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MNKPOBNONIOT NA

tO.MN.Bonkos, I'.A.EpoweHKo

aHann3 apPeKTMBHOCTN HEKOTOPbIX MeTO40B
NOCTPOEHUSA PUOreHETNHECKUX EPEBLEB,
ncnonb3yembixX MPU oyeHkKe 3BOJTIOLLMOHHOIO poAcTBa MUKPOOPraHn3mMmos

Pry3 «PoccuiAickuii Hay4Ho-UccneAoBaTeNbCKUA NPOTUBOUYYMHBIA MHCTUTYT «MUKpo6», CapaTos

B 0630pe npeacTaB/ieHO ONUCaHUE HEKOTOPbIX METOAOB MOCTPOEHUS (PUIOrEHETUYECKUX AEPEBbEB, UCMO/b3YEMbIX
MpW OLEeHKe 3BOMIOLMOHHONO POACTBA PasUYHbLIX OpraHM3MoB. OnucaHbl MPEMMYLLECTBA W HeAOCTaTKU PasfInUHbIX
rpynn MeTOAOB, MPUMEHSIEMbIX NPY MOCTPOEHWM AEHAPOrPaMM.

KntoueBble cnoa: GpuaoreHeTMYeckne epeBbsi, ANCTAHLMOHHO-MATPUYHbIE N ANCKPETHbIE METOAbI MOCTPOEHUS [EeH-

APOrpamMm, MOMEKYSIPHbIE Yachl 3BOMOLMAM.

PunnoreHeTUKON Ha3bIBAKOT MOCTPOEHME 3BOSIOLM-
OHHOI MCTOPUM HEKOTOPOro Habopa opraHW3MoB, KOTO-
pas 06bI4HO NpefcTaBieHa B BUAe Aepesa (4eH4porpam-
Mbl) C COBPEMEHHbIMW OpraHn3Mamm (TaKCOHOMUYECKM-
MW rpynnamu, WA TakCOHamu), PacrnonioXeHHbIMU B
ero BepLuMHax (IMCTbAX) W NPeLKOBLIMW OpraHu3Mamu,
HaxXOAALMMNCSA BO BHYTPEHHUX Y3/1axX U KOpHe fepeBa
[8, 12]. MonyyeHne AocTyna K NEPBUYHON CTPYKTY-
pe WMH(OPMAaLMOHHBIX MaKpOMOMEKY Y BO3MOXHOCTb
CpaBHEHWA OPraHU3MOoB MO 3TUM MOC/e0BaTeIbHOCTAM
CO3Jany HOBYIO HayKy - MOMEKYNSPHYHO (DUIOreHeTu-
Ky, HOBEMLLWA 3Tan pa3BUTUS KOTOPOI (reHOunneTmKa,
MHOTAa HasblBaemast (hMIOreHOMUKOI) CBA3aH C M3yue-
HWEM HYKNeOTWAHbIX NocnefoBaTeNibHocTel [12].

CdopmmpoBancs Takxe 0c06blii pa3fen HOBO
(hunoreHeTMkM, paspabaTbiBatOWMI  KOMYECTBEHHbIE
MEeTO/bl OLEHKM CXOACTBA OPraHU3MoB W KOHCTPYMPO-
BaHWS (DMIOreHeTUYECKNX AEPEBLEB, - HYMepuyeckas
(mnetuka [7, 14]. B HacToflLee BpeMs 3TW MEeTO[bl B
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thmnoreHeTnke npeobnagatot. Mo oueHkam J.Felsenstein
[5], KONNYEeCTBO LOCTYMHbLIX KOMMbIOTEPHBLIX MPOrpamm
npesbiwaeT 385.

MmeeTcs [Be pas3MUHbIX (POPMbI NpeAcTaB/eHUs
(hMNOTeHETUYECKON WH(opMaLum - KnagorpaMma u
thunorpamma [4, 11, 13]. Knagorpamma (puc. 1, A) gaet
TONbLKO B3aUMHOE PacnosioXeHve BeTBeR, A/MHa BeTBel
MpuW 3TOM He n3BecTHa. dunorpamma (puc. 1, b) nokasbl-
BaeT He TO/IbKO PacrofiokeHne BEeTBeW, HO 1 UX L/IHY.
[JepeBbs 6bIBAOT ABOMYHBIMKU (6MHAPHbLIMMK), Korga ot
KaXX[O0ro y3n1a OTXOAUT TOSIbKO [iBE BETBU W MOMUTOMU-
yeckumu - 6onee ABYX BETBEW UCXOAAT U3 OAHOIO y3na.
Hanbonee 4acto ucnonb3ytoTcsa 6GUHApHblE AepeBbs,
NnosIMTOMUS ABNAETCA CNefCTBMEM Masioro paccTosHWA
MeXy BeTBAMW, Hepa3peLunMmoro ¢ UCMosib30BaHUeM
BblGpaHHOIro MeToAa.

[epeBbs ObIBalOT KOpHEBble, MMeEKOLLNE 0OLLero
npegka (puc. 1), n 6eckopHesble (puc. 2), oTpaxaroLme
CKOpee B3aUMHYIO CBfi3b MeXAy TakcoHamu. B KopHe-

Puc. 1. PaznnyHble hopmbl NpeacTaBieHns MoreHeTUYeCKo MHhopMaLMn:
A - ¢wunorpamma, b - knagorpamma
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Puc. 2. beckopHeBoe fiepeBo

BbIX [epeBbsX, KPOME B3aMMHOr0 PacrnofioKeHWUs BeT-
Beli, MOXHO M3MepATb BPeMs 3BOMOLMU, OTCUMUTbIBAE-
Moe OT 06LLero npeska. Bug nonyyaemoro fepesa 3asu-
CUT OT BbIGPAHHOTO METO/AA ero MOCTPOeHMs. BO3MOXHO
NCKYCCTBEHHOe npeobpa3oBaHMe OGECKOPHEBOro [pesa
B KOpPHeBOe, AN 4Yero ucnosib3yetca fga npuema. B
MepBOM B KauyeCTBe KOPHS BbIGMpaeTcs cepefmHa OfHOM
3 BETBEN, BO BTOPOM KOPHEM [iepeBa 4acTo BblOMpaloT
HEKOTOpPbIA TAKCOH Kak Hambonee yfaneHHyw rpynny
(outgroup). O6a meToda npegnonaraldT MHOXECTBEH-
Hble peweHns [10], 3a4acTyo OHM He HecyT Kakoro-nn6o
610N0rMYecKoro CMeIcnia 1, B OCHOBHOM, NPUMEHSAOTCA
NS ynydlleHns Buga aepesa.

