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Mogaesb COBMECTHOIO BIMSIHUS €CTECTBEHHOI0 0TO0OPa U MYTALIMOHHOI 0
AABJCHUS HA AMHHOKHCJIOTHBIH COCTAB 0€/IKOB U MCII0JIb30BAHUE KOJOHOB B MPHK
oaxTepuii. Coobmenue 2

bI'My

OpurvHanbHass MOJE€Jdb COBMECTHOTO BIIMSHHUS €CTECTBEHHOIOo oTOOopa U
MYTAllMOHHOT'O JaBJICHUs] Ha AaMUHOKUCIOTHBIM cOcTaB O€NkoB OblUla co3JaHa B
pe3yJbTaTe TIIATEIBHOIO aHali3a 3aBUCUMOCTEM MEXIY YacTOTaMU HCIIOJIb30BAHUS
Kaxaoro kogoHa ot obmeil  GC-HachlleHHOCTH — OakTepuaidbHBIX  IE€HOMOB.
KitoueBble cii0Ba: MyTallMOHHOE JaBlieHHWE, OaKTepUaJbHBbIH TI'€HOM, HCIOJIb30BaHUE
koj0HOB, GC-conepxanre, aMUHOKUCIOTHBIE 3aMEHBI, HYKJICOTU/IHbIE 3aMEHBI.

OcHoBHOM wuzaeert teopun H.Cyeoku, Ha Ham B3MISLA, SBISETCS CIEAYIOLIEE
yTBEepKIeHHe: Hykieotuanble 3amemieHuss B JIHK (ToueuyHble MyTanuu) HMEIOT
OIpEJIETICHHOE NPEANOYTUTEIbHOE HAalpaBiIeHUE, BBIPAXKEHHOE B OOJIbILIEH MM MEHbLIEH
creriedn [11], TO ecTh, HE SBISIOTCSA CIy4YaillHbIMHA. JI[pyrMMH CIOBaMH, CYIIECTBYIOT
IIPOLIECCHI, BBI3BIBAIOIINE YBEIWYEHNWE YaCTOTbI BOBHUKHOBEHUS CTPOTO OINPENEIEHHBIX
tunoB Mytauui. Jlanusle nponeccsl H.Cyeoka oObeauHsieT moa cOOpPHBIM TEPMUHOM
«MYTallMOHHOE JaBiieHHe». MyTallmoHHOE JaBlI€HHE MOXKET UMETh JBa HanpasieHus. GC
naBiieHHe (MU TMOBBINICHHON YacTOTE BO3HUKHOBEHHWS 3aMEH aJCHWHA W THMHHA Ha
IYaHUH W IIMTO3WH, OTHOCHTEJIBHO OOpaTHBIX UM 3aMmeH), wiun AT naenenue (npu
MOBBIIIEHHON YaCTOTE BO3HUKHOBEHHs 3aMEH I'yaHWHA W IIUTO3MHA HA aJCHUH U TUMMUH,
OTHOCHUTEIILHO OOpaTHBIX MM 3aMeH). Bo3MoxHa cutyarms, B kotopoit AT-naBieHue u
GC-naBneHue MONHOCTHIO YPaBHOBEUIMBAIOT APYr Apyra, OAHAKO, B OoJibLIEH yacTu
r€HOMOB a0COJIIOTHOTO pPAaBHOBECHS 3TUX NPOLECCOB He Halmojaercs. Pesynbratom
BO3JICUCTBUS MYTaIMOHHOTO JaBieHus Ha koaupytonue ydactku JJHK (MPHK) sinsercs
HAalpaBJICHHOE HW3MEHEHME  YacTOT MCIOJb30BAHMS B  HUX  TPHUIUIETOB, Kak
CUHOHMHUMMYHBIX, TAK © HECUHOHUMHUYHBIX.

CornacHo Tteopuu HeuTpaiabHocTh M. Kumypsl [4], ecTecTBeHHBIH 0TOOp B
MOMYJISIMNA Ha MOJICKYJIIPHOM YPOBHE MPOSIBISIETCS TIaBHBIM 00pa3oM OTpPULATEIbHBIM
orbopom. Ecnu myTtanus B JaHHOM KOHKPETHOM IéHe cama Mo cebe MpHUBOJIUT K rudenu
0cOOM 10 MOMEHTa OCTaBJI€HUs €10 TMOTOMCTBA, Mbl CYMTAE€M, 4YTO 3Ta MYTalMs
ANUMUHUPYETCA U3 MOMYJISUMU OTPULATENbHBIM OTOOpoM. Ecinum myTtanus B JaHHOM
KOHKPETHOM T'€HE He MPUBOJUT HEMOCPEICTBEHHO K Ir'HOeiau 0coO0M A0 OCTaBIEHUS €I0
MOTOMCTBA, Mbl CUMTAE€M, YTO OTPHULATENbHBIA OTOOp HUKAK HE BIMSET Ha (PUKCALIMIO
JAHHOW MyTallMM B NOMYJALMHU. Takyro MyTalMIO Mbl IIpeJjaraéM CUMTaTh HEUTPaJIbHOU
10 OTHOILLIEHUIO K OTPULIATEIILHOMY OTOODY.

[Io Teopun M.Kumypsl, HeWTpanbHble MyTalMd MOTYT OBbITh (DPUKCHPOBAHBI B
NOMYJSIUMU CIIy4alHbIM TeHeTHUuecKuM Jpeiipom. CiydailHbIA T€HETUYECKUH Apeid
ABJIAETCSI COOPHBIM MOHATHEM, BKIIIOYAIOUIMM B ce0sl BCE BO3MOXKHBIE BEPOSTHOCTHbBIE
NPOIIECCHI, TAK WJIM WHAYE U3MEHSIONINE YaCTOThI BCTPEUYAEMOCTH TeHOB B MOMyJsiiu [4].
[TockoJIbKY TEHOM Y OaKTEpHil SIBIISICTCSI TAIUIOMIHBIM, & Pa3MHOXKEHHUE Y HUX Oecrolioe (¢
BO3MOXXKHOCTbIO OOMEHa TIUIa3MHJaMH), MHOTHE ONHCaHHbie B Jutepatype [13]
MPOSBIICHUS CIy4YaHOrO T€HETHYeCKOoro apeiia Kk OakTepusiM He NMPUMEHUMBI. TeM He
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MEHee, CIy4YailHbli TeHEeTHYeCKUH apeid MOKeT MNposBIATbCA Uy OakTepuid, Kak
MUHHMYM, B Bujie «d(dekra ropisiika OyTeutku» 1 «dddexra pogonadanbauka» [13].

[lonoxurensHo Myrtamueid, no teopun M.KuMypsl, cilelyeT CUMTaTh JUIIb Ty
MyTalH0, KOTOpas HEMOCPEACTBEHHO NPHUBOAUT K MOBBIIIEHUIO TUIOAOBUTOCTH JTAHHOMN
ocobu 1 €€ moToMKOB. Takue MyTaluu MPOUCXOIAT KpaliHe peako [4].

MornekynsgpHoii OCHOBOM Tpam3unui [6,12] sBisercs mporecc Je3aMUHHPOBAHHUS
HYKJICOTHI0B. B HemaBHMX pabOoTax [6] ObL1 omuMcaH MEXaHHW3M BO3HHKHOBeHHS AT-
JaBJI€HUs B pe3yJibTare JAe3aMUHHUPOBAHUS IMTO3MHA C OOpa3oBaHUEM THUMUHA.
JlezamuHupoBaHue 1UTO3MHA TpoucxoautT mocie araku H3O0+ B mosunuu N3 u
JanbHEHIIEero NPUCOeIMHEHHUsI MOJIEKYJbl BO/bl B MojiokeHUH C4. NHTEHCHBHOCTD TOTO
poliecca BO3pacTaeT NpH MOBBIIEHUU TEMIIEPATYPHI.

Jpyrue aBTOpbl pelIAIOLIYI0 poJib B MpoLecce Ae3aMUHHUPOBAHUS ILIMTO3MHA
NPUITHCHIBAIOT pabote pepmenTa ne3amunassl [9]. Jle3amMuHa3za akTHBHA, B YaCTHOCTH, B
MMMYHOKOMIIETEHTHBIX KJIETKax uesioBeka. Pabora »storo QepmeHta CBOAMUTCS K
J€3aMMUHUPOBAHUIO IIUTO3MHA ¢ oOpasoBanueM ypamwia. JHK-nonumepasa pabotaer c
YpalMJIOM TaK K€, KaK U ¢ TAMUHOM. Pe3yibraTom mepBoi ke peruiuKaluu, cieayomen
1ocJie 1e€3aMUHUPOBaHUs, ABIsAeTCs 3aMeHa B ogHol u3 nouepHux JAHK G-C napsl napoit
A-U. Tem nHe wmeHee, poib (HEPMEHTATUBHOIO J€3aMUHHUpPOBaHHUS B co3fanun AT-
NaBjieHUs y OakTepuil MoKa HE U3y4eHa.

Take B HemaBHUX paborax [12] ObLI JOKa3aH BKJIAJ TPAHCBEPCH aJCHHHA B
uuTO3uH B co3nanne GC-gaBieHus, 0lHaKoO, 4aCTOTA 3aKPEIJICHUS MOJ00HBIX 3aMeIIeHUI
Mmenbine [1,3], ueM BhIeyOMSHYTBIX TpaH3umuid. [Iporiecc 3aMeHbl aJileHHHA Ha [IUTO3UH
JIOBOJIBHO CJIOJKEH. IToxn BO3JCHUCTBUEM CBOOOJTHBIX paaUKaIoB O-
ne3okcuryanuHtpudocdar (' TD) OKHUCIISICTCS c oOpazoBaHUEM 8-
okcoryanuntpudocdara. [locnennuii KoMIIEMEHTapeH HE LUTO3MHY, a aJeHuHy. llpu
perunkanuu JJHK 8-okcol T® okaspiBaeTcss B JOoYepHEH LeNM HAMPOTHUB aJ€HUHA.
Crneunduueckuii pepmeHT, npoaykT rena MutY, Beipe3aeT aJileHuH, OKa3aBIIUKCA B Mape
¢ 8-okcol TD, u 3amemaer ero Ha ALIT®. Eme ogun cneunduueckuit pepment, MUutM,
BbIpe3aeT caMm 8-okcol TD u 3amentaet ero Ha Al TO. OyHKkMel pepMeHTa, KOAUPYEMOTO
reHoM MUtT, siBnsiercst anumuHanus 8-okcol T u3 myna HyKJICOTUIOB.

Cnengyer OTMETHUTh, YTO BBIIICOMUCAHHBIN MPOLIECC MOXKET MPOUCXOIUTH MpPH
COBMECTHOM BIIMSTHUM, 1O KpailiHel mepe, TpexX (hakTopoB: 1) okuciIHuTEeNbHBIN cTpece, 2)
BBhICOKas dKcrpeccusi reHoB MutY u MutM, 3) Huzkast akTHBHOCTB MpojykTa reHa MutT.
[lo HameMy MHEHUIO, 3TOT MPOLIECC HE MOXKET ObITh YHUBEPCATBHBIM AJI BCEX OaKkTepui,
XOTsl OINpEAC]ICHHbIM BKJIAJ B CO3/1aHHE€ MYTAalMOHHOTO JaBJIEHUS OH, HECOMHEHHO,
JOJI’KEH BHOCHUTb.

Jlo cux mop He ObUIa OMNPOBEPrHYTa M OJHA M3 HAuMOOJEe paHHUX THUIOTE3
BO3HHKHOBEHUSI MYTallMOHHOTO aaBiieHUs [11]. DTa rumore3a MpUNKCHIBACT OCHOBHYIO
pOJib B TMOBBINIEHUM YacTOThl BO3HMKHOBEHHUS OIPEAENICHHBIX TPAH3UIMI omuOKaM B
pabore IHK-nonumepas Bo BpeMst peryIMKaluy U penaparym.

EcTecTBeHHO, B TIOCTENEHHBIA MpoLecc NOBbIEHUs Win moHmwkeHus GC-
coJiepKaHUs B psAly MOKOJEHUH MOTYT BHOCHTH BKJIAJ U JAPYTHE, KaK 3HJIOT€HHbIE, TaK U
AK30T€HHBIE, (PaKTOPbI, OJHAKO, B HAIIPABIECHHOCTU UX JEHCTBUS MOKHO COMHEBATHCS.

B cBere mnpuBeAEHHBIX JAHHBIX MYTAIMOHHOE [aBJICHUE NPEJICTAeT B BUJC
SHAOTEHHOTO 3BOJIIOIMOHHOTO (paKTOpa, W3HAYaIbHO MPUCYIIEH CIOCOOHOCTH MOJIEKYJ
reHEeTHYECKUX OMONOJMMEPOB K U3MEHEHHUIO.

Marepuan u METOABI



B kadectBe 0OBEKTOB wuccleqOBaHUS ObUTM  BbIOpaHbl 85 COBOKYMHOCTEH
koaupyromux ydactkoB (CKY) Oakrtepuanbubix MPHK u3 anexTponHON 0a3bl JaHHBIX
Codon Usage Database [8]. Hannsie CKY MPHK mnpunamiexar ciaeayionyM BHIAM
OaxkTepuil:

Mycoplasma mycoides; Fusobacterium nucleatum; Chlamydophila pneumoniag;
Borrelia burgdorferi; Clostridium perfringens;, Campylobacter jejuni; Rickettsia conorii;
Staphylococcus aureus; Wolbachia endosymbiont; Bacillus cereus; Streptococcus
agalactiae; Parachlamydia sp.; Oceanobacillus iheyensis; Lactococcus lactis; Helicobacter
hepaticus; Leptospira interrogans, Thermoanaerobacter tengcongensis; Listeria innocug;
Enterococcus faecalis; Treponema denticola; Haemophilus ducreyi; Legionella
pneumophila; Bartonella henselag; Pasteurella multocida; Pyrococcus furiosus;
Acinetobacter sp.; Nostoc sp.; Coxiella burnetii; Bacteroides thetaiotaomicron; Bacillus
halodurans;, Bacillus subtilis; Lactobacillus plantarum; Photobacterium profundum;
Mannheimia succiniciproducens; Aquifex aeolicus, Photorhabdus luminescens; Vibrio
parahaemolyticus; Thermotoga maritima; Shewanella oneidensis, Bacillus licheniformis;
Vibrio vulnificus, Desulfotalea psychrophila; Vibrio cholerae; Wolinella succinogenes;
Synechocystis sp.; Yersinia pestis; Porphyromonas gingivalis; Esherichia coli;
Bdellovibrio bacteriovorus; Nitrosomonas europaea; Shigella flexneri; Prochlorococcus
marinus, Erwinia carotovora; Neisseria meningitidis; Xylella fastidiosa; Klebsiella
pneumoniae;  Thermosynechococcus  elongatus;  Corynebacterium  glutamicum;
Rhodopirellula baltica; Brucella suis; Pseudomonas syringae; Agrobacterium tumefaciens,
Propionibacterium  acnes, Bifidobacterium  longum;  Gloeobacter  violaceus,
Mezorhizobium loti; Sinorhizobium meliloti; Desulfovibrio vulgaris; Methylococcus
capsulatus; Bradyrhizobium japonicum; Xanthomonas axonopodis; Rhodopseudomonas
palustris; Chromobacterium violaceum; Halobacterium sp.; Deinococcus radiodurans,
Ralstonia solanacearum; Caulobacter crescentus, Burkholderia pseudomallei; Leifsonia
xyli; Bordetella bronchiseptica; Symbiobacterium thermophilum; Thermus thermophilus;
Mycobacterium avium; Nocardia farcinica; Streptomyces coelicolor.

OO6m1ee yncio HyKIEOTUIHBIX nociienoBarenbHocTell B 85 CKY coctaBumno 273 590,
oO111ee YncI0 KOJIOHOB B HUX cocTaBuiio 85 366 443.

[To obmieir yactore coaepxanus ryanuHa u 1utosuHa (G+C) 85 CKY mPHK
pacrpeeauinch ciaeayrnmum oopazom: 38 u3 Hux uMmerot nokasarenb G+C > 50%, a y 47
GC-conepxanue < 50%, naumanazon Bapuanuu G+C — ot 0,24 no 0,72. Kaxnpiii BUI
OakTepuil mpeCTaBiIeH HE MEHEE YEM OJHOM THICSUYbIO KOJUPYIOIIHNX YYaCTKOB.

Pacuétel koaddurnmentos koppesiuu (R), noctoBeproctu anmpokcumanuu (R2),
HaksoHa TpeHaa (N), 4acToT KCMoNb30BaHUS KaXKI0M aMUHOKHCIOTHI M KaX/I0r0 KOJI0Ha,
a TaKKe pa3HUIBl MEXIy CpEeAHHUMHU apuPMETHYECKUMHU JBYX BBIOOPOUHBIX
COBOKYITHOCTEN MPOU3BOIMIIUCH C MMOMOILBIO OpUrHHAIbHOM niporpamMmbl VVK 3.2.

Pe3ynbpTaThl 1 00Cy)XaeHUE

Ha puc.l wusobpaxén rpaduk, orpaxatomuid koppemsiuuio wmexay GC-
COJICp)KaHUEM TI0 KaKJIoMY U3 mosiokeHuit kojgona (mokasarenn 1GC, 2GC u 3GC) u
ooum GC-conepxanueM B CKVY 6akrepuansubix MPHK. Hanuuue npsimoit 3aBucumocTu
MEXAY KaXKIbIM U3 3TUX TpEX mokasaresieid u o6meil GC-HAChIIIEHHOCThIO YKa3bIBA€T HA
TO, 4YTO MYTAallMOHHOE JaBjicHHe (TO €CTh, NPEHMYIIECTBEHHOEC HAIMpPaBICHHE
HYKJICOTUIHBIX 3aMeH) OKa3bIBA€T OI'POMHOC BJIIHMAHHUC Ha pacnpcaciCcHue 4YacToT
HCIOIL30BaHUS KOJOHOB B 3aBUCHMOCTH OT mX GC-macwimmennoctu. Ilokazarens 3GC
JICMOHCTPHUPYET CaMbli BRICOKHI HaKJIOH oTHOcHTeNbHO G+C (Hakimon = 1,84), mOCKOJIbKY
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OOJNBIIMHCTBO HYKJICOTHUAHBIX 3aMEH IO TpPETheMYy TOJNOKEHHUI0O HE TMPUBOIUT K
M3MEHEHHUIO COCTaBa Koaupyemoro Oenka. B pesynbrare, oTpULIaTeNIbHBIA OTOOP JaleKO
HE BCETJa MOXXET OKa3bIBaTh BIMSHUE Ha COJAEp)KaHWE TyaHHMHA W IIUTO3MHA B TPETHEM
nojoxeHun KojmoHoB. [lokaszarens 1GC mMmeeT ropa3io MEHBIIMK HAKIOH (HAKIOH =
0,71), yem nokazatenb 3GC. DTOT PakT MOKHO OOBSICHHTH TEM, UTO JIMIIB HEKOTOpas
94acTh 3aMEH 10 MEPBOMY IMOJIOKECHHIO — CHHOHUMUYHA. HecMOTps Ha TO, YTO BCe 3aMEHBI
10 BTOPOMY MOJIOKEHUIO HECUHOHMMUYHBI, moka3zatenb 2GC HaxoauTcs B JUHEWHOM
3apucuMocTH oT obmero coaepxanus G+C (waxinon = 0,45). OOBICHUTH 3TO MOXKHO,
NPUHSAB BO BHUMAHUE TOT (PAKT, UTO HE BCE 3aMEHBbl AMHMHOKHCIIOTHBIX OCTaTKOB B OeJKax
MOJIBEPTAIOTCS  BO3JACWCTBHIO  OTpHIATENIbHOTO OTOOpa. MyTallMoOHHOE JaBJICHHE
NPEIOCTaBIsET MaTEpPHal Ui OTPUIIATEILHOTO 0TOOpa U ISl CIIY4aiiHOTO TeHETHUECKOTO
npeiidha. B Tom cinydae, eciaum MyTanus HeWTpasibHA, OTpUIATEIbHBI OTOOp Ha HEE HE
BIMSICT, W OHa TMOJy4YaeT IIaHC 3aKPEeNuTbCA. BeposTHOCTh 3aKperuieHus OHOU
HEUTpaTbHOW MyTallUM HHUYTOXXHO Maja, HO MYTallMOHHOE JaBJICHHWE BBI3BIBACT
MOBBIIIICHUE YaCTOTHl BOSHUKHOBEHHS OJHOTUITHBIX MyTalluii. biaronaps BOSHUKHOBEHUIO
MHO>KECTBA HYKJICOTHIHBIX 3aMEH OJHOTO U TOTO K€ HAMpaBJICHHUsI, YaCTh U3 HUX BCE Ke
3aKperuisieTcs B MOonyJsiiuu, u3MeHsst o0uryro GC-HACHIIIEHHOCTh TEHOMA JaHHOTO BHUJIA
OpTaHU3MOB.

Haubonee «yyBcTBUTENIEH» K MyTallMOHHOMY AaBiieHuto nokazatenb 3GC. Ecnu
n3yunth 3aBucuMocth 3GC ot G+C, moxHOo 3ameTuth, uto npu G+C > 0,5, 3GC Toxe
npesbimaer 0,5 1 Bo3pacTtaer ¢ BbiieykazaHHbIM HakioHoM. [Ipu G+C < 0,5 noka3zarenb
3GC yObIBaeT ¢ TeM xe HakJoHOM. [IpuBeneHHbIe Ha puc.]l 1aHHBIE TOATBEPKIAIOT HAIlle
npeanoioxeHne o ToM, uyrto npu G+C>0,5 npeumyliecTBEeHHOE HaIpaBieHUE

HykieoTuaubix 3aMeH AT Ha GC, a npu G+C<0,5 — GC na AT.
} -
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Puc.1l. 3aBucumocts Mexnay mnokazarensmu G+C u 1GC, 2GC u 3GC B CKVY
oakrepranbHbix MPHK.

B mepBom cooOmieHnn Hameld CcTaTbu OBUTM  CPOPMYIHPOBAHBI  CIEAYIOIINEC
MOJIOKCHUSI MOJICIIM COYCTAHHOTO BIIMSHUS €CTECTBEHHOIO OTOOpa M MYTallMOHHOTO
JaBJICHUS HA aMUHOKHUCIIOTHBIN COCTaB 0aKTepUATbHBIX OCITKOB.

.  AMUHOKHMCIIOTHBIE 3aME€HBI B  Oe€JKax MPOUCXONSIT B  pe3yjibTaTe
MPEUMYIIIECTBEHHO OJIHOIIATOBBIX HECUHOHMMHUYHBIX HYKJICOTHIHBIX 3aMCH B TPUILICTAX
komupyromux ux ydactkoB JIHK. HykneoTumHple 3aMEHBI BBI3BIBAIOTCS MYTAIIMOHHBIM
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JaBJICHUEM OIPEACIICHHOIO HalpaBieHUs, HauOOJbIIMA BKJIAaJ B CO3JaHUE KOTOPOTO
BHOCHUT TOBBIIIIEHHAS] YaCTOTa BO3HUKHOBEHUSI COOTBETCTBYIOIINX TPAH3UIIUM.

[1. OTpunarenbHplii 0OTOOP NPEMSITCTBYET (PUKCALIMM AMUHOKUCIOTHBIX 3aMEH B TOM
cllydae, €CJM 3aMEHbI MPUBOAAT K MO OTAEIbHON 0COOM 10 MOMEHTA OCTABJICHHS €10
MOTOMCTBA, TO €CTh, ©€CIM 3aMCHBI SBISAIOTCA  paJUKAIbHBIMH  (BPEIHBIMHU).
AMHWHOKHUCIIOTHBIE 3aMEHbl B Oelikax MOTYT (DUKCUPOBATHCS B TMOMYJSIUU CIy4ailHBIM
TCHETUYCCKUM JIpei(OM B TOM cliydae, €CJIM OHHU SBJISIOTCS HEHTpaabHBIMU (WIIH MMOYTH
HEHTpaTbHBIMH) 10 OTHOIICHUIO K OTPULIATEIIBHOMY OTOODY.

1. JInsg xaxaoil aMUHOKHUCIOTHI KOJMYECTBO M XapaKTep BO3MOXKHBIX 3aMEH,
MPOUCXONAIIMX MOJ  BO3ACHCTBUEM  MYTAlMOHHOTO  JABJIEHUS  OMNPEIEJICHHOrO
HaIpaBJIeHUs, IeTEpMUHUPYETCs TJIaBHBIM 00pa3oM GC-HACBIIIEHHOCTHIO KOAUPYIOIIUX
€€ TPUILJIETOB.

V. IIpy Hanuuuu CUJIBHOTO MYTAIlMOHHOT'O JIaBJICHUSI BEPOATHOCTh BOZHUKHOBEHUS
HECUHOHMMHUYHBIX HYKJICOTUIHBIX 3aMEH OIpPEJEJICHHOIO HaMpaBJICHUS 3HAYUTEIHHO
BO3pACTaeT, 4YTO TMPUBOJUT K TIOBBIIICHUIO BEPOSITHOCTH BO3HUKHOBEHHUS M, KakK
cleACTBUE, (PUKCAIMK WK DJIMMUHAIIMN COOTBETCTBYIOIIUX AMUHOKHUCIOTHBIX 3aMEH.

V. O creneHu KOHCEPBATUBHOCTH WM PAJUKATLHOCTH aAMUHOKHCIIOTHBIX 3aMEH,
MPOUCXOJAIIUX B PE3yJbTaTe TOYEYHBIX MYyTalldii B KOJOHAX IOJ BO3JEUCTBUEM
MYTAllMOHHOTO JaBJICHHS, MOXHO CYAMTb HCKIIOUUTEIBbHO IO HM3MEHEHHMIO YacTOT
WCIIOJIb30BaHUsI ATUX KOJIOHOB NpPH CHJIBHOM MYTallMOHHOM JaBiieHuH. CHUXEHUe
YacTOThI UCIOJIb30BAHUS TAHHOT'O KOJOHA MO MEpe YBEIMYECHHS] MYyTal[MOHHOIO JaBICHUS
TOBOPUT O TOM, YTO MPOU3OMICAIINE B TAKOM KOJIOHE HYKJICOTHIHBIC 3aMEHBbI ObLIM
(GuKCcUpOBaHbl B MONyJIsiuU. B ciydae pocta 4yacTOThl MCHOJIB30BaHMS JAHHOTO KOJOHA
0 Mepe YCWUJIEHUS MYTAlMOHHOI'O JABJIEHMS, CIEIYEeT CUUTaTh, YTO BCE BO3MOKHBIE
HECUHOHUMUYHBIE 3aMEHbI, KOTOPbIE MOTJU MPOU30UTH B TaKOM KOJOHE, (PUKCHUPOBAHBI
He ObLIH.

CoBMecTHOE BIUSHUE MYTAalMOHHOTO [IaBJIEHUS M €CTECTBEHHOro oTOOpa Ha
4acTOThI UcTob30Banus K010HOB B CKY MPHK 6Gakrepuanbubix O0enkoB (HacTs2)

N3onenuuH ABiseTcsl €AMHCTBEHHON aMUHOKHUCIIOTOM, KOTOpasi KOAUPYETCSA TpeMs
tpurietamu: AUC, AUU, AUA. OcoOGeHHOCTh MCIIONBb30BaHUS ITUX TPHUILJIETOB B TOUKE
paBHOBecHsl 3akirouaercs B ToM, uro Tpumuier AUA wucmonb3yetcs kpaitHe penko (cm.
puc.2a). MuTepecHo «BeayT» ce0s YacTOTHl HCIOJIb30BaHMs abcomoTHO GC-0emaHBIX
tpuruietoB AUA u AUU npu G+C<0,4. B stux ycnosusix nokasarenb N tpurera AUU
no Moayto Mensle, yem npu G+C>0,4. [lokazarens RM2 noBoapbHO Man Jijisi TpUrieTa
AUU npu AT-naBnenun (cM. tadi. 1). CunonnMuyHbii ke emy Tpuiuier AUA, Hao0opoT,
umeeT 6onpiuii mo moayno N npu G+C<0,4, yeM B oTcyTcTBUUM cuiibHOrO AT-1aBneHus,
RAN2 = 0,26. ®ukcauusi HECHHOHUMUYHBIX 3aMEH, MPUBOJAIIMX K CHUXEHUIO YACTOTHI
ucnonbs3zoBanust Tpurieta AUC npu G+C>0,6, ucxoas u3 Haiieid MOJeNH, UCTIBITHIBAET
MaJjioe BIMSIHHE OTPHUIIATeIbHOTO 0TOOpa (cM. Tabdi. 1 u tadi. 2).

Awmunokuciora Val kogupyercs geteipbms Tpummietamu: GUU, GUC, GUA, GUG.
Cpa3zy xouerca otMmeTtutb, uto npu AT-naBnenunm Ttpuretst GUU u GUA wmoryt
npeBpariarbcs ToJbko B Koaoubl |le AUU u AUA, cootBetcTBeHHO. Kak HU CTpaHHO,
duxcanusi Takux HYKIeOoTUAHbIX 3amemieHud s GUA  nemoHCTpupyeT OOJbIIyIO
creneHb HelTpanbHocTH, a it GUU — xectko mumutupyetcst (cm. puc.20). Ipu GC-
nasinenun tpurietel GUG u GUC moryr npespamarses B Tpumietst GCG u GCC,
konupytorme  Ala  AmuHokucnoTtHeie 3ameHsl Va Ha Ala  ngumwurupyrorcs B
onpenencuHon crenern (N mis kogonoB GUG n GUC nonoxwurensusiii mpu G+C>0,6),
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HO HEKOTOpasi CTeNeHb HeUTpaibHOCTH B HUX mHpucytcTByeT (R*2 man nns GUC). Kak B
Touke paBHoBecus, Tak U npu GC-maBnenun yacrora GUG Oomnbie, yem yactora GUC.
[locnennuit peHomen MoxkeT OBITh OOBSCHEH Npu aHanmuize 3aBucumoct ot GC-
HACBHIIIIEHHOCTH YacTOThI Ucnoib3oBanHus Tpuriera AUG.

Tpunner AUG sBnsiercs enMHCTBEHHBIM TpuruieToMm, koaupyromum Met. Kogon
AUG sBnsercs CTapTOBbIM JJii  OOJBIIMHCTBA KOAUPYIOIIKMX Yy4acTKoB. Crexyer
OTMETHUTh, UYTO TPAHCIIALKS MOXET HauuHaThes U ¢ apyrux [7] tpumietoB (AUA, GUG,
CUG wu gap.). 3aBucumocth 4vactoThl wucnonb3oBanus AUG or G+C wumeer cBou
ocooennoctr: npu G+C<0,4 na ¢uxcanmio 3amensl AUG na AUA (lle) cymecrBytor
Malble orpaHudeHust oroopa; npu G+C>0,6 Ha 3akperieHue HECUHOHUMUYHON 3aMEHbBI B
tpumiete AUG otpunatenbHblii 0T00Op mouTH He BiuseT (cM. puc.2B). Cyas 1o
BBIIICNPUBEICHHBIM JJAHHBIM, BBICOKOM CTENEHbIO HEUTPAIbHOCTH 001alaeT cKopee
3ameHa AUG na GUG (Val), uem na ACG (Thr). IMeHHO OTCYTCTBHEM OrpaHHYCHUI Ha
npespamienns AUG B GUG MOXHO OOBSICHUTH BBICOKYIO YacTOTY MOCJIEIHEro MpHu
G+C>0,6, xoTopas B CBOIO ouepe]b MPUBOJIUT K TMOBBIIICHUIO YaCTOTHI MCIOJIH30BAHUS
camoii aMHHOKHCIOTHI Val B TaHHBIX YCIOBHSIX.

Awmunokucnora Thr kogupyercs yetbipems kogonamu: ACU, ACC, ACA, ACG. B
TOYKE paBHOBecUsi dYacToTa wucnoyib3oBaHuss ACA 3HAUUTENbHO CHIDKEHA TpH
MOBBIIIICHHON YactoTe wucnoib3oBanuss ACC (cm. puc.2r). YactoTra HCHOIB30BaHUS
nocyenHero Oosbiie vactoThl ucnoib3oBaHuss ACG wu npu GC-paBnenuu. 310
00CTOSTENBCTBO AAET OCHOBAHUE JUIsl MPEANOJOXKEHHS O TOM, YTO OTHOCUTEIBHO
¢dukcarmu 3amensl AUG (Met) na ACG cyiecTBylOT OrpaHUYeHUs], CTENEHb KOTOPBIX
3HAQUUTENILHO OoJble, 4eM OTHocuTeldbHO (ukcanuu 3amensl AUG na GUG. Ha
sakpervienne npespanieanii ACG u ACC B GCG u GCC (Ala) orpunatenbHbiii 0TOOp
BO3JICUCTBYET MAajo: TOJbKO Yy HEKOTOPOM YacTH MHUKpPOOpPraHu3MoB ¢ cuiibHbIM GC-
JaBJieHUEeM He Obula 3aUKCUpOBaHa OTHOCUTEILHO HU3Kas yacToTa ucnosib3oBaHuss ACG
n GCG. HMurepecHelWmuM (pakToM SBISIETCS BO3ACHCTBUE KECTKOTO OTPULIATEIBHOTO
oroopa Ha ¢ukcarnuio 3amensl ACU nma AUU (lle) u Becbma Majoe ero BIUSHHE Ha
¢ukcanuio 3ameHsl ACA Ha AUA (Il€) mpu cunbHoM AT-nmaBnenuu. CylecTBOBaHHE
aHAJIOTMYHOTO (PEHOMEHa It KOJOHOB U3 cepur Va mo3BoJseT TOBOPUTH 00 OTCYTCTBHH
PABHO3HAYHOCTH B MCIOJIH30BaHUU CHHOHUMUYHBIX kKoJ1oHOB AUA nu AUU.

Tabmuma 1

BrusiHue MyTaIllMOHHOTO JaBJICHHS HA YaCTOTHI UCIIOJIB30BaHUs KOJJOHOB (YacTs 2)



[MokazaTenA IJA 4a¢TOT [10ka3aTCIM A Y4CTOT
HENOIL30EARA OTROCHTENbEO GC- [CPCIHUE IHAMCRMN WCTOT] oo i ronanus orHOCRTE bR GC-
GOraTRIX KOTOHOB UCHAIbIOBAHKN KOIOHOE 5 GeaHRIX KO10HOB
AK N | RA2 N | RA2 rpynnax daxrepuii ¢ G+ N | RA2 N | RAZ
G+C <06 G065 |06 | G [ <04 | aec<od G+C > 0,4
lle
Al - : - - - - 2737 46,7Y 7329 0,120 -132.0 0.25
AUC ST,S?E 07 -56,61 hog 3645 2713 - - - - -
AUA L - 1 . - - 693 2521 -1808¢ 026 4922 034
Met
AUG - - -69,51 (1,38 20,9 24600 2314 3564 0,24 - -
Thr
ACU - i - - - - 19,41 18,34 -30,37 0,3 45,04 0,77
ACC | miolt 079 ag o0 606 3053 2061 - - - - -
ACA - - - - - 097 19,09 2,12 00004 -31,13 0,79
ACG 43,10 046 20,52 01 17,57 12.95 - - - - -
Val
GuUL - - - - - 18,04 2584 -0904 0,29 -75,38 0,79
GUC 145 08 52,14 (1,04 33,4 1007 - - - - -
GUA - - - - - 10,24 19,87 .57 00001 -52,21 0.5
GUG B34k 0,72 130,59 0,3 37,68 2504 - - - - -
Ala
GCU - - - - - 18,87 24,3 -20,38 0,03 -63,25 0,7
GCC | 152,68 0,82] 194,62 0,3 6147 282 - - - - -
GCA - - - - - 1970 2424 43,95 0,15 -60,43 0.6
GCG 99,635 (3,69 250,19 26 4742 22,800 - - - - -
Tabmuna 2

CreneHb BJUSHHUS OTPHUIATCIIBHOIO OTOOpPa Ha (HUKCAIMIO HECMHOHUMHUYHBIX
HYKJICOTHIHBIX 3aMEIICHUH, BOSHUKAIOIIUX MO BO3JCHCTBUEM CHIIBHOI'O MYTallMOHHOTO
nasienuns (Yactsb 2)

GC-1an1enmne 5 AT-manmenns
e ﬁL" Wat, Thr Wal, Thr ﬁ”" lle (ALAY Y Met ?
Mt —* vl Wal, The 766’1' lex { AU
Thr ﬂL" Ala Ala —/LP Wal. Thr
hMet ¢ Thr Mat +' lla {ALA) f Met ?
Val #’ Ala
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Puc. 2. 3aBHCHMOCTh YacCTOT HCHOJIB30BAaHUS AMUHOKHCIOT W KOIUPYIOUINX HX
tpurieToB oT GC-Haceimennoct CKY MPHK (Yacts 2)

JIeHCTBUTENIBHO, B MUTOXOHIAPUAIBHOM TE€HOME [APOXIKEH M NPEACTaBUTEIICH
metaszoa [10] komorn AUA wucnonb3yeTcs Ui KoaupoBaHus MetnonunHa Ha psay ¢ AUG.
TeopeTnuecku, N0100HOE U3MEHEHUE TEHETUYECKOr0 KOAa JIOJKHO ObLIO OBITH BBI3BAHO
3aKpEIVIEHNEM MYTAllMM B aHTHMKOJOHE OJHOI'O M3 IYIUIMKATOB reHa tpaHcrnoptHoil PHK,
CBsI3BIBatoONIe MeTHoHUH. Cy/is MO HAIIUM JaHHBIM, TaKOH MPOIIECC MOT HIMETh MECTO U Y
Oakrepuil ¢ Hu3kuM GC-comepkanuem. B TakoM ciiydae, CTaHOBUTCS MOHATHO, MOYEMY
nerko 3akperuisirores 3amensl AUG (Met) na AUA.

AmuHokucinota Ala koaupyercs 4YeThIpeXKpaTHO BbIpokIeHHON cepueii: GCC,
GCU, GCA, GCG. Komousl GCC u GCG spusgrorcsa adbcomrotHo GC-HaCBILIEHHBIMA U
JICMOHCTPUPYIOT 3aBUCUMOCTh 0T G+C, O/u3Kyr0 K mpsiMoi JuHeiHou (cM. puc.2m). Ha
(duxcanuo HeCHHOHUMUYHBIX 3aMeH B kojioHax GCA u GCU npu cunbHoM AT-naBneHuu
OTpULATENBHBIN OTOOP BO3AEHCTBYET MaJIO.

[TpaBuno PR2 (Parity Rule 2) [12] 3akirodaercss B TOM, YTO OOINHME YacCTOTHI
UCTIONB30BAaHUSI TyaHWHA M IMTO3MHA BHYTpu oaHoW uenouku [IHK momxHBI OBITH
OJTMHAKOBBIMHU. JTO TPABWIO OCHOBBIBAacTCS Ha 1) KOMIUIEMEHTAPHOCTH TyaHWHA
UTO3UHY W 2) paBHOW BEPOSTHOCTH BO3HUKHOBECHUS HYKIICOTUIHBIX 3aMEIICHUN
ONPENIEICHHOr0 HAaIPaBJIEHU KaK Ui OJHOM, Tak u 1y Apyrou nenouku JJHK.

[lpy w3ydyeHWUW CpPEeIHUX UYACTOT HCIOIB30BAHUS KOJAOHOB TOJBKO B «TOYKE
paBHOBecUs» cpa3y ke Opocaercs B IJla3a OTCYTCTBHUE TEOPETHYECKH OXKUIAEMOTO
paBHOBecus. [lo Hamemy MHEHHIO, OECCMBICICHHBIM SIBISICTCS] TOMBITKA HAWTH HEKYIO
3aKOHOMEPHOCTh B OTKJIOHEHUSX 0T PR2 B oTmenpHBIX cepHsiX MpH CPEeIHUX 3HAUCHHSIX
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G+C. O6mwmit ypoBenb GC-nacwimennoctu CKY mMPHK B mpenenax ot 0,45 no 0,55
TOBOPHT JIUIIb O TOM, YTO YAaCTOTa (PUKCALIMH HYKJICOTUAHBIX 3aMEH OOIIEro HanpaBiIeHUs
AT na GC B nienioM npuMepHoO paBHa 4acToTe pukcaluu 3aMeH obuiero HarmpasiaeHus GC
Ha AT. Takoe paBHOBecHME Kak pa3 U OOYCIIOBJIEHO TE€M, YTO B OJHOM 4YacTu CalToOB
¢ukcupyrorcsa 3amensl AT Ha GC, a B npyro#t yactu caiftoB — GC na AT. OT1oT nporiecc
HOCHUT SPKO BBIPQXXEHHBIM BEPOSTHOCTHBIM XapakTep. CaMu ke HYKJIEOTHUIHBbIE 3aMEHbI
MOTYT OBbITh BbI3BaHbI IIUPOKUM CHEKTPOM IMPOLIECCOB.

[Ipy OTCYTCTBMM CWJIBHOIO MYTAallMOHHOTO JIaBJIEHHWS HEBO3MOKHO BBISICHUTH,
KaKOM MMEHHO Mpoliecc NPHUBEN K BOSHUKHOBEHUIO HYKJICOTHIHBIX 3aMEIICHHI, KOTOPBIE,
Oynyun (QUKCHUpOBAHBI, TPUBEIM K CHIDKCHHIO (WIM TIOBBIMICHHIO) YaCTOTHI
MCIIOJIb30BaHUS ONPEEICHHOr0 KOJIOHA.

Taxxe He cienyeT M3ydaTb 3aBUCHUMOCTb YacTOT HCIOJb30BAaHUS KOJIOHOB OT
obmero ypoBHsi G+C B npezenax konedanus nocneaaero ot 0,4 no 0,6. [1pu s3Tom Moxer
CO3/1aThCs JIOKHOