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B cBoe BpeMs1 6a30BbIe IIPUHIIUITEI CEJIEKIIMOHM3MAa ObUIN ITIePEHECEHBI B YIIPOIIIEHHOM (hopMe 13 TeHETUKU
MOTYJISILIMI B 06JIaCTh 3BOJIFOLIMOHHBIX BBIUMCIICHU C 1IeJIbIO PeIlIeHUs] MTPUKJIAIHBIX 3a/1a4 ONITUMU3ALIN Y
U amanTanuu. 3a MoYTH TTOJIyBEKOBOE Pa3BUTHE 3TOM 001aCTH KOMITBIOTEPHBIX HAYK HAKOIJIEH 3HAYMTEb-
HBII MPaKTUYECKUl OIMBIT W TMOJIydYeHbl MHTEPECHBIE TEOpeTUUEeCKrEe pe3ysibTaTbl. OJTHUM 13 OCHOBHBIX
CBOICTB OMOJIOTUYECKUX CUCTEM SIBJISIETCS MOAYJIbHOCTD, TIPOSIBIISIIONIASICS HA BCEX YPOBHSX UX OpraHM3a-
LIMM, HAYMHASI C MOJIEKY/ISIPHO-T€HETUYECKOT0, 3aKaHYMBasl LIeJIbIMA OpraHM3MaMM 1 UX COOOIIIeCTBaAMU.
B HacrostiiemM 0630pe CONOCTaBISIOTCS SIBICHUSI M 3aKOHOMEPHOCTH,, CBSI3aHHBIE C MOMYJIBHOCTBIO B TeHEe-
TUKE U DBOJIIOLIMOHHBIX BbIYUCIEHUSIX. C TOYKM 3peHUST MOIYJIbHOCTU TIPOBOIMTCS aHAJIU3 CXOICTBA U
pa3IM4us pe3yJbTaTOB, MOJyYEHHBIX B 3TUX 00JIaCTSIX NCCIEIOBAHMI, 0OCYKIAIOTCS BO3MOXKHOCTH OOMe-
Ha 3HAHUSIMU MEXIy HUMU.
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BBEAJEHHWE

OpHuM 13 GaKTOPOB, ITOBHIIIAIOIINX BEPOSITHOCTD
OJaroNpMATHBIX PEKOMOWHAIIMM W yCTOWYMBOCTH
MPUCTIOCOOJIEHHOCTU K JIOKAJbHBIM M3MEHEHUSIM B
TEHOTHIIE, sIBIIsIeTCss MmonyiabHocTh (PatHep, 1992;
Livnat et al., 2008; Schlosser, Wagner, 2004). B 6uo-
JIOTUYECKOM JIMTepaType MOIYJM TMMOHUMAIOTCS KakK
MOICUCTEMbI, XapaKTEepU3YIOIIMECS BBICOKOI CTere-
HBIO MHTETPaLMi BO BHYTPEHHMX CBSI3SIX Y 3HAUUTEb-
HOIM aBTOHOMHOCTBIO B CBsI3sIX BHeIIHUX (Schlosser,
Wagner, 2004). BoigeasioTcss TpA aclieKTa MOMYJIb-
HOCTHU: MOIYJIBbHOCTb Pa3BUTUSI, MOP(OJIOTHYeCcKasi
MOAYJBHOCTh W 3BOJIIOLIMOHHAsT MoayibHOCTh (Cal-
lebaut, 2005). Heckonabko HedoOpMaabHO MOIYJb
Pa3sBUTUSI MOXKET OIIPENEIAThCS KaK IIOACHCTeMA,
MPOSIBJISIONIAsl HEKOTOPOEe OTHOCUTEJIbHO aBTOHOM-
Hoe noBeneHue (von Dassow, Munro, 1999). Kak ot-
MedeHo B (Muller, Wagner, 1996), mo mepe paciumpe-
HUS TO3HAHUI O MOJIEKYJISIDHBIX MEXaHU3MaX pa3Bu-
TS Y CaMbIX pa3HBIX OPraHM3MOB CTAHOBSITCS
M3BECTHBI BCE HOBBIC 3BOJIIOLIMOHHO-KOHCEPBAaTUBHBIE
MexaHU3Mbl. HekoTopbie U3 3TUX TIPUMEPOB MOKAa3bI-
BalOT, YTO KOHCEPBAaTHUBHBLIC MOJICKYJISIDHBIE MeXa-
HU3MBI MOTYT HCIIOJIb30BaThCS B PaIUKaIbHO pa3-

HBIX KOHTEKCTaX pa3BUTHS, YTO TTO3BOJISET MPEaITO-
JIOXXUTb, YTO MEXaHM3M Pa3BUTUSI COCTOUT U3
MOIYJIBbHBIX €IWHUII, I10-pasHOMY KOMOWHHMPYIO-
IIUXCS MEXITY COOOM B MPOIIECCe DBOJIOIINU.

Ha MmopdonornueckoM ypoBHEe MOIYJIHLHOCTh Xa-
pakTepu3yeT CTPYKTYpYy M (YHKLMIO KOHKPETHBIX
YyacTeil WM SJIEMEHTOB OPTaHM3MOB, TAKUX KaK Mepe/-
HSISI KOHEYHOCTb MJICKOMUTAIOIINX WA MOIYJIbHbBIC
CTPYKTYPBI CKEJIETOB >KUBOTHBIX. OIHAKO, MOCKOJIBbKY
MOP(dOIOTUYECKNE MOJIEIM OPraHU3ali BO3HHUKA-
IOT B OHTOreHe3e, Mopdosornyeckass MOIyJIbHOCTh
MOXET pacCMaTpUBAThCS TaKXKe KaK acIeKT MOIYJIb-
Hoctu pa3purus (Eble, 2005). DBomoLMOHHBIIT MO-
JIyJTb MOKET OBITH OITpe/ieJIeH Ha SI3bIKE OTOOpaKeHUIA
reHoturi—geHoTun (genotype—phenotype mapping)
KaK Habop (peHOTUMMYIECKUX TTPU3HAKOB, BHICOKOWMH-
TeTPUPOBAHHBIX  (peHOTUIIMYSCKUMU 3 PeKTaMu
OIpeaeIsIIOIINX X TCHOB U OTHOCUTEIBbHO U30JIUPO-
BaHHBIX OT APYIUX MOAOOHBIX MHOXECTB MPU3HAKOB
3a CYET HEe3HAYNTEIILHOCTH IJICHOTPOITHBIX 3P deK-
toB (Wagner, Altenberg, 1996).

MMeHHO »BOJIIOLIMOHHBIN acMeKT MOMYJbHOCTHU
HAXOJUTCS B LIEHTPE BHUMAHUS B HACTOSIIIEH CTaThe.
C 5Toif TOYKM 3peHUS TPOBOIUTCS aHAINU3 CXOACTBA
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Puc. 1. IToctpoeHue napsl TOTOMKOB B I'A B mpoliecce
IMOCTPOCHUSI OYEPETHOM OIS,

U pa3Ingus pe3yIbTaToOB, MOIYYEHHBIX B TEHETUKE U
SBOJIIOLIMOHHBIX BBIYUCIICHUSIX C LICJbIO BBISBIICHUS
BO3MOXKHOCTEM 0OMeHa 3HAHUSIMU MEXIY STUMU 00-
JIACTSIMM, B KaXXIOW M3 KOTOPHIX HAKOIUIEH 3HAYM-
TEJBbHBII 00beM 3HAHUI M MOAXOM0B K ITOHUMaHUIO
SBOJIIOLIMOHHON MOIYJIbHOCTU. bonee meTanbHBIE
0030pHBI TT0 MOAYJIBHOCTH B OMOJIOTUM MOTYT OBIThH
HaiigeHbl, Harpumep, B (Schlosser, Wagner, 2004;
Callebaut, 2005; Lorenz et al., 2011; Bornberg-Bauer,
Alba, 2013).

930/11014110HHbl€ aneopummaol

DBOJIIOLIMOHHbBIE AJITOPUTMBL (DA), K YMCITy KOTO-
PBIX OTHOCSITCS TeHeTUu4Yeckue aaroputMsl (I'A), 3Bo-
JIIOLIMOHHEIE CTPATeTuy, aJiTOPUTMbBI TEHETUYECKOTO
nporpammvupoBanus (I'Tl) u np., 6epyT Havaao ¢ MO-
Horpadum JI. @orenst, A. Oysrca u M. Yomma 1966
roga (Porens u ap., 1969), a Takke MoHorpadwmit
(UBaxnenko, 1971; Holland, 1975), rne ObL10 mpen-
JIOXKEHO MOJIEeIMpOBaTh IMPOolecC OUOJOTMYECKOM
SBOJIIOLIMN C LIEJIbIO PEellleHUs 3a1ady ajanTallvi, ar-
MPOKCUMMALIM M CO3JaHUSI CUCTEM MCKYCCTBEHHOIO
WHTEJUIEKTa. XapaKTepHOU OCOOEHHOCThIO DA SIBJISI-
eTCsI UMUTALUSI Ipollecca SBOJIOLIMOHHON agamnTa-
LMY OUOJIOTUYECKOU MOMYJISILIMU K YCIIOBUSIM OKpPY-
Kalolle cpenbl, TpU 3TOM OCOOU COOTBETCTBYIOT
IIPOOHBIM TOYKAaM B IIPOCTPAHCTBE PEIICHUI 3a1a4u
ONTUMM3alLNU (Ha3bIBaeMbIM (DEHOTHIIAMU), a TIPU-
CIOCOOJICHHOCTh 0COo0eit orpenessieTcsl 3HaYeHUSIMU

LeJIEBOIT (PYHKLIMM 33124y ONITUMU3ALIMK !, HA3bIBaE-
Mol manee YHKIUEH IIpucriocodaeHHocTu. I1poo-
Hble pEUICHUS B TIOIMYISIIUN DA KOAUPYIOTCS Kak
MOCJIeA0BaTeILHOCTA CUMBOJIOB HEKOTOPOTo aja-
BUTa, Ha3biBaeMble TeHoTuITamMu (B I'T1 reHOTMIIAMI
SIBJISTIOTCSI TEOPETUKO-TpachOBbIEC NEPEBHST, BEPIITMHBI
KOTOPBIX IOMEUYEHbI CUMBOJIAMU).

ITpuHIUITBI HACTENCTBEHHOCTU, UBMEHUMBOCTHU U
0TOOpAa B SBOIIOIIMOHHEIX aJITOPUTMAX PEeaTM3YIOTCS
MPY TIOCTPOEHUN HOBBIX PEIIEHUN-TIOTOMKOB ITO-
CPeICTBOM PaHIOMU3UPOBAHHBIX TIpoleayp (onepa-

! IMon ueneBoit dyHKIMEr B MaTeMaTUYECKON ONMTUMU3ALIMU
noHUMaeTcsl (PyHKUMS C BEIIECTBEHHbIMU 3HAYEHUSIMU, OTpe-
neJieHHas HAa MHOXXECTBE pellieHn i 3amauyn ontuMusannu. [1o-
CIIEHSST 3aKJII0YAeTCsl B OTBICKAHUU DEIIeHUs, HA KOTOPOM
MIOCTUTAETCS MAaKCUMYM WJIM MUHUMYM 1IeJIEBOM (DYHKIIUW.
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TOPOB), MOIMG(DUIMPYIOIINX IIOJIyYEeHHBIE paHee
MMPOOHBIE pelIeHUs] MOA00HO MpoleccaM MyTalluu 1
KpoccuHroBepa (peKOMOMHALIMN) B XKUBOM IPUPOZE.
Yem Oorplliee 3HaYeHNE (QYHKIIAM TTPUCIIOCOOICH-
HOCTU UMEET 0COo0b, TeM OOJbIlle IS HEee BEepOsIT-
HOCTb OBITh BBIOPAaHHOM B Ka4eCTBE POIUTEIIHLCKOTO
pemenusi. Hampumep, (U,A)-ceiekiivsi, OOUH U3
Haunbosee IIPOCTHIX OIIEPaTOPOB CEIEeKLIUU B DA,
aHaJIOTMYEeH MacCOBOMY OTOOPY B pacTCHUEBOICTBE
1 XUBOTHOBOJCTBE: U3 MOMYJISLIMNA YUCIEHHOCTBIO A
OTOMPpAIOTC [L 0cO0€eii ¢ HAMOOIBILIMMU 3HAYEHUSIMU
(GYHKIIMM TIPUCITOCOOIEHHOCT U POAUTEIIBCKHE Te-
HOTHIIBI paBHOBEPOSITHO BHIOMPAIOTCS M3 HUX IS
CKpelIMBaHUs U ToaydyeHus ToroMcTtBa. Ilpu nmeii-
CTBMH JIPYTOTO IIMPOKO U3BECTHOIO OIlepaTopa IIpo-
MOPLMOHAIBHON CEJIeKIIMH BEPOSITHOCTH OTOOpa
0Cco0U IPOITOPLIMOHATbHA 3HAYEHUIO (DYHKIIUU TIPU-
CITOCOOJIGHHOCTH OT 3TOM 0cobu. CpaBHEHUE ITOHSI-
TUI IPUCIIOCOOJIEHHOCTH B TEHETUKE ITOITYJISIIINI U B
I'A, vcnonp3yIoNIuX orepaTop IPONOPINOHATbHON
ceJiekumu, mpoBoautcs B (Paixao et al., 2015).

Ha xaxnoit urepaliuy TeHETUYSCKOTO aJIrTOpUTMa
(Holland, 1975; Goldberg, 1989; Vose, 1999) ¢ momo-
IIbIO0 PAHIOMU3UPOBAHHBIX OIEPATOPOB MIPOITOPLIVI-
OHAJIbHOM CeJIeKLIMKU, MyTalluM W PEeKOMOWHAIIUU
CTpouTCs HOBasl momysiuusi. OrepaTopbl MyTalluu U
PEKOMOMHALIMKA B YIPOIIEHHOM BUIE MOACIUPYIOT
MPOLECCHl MyTallMM C 3aMEHOI HYKJICOTUAOB U O~
HOYHOI0 MEMOTUYECKOIrOo KPOCCUHTOBepa. YucleH-
HOCTB TTOMYJISILY (DPUKCUPOBAaHA OT Havyaja paGoThl
ajiropuTMa 10 KoHua. Puc. 1 miumioctpupyeT rmocTpo-
€HHe Taphl IOTOMKOB B ITpoLiecce TeHepalluy ITomy-
msumu P(¢ + 1) Ha ocHOBe TeKyleil nonyisaauu P(7).
O0o03HaYeHUs oTlepaToOpoB: S — cenekius, R — kpoc-
cuHroBep, M — wmytanug. HavanbHast momyisiust
P(1) crpoutcst cnydaitHeIM oOpa3zoM. IlompoOHoe
OIMMCcaHUe KJIACCUYECKOTO IeHETUYECKOro aJrOpuUT-
Ma (Goldberg, 1989) npuBoAUTCS B MPUJIOKEHUU.

BBuay mpocToThl amanTaliy BBIYUCIUTEIIBHBIX
cxeM DA, 3TU METOIbl AKTUBHO IIPUMEHSIIOTCS IS
pelieHus 3adady ONTUMMU3allMM, BO3HUKAMOIIMX B
yIpaBieHUU, IUIAHUPOBAaHUU, TPOSKTUPOBAHUU,
pacno3HaBaHMU 00pa30B M JIPYIMX O0JACTSIX. DBO-
JIIOLIMOHHEBIE aJITOPUTMEI, 1 '’A B 4aCTHOCTH, UMEIOT
MHOTOYHMCJIEHHBIE BapUAHThI, pa3inyaronimecs KOH-
KpPETHOM peaim3alneil orepaTopoB CeIeKIINN, KPOC-
cuHroBepa u mytauuu (De Jong, 2006). B Teopun
DA, Kak nmpaBuio, pacCMaTPUBAIOTCS BOIIPOCHI TPY-
JIOEMKOCTH OTBICKAHMSI HAWJIYYIIeTO0 BO3MOXHOIO
TeHOTHUIIa B TIpoliecce padbOTBl HEKOTOporo DA Ha
BBIOpaHHOM Kiacce 3a1a4. I1pu aToMm B epBylo oue-
peIb MHTEPECYIOTCSI CPEIHNM YK CJIOM IIPOOHBIX pellIe-
HUI1 10 TIEPBOTO IOJIy4YeHHUsI OIITUMAIbHOIO T€HOTHUIIA,
B 3aBUCUMOCTHU OT pa3MepHocTHU 3amauyu (Neumann,
Witt, 2010). HMccaemyeMble KiacChl 3agad MOTYT CO-
JiepXaTh IPUMEPHI CKOJIb YTOTHO OOJIBIIOI pa3Mep-
HOCTH, KaK 3TO IIPUHSITO B TEOPUU BEIYUCIUTEIIHLHOM
ciioxHoctu (I'spu, HxoHcoH, 1982). Jlna aHammsa
BPEMEHU IIEPBOI0 JOCTUKEHMSI ONTUMAJIbHOTO T€HO-
ToMm 139
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TUIA, KaK MPaBWJIO, UCHOJb3YIOTCSI TaKU€ METOIbI
TEOPUU BEPOSITHOCTEM, KaK 1lenu MapkoBa, MapTHUH-
rajibl, cjiydaifHble IIPOLIECChl CO CHOCOM, CTOXaCTHU-
YeCcKOe JOMUHUPOBAHUE U .

ITocTaHoBKa BOIPOCOB M METOIBI MCCIICIOBAHMS
B Teopuu DA 1 B NOMYJISLIMOHHON Te€HETUKE Cyllle-
CTBEHHO pa3jinyaiorcsi. B yacTHOCTH, B OTHOILLICHUN
OMOJIOrMYECKOI 3BOJIIOLINHN, KAK IIPAaBUJIO, HE TaK BaX-
HO IOCTVDKEHME OIITUMYMa IPUCITIOCOOJIEHHOCTH, BaXK-
Hee IIOJIyYeHME TOCTAaTOYHO IPUCIIOCOOJIEHHBIX Te-
HOTHIIOB, YCTOMYMUBBIX K BO3MOXKXHBIM M3MEHEHUSIM
OoKpyKarollei cpenbl. Tem He MeHee, MPOoLEeCcChl, UC-
cliemyeMble B 00erx 00J1aCTsIX, UMEIOT MHOI'O OOILETO.
B wacTHOCTH, 3TH IpOLIECCHI MTOAYNHSIOTCS IPUHIIN-
maM HacJeACTBEHHOCTH, U3MEHUYMBOCTU U OTOOpa,
COOTBETCTBYIOIIUM HAPBUHOBCKOI TeOpUHU (CEIeK-
muoHm3M). Ha ocHOBe OOIIHOCTM MCCIeayeMBbIX
npolieccoB aBropamu (Paixao et al., 2015) nmpenioxke-
Ha 0o0111as1 cxeMa (h)OpMaIbHOTO OIMCaHUS ITUPOKOTO
KJIacca 3BOJIIOLMOHHBIX IPOLECCOB, MO3BOJISIONIAS
COIIOCTaBJISITh aHAJIOTMYHbIE MEXIY COO0I MOIEIN B
MOIYJISILUOHHON T€HETHUKE W 3BOJIIOLIMOHHBIX BbI-
YUCJIEHUSIX U Talolasi OCHOBaHME IJIsl IIepeHoca pe-
3yJIbTAaTOB MEXIY 3TUMU 00JIaCTSIMMU.

Tenemuueckue aneopummbol
8 BbIMUCAUMENbHOU OU0A02UU

XoTs pa3paboTKu DA ObUIYA BIOXHOBJICHBI UASSIMU
JIApBUHOBCKO 3BOJIIOLIMU (B CaMbIX X OOIIUX Yep-
TaX, TaK YTO MOKHO TOBOPUTH 00 MIesIX 0000IIIEHHOTO
cejexuuoHusMa; cpaBHu (Dawkins, 1983)), cxoactBa
¥ pa3InuMs KOMIIBIOTEPHOM M OMOJIOTMYECKOM 3BO-
Mo TpeOyloT obcyxneHus. 1o COBOKYITHOCTH
KOHLICNLUIA M HapabOTOK 00JacTh MCCJIedOBaHUM
DA pe3oHHEeEe BCETO COMOCTABIISITh C TEOPHUEN U ITpaK-
TUKOI SBOJIOLMU OMOJOTMYECKMX MaKPOMOJEKY
(IHK, PHK u 6enka). OcobeHHO WJLTIOCTPAaTUBHBI
IIpUMephl HallpaBJIeHHO# (MCKYCCTBEHHOIM) 3BOJIIO-
oy Hebonmpmx mo annHe Monekyn JHK, PHK n
MOJUTMENTUAOB B 9KCIIEPUMEHTAIBHBIX TTOAX0AaX TUIIA
SELEX (Gopinath, 2007; Chai et al., 2011), xkak ni-
JIIOCTpUpyeTCs Ha puc. 2. 31ech, Kak 1 B 'A, B Hauase
9KCIIEpMMEHTa CcOo37aeTcsl CiaydyailHass TIOMyJIsILus
“ocobeit” (0000IIeHNE TIOHSTHS OCOOM CYILIECTBEHHO
IS 000OIIEHHOTO CceleKIIMoHn3Ma). B paccmarpu-
BaeMbIX 9KCIEPUMEHTAIBHBIX MOAXOAAX MOMYJSILIuei
SIBJISIETCSI MHOXKECTBO OMOMOJIEKYJ 3aJaHHOI JUIMHEI,
pa3IMYaIoONINXCsI CBOMMU IIOCJIE€IOBATEIbHOCTIMU
MoHOoMepoB. C dopMaibHOII TOUKHU 3pEeHUsST TaKue
MOJIEKY/Ibl OIMCHIBaeMbl KaK IIOCJIEI0BATEIbHOCTU
oykB u3 4-6ykBeHHoro (JIHK, PHK) wiu 20-0yk-
BEHHOTO (MMOJIUIIETITUIBI) ajihaBUTA, TOTHAA KaK B T€O-
pun DA gale Bcero paccMaTpuBarOT OMHApHbBIE MO-
CJIEIOBATEIBHOCTH, HO 3TO HE SIBJISICTCS KPUTUIHBIM
OrpaHUYCHUEM.

Bce Mosekynbl-ocoOM HayaJlbHOW TOIYISLIUU
TTOABEPraloTcs Mpornenype (KOJTUIeCTBEHHOM) OIeH-
KW MX Ha OJIM30CTh TT0 XapaKTepUCTUKAM K MCKOMOM
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Monekyne (puc. 2). Harmpumep, nMeeT 11 oHa CIIO-
COOHOCTB Y3HaBaTh U CBSI3bIBATHCS C 3aJJaHHOM MoJIe-
KyJnoli-MulIeHbo (apPUHHOCTh) U KaKOBa CIICLIV-
(UYIHOCTb U CHJIa TAKOTO CBSI3BIBaHMS. MOJIEKYIIBI,
JIEMOHCTPUPYIOIIe HauOOJbIIYIO CTeleHb ahDUH-
HOCTH K MMUILIEHU, OTOMPAIOTCS IISI MPOIOJIKEHUS
skcnepuMeHTa. Mx magee ymMHOXaroT B yucie (cTa-
st “pa3sMHOXKEHMS’), UCITOJb3ysl TaKUE DKCIEpU-
MCHTAJIbHbIE MpOLEeAyPhl pPa3MHOXEHUsSI, KOTOpPEIC
JIealoT KONUM OTOOPaHHBIX MOJIEKYH C OIIpeaceH-
HBIM TIPOLIEHTOM OIIMOOK B BOCIIPOM3BEACHUU UX
MOCJIeIOBATEIBHOCTE. DTa CTaausl COOTBETCTBYET
mytanun B 'A. PekoMOMHaAIIMg MOJIEKYJI TOXKE BO3-
MOXHa B 3KCIIEpUMMEHTAaX 110 HaIlpaBJIEHHOI 3BOJIIO-
LM, XOTsI OHA TEXHUYECKN MHOTO CJIOXKHEE, YEM TO-
yeuynbie MyTaumu (Lutz, Benkovk, 2008; Stebel et al.,
2008). Jlanee, oOHOBIICHHAS MOITYJISILIMSI BHOBB ITOJIBEP-
raercss oToopy MoOJieKyn Ha ap(UHHOCTh K MMIICHM.
OToOpaHHBIE JIyYIIIe MOJIEKYIbl BHOBb YMHOXAIOT-
cs1 1 MyTupYyIoT. LIMKJI BBITIOTHSIETCS, TIOKa HE OyIeT
HaiiieHa MOJIeKyJjla TpeOyeMBbIX XapaKTepPUCTHUK.

Takum obpazoM, 3KCIIepUMEHTaIbHbIE OMOJIOTH -
yeckMe TeXxHuKU Takue, Kak SELEX, BMecTe ¢ gpyru-
MU IOAXOJaMM HaIIpaBICHHOM BOIIOLINY OMOMOJIe-
KyJl BIIOJIHE PE30HHO TPaKTOBaTh KaK 3KCIEPHUMEH-
TanbHBIe peamm3anuu DA. C Opyroifi CTOpPOHHI,
XOPOIIIO Pa3BUThIE COBPEMEHHbBIE IMTOAXOABI K aHAJIM -
3y DA MOTYT CIYXUTh METOAUYECKOl OCHOBOM HJIsI
pa3BUTUS TEOPUU U IIPAKTUKU MOICIMPOBAHMS O1O-
JIOTMYECKOM 3BoMIOLIMH. B ImocineaHue nBa mecsTuie-
THSI aKTUBHO pa3BUBajach Takasi CUCTEMHO-OMOJIO0-
rudeckasi o0JIacTh, KaK MOJIEIMPOBAHME SBOJIIOLNN
TeHOB U reHHbIX ceteit (CucremHasd ..., 2008, 1. 4,5;
Segal et al., 2003). biu3ka K Heit MO MIEOJOTUM U
moaxoaaM 00JIaCTh ABOJIIOLIMOHHOIO AM3aiiHa T€HOB
U TeHHBIX ceTeii (Jostins, Jaeger, 2010; Spirov, Hollo-
way, 2013). DTu 006J1acTH 3a4aCTyI0 OTHOCST K ITPUJIO-
XKeHUSIM DA K COBpeMEeHHBIM IpodjieMaM OMOJIOTUN
(Eremeev, Spirov, 2018). CreneHp yIpoILIEeHUS U
dopmanrzaluy opraHu3aly TeHOB U UX (PyHKIIU
3[eCh Upe3BhIYATHO BEICOKM. OTHAKO BBIBOJHI 13 pa-
0OT MO HBOJIOLIMU TEHHBIX PETrYISATOPHBIX CceTeit
(I'PC) in silico v 1o 3BOIOLIMOHHOMY AW3aliHy T€HOB
JIeIalOTCSI C OMOJIOTrMYECKUX U C 9BOIIOLIMOHHO-0MO-
JIOTUYECKMX TTO3ULINIA.

B paGorax, roe B paMKaxX UMUTALIMOHHBIX MOJE-
Jeii uzydaetcs apomonus I'PC ¢ 1ienbro udydeHus ux
3BOJIIOLIMY B paMKaX Ipo0JieMaTUKU 3BOJIOLIUOHHOM
6uonoruu (Spirov, Holloway, 2013, 2016; Payne et al.,
2014), nmpouenypbl peKOMOWHAIIMK, MyTallUld U Ce-
JICKLIMU, KaK IpaBUJIO, 3aUMCTBYIOTCS U3 I'A. D10 ne-
JIaeTCsl U3 TeX COOOpaXEHUIA, YTO IepedyrClIeHHbIe
npoueaypsl B I'A mipencTasisiioT co00ii JOCTaTOYHO
IIPOCThIe aOCTPaKIMU COOTBETCTBYIOIINX PeaIbHBIX
Guosiorndyeckux mnpoieccos. MMeHHO 3TUM 0060CHO-
BBIBaeTCs ucnoib3oBaHue I'A, a He IpyTruxX 3BpUCTH-
YeCKMX aJITOPUTMOB, U3BECTHBIX B 00J1aCTU JUCKPET-
Hoit ontuMmuzauuu. ['A mig MomenupoBaHus G1OJIO-
rngeckoii aBomonnu I'PC nmMmeror cBoro crieinduky.
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Puc. 2. CxeMa npolieccoB 3BoJonuu in vitro (Ha mpuMepe npouenyp SELEX) BecbMa cxogHa co cXeMOii TeHETUYEeCKUX aJiro-
PUTMOB B KOMITbIOTEPHBIX HayKax. CXOICTBO CTOJIb SIBHO, YTO HEKOTOPBIE aBTOPbI PACCMATPUBAIOT TAKUE IKCIIEPUMEHTAIb-
HbIe TMpOoLEAYPhl Kak peanu3aunio ['A B aKCriepuMeHTe, 1 Ha00OpOT, COOTBETCTBYIOIIME YMCIEHHbIE 3KCIIepUMEHTHI B ['A

MOXHO TpakToBaTh Kak SELEX in silico.

PasHbIMM aBTOpaMu s KOHKPETHBIX liejieid uccie-
noBaHu ['A paciuupsioTcs Tak, YTOOBI B JOCTATOYHO
abcTpakTHOI (popMe orrcaTh OTOOpakeHEe TEHOTHUTIA
B ¢enotui (Ciliberti et al., 2007), outoreHe3 (Clune
et al., 2012), IMIUIOMTHOCTb XPOMOCOMHOTO Habopa
(Shabash, Wiese, 2015), ¢deHoMeH smmucTa3a (San-
juan, Nebot, 2008; Draghi, Plotkin, 2013) u 1.1. He-
KOTOpPbI€ 13 3TUX paclIMpeHU UCONb3YIOTCI U B A
IUJISI pelIeHUsT 3324 ONTUMU3ALNY, YTO TPOUCXOIUT
3a4acTylo MapajlieJibHO U HE3aBUCHMMO OT peajiu3a-
UM pacCIIMPEHU B 9BOJIOLIMOHHO-OMOJIOTMYECKUX
monensix (Spirov, Holloway, 2016).