Pexxe Mcnonb3yoTea apyrne hopmbl npegcrasne-
HUSA JepeBa, HanpuMmep, KPyrosas U HeKoTopble Apyrue
(puc. 2, 3) [5].

Mpn nocTpoeHUnU (UNOreHETUYECKOro [fepesa
MOXHO MCMO0/Mb30BaTb MOC/eA0BaTENIbHOCTb HYK/IE0TU-
[0B, ec/fin paccmatpuBaroTcs O/IM3KOPOACTBEHHbIE Op-
raHusMmbl (BBMAy 605ee BbICOKOI CKOPOCTW MyTauuii no
CPaBHEHWUIO C aMUHOKMCAOTaMM) WUAN aMUHOKUCIOTHYHO
nocnefoBaTeNlbHOCTb MPU aHanuse 60fiee yAaneHHbIX
opraHusmos [3].

[ns 60MblUMHCTBA WMCNO/b3yeMbIX METOA0B MO-
CTPOEHUS (PUNOreHeTUYECKNX [EepeBbeB B KauyecTBe
BXOHbIX JaHHbIX HE0OXOAVMbI BbIPOBHEHHbIE MOC/EA0-
BaTe/IbLHOCTW OCHOBAaHWIA MY aMUHOKMCIIOT.

CTapToBOIl Mpoueaypoli Ans MOCTPOeHMs Adepe-
BbEB SIBSETCA BbIOOP W BblpaBHWMBAHUE OAHOTUMHbIX
reHOB 3 CpaBHMBAEMbIX BUA0B OPraHM3mMoB (TakCOHOB).
pasnnyaloT napHoe (BblpaBHMBaHWE [ABYX MOCnefoBa-
TenbHocTen AHK, PHK nnn 6enkoB) 1 MHOXeCTBEHHOE
(BblpaBHMBaHME Tpex K 6onee MocnefoBaTe/IbHOCTENR).
Hanbonee nonynspHoin MporpaMMoin ans MHOXeCTBeH-
HOr0 BbIpaBHMBaHUS MOC/eL0BATENbHOCTE ABNAETCA
Clustal (nocnegHssa Bepcusa Clustal X), npegcTtaBnsito-
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Puc. 3. Kpyrosoe fepeso

Wasa pesynbTaThl B hopmate FASTA. KauecTBO BblpaB-
HVYBaHWA OKa3blBaeT 60MbLUOE BAMSHUE HAa TOMOOTMI0
C03/1aBaeMOro fepesa, NMo3ToMy, HECMOTPSA Ha 40CTaTou-
HO BbICOKOE KayecTBO paboTbl a/IrOPUTMOB, A/15 BblpaB-
HMBaHWS 3a4yacTylo TpebyeTca py4yHas KOpPpeKTUpOBKa
faHHbIX [3].

Mocne npoBefeHWs BblpaBHWBaHUA [aHHble 006-
pabaTbiBatOTCA C MOMOLLULHD Pa3/iMyHbIX METOLOB MO-
CTPOEHMA (UIOTeHeTUYECKUX [epeBbeB. meroTca
[Be rpynnbl pas/iMyHbIX METOA0B MOCTPOEHUS (uo-
reHeTUYECKNX [JepeBbeB: AUCTAHUUOHHO-MaTpPUYHbIe
metoabl (UPGMA, NJ, FM) 1 anckpeTHble MeToAbl. B
ANCTaHLMOHHO-MaTPUYHBIX MeTOaX BbIPOBHEHHbIE MO-
CnefoBaTe/lbHOCTU CPaBHUBAKOTCA APYr C APYTOM, Bbl-
YUCNAKTCA 3BOMOLMOHHBIE AUCTAHLUWN MEXAY HUMK C
MOMOLLbIO pasINYHbIX MeTog4oB [1], M Ha OCHOBe nony-
YEHHbIX pa3Inymnii cTpouTes Tabnmua paznuynin (matpu-
Lla pacCcTosHWIA) MeXAay KaKAol napoi nocnegoBaTeb-
HOCTel. M3 3TOro cnefyet BbIBOJ, YTO pasMep U Xapak-
Tep BbIGOPKM MOXET CYLLECTBEHHO MOBAUATL HA 3Haye-
HUS KO3(W(DMLMEHTOB MaTpULbl PacCTOSAHUIA. 3ayacTyto
KOPPEKTHOCTb BbIpaBHMBAHWA MOCMeA0BaTENbHOCTER 1
METO[, BbIUMNC/IEHNS 3BOSTHOLMOHHBIX ANCTAHLWIA OKasbl-
BatoT ropasfo 6onbllee BANAHME Ha TONOMOTUIO U AJINHY
BeTBel AeHAPOrpaMMbl, YeM MeTO[, ee NOCTPOEHNS.

[Janee Ha OCHOBe NOYyYEHHON MaTpuLbl CTPOMTCSA
(hmnoreHeTUYECKoe epeBo, B KOTOPOM Moc/efoBatesib-
HOCTMW, UMEeILLMEe MeHbLLIee pacCcTosHMe, pacnonararT-
cs 6nvxe apyr K apyry. O6LMM HeOCTaTKOM BCeX Ma-
TPWYHbIX METOAOB ABASETCA MpeobpasoBaHMe Kaxol
nocnefoBaTelbHOCTM B OAHO YMCMO, YTO HEU3BeXHOo
MPUBOAUT K CHUDKEHUIO KOMIMYECTBA MH(opMaLmn.

OWCKpPeTHble MeToAbl paboTatT Ha MpuHLMne
CPaBHEHUA KaX[J0ro OTAENbHOro CYMBOJ/A B COMOCTaB-
NAEMbIX MOC/e0BaTe/IbHOCTAX U B OT/IMYME OT MaTpmy-
HbIX METO/I0B HE CBOAAT CpaBHUBaeMble MocnefoBaTesb-



HOCTW K eIMHCTBEHHOMY HMCIY.

AncTaHUMOHHO-MaTPUYHble METOAbI

3TV MeTofbl CO34A0T AepeBbs MO NPUHLMNY 06be-
OVHEHUS HauMeHee OT/IMYatoWmUXcs nocnefoBarTesibHo-
CTell nnu rpynn nocnegoBateibHocTen. Mapbl HaumeHee
pasnuyaroLmxcea nocnesoBaTenbHOCTEN 06beAMHAKTCA
B KnacTepbl MepBOro Nopsgaka, HaMMeHee pasnyaroLm-
ecsl KnacTepbl NepBOro nopsigka - B KnacTepsl BTOPOro
nopsgka u T.4.

MeTof nonapHOro HeB3BELLIEHHOI0 KnacTUpoBaHus
c apupmeTUdeckumycpegHeHmem UPGMA (Unweighted
Pair Group Method with Arithmetic Mean) [2] Hanb6onee
NPOCTOWA, LUMPOKO PacnpoCTPaHeHHbI N UMEIOLLWIA Bbl-
COKYH0 CKOPOCTb paboThbl, B pesy/ibTarte NPUMEHEHUS KO-
TOPOro CTPOUTCS eANHCTBEHHOE [ePEBO C KOPHEM.

Mapbl nocnefoBaTenbHOCTEN, MeXAy KOTOpbIMU
3BO/IOLMOHHbIE AUCTAHLMW MUHMMaSbHbI, TPYNAMpy-
l0TCSA, B MEPBYIO OYepefb, M OKa3blBAOTCA Ha COCeLHUX
BETBAX /[epeBa. 3BO/IOLUOHHOE pPacCTOfHUE Mexay
[BYMS MapHbIMW MOCNeL0BaTe/IbHOCTAMM CUUTAETCS
paBHbIM [BOMHON ANWHe UX BETBU. PaccTosHue mexay
[BYMSA FpynnaMu nocnefoBateibHOCTEN paBHO cpefHe-
MYy OT 3HAYEHMWI MaTPULLbl PaCCTOSHUIA KaXKAol nocne-
[0BaTeNbHOCTU U3 OLHOM rpynnbl C KaXA0M nocnefosa-
TENbHOCTbIO M3 APYrOiA.

HepocTtaTkamy MeTofa ABASAIOTCA: MPeSNoNoXKeHne
0 PaBHOMEPHOCTW CKOPOCTW 3BOMIOLMM BO BCEX BETBAX
nocnefosarefibHOCTeM, T.e. paboTaeT NPUHLUN «MoOfie-

Puc. 4. MocTpoeHmne GrUIOreHeTUYeCKOro Aepesa C MOMOLLbIO
meToga UPGMA Ha 0CHOBe Moc/nefoBaTeNbHOCTEN hparmeHTa
reHa ork (373 n.H.) y wtammoB V. cholerae”.

ceporpynnbl 01 6uoBapa 3anbTop, BUPYAeHTHble - N16961 ~“enBank), T23,
T4; 01 ceporpynmnbl Knaccuyeckoro 6nosapa, BUpyneHTHble - MAK154,
569B, B53-2, D22, 21naba A, MAK27, D35, 4Ad; 0139 ceporpynnsl,
BupyneHTble - P07, AP-1, SJ24, M045; 01 ceporpynnbl, aBUpYNeHTHblE -
1379, P-17815; 0139 ceporpynnbl, aBupyneHTHble - M420, M430;

He 01 / He 0139 ceporpynnbl, BUpyneHTble - P16136; He 01 / He 0139
ceporpynnobl, aBupyneHTole - P-8845, P-4107. He nonHOCTbIO pa3pelleHHoe
LepeBo. BupyneHTHble BUGproHbl 01 ceporpynnsl 61osapa anbTop
1 0139 ceporpynmnbl pacnosnioXXeHbl Ha 04HON ANHUK,

XOTSl OTHOCATCA K pasHbiM rpynnam V. cholerae

MWKPOBNONOT NA

KYNAPHBIX YaCOB», YTO Ha MPaKTUKe BbINONHATCA JaNeKo
He Bcerja, v TpeboBaHune K yNbTPamMeTPUUHOCTM JaHHbIX
mMaTpuubl paccTosiHuii [1]. HepaBHOMepHas CKOPOCTb
MyTaLunil B CpaBHUBAEMbIX NOC/EA0BATENIbHOCTAX, MpU-
BOAMT K HEMpaBWIbHOMY BUAY CO34aBaeMOro fepesa
(puc. 4). YnbTpaMeTpUYHOCTb JaHHbIX TAKXKe BbINOHSA-
eTCs Aaneko He Bcerfa [1] v npegnonaraet BbIMONHEHNE
ycnoBus Tpex Touek. CornacHo aTomy yCnoBuIO 415 No-
6bIX Tpex TakcoHoB A, B 1 C pacctosHue mexgy A n C
[O/KHO He NpeBblllaTh MaKCUMalbHOTO U3 PacCTOSHWIA
AB 1 BC {dist AC <= max (distAB, distBC)}.

Ha NPaKTUKe JaHHbIA METOZ, HY>XHO UCNO/b30BaTh C
[OCTaTOUYHOW OCTOPOXHOCTHIO, NMOCKO/bKY MOoNyvYaemoe
[EpeBo, Npu HeCOGMIOAEHUN BblLLeYKa3aHHbIX YC0BUIA,
MOXET ObITb 3HAUNTENIbHO UCKAXEHO. 03TOMY AaHHbI
MEeTOZ Ha MpaKkTUKe UCMONb3yeTCs A0CTAaTOYHO PefKo,
nocne NPoBeAeHNA AONOMHUTE/bHbLIX TECTOB Ha COB/0-
[EeHNe YCNOBWIA yNbTPaMeTPUUHOCTU AaHHbIX.

MeTopa cBasbiBaHWUsA GavdKaliwmx cocegeit (neigh-
bour-joining) He HaknagblBaeT TpeboOBaHWA ynbTpame-
TPUUYHOCTU WCXOAHBLIX faHHbIX W MO3BOMSET CTPOMTb
afleKBaTHble JepeBbst AN AaHHbIX C Pa3/IMUHON CKOpO-
cTbto 3Bontoummn [2, 3]. MeTog paboTaeT cnefyroLnm
o6paszom. lMepBoHa4anbHO MpefnonaraeTcs NOHOCTbIO
HepaspeLLeHHOoe [epeBo (CTPYKTypa TUMNa 3Be3fa - Kax-
[bll TaKCOH CBfi3aH C OOLEei LeHTPaibHOW TOUKOW).
BbibrpaeTca ofHa M3 nocnefoBaTelbHOCTeW M CpaBHU-
BaeTCA MOOYepesHO CO BCEMU OCTaNbHbIMK U Onpeaens-
eTca Hanbnmaiiwan K Heil nocnefoBatenbHOCTb. [ocne
3TOr0 JaHHble NocnefoBaTelbHOCTU 06beUHAIOTCS, Ha
CTpoOsiLLEeMCA [iepeBe MOABMSAETCA HOBbIW y3en, u nepe-
CUMTBIBAKOTCA PACCTOSHUSA OT HEro A0 OCTasbHbIX MOC/e-
posatenbHocTeil. O6befMHEHHbIe NOCNeA0BATENLHOCTM
Janee He y4yacTBYIOT B NOCTPOEHMMN [epeBa, W MnpoLecc
NOBTOPATCA ANA APYrMX NOc/iefoBaTeNbHOCTEN 40 MO-
MeHTa 1cyepnaHua BCeX AaHHbIX. [Mpu aToM cTpomTCcs
HeyKopeHeHHoe fepeBo. NpenmMyLLecTBa MeToAa: BbICO-
Kasi CKOpOCTb W, CnefoBaTtesibHO, BO3MOXKHOCTb 06paboT-
KM 60bLINX 06bEMOB AaHHbIX (HanpuMep, NoyYeHHbIX
npu bootstrap aHann3e), BOSMOXHOCTb MNOCTPOEHUSA fe-
peBa Mpu pa3IMYHON CKOPOCTM MyTaLWii, BOSMOXHOCTb
KOPPEKL MU AN MHOXECTBEHHbIX 3ameLleHnid (multiple
substitutions), npocToTa anropmTma.

HepocTaTku MeTofa 3aK/104akoTes B TOM, YTO CTPO-
NTCS TOMbKO OAHO M3 BO3MOXHbIX fepeBbeB (onpegens-
eTCsA NepBoil BbIGPaHHON NOCNef0BaTENLHOCTLIO), UMe-
eTCA CUMbHasA 3aBUCMMOCTb OT WCMOMb3YEMOM MOLENM
3BO/MOLMN U UCKNIOYAETCH BO3MOXHOCTb MPUMEHEHMS
MPUHLMNA «MONEKYAPHBIX YaCOB», TO CTb Henb3sa pac-
cuMTaTb MpPUMEPHOEe BPEMS AMBEPreHL MU MEeXJy Cpas-
HVBaeMbIMV NOCNeA0BaTENbHOCTAMMN.

MeTog PuTuya-Mapryamca (Felsenstein-Fitch-
Margoliash HasbiBaemblii Takxe MeTogom Fitch-Mar-
goliash nnn FITCH) B3BelLeHHbIX CpefHNX KBaAPaTOB.

B [aHHOM MeTOjJe pacCMaTpuBalOTCA BCe BO3MOX-
Hble TOMOJSIOTUY fepPeBLbEB € 3afaHHbIM YAC/I0M TAKCOHOB
N 13 HUX Bbl6UpaeTca Hannydwee [2].

paboTa anropuTMa HauMHaeTcs co Cy4aiiHOro Bbl-
6opa ABYyX TaKCOHOB B MaTpuLie pacCTOSHWIA, KOTOpble
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Puc. 5. MocTpoeHne GUIoreHeTUYECKOro AepeBa LUTaMMOB
A cholerae (reH orf2) ¢ nomowbto metoga dutya-Moprynuca.
PaspelleHHOe AepeBo, Ha KOTOPOM BMPY/IEHTHbIE BUGPMOHbI 01
ceporpynnsl 6uoBapa anbTop M 0139 BMGPMOHBI PacnonoXeHbl Ha
pasHbIX BETBSAX OAHOW MHMUK (671M3KNE POLCTBEHHMKM)

06beAMHAIOTCA ¥ pacCMaTPUBAOTCS Kak ABe BETBU, UC-
X0AALMe 13 06LLero y3na. Ha 0CHOBaHMM peLLeHmns Tpex
NUHENHBIX YpaBHeHWI Haxo4AaT ANUHY [aHHbIX BETBeN
(Mpuuem He nNpepnonaraeTcs, YTO OHW paBHbI APYT ApY-
ry). danee aTn o6beJuHEHHble TaKCOHbI paccmaTpu-
BAOTCA KakK OAWH, W MepecyMTbiBaeTCA MaTpuua pac-
CTOSIHWI OT [aHHOro 06befMHEHHOro TaKCoHa A0 BCeX
ocTaBlumxcs. locne 3Toro npouecc noBTopseTcs Ans
BCEX OCTaslbHbIX Nap TaKCOHOB [J0 NO/IHOrO NOCTPOEHMS
JepeBa. 3aTem Bce MOBTOPSIOT AN15 ClefytoLein cnyyaii-
HO BblOpPaHHOW HavanbHOM Napbl TAKCOHOB, Y TaKUM 06-
pasoM nosyyatoT BCe BO3MOXHbIE TOMNONOTUN AepeBbeB
AN JaHHOTO KOMMYecTBa TakCOHOB.

M3 nofy4yeHHbIX lepeBbeB BbIOUPAIOT 4epeBo, MMe-
lolwee MUHMMANbHOE OTKIOHEHWE MEXJY pacCTOsHUSA-
MW, BbIYUCIIEHHBIMY NO AANHE BETBEMW, U PACCTOAHUAMMU,
3aflaHHbIMMW B UCXOAHOM maTtpuue [3]. MimeeTca pag Mo-
OUUKaLUA faHHOrO MeTofda, OCHOBaHHbIX Ha pasnuy-
HbIX Becax Mmofy4vaembiX pasHocTeil [2]. [LoOCTOMHCTBA
MeTOAa: He npejnonaraeTca MNOCTOAHHON CKOPOCTM
3BONMOLMN («MONIEKYNAPHBIX YacoB») [ANA CpaBHUBae-
MbIX MOC/eA0BaTeNIbHOCTEN W, CNeAoBaTeNbHO, MOXHO
CTPOUTb [epeBbs C Pa3NUYHOW ANNHON BeTBEW, NCXOLSA-
WMX 13 0OLLEro y3na; aHaM3nMpyrTCA BCe BO3MOXHbIE
Tononoruu aepeebeB (puc. 5). HepgoctaTkoMm aBnseTcs
6onbLIo 06bEM aHaNU3MPyeMbIX [epeBbeB W HU3Kast
CKOPOCTb BbIYUCEHNIA.

MeTof MUHUMaLHOI 3BoAlOLUK - minimum evolu-
tion (paspabotaH Rzhetsky and Nei, 1992) cTpouT fe-
peBbs aHanormyHo metoagy Fitch-Margoliash n aHanm-
3MpyeT BCe BO3MOXHbIe TOMONOMNW AePeBLEB, NPU 3TOM
MCMosib3yeT APYroi Kputepuin Bbibopa ONTUMA/ILHOIO
fepeBa. ONTMMa/bHbIM CUMTAETCA [EepeBo, MMeroLLee
MUHUMa/bHYIO AVHY (LMHON flepeBa Ha3biBaloT CyMMY
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[NIVH BCEX BXOAALLMX B Hero BeTBeld) [3]. MuHMManbHas
[/IMHa BeTBEl 03Ha4YaeT MUHMMAaSIbHOE KOMIMYEeCcTBO My-
Tauwii, a cnepoBaTelbHO, KMUHUMAbHYHO 3BOJTHOLMNIOY.
JOoCTOMHCTBA M HefOCTaTKM MeTo4a Te Xe, UTO Ny Me-
Toga Fitch-Margoliash. Kpome Toro, nokasaHo, 4to ans
HeCMeLLeHHbIX [aHHbIX NOJy4yaemMoe [epeBO COOTBET-
CTBYET ero UCTUHHOW Tononorun. OfHAaKO Npu HanMuum
B flaHHbIX CTaTUCTMYECKOr0 CMeLLeHNs TONoA0rs nony-
4aeMoro fiepeBa MOXeT He COOTBETCTBOBaTb MCTUHHOM,
W, cnepoBaTenbHO, HeobXoAyMa npoBepka WCXOAHbIX
[AaHHbIX Ha CTATUCTUYECKYlD A0CTOBEPHOCTbL (Hanpu-
mep, MeTogom bootstrap).

Mpu cpaBHEHUN AUCTAHUWOHHO-MATPUUHBLIX Me-
TOAOB, Hauydllne pesynbTaTbl falT MeTodbl Fitch-
Margoliash n MuHUManbHOl 3BoAOUMKM (OHM AakoT
6113Kue pesynbTaTbl). MeTog 6anKaillero cocefa fB-
nseTcs Hambonee BGbICTPLIM U CO3AAET AepeBbs, 6113KMe
K Noay4yaembiM METOLOM MWHMMaNbHOR 3Bonouum [2].
Wcnonb3oBaHne Metoga UPGMA He pekomeHAyeTcs,
BBULY BeCbMa CYLLECTBEHHbIX JOMYLLEHWI N OrpaHnye-
HWIA, 3aM10)KEHHbIX B €0 OCHOBE.

[ANCKpeTHbIe METOAbI

MeTof MakcumanbHOM — 3KoHOMMKM  (maximum
parsimony) sBAseTcs ANCKPETHLIM METOAOM, B KOTOPOM
CPaBHMBAKOTCA He PacCTOAHUS MeXAY BbIPOBHEHHbLIMU
nocnefoBaTeNlbHOCTAMU, a OTAENbHbIE CaliThl B AaHHbIX
nocnegosartensbHOCTAX [9]. MeTogd OCHOBaH Ha aHaimse
BCEX BO3MOXHbIX TOMOJSIOTNIA fepeBbeB U Bblibopa Tex,
[N KOTOPbIX MNOCNef0BaTe/IbHOCTb 3BOMOLMOHHbIX LUa-
roB ANs MOMAYYEHMS aHanM3MpyembiX MNOc/efoBaTeslb-
HocTeli MUHMManbHa. ApyruMu cnosamu, BblbupaeTcs
[lepeB0 C MUHWManbHOW ANWMHOW (ANMHOW AepeBa Ha-
3bIBAlOT CYMMAapHYH [VHY BCeX ero BeTseit). LLlaramu
CUMTalOTCA 3aMeHbl OCHOBaHWIA WAU aMWHOKWUCIOT B
CeKBEHVPOBAHHOW NOCNef0BaTeNbHOCTU WKW Clydau
NOABMEHNS U MOTEPYU CaiiTa pecTPUKL MW,

B npunoxeHun K 6Genkam MeTof paccmaTpuBaeT
KaXbliA CanT Kak CMMBOJT ¢ 20 BO3MOXXHbIMMW COCTOSHU-
AMU (AMUHOKCNIOTbI) U MOXET UCMOMb30BaTh FEeHETU-
YeCKUIM Kog 1 psa MyTauuii B cocToaHMAx 1, 2, 3 KogoHa
ONA 06bACHeHMs HabNo4aeMoro M3MeHeHWs amUHOK-
cnoTbl (nocnegHwii NOAXO[, peanv3oBaH B MporpaMme
PROTPARS naketa PHYLIP (Felsenstein, 1993) [5].

MocKonbKy MeTOA UccnefyeT BCe BO3MOXHbIE TOMO-
Nnoruun fepesa, KOMMYeCTBO KOTOPbIX Pe3Ko Bo3pacTaeT
Npy YBENNYEHUN YUCNA UCCNIELYEMbIX MOC/efoBaTesb-
HoCTei, Hanpumep Ans 10 TAKCOHOB YMCNO [epeBbeB
34459425, a pgna 15 paBHO yxe 2,13 10155 ero HeBO3-
MOXXHO MCNO/b30BaTh NPW LOCTATOYHO GO/bLUMX KOMU-
yecTBax TaKCOHOB (60nblue 12), gaxke Ha COBPEMEHHbIX
MOLLHbIX KOMMbIOTEpax, BBMAY CAMLLKOM 60/bLIOIO
BPEMEHM BbIUYNCNEHWIA.

[N yMeHblUeHUs BPeMEHU BblUMC/IEHWUIA paccma-
TPWBAIOTCS He BCE CaliTbl B CPaBHMBAEMbIN MOCNeA0Ba-
Te/IbHOCTAX, a TO/IbKO UH(OpMaTMBHbIe. CaliT Ha3blBa-
eTCs MH(OPMATUBHbLIM, KOrAa B HEM UMEETCH He MeHee
[BYX pasHbIX TUMOB HYKMEOTUAOB U KaXAbl NpucyT-
CTBYET KaK MUHUMYM B [BYX UCCNefLyeMbIX Mocnefo-
BaTeNbHOCTAX. PacCcMOTpeHWe TOMbKO MH(OPMAaTUBHbIX



Puc. 6. MocTpoeHue (unnoreHeTMHecKoro gepesa LITaMMOB
V cholerae (reH orf2) ¢ nomowbto MeToga
MaKCUManbHOI 3KOHOMUK (Mmaximum parsimony)

CaliToB 3HauUMTeNbHO COKpaLlaeT BpemMs CuyeTa, OAHaKo
Nogo6HOe YMEHbLLEHWE MPUBOAUT K CHUKEHWUIO KO-
yecTBa MH(oOpMaLMK, a CnefoBaTeflbHO, K YXYALIEeHUIO
KayecTsa NOCTPOEHHOr 0 AepeBa.

[na Kaxporo wHGopmaTMBHOrO caiTa CTPOATCS
BCe BO3MOXHble [iepeBbs (KOMMYeCTBO KOTOPbIX Onpege-
NnsAeTcs KONMYECTBOM CpaBHWMBAEMbIX MOCNef0BaTe lb-
HOCTelA), U BbIYNCAAETCA KOMMYECTBO MyTauuii (4MHbI
[epeBbeB). 3aTem [/IMHbI [epeBbeB, OA4HOW Tononoruu
NS BCEX WH(OPMATUBHbLIX CaliTOB, CKNafblBaKTCA, U
BbIGUPAETCS [EPEBO C MEHbLLEN CyMMOIi (MakKCUManbHO
39KOHOMHOE M0 KONMUYeCTBY MyTauuii).

MmeeTca psg mogndukaumii jaHHoro metoga [6],
OT/INHAOLLMXCA Pa3NUYHONM BEIMYMHONM, J06aBNSEMON K
ANVHe aepeBa AN pa3fMYHbIX MyTauuid (TakuMm o6pa-
30M, [lenaeTca nonbITKa yyeta MOLENW 3BOJIOLMN CpaB-
HMBAaeMbIX MNOCNeAoBaTeNlbHOCTeR). B  Moaudukaumm
Wagner meTtofa parsimony BepOATHOCTb W3MEHEeHUs
COCTOSIHMA caliTa € 2 Ha 3 paBHA BEPOATHOCTU U3MEHe-
HVA ¢ 2 Ha 1 lMog cocTosiHMeM caiTa nogpasymeBaeTcs
ocHoBaHve OAHK (4 cocTosHMA) unn amumHokucnota (20
COCTOSIHWIA). BENMUMHA, fobaBnseMas K AVHE AEpeBa,
paBHa pasHOCTW COCTOAHMWIA (Hanpumep, Nepexof 13 co-
cTosiHMS 4 B cocTosiHne 1 go6asnsieT 4-1=3). [daHHbIl
MEeTOZ, XOPOLIO OMNMCbIBAET MyTauun C NepexofoM caii-
Ta MocnefoBaTeNlbHO Yepe3 BCe MPOMEXYTOUHbIE CO-
cTosaHuA. OfHaKo BO3MOXHA NpAMas MyTauus U3 OgHOro
COCTOAHUA B Apyroe (Hanpumep, w3 1B 3), And yyeta
KOTOpOIA MpefnoXXeHa pasHOBMAHOCTL Fitch parsimony,
OT/IYaoLWAnca TeM, YTO K [AJIMHE [epeBa Bcergja Ao-
6aBnsetcs 1 BHe 3aBMCMMOCTM OT pasHULbl COCTOAHMIA
caiitoB. PasHoBugHocTb Dollo parsimony yuuTbiBaeT
BO3MOXHYIO pasHULy B MyTauMsX calTa B pasHbIX Ha-
npasneHnsax (BePOATHOCTb MyTaLuu U3 cOCTOAHNUA 3 B 4
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3HauYUTe/IbHO BbILLE YeM U3 3 B 2).

MpeumyLlecTBa MeToLa MakKCUManbHON 3KOHOMUN:
HE YMEHbLLIAeT 06BbEM UCXOAHOM MHopMaLMK (MCNOoNb-
3yeT CaMy CEKBEHMPOBaHHYH) MOC/ef0BaTe/lbHOCTD),
puc. 6, nccnefyet BCe BO3MOXHble TOMOMOMMKN [epesa,
NbiTaeTcA NpeAckasaTb MocnefoBaTeflbHOCTU MPeLKoB.
HepoctaTkamu ABnsOTCA: 60Mee HM3Kas CKOPOCTb pa-
60Tbl MO CPaBHEHUIO C AWUCTaHLMOHHO-MaTPUYHLIMU
MEeTOZamu, MCNOMb3yeT He BCHO CEKBEHWPOBaHHYH Mo-
CnefoBaTeNlbHOCTb, a TOMbKO MH(OPMATUBHbIE CalThbl,
He faeT MHQopMaLMI0 0 LMVHe BeTBeil aepesa (cTpouT
Knagorpammy), o6nagaeT BbICOKON YyBCTBUTENILHOCTLHO
K cMeLleHnto (bias) B UCXOAHbIX LaHHbIX, He KOPPeKTu-
pyeT MHOXeCTBEHHble MyTauuu (He BK/IOYaeT B cebs
3BOIOLNOHHYIO MOJENb).

MOCKOMbKY MEeTOJ MOXET fAaBaTb 060fiee OAHOro
ONTUMANbLHOro Aepesa, Ans NofyyYeHUs OKOHYaTeNbHO-
ro pesynbTara He06X0AMMO NOCTPOEHNE KOHCEHCYCHOrOo
Jepesa.

MeTog Hambonbwero npasgonogo6us (likelihood
method) [10] ocHOBaH Ha MaKCUMM3ALUKN KpUTEpWUs
npaBAonNoAobmst Ha OCHOBE BblGpaHHOW Mogenu. 3T0
BECbMa MOLLHbIA MeTo/, NO3BONANLWMIA NOCTPOUTL Je-
peBo 4/ NOCNef0BaTeNbHOCTEN C HU3KUM CXOLCTBOM M
YUUTbIBAKOLWMIA MOAENb 3BOMHOLUN.

B pgaHHOM MeTO4e aHanu3upyloTcs BCe CaliThbl B
CpaBHMBaeMbIX NocnefoBaTeNlbHOCTAX. CTPosATCS M oLe-
HMBAKOTCA BCE BO3MOXHble TOMONOrMM fAepeBbeB. [Ns
Ka>KZ,0li TONOMOrMM 1 KaXJ0ro caiiTa paccmMaTpmBaloTCs
BCE BO3MOXHble BapMaHTbl MyTaluWii, NpuBOAsLLME K 3a-
[JaHHbIM 3Ha4YeHUsAM caiTa, ¥ U3 HUX BblOMpPaeTCca Hau-
60nee NpaBAONOA0GHbIA BapuaHT. Hamboee NpaBaono-
[JOOHBIM CUMTAETCS BapvaHT C MUHUMa/bHbIM KO/nYe-
CTBOM MyTauuii (KpUTEPWIA aHA/IOTUYEH UCMO/b3YEMOMY
B METOZE MaKCUMaslbHO 3KOHOMUN).

BHauase 3afaerTca Tabnumua, onpesenstoLlas B cooT-
BETCTBMM C BbIOPAHHOM MOAENbI0 3BONOLMUN KO3 hULM-
eHTbl MyTalWil M3 OAHOrO COCTOSHMS HyKneoTuga (Mnu
aMWHOKMCNOThI) B Apyroe. [lanee Ha OCHOBe [AaHHOWA
Tabnmubl OLEHMBaEeTCs NpaBaonofobre Kaxaoro ctpou-
MOro fepeBa. M3 MOMyYeHHbIX 3HaYeHWli BblOMpaeTcs
HaubonbLlee, KOTOpoe W onpefenseTr Hawbonee npas-
[0NOA06OHYI0 CTPYKTYpY (TOMosnoruto) fepesa. nocne
3TOr0 BO3MOXHO M3MEHWUTL NapameTpbl 3BOOLUOHHON
MOZENN, 1 NOBTOPUTL BCE BbIYMCNEHUS 4711 HOBbIX 3Ha-
UEHMIA. BO3MOXHO TaKXe B XO/€ BbIYUCNEHNI N3MEHATb
BEPOATHOCTM OTAE/bHbIX BeTBEl, OCTaBNAs OCTallb-
Hble MOCTOAHHLIMW C LeNbi0 MakCUMMU3aLMn KpUTepums
npasgonofobms Ana faHHOro AepeBa, UTO MpuUBeLET K
BO3MOXHOCTW BapuaLMn CKOPOCTU 3BOMIOLMM KaXK4oro
caiiTa B KaXX/10/ NocneaoBaTeNbHOCTW OTAEMbHO.

Kak BMAHO, A1 NOAyYeHWs AaHHbIX B 3TOM MeTO-
[e TpebyeTcs BeCbMa MHOMO BbIYWC/IEHWIA, NO3TOMY A5
CHVXXEHWUA BPEMEHW pacyeToB WMHOrAa CTPOAT [epeBbs
TOMbKO A1 HEKOTOPOI YacTh caitToB. BO3MOXHO MOBTO-
peHne AaHHOW npoLeaypbl ANS Pas/IMYHON YacTu caid-
TOB U CPaBHeHMWe MOMYYEHHbIX [ePeBLEB C Lie/blo 06Ha-
py>XeHnst Hambonee npasfonofobHoe fAepeBo. OpHaKo
[aHHbIA MeTof He faeT rapaHTUM O6HapyXeHus OnTu-
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M045 orf2
SJ24 orf2
AP-1 orf2
P07 orf2
|— P8845 orf2
=---------- P4107 orf2
...... 15136 orf2
M430 orf2
M420 orf2
1379 orf2
P17815 orf2
D35 orf2
MAK154 orf2
-2inabaA orf2
— 569B orf2
-PAK27 orf2
D22 orf2
4Af orf2
B53-2 orf2
T23 orf2
T4 orf2
16951 gb orf2

Puc. 7. MocTpoeHmne (hnioreHeTUYeCKoro Aepesa LUTaMMOB
JHcholerae (ren orf2) ¢ nomowibto MeTofa HaMb0bLLIETO
npasgonogobus (likelihood method)

ManbHOro fepesa.

MpenmMyllecTBa MeToga - OfHOBPEMEHHO C MNO-
CTpOeHMEM fepeBa (puc. 7) faeTca OLEeHKa ero KauyecTsa
(npaBponofo6us), BO3MOXHOCTb 3afjaBaTb pas/fMyHble
CKOPOCTW MyTaLMii, a TakKe MCMNo/b30BaTb pas3nyHbIe
mogenu asontoumm (Hanpumep, Jukes-Cuntor, Kimura
n op.) [2, 8]. aHHbIA MeTo NO3BONSET 0OHAPYXUBATb
CXOACTBO JaXe [N 3BOMIOLMOHHO YAaneHHbIX nocne-
foBaTenbHOCTel. NaBHbIM HELOCTATKOM ero siBfseTcs
Hanmbo/bllas 3aTPaTHOCTb C BbIYUCAUTENIbHON TOUKM
3peHust (N0 CpaBHEHWIO C OCTa/lbHbIMU METOAaMMU) W,
clefjoBaTe/lbHO, HaMMeHbLLIAA CKOPOCTb PaboTbl, UTO He
Mo3BO/ISET NPOBOANTL UccneaoBaHns 6onee yem ans 20
nocnefoBaTeNnbHOCTEN.

MpuMeHeHMe pa3NUYHbLIX METOAOB MNOCTPOEHUS
JepeBa 3aBUCUT OT MHOMMX (hakTOpOB W Hefb3s C yBe-
PEHHOCTLIO BbIGPATL anpuopu TOT UK UHOW METOA ANs
KaXK,0ro KOHKPETHOro cnyvasl, OHaKo peKoMeHAyeTcs
cnegytoulas cxema Bbibopa [14]. Ecnv BbIpOBHEHHbIE
nocnefoBaTeslbHOCTA UMEIOT 0YeHb BbICOKOE CXOACTBO,
TO MOXHO MCMNO/b30BaTb METO MakCUMasibHOW 3KOHO-
MWK, €CIN CXOACTBO He OYeHb BbICOKOE, HO 3aMeTHOE,
MCMOJb3YIOTCA MaTpUUHble MeTofbl, eCNn CXOACTBO
BecbMa cnaboe, TO UCNOMb3YeTCa MeTO/, MakCUMabHOro
npasgonofo6us.

[ns cTatucTuyeckoro MOATBEPXAEHUA KOPPeKT-
HOCTU cO3JaBaeMbIX TEM WAN UHbIM METOLOM [epeBbeB
ObIN10  NpPegnoXeHO MHOro MeTofoB, OfHaKo, 60/b-
as 4aCTb M3 HUX OCHOBaHa Ha anroputMe 6YTCTPan
(bootstrap) [5]. AN KaxX[oro metoga NOCTPOEHMS fepe-
BbEB CYLLECTBYET HECKO/IbKO CheuuanbHbIX pasHoBUA-
HocTeil MeToda OyTCTpan (napameTpuyeckuii n Henapa-
meTpuuyeckuii 6ytctpan, Jack-knife). Haubonee yacto
MCNoMb3yeTcs MEeTOZ HemapaMeTpuyeckoro GyTcTpana.
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MeToZ OCHOBaH Ha NMOCTPOEHMMU CEepUU [aHHbIX MyTeM
CO3JaHUS MHOTFOUYUC/IEHHBbIX MOCNef0BaTeNIbHOCTEN U3
CNyyaiHbIX BbIGOPOK MCXOAHOW NOCnefoBaTenbHOCTU U
No3BONAET NPOBEPUTL HaNN4YMe CTAaTUCTUYECKUX OLIU-
60K 1 cMeleHns (bias) B UCXOAHbIX AaHHbIX, a ClefoBa-
TefbHO, AN MPOBEPKW LOCTOBEPHOCTU [epeBa. METo[
6yTCTpan paboTaeT cneaytowum obpasom. lMycTb nme-
OTCA [JaHHble, COCTOALLME N3 N BbIPOBHEHHbLIX MOC/E0-
BaTeNbHOCTEN, CoAepXaliux m caliToB Kaxpaasd. Janee
€03[al0TCA AaHHble OYTCTPaM, B KOTOPbIX KaXKAbIA cailT
MCXOAHOW nocnefoBaTeNlbHOCTU MOBTOPSETCA CAyuvaid-
Hoe uncno pas. Mpy 3TOM ANMHA CO34aBaemMoii nocneso-
BaTE€NbHOCTUN PaBHa UCXOLHOIA.

Mocne co3gaHna Nofo6HbIM 06pa3oM HECKONbKUX
COT HOBbIX NOCNE0BATE/IbHOCTEN, AN KaXKAON U3 HUX
CTPOUTCA [epeBo, NMOTOM BCe AepeBbsi 0ObEANHAIOTCS B
O[JHO METOLO0M KOHCeHcyca. [N JOCTOBEPHOCTU aHan-
3a KOMMYecTBO BYTCTP3aN faHHbIX JO/MKHO ObITb He Me-
Hee 100 (B ngeane Tpebyetcsd mm rge m - KoAM4ecTBO
caiiToB).

Ecnn paHHble He cofepxat cMelleHua (bias) u gpy-
FMX CTOXACTMYECKUX WUCKaXKEHWR, TO BCe [fepeBbsl, MO-
CTPOEHHbIe HA OCHOBe OYTCTPan AaHHbIX, OyayT UMeTb
NpPakTUYecKN OAMHAKOBYK Tononoruto. Ecnv nonoxe-
HVe BETBU B OAHOM M3 HOBbIX A€pPeBLEB COOTBETCTBYET
ee MoMoXeHU0 B mMcxogHom, mHgekc BCL (bootstrap
confidence level) gaHHOV BETBM MPUHUMAET 3HaYeHMe 1,
B o6bpaTHOM cny4vae BCL - 0. Takas npouegypa Bbinosn-
HAETCA AN KaXKAOro BHOBb NMOCTPOEHHOro Aepesa (He-
CKOMbKO COT pa3), U Kaxablii pa3 nHgekcel BCL onpege-
NATCA AN BceX BeTBei. [anee AN KaXAon BeTBU Bbl-
ynucnseTcs cpegHee 3HavyeHne BCL (pesynbTat geneHus
CYMMbI 3HaYEHWIA BCeX UHAEKCOB Ha KO/IMYECTBO Aepe-
BbeB). [locne 3Toro CTPOMTCA COrnacoBaHHOE C TECTOM
OyTCTpan AepeBO, B KOTOPOM cpefHue 3HaveHus BCL
AN KaXKA0W BeTBM AOMKHbI 6bITh 60/bLUe 0,95.

CnepyeT OTMETUTb, YTO KOPPEKTHbIE pe3ynbTarThl
BbILIEOMUCAHHbI CTAaTUCTUYECKUIA TecT AaeT TO/MbKO B
TOM Cfy4yae, eciv uccnefyemble MocnefoBaTe/lbHOCTU
COepXaT [OCTaTOYHOE YMCN0 HYKNEeoTUAOB (MNU amu-
HOKMC/IOT).

B npouecce cny4aiHoro «nepeMeLlnBaHuns» yyacT-
KOB NOCNefoBaTeNbHOCTEN HapyllaeTcsa MnopsafoK WX
pacnonoXeHus, B pesynbTaTe Yero NocneoBaTeNbHOCTb
C OTHOCUTENLHO 60BLINM YACIOM HYKIEOTUA0B MPOsiB-
NfeT HWU3KOe CPOLCTBO CO BCEMU OTHOCWUTE/IbHO KOPOT-
KUMW nocnefoBaTe/leHOCTAMKU. Takum 06pa3om, TecT
BYTCTPan [OMKeH NPUMEHATLCA TOMbKO AN BbIGOPOK C
NPUMEPHO OfMHAKOBbIMW [A/MHAMU NOCeA0BaTe/IbHO-
CTel.

Metop jack-knife (cknagHoli HOX) - cneumanbHbIi
cnyvaii meToga OyTCTpan, B KOTOPOM B WCXOAHbLIX MO-
cnefoBaTtelbHOCTAX yaanseTcs caydaliHbiM 06pa3om no-
NoBWHa caliToB [14] n Taknm 06pa3om co3gaeTcsa psg no-
cnepoBaTensHocTel. [anee Ans KaKAon n3 noayvyeHHbIX
nocnefoBaTeslbHOCTel CTpOMTCA LepeBo, 3aTeM ULLeTCA
KOHCEeHCYCHOe fepeBo. [lpeumMyLlecTso MeToa jack-
knife cocTomT B ycKkopeHMM paboTbl 3a CUET YMEHbLLe-
HWA A/MHbI NOCNeA0BaTeILHOCTM, a HeAOCTaTOK 3aK/H-



4aeTCs B TOM, YTO MOMOBMHA M3 [aHHbIX yTpaymBaeTcs
W, CNefoBaTeNlbHO, pesy/bTaTbl er0 NPUMEHEHUS Heb3s
CpaBHMBaTb C pe3ynbTaTamMmu Metoga 6yTcTpan [9].

MapameTpuyecknii 6yTcTpan (parametric bootstrap)
[12] nopo6bHO mMeTogy OYTCTpan TakXke cO3faeT nocrne-
[,0BaTeNbHOCTb TOFO XKe pasmepa, YTO U UCXOAHble AaH-
Hbl€, OfHAKO MPY 3TOM YYUTLIBAKITCA OCOBEHHOCTU 3BO-
NHOUMKN OCNeA0BaTENbHOCTE Ha OCHOBE BbIOPAHHOIN
mMofenu (BK4as paHee OMNpPeAeneHHYK TOMOOruto
fepesa). [anee nonyyeHHble gaHHble 06pabaTbiBaloTCA
aHanornyHo metogy 6yTcTpan.

NmeroTca Takxke Apyrne CTaTUCTMYECKME TecCTbl.
Hanpumep, Kishino-Nasegawa n Shimodaira-Hasegawa
TECTbl UCMONL3YHTCA 415 CPABHEHUA 3HAYMMOCTU ABYX
(hMN0OreHeTUYECKNX AEPEBbEB U MPOBEPKU HACKO/MBKO
0/lHa 13 TOMOJIOr Wi fepeBa nydile gpyroi [3].

PaboTta noggepxxaHa rpaHtamu PO®I Ne 07-04-
00100, 08-04-00731 un 08-04-12082 ogu.
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