboTaTh ¢ COBCEM HEU3YYEHHBIMU SIBICHUSAMMU TIPH-
XOJIUTCSI PEIIKO.

B takoii cutyanum st pacueTa BEpOSITHOCTEN Tie-
J1ecoo6pasHO UCIOJIb30BaTh DBallecoBy CTaTHUCTHUKY,
KOTOpasi MO3BOJISIET KOMOMHUPOBATh WH(OPMAITHIO,
U3BJIEKAEMYIO U3 TIPEIBAPUTENbHBIX TUIIOTE3, C UH-
(bopmarmeit, mory4aeMyIo U3 oIbITOB (HaboAeHI ),
IUISI pacyeTa TaK Ha3bIBAEMBIX IIOCTEPHOPHBIX BEPO-
SITHOCTEH, T.€. allPHOPHBIX BEPOSITHOCTEMN, CKOPPEK-
THUPOBAHHBIX C YIETOM IIPOBEIEHHBIX SMIIMPUIECKUX
WCTIBITAHWI. 3aT€M 9THU TIOCTEPUOPHBIE BEPOSITHOCTU
MOJKHO M HY>KHO HCIIOJTb30BaTh [IJIs1 OIIEHKY 3HAYH-
MOCTH TECTUPYEMBIX THITOTES.

Takum o6Gpasom, BaiiecoBa cTaTMCTHKa I103BO-
ssier 6osee 3(hGHEKTUBHO HAXOIWTH BEPOSITHOCTH B
yCIOBUSIX HefmocTaTka uHGopMmarnmu. B mpunImmme
MeToz baiieca MOKHO TPUMEHSITD U B TEX CUTYAIUSIX,
KOTZIa KOHKPETHBIE TIPEIBAPUTEIbHbBIE TUIOTESBI OT-
CYTCTBYIOT. B 3THX CTydasx BO3MOKHO (¥ 4acTO 3TO
GBIBAET TI0JIE3HO) UCTIOIH30BAHUE HECTIENM(DUIECKUX
AIPUOPHBIX BEPOSITHOCTEMN, KOTOPBIE MPEATOJIATAIOT,
YTO PasHbIE COCTOSTHUS N3yIaeMBIX IIAPAMETPOB OZIH-
HAaKOBO BO3MOXXKHBI. OJTHAKO 3TOT METOJL CTAHOBUTCS
ropaszo 6osiee 3 GhEKTUBHBIM, €CJIM HUCIIOIb3yEMBIE
aIPUOPHBIE THUIIOTE3BI CIENU(PUYHBI U TIO3BOJISTIOT
OTCeYh Te 3HAYEHUs, KOTOPble HEBO3MOXKHBI WU
MAaJIOBEPOSITHBL.

BaitecoB moxxox B (uiIoreHeTHKe 3aHUMAETCS
TOMCKOM JIEPEBBEB C HAMOOJBIIMM YPOBHEM MPaB-
no10106¥st (M B 9TOM OTHONIEHWH MOXOX Ha METO]I
MaKCHMAJIbHOTO MPABIOMOA00HS ), OMHAKO JIJISI pac-
yeTa BEPOSTHOCTEW ucmHoJsib3yer baitecoBy cratu-
cruky (Ronquist, Huelsenbeck 2003), uto maer psn
TIPENMYIIECTB:

1) ucnosnb30BaHUE MPeIBAPUTENBHBIX THIIOTE3 B
(unoreneTke (paKTUYECKH O3HAYAET NTPUMEHEHUE
CUCTEMBI 3aIIPETOB U OTPAHWYEHUIl Ha OIpeleseH-
HbI€ TOITOJIOTHH [IePeBa U/UJIK OIpe/ieJIeHHbIE TIepe-
XO/IbI TPI3HAKOB ¥3 OJTHOTO COCTOSTHUS B IPyTroe. JTO
MOTEHIIUATBHO JIEIAeT 3TOT METOJ 6ojiee MOIHBIM,
YeM METOJI MaKCHMAJbHOTO MPAaBIOMOIOOMS B €ro
KJIACCUYECKOM BUJIE;
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2) B Merozme baiieca HampsiMyio MpoBepsieTcs,
B KaKOH CTeleHW Toay4yaeMast (pUIoTeHeTUIecKast
TUTIOTE32 COOTBETCTBYET SMIUPHYECKUM JAHHBIM,
T.e. paclpefieJIeHUI0 TPU3HAKOB. B KauecTBe MephI
COOTBETCTBUSI BBICTYIIAET ITIOCTEPUOPHAS BEPOSIT-
HOCTb ITAPaMETPOB MOJIyYaEMBIX JIepeBbeB. B MeToze
MaKCHMAJIbHOTO  IIPAaBAOIOAOOMS  COOTBETCTBHUE
JlepeBa TaHHBIM HAIIPSIMYIO HE TECTUPYETCS, BMECTO
STOTO BBIOMPAETCS IEPEBO, KOTOPOE MAKCUMUBHPYET
CTEIeHb COOTBETCTBMs HAOJIONAEMbIX IIPU3HAKOB
BBIOPAHHOM MOJIEJIN UX SBOJIIOLAM;