Boiee 00001116 HHO MOXHO CKa3aTh, UTO DA mpes-
CTaBJISIIOT CO0OII BechbMa YIIPOLIEHHBIE M BeChbMa
¢dopMaIM30BaHHBIE OTTMCAHUS HEKOTOPHIX (BO3MOXK-
HO KJIIOUEBHIX) IIPOIIECCOB M MEXaHMU3MOB OMOJIOTH -
yeckoil sBomonuu. KpUTUYHO TO, YTO CTEHEeHb
yIIpolIeHus 1 (popMaIn3allii BeCbMa BbICOKA U TIe-
PEeHOC 3aKJIIOYEHUI U BBIBOJIOB B 00JIACTSIX KOMIIbIO-
TepPHOI 5SBOMIOIUM Ha peaJbHYI0 OMOJOTrMYeCKYIO
SBOJIIOLIMIO TIPUXOOUTCS JeJIaTh C OCTOPOKHOCTBIO.
Oﬂ,HaKO 3HAYUTEJbHBIN OMbBIT KOJINYECTBEHHOI'O aHa-
JIn3a pa3HOOOpPa3HBIX MIPOLIECCOB Y MEXaHM3MOB 3BO-
JIIOIMOHHOTO ITorcKa B DA 0e3yCIIOBHO 3aCIyKIBaeT
MPUCTATLHOTO U3YYeHUST OMOIOTaMU-3BOJIIOIIMOHN -
CTaMM, OCOOEHHO B 00J1aCTH MOJIEKYJISIPHOU 01010~
TUYECKOI 5BOIIOLIN.

YCITEXY COBPEMEHHOM BUOJIOTUH

OBOJIIOLIMOHHAA MOAYJIBHOCTb

IIpu aHanu3e BOBHUKHOBEHUSI MHOIMX TAKCOHO-
MMYECKMX IPYIMIl OTMEYaeTCsl BaxKHasl dBOJIIOIMOH-
Hasl POJIb CaJbTAllMOHHBIX PeOpraHM3alnii TeHeTH-
yeckoro matepuaia (Antyxos, 2003; Carson, 1975).
Buronornyeckuii CMbICI 3TUX MEPECTPOEK COCTOUT B
TOM, YTO OHU CKAaYKOM IT€PEBOIST 3HAYUTEIHHYIO
4acThb T€HOB B MOHOMOP(HBIX JIOKYCaX B reTePO3H-
TOTHOE COCTOSIHYE, TEM CaMbIM, CO3/IaBasi KAYECTBEHHO
HOBBIE BO3MOXKHOCTH afanTalyu oy sy, OmHaKo
B CXEMe€ CaTbTallMOHHOTO BUI000pa30BaHMS IIPUCYT-
CTBYeT OTKpBbITas pobjieMa, CBA3aHHasi C TEM, YTO
KpYITHBIE OJIarOMPUSTHBIE MyTauuu (Hampumep,
MOJIHAsl MIepecTpoiika reHa, KOOUPYIOIIEr0o HEKOTO-
pbIii 0€JIOK) SIBJISIFOTCSI MAJIOBEPOSITHBIMU.

B pa6ote (PatHep, 1992) B pazButue ugeun (Ohno,
1970) nmpennoxkeH 6JI0YHO-MOIYIbHBII IPUHIIUI OpP-
TaHW3allMi W 3BOJIIOLIMU MOJIEKYJISIpPHO-TEHEeTUYe-
CKMX CHCTEM yIpaBJIeHUs, TalolIunii GoJiee IIpaBaoIo-
JIOOHBIE CIIEHApUK BO3HMKHOBEHUSI HOBBIX OEJIKOB M
apyrux omomMosekys. CorjacHO 3TOMYy IIPUHIIUILY,
spomonus reHoB, PHK, 6e1K0B, reHOMOB M MOJIEKY-
JIIPHBIX CUCTEM YIpaBJIeHMs Ha MX OCHOBE IIlJIa ITy-
TeM KOMOWHMpPOBaHUS OJIOKOB (MomyJeii), TpuyeM
MOMYJISIMM, U3 KOTOPBIX COCTABJISUIMCH BHOBb BO3HM-
Kalollre MOJIEKYIIPHO-TeHETUIECKUE CUCTEMBI, CITy-
KU yKe (PYHKIIMOHUMPYIOIIE MaKpOMOJEKYIsIp-
HbIe KOMITOHEHTHIL. [Ipu 3TOM myb6iampoBaHWe T€HOB
SIBJISIETCSI OCHOBHBIM MCTOYHMKOM 3BOJIOLIMOHHBIX
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WHHOBALIMM, MOCKOJIBKY ITO3BOJISET OMHON KOMUU
reHa MyTHUpPOBaTh U UCCJIENOBATh TeHETUYECKOE MPO-
CTPaHCTBO, B TO BPeMsI KaK Jpyrasi KOITUS ITPOIOJIKAET
BBITIOJTHSITH UCXOTHYIO (DYHKIIUIO.

Mopnenu mpoliecca 3BOJIOLUMN 3a4acTyl0 HESIBHO
MpeanoaaralT, YTO OJHA MyTalus 1151 AyOarupoBaH-
HOTO reHa MOXET JAaTh HOBOE CBOCTBO, yBeJIMUMBa-
folee MpUcnoco0JeHHOCTh reHoTtumna. OgHako He-
KOTOpbI€ O€JIKOBbIE CBOMCTBA, TaKue KakK Haauuue
IUCYJIbMUIHBIX CBSI3ei UJIU CATOB CBA3BIBAHUSI JIU-
raHza, TpeoyloT yyacTusl ABYX Uu 0ojiee aMUHOKMC-
JIOTHBIX OCTaTKOB, U JJIsI TMPUOOPETEHUS TaKUX
CBOICTB HEOOXOAMMO MYTUPOBAaTh HECKOJIBKO HYK-
JIEOTUIOB. DBOJIOLUST PETYAATOPHBIX U (DYHKIIMO-
HaJIbHBIX CeTeil (BKJIIOYasi CUTHAJIbHBIC ITyTH) 3a4a-
CTYIO TaKxKe TpeOyeT Oojiee OMHOU OJIaronmpusiTHON
MyTallMu, TIpUYeM OTHOBPEMEHHO B pa3HbIX T'eHaXx.
B pa6ote (Behe, Snoke, 2004) Monenupyercs mpo-
CTeHIINniT BApUAHT DBOJIOLMHN OEJIKOBBIX (DYHKLIUI B
IyOJIMPOBaHHBIX TeHaX. ABTOpbBI 3aKJIIOYAIOT, YTO,
XOTsI TeHHAas1 TYTUTMKAIMS ¥ TOYeUHAasl MyTallysi U MOTYT
ObITh 3((HEeKTUBHBIM MEXAaHU3ZMOM MWCCIEeIOBaAHUS
HEKOTOPOM “OKpPECTHOCTH’ B T€HETUYECKOM IIpO-
CTpaHCTBe (KOrJa JaXXe OMMHOYHbIE MyTallW TPUBOJIST
K YBEJIMYEHUIO MPUCIIOCOOJIEHHOCTH), TEM HE MEHee,
9TOT MPOCTOI MYTh SABISIETCS MPOOIEMATUUHBIM LIS
pa3BUTUS HOBBIX (PYHKIIMI, KOTIa TPeOYIOTCS MHO-
JKECTBEHHbIe MyTalluM. B cBs3u ¢ 3TuUM, TpebyeTrcs
paccMmaTpuBaTh 0oJjiee CJIOXHbIE MYTH, BO3MOXKHO,
CBSI3aHHBIE CO BCTaBKOM, JeJjieliieil, peKoOMOMHAalIEei
WIX APYTMMU MEXaHU3MaMU IepecTPOMKU 3BOJIIO-
LIMOHHBIX MOJYJIEiA.

ModyabHocme 6 buomonexkynax

B 6uomonexymnax (PHK, 6emok) momynm oObI9HO
Ha3bIBAIOT JoMeHaMu. JloMeH Oellka OIIpeneiIsTioT
KakK d3JIEMEHT TPEeTUYHOI CTPYKTypbl Oejika, Tpel-
CTaBJISIONINI cOO0IT TOCTATOYHO CTAOMILHYIO U He-
3aBUCUMYIO IOACTPYKTYPY, boaauHr (yKjiamka) Ko-
TOPOU MPOXOAUT HE3aBUCHUMO OT OCTAJIbHBIX YacTeid
oenka (Wetlaufer, 1973). CxonHbie 110 CTPYKType 110-
MEHBI BCTPEUYAIOTCS HE TOJBKO B POIACTBEHHBIX OeJi-
Kax, HO M B COBEpPIIEHHO pa3HbIX. B pa3Butue 3toit
KOHILIEIIIUM TOMEHBI OIPeIeIIIOT KaK KOMIIAaKTHEIE
(OTHOCUTEILHO aBTOHOMHBIE) €AUHULBI CTPYKTYPhI
U (pyHKIIMi, CIOCOOHBIE YKIANAbIBATHCS aBTOHOMHO.
MmMeroTcss ocHOBaHUS TPaKTOBAaTh JOMEHBI KaK e€Iu-
Huubl 3Bomonun (Bork, 1991; Richardson, 1981).
PasMepbl TOMEHOB 4Ype3BbIYAMTHO BapbUPYIOT, HO
cpenHuii oMeH umeeT nopsiaka 100 aMMHOKUCIIOT-
HBIX OCTaTKOB. YMCII0 U3BECTHBIX JOMEHOB COCTaB-
JIIET MHOTO ThICSY M TIPOJOJIKAeT pacTu (CpaBHU
(Neduva, Russell, 2005; Finn et al., 2016)).

Heckonbko J1oMeEHOB MOTYT (DOPMUPOBATH MYJIb-
TUAOMEHHBIN M (Y4acTO) MYJbTUMDYHKIMOHAIBHBIN
oesok (Chothia, 1992), moaTOMYy MOXXHO TOBOPUTH O Te-
HETUYeCKoM MoOwmwIbHOCTA HoMeHoB (Davidson et al.,
1993). B MyabTUIOMEHHOM O€JIKE JOMEHBI MOTYT BbI-
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MMOJIHSTH CBOM (DYHKIIMM aBTOHOMHO, a MOTYT (DyHK-
LIMOHUPOBATh B KOMILJIEKCE C OCTAJIbHBIMU JOMEHAMMU.
CoOTBEeTCTBEHHO, TOMEHbBI MYJIbTUIOMEHHOTO Oe/IKa
MOTYT CIYKWTh CTPYKTYPHBIMU OJIOKAMM OEIKOBBIX
KOMIUIEKCOB (KaK HallpuMep aKTOMUO3MHBI), a MO-
YT BBIIOJHATh CIIEHU(PUUECKUE KaTaIuTUIEeCKUe
¢GyHKIMM (3H3UMBI) WIX y3HABATh U CHEIU(PUISCKU
CBSI3bIBAThCs C OIPEACICHHBIMU MOCJeI0BaTEIbHO-
CTSIMM HYKJIEMHOBBIX KMCJIOT (TpaHCKPUIILIMOHHEIC
¢axTopsl). MHOTrME TOMEHBI MYyJIBTUAOMEHHBIX O€JI-
KOB 3YKapHOT SIBJISIOTCS HE3aBUCUMbIMU (OIHOIO-
MeHHBIMU) Oeakamu y npokapuot (Davidson et al.,
1993).

Taxk, HarpuMep, y NO3BOHOYHBIX UMeEETCs (ep-
MeHT GART (GARs-AIRs-GARt — trifunctional pu-
rine biosynthetic protein adenosine-3), cocrosiuii
n3 GAR-cunrerazsr (GARs), AIR-cuHTeTassl
(AIRs) u GAR-tpanchopmuiaszsl (GARt) (puc. 3).
Y HaceKOMBIX TaKOi MYJIbTUSH3MM BKJIIOYaeT HeE
TpU, a 4YeThipe goMeHa: moMeH AIRs myboimmpoBaH.
V npoxckeilt nomMmeH GARt gBisieTCsl OTOEAbHBIM 3H-
3UMOM, Toraa Kak rmapa GARs-AIRs yxe oobequHe-
Ha B OJMH MYJIbTUZH3UM. ¥ OaKTepHii XXe oXapaKTe-
pu3oBaHbl Tpu OTAeAbHBIX 3H3UMa GARSs, AIRs u
GARt (Henikoff et al., 1997). DBoaoLust B JaHHOM,
JIOCTaTOYHO TUINYIHOM [IJIsI MYJIbTU3H3UMOB CJIydae,
MpeacTaBUMa KaK MNPEeUMYIIECTBEHHO IOCea0Ba-
TeJbHOe (hOpMUPOBAHUE BCe 0OJIee CIOXKHBIX MYJIb-
TUSH3UMOB (OIM-, TPU- W TeTpa-dH3MMBbI) U3 M3HA-
YaJIbHO OTHOCUTEJIbHO MPOCTHIX S9H3MMOB ITPOKAPHOT.
I'eHeTMYeCcKUe MeXaHU3MbI, BOBJICYCHHEIE B (hOpPMU-
poBaHME MYJIBTHUIOMEHHBIX MPOTEMHOB, BKIIIOYAIOT
TaKue MacllITaOHble peopraHu3aluy FeHETUYECKOTO
MaTepuraja, KaKk MHBEPCHU, TpPaHCJIOKallUuu, Aelie-
U1, TYIUIMKAIUM, TOMOJOTMYHYI0 PEKOMOMHAIIIO
(Bork et al., 1992). Tak Kak TOMEHBI JOCTATOYHO “aB-
TOHOMHBI” B ()OPMHPOBAHUU CBOECH CTPYKTYphI U
BBITIOJTHEHUY CBOEi (byHKIIMM, C IIOMOIIbIO0 T€HHOM
WHXXEHEPUU MOXKHO “IIPUIIUTH” K OTHOMY U3 OEJIKOB
JIOMEH, TIpUHAaJIeKAaIlNii IpyroMy (co3gaBasi TAKUM
oOpa3zoM Oenok-xumepy). Takass xumepa IIpu yagade
OyaeT coBMelIaTh (YHKIIMU 000UX OCJIKOB.

Tak ke, KaK 4 JIsI TIPOTEMHOB, MOJYJIbHOCTh U
MoTuBbl B MakpoMonekynax PHK (1 JHK) mpusie-
KaloT BHMMaHWEe MHOTUX ucciienoBateseit. Ocobo
MOTYEPKMBAETCSI MHOTOYPOBHEBOCTb MOIYJILHOCTH
PHK (Grabow et al., 2013; Grabow, Jaeger, 2013).

M3BecTHBIE, YacTo BeTpevarouecs moayau PHK
oxapakTepM30BaHbI B MOJIEKY/ISIpHBIX neTajsax (Hen-
drix et al., 2005; Leontis et al., 2006; Masquida et al.,
2010; Grabow et al., 2013; Grabow, Jaeger, 2013). Cy-
IIECTBEHHO TO, YTO MPOCThIE MOAYJIU MOTYT BXOJIUTh
B cocTaB 0osiee citoxxHbIX JoMeHoB PHK (Hendrix et al.,
2005; Grabow et al., 2013). Tema mogyapHOocT PHK
MpuBJIeKaeT 0co00e BHUMAHME B CBSI3U C TUITOTE30i
“Mupa PHK” (Gilbert, 1986; Joyce, 2002). Cornac-
HO 3TOM TUIIOTE3€e, CIyYaiiHO ITOSIBUBIINECS B “IIep-
BUYHOM OynboHe” Hebombinme MmosieKynbl PHK ¢ pas-
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Puc. 3. GAR-cunretasbl, AIR-cunTerassr 1 GAR-Tpanchopmmiiasel B apommornu (1mo Henikoff et al., 1997, ¢ Mmomudukarsmm).

HBIMM KaTaIUTUYECKMMHU aKTUBHOCTSIMU JaJIe€ KOM-
OMHMPOBAIUCH C 00pa30BaHUEM COCTABHBIX MOJIEKYJI
OoJblIeit CITOXKHOCTU U OOJBIIUM CIEKTPOM 3H3U-
MaTHUYECKOIl aKTUBHOCTU. DKCIIEPUMEHTHI C CeJleK-
umeit PHK in vitro ¢ ncrionp3oBanneM npolieayp JIvi-
raluyy ciaydailHbIX ITOCJIefoBaTebHOCTE 1 TIpolie-
nyp madgdimnara (shuffling), B KoTopbix oOpa3iibl
cunretTnueckoi PHK mogBepranuck HampaBiieHHOM
ceJIEKLMU JIJIsl BBITTOJTHEHUSI ICKOMBIX 9KCIIEPUMEH-
TaTOpaMy OMOXMMUYECKUX (YHKIUI, IIPOIEMOH-
CTPUPOBAIM BO3MOXHOCTU MOJIYYESHUST KaTaIMTUIE-
ckux PHK (Burke, Willis, 1998). Takue akcnepumeH-
TaJlbHbIE IIPOLEAYPHI, IT0 MHEHUIO MCCICHOBaTEICH,
HaIOMMHAIOT TUMNOTETHMYECKHMEe Mpoliecchl B Mupe
PHK. BoJiee Toro, sKcriepuMeHThI ¢ 3BOJIIOLIMEN Ha
KOMITBIOTEPE, KOTJA IPOCThIC MOAXOIbl M3 00JIaCTU
DA HMCHOJB30BAIMCH IJIs peaau3alliyi MOAEIN Ha-
MpaBJICHHOI 3BOJIIOLIAY MTOMYJISILUIA HEOOIBIIINX MO-
nekyn PHK, moarBepaniy BhelLIEOpUBEIEHHBIE DKC-
nepuMeHTHI in vitro (Manrubia, Briones, 2002). Momne-
kysael PHK 13 aByX xKenaeMbIX MOIyJIeil HAXONUIUCH
OBICTpeE B XOAE SBOJIIOLMOHHOIO ITOMCKA, €CIU CHA-
yajia aBe oTaeabHbie rTonysssuuy PHK mmoaBepraauce
ceJIeKLIMU Ha XeJlaeMble IMOCIeA0BaTeIbHOCTU (OIHA
MOIYISIIUST — NEPBbIA MOAYJb, Ipyrasi — BTOPOIt), 1
B UTOre HalileHHbIE MOTHMBBI CIIMBAJINCh B COCTaB-
HYIO ICKOMYIO MOJIEKYJTY (4eM eCJIu cpa3y BeJlach ce-
JIEKIIAST MOJIEKYJI C XKeJIaeMOM mapoii MOTUBOB).

B sTOM pazneiie Mbl BHOBb CTaJIKMBaeMCsI C 0011Iei
po06IeMOit BaXKHOCTH COXpaHEHUsI B DBOJIIOIINHA y3Ke
HaliIeHHBIX MOTUBOB (JOMEHOB).

B HemaBHUX 0630pax (Grabow et al., 2013; Grabow,
Jaeger, 2013) ocobo0 momuyepKHUBaeTCsI MHOTOYPOBHE-
BOCTh (Mepapxu4yHOCTb) MoayiabHocTu PHK. 3OTtm
OMOIIOJIMMEPHI YHUKAILHEL TEM, YTO IIOCTPOSHEI BCETO
U3 YEThIpEX MOHOMEPOB, @ B OCHOBE OOJIBIIMHCTBA
CTPYKTYp O0Jiee BBICOKOTO MopsiaKa (IOMEHbI U MO-
TUBBI BTOPUYHON M TPETUYHOI CTPYKTYphI) — IIpe-
UMYIIECTBEHHO KOMIUIEMEHTApHbIE OTHOIIECHUS
MeXIy OCHOBaHUSIMU (KaHOHMYECKUE U HEKAHOHU -
yecKue). DTa OTHOCUTENIbHAs IIPOCTOTA JIejIaeT BO3-
MOXHBIM (hbOopMaIM3alIMI0 OCHOBHBIX MEXaHU3MOB
obpaszoBaHus U nopaepxaHus 2D- u 3D-moMeHOB
HYKJIEMTHOBBIX KMCJIOT U MICCIIe0OBaHNe UX OMOH(pOpP-
MallMOHHBIMA ¥  KOMIIBIOTEPHBIMU  ITOAXOJAMMU.
HepapxmuyHOCTb MOAYJIbHOI OpraHu3alliid MHOTHUX
mosiekyn PHK, Bkmoyaromux OOMEHBI KaxXXaoro
JIAaHHOTO YPOBHSI, COCTABJIEHHbBIE, B CBOIO OUYepeb, U3

YCITEXY COBPEMEHHOM BUOJIOTUH

CyOOOMEHOB IpEeIbIIYIIEero YPOBHS, HaBeja psi aB-
TOpoB Ha JuHIBHUcTHYecKne aHajdoruu (Rivas, Eddy,
2000; Jaeger et al., 2009). A uMeHHO, IIPUHIIUIIBI, CO-
IJ1aCHO KOTOPBIM COCTaBJISIETCSI HMepapxuuecKast
ctpykrtypa PHK, Mmoryr ObITh pencTaBieHbl Ha0O-
poM TipaBuJ (POpMabHBIX TPAMMAaTUK, KaK 3TO JeJia-
eTCsl B JMHTBUCTUKE: YacCTU cJioBa (CyOMOTHUBBI) CO-
CTaBJISIIOTCSI II0 OIIpeNeICHHBIM IIpaBMJIaM B CJIOBa
(MOTHBBI), CJIOBA, B CBOIO OYepelb U II0 CBOMM IIpa-
BUJIAM, COCTABIISIIOTCSI B IIpeIJIOXEHUST (MOTUBBI 1IN
nomeHsl PHK Gonee Bbicokoro ypoBHs). C mpyroit
CTOPOHBI, TIPEAIIoJaraeTcss YTo KOrjaa Mbl BhISICHUM
rpammaTtuky PHK, To cMoxXeM KOHCTpyHpoBaTh Ha
KoMITbloTepe HOBbIe MoJjiekyabl PHK ¢ xkenaemMbiMu
CBOMCTBAMM I MX MOCJIEAYIOLIETO XMMUYECKOTO
cuHTtesa (Jaeger et al., 2009; Geary et al., 2017).

MooyabHocmb 6 eeHHbIX pecyasimopHbIX CemsIX

MonyJIbHOCTh TE€HHBIX PEryJISITOPHBIX ceTeil (1
0oJjiee 00OOIIEHHO — MOMYJIBHOCTh OMOJIOTMYECKMX
PETYIATOPHBIX CETeil) — OMHa M3 IIMPOKO 00CyKIae-
MBIX TEM COBPEMEHHOII cUCTeMHOM Ooumoyioruu (Solé
et al., 2002; Espinosa-Soto, Wagner, 2010; Clune et
al., 2013; Gyorgy, Del Vecchio, 2014). Ilpencrasie-
Hue I'PC rpadamu (BepIIMHBI — TeHBI, IyTU — PYHK-
LMOHAJIbHBIE CBSI3M MEXIY HUMMU) HAIJISITHO WJLIIO-
CTpUpYET IIPUBOAUMOE BEIIIE OOIee OoIpeaeieHre
MOIYJILHOCTH, KOIlIa TNIOTHOCTD CBSI3€il BHYTPH MO-
Iy7ls SBHO BBINIIE, 4YeM Ha ero repudepnn. Kaxmbrii
MOJIYJIb KaK IMPaBUJIO BKIIIOUAET HECKOJBKO Y3JIOBBIX
TE€HOB C OOJIBIIIUM YUCJIOM CBsI3eii (reHbI-Xa0kl, hubs)
1 MHOXECTBO T€HOB C HEOOJBIIUM KOJUYECTBOM
cBa3eil. 'PC uMmeroT TEeHAEHLIMIO allpOKCUMUPO-
BaTbCS MOIEJbI0O MacCIITaOHO-MHBAapHUAHTHOM CETU
(scale-free network) (Barabasi, Oltvai, 2004). Takast
CeTh arpoKcuMupyema rpacom, B KOTOPOM CTEIICHU
BepIIUH (YMUCIIO pedGep, CBI3BIBAIOIINX BEPIIMHY C
JIPYTUMM) paclpenesieHbl 0 CTEIIEHHOMY 3aKOHY, TO
€CTb B CpEIHEM J0JISI BEPIIUH CO CTeNeHbIO k Tpo-
nopuroHanabHa k7. [TapameTp y xapakTepusyeT pas-
JIMYHBIE CBOMCTBA CETU, B YaCTHOCTHU, POJIb, KOTOPYIO
UTPalOT TeHbI-xaObl. OgHa M3 MNPOCTBHIX MOJICICH,
OOBSICHSIIONINX MOSIBJICHUE MacIITaAOHO-MHBApUAHT-
HOI1 CeTH, U3BECTHA KaK MepapXudecKasl MOJEIIb Ce-
TH, KOTOpasl MOJIy4aeTCss MHOTOKPAaTHBIM IIpUMEHE-
HHEM OIpeae/IeHHBIX IPaBUJI IIOIIAarOBOTO 100aBIIe-
HMSI HOBBIX CJIO€B Y3J0B CO BCE MEHBIIMM YHCIOM
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CBSI3€l K Ha4daJIbHOMY KJIAaCTCpy T€HOB-Xa00B

(Barabasi, Oltvai, 2004).

Eie ogHa 3HaumMmasi 0cO6€HHOCTh MOAYJIbHOCTU
uMeHHo B 'PC — ato motuBbl (Kashtan, Alon, 2005).
MoTuB XapaKTepu3yIOT KaK TUITMYHBIIT, 9aCTO BCTPE-
Jaloluicsg crmocod (QYHKIMOHAJIILHOW CBSI3U He-
CKOJIBKMX TeHOB. Eciim 4MCI0 TeHOB HEBEIMKO, TO
HECJI0KHO IIepeOdpaTh BCe BO3MOXHBIE BApUAHTHL OpP-
raHu3alliy UX B ceTb. BapuaHTbl, KOTOpbIe BCTpeya-
FOTCSI MHOTO Yallle, YeM OCTaJIbHbIC, Ha3bIBAalOT MOTHU -
Bamu. [Ipenronaraercss, Y70 MOTUBBI PEaIM3YIOT CO-
Ooif  ymauHble  (YHKUIUOHAJIBHBIE  pPEIICHUS,
IIPUTOIHBIC IJIS OPTAaHMU3ALNU PETYJISILIMI BO MHOTUX
KOHKPETHBIX CIIy4yasiX, KaK, HallpuMmep, Lellb yIIpe-
xneHus (feed-forward loop) (Kashtan, Alon, 2005).
IIpumMmeuaTeabHO, YTO YOaeTCs HabI0AaTh TUIIMIHOE
MOSIBJICHUE OIIpeNeJCHHBIX MOTHBOB (HampHMep,
TOH K€ LEeNU YNPEeXKIeHUs) B YUCICHHBIX dKCIIEPU-
MeHTax 1o sBoonuu Moxaeieit 'PC (Cooper et al.,
2008). MHave roBops1, KaK 1 B psIIe CIIydaeB, YIIOMSI-
HYTBIX BBIIIIE, NCIIOJIb30BAaHUE ITOAXOI0B U3 001aCTU
SBOJIIOLIMOHHEIX BBIYMCIICHUI IUII TEOPETUUECKUX
3a/1a4 3BOJIIOLIMOHHOI OMOJIOrny 1Mo npoodjeMaM ap-
xuTeKTypbl ' PC mo3BoJIMIIO MOJYYUTH COTIACYIOII -
ecsl pe3yJbTaThl. DTO MpUMEp O0OpaTHOro mepeHoca
3HAHUM U3 KUOEPHETUKM B OMOJIOrUIO, TOraa Kak B
CBO€ BpEMsI DBOJIIOLIMOHHBIC W€ OMOJIOTUU BIOX-
HOBIWJIM KMOEPHETUKOB Ha pa3pabOTKy 3BOJIOLIOH-
HBIX aJITOPUTMOB. BMecTe ¢ TeM, uaest “MoayIbHOTO
Iu3aiiHa” Oblla BO MHOIOM 3aMMCTBOBaHa COBpE-
MEHHOU OMOJIOTUYECKOIl MHXXEHEPUEH U3 OOBIYHOM
nmxenepun (Hartwell et al., 1999).

Tenemuueckoe npoepammuposarnue 0as 2eHHbIX
pecynsimopHbIX cemell

OnHMM U3 IMPOKO UCTOIb3YEMbIX METOAOB 9BO-
JIIOLIMOHHBIX BBIYMCIICHU SIBISETCS TeHETUYECKOe
nporpammupoBaHue (I'TI). JIxxon Kosa, aBrop I'Tl,
HEOJHOKPATHO YMOMUWHAJ, YTO MPUHLIMI AyOJIupo-
BaHUSI C UBMEHEHUEM 2JIEMEHTOB TPOrpaMM, Tpeli-
craBieHHbIX nepeBbaMu (Koza et al., 1999), Obn
BIOXHOBJIEH WJESIMU 3BOJIIOLIMOHHON OMOJOTMU O
IYTIMKALIMM U [IOCTIeayolleil TMBepreHIu 1y0am-
KaTOB I'€HOB, KaK M3JI0KeHO B MoHOoTrpaduu (Ohno,
1970). BoamoxkHocTh 1nipeactaButh I'PC kak opueH-
TUPOBAHHBIN Tpad (Mpu 3TOM Kaxkaass nyra MMeer
3HaK: TUIIOC — aKTUBUpYIOllee AelCTBUE, MUHYC —
peripeccusi) AaBHO MCHOJB3YETCSI OMOJOraMu: 3TO
JeJlaeT HaTJIIAHBIMUA KaK apXUTEKTypy CeTd, TaK U
“MyTanuu’”’ ceTu. AKTUBHO pabOTaIOINe B 3TOM 00-
Jactu aboparopuu Currua u @paHke 0003HAYUIN
CBOE HallpaBJieHHe KakK 3BoJjitouus in silico (Francois,
Hakim, 2004; Francois et al., 2007; Francois, Siggia,
2010). ITpumep Takoro rpa¢puyeckoro Ipeacraniie-
HUSI MyTallMii MOJeJlu TeHHOI ceTu TpUuBEAcH Ha
puc. 4.

