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IIpensoxkena Mojens M aITOPHTM BOCCTAHOBJICHNHS 3BOTIONAH CEMENCTBA FeHOB, ONMCAHHOT 0 NAHHABIM Jie-
PeBOM reHOB, OTHOCHTEJIbHO BOIIONMH HA00Pa BUIOB, ONMCAHHOIO JAHHBIM JePeBOM COOTBETCTBYIOLINX
Bu0B. CoriacHo Mofeu, 3B0/IONHUS ONUCHIBAETCS € IOMOLIBLIO HOBOT'O NOHATHS — BHYTPEHHEr o JepeBa.
Padora anropurMa WIIOCTPHPOBAHA HA MPHMepe HECKOJbKHX KOMIUIEKCOB OPTOJIOTHYHBIX Ipynn GeJi-
KOB. B KauecTBe 3BO/IIONMOHHBIX COOLITHIl PACCMOTPEHBI BHA000Pa30BaHue, TyIUIMKALHS 1 IIOTepsi FeHa,
TOPH30HTAIBLHBI NIePEeHOC IreHa ¢ COXpaHeHneM KOoNiN B ncrouynuke. ['opu3onTanbHblil nepeHoc resa 6e3
COXpaHeHNs1 KONAH PaccMaTPUBaeTCs KaK coueTanne nepenoca n norepu. Moaens no3poisier NpuBs3aTh
KaxJi0e 3BOJIIOIIHOHHOE COObITHE K ONpeie]IecHHOMY MOMEHTY B Pa3BUTHH BH/A.

Karoueente caoea: 3801101Hs BIOJb lepeBa BHAOB, BlI0KEeHIE AepPeBa FeHOB B AepeBO BUAOB, NYITMKALH
reHa, noTepsi refa, rOPN30HTATLHbIN MePEeHoC rexHa.

RECONSTRUCTING GENES EVOLUTION ALONG A SPECIES TREE, by K. Yu. Gorbunov, V. A. Ly-
ubetsky (Kharkevich Institute for Information Transmission Problems, Russian Academy of Sciences, Mos-
cow, 127994 Russia; *e-mail: gorbunov@iitp.ru). A model and algorithm are proposed to infer evolution of a
gene family, given the gene tree, with respect to species evolution, given the species tree. The model describes
such evolution using the ‘“nested tree” concept. Performance of the algorithm is verified on several ortholo-
gous protein groups. The evolutionary events inferred are: speciation, gene duplication and loss, horizontal
gene transfer retaining the original gene copy. A transfer event with the loss of original gene copy is considered
a combination of gene transfer and loss. The model maps gene evolution events onto the species phylogeny.

Keywords: evolution along a species tree, mapping of a gene tree into a species tree, gene duplication, gene

loss, horizontal gene transfer.

BBEJNEHUE

Tema MONEKyYJISIPHON 3BOTIOLUH BUIOB U TAKCOHOB,
TEHOB 1 OEJIKOB MMEET JABHIOIO UCTOPUIO U OTPasKeHa B
GOJIBIIIOM UHCIIe MyONIUKaNUi U CalTOB MHTEPHETa, Ha-
npumep, B [1-3]. [TocTpoenuto (puoreHeTHIecKoro fe-
peBa 0eIKOBOr0 ceMelCcTBa MOCBSIIeHa OOIITUPHAsT JTU-
Teparypa (cM. [4-8] u ccbuiku K HUM). [lepeBo BUIOB
CTPOWTCSI OHMM M3 ABYX CIOCOOOB: MO0 MO 00BHeau-
HEHHBbIM (KOHKATEHUPOBAHHBIM) B OJTHO BEIDABHUBAHKE
MOCIIETIOBATETHLHOCTSIM MHOTHX T€HOB, JIN0O KakK CyImep-
nepeso. [TocnemHee o3HavYaeT, 4YTO MO 3aJaHHOMY MHO-
SKECTBY JIEPEBLEB IEHOB MILIETCSI 00OOIIIEHHOE IEPEBO, B
TOM WJI THOM CMBICITe HAWTYUIIIIM 00pa30oM COOTBET-
CTBYIOIIIE€ KaXKJIOMY W3 3THX IEPEBLEB, U OHO IPUHNMA-
eTcs 3a iepeBo BuoB. Hanmpumep, nepeBo BUIOB UILIET-
¢ KaK MUHVMHU3UPYIOIIEe UYUCIO MYIUIMKANWI TeHOB
[IPA HEKOTOPOM COOTHECEHNH KasKJIOTO iepeBa reHOB U
HCKOMOTO JiepeBa BUJOB WM KaK MUHUMHU3UPYIOIIEE
CYMMapHO€E 4YHCJIO0 AYIUIMKALMA ¥ IoTephb reHos [9]. B
[10] nepeBo BHWEOB WIIETCS HAa OCHOBE MUHUMM3AIN

*n. noura: gorbunov@iitp.ru

TOJNBKO 4YUCJIA NMOTEPb, a B [11] — Kak B HEKOTOPOM
cMbIcTe “‘cofepsKaiiiee” B ceOe BCe TaHHBIE IEPEBBS Te-
HOB. OGBIYHO MPEACTABICHUE O TOM, YTO OJHO AEPEBO
COJIEP>KUTCS B IPYTOM MJTM COOTHECEHO C JIPYTUM OCHO-
BAHO Ha 68.10#ceHUU IEPBOT'O U3 HUX BO BTOPOE: MEPBOE —
3TO JIEpeBO r'eHoB G, a BTOpoe — iepeBo BUAOB S. Kiac-
CHYECKUM SIBJISIETCS OTIPEfieNIEHIEe OTHOTO U3 TaKKX BIIO-
KeHu# aepeBa G B IEPEBO S, TPAAUIMOHHO OO03HAYae-
Moro 0. [ 12], koTopoe gaeT na¢pOpPMAIIO O YHACIIE U Me-
CTe MAyIUIMKAIWf, MPONYyCKOB U TOTEph, a TaKXke
COJIEP3KUT OIpefesIcHNE LeHb! BIoXeHus o. [lokazana
CBSI3b YHCEJI OJHOCTOPOHHUX TYIUIMKALMIA, IPOITYCKOB U
MOTepb, KOTOPbIE OMPENIENSIOTCS C MOMOIIIBIO BIIOXKe-
Hus o [13].

Broxenne ol TakKe UCTIONB3YeTCs AJIs1 HAXOXKCHUS
TOPU30HTATBLHBIX IEPEHOCOB F'eHOB, [3]. st moncka ro-
PU3OHTAIBHBIX TIEPEHOCOB, COBPEMEHHBIX W IPEAKO-
BBIX, — OTHO! U3 HauOoJliee MOMYJISIPHBIX TEM UCCIENlO-
BaHU, WCHOJB3YIOT CTaTUCTUYECKHEe Kputepud [3],
mudepeHmaTbHO-cTOXacTHIeckue ypaBHeHus [14],
HeyeTkue MHoxecTBa [15]. OnpepeneHue TeHOB WM
mpoduIiell CATHAJIOB BO BHYTPEHHUX BEPIIMHAX JiepeBa
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BUJIOB J1a€T MH(POPMALHIO O €r0 3BOJIIOLUOHHO 3HAYU-
MbIX peOpax [16]. PaccmaTpuBaeTcs pacimpeHue 3afa-
Yl II0MCKA T€HOB, TOPU30HTAIBHO IIEPEHECEHHBIX B JIH-
CTbs1 IEpEBA BUJIOB, 32 CYET PACCMOTPEHMS U IIOUCKA re-
HOB, TOPH3OHTAJIBHO IEPEHECEHHBIX B NPEKOBBIC
BEPILIHEI IEPEBa BUIOB.

OTMeTHM, YTO B CBOE BPEMSI TOPU3OHTAIBHBIE TIe-
PEHOCHI YUUTHIBAIM Ha OMOJIOTMYECKOM YpOBHeE, 0e3
Besikoit mopemu [17]. Vpes BnoxeHus iepeBa reHOB B
[E€pEeBO BUMIOB NpeNIOKeHA no3fHee [18], Tam ke mo-
CTaBJIeHa 3ajjaya y4eTa FOpPU30HTANIBHBIX NEPEHOCOB,
HO HE TIPUBENICHBI ONPENEICHAS U alTOPUTMBI JISI TIO-
CTPOEHHS TAaKOTO BJIOKEHUS U, TeM Oolee, IS ydeTa
MIEPEHOCOB.

JIpyroii OMyISPHBIA KPYT 3afa4 — PEKOHCTPYKLIUS
COOBITHI B 9BOJIIOIMU HYKJIEOTUIHON MOCHEA0BATENb-
HOCTH: 3aMeHbl OyKB, BcTaBku U jenenyu [19]. K ot-
[ebHOMY KPYTY 3ajiad clIeyeT OTHECTU PEKOHCTPYK-
IO COOBLITHI B 9BOJIIONMH IIEJIOTO CEMENCTBa I'eHOB
(tounee, KOI'a — koMmuiekca OpPTOJOTMYHBIX TPYIIT
0eJIKOB): AYIUTUKALUH, TOTEPU U IPHOOPETEHUS TEHOB,
TOPU30HTANIbHBIE TIEPEHOCKI T'eHOB [3, 15] u, HakoHel,
PEKOHCTPYKIMM NPEJKOBBIX PETYISTOPHBIX CaiTOB
WM UX XapaKTEePUCTUK MO HAOOPY COBPEMEHHBIX pery-
JATOPHBIX CATOB UM UX XapAaKTEPUCTHUK BAOIb JaH-
HOTO 3BOJTIOLMOHHOTO fiepena [16, 21].

“CraTucTuyecKkue” XapaKTEpUCTHKHU, TAaKUE KakK
3HaYeHMs 4yuces AYIUIMKAUUI Wik MOTeph, WA TOpH-
30HTANbHBIX IIEPEHOCOB U T.JI. B OJHOM '€HOME WM B
OJHOM TIOffiepeBe, HACIEeAyeMOM M3 HEKOTOpOW Bep-
LINHBI 3BOMTIOIMOHHOTO flepeBa, TaKkKe MPeiCTaBISIOT
unTepec [3].

JIpyrast TeMa — CpaBHEHME pa3jMYHbIX CLEHAPUEB,
HalpuMep, [OMYIIEHWE TOPH30HTAIBHBIX IIEPEHOCOB
IPOTUB UX 3alpellieHus (Torjga ux poib 0epyT Ha ceOst
RYIUTUKALWA U ToTepH). Tak MOXKHO OIpPENENnuThb Cpef-
HEe 4WCIIO AYIUIMKAUUid W IOTepb, IPUXOJAIINXCI Ha
OJIMH TOPU30HTANIBHBIN epeHoc [3]. M3yyaroT u gpyrue
MOCTAaHOBKHU 3ajay, CBA3aHHBbIE CO CPABHEHHUEM CIICHA-
pues [20].