3) B pe3yJsbTaTe aHAIH3a TOSIBISETCS HE OIHO
ZIEPEBO, KaK B METO/IE MAKCHMAJbHOTO TIPaBIOTIOI0-
6us, a Habop Hanboee IMPaBAONOAOOHBIX IE€PEBBEB,
CpaBHEHME KOTOPHIX TI03BOJISIET KOJTMYECTBEHHO OI1e-
HUBaTh YPOBEHb HEOIPENEJEHHOCTH MOJIYIaeMbIX
TOIIOJIOTHH U IJINH BETBEH.

IToTeHImaIbHBIM HeOCTAaTKOM baiiecoBa moaxo-
[la TT0 CPaBHEHUIO C METOOM MaKCHMAIbHOTO IIPaB-
JIOTI0ZI0OMS B €r0 KJIAaCCUYECKOM BUJE SBJSETCS TO,
YTO MCIIOJIb30BaHUE JIOMOJHUTEIHON HHMOPMALINN
B BUE HpelIBapI/ITe]II)HI)IX TUIIOTE3 MOJXET 6I)ITI) KaK
IUTIOCOM, TaK M MUHycOM. Tak, BBIOOD IIPHUHIIMITH-
aJIbHO HEIPAaBUJIbHBIX AIPUOPHBIX paclpeeeHui
MOXKET YXYyIIIaTh pe3yJabrartbl aHamm3a. OmHAKO
Ba)kKHO OTMETHUTbH, YTO IPABUJIBHOCTb 3TOTO BBIOOpA
JIOCTATOYHO JIETKO KOHTPOJIMPOBATh, CPABHUBAS 3Ha-
YeHUsT IPaBIOIIOA00UH JIEPEBbEB, ACCOIUUPOBAHHBIX
C Pa3HBIMH TIPEJBAPUTEIbHBIMUA PACIIPEETEHUSIMI.
B mesmom meton baiteca ciemyeT mpusHaATh OJHUM
u3 Hanbosee 3(PPEKTUBHBIX MOAXON0B K DPEIIEHUIO
(unoreHeTUYECKMX 32/1a4.

METO/1bl, OCHOBAHHBIE HA AHAJIN3E
TEHETNYECKUX IUCTAHIINM

OTa rpymma BKIOYAET JBA JOCTATOYHO Pa3HBIX
METO/1a, HA3bIBAEMBIX IICTAHTHBIMU U TPUMEHSIEMBIX
TOJIBKO B «<MOJIEKYJIIPHOI» duoreHeTnke. OIuH U3
uux ocuosad Ha JJHK-/IHK rubpuansaiumu, mo3so-
JITIONIEN YCTAaHOBUTH CTEMEHb TOTAJIBHOTO CXOACTBA
CPaBHUBAEMBIX T€HOMOB (B IPOIIEHTaX) M KCIOJIb-
30BaTh MOJIyYe€HHbIE BEJUYUHBI [JIsT PEKOHCTPYKIIUU
¢unorene3oB. OH MMeeT /IBa HEYCTPAHUMBIX HEJO-
cratka. Bo-TiepBBIX, OH sBisIeTCST (eHEeTUIeCKUM
METOZOM W HeceT ¢ cOOOH TIJaBHyIO NpobieMy
(peHETHIKY, KOTOPAsT COCTOUT B TOM, YTO IIOCTEIHSIS
HaIpaBJieHa Ha BBISIBJIEHIE CXO/ICTBA, 4 He POJCTBA.

Bo-BTOpBIX, (peHOMEH Tak HazbiBaemoro C-mapa-
nokca (KpaifHe HEPaBHOMEPHOTO HAKOILIEHWS He-

B.A. JlyxTanoB

KOAWPYIOIINX HYKJIEOTHIHBIX IIOBTODOB IaXe Y
6suskux BupoB) (Gregory 2001) mpuBoguT K TOMY,
4TO (bUJIOTeHeTUYeCcKass WHTEePIpeTalns 3HAYeHWH
001IIeT0 TEHETUYECKOTO CXOACTBA, KaK TPABUIIO, 3a-
TPYZAHUTENbHA. XOTS B OTAENBHBIX CJIy4Yasix 3TOT
METO/] IO3BOJISIET TIOIYYUTH OU€Hb KPACUBBIE PE3YJIh-
tatsl (Caccone and Powell 1989), sTo ckopee uckiio-
yeHue, YeM TTpaBmJIo, 1 ¢ Havasa 90-x rogoB XX B. oH
B (OUJIOTEHETHUKE TIPAKTUIECKU HE UCIIOIB3YETCSI.

JIpyroii MeTom OCHOBaH Ha TOM, YTO MATPUIIBI
JIMCKPETHBIX MOJIEKYJISIPHBIX TIPU3HAKOB IPE06-
pas3yioTcs B reHeTHYecKue auctannuu. [locrpoenue
JIEPEBBEB 3aTEM IPOU3BOJMUTCS HAa OCHOBAHUU aHa-
JIN3a TOJYYEeHHBIX AUCTAHIINAN, & He TIPU3HAKOB Kak
TaKOBBIX. [IpUHIMNUATBHBIM HETOCTATKOM 3TOTO
MO/IXO/1a ABJISIETCSI TO, YTO TIPH TIPe0OPa3OBAHUH JUC-
KPETHBIX MIPU3HAKOB B JAMCTAHIIUU TTPOUCXOIAT UC-
Ye3HOBEHNE MHANBUIYATbHOCTU KAXKIOTO TIPU3HAKA
u 1I0Teps pustoreneTndeckoi nHdopmaimu. OgHaKO
B ormuue ot JHK-/THK rubpuausanuy MeTos He
asnsercs yncto (penernyeckum (Page and Holmes
1989). ITockosbKy TIpH pacyeTe TeHeTUYECKUX JIHUC-
TaHIWH UCTIOIB3YIOT MOJIETN MOJIEKYJISIPHOM 3BOJIIO-
uu (Te JKe caMble, YTO IIPUMEHSIOTCS TP aHAJIN3e
C TIOMOII[BI0 METO/[a MAKCUMAJBHOTO MTPABAOMIOI00S
u Metoza baiieca), B uTore MoJy4yaioT Tak Ha3bIBae-
MBbIe CKODPEKTHPOBAHHbIE TeHETHYECKIE TUCTAHIINY,
KOTODBIE HECYT JOBOJIBHO BBICOKWI (prtoreHeTIYE-
ckuii curran (Felsenstein 2004).

ITogxompr, OCHOBaHHBIE HAa pacyeTe AUCTAHIUH,
ObLITM OYEHD MOITYIAPHBL B 90-€ TOIBI POIILIIOTO BEKA,
ITOCKOJIBKY TIPOTPAaMMbI, OCHOBAHHBIE HA AJITOPUTMaX
STUX METOJIOB, OTJMYAIOTCsS ObicTpozeiicTBueM. Co-
OTBETCTBEHHO OHM He TPeOOBATEJBHBI K MOITHOCTH
KOMIIbIOTEPOB. B HacTosInee BpeMsi WX 3HAYeHUE
CUJIBHO YMEHBINUJIOCh, OJTHAKO OHU JI0 CHX TIOp JI0-
CTATOYHO IMHUPOKO TIPUMEHSIIOTCS, 0COOEHHO TaM, T7ie
TpebOBAHUS K KaueCTBY aHajM3a He OUYeHb BBICOKHE,
a MaTPUIII TIPU3HAKOB YPE3BBIYANHO BEJTUKH.

3AKJIOYEHUE: EIIIE PA3
O MOJIEJIAAX 9BOJIIOITNN

CpaBHUBasI IlepeyuCIeHHBIE BBIIIE METOIHI,
HY>KHO OTMETHUTH, YTO BCE OHHM OCHOBBIBAIOTCSI HA
MOJIEJISIX 3BOJIIOIIY TIPU3HAKOB, XOTSI COIEPKaHNe U
(opma aTHX MOJIeTel CUITBHO pa3InJaioTcs. Mozgenu
SBOJIIOIINY, KOTOPHIE B HESIBHOM BH/Ie BO3HUKAIOT B
TOJIOBaX 3BOJIOIMOHHBIX (DIJIOTEHETHKOB HA OCHO-
BaHUU WU3YYEHUSI MOP(MOIOTUYECKUX PSIZIOB, MOTYT



IIpyHIMIIBI pEKOHCTPYKIIMY (DUIOTEHE30B

OBITH O4YeHb ca0KHBIMU. Kak mpasuiio, pusoreHern-
KU-TPAJAUIMOHAIUCTHI — 9TO 300JI0TH WU OGOTAaHUKH,
BEJIMKOJIETTHO 3HAIOIKE CBOW TPYIIIIBI, X BCE HIOAHCHI
STOTO 3HAHWS OHWM YYUTHIBAIOT TPH pa3paboTke
¢unorenuii. Besia TOIbKO B TOM, YTO 3TH MOJIENIN TaK
U OCTAIOTCSI B TOJIOBE, @ He HAa Oymare, U B 9TOM HET
HUYero yAWBUTEJIBHOTO: IBHOE BBIpasKeHUe MoJiesieit
SBOJIOIMY TIPU3HAKOB B BHJIE CJIOB 1 TeM GoJiee (op-
MYJI — [IeJI0 OYeHb HETPUBUATIBHOE.

KnaaucTel, ucmosp3yionie MeTOAOJIOTHAI0 Tiap-
CUMOHWY, BIAJAIOT B [JPYTYIO KPAHOCTB: CXeMa
9BOJIIOIY, KOTOPYIO OHU IIPUMEHSIIOT, OCHOBaHA Ha
TIPEATIONIOKEHUN O CTPOTO JUXOTOMUYECKON IHBEp-
TEHIINY TAaKCOHOB U MOJIEJN 3KOHOMHOHN 3BOJIIOIUU
npu3HakoB. OYeBUIHO, YTO 3TA CXEMA CIUIIKOM IIPO-
CTa It TOTO, 4TOOBI OBITH YHUBEPCAJIbHON. Mozeb
SBOJIIOIAY, KOTOPYIO WCIOJB3YIOT (DUIOTEHETHUKH,
UCTIOBEYIONINE PYYHOU KIAN3M 1I0 XeHHUTY, 110 He-
06X0IMMOCTH TAKKe YPE3MEPHO YIIPOIIEHA ¥ OTIHCHI-
BaeTCsI CXeMOU, COTJIACHO KOTOPOI CTPOTO TUXOTOMU-
YyecKast IUBEPTEHITNS COIPOBOXKAAETCS HAKOILJIEHUEM
cuHanioMopduii, TPU 3TOM TIPEAINOJATAETCS, YTO
cuHarmoMopdUY BO3HUKAIOT Yallle, 9eM TOMOTLIIa3UH.

CoBpeMeHHbIe TOIX0/IbI, OCHOBAaHHBIX Ha METOAX
MaKCUMaJIbHOTO IpaBaononobus u Baiieca, B kakom-
TO OTHOIIEHUY SIBJISTIOTCSI 30JI0TOM CEPEAMHOM MEK Y
WHTYNUTUBHOM TeKKeJIeBCKOH (PUIOTeHEeTUKOM 1 Tpa-
IUITVOHHBIM TTaPCUMOHUANBHBIM KiaanuaMoM. OHu
KCIIOJIb3YIOT TaKKMe MOJIEJTH 9BOJIIOINH, KOTopble (1)
ZOCTaTOYHO a/IEKBATHO ONKCHIBAIOT 3aKOHOMEPHOCTH
SBOJIIOLIMOHHBIX TpaHc(opMaluii npusHakos, (2)
MOTYT GBITh SKCIUIMI[UTHO OMKMCAHBI ¥ (HopMaImn30-
BaHbBI B BUJI€ aJITOPUTMOB U (popmyi, u (3) 1o BO3-
MOKHOCTHM TIPOCTBI (HO HE Ype3MEePHO YIIPOIIEHBI),
YTO MO3BOJISIET WX MPAKTUYECKOe HCIIOJIb30BAHUE B
¢unoreneruke. K HacTosmeMy MOMEHTY BpeMeHU
B JleJie pa3pabOTKH MOIEJIEH 5BOJIONUY TPU3HAKOB
MOJIEKYJISIPHBIE GUOJIOTH MPOABUHYJINUCH 3HAYUTETb-
HO Jlajipllie, 4eM MOP(OJIOTH, IO TOH IPUYWHE, YTO
3aKOHOMEPHOCTU MOJIEKYJISIPHOIN 3BOJIIOIMY IIPOIIIE
u3y4daTh. Kpome TOro, MoziesIi MOJIEKYJISIPHOM 39BO-
JIIOITHH JIETKO (POPMAJIM3YIOTCsI, OHM XOPOIIO U3yde-
HBI TEOPETUYECKH, a UX COOTBETCTBUE DPEAIbHOCTU
IIPOBEPEHO Ha OrPOMHOM (aKTHUUECKOM MaTeprae
(Page and Holmes 1998; Felsenstein 2004). Koukper-
HBIE TIapaMeTPhl 3TUX MojeJiel, HeoOXOAUMbIE ISt
TTOCTPOeHYsT (PUIIOTEHMH, JIETKO PACCUUTHIBAIOTCS HA
OCHOBaHUY CPaBHEHUS YaCTOT HYyKJIEOTUIHBIX 3aMeH
pa3HOTO TUIA y M3y4aeMblx opranusmoB. Ilo sToi
MIPUYUHE METOJ] MAKCMMAJIBHOTO TPaBAOMOA0OUs U
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Meron bBaiieca moka HIMPOKO MPUMEHSIOTCS TOJIBKO
IUIST aHAJN3a MOJIEKYJISIPHBIX Tpu3HaKoB. OmHaKo
3Ta CUTYyallusl, BEPOSITHO, BDEMEHHAs, U TIEPBBIE TI0-
MBITKHA KCITOJIb30BAHMS TIPU3HAKOB MOP(MOIOTHM B
paMKaxX COBDEMEHHBIX IapaMETPUYECKUX METOIOB
(unorenerndeckoro ananusa yxxe cuemanbl (Lewis
2001; Ronquist and Huelsenbeck 2003; Nylander et
al. 2004; Ronquist 2004; Miiller and Reisz 2006).

B 3akioueHue ciemyer emie pa3 OTMETHUTB, YTO
HU OJIMH W3 METOJOB (PUIOTEHETUUECKOTO aHAIH3a
He SIBJISIETCS] UI€ATbHBIM, OHAKO IPEVMYIIECTBA U
HEJIOCTaTKW Pa3HBIX TOAXOJ0B He coBMamaioT. He-
VAUBUTEIBHO MTOITOMY, YTO MHOTHE (DIIOTEHETHKH,
0COGEHHO MCCJIeN0BaTeNN, PaboTalomMe ¢ MOJIEKY-
JISPHBIMU TTPU3HAKAMH, UCIIOJIB3YIOT JIsI IOy IeHUS
PEKOHCTPYKIIVL ~ COBPEMEHHYIO  <KJACCUYECKYIO
TpHALy» METOLOB — IAPCUMOHHUIO, IIPABAOIOL00KE 1
bBaiiecoB ananus. Kak npaBuiio, aTé Tpu METOIA AATOT
OYeHb MOX0XKIe (PUTOTEHETUUECKUE PEKOHCTPYKITUH.
B T0 ’ke BpeMsI oIy YeHe MOIePKAHHBIX CTATHCTH-
YeCKVMU TECTaMU, HO HECOBIIAIAIOIINX PE3YJIbTaTOB
CBUJIETENCTBYET O HATUINY CUCTEMATHYECKUX OIITH-
OOK IIpH IIPOBEAECHUH AHAJIM30B, ¥ 3TO Ia€T UMITYJIbC
IUTST MAJTbHEHMINTNX MCCIIe0OBAaHIM TPU3HAKOB U MOJIE-
JIel X 9BOJIIOLIUN.
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