“Mytauun” 1pu TakoM npencraBieHnu ['PC —
9TO mo0aBJIEHUE WX yaaJdeHUe TeHOB (y3JIOB) U I0-
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JloGaBiaeHuEe reHOB

WA PETYJISITOPHBIX CBSI3ei WA PETYJISITOPHBIX CBS3eH

Puc. 4. Ipumep npencrasnenusi [PC kak opueHTHUpO-
BaHHOrO rpada, rie BeplIMHaM COOTBETCTBYIOT I'€HbI, a
JlyraM COOTBETCTBYET PEryJIMpYIOllee NeCTBUE ITPOIYKTa
OHOTO reHa Ha Apyroit. [IponsutiocTpupoBaHbl 1Ba OC-
HOBHBIX KJIacca MyTallMii: 1oOaBJIeHUE WIK ylaJeHue Te-
HOB WIM UX PETYJISTOPHBIX CBSI3EH.

OaBjieHUE WJIM YOaJleHUE PEryJsITOPHBIX CBs3ei
(myr), cM. puc. 4. KpoccuHroBep npu TakoM IIpe-
craBneHun I'PC MoxeT ObITh peain30BaH Kak 0OMeH
yacTeil rpadoB, KaK 3TO OOBIYHO pean3yeTcs B TeX-
Hukax I'TI. Takoe npeacraBieHue 'PC, B cBoOO oue-
penb, IenaeT BO3MOXKHBIM HEMOCPEACTBEHHOE WC-
nosb3oBaHue TexHuku I'TI o uccnenosanuii I'PC.
Cpenay NoBOJBbHO IIMPOKOro Kpyra (pyHAaMeHTalb-
HBIX ¥ IPUKJIAgHBIX 3aga4 B oonactu 'PC Hac uHTe-
pecyeT ucroab3oBaHue TexHuK [Tl mnsg obGpartHoit
uHxXeHepun apxuTekTypbl I'Tl u o1 uccienoBaHui
sBoonuu I'PC Ha KommbioTepe.

B oGmactu o6parHOii MHXEeHEepUM OpraHU3alluu
I'PC, xorma ucxonmsT U3 3KCIIEpUMEHTAIbHBIX JaH-
HBIX T10 TEHHOM 3KCIPEeCCUM IJIsl BIBOAA apXUTEKTY-
poI ceTu, npuiaoxeHus TexHuk I'Tl pazBuBaiorcs He-
CKOJIbKMMU rpynnamMu. OgHa U3 OpUMedaTeIbHBIX
padoT B 3TOM obysacTu ObLIa OIyOJMKOBaHA OCHOBA-
teneMm I'Tl — Ko3oii ¢ coaBr. (Koza et al., 2000) u
onmchIBaJia ucnoibp3oBanue ['T1 mst oOpaTHON MH-
JKEHEPUM PEryJSITOPHOI CEeTU JIAKTO3HOTO OIepoHa
b6akrepuu. B obmactu npuinoxenust I'Tl x aHanmsy
OMOJOrMYECKUX U MOMEIbHBIX, MUICKYCCTBEHHBIX pPe-
TYJISITOPHBIX ceTeil akTUBHO padoTtaeT rpymmna baH-
xkada (Banzhaf, 2003; Leier et al., 2006; Hu et al.,
2014). ITpunoxenune texHuk I'Tl mist uccienoBaHus
I'PC u ux 3BoJIIOLIMU — 3TO €llie OJUH IIpUMep oopaT-
HOro TpaHcdepa 3HaHUI U3 KUOSPHETUKHN B OMOJIO-
ruio. 3aciykKMBaeT YIIOMUHAHUS 3€Ch TO, YTO MBI HE
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HaIIM B obiacty npuiroxeHus: Texauk I'T1 x mpo-
onemam I'PC nmpumMmepoB MCHOJIB30BaHUS Kaccuue-
CKHX CXEM KpOCCHHIOBepa, ucronb3dyeMbix B [TI.
CoOTBETCTBEHHO MBI MOXEM OXWIATh JaJbHEHIIEro
nmporpecca MMEHHO B 00JIAaCTH MPUJIOXKEHMUI TaKUX
orepaTopoB KpoccuHroBepa K npobiaemam I'PC. 3a-
METHM 30eCh TAaKKE, YTO IIPOCTOTA U €CTECTBEHHOCTh
KPOCCHMHIOBEpa KakK IepeHoca HEKOTOPBIX ITOArpa-
¢oB rpada 'PC nomkHa ycKopsaATh 3¢h(HEeKTUBHOCTD
3BOMIOUOHHOTO TIoncka apxurektypel I'PC 1o
CPaBHEHUIO C IPYTMMU 3BOJIOLMOHHBIMM MOAXOIA-
MU U OpyTUMHU peanu3auusaMmu apxutektypbl ['PC.
B 57011 CBSI31 HaM IIpeACTaBIISIeTCS BEChbMa NHTEPEC-
HBIM BOIIPOC O TOM, BO3MOXKHO JIM TaK OpraHU30BaTh
TeHEeTUYECKUIA MaTepral U UCIOJIb30BaTh TAKME TeH-
HO-UHXEHEPHBIE METOIbI, YTOOBI OHM B MTOTE BbI-
MOJIHSIIM KPOCCUHTOBEp coriaacHo cxemam I'T1.

Boznuknoeenue modyavHocmu
nod eoszdeiicmeuem peKomouHayuu

DpdeKTh peKOMOMHAIIMY MOTYT OBITH OTHUM U3
MMyTeii BOSHUKHOBEHMSI MOAYJIBHOCTH B KMBOI ITPHU-
pone, coriacHo JIuBHaty c¢ coaBT. (Livnat et al.,
2008). DT aBTOPHI OIIPEACISIOT HOBYIO BEIUYMHY,
Ha3bIBa€MylO0 CMelIMBaeMOCThIO (mixability) M;, ko-
TOpast XapaKTepu3yeT CIIOCOOHOCTh aJlJIeJIU [ yCIelll-
HO (PYHKIIMOHMUPOBATh B pa3HBIX KOMOMHALIUSIX C
OPYTMMU aJUIeJISIMUA W TI0JaraeTcsl paBHOM cpeaHeit
MPUCTOCOOJEHHOCTH BCEBO3MOXHBIX T€HOTUIIOB C

QJLIEIBIO i:
Z Welg
_ geG
M; = T’
i
geG &
rne G — MHOXECTBO BCeX T'€HOTUIIOB (B cllydyae Auv-
IJIOMIHBIX TEHOMOB CUMMETPUYHbBIC TEHOTUIILI CUM-
TAlOTCH Pa3IMYHBIMU), [, — CKOJIBKO pa3 ajlleiib i
BCTpeYaeTcsl B TeHOTUIIE g, To ecTh 0 unu 1 B ciryqae
rarionaHbIX TeHoMOB 1 0.1 wiau 2 — B cliydae JUILIO-
WUITHBIX.

HMcnonb3yss MMUTALIMOHHOE MOIEIUpPOBaHUE B
paMKax KJacCUYECKOIro MOMYyJISIIMOHHO-TeHEeTnYe-
ckoro noaxona, aBTopsl (Livnat et al., 2008) mokazbi-
BalOT, UTO TIPU MOJOBOM Pa3MHOXEHUU CeNEeKIIUS U
peKOMOMHAIISI CITOCOOCTBYIOT IIpeoOJagaHuIo ajl-
Jieqiel ¢ BBICOKOM cMelIMBaeMocThlo. MTHaue roBops,
B TaKUX YCJIOBUSIX, cornacHo (Livnat et al., 2008), ce-
JieKiMs O6JaronpusiTCTBYET TOMY BapUaHTy ajllesid
(1u B 0011IEM CiTydae BaprMaHTY MOCIeI0BaTEILHOCTU
Ha HekoTtopoM ydactke [IHK), KkoTopklil mmoagepKu-
BaeT B cpemHeM Hanbosiee BEICOKYIO ITPUCITOCOOJICH-
HOCTb TP pEKOMOMHALIUY C PA3IUYHBIMU POIUTEIb-
CKMMM TeHOTUIIaMU. DTU MCCIENOBaHUS TOITBEP-
KIAIOT WHTYUTUBHOE MpenrnosnoxeHue Kpoy wu
Kumypsr (Crow, Kimura, 1965) o ToM, 4TO TT0JI0BOE
pasMHOXEHUe OJIarONMpPUSATCTBYET MPEYMHOXKEHUIO
“XOpOIII0 CMeIIMBaeMbIX’ ajutesieit (good mixers), Ko-

YCITEXY COBPEMEHHOM BUOJIOTUH
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topble Kpoy 1 Kuimypa oxapakrepn3oBaim Kak ajiIein,
KOTOpPbIE BHOCSAT OOJBIION aAAWTUBHBIA BKJIad B
MIPUCIOCOOJIEHHOCTh. /JlaHHOE IIPEAIIONIOXEHNE CO-
J1acyeTcsl ¢ SMOUPUYECKUMU mpuMepamMu. B gact-
Hocth, Kpoy n Kumypa oTMeTnim, 4Tto B CiIydasx,
KOTaa y Ipo30(MIbl Pe3UCTEHTHOCTD K JICKApCTBEH-
HBIM CpEICTBaM Pa3BMBAJIaCh B YCIOBUSX ITOJIOBOTO
Pa3MHOXEHUSI, BKJIad pa3IuYHbIX XPOMOCOM B PE3U-
CTEHTHOCTh MMeEJ aaauTuBHEIN XapakTep (King,
Somme, 1958; Crow, Kimura, 1965). C npyroii cTo-
POHBI, PE3UCTEHTHOCTb K JIEKAPCTBEHHBIM CpEl-
CTBaM, pa3BUBIIASICS IIPU OSCITOJIOM Pa3MHOXEHUU B
Escherichia coli, 6b11a yMeHBIIIeHA ITIOCIEAYIOIIEH pe-
KOMOMHaIMel, YTO TOBOPUT O 3HAYMUTEILHOI Heal-
JIUTUBHOCTU BIIMSIHUSI Pa3HBIX aJIeJICi B 3TOM CIIy-
qae (Cavalli, Maccacaro, 1952). IIpu nmojoBoM ke
pa3sMHOXeHUHU JIoKychl B Mozensix (Livnat et al.,
2008) mpuobpeTaloT XxapaKTepHbIE YePThl 3BOJIIOLIM -
OoHHBIX Momyneil B cmbicie Illmoccepa (Schlosser,
2004), To ecTb KaxIblil JIOKYC BHOCUT CBOIi BKJIaj B
IIPUCIOCOOJIEHHOCTh, MaJIO 3aBUCSIIUIA OT COCTOSI-
HUM OPYTUX JTIOKYCOB.

Coxpanernue modyabHocmu
8 6uoa02U4ecKol 380A10UUU

I1pobGaeMy coxpaHeHUsI MOLYJIbHOCTU B OMOJIOT M-
YeCKOI1 3BOIIOLIMY Hauboiee eCTECTBEHHO HAYMHATh
paccMaTpuBaTh Ha YPOBHE IIOCJIENOBATEIILHOCTHU
HYKJICOTHIOB OAHOTO reHa. MyJIbTUIOMEHHOCTh Op-
raHM3alliy T'eHa BKII0YaeT, KaK MUHUMYM, IBE BeChbMa
pa3INYHbIE KOMIIOHEHTHI: 1) peryiIsiITOpHBIE MOIYJIH,
paccessHHbIE 3a4acTyl0 Ha OOLIMPHBIX MEXICHHBIX
00J1acTsIX; 2) DK30HKI, IepeMeKalouecs: MHTpOHA-
MU, KOTOpPBIE MOTYT OBITh IUIMHHEE 9K30HOB. B 000mx
cllydasix, a OCOOEHHO B CJIydyae PEeryIsITOPHBIX MOIY-
JIeli, KPOCCUHIOBEP HO/DKEH MMETh TEHACHIIUIO HE
HapylmaTh 1IeJIOCTHOCTb (DYHKIIMOHAJIBHBIX IOME-
HOB/Momyneii reHa. BMecTte ¢ TeM, BBISIBJICHHBINA UH-
TEHCUBHBIII TypHOBEp CaliTOB CBSI3bIBAaHUS NaxKe B
CXOJIHBIX PETYISITOPHBIX MOIYJISIX TOMOJIOTMYHBIX Te-
HOB OJIM3KOPOACTBEHHBIX BUAOB (MCUE3HOBEHUE OJI-
HUX caiiToB U nosieneHue apyrux (Kim et al., 2009;
Schmidt et al., 2010)) momHMMAET BOIIPOC, TaK JIX YXK
Ba)XKHO COXpaHEHUE PETyJISITOPHBIX MOIYJIeii B cpaBHE-
HUM C BAXKHOCTBIO COXPAHEHMSI LIEJIOCTHOCTU 3K30HOB.
Jlanee, MBI MOXEM M3 OOIINX COOOPAKEHUN OKMOATh,
4yTO OYONIMPOBaHWE M YMHOXEHWE YKCIIa JOMEHOB B
npeaenaax OgHOIo TeHa MOIJIO ObI CIIOCOOCTBOBATh 3BO-
mouuu Ttakoro reHa (Hong et al., 2008; Jeong et al.,
2008). DT0 — OTKPHITHIN BOIIPOC, Y MBI TTOJIaracM, 4To
OH 3aCJIy>KMBaeT OOJIbIIIETO BHUMAHMSI.

YacTHEBIN cirydail mpo0JieM 1 MeEXaHU3MOB coXpa-
HEHWSI MOIYJIEH B 9BOJIIOIIMUA — 3TO BOJTIOLIUS BUPY-
coB, B ocobenHoctu PHK-BupycoB. 3gech, Kak 1mo-
JlaratroT, He0oOXOAMMOCTh BBICOKHUX TEMIIOB 3BOJIIO-
IIMOHHOW W3MEHYMBOCTU C ILEJbI0O yXoda M3-TIOJ
JaBJIeHWUSI UMMYHMTETA XO35IMHA MPUBOAUT K pa3BU-
TUIO CTIELIUATBHBIX MOJIEKYJISIPHBIX MEXaHU3MOB.

ToMm 139

Ne 6 2019



MOIYJIbHOCTb B BMOJIOTUYECKOW 3BOJIIOLINU 531
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Puc. 5. Habop cxeMm, 3anaromux ¢dyHkuuio RRg nipu # = 56, Beca cxeM ¥ ONTUMaJIbHOE PELLIEHUE Sopt 151 ITOM (YHKLIMY IPU-

CIOCOOJIEHHOCTHU.

Kak oka3zanock (Ha mpuMepe BUpyca UMMYHOZe-
duira), odnactu mexny reHamu PHK-Bupyca, co-
JepKallye CTPYKTYpPHbBIE 3JIEMEHTHI TUIIA IITUJIEK,
SIBJISIFOTCSI MECTaMU IIPEMYIIeCTBEHHOM JIOKAIN3a-
U TOYEK “TepeKpecTa” B Ipolieccax BHUPYCHOTO
KpoccuHrosepa (Simon-Loriere et al., 2010; Simon-
Loriere, Holmes, 2011). MoxXHO NpeanoaoXuTh, YTO
HaJInYMe CTPYKTYPHBIX 2JIEMEHTOB B MEXKT€HHBIX 00-
nactsax PHK-BupycoB 00yclI0OBI€HO MX POJbIO KakK
CaliTOB KPOCCHHIOBepa, AcalolIuX O0oJiee BEpOsT-
HbIM OOMEH MHTaKTHBIMU F'€HaMMU.

MOAVJIBbHOCTDb B TEOPUH
BBOJJIOLIMOHHLIX AJITOPUTMOB

Ha HavaipHOM 3Tame TeopeTUIECKOTO MCCIeHO0-
BaHUS DA acneKTbl MOIYJIbHOCTHA MCCJIENTOBAINCH B
pamkax aHaiu3a cxeM (Holland, 1975) u dpopm (Rad-
cliffe, 1991). B cooTBeTCTBUM C OOLIENPUHSATHIM B
SBOJIIOIIMOHHBIX BBIYMCICHUSX TOIXOOOM MBI Ha
BpeMsI IMPEAIOI0KUM, YTO TeHOTUTTBI TPEACTABIISIOT
c000if GUTOBBIE CTPOKM (PUKCHUPOBAHHON IUIMHEI 7.
Cxemoii H ¢ g dukcupoBaHHBIMU no3uniusiMu j(1),
J(2), ..., j(g) Ha3pIBaIOT MHOXECTBO Fr€HOTUTIOB:

H={g= (8,8-8) &=
=M, 8j0) = My -8jq) = Py

rae j(1) <j(2),/(2) <j@3), ...,j(g — 1) <j(g). To ects,
cxeMe H mpuHaaiexar Bce Te TeHOTUIIbI, y KOTOPBIX
B okycax j(1), j(2), ..., j(g) HaxomsaTCs 3amaHHbIE aJl-
aenu hy, hy, ..., h,, COOTBETCTBEHHO. YucCi0 g Oynem
Ha3bIBaTh IMOPSIAIKOM CXeMbl W OOO3HayaTh uepes
q(H). dnunoii [ = I[(H) cxembl H Ha3bIBaIOT PacCTOSI-
HUE MeXIy KpaliHUMU (DPUKCUPOBAHHBIMU MO3UIIUSI-
mu, 1o ectb [(H) = j(q(H)) — j(1). JTio00ii amemMeHT
MPOCTPAHCTBA TEHOTUIIOB SIBJISIETCS YACTHBIM Cllyya-
€M cxeMbl opsiika ¢ = /. MHOXeCTBO BCeX TBOMYHBIX
ctpok G = {0,1}" aBisieTcst cxeMoii 6e3 (puKCUpoBaH-
HBIX TO3ULINIA.

Eciu cpemnee 3HaueHUWE (PYHKLUU MPUCIIOCOO-
JICHHOCTH Ha 0CO0gX cxeMbl H B ITOKOJIEHWU ¢ B JIO-
CTAaTOYHOM Mepe MPEeBbIIIAeT CPEAHIO IPUCIOCO0-
JIEHHOCTh 0c00eil TeKylleil TonyIsaLuu, TO CpeIHee
YHCII0 TIpeacTaBuTeseit cxemMbl H cpenu ocobeit Ho-
BOTI'O TTOKOJICHMSI KJTACCMYECKOI0 FTeHEeTUYECKOro aji-
TOPUTMA OLIEHUBAETCS CHU3Y U3BECTHOM TEOPEMOIL O
cxemax (Holland, 1975; Goldberg, 1989) — cMm. mipu-
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soxkeHre. Teopema o cxemaxX MOKa3bIBaeT, YTO TP
BBIOOpE KOOMPOBKY pelleHni padpadotuuk I'A mom-
KEeH CTPEMUTBCSI K TOMY, YTOOBI IIepCIEKTUBHbBIC
CBO¥iCTBa pelIeHNiT OBUTN OBI IPEICTaBICHBI B TEHO-
TUTIE B BUIE KOPOTKMX YIACTKOB (TO €CTh CXEM C JIO-
CTaTOYHO MaJIbIMU JJIMHOM / 1 TIOPSIAKOM ¢), Ha3bIBa-
eMBIX cTpouTebHbIMU 010KaMu (CB).

B kxauecTtBe mpumepa QYHKIMU IIPUCIIOCOOICH-
HOCTH, rae Kaxabiii Cb sBisieTcs oTaeabHbIM MOIY-
JieM, B paboTtax MUTUEIJI ¢ COaBT. paccMaTpUBAIOTCS
¢yHkuuum Royal Road (Mitchell et al., 1994). ITyctb
JIaHO HEKOTOPOE MHOXKECTBO CXeM S 1 KaxKIoil cxeMe
s; U3 S TIpUIIMCaH NOJOXUTENbHBIN BeC ¢;. 3HAUEHUE
Royal Road-byHKIuM Ha TeHOTUIIE g ONpeaeIsieTCs

Kak w(g): = zi:ges

BCEX CXeM U3 S, KOTOPBIM MTPUHAICXKUT TEHOTHIT g.
Hawnboee yacTo ncrmoib3yeMblii B aHaM3e DA Bapu-
aHT Royal Road-¢yHkiMmu obGo3HavaeTcsi uepes
RR,(g) 1 mMeeT cxeMbl paBHOM JUIMHBI Y PAaBHOTO Be-
ca. 3mech MpenrnoiaraeTcs, 9YTo 3a1aH [eJ0YNCIeH-
HbBII TapaMeTp 7, MHOXKECTBO S COCTOUT U3 1/F CXEM C
HeTlepeceKalomnMuCcs HabopaMu (GUKCUPOBAHHBIX
TMO3UIINH, ITMHA KaXXIOM CXeMbl paBHa » — 1, a TTopsI-
JIOK KaXXKI0M cXeMbl paBeH 7. B TakoM ciydae

¢;, TO €CTb PAaBHO CyMME BECOB

nir r
RRr(g) = g(ifl)r+j5
i=1 j=1
TO eCTh 3HaYeHue PyHKun paBHo uuciay Cb, B Ko-
TOPBIX TEHOTHUIT MMEET TOJbKO €IMHUYHBIC OUTHI.
Puc. 5 unmoctpupyet nipumep dyHkumuu RR, mpu r= 8
un=>56, rae He(pUKCUPOBAHHBIE ITO3ULIUU CXEM 000-

k9

3HAYC€HbI CUMBOJIOM .

ITpouecc noucka ontumyma yHkimu RR, npu
padote DA MOXET pacCMaTpUBaThCS KaK YITPOIICH-
Hasl MOJeJIb aJalTalliy ITONMYJISIUUMU IIPU HaJIuduu
HelTpanbHBIX O0JacTeil B “nanamnadre” pyHKUIMNU
npucriocodeHHocTu. Kaxnas Takast 00J1acTb COOT-
BETCTBYET (pUKCALlUM HEKOTOPOro KoJauuecTBa 0Jio-
KOB, KOTOpbIE€ JTOJLKHBI OBITH 3aII0OTHEHBI UCKITIOYM -
TeJIbHO €IMHMYHBIMUA OUTaMU IPU BCEBO3MOXKHBIX
HEONTUMAaJIbHbIX Ha3HAUYEHUSIX OMTOB B OCTaJIbHBIX
61okax. B uyacTtHOCTHM, ecTecTBEeHHOE O0OOIIEeHNE
dyHkuuii RR, Ha 4-OykBeHHbIH andaBUT HYKJIEOTHU -
JIOB TMO3BOJISIET C HEKOTOPBIMU YIIPOIIEHUSIMU MOJE-
Jmposath npouenypbl SELEX, HampaBieHHBIE Ha
nojlyuyeHue KiacTtepHbiXx d2HxaHcepoB (Eremeev,
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Spirov, 2018). B 3T0i1 paboTe mpuMeHeHNE PE3YILTaTOB
13 TeOprU DA K 3BOJIIOLIMYA OMOMOJIEKYJI ITOKa3ajio, YTO
OLIECHKM B TEpMUHAX YHMCJICHHOCTU T€HOTUIIOB C 3a-
JaHHBIM YPOBHEM (DYHKLUH IIPUCHOCOOICHHOCTU
0oJice aleKBaTHBI, YeM OLICHKM B TEPMUHAX CPEIHETO
BpPEMEHHU IEePBOr0O JOCTUKEHUS OITUMAILHOIO 3Ha-
yeHUST GYHKIUU IPUCTTOCOOIEHHOCTH.

B pabore (Jansen, Wegener, 2005) 3ame4eHO, 4TO
MpOCTOI 3BoMOLIMOHHOI cTparteruu (1 + 1) EA ¢ mo-
MyJISIUed U3 OMHO ocoOUu TpebyeTcsi TOCTPOUTh B
cpenHeM Tiopsiaka 2'(n/r) In(n/r) ocobeit nast 1OCTU-
keHust ontuMyMa pyHkuuu RR,. Kak HU cTpaHHO,
BBIYMCIUTENIbHBIE 2KcIepuMeHThl (Mitchell et al.,
1994) nokazanu, yto Kjaccuueckuii I'A ¢ omeparo-
POM OTHOTOYEYHOI0 KPOCCUHTOBEpa Y MOMYJISIIUCH
ooJbirero padMepa ycrymnaior (1 + 1) EA Ha pyakuu-
sax RR,. Ina Heckonbkux BapuaHToB ['A B (Corus et
al., 2018) HemaBHO OBLJIO JOKAa3aHO, UTO IPHU MOIXO-
ISIIIAX HACTPOMKax mapaMeTpOB aJlfOpUTMa CpeaHee
BpeMs noucka ontuMyMma @yHkimu RR, orpannueHo
CBepXxy BenmuumHOM mopsaka #” In(n/r). JlaHHas
OlleHKa 3HAYUTEJIbHO IIPEBOCXOIUT YIIOMSHYTOE BbI-
11e BpeMs 1oucka ontumyma B (1 + 1) EA, yto corna-
cyetcd ¢ akcnepuMmenTamu (Mitchell et al., 1994).

OTOebHOTO PacCMOTPEHUS 3aCIyKUBAaeT OMVH
W3 UHTEPECHBIX HAOII0JaeMBIX MOJIO0XUTEIbHBIX (-
(eKTOB OT CKpelllMBaHUsI, HA OCHOBE KOTOPOTO T0-
CTPOEH HEeIaBHO MpPeIIOXKEHHbII TeHEeTUYECKUIA ajl-
roput™ (1 + (A,A)) (Doerr et al., 2015). B nanHom ain-
FOPUTME CKpelllMBaHue SIBJISIETCSI MPOLEeIypoit
“IIoYnMHKM” 0CcOOM IIOCJIe MAacCIITAOHBIX MYyTallWi,
KOTOpbIE Yalle BCEro YXyALIAKT IPUCIIOCOOIEH-
HOCTb, HO B CUJIy CBOETO MacIliTaba UMEIOT OOJIbIITNii
[IAHC HAWTU HEKYIO YaCTh TEHOTUIA, YIYyJIIAIONIYIO
MPHUCITOCOOIEHHOCTD. DKCIEPUMEHTHI ¢ MOTU(UIIN -
POBaHHBIMM TeHETHYeCKUMU anroputMamu B (Doerr
etal., 2015) mokazaiau CIOCOOHOCTh TaKMX aJITOPUT-
MoB mnpeBocxoauTh (1 + 1) EA Ha dyHkuusx RR,
MMEHHO 3a CYeT YCMEUIHOTO MCITOJb30BaHUsI KpocC-
cuHroBepa. JIpyroit THTepeCHBI MPUMEP YCIEIIHOTO
HCITOJIb30BAaHUS MOIYJILHOCTH B KPOCCUHIOBEPE MO-
KeT OBITh HaiineH B padote (Watson, Jansen, 2007).

Bomnpockl 3 (eKTUBHOCTH UCIIOJIL30BAHMS OIS~
paTtopa KpoCcCUHToBepa B DA Mpu HAJTUUUU MOIYJIb-
HOCTH B CTPYKType (DYHKIIMU IIPUCIIOCOOIEHHOCTU
OCTalOTCS aKTyaJIbHBIMM A0 CUX ITop. TeopeTnyeckuii
aHajlu3 U Pe3yJbTaThbl BBIUMCIUTEIbHBIX 3KCIIepU-
MEHTOB yKa3bIBalOT Ha TO, YTO IIpU padbote DA B IIpO-
ecce ontumusanuu GyHkuuu RR, nomnynsaius npo-
XOIIUT Yepe3 TMOoCIeI0BaTeIbHOCTb 3T0X, KaxXaask U3
KOTOPBIX COOTBETCTBYET MPEOIOJIEHUIO OYepeaHOI
obnactu HeuTpambHocTH (van Nimwegen et al.,
1999). Ananornunble 3¢GhEKThl CTYNEHYaTOl 3BO-
JIIOIMHY WCIIONB3YIOTCS IIPU TEOPETUUECKOM aHaIn3e
DA (Corus et al., 2018), a Takoke HAOIIOIAIOTCS B 9KC-
NEepUMEHTAaX in Vitro, B YaCTHOCTH, B CJIy4yae KMUILIEY-
Hoit maouku (Elena et al., 1996). B HanGobIIIei Me-
pe cTylieHJYaTas [MHaMHWKa XapakTepHa i “canbra-

YCITEXY COBPEMEHHOM BUOJIOTUH

CIINUPOB, EPEMEEB

LIMOHHBIX TIPOLIECCOB”, BO3HMKAIOIIMX B peXUMax
cJ1aboii MyTallMu U cujibHOM cenekuuu (SSWM-pe-
JKUMBI), U UCCJIEAYEMbIX KaK B TEHETUKE MOITYJISILIUA,
tak 1 B DA (Paixao et al., 2015). HaunGoJee netaabHO
B Teopuu DA HccenoBaH YacTHbIi ciaydail RR, npu
r =1, U3BeCTHBII KaK (DYHKIIUS TIPUCIIOCOOIEHHOCTU
OneMax. 1711 aTOrO Cllyyasi HailieHbl OYEHb TOUHbIE
OLIEHKM BPEMEHU MEPBOTO AOCTUXKEHHUS ONTHMyMa
JUIST pa3iInYHbIX DA.

Jpyrasg MonynbHas (GyHKIHS IIPUCITOCOOIIEHHO-
cTu, ompenensieMast B TepmuHax Royal Road-dynk-
uuii, obozHavaetcs yepe3 RS, (ot anria. Royal Stair-
case) u 3agaeTcs GopMyJIoii:

RS, (g) = ﬁ g
1

i=l j=
TO ecTh RS,(g) paBHa yuciy nocjaeaoBaTebHbIX 6J10-
KOB IO ¥ OUTOB, HE coAepKallluX HyJIeil B CTPOKE Te-
HoTuna g. TeopeTuyecKuit aHaIu3 TMHAMUKU TTOMy-
AU DA TIpU ONITUMMU3aNN TaKMX (GYHKIIWMN, TaK
XKe, Kak 1 B ciydae pyHkumii RR, mokasan cTyneH-
yaThIi XapakTep 3Boaonun (van Nimwegen, Crutch-
field, 2001). Hauboiee neranbHO B Teopuu DA HC-
cJIeOBaH YacTHBIN ciydyait RS, ipu r = 1, u3BecTHbI
Kak ¢yHKuusS npucnocodneHHoctn LeadingOnes.
Kaxk mmokaszano B (Spirov, Holloway, 2012), 0600111e-
Hue dyHkuuii RS, Ha ciyyaii 4-0ykBeHHOTO ajihaBu-
Ta MOXET paccMaTpMBaTbCsl KaK YMpPOIIEHHash MO-
JieJib IpoMOoTepa, B KOTOPOM KaXKIbIi peTyJISITOPHBII
BJIEMEHT CITOCOOEH YBEJIMYMBATh SKCIIPECCUI0 TeHa
MPHU YCJIOBUMU, UTO BCE MPEAIIECTBYIOLINE €My BJie-
MEHTBI CBSI3aHbI € (haKTOpaMy TPAHCKPUIIIIUH.

Takum o6pa3oM, B 3BOTIOLIMOHHBIX BHIMUCISHUSIX,
Kak U B MOMYJISIIMOHHOUN TeHEeTUKe, aKTyaJlbHbI TIPO-
0J1eMBbl caTbTAllMOHHBIX MIEPECTPOEK T€HOTUIIA U PO-
JIU MOZYJILHOM CTPYKTYpPhI 1 BKJIaga peKOMOMHALIUU
B TakKux mnepecTpoiikax. B yactHocTu, HabmomgaeTcst
3aTPaTHOCTh 1O BPEMEHU OOpa3oBaHUs KPYMHBIX
9BOTIOLIMOHHBIX MOIYJIeli (HarIpuMep, 10MEHOB OeJI-
Ka M3 HECKOJIbKUX JIeCITKOB aMUHOKUCJIOT), TOTaa
KakK calThl CBSI3bIBAaHUS B PETYJISATOPHBIX 00JIACTAX
reHOB HEBEJIMKU U OBICTPO HAXOMSTCS 3aHOBO. AHa-
JIOTUYHBIE BBIBOJIbI CJIEAYIOT U3 TEOPETUYECKUX Olle-
HOK, TJ€e JyIMHa 6J10Ka BXOIUT B 110Ka3aTe b CTENEHU.
VYhpollleHHbIe MOJAEIU 3BOJIIOIIMOHHOW MOMYJILHO-
ctu, Takue Kak RR,- u RS,-dpyHkunu npucnoco6-
JIEHHOCTM [JIOCTaTOYHO JAETajlbHO MCCJIEA0BaHbl B
Teopur DA, OJHAKO IJIsI MTPUMEHEHUST ITUX PE3YJib-
TaTOB B OMOJIOTUHU TPEOYIOTCS JalibHEIIe NCCIea0-
BaHMUsI.

HEJIEHAITPABJIEHHOE COXPAHEHUE
MOAYJIbHOCTH

IToTpeGHOCTE B onepaTopax KPOCCUHTOBEpPa, CO-
xpaHsomux Cb, OblJIa 0co3HaHa B XOJ€ pa3BUTUS
TEOpUU U IIPAKTUKU NpUMEHeHUsT DA, e pa3pado-
TaH LENBII psiA OIepaTOPOB KPOCCHHTOBEpPA, CITO-
ToM 139
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cobnbIx coxpaHaTh Cb (Eremeev, Kolokolov, 1996;
Skinner, Riddle, 2004; Zaritsky, Sipper, 2004; El-Mi-
houb et al., 2006; Liet al., 2006; Kameya, Prayoonsri,
2011; Doerr et al, 2013; Umbarkar, Sheth, 2015).
B GonpIIMHCTBE U3 3TUX aITOPUTMOB KPOCCUHTOBEP
IIPOBOAUTCS Ha CTHIKAX HEKOTOPBIX ““‘CMBICIOBBIX
eIVMHULL”, aHAJIOTUIHBIX 3BOJIOIUOHHBIM MOIYJISIM.
Tak, nampumep, B padore (Eremeev, Kolokolov,
1996) noboe OOIMyCTUMOE pellleHre Z 3a0a4d Le0-
YMCJIEHHOTO JIMHeitHoro nporpammupoBadus (LIJIIT)
SIBJISIETCSI BEKTOPOM C d 1IEJIOUUCIEHHBIMU KOMIIOHEH-
TaMU U ISl KQ&KI0N KOMITOHEHTHI Z; , | = 1, ..., d, u3-
BECTHO YUCJIO OUTOB #;, KOAUPYIOIIUX €€ B IBOMYHOM
cCuUCTeME CUMcieHus. B TakoMm ciiydae eCTeCTBEHHO

d
MCITOJIb30BAaThb CTPOKY '’CHOTUIIA U3 n = Z | n; OuTOB
i=

U BBIOMPATh TOYKY KPOCCUHTOBEPA MEXIY TTOICTPO-
KaMU, KOOUPYIOIIUMU KOOPAMHATEI BeKTOopa z. [o-
Ka3aHo, YTO Mapa pelIeHNi-IIOTOMKOB, TTOJIydaeMbIX
MOJI IeiICTBUEM TaKOTO KPOCCUHTOBEPA, IOJIy4aeTCst
HEKOTOPBIM CJIy4aiilHBIM IIOBOPOTOM Mapbl POHU-
TeJIbCKUX PELIEHUI B IIPOCTPAHCTBE PELIeHUIA 3a1a-
yu LJITI. ITpn 3TOM ITOBOPOT COBEPIIAETCS BOKPYT
CepearHbI OTPEe3Ka, COCIMHSIOIIETO POIUTEIIHLCKIE
pelleHs, YTO MO3BOJIIeT HAACAThLCSI Ha MOJy4eHUe
HOBBIX JIOTTYCTUMBIX peIlIeHUi B OKPECTHOCTH UMEIO-
IIEMCsS MOy, BO3MOXHO C 00Jiee BBEICOKUM
3HaYeHUEeM (QYHKIIUH TTPUCITOCOOIEHHOCTH, YeM 13-
BECTHBIC paHee.

3HAYUTETbHOTO porpecca yaajioCb 10CTU4Yb B pe-

LIEHUU KJIACCUYECKOM 3a1a4 KOMMUBOSIKEPa® € I10-
MOIIIBIO OTIEPATOPOB KPOCCUHTOBEPA, COXPAHSIIOLINX
omoku (Sanchez et al., 2017). B kauectBe Cb B 1TaHHOM
cJlydae BBICTYIIAIOT ajlbTepHATUBHbBIC (DparMeHTHI pe-
mreHuit. HecMoTpst Ha TO, 9YTO YMCII0 KOMOWHALIMIA Ta-
KUX OJIOKOB pacTeT SKCHOHEHIIMAIbHO OT MX YUCIA,
HCIIOJIb30BaHME “KAIHBIX” BPUCTUK WJIN IPYTUX ME-
TOIOB KOMOMHATOPHOM ONTUMMU3ALIMU ITO3BOJISIET MO~
JIYIUTH TPaKTAYEeCKU 3(P@EeKTUBHBIE TPOLICAYPHI pe-
kombuHaimu (Eremeev, Kovalenko, 2016; Sanchez et al.,
2017).

OnmHot 13 TPagULIMOHHBIX 00acTeit IpUMEHEeHU S
TeHETUUECKUX aJITOPUTMOB SIBJISIETCSI ONITUMMU3ALIUS
apXUTEKTYPHl MCKYCCTBEHHBIX HECMPOHHEIX CEeTeil B
MalmHHOM oOy4YeHuM. McxomHoi MoTuUBalLeil Ta-
KOro MpHUMEHEHUsSI TeHETUYECKUX aJrOpUTMOB IIO-
CIIy>KWJI SBOJIOLMOHHBIN ClIeHapUii BO3BHUKHOBEHUSI
MO3ra B XKMBOM npupoje. BriocaeacTBum u mpakTuka
peureHusl MpUKIagHbIX 3adad TOATBepAWJIa Tep-
CIIEKTUBHOCTH TAKOTO UCITOIb30BaHusA I'A — cM., Ha-
npumep, moHorpaduio . PyrkoBckoii ¢ coant. (PyT-
KOBcKast u ap., 2006) v mpuBeIeHHbIE TaM CCHUIKMU.
IMocnennue nccnenosanus (Lu et al., 2019) nmokasbl-
BAaIOT, YTO IPMMEHEHUE TeHEeTUYECKOTO ajJropuTMa
NSGA st onTUMU3aliM CBEPTOYHBIX HEMPOHHBIX

2 3anaua KOMMMBOSIKEpA 3aKITIOYAeTCs B MOMCKE KpaTyaiiliero
MapIlpyTa, MPOXOIAIIEro 4epe3 BCe 3adaHHbIe Topoja C Io-
CJIEAYIOIIMM BO3BPATOM B MCXOIHBINA TOPOI.
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CeTell OKa3pIBaeTCsI 0COOEHHO 3((MEKTUBHBIM, €CIU
B KauyectBe Cb paccmarpuBarh, Tak Ha3blBaeMbIE,
BBIYUCIIUTEIbHBIC OJIOKM W IIPOBOAUTH PEKOMOMHA-
OO0 C COXpaHEHMWEM TaKMX OJIOKOB. B ¢BsI3M ¢ 00-
CyXXIeHMEeM MPoOIeM ONTUMU3ALNN HEHPOHHBIX CeTei
C IOMOIIBI0 DA HEeoOXOAUMO OOpPaTUTh BHUMaHUE U
Ha INMPOKOEe OOCYyXIeHHe NpoOJieM B3aMMOCBS3U
MOMAYJBHOCTU U (PYHKIIMOHAIBHOM 3BOJIIOIIUU 1I€H-
TpaJibHOI1 HepBHOI cuctembl (Colombo, 2013).

B 6uonoruu B To 3Ke camoe BpeMsl napajieibHO U
HE3aBUCUMO OT 3BOJIIOLIMOHHBIX BLIUMCICHUI pa3-
BUBAIOTCS TIPEJACTABIEHUSI O BAXHOCTHU COXPaHEHUS
MOL[ynCﬁ B O9BOJIIOHMHN M O KOHKPETHBIX ME€XaHMU3Max
TaKOTO COXpaHEHMUSI.

B OuouHXeHepuu pa3BUBAIOTCS MOJEKYISIPHO-
WHXXEHEePHbIE MOAXOIbI 1JISI MAHUITYIUPOBAHUSI C 1O~
MEHaMM B HaIlpaBJICHHOI 3BOJIIOLIMU OHOJIOTHUYE-
ckux makpomosekyn (Voigt et al., 2002). B Havane
90-x rr. CremmMmep pa3paboTaji MeTo “nepeTacoBKu’
JHK (DNA shuffling) (Stemmer, 1994a,b). Meton
MpeanojaraeT BHICOKYIO TOMOJIOTHI0 PEKOMOUHUPY-
e€MBIX IIOCJIeIOBAaTEeIbHOCTE. DTO ObLIa, ITO-BUIM-
MoOMY, TIepBast 3P deKTUBHAS peaTn3alinus TeHHO-NH-
JKEHEPHBIX IIPOLIENYP, CXOOHBIX C TOMOJOTMYHBLIM
KpoccuHIroBepoM. B 00enx cBouX mepBhIX ITyOJIMKa-
UsIX 110 3ToMy noaxony (Stemmer, 1994a,b) Crem-
Mep OTMeYaeT, YTO UMEHHO B obiactu I'A GbLi1a 1po-
JIEMOHCTPHpPOBaHa BhICOKasi 3((PEKTUBHOCTh KPOC-
CUHIoBepa (B CPABHEHUHU C TOUYSUHBIMM MYTaIIUSIMM)
JUJTSL PELIeHUST CIOXKHBIX 3a/1a4 3BOJIIOLIMOHHBIM MO-
nckoM. HoBrle akcIiepruMeHTanbHbIE MOJIEKYJISIPHO-
OMOJIOTUYECKNE IIPOLEHYpPhl, PEKOMOMHMPYIOIINE
LeJible MOOyJu, pa3paboTaHbl B oOjacTtu sexual
methods B GenkoBoit nunxkenepuun (Lutz, Benkovk,
2008). DT OMOTEXHOJIOTMYECKME ITOIXOAbI TIPEIIIO-
JIararoT BBISIBJICHUE, “BbIpe3aHue” U “IIepeTacoBKY K-
30HOB” (exon shuffling) “cimmBaHreM” MX B HOBBIE X1~
MEpPHBIEC MOJIEKYJIbI, CXOTHO C TeM, KakK, I10JIaraloT, 3TO
MPOUCXOAMJIO B OMoJlorTMyecKoil aBomonuu (Stebel
et al., 2008). OTMeTHM, YTO METOIBI HETOMOJIOTYE-
CKOIi peKOMOMHAILIMM HEe BXOAAT B HAOOp CTaHIApT-
HbIX ['A, XOT$SI HEKOTOpPBIE aBTOPHI Pa3BUBAIOT MPOLIS-
JIypBl KPOCCUHTOBEpa, HAIIOMUHAIOIINE METOIbI He-
TOMOJIOTUYECKON PEKOMOMHAILIMM B OMOTEXHOJIOTUN
(Hu, Banzhaf, 2010). IToaToMy TeopeTuyecKuii aHa-
13 3¢ PEKTUBHOCTU TaKMX METOHAOB OBLI ObI BaxKeH
n 11 DA, 1 IJIsT HaTIpaBiaeHHOM 3Bosronnn. [1pume-
yaTeJIbHO TaKKe TO, YTO MPUHIIUI 3K30HHO-UHTPOH-
HOIi OpraHu3alyu TeHa BIOXHOBWJI LIEIYIO CEpUIO
nyoNMKaIrii 110 HOBBIM TeXHUKaM DA. DTU HOBBIC
METOIbl B DA ObLUIM BIOXHOBJICHBI OXKUIAHUSIMU OMO-
JIOTOB, YTO OOILIMpPHBEIE MHTPOHHBIE BCTAaBKU MEXIY
9K30HAMM, KOAUPYIOIIMMU AOMEHBI, CIIOCOOCTBYIOT
COXpaHEHMUIO LISJIOCTHOCTU JOMEHOB MPU PEKOMOMHA-
mian (Nordin et al., 1997; Kouchakpour et al., 2009;
Rohlfshagen, Bullinaria, 2010). TakumM o6pa3om, st
COXpaHEeHUsI MOAYJbHOCTU TPEOYIOTCS CIielinaabHbIe
KPOCCUHIOBEpPHBIE MeXaHU3MBbI. Takue MeXaHU3MbI
pa3paboTaHbl B 00JIaCTHM HAIIPABICHHOM 3BOJIIOINU
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MakKkpoMOJIEKyJ. B 3TUX momxomax MCob3yioT dep-
MEHTBI 1 OCOOEHHOCTH OpraHMu3aluu reHoB. EcTb 1u
MOAO0OHEIC MEXaHU3MEI B XKMBOM IIPUPOAEC — OTKPbI-
ThIiA BOIIPOC.

SAKIIIOYEHHME

Takum o6pa3om, 1 B OMOJIOTUM, U B DBOJTIOLIMOH -
HBIX BIYMCJICHUSIX BCE OOJIbIIIEC BHUMAHMS YIEISICTCS
MpobJieMaM COXpaHEHUs MOIYJIeii B 9BOJIOLINU U Me-
XaHMU3MaM TaKOTO COXpaHEeHMUSI.

IlepeHoc uaeit 6MOIOrNYECKOTO CeISKIIMOHU3MA
B 00JIaCTh IIPUKJIAAHOM MaTeMaTUKHM IIPUBEJI B UTOTE
K TIOSBJICHUIO OOIIMPHOM COBPEMEHHOW 00J1acTHh
DA. IIpruMeyaTesIbHO, YTO MHOTHE IIPOOJIEMBI TETIEPh
paccMaTpUBaIOTCs ITapaUleibHO M (IIPaKTUYECKU)
HE3aBHCHMO M B DBOJIIOIIMOHHOM OMOJIOTUH, U B DA.
BwMmecTe ¢ TeM, Moaxoabsl COBpeMEeHHBIX DA Bce 00JIb-
III€ MCIOJIb3YIOTCS B COBPEMEHHOM CUCTEMHOI 0110-
Jjoruu. Mbl HabJII0gaeM SIBHYIO TEHACHIIMIO K B3aIM-
HOMY OOMEHY UIEsIMU U TOAX0AaMU B 3TOi obJiacTu
rnepeceyeHrsT MaTeMaTUK U Ouojiornu. B Halem
0030pe MBI COCPETOTOUYMIIMCH Ha ITPOOIeMe MOIYJTh-
HOCTHU Y COXpPaHEHUS MOMYJIEN B 3BOJIOLMU, KAK 3TO
BUIWTCS MaTeMaTUKaM U OmojioraM. MBI IIpUXOaUM
K 3aKJII0YEHUIO, UTO OJAHA M3 SIBHO HaMEYalOIIUXCs
TOYEK MEXIUCIUTUTMHAPHOI'O POCTa — 3TO MpodJiemMa
MEXaHU3MOB COXpPaHEHMsI JOMEHOB/MoMyJIeii B 9BO-
JIIOLTM, KaK KOMITBIOTEPHOM, TaK M OMOJIOTMIECKOIA.
3Ha‘lI/ITeﬂbeIC NEPCIEKTUBbI MMECT IICPEHOC Ha-
KOIUJICHHBIX 3HAHUII 1 METONOB M3 00JIaCTU 3BOJIIO-
LIMOHHBIX BBIYUCIEHUN B OMOMHMOPMATHKY — KaK
IJId MOACJIMPOBaHMUA U3BECTHBIX ITPOLIECCOB M aHa-
JIN3a UMEIOIINXCS JaHHBIX, TaK U IJISI CHHTE3a HOBBIX

CTPYKTYD.

IMTPUJIIOKEHUE

B HacTosieM npuyioxKeHUM IIPUBOTUTCS ITOIPOO-
HOE OIMCaHue KJIACCMYECKOT0 FreHETUYECKOTO ajiro-
putMma (KI'A), ogHoro 13 HanboJee N3BECTHBIX BapU-
anToB I'A (Goldberg, 1989). lanee, Kak mpaBUIO, UC-
MOJIb3yeTCsl cucTeMa obo3HaveHuit u3 (Paixdo et al.,
2015). ITycTb TpeOyeTcss HAlATM MAKCUMYM HEOTpHIIa-
TeJBLHOM 11eJIeBOi (DYHKILIMU f{X) Ha TTPOCTPAHCTBE pe-
menuit X. IIpu ncrons3oBanum KI'A pemenus x € X
MIPEACTABIISIIOTCS OIBOMYHBIMU CTPOKaMM (PUKCUPO-
BaHHOM IJIMHBI #. B TuTepaTtype mo 3BOMIOIMOHHBIM
BBIYMCJICHUSIM PEILICHUS U3 IIPOCTPaHCTBA X IIPUHSI-
TO Ha3bIBaTh (DEHOTUIIAMM, & JBOMYHBIE CTPOKH M3
MmHoxecTBa G = {0,1}" — reHoTuITamMu. KoMIoHEeHTHI
CTpOKU reHorurna (6uthl) g', g, ..., g" IPUHATO Ha3bl-
BaTh reHaMu. Kaxxnomy reHotuity g € G COIOCTaBIISI-
eTCsl 2JIEMEHT MHOXeCTBa X, TO €CTh omnpeaessieTcs
oTobpaxeHue reHotun—deHorun @: G — X. Komrmo-
3uLusg oTobpaxeHuil w(g) = f(P(g)) Ha3bIBaeTCs
¢dyHKIMEd NOPUCITOCOOJIEHHOCTH W  OIpeAessieT
“amanTUpPOBAaHHOCThL” TEHOTUIIA g K 3a/1aUye ONITUMMU-
3anuu dyskuuu f. [Monynsumeit yucaeHHoOCTH k Ha-

YCITEXY COBPEMEHHOM BUOJIOTUH

CIINUPOB, EPEMEEB

3bIBAETCSI BEKTOP IpocTpaHcTBa GX. Criocob HyMmepa-
1uu ocobeit B nmomnyasaiuu KI'A He uMmeeT 3HaueHUSI.
IMonynsauusa nokoJyieHus ¢, t = 1, 2, ... OyneT o003Ha-
yatbcs yepe3 P(f) = (81, s ++-» Sir) - UACIEHHOCTD O-
nyassuMy k (pukcupoBaHa OT Hayaja pabOThl ajiro-
pUTMa A0 KOHILA W ISl POCTOTHI TMpearnoaaraeTcs
yetHoit. Utepariueit KI'A saBiisieTcst mnepexon oT TeEKy-
meit nonyasiuu P(7) K cinenyromeit P(r + 1). Ilpuse-
neM oouryo cxemy KI'A (omepaTopbl IpOITOPIIMO-
HAJIbHOM CeNeKIMU Sp,,, OMHOTOYEYHOIO KPOC-
cuHroBepa Ripy, U MyTauum M, OymyT ornucaHbl
HITKE).

Knaccuueckuii eenemuueckuii aneopumm
1. s i ot 1 no k BoImoHATH AT 1.1:
1.1. ITocTpouTs citydaiiHBIM OOpa30M T'€HOTHII g;;
2.t.=1

3. Iloka He yIOBJIETBOPSIETCS YCIIOBUE OCTAHOBKH
BBINOJHATH 11aru 3.1-3.4

3.1. BuiOpathr Ha0Op POAUTENHCKUX T€HOTUIIOB

(1:82+++81) = Seropip(P(1))
3.2. Inajor 1 mo k/2 spimosmsrs miaru 3.2.1—-3.2.2:

3.2.1.(z',7") : RlPoim(g;j—lag;j) (KpoccuHTroBep)

322,81 1+ 12 = My(2), &y, 1 +1: = M,(Z") (MyTa-
us)

3.2.3. KoHel nukJjia

33.£=1t+1

3.4. Konen nukJja

4. PesynbtaT KI'A — reHOTHN ¢ HAMOOJBIIIMM 3HA-
yeHueM (pyHKUIMU nprucnocobneHHOCTH f(Q(g;,)) cpe-
OV HAaIEeHHBIX.

Ha mare 1 ¢popmMupyeTcst HauajibHasi TTOTYJISILIUS
P(1), aneMeHTbl KOTOPOIi TeHePUPYIOTCS paBHOBEPO-
SITHO Ha MHOXeCTBe TeHOoTHoB G. JleiicTBre orepa-
TOpa MPOIOPLUOHAIBLHON CeJIeKIIMN Ha TIPOCTpaH-
CTBE MOMYJISILUIA Spyop: GX — GF MMeeT To ke 3Have-
HUE, YTO M €eCTeCTBEHHBId OTOOp B TIPUPOIE.
Kaxnpliit aieMeHT Habopa poIUTETbCKMX T€HOTUTIOB

(g;,g;,...,g,L) BbIOMpaeTcs u3 nonyasiuuu P(f) He3a-

BHCUMO OT [PYTHX, TPH 3TOM C BEPOSTHOCTHIO
Pr(g, — g) B nosuumro [/ = 1,.., k wHabopa

(g{, g;,..., g,'{) KomupyeTcsl J1000i TeHOTUN g;,i
1,...,k. Tlo ompeneneHuO omnepaTropa MPOIOPILIAO-

HAJIbHOW CeJIEKIMK BeposiTHOCTh Pr(g;, — g;) mpo-
MOPLIMOHAIbHA

f(o(g;)), o ectb (Prg, — g)=

k
= @@/ | D @& |.
Jj=1
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PesynbraT ogHOTOUEYHOIrO KpoccuHroBepa (7, 7'): =
= Rpoint(*,y) ¢ PUKCUPOBAHHON BEPOSITHOCTBIO P
¢dopmupyeTcs B BUie:

'-_
2= (X1, X000 s Xy Vinalso++s V)

ZH = (y17y29'--5ym9 xm+1""7xn)ﬂ

r7e CJIy9aiiHbI HOMEP KOOPAMHATHI CKPEIIMBAHWS M1
BBIOpaH paBHOBEPOSTHO OT 1 1o m — 1. B mpoTnBHOM
ciydae (TO eCTbh C BEpOSITHOCTBIO 1 — p.) o0a reHoTUNA
COXpaHSIOTCS 0e3 M3MEHEHUI, TO €CTh 7. = X, 7' = ).
BinustHue omnepatopa KpOCCUHTOBEpa PETYIUPYETCS
HacTpauBaeMbIM napameTpom p, € [0, 1].

Omeparop myrauuu M, B KaX10# MO3UIIMK T€HO-
TUIIA C 33J]aHHOI BEPOSITHOCTBIO p U3MEHSIET €€ CO-
nepxxumoe. B MpoTMBHOM ciyyae TeH ocTtaercs 6e3
n3MeHeHuit. Takum obGpaszom, MyTalusl 3J€MEHTOB
reHOTHUIIa MPOUCXOAUT Mo cxeMe bepHyJsIu ¢ BeposiT-
HOCTbIO ycriexa, paBHOii p.

Br16op mapamMeTpoB YMCIEHHOCTH TIOITYJISILINA K,
BEPOSITHOCTEN MyTallMM p U KPOCCUHIOBEpa p, M03-
BOJISIeT peryaupoBath padoty KI'A um HacTpauBaTh
€ro Ha KOHKPETHbIE 3aJauM. YBeJIUUYeHUE BEPOSTHO-
ctu mytauu no 0.5 npespaimnaer KI'A B mpocTtoit
CIIyJaliHbIi mepedop, UMEIOIINIA BeCbMa OrpaHUYEeH-
HOE MpMMEHEHNE. YMEHbIIIEHUE p 10 HYJISI IPUBOAUT
K MaJIOMy pa3HOOOpa31io TeHOTUITOB B MTOMYJISILIUUA U
MOXeT BbI3BaTh “3anmkimBanue” KI'A, korma Ha
KaXXJ0¥ nTepalmy reHepupyroTcs JIMIIb paHee BCTpe-
yapiyecss reHoTunbl. CTaHOapTHBIM OIEPaTOPOM
MyTaluu cyuTaeTcss M, pu Beidope p = 1/n, T.X. B
9TOM cjly4yae TMpUu MYyTallMd B CPEIHEM M3MEHSETCS
onHa no3unus. Bapunant onucanHoro I'A, B KoTopom
orepaTop KpOCCHMHIOBEpa BO3BpAIACT TOJbKO OIWH
M3 IBYX TEHOTHIIOB 2, 7', BLIOpaHHBIIT paBHOBEPOSIT-

HO, a war 3.2.1 umeeT BUI 2 = Rpoin(&2/-1,82,), T+ =

Ripoint(&2/-15&2;), Ha3bIBAETCS MPOCTEHIINM I€HETH-
YEeCKMM aJITOPUTMOM U MHTECHCUBHO UCCIIEAYETCS B
TEOPUU SBOJIIOLIMOHHEIX airopuT™MoB (Vose, 1999).

YUCAEHHOCTh TEHOTUIIOB U3 “NEePCHEKTUBHBIX”
cxeM (OoIIpeneieHre CXeMbl CM. BBIIIE B pazuene 3)
OlIEHMBaeTCs U3BeCTHOM Teopemoii o cxemax (Hol-
land, 1975; Goldberg, 1989). Beenmem obo3HaueHUE
N(H,P(f)) nns ancina TeHOTUIIOB 13 CxeMbl H B ITOKO-
Jnenuu t. Torma cpenHee 3HayeHUEe (DYHKIUU TIPU-
CIIOCOOJIGHHOCTU Ha 0CO0SIX cxeMbl H B IOKOJICHUU ¢

€CTh:
> wig)

w(H, P(f)) =t
N(H, P(t))

Teopema o cxemax (Holland, 1975; Goldberg,
1989;) mpencraBiaseT co00if HIDKHIOI OLEHKY IS
CpeIHero yMciia rpeacTaBuTelieil 3aiaHHoO cxeMbl H
cpeny ocoOeil HOBOro MHOKOJIEHUSI KJIACCUYECKOTO
TEHETUYECKOIo aJropuTMa:
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Teopema 1. ITycTh B Ki1TacCUYECKOM T€HETUYECKOM
aJITOpUTME TIPU BEPOSITHOCTU MYTALIMU p U BEPOSIT-
HOCTU KPOCCHUHIOBEpPA P, AJIs1 HEKOTOPOIO # BBIMOJI-
HeHo ycnoBue w(H, P(t)) = ew(G, P(t)), Toroa uMmeer
MECTO HEPaBEHCTBO:

E[N(H,P@ +1))] = c(l - I(H—)‘l’j X
"

x (1= p™"™N(H, P(t)),

rae E[-] o6o3HaYaeT MaTeMaTUYECKOEe OXUIaHUE.

Kak BumHO 13 popMyIMPOBKNA JAHHOM TEOPEMBI,
€CJIU CpelHsIsl mpucriocobdseHHocTh w(H, P(f)) cxe-
MBI H 00CTaTOYHO BEJIMKa, TO YMCJIO IIpeACTaBUTEIIeiA
9TOM CXeMbl Ha CJICAYIOIIeM IMOKOJEHUHU B CPpEeIHEM
Bo3pacteT. Ilapamerp w(H, P(f)) nuMeeT aHAJIOTU4-
HBIII CMBICJI, YTO M CMEIIMBAEMOCTh aJlJIe/IM, KOTIa
CXeMa COOTBETCTBYET OTACIBHO ajlIeJIM — CM. OIIpe-
JejieHue B pasaeine 3 u 6osiee mogpooHo B (Livnat et al.,
2008). B yacTHOM ciy4yae, Korga BCE T€HOTHUIIBI C
JIaHHOM aJljIeJIbI0 MPEACTaBICHbI PaBHBIM YHCIOM
ocoOeiil B MOoNyasilyy, 3TU BeJIUYUHBI paBHBI. B oT-
JIM4Me OT CMEIINBAEMOCTH, CPEIHSISI IIPUCIIOCOOICH-
HOCTb CXEMbI YYUTHIBAET COCTAB TEKYIICH ITOITYJISI-
uuu P(f) u uameHsiercst co BpemeHeM. TToImbITKM nH-
TEPIIPETUPOBATh TEOPEMY O cxeMax 0e3 ydeTa 3TOro
¢hakTa MOTYT IIPUBOIUTH K HEBEPHBIM BHIBOIAM.
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The basic principles of selectionism were transferred in a simplified form from the genetics of populations to
the field of evolutionary computations in order to solve applied problems of optimization and adaptation. For
almost half a century of development in this field of computer science, considerable practical experience has
been gained and interesting theoretical results have been obtained. One of the main properties of biological
systems is modularity, which manifests itself at all levels of their organization, starting with molecular genet-
ics, ending with whole organisms and their communities. In this survey, the phenomena and patterns associ-
ated with modularity in genetics and evolutionary computations are compared. From the point of view of
modularity, an analysis of the similarities and differences in the results obtained in these areas of research is
carried out, and the possibilities for sharing knowledge between them are discussed.
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