B nocnennne rogbl 0cOOEHHBIN WHTEPEC BBI3BIBAET
MOJIEKYJISIpHasl 3BOJIIOLUS CaMHUX PErYJISTOPHBIX CH-
CTeM, B paMKax KOTOpOW paccMaTpHUBAIOT pa3lnyHbIE
THIBI PETYJSILUNA: PETYISILMI0, OcHOBaHHYIO0 Ha [THK-
OENKOBBIX B3aMMOEWCTBUSIX [21-22]; perymnsmuio,
OCHOBaHHYIO Ha BTopuyHOIl cTpyktype MPHK [19,
23-25]; peryisuuio, OCHOBAaHHYIO Ha KOHKYPEHINH
PHK-nomumepas, TpaHCKpHOUPYIOIIHX OOIIUH JTOKYC
¢ kommieMeHTapHbIx neneit [JTHK, [26-27, Heony6nn-
KOBaHHbIE pe3yJbTaThl aBTOPOB]; pa3InyHbIE THIIBI
MIOCTTPAHCKPUIILMOHHON U NOCTTPAHCISALMOHHON pe-
ryasimuu [23, 28].

Hizxe paccMoTpeHa, HaCKOJIBKO HaM U3BECTHO, HO-
Bast IIOCTAHOBKA 3aJ]aul, B KOTOPOI OaHb! 0epeso 2eHO8
G u Oepeso 61008 S, 1 AINETCS “TIpUBA3KA™ COOBITHUI,
MMEBIIIIX MECTO B CEMENCTBE T€HOB, NPEJICTABJICHHBIX B
G, K BOJTIOLIMOHHBIM COOBITHSIM, TIPEICTABICHHBIM B S.

MOJEKYJIAPHASA BMOJIOTUA

ToM 43 Ne 5

2009

947

OTa TNpHBS3Ka BBIMOIHSETCS OIPEAEISIEMbIM HUXKE
eHymperHum fiepeBoM G,

INOCTAHOBKA 3AJAYMN

DBOJTIOIMOHHBII MPOIECC COCTOUT B BUA00Opa30Ba-
HUM, 2 TAaKXKe B TYIUITMKAUKA MHOTIAa MHOTMX I'€HOB B I'e-
HOME BHJIAQ, YTO NPUBOAMUT K OOpPa30BAHUIO OONBIIOrO
Yycia MapanoroB, KaXJbli U3 KOTOPBIX MPETEepHeBaeT
B JJIbHEMAIIIEM HHANBUAYAIBHYIO BOJIFOLUIO. DTa 3BO-
JIFOLUSI IPUBOANT K PACXOKACHUIO HYKJIEOTHAHBIX TO-
CIIe[IOBATENILHOCTEN TEHOB MEXY cOOOM U C TOCIeno-
BATENBHOCTBIO UX OOLIETO MPeKa, K CMEHE MOJIOXKECHHUS
reHa B TeHOME, €ro CHel(pUIHOCTH, K CMEHE PeryJs-
TOPHOI'O MEXaHU3Ma, K HEOPTOJIOTMYHOI 3aMeHe T'eHa,
K €ro NoTepe ¥ FOpU30HTANBLHOMY nepeHocy. Hipke Mbl
COCpEIOTOUYNMCS] Ha y4eTe MMEHHO T'OPH30HTAIBHBIX
MEPEHOCOB. AJITOPUTM, KOTOPBI MbI IPUMEHUM, OTHO-
CUTCSl K KJlacCy METOAOB HauOObIIeid B3BELICHHOU
akoHomuu. [TepeiiieM K TOUHBIM (DOPMYJIMPOBKAM.

MbI XOTHM ONHCcaTh MOJIEINTb U aITOPUTM, KOTOPhIE
MO3BONIIIN ObI N3y4aTh HEKOTOPBIE aCIIEKThI Pa3BUTHS
CeMeliCTBa TeHOB, ONMCAHHOTO fiepeBoM G, BHYTpH ce-
MeTCTBa BUIOB, OMCAHHOTO iepeBoM S. Mopiens OyaeT
OCHOBaHA Ha PACCMOTPEHMNH BCIIOMOTATEIHLHOTO Jiepe-
Ba G', KOTOPOE MbI HA30BEM BHYMPEHHUM EPEBOM.

Bce paccmaTpuBaeMble IepeBbsl SIBISIIOTCS KOPHe-
6bIMU U TIPEAICTABIISIFOTCS. PACHYUUMU 6HU3, TIPUIEM K
mepeBbsM G 1 S 00aBIEHO BBIXOJAIEE U3 KOPHSA
BBepX peOpo. ITO peOpo HA30BEM KOPHEBLIM, HOBYIO
CaMyIO BBICOKYIO BEPIIUHY HA30BEM CYynepKopHem (fa-
Jiee UCIIOJIb3yeTCs TONIBKO cyllepKopeHb Y G). MHoxe-
CTBO pebep B iepeBe BUIOB S pa3ObUTO HA YacTH, Ha3bl-
BaeMble @pemeHHbiMU caoamu. Ilpeanonaraercs, 4To
TOPU30HTANIBHBIN EPEHOC T'€Ha MOKET IPOMCXOAUTD C
pebpa a fiepeBa S Ha HecpasHuMmoe pedpo b 3TOro fiepe-
Ba. “HecpaBHuMoe” o3HaudaeT, uto 06a pebpa, a u b,
PacronoXKeHbl B OJHOM BPEMEHHOM Clloe, U U3 d B b
HEJIb3s TONACTh BIOJMb epeBa S, ABUTASICh TOIBKO B Ofi-
HOM HaIPaBJICHUM: OT KOPHs1 Wi K KopHto. Ecnu ciion
3apaHee He 3ajIaHbl, TO MpefIaraeMble HUXKe MOJIEb U
aNrOpUTM TaKXe NPUMEHUMBI U paboTaloOT B NMPEMIIO-
JIO3KEHWH, YTO UMEETCS TOJIBKO OfIIH BPEMEHHOM CIIOM,
OXBaTBIBAIOLINUII cpa3y Bce iepeBo. B pazpmene “Aumnro-
PUTMBI ...”, MYHKT ¢, IPEAJIOXKEH aITOPUTM pa3OneHus
pebep Ha BPEMEHHbIE CJIOW; OH HOCHUT IpefBapuTellb-
HBII XapaKTep, Tak KaK OCHOBaH Ha IONYIIEHUsIX, O1o-
JIOTMYECKHI CTaTyC KOTOPBIX He siceH. Bonpoc o Bbizie-
JICHUHM BPEMEHHBIX CIIOEB B IEpEBE BUAOB S B 3TOH pa-
60Te B OMOJIOrMYECKOM acleKTe He UCCIIENyeTCs.

I1ycts Kaxknblil TUCT iepeBa reHoB G TOMEYEH nMe-
HEM HEKOTOPOTO I'eHa, a KaxKfiblii JIUCT iepeBa S noMe-
YeH IMEHEM HEKOTOPOT'o BUja 1 MHOXKECTBOM UMEH Ie-
HOB, B3SITBIX U3 3TOTO BUJA, 3TO MHOXKECTBO MOXET
ObITh 1 ycThIM. [lepeBbst G 1 S OMHApHBIE, BCIOMOra-
TeJIbHOE TaK>Ke OMHApHOE AepeBo G, KOTOPOE MBI Cei-
Yyac pacCMOTPUM, UMEET Y HEKOTOPBIX U3 €ro JIMCTHEB

13*



948 TOPBYHOB, TIOBELIKHI

Puc. 1. BayTpenHee aepeBo 6e3 ropr30HTaIBHBIX IEPEHOCOB
(@) 1 c ropr30HTANBHBIME NIepeHocaMil (0). CaMo JiepeBo Mo-
Ka3aHO IyHKTUPHOW JIMHKE BHYTPH lepeBa BUOB. Ero Bep-
IIMHBI, COOTBETCTBYIOIME JAYIUTMKAIUMKA T€Ha, MOMEYEHbI
OykBO#l d, COOTBETCTBYIOIME BHIOOOpa30BaHUIO, Oe3 Io-
METKH, & COOTBETCTBYIOIIIE MOTEPH OTMEUEHBI KPECTUKOM.
Yucna HyMepyIOT JIMCThSI BHYTPEHHETO JiepeBa W OTHOBpE-
MEHHO JIUCTh iepeBa BUAOB. PeOpa (B BUjie TOMaHbIX) yKa-
3BIBAIOT HAa TOPU30HTAJIBHBIE MEPEHOCHI C COXPAaHEHNEM 1
6€e3 CoOXpaHEeHNs KOIUK B NCTOYHMKE TIEPEHOCa, OHU I0MON-
HHUTEJILHO IOMEYEHbI OYKBOII t.
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Kpecmuk, KOTOpBIfI O3HA4YacT MOTEPIO I'€Ha, MpUuIical-
HOIr'O 9TOMY JIUCTY.

Ceityac OyaeT onpepiesieHo 3To fAepeBo G’ (Ha30BeM
€ro 6HympeHHUM), KOTOpoe B Ciydae, KOrja He pac-
CMaTPUBAIOTCA TOPH3OHTAILHBIE EPEeHOCHI, TIO IPYTOo-
MY OITMCBHIBAET YIIOMSIHYTOE BBIIIE BIOXKEHHE O.. 3aTeM
[epeHOCh] OYAYT BKIIIOYEHbI B PACCMOTPEHHE 3a CUET
YCIIO>KHEHUs! B OIpeieIeHUU BHYTPEHHETo fiepesa G, 1
TOIJIa OHO He Oy/IeT CBOAUTHCS K BIIOKEHHUIO O (IyTh HU-
3Ke laeTcsl ONpefiesieHNe BIOXKEHUs 0L, 9KBUBAJIEHTHOE
OPUTUHAILHOMY, KOTOPOE MBI 37IeCh He OyfieM HalloMU-
HaTb). [IpMMepbl MCKYCCTBEHHBIX BHYTPEHHHX Jepe-
BbEB (KOTOpbIE CIy>KAT AJIsl WUIIOCTPALMU OIpefesie-
HUS) 63 U ¢ TOPU30HTAIBLHBIMU IIepEHOCaMU TTOKa3aHbl
Ha puc. 1.

IIpencraBum cebe peGpa fepeBa S B BUfE MOJIBIX
TpyO 1 OyJeM Ha3bIBaTh UX TPyOaMu, CUUTas1, YTO TpyOa
He 6KA0uaem ee Ha4an0 U KoHey. BepliuHbl fiepesa S
OyfeM Ha3bIBaTh HAYaJIOM (MM KOHIJOM) COOTBETCTBY-
fo1eit Tpyosl. PaccmoTpuM HekoTOpoe fiepeBo G, pac-
MOJIOXKEHHOE BHYTPU 3TUX TPYO CIAEAYIOLM 00pa30oM.
JlepeBo G’ uMeeT cynepkopeHb B KOPHEBOI TpyOe H
uMeeT pedpa, MAYLIKE BHU3 LEIUKOM BHYTpU TpyO. B
TpyOe MOIYT TPOXOAUTH HECKONBbKO pebep, pedpo
MOJKHO Pa3BETBUTHCS B pa3BUIIKE TPYO (UTO O3HAYAET:
T'€H YABOWJICS B CBSI3U C BUIOOOPA30BaHUEM), HO MOXKET
Pa3BETBUTHLCS U BHYTPH caMOH TpyObl (UTO O3HA4YaeT
AYIUTAKALMIO T€HA); JIACTY 3TOTO AepeBa MOXKET ObIThH
NPUNUCAH KPECTUK (IIOTEPS FeHa); BCe Pa3BETBIICHUS B
mepeBe G’, KOTOpble HE OTHOCSTCA K BHIOOOpa30Ba-
HHUIO, CYMTAIOTCS AyIUIMKauusMu. PaccMaTpuBaroTcs
TONBKO T€ G, KOTOPbIE MIMEIOT MUHIMAJILHYEO BETTNYH-
HY CYMMBI 3HaU€HHH YmceN NyIUIMKAUi U TOTepb, B3s-
TBIX KaXJ0€ C HEKOTOPBbIM MOJIOKUTENBHBIM BECOM.
CaoiictBa G’ ¥ alrOpPUTMBbI, ONIUCAHHBIE JlaJIee, HE 3aBH-
CST OT 3HAYEHMII 3TUX BECOB (KOHEYHO, IS OMOJIOrye-
CKHM COIEP>KATEIBHOIO CYeTa MX HYXKHO Pa3yMHO BbI-
OpaTh). 3agaya COCTOUT B TOM, UTOOBI HAWTH BHYTPEH-
Hee iepeBo G’ B JTaHHOM JIepeBe BUOB S.

Takoe G’ nocne yfaneHusi B HeM JINCThEB, IOMEYeH-
HBIX KpeCcTHKaMH, N30MOP(HO MCXOTHOMY JEpeBy re-
HOB G (TIpU 3TOM MMEHA T€HOB, YKA3aHHBIX B JIMCTHSX,
JOJIKHBI COXPAHSTHCS). YaJCHUE JIACTHEB, IOMEUYECH-
HBIX KPECTHKOM, O3Ha4aeT U yAAJIEHHE UX MOCIEHETO
OOIIEro NpefKa, BKIto4as IepecTpoiiky aepesa G, He-
0OXOAMMYIO I COXpaHeHus ero OnHapHocTu. Takoe G’
€IMHCTBEHHO B TOM CMBICJIE, YTO /IBa BHYTPEHHUX JIEpe-
Ba M30MOpP(pHBI MexKAy co60ii (a 6e3 KpecTukoB—u ¢ G),
a [1Be N30MOP(PHBIX BEPIINHbI paclojaratoTcs B OHOM
U TOM >Xe TpyOe Wi BepimHe fiepesa S. 'oBopst 00 u3o-
Moppmsme G’ u G, Beerpa noppasymenaercs, 4to B G’
ylaJeHbl KPECTUKY, KaK YKa3aHo Bbllle. Takum oOpa-
30M, AiepeBo G’ cyIIecTBYET U €MHCTBEHHO; €T0 Cylle-
CTBOBAHHE BBITEKAET M3 OYEBHUJHON KOPPEKTHOCTH
OTMCAaHHOTO B pa3fiesie ‘“AJrOpUTMSBI ... , IyHKT a, aj-
TOpPUTMA €0 MOCTPOEHMSL.

BuyTpennee pepeBo G’ oIpefiessieT YHOMSIHYTOE
BBIIIIE BIIOXKEHHE O, CJIEAYIOIIUM O0Opa30oM: BEPIIMHE X
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n3 G CONOCTaBISIETCS] COOTBETCTBYIOMIAs €l o U30-
Mopdu3My BepumHa Y B G, a TIOCIIEHEN — BEpIINHA
0l(x) B S, KOTOpast ABJIIETCSI KOHLOM TPYObI, cofiepKa-
weit y. Ecniu y coBnajaeT ¢ caMuM 3TUM KOHIIOM, TO
Takke ox) = y. [locnegHsst oroBopka CBsi3aHa C TeM,
4TO TpyOa paccMaTpuBaeTcs 0e3 ee Hayasla U KOHLA.

Tenepb paccMOTPHM BO3MOKHBIE TOPU30HTAIBHBIE
nepenocsl. [17151 5Toro B GUHAPHOM 6HYHmIpeHHeM Oepege
G’ pa3pemiaeTcd nposecTu pedpo (“‘cTpenky’”) oT of-
HOHI €ro BepIIUHbI a, JeXaled BHYTPU HEKOTOPOWH
TPYOBI, K IPYTroil €ro BEpIINHE b, IexKaled yXe B He-
CpaBHIUMOH TpyOe WM B ee KOHIe; Takoe pedpo 06o-
3HAYAECT 20PU3OHMAAbHDLIL nepeHoc TeHa. Ileperocom
2erna (TOYHEE, IEPEHOCOM I'€HA C COXPAHEeHUeM KOTIIN)
Ha3bIBACTCA NIEPEHOC, TIPU KOTOPOM B TpyOe, cofiepxKa-
el BEpILIUHY @, COXpaHsIeTcsl KOs reHa U3 3TOH Bep-
IIMHBI, B TO BPeMs KaK Jpyrasi Konus IepeHeciach 1o
CTpEJKE B HECpaBHUMYHO TpyOy. IHOra paccMarpusa-
FOT COOBITHE nepeHoca 2eta b6e3 COXpaHeHUA ero KO,
DTO — NOCIENOBATEIBHOCTD ABYX COOBITHI: MepeHoca
I€Ha C COXPaHEHUEM KOIMU C MOCIEAYIOLIEN oTepen
aroii konnu. Ha puc. 16 1 puc. 2 nokazaHbl HCKYCCTBEH-
HBIE CIIy4ad epeHoca reHa 0e3 COXpaHEeHusI B C coXpa-
HEHHUEM €T0 KOINM.

ITo-npexxHeMy paccMaTpUBAIOTCs TOJIBKO T€ Jepe-
Bbgd G’, Ha KOTOpBIX HOCTHracT MUHAMyMa (PYHKIHS,
paBHasi CyMMe C HEKOTOPBIMH ITOJIOKATETBHBIMUA Beca-
MU 3HAQYEHUI YMCEN AYIUMKALUi, MOTEPh U TOPU30H-
TaJBHBIX MIEPEHOCOB C COXPAHEHNEM HCXOJHOI'O I'eHa.
OTO [epeBO MO-NPEKHEMY HA3bIBACTCA 6HYHIPEHHUM.
Beca Ha3bIBarOTCs YeHOot KaXKaoro U3 TpeX CoObITHi. B
pe3yJbTaTax cyeTa, KOTOpble NPHUBEAECHBI B pasfielie
“Pe3ynbTaThl TECTUPOBAHUS . ..” ", OHU IPUHUMALOT Clie-
AyIOILUE 3HAUEHUS: 3a KaXK[yI0 OTepIO MoJIaraeM Ie-
HY 2, 3a KaX/YIO AYIUTUKALHIO — IIEeHy 3, 3a KasK/bIi Ie-
peHocC ¢ coxpaHeHneM — 1ieHy 11 (mepenocy 6e3 coxpa-
HEHMS COOTBETCTBYeT IeHa 13). DT uuciaeHHble
3HaYeHMs1 BbIOpaHbl HAaMH W3 HaOJIOACHNI 4acTOT CO-
OTBETCTBYIOLIMX cOOBbITUI ([29] 1 HEOMYONMKOBaHHbIE
[laHHbIE ABTOPOB), XOTsI BOIIPOC O BbIOOpE 3HAUECHMI
LIEH IaJIEK OT CBOET0 OOOCHOBAHMSL.

Takoe fnepeBo G’ CyIIECTBYET, HO Y2KE HE €[JMHCTBEH-
Ho. Ero cymecrsoBanue ciefyer U3 O4YeBUHOI KOp-
2

PEKTHOCTH ONMCAHHOTO B pazfeie “AJroputrmsl ...”,
MYHKT b alrOpUTMa €T0 TIOCTPOSHUSI.

AJITOPUTMBI TIOCTPOEHUA
BHYTPEHHETO JEPEBA
N BPEMEHHbBIX CIIOEB

a. Cayuaii, K020a He y4umul8aromcs
20pU30OHMANbHbBIE NePeHOChl

ByneM crpouts BHyTpeHHee iepeBo G’ KaK MHOXKe-
CTBO 3HaueHMi1 n3oMoppusma u3 G Ha G'. [1o ananorun
C O 3TOT U30MOp(U3M OyfieM Ha3bIBATb G.40MEHUCM.
Haunem c xopusa n(G) nepeBa G u OyfeM ABHUTaThCA
BJIOJIb fiepeBa G OT ero KOpH4 K JucThsM. M3 moctpoe-
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Puc. 2. T'opusoHTaIbHBIE TEPEHOCHI 6€3 COXpaHeHHs (a)
U C cOXpaHeHHeM (6) KON reHa B HCTOYHHKE IIepeHoca.
BHyTpeHHue fepeBbsl moka3aHbl NMyHKTUPHON JIMHUEN.
Pe6pa, cooTBeTCTBYIOMUE MEPEHOCY, TOKa3aHbI COCTAB-
JIEHHBIMHU KaxXJo0€e U3 ABYX OTPE3KOB.

HHSI OYEBUJHO, YTO CYLIECTBYET POBHO ofHO G’, m30-
MopdHoe G.

Ilyctsb r — BepimHa BHyTpeHHero fiepeBa G', KOTO-
pasi conocraBieHa kopHto r(G) aepeBa G. [I1s r BO3-
MOKHBI CIIEYIOLIFE TpU pacnonoxenus: (1) r copnaga-
eT ¢ r(S) — KopHeM fiepeBa S; (2) r NeXXUuT BHYTPU KOp-
HEBOU TpyObI; (3) r JIEXKUT HUKE KOHIA KOPHEBOW
TpyOBbI (C YKa3aHWEM OJHOIO U3 [BYX HAIPABICHHN).
Bo3MOKHBI cliefiyroime Tpu COOTHOIIEHHS ABYX Tap
(A,B) u (C.D), rme A 1 B — MHOXeCTBa F€HOB, YKa3aH-
HBIX B JIUCTBSIX IBYX NOAJEPEBLEB B G ¢ KOPHSIMU — Chl-
HOBbsIMU H((5), a C 1 D — MHOXKECTBA F€HOB, YKa3aHHBIX
B JINCTHSIX ABYX NMOJIEPEBBEB B S C KOPHSIMHU — CbIHOBbSI-
mu +(S). Torma:
1)eciu (A=C, B=D)unmm (A=D,B=C), To npu-
HuMaeM (1);

Decm (AzC&A#D)umu (B#C & B#D)u(C#J
& D # D), To npunnmaeM (2);

Necm(AzC&AzD)mm(BzZC&B#D)u(C=J
wmi D = &), To npuarMaem (3) 1 npooikaeM KOpHe-
BOe peOpo BHYTpPEHHETO ficpeBa G’ B HEMYCTYIO YacTh,
a pebpo, uyIee B MyCTyIO 9acTh, OKAHINBAEM KPECTH-
KOM (TIoTepeit).

Jlerko BUETh, YTO B KAXKJIOM U3 TPEX CITy4aeB BLIOOP
MHOTO BapuaHTa u3 (1-3) nopoauT NUIHAE OyITUK ALY
Y IOTEPH WK HE TIO3BOJIUT OCTPOUTH BIIOSKEHHE.

Janee n3omopdu3M u BHyTpeHHee iepeBo G’ cTpo-
SITCSI IO MHAYKIMH: pacCMOTPHUM pedpo e’ aepeBa G, KO-
TOPOE IO IOCTPOEHUIO YK€ U30MOP(HO pedpy e aepe-
Ba G u HaxopuTcs B TpyOe d iepesa S. IlycTs r— Bepiu-
Ha fiepeBa G, KOTOopasi CONOCTaB/IeHa KOHIy a pebpa e.
Bo3MoxHbI ciefyronye Tpu pacnosoxenus r: (1) Bep-
IIIHA 7 COBIAJIaeT ¢ a (Buioo0pa3oBaHue); (2) BeplInHa
¥ IEKUT B TpyOe d (Mynnukanws); (3) BepIIrHA 7 JIEKAT
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HuXe TpyObl d (motepsi). Paccyxkpaem, Kak cka3aHO
BBIILLIE JIJIS1 HAUAJILHOTO 111ara MHAYKIMHY ¢ 3aMeHol 1H{G)
Haa, rS)Had,CHaCN(AuUB) uDHaD N (AUB).
Hcnonb3ys nHAYKTUBHOE MpeAnoaoxenne (A U B) ¢
c (C v D), npoponxaeM MOCTPOECHUE A0 JTOCTHXKE-
HUS IUCTHEB B G.

b. Cayuaii, koz0a y1umulearomcs 603M0ONHCHbIE
20pU30OHMaNbHbLIE NEPEHOCHL

Il pebpa e n3 G o6o3HaumM 7{(e) nopnepeso B G,
KOTOPOE HAUMHAETCSA C e, TaK 4TO e sl 1(e) CIy>XKuT
KOpHEBBIM peOpoM. CocTaBisieTcsl CIMCOK BIIOXKEHUM
nepesa T(e) B S st Beex map {pe6po e u3 G, tpy6a d u3
S), IUIst KasKIO# maphl BIOYKEHHE UIIETCS CPEMU BIOXKE-
Huit fiepeBa 7{(e) B S, y KOTOPBIX HaYallo e MOMEeIaeTcs
B d. VickoMoe BIIOKEHHEe COOTBETCTBYET Mape (KOpHe-
Boe pe6po B G, KopHeBast Tpy6a B S). [Tpu cocraBiennn
CIIMCKa CHayvajia paccMaTpHUBAIOT peOpa e, pacrooXKeH-
HbIE faJIbIIIe OT KOPHS, a NP1 (PUKCUPOBAHHOM € CHava-
Jla paccMaTpuBaroT TPyOBI d, nexariye B 6osee mo3f-
HUX BpeMEHHBIX cosix. O603HaUMM X KOHel] pebpa e B
G ny — ero o0pa3 nipu BinoxeHua G B S.

HavanbHbIM IaroM HHAYKIWY SIBISIETCS CIydail, KO-
raa e u d BelyT COOTBETCTBEHHO B UCThS [, = x u [, To-
ria ueHa BinoxkeHus pasHa 0, ecim cpefii TeHOB B [, uMe-
eTcsl I'eH /,, tHaye LieHa BJIOXKEHNS paBHa 1ieHe TOPU30H-
TaJbHOIO IepeHoca 0e3 coxpaHeHus. [IeficTBUTENBHO,
€IMHCTBEHHBII CIIOcO0 AOTSIHYTH BETBL 10 TeHa [, B S co-
CTOUT B TOM, YTOOBI IIPOBECTH €€ B TPYyOy, UAYILLYIO B
JICT, coiepxkatiuii /,. B mro6oM ciyvae y coBnapaet c ;.

WHAyKTUBHBINA IIIar I OYepenHoi mapbl (e, d).
O0603Ha4MM ¢, U e, peOpa, Ha KOTOPbIE Pa3BETBISETCS
pedpo e B BeplIUHE X (EC/IU OHA HE JIACT), U, COOTBET-
CTBEHHO, 0003HAYNM d; U d, iIBe TPYOBbI, BLIXOMSIIIUE U3
d. BeibepeM ofHy 13 CIIeyIOIINX BO3MOXKHOCTET.

(1) Ilycts pebpo € He OKaH4MBaeTCs JIUCTOM. BepimHa
X COOTBETCTBYET AyIUTAKAIWHU BHYTpH d. T10 mpefmnomno-
SKEHUIO MHIYKIMU BJIOXKEHHsI, COOTBETCTBYIOIIME TIa-
pam {e,, d) u {e,, d), yke nocrpoeHHbl. VX coeuHeHust
JlaeT BIIOXKEHHUE ISl {¢, d), IeHa KOTOPOr'O PaBHA CyMMe
el st {e;, d), {e,, dy n nennl gyruukanuu. Torma Bep-
LLIMHA Y pacrosiaraeTcs BHyTpu TpyObl d.

(2) IlycTtp pebpa e u d HE OKAHUMBAIOTCS JIMCTHSIMI.
BepmmHa x coOTBETCTBYET pa3BETBICHUIO TPYOBI d.
ITo npearnonoKeHnI0 NHAYKIUA BIOXEHHsI, COOTBET-
cTByfolme mapam {e,, d,) u {e,, d,) u mapam (e, d,) u {e,,
d,), yxe moctpoeHbl. VX coefuHeHrE TaeT 1Ba BO3MOXK-
HBIX CITy4ast 7S {e, d), eHbI KOTOPBIX PaBHbI COOTBET-
CTBEHHO CyMMe 1ieH [tsi {e,, d,), {5, dy) M 1isi {e,, d,), {e,,
d,). Torya BepIlMHA y COBIAJAET C KOHIIOM TPYObI d.

(3) IlycTs TpybOa d He oKaHuMBaeTcs aucToM. BepirHa
X HE COOTBETCTBYET COOBITUIO BHYTPH TPYObI d WU ee
Ppa3BETBJICHUIO, a OymKaiiiee coObITue Ha pedpe e —
noTepsi. B aToM ciydae peGpo € npoxoguT pa3BeTBIIE-
Hue TPYyObI d B S, cBopauuBasi B OHY U3 TpyO —d, win d,
(paccMaTpuBaroTcs 00a BapuaHTa, IMyCTh AJIsl Oonpefie-
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JIEHHOCTH peOpo e MpofoKaeTcs B Tpyoe d;), a B ApY-
roil Tpyoe npoucxogut noteps (B G’ pedpy e COOTBET-
CTBYET IeNb W3 HECKOJBKUX IOCIIEeOBATENLHBIX pe-
6ep). Ilo mnpegnonOXeHNIO WHAYKIMU BJIOXKEHHE,
COOTBETCTBYIOIIIEE Tape (e, d,), yxke mocrpoeHo. Llena
COOTBETCTBYIOIIIETO BIOXKEHUS st (e, d) paBHA CyMMe
eHbl s {e, d,) ¥ LeHbl oTepu. Pacrmosioxkenune Bep-
IIMHBI Y IaHO B MHAYKTUBHOM IIPEATIONOKEHNM.

(4) ITycts pebpo e He okaHuMBaeTcs aucToM. BepiiHa
X COOTBETCTBYET F'OPU30HTATBHOMY IIEPEHOCY C COXpa-
HEeHueM BHYTpH d. PaccMaTprBaroT iBa BApraHTa: epe-
HOC 3afaeTcsl peOpoM e; WM pedpoM e, (yCTh AJIs
OIPEENEHHOCTH ¢;). [IepeOupaeM Bce TpyOs! d; B S, B
KOTOpBbIe BO3MO3KEH niepeHoc ¢ TpyOrI d. [1o mpenmorno-
SKEHUIO WHAYKIUKA BJIOXKEHUS, COOTBETCTBYIOIIE Ma-
pam (e,, d,) u {e,, d), y>ke noctpoenbl. VIx coequHeHme
laeT BIoKeHue yisi (e, d), lleHa KOTOPOro paBHa CyMMe
el st {e,, d,), {e,, d) u nennI nepenoca. Torma Bepiim-
Ha y pacronaraeTcsl BHyTpH TpyOsbI d.

(5) BepmmHa x He COOTBETCTBYET HU COOBITUIO BHYTPH
TpyOBI d, HU ee pa3BETBIICHUIO, a OIIKaIee COObITHE
Ha peOpe e — TOpU30HTalbHBIIA IepeHoc. B aToM ciyuae
C TpyOBbI d OCYyIIECTBISIETCS TOPU3OHTAIBHBIN IEPEHOC
6e3 coxpanenms. [lepeGupaem Bce TpyObI d; B S, B KOTO-
pble BO3MOXEH NIEPEHOC ¢ TPYOb! d. 3amMeTuM, 4To U3
TpYOBI d; peOpo € HE MOKET ellle pa3 NePEeHeCTUCh 6e3
COXpPaHEHMsI B HEKOTOPYIO TPYOy d,, MOCKOIBbKY ‘“‘fe-
meBne”’ cpa3y nepeHecTuch B d, (ciry4ai, Koraa d, cpaB-
HHUMa C d, cefiuac 3arpellieH, cM. 3aMevaHue Hirke). Ta-
KM 00pa3oM, B TpyOe d; JIIsl e OCTaroTCsl JIMIIb BO3-
MoxHocTu 1, 2, 3 u 4. Coyvyau 1, 2 u 4 cBsA3aHbl C
Pa3BETBIIEHUEM e Ha e U €,, UTO yKe MO3BOJISIET pAMe-
HUTh MPEANOIOoKEeHNe UHAYKINHA U YCTAaHOBUTH IOJIO-
>KCHHE BEPIIMHBI Y BHYTPH d, (cityyau 1 u 4) Ui B KOH-
ue d; (cimydait 2). OTMeTHM, 9TO Ciydail 4 MOXKHO He
paccMaTpuBaTh, TaK Kak, €CJIM IPOU3OILIE] NePEeHOC C
COXpaHeHHeM u3 d| B d,, TO TaKyo XXe IIeHY OyAeT IMETh
9KBHBAJIEHTHBII XOf] COOBITHI, KOT/Ia CHaYaJIa Ha e TIpo-
U301LIeI IIEPEHOC B d| ¢ COXpawHEHHEM, a 3aTEM COXpa-
HMBIUIAsACS KOS IEPEHECNACh C € B d, 0€3 COXpaHEHMUsI.
B ciyuae 3 moruuecku BO3MOSKHBI IBa BAPUAHTA: €CIIH €
TIPOIILIO pa3BETBIICHNE TPYOBI d| 1 CBEPHYJIO B TPYOy ds,
JIeXaIIyo B TOM K€ BPEMEHHOM CJIOe, YTO M d|, U He-
CPaBHUMYIO C d, TO JIElIEBJIe cpa3y NEPEHECTHUCh B d;
(TeM caMbIM, 3TOT BapUAHT 3aNpelieH), a eciau Tpyoda
d; nexxut B Goyiee MO3THEM BpPEMEHHOM ciioe (JImbo
HUXe d), TO IPUMEHSeM TPEANOIOKeHNe UHAYKINN
(B TOM 4YHCIIe U OTHOCHUTEIBHO PaCHOIOXKEHUS Bep-
[IMHBI Y).

Jlerko BUAETH, YTO HE OOJIee YEM 3a KyOMUYECKOE OT
Yyclia TEHOB BPEMsI aJlTOPUTM CTPOHT BHYTPEHHEeE fie-
peBo G’ 1 n3omoppusm G u G'. ToT n30MOpu3M Ha-
3bIBACTCS 6.10NCCHUEM.

Ha puc. 3 nokaszana cxeMa airopurma U3 3TOro
MyHKTa b 7151 cny4das 4. ANTOpUTM U3 MYHKTA @ MOKET
paccMaTpHUBaThCI Kak YacTHBIN CIydail aJrOpuT™Ma u3
Ne 5
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G'let, a1y

G2, a)

G'ee, )

Puc. 3. Cxema anropuT™ma noctpoeHust BHyTpeHHero aepeBa G'. [lokaszaH ciyyait 4 u3 nyHKTa b pasgena “AJITOpUTMEI ...” .
ConepkaHne NpsIMOYTONbHMKA (OJHOTO IIara ajropuTMa) TaKOBO: M3 Pa3BUIKU pedep e U e, BBEPX BbIIIycKaeTcsi pedpo e,

BBITIOJIHACTCS COETUHEHUE NIBYX IEPEBLEB, ITPU 3TOM UX BEPHINHBI CTAHOBATCS IPUKOPHEBLIMU U ITOSIBJISIETCSA HOBast BEPIINHA —

1
KOpPEeHb HOBOTO jiepeBa. AJITOPUTM BefleT MHAYKUMIO IO mape (e,d): MyCTh aJIfOPUTM YKe MOCTPOWI AepeBbs G (epdy M

1 ' o
G (e d)" Hepeso G (e, dy VICKOMOE. IToka3zaH ciyJail FOPH30HTAIBHOTO IepeHoca C COXpaHeHneM U3 TpyObl d B TpyOy d; 1o

—
cTpenke e = a, b (ciydait 4 B TOM Xe pasjee).

MYHKTA b: €CIH MOJOKUTD [IEHy TOPU30HTAIBHOTO Tie-
peHoca TOCTaTOYHO OOJIBIION, TO aJTOPUTM U3 MyHKTa
b BbIJACT (€IUHCTBEHHOE) BIIOXKEHUE 0€3 MEePEHOCOB.

3ameuanns. [Ipu onpeneneHny 1eHbI TOPU3OHTANb-
HOTO TIepeHOoca CUUTaeM, uTo pa3dueHne TpyO Ha Bpe-
MEHHbBIE CJIOM TaKOBO, YTO CYMMapHasl LIeHa mepexofa
U3 TPYObI @ B €€ TPyOy-NOTOMOK b, 3aKITFOUAIOLIETOCs B
IepeHoce U3 a B HEKOTOPYIO HECPAaBHUMYIO TpPYOy ¢ C
MOCTEAYIOIIM NIEPEHOCOM M3 ¢ B b, BENUKA MO CpaBHe-
HHIO C CYMMApPHOI LIEHOH IIepexofia 13 TpyObl d B €€ Tpy-
Oy-IIOTOMOK b TI0 HUCXOJISIIEH B iepeBe S BMecTe C Iie-
HOW BCEX MOTEPh IIPU 3TOM Tepexofie. ITO BBIMOTHSIET-
¢, ecly pa3OueHne Ha BpEMEHHBIE CIION HE BKIIIOYAET B
OJIH CIIOY JIBYX CpaBHUMBIX TpyO. B wacTtHocTH, onm-
CaHHBII HIXKE AITOPUTM BbIJICIICHNS] BDEMEHHBIX CIIOEB
o0magaeT aTUM cBoMcTBOM. Ecii cka3aHHOe He BBINOJI-
HsIeTCsl, TO Halll allfOPUTM TpeOyeT MOMOJIHUTEIbHBIX
MYHKTOB K IPUBEJICHHOMY BBIIIIE ONUCAHMIO.

MHorpa Bo3HUKAET HEOOXOAUMOCTD JIOMYCKaTh TO-
PHU3OHTAJIbHBIE TIEPEHOCHI M3BHE pPaccCMaTPHBAEMOTO
6enkoBoro cemericta (KOI'a). [1511 3TOTO B IepeBO BU-
OB YIOOHO O0ABUTH ayTTPYIILY, T.€. TPYOY, BEAYIIYIO
OT KOPHS B JIUCT, IOMEYCHHBIN MyCTHIM MHOXECTBOM
reHoB. Torna nepeHockl U3 3Toi TPyObl OYAYT BOCIIPU-
HUMAaThbCs Kak IepeHockl u3BHe. Harr anroputM 06006-
II[AeTCs Ha STOT CIyJail.

YacTo ncxoHOE AepeBo reHoB G ObIBaeT OECKOpPHE-
BbIM. B aTOM cityyae anroput™m mepebupaeT Bce ero
pebpa, CTaBUT Ha KasKIOM U3 HUX KOPEHb U CTPOUT OIH-
caHHOe BIIO>KeHHe. [ 10 KauecTBy MOJIOKEHNS BIOXKEHUS
AJITOPUTM OIPEfeNsIeT BO3MOXKHOE MOJIOKEHNE KOPHSI B
HCXOTHO OECKOPHEBOM JIEPEBE.

IIpu pa3buenuu TpyO Ha BpeMEHHBIE CIOW MHOIAA
€CTECTBEHHO Pa30UTh JIMHHYIO TPYOy Ha HECKOIBKO
KOpPOTKHUX TpPyO, OTCIOfa B JIepeBe BUJOB BO3HMKAIOT
BEPULLHDBL, UMEOUUE AULUL 0OOHOZ0 cbiHa. ONICaHHbIE
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BBIILLIE MOJIEJIb ¥ AITOPUTM JIETKO OOOOIIAOTCS HA 3TOT
CIIy4ai.

c. Botuucaenue 6PEMEHNHbILX Chr0ée8,
ecau OHU He 3a0anbl

Hps oT nucThEB K KOPHIO, BBIUUCIMM B YCJIOBHBIX
eMHANAX BpeMs r(v) OT KaKIoll BEpIIMHBI V JlepeBa
BUJIOB 10 COOTBETCTBYIoLIero jucra. Ilocne atoro K
OJJHOMY BPEMEHHOMY CJIOI0 OTHOCHM TPYOBI, JIeXKallye
B OJHOM BpeMEHHOM wmHTepBane. [Ipum 3TOoM MOryT
BCTPETHUTHCS CTONb AJIMHHBIE TPYOBI, YTO OHU HE yMe-
LJAIOTCS B OfMH BPEMEHHOI HHTEpBall, TOIa TaKasi
TpyOa pa30uBaeTcsl Ha HOBbIE YYaCTKH — TPYObl, KaX-
fast 13 KOTOPBIX ONAafaeT B CBOW MHTEPBAJ; IPU 3TOM
obpasyroTcs pedpa B S ¢ oganM cbiHOM. CoTrJlacHO 3a-
MEYaHUIO B KOHIIE MPEAbIIYLIEro MMyHKTa, BCe CKa3aH-
HOE BBIIIE IPIMEHUMO K TAKOMY JAECPEBY S.

Hrak, Hy>kHO ocTponuTh pyHKIMIO (V). Ecmm v —
aucT, To nonoxum +(v) = 0. Ilycts o npeanonoxe-
HUIO MHAYKIWX BBIYUCIEHBI paccTossHus r(vy) U 1(v,)
[JI ABYX CHIHOBEN V| U V, HEKOTOPOI BEPIIUHBI V.
Bo03MOXHO, 4TO OHI BBIYMCIIEHBI B Pa3HBIX MacCITa-
6ax: Il v; pacCTOSIHAE BBIYUCIIEHO B €MHUIAX /| U
COOTBETCTBEHHO PABHO a,f, a ISl V, — B €ANHULIAX t, U
PaBHO a,t,.

Hyx#no Bbruucnuts 1(v). IlycThb giivna pebpa e, oT v
[0 V; paBHa Xt|, a JNINHA pedpa e, OT V A0 V, paBHa yt,,
7€ X U y — ICKOMbIE BeJIMUYMHbBI. VIMeeM 04eBHIHOE pa-
BEHCTBO

(a, +x)t; = (a, + y)t, (D

1 OyzieM UCXOIUTh U3 CIIEAYIOLIETo IPUHIIMIA: OTHOLLIE-
HHUE JJIUH pedep e; U e, 06pamHo nPOnOPUUOHAALHO
OTHOILICHNIO CPETHUX KONMYECTB f| U f> pa3BeTBICHUI,
BCTPETHUBILHXCS, €CIIU UATU U3 VIO € 10 KAKOTr'0-TO JIH-
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cTa (ycpeqHeHne MPOBOJUTCS MO JIUCThSIM), U aHAJO-
TUYHO 110 e,. ViMeeMm:

Xt\fy = yhof,. ()
PaccMOTpyUM cliefylomye Cydan.

1) O6Ge BepuIMHBI V| U V, ABISIFOTC AUCThsiMU. Torpa
monaraem r(v) = 1.

2) Bepimna v, — nucr, a v, — He nucT, T.e. a, =0, a, > 0.
O603HaunM k = f5/f;. B aTom ciryuae paBenctsa (1) u (2)
MO3BOJISIIOT CPa3y BbIPA3UTh ITIUHY Z peOpa (v, V) B eu-
HUIAX £,: €CIA Xt| = Zty, TO Zhy = Qoly + Yy 2=a, + y; ky =
=a+y;y=afk—1).

3) Bepumna v, — mcT, a v; — He JIUcT, T.€. a; >0, a, = 0.
3TOT cityyail CAMMETPHYEH CITyJaro 2.

4) O6e BeplUHbBI V| U V, HE JIUCThS. B 3TOM cinyyae u3
cootHoteHuit (1) u (2) umeem (a, + x)yf, = (a, + y)xf].
DTO PaBEHCTBO C HEU3BECTHLIMU (IIEPEMEHHBIMA) X U Y
Ha IUIOCKOCTHU OTpEfessieT KPUBYIO (TUIEepOOoNy WIH
npsiMyto). UToObI HaliTH Ha HEll pellieHne, HaliieM CHa-
Yaja TO4Ky (x*,y*) BHE KPHUBOI, a 3aTEM CITIPOSKTUPYEM
ee Ha KpuBYI0. [1J11 3TOro NpuMeHuM c(hopMyJIMpOBaH-
HBI1 BBIIIE MPUHIMI OOPaTHON NPONOPIMOHAIIBHOCTH,
4TOOBI HAWITU OTHOLLICHUSI INTUH PeOep e, K €, U €; K €,
e e, U e, — peOpa, COENUHSIONIE Vv CO CBOUMH ChI-
HOBBSIMU Vi U Vy,. I1yCTh ) U f}, — cpeqHue yncina pas-
BETBJICHWI1 Ha IyTH U3 BEPILMHbI V B JIACT 11O peOpam e,
€;; I COOTBETCTBEHHO IIO €, U ¢€1,. Torma fse mpuoim-
SKeHHbIC OICHKHU YHClIa X — 3TO kl; 1 k,,, tne k, = f1,/fi,
ky, = fiolfi, [, = a; — r(vy)), b, = a; — (vy,). B3sB cpepinee
FEOMETPUYECKOE ITUX JIBYX OLICHOK, OJTyYNM X* U aHa-
JIOTHYHO TOJIYYnM y*:

A/f11f12(a1 —r(vi))(a,—r(vy))

s 7
% _ A/f21f22(az—r(Vzl))(az—r(sz))
T 7> |

rje o6o3HaueHns B (popMyIie A7l y* aHaIOrM4YHbI 000-
3HAYEHMSIM JUTSI X*F.

B kauectBe peleHus (X, y) BO3bMEM MPOEKLHUIO TOY-
K (x*, y¥) Ha YIOMSIHYTYIO KPUBYIO, KOTOpasi HaXOfuT-
s CTaHIaPTHBIM aJITOPATMOM.

Wcnonw3ys paBeHcTBO (1), HaliieM OTHOIICHUE ¢, /t, =
= (a, +y)/(a, + x). Tenepb B OfHOM U3 MOAIEPEBbEB, CKA-
>KeM C KOpHEM V7, IEPETfieM OT MacIITada, CBI3aHHOTO
C eIMHUIIAMU U3MEPEHWs ¢; K MacIITaby, CBI3aHHOMY C
€IVHULIAMH £,, ¥ IOJIOKUM 1(V) = a, + y. B paBHOI1 Mepe
MOXKHO B IOJIJIEPEBE C KOPHEM Vv, TIEPENTH OT MacIlITa-
0a equHULL 1, K MaclITaby eAUHUL] ¢; U OJIOXKUTD H(V) =
=@, + x (B alrOpuT™Me KaKfiblil pa3 BbIOUPAETCS TOT U3
[IBYX BApUAHTOB, KOTOPbIii O3BOJISET N30€3KaTh CINIII-
KOM MAJIbIX U CJIUIIKOM OOJIBIINX BEJIMYUH).

MOIJIEKYIIAPHAA BUOJOI'UA
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PE3YJIBTATBI TECTUPOBAHUA
AJITOPUTMA N UX OBCYXIEHUE

IIpusenem pe3ynbTaThl, HOTy4YE€HHbIE C HCIIOIB30Ba-
HHEM 3TOr0 ajJroOpuTMa, COIVIACHO HAalllel MOJENH, U
CpaBHHM HX C pe3yJIbTaTaMi paboThI coscem Opyaux an-
TOPUTMOB: QJITOPUTMA HAaXOXKAEHUSI TOPU30HTAIIBHBIX
MIEPEHOCOB FE€HOB B JIUCTHA [30] 1 anropurma Jijist onpe-
[eTIeHNs IEPEHOCOB B MPEAKOBBIE BEPIINHLI IepeBa BU-
noB [15]. HamomunM, uto nepsblit MeTop, [30] ocHOBaH
Ha IByX KPHUTEPHSIX BbIIEJICHUSI TOPU3OHTAIILHO TIEpe-
HECEHHOT'0 TeHa — JIUCTA B filepeBe T'eHOB G: OIUH COCTO-
ST B TOM, YTO Y/JaJIeHUE 3TOTr0 JICTa IPUBOAUIIO K Hal-
00JbIIEMy YMEHBIICHHUIO 1IEHbI BIIOXKEHHUS, a APYTOi — B
TOM, YTO TPH OTOOPaXKEHU! (L OKPECTHOCTH ITOTO JIU-
CcTa pacroJjaranach B IepeBe BUAOB S JaJIEKO OT CaMOro
micTa. Pe3ynbraThl NpemyioKeHHOrO 3[eCh METO#a U
anroputMmoB u3 [15, 30] B ogHuX ciTyyasix MOATBEPKAa-
FOT JIPYT JIPYTa, a B APYrOM PacXofsTcsl, 3TOT MOCIEAHUM
clty4dail 00Cy>KIaeTCs HIDKE.

Hcnonp3oBaHsbl cienyromue BUabl.

Apxen: Archaeoglobus fulgidus (Afu), Halobacterium sp.
NRC-1 (Hbs), Methanococcus jannaschii (Mja), Methano-
bacterium thermoautotrophicum (Mth), Thermoplasma
acidophilum (Tac), T. volcanium (Tvo), Pyrococcus hori-
koshii (Pho), P. abyssi (Pab), Aeropyrum pernix (Ape),
Sulfolobus  solfataricus (Sso). T'pammonoxuTelbHbIE
oakrepnu: Streptococcus pyogenes (Spy), Bacillus subti-
lis (Bsu), B. halodurans (Bha), Lactococcus lastis (Lla),
Staphylococcus aureus (Sau), Ureaplasma urealyticum
(Uur), Mycoplasma pneumoniae (Mpn), M. genitalium
(Mge). o-IIporeodakrepun: Mesorhizobium loti (Mlo),
Caulobacter crescentus (Ccr), Rickettsia prowazekii (Rpr).
B-TIporeodakrepun: Neisseria meningitidis MC58
(Nme). y-IIporeodaxtepun: Escherichia coli K12 (Eco),
Buchnera sp. APS (Buc), Pseudomonas aeruginosa (Pae),
Vibrio cholerae (Vch), Haemophilus influenzae (Hin),
Pasteurella multocida (Pmu), Xylella fastidiosa (Xfa). e-
Ipoteodakrepm: Helicobacter pylori (Hpy), Campylo-
bacter jejuni (Cje). Xmamumma: Chlamydia trachomatis
(Ctr), C. pneumoniae (Cpn). Cnmpoxers1: Treponema
pallidum (Tpa), Borrelia burgdorferi (Bbu). pyrue:
Deinococcus radiodurans (Dra), Mycobacterium tubercu-
losis (Mtu), Synechocystis (Syn), Aquifex aeolicus (Aae),
Thermotoga maritime (Tma).

Hcnonp3yeTcss AepeBO BUIOB, TOKa3aHHOE Ha
puc.4 W TOCTPOEHHOE C TOMOIIBIO aJrOpUTMa
TIQMAX [31]. Ha puc. 5a n 6a npuBefieHbI epeBbs
nByx KOI'oB, y KaXpmoro jimcra 3THX JepPEBbeB B
KBaJIpaTHBIX CKOOKax yKa3aHO Ha3BaHNE BHMIa, a 3a-
TEeM COKpallleHHOE Ha3BaHUe T'eHa, KOTOPbIN B3SIT U3
3TOTO BUJIa; HA BCEX PUCYHKAX UKCIIa HYMEPYIOT Bep-
IIUHBI IepeBa, KOPEHb B iepeBe T€HOB IOMEYeH Hy-
neM. CaMu JilepeBbsl TOJYYEHBbI HAa OCHOBE CTaHAapPT-
HBIX anroput™MoB PhyloBayes n PhyML [2].

Ha puc. 56 1 66 nns atux 1eyx KOI'oB mokasaHbI
(¢pparmeHTBI BHYTpeHHETO fiepeBa ', HalIeHHOTO Ha-
MM aJITOPUTMOM; BEPIIMHBI BHYTPEHHETO JiepeBa TaK-
K€ HyMEPYIOTCS YKCIIaMH, HO IIPU(TOM MEHBILETO
Ne 5
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5 Nme19
Xfa 18
Rae 17
6 Vch 16
A L] 10~ Eco 12
- 8
Buc 11
13— Hiln 15
Pmu 14
3 20— Rpr 24
Cer 23
21— Mlo 22
2 25— Hpy 27
L— Cje 26
32— Bbu 34
28 Tpa 33
29— Cpn 31
Ctr 30
ﬁE Sau 52
Bsu 51
471 49— Bha 50
41 53 [ Lla 55
Spy 54

42 Uur 46

35 4'% Mpn45
43— Mge 44

36 Dra 40
e
3 Syn 39

56

73— Ape 74

Sso 75

57 66— Mth 72
Mja 71

58 676§|E Pho 70
] Pab 69
—— Hbs 65

AR Afu 64

66|E Tac 62

61— Tvo 63

76[~ Aae 77

- Tma78

Puc. 4. [Iepeso BupoB. Ha3zpanus BUIOB U UX COKpallleHHbIE 0003HaUeHUs] TPUBEJIEHb] B Havalle pasfaena “PesynbraTsl TecTu-
poBanus ...”. Unciia HyMepyIoT BepIINHEI IepeBa, KOPEHb IOMEUeH HyJIEM.

pa3Mepa, a JIMCThs BHELIHETO flepeBa IoMeUeHbl COKpa-
HNICHHbIMI MMCHaMH BUJIOB. B Tekcre Ip1u OImMCaHnn
BHYTPEHHETO JlepeBa Iepe] CKOOKaMH yKa3aH HOMEp
TpyOBbI (KOTOPBIii IO ONPENEICHUIO COBNAAET C HOME-
POM €€ KOHIa), a B CKOOKAxX MEepeUYnciICHbl BEPIIMHbI
BHYTPEHHETO JIepeBa, COOTBETCTBYIOIIME TeHaM, KOTO-
pble B 3TOi TpyOe AYIUIMLMPOBAIUCH WU HOTEPSIINCH
(4MCIIO ITPUXOB YKAa3bIBAET HOMEP KOIMMU UCXOJHOTO
reHa, KOTopasi MoTepsiyiach).

1) COGO012 (runmoretmueckass GTPa3a). [IepeBo
KOTI'a m306paskeHo Ha puC. 5a, YaCTh BHYTPEHHETO Jie-
peBa—Ha puc. 56. Anroputwm, B3sTbIi u3 [30], npemcka-
3aJ1, YTO XJIAMUJUU SIBJISIFOTCST TIPEIIonaracMbIM HcC-

MOJIEKYJISIPHAS BUOJIOT'UA

ToM 43 Ne 5

2009

TOYHUKOM TOPU30HTAIIBHOTO TiepeHoca reHa bul91 B
6akteputo Buchnera aphidicola (rpynma y-potreobak-
Tepuii). TaM ke ¢ psAloM OrOBOPOK IPEAIOIIAranoch,
uyTo TeH $ll0245 TOpU30HTAILHO TEPEHECEH B T€HOM
Synechocystis sp. W3 cupoxeT. 3HAYMMOCTh BTOPOTO
NPEeCKa3aHusl XapaKTepu30Ballach HECKOIBKIMH YKC-
JIaMH, ¥ BCe OHY ObIJIM 3aMETHO MEHbILIE, YeM I TeHa
bul9l.

Ham anroputm mpepckasan, 4To B 3BOJIOLUH
panHoro KOTI'a 6b1710:

9 aymmukammii: 0(0,20); 1(24,25,58); 2(26); 8(42); 20(53);
S8(1);
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[MjalMJ1332 1113 4
10 12 [Pab]PAB1357
E[Pho]PHOSZS 14

[Mth]MTH1515 8

[Hbs]VNG1749G + VNGO0504G 6
[Tma]TM1240 21
[Aae]aq609 23
[Buc]BU191 29
[Cpn]CPn0321 31
[Ctr]CT092 32
[Hpy]HP0569 34
[Cje]Cj0930 35
[Nme]NMB1838 37
[Xfa]XF2641 39
[Pac]PA4673 41
[Eco]ychF 43
[Vch]VC2185 45
[Hin]HI0393 47
[Pmu]PMO0163 48
[Dra]DR1386 51

[Mtu]Rv1112 52
[Mlo]mir2695 54
[Cer]CC0479 56
[Rpr]RP604 57
[Uur]UU595 61
[Mge]MG024 63
[Mpn]MPN026 64
[Lia]LO161 67
[SpylSPy0006 68
[Sau]SA0351 70
[Bsu]BS yyaF 72
[Bha]BH4051 73

[Syn]s110245 75
[Tpa]TP0124 77

)

of
o
=

76 [Bbu]BB0235 78

2 [Tac]Ta0905 3
L [Tvo]TVN1009 4

[Afu]AF1364 16
1;'%[580]5500743 18
[Ape]APE1164 19

Ctr Tpa

KOPGHB

Mtu

Puc. 5. [lepeso KOI'a COGO0012 runorerndeckoit GTPa3sl (a) u pparMeHT ero BiaoskeHus (6) B AepeBo BAAOB. a — Uncna Hy-
MEpYIOT BEpILIUHbI IepeBa, KOPEeHb MOMEYEH HyJIeM; B KBaJpaTHBIX CKOOKaxX nepey 0603HauyeHNeM IreHa IPUBEeHO Ha3BaHue
BHJ]a, KOTOPOMY IPHHAIIEKUT reH. 6 — O603HavYeHNs], KaK Ha puc. |; BEpIINHEI iepeBa BUIOB IOMEUEHEI BHE TPYO, BHYTPEH-
HUE BEepPILIUHbI — YUCIAMH, JIUCThSI — COKpPAILEHHbIMU HAa3BaHUSIMH BUJIOB; HOMEpPa BEPIINH BHYTPEHHETO iepeBa MOMEYEHbI
4YHUCJIaMU BHYTPH TPYO, MIpU(TOM MEHBIIETO pa3Mepa; IepeBO, pacTylliee U3 BEpIIUHbI, IoOMeueHHO! OykBoii T, He moKa3aHo.
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[Ss0]SS0O045281

— [Hbs]VNG2232G 79
65 [Mja]MJ1415 66

[Mth]MTH251 68

67
69

71

80 78

64

A~

—_

82

[Pho]PH1921 83
[Pab]PAB111184

Spy 4

T

955

[Ape]APE246170
[Tvo]TVN1253 73
[Tac]Tal211 74

[Hbs]VNG2208G76

[Afu]AF1694 77

6

[Syn]slr1884 7
[Rpr]RP468 9
[Mlo]mll5317 11

[Cer]CC0064 12

[Mtu]Rv3336¢ 15

[Buc]BUS536 18

[Vch]VC2623 20

[Eco]trpS 22

[Pmu]PM 1621 24

[Hin]HIO637 25

[Sau]SA0855 27

[Bha]BH2870 29

[Bsu]BStrpS 30

[Hpy]HP1253 32

38

13 [Uur]UU175 34
31 35 [Mpn]MPN265 36

[Mge]MG126 37
[Cje]0388 39

[Nme]NMB1471 41
[Xfa]XF0428 43

[Paec]PA4439 44
[Dra]DR0O558 46

[Bha]BH2200 47

40
42

[Tma]TM0492 49
[Aae]aq992 50

[Tpa]TP0632 53

[Bbu]BB0005 55
[Cpn]CPn0802 57
[Ctr]CT585 58

[Dra]DR1093 60

[SpylSPy2207 62
[Lia]L0358 63

Bbu

XX

=
<
L

2947

Bha

Vch

Puc. 6. [lepeso KOI'a COGO0180 tpuntocannn-tPHK-cunTerassl (@) 1 pparMeHT ero BioxeHus (0) B iepeBo BuoB. a — O60-

3HAYEHNUs, KaK Ha puc. 5a; 6 — 0603HaYeHNs, KaK Ha puc. 56.
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38 morepn: 1(1'21"); 2(59"); 3(76"); 4(33"); 5(53"); 10(46');
11(43"); 13(43"); 16(43™); 20(36'); 22(56"); 23(54"); 24(54");
25(36"53"); 28(36",53"); 29(76"); 34(29"); 35(26");
36(59"); 38(75"); 39(52"); 40(75"); 41(501,75™); 57(21",23");
60(6); 61(16); 64(2); 65(2"); 66(2™); 73(1"); 76(1");
77(21™); 78(23");

ABa TOPH30HTAIGHBIX MIEPEHOCA € COXPaHeHneM rexa 15
u3 TpyObl 67 B TpyOy 60; reHa 17 uz Tpy6s1 60 B TpyOy 73;

OJMH TOPU3OHTAJILHBIN NEPEHOC (€3 COXpaHeHusl TeHa
29 u3 TpyOBI 33 (MK B CIIy4ae Apyroro BHYTPEHHETO fie-
peBa 3TOT NEPEHOC MPOU3O0LIEN U3 CMEXKHOM TPyObI 34)
B TpyOy 11.

MBI BUAMM, YTO HOCTEHUI IEPEHOC COOTBETCTBYET
paHee pefcKa3aHHOMY niepeHocy reHa bul91. Hampo-
TWB, paHee MpeJiCKa3aHHbIN nepeHoc rena sl0245 we
MOATBEPKAAETCA: B paMKax HaCTOSIIed MOfenu 3a-
KJIIOYaeM, YTO 3TOT “HepeHOC’” SIBISIETCS CIEACTBAEM
TpeX ApeBHUX AyIUmKanuil (et Syn Ha puc. 56). B
[30] aTo mpepcka3aHuWe MMENIO CYILIECTBEHHO Oolee
crmabble MoKa3aTeNd 3HAYMMOCTH M B TOH paboTe He
OBLIO BO3MOKHOCTH CPaBHUTH MIEPEHOC CO CIIEICTBAEM
AYIUIAK QLA

INpennoskeHHbIi 3/1eCh aJITOPUTM TaK3Ke HaIIIeN J[Ba
HOBBIX TIOTEHIIMAIBHBIX IEPEHOCA C COXpPAaHEHUEM, KO-
TOpbIE MPOU3OILIN BHYTPU TPYIIILI apXeil. ITO mepe-
HOCc ofmero mpenka reHoB AF[364, SSO0743 wm
APE] 164 u3 o6miero npeaka BuoB Mja, Pho u Pab B 06-
it npenok BupoB Afu, Tac u Tvo, 3a KOTOpbIM (TIOCTIE
AYIUTUKALMA B TOY Xe TpyOe) MOCIefoBall HEPEHOC 00-
IEro Mpefka ABYX MOCIEIHNX TeHOB B 00U MpeioK
BUNIOB Sso u Ape.

Ha puc. 56 nokasas pparMeHT OCTPOEHHOTO BJIO-
>KEeHUs, OrpaHNYEHHbII MOIEPEBOM JiepeBa BHIOB C
KOpHEM B BepIMHE | W, COOTBETCTBEHHO, MOJJIEPEBOM
nepeBa KOI'a c kopHeM B BepimHe 24 (TeM caMbIM He
MoKa3aHbl 000COOJIEHHAs! TPyIIa apXeil ! ApeBHNUE BU-
mb1 Tma u Aae, monoskeHne KOTOPBIX U B iepeBe BUIOB
HE BIIOJIHE OJTHO3HA4yHO). BioxeHue nogjepesa gepesa
KOTr'a c xopHeM 59 B nofiiepeBo AepeBa BUIOB C KOP-
HeM 41 okaszanoch TOXKAECTBEHHBIM (T.€. 6€3 HETPUBH-
aJIbHBIX COOBITHII) M HE MOKAa3aHO (BJIOXKEHUE KOPHS
3TOro nofjepeBa nomeueHo 6yksout “17°). byksoii “d”
0003HaueHbI NYIUIMKAINA, €IWHCTBEHHBLIN TOPU30H-
TaJIbHBIA EpeHOC yKa3aH cTpeiKoi u 6yksoii “t”. Ilo-
TepH reHa OTMEYEHBbI KPECTHKAM.

3pech IMEIOTCA JIBa BHYTPEHHUX iepeBa G’ ¢ OfHUM
M TEM K€ MUHAMAJILHLIM 3HAUEHUEM IICHbI BJIOKEHUSI,
pa3IMyaroluxcs TeM, U3 Kakoi Tpyobl, Tpa mnu Bbu,
MIPOU30IIIe]T YKa3aHHBIHN MepeHoc (Ha puc. 56 mokasaH
BapuasT ¢ Tpa).

2) COGO0180 (tpuntodpanmn-TPHK-cuaTeTa32). [le-
peBo KOI'a n306pazkeHo Ha puc. 6a. ATrOpuT™, IpUBe-
AeHHBIN B [3, 15], yka3as Ha BO3MOKHBIN TOPU30HTATb-
HBII TepeHoc Mesky npenkamu { Bha, Bsu, Sau} n { Vch,
Eco, Buc, Hin, Pmu}. Hamr anroput™m nipefickasas, 4to B
apomonuu ganaoro KOI'a 6p110:
10 aymmakammia:  0(0,1);  1(3);
57(64,65,67,78); 59(71);

8(17); 28(52);
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46 norepn: 1(64"); 2(45"); 3(52'); 8(44'); 11(22"); 12(18");
13(18"); 16(18™); 20(40); 26(32); 27(39); 28(38";
29(53"); 33(55"; 34(53"); 37(46',60"; 38(7"); 42(47,61";
48(61"); 51(47"); 52(47™); 53(47™); 56(51); 57(48;
59(66',68',82");  60(79"); 61(77); 64(72"); 65(72");
66(71',79"); 67(68"); 68(66"); 71(82"); 72(66",82");
73(66™,68™,79™); 74(81"); 75(70"); 76(64");

ABAa TOPU30HTAIBHBIX IEPEHOCA € COXPAHEHHEM T'eHa
17 u3 Tpy6n! 48 B TpyOy 8 u reHa 32 u3 TpyOn! 42 B
TpyOy 25; n

[Ba TOPU30HTAIILHBIX MEPEeHoca 0e3 COXpaHeHus re-
Ha 8 u3 Tpy6s1 40 B TpyOy 20 u rena 15 u3 tpyOsI 53
B TpyOy 38.

Yro6bl YTOYHUTH NONMYYEHHBIH CIEHApUH U 6bi-
ABUMDb HAUOO.1ee HAOEHCHBIE NEPEHOCHL, Mbl Y8eAUHUN
eecnepenoca Ha 1, T.e. Bec IepeHoca ¢ COXpaHEHHEM I10-
JIO>KWJIM paBHBIM 12, a oTcrofia Bec nepeHoca 6e3 coxpa-
HeHwus1 — 14. Y nonmy4dnnu cregyromuii MogudupoBaH-
HBI CLICHApUIA:

13 pymmakammia: 0(0,1); 1(3,4,5,13); 8(17); 28(52);
57(64,65,67,78); 59(71);

60 morepsn: 1(64"); 2(14'45"; 3(52'); 4(32"; 5(8"); 8(44");
11(22"; 12(18"); 13(18"); 16(18™); 20(40"); 25(8"); 26(32");
27(39"; 28(8",32",38"); 29(53"); 33(55"); 34(53"); 35(38");
36(33"); 37(46',60); 38(7); 39(15"); 40(7",15"); 41(7™);
42(16' A7,61"); 47(33"); 48(61"); S1(47"); 52(47™);
53(47™); 56(51'); 57(48"); 59(66',68',82"); 60(79"); 61(77";
64(72"; 65(72"); 66(71'79"); 67(68"); 68(66"); 71(82");
72(66",82"); 73(66™,68",79"); 74(81"); 75(70"); 76(64");
U O[IMH TOPU30HTAIIGHBIN EPEHOC 0€e3 COXPaHeHus reHa
17 3 Tpy6sI 53 B TpyOY 8 (MM 71 APYrOro BHYTPEHHE-
IO JIepeBa 3TOT MEPEHOC MIPOU30LIEI U3 CMEXKHOMI TPY-
65b148). ITOT MEpEHOC COOTBETCTBYET IEPBOMY IIEPEHO-
Cy U3 IpepbIylero cueHapus (Tpyosl 48 u 53 cMex-
HbIC) U COXpAaHAEMCcAa npu OaabHeliwem y8eaudeHuu
Beca IepeHoca ¢ COXpaHeHHeM BIUIOTH 10 3Ha4YeHus 18
(Torpga 6e3 coxpanenus ao 20) BkiarounTeasHO. IMeHHO
9TOT TPEAKOBBI IEPEHOC COOTBETCTBYET IEPEHOCY
Mexny npeakamu {Bha, Bsu, Sau} u {Vch, Eco, Buc,
Hin, Pmu}, naiinennomy B [15].

Ha puc. 66 nokaszan ¢pparMeHT BTOPOrO U3 3TUX
BHYTPEHHHX JlepeBbeB (03 TpyIIbl apXell U BHUIOB
Tma n Aae). O603HaUEHNS TaKKe Ke, KaK ¥ Ha puC. 50.

3neck nMeroTcs fBa iepesa G’ ¢ OTHAM U TEM K& MHU-
HUMAJIbHBIM 3HAYEHHEM LIEHbI BJIOSKEHHST: B OJHOM CITy-
yae (Kak MoKa3aHo Ha puc. 66) mepeHoc 6€3 COXpaHEeHUS
MIPOUCXOANT U3 TPYObI 53; B IpyroM ciry4yae B TpyOe 53
cpasy mocie BH00Opa30BaHMs IPOMCXOAUT MOTEpPs, a
NEPEHOC C COXPAHEHUEM MPOUCXONIUT M3 CMEXKHOM TPY-
Ob1 48.

3AKJIIOYEHME

JTo cux nop cBsi3b iepeBa reHoB G | IepeBa BUJO0B S
OCYILIECTBIISIIACH BIIOKEHUEM (O IEPBOTO U3 HUX BO BTO-
poe. DT BIOXeHre NPUBA3bIBaeT BePIIUHBI B G (COOBI-
TSI C TeHAMM) K BepIIMHaM B S (COOBITHSIM C BUfiaMu). B
pe3yabTaTe cOObITHS MYTUTMKAIMN U PonycKa (a Koc-
Ne 5
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BEHHO, ¥ TIOTEpH) I'eHa MPUBS3bIBAIOTCS K COOBITHIM
BupooOpasoBanusi. OHAKO SICHO, UTO B IpoLiecce pas-
BUTHSI BUJOB C T€HAMH IPOUCXONAT U MHOTHE Apyrue
BaxkHbIEe cOObITHSA. B 3T0 paGoTe MbI Ipefiaraem Mo-
eJb, KOTOpask NPUBSI3bIBACT AYIUIMKAIUKA ¥ NMOTEPH K
MOMEHTaM BUI000pa30BaHms 60see SBHBIM 00pa3oM, a
[JIaBHOE, MPUBSI3bIBAET TOPU30HTAIIbHBIE NIEPEHOCHI K
BUI000pa30BaHNIO. Takas MpuBsi3Ka NpH JaHHBIX G U S
OCyIIecTBIsIeTcsl BHyTpeHHUM fiepeBoM G'. Ero pomb
COCTOUT B TOM, YTOOBI OIpefieIEHHBIM 00pa30oM pacIio-
710xuTh G “BHYTpH” S: IpefcTaBuM cede pedpa fepeBa
S xak nosble Tpyobl, Toraa G’ B MPSIMOM CMBICIIE PacIIo-
naraet G BHyTpH S. [Ipu 3TOM NOSBISIOTCS BO3MOXKHO-
CTU JIeTAIU3UPOBATh COOBITHSI, HAPUMED, pa3Indyarh
COOBITHSI TOPU3OHTAILHOI'O [IEpeHOca IeHa C CoXpaHe-
HHEM KOINHU B UICTOYHMKE U O3 ee COXpaHEHUs..

TecTrpoBaHue U 0OCY>KAEHUE, KOTOPOE MPUBEAEHO
B paspene “Pe3ynbTaThl TECTUPOBAHUS ...” ", TOKA3bIBa-
€T, YTO NpEeJCcKa3aHUsl FOPU3OHTAIBHBIX IIEPEHOCOB,
MOJTyYEHHbIE Ha OCHOBE 3TON MOJIEJH, HE PACXOMSITCS C
MIpeCcKa3aHusIMUA B IPYTHUX paboTax, KOTOpbIE Xapak-
TEpU3YIOTCS B HUX KaK HaJIeXXHbIE. B ciryyae HECKOIb-
KUX MEHee HaJeXXHbIX IpeACcKa3aHWil, CeJaHHbIX B
Apyrux paboTax, Hallla MOJENb 3aMEHSET TOPU30H-
TaJIbHBIE NIEPEHOCHI HA HECKOJIBKO PEBHUX NYIUIAKA-
nuii. Takum o6pa3oM, MO KpaiHel Mepe, BOZHUKACT
BO3MOXKHOCTb B paMKax TOYHO C(HOpMYIMPOBAHHOU
MofieNn ‘‘pa3MEHMBATh’ TOPU3OHTANBHbIE MEPEHOCHI
Ha OIpPEAEIEHHOE YUCIO AYMJIMKAIWii; BO3MOXKHOCTD
TOBOPHUTb, YTO COOBITHE MPOUCXOJUT BHYTPU TPYOBI
WM Ha €€ KOHIE U T.[. MBI IIpeAIonaracM pacllupyThb
MOJIeb, AaHAJIOTHYHBIM 00pa30M BKIIFOUYMB B HEE U JIpY-
rre cOOBITHSI MOJIEKYJISIPHOTO YPOBHS, IPOUCXOMSIINE
C COOTBETCTBYIOIIMMHM HYKJICOTHIHBIMH IOCIENOBA-
TEJIbHOCTSIMHU.

ABTopsI r1y60Ko Onarofapusl B.B. Anemmny 3a
LIEHHOE OOCYKEHUE 3TON PabOThI.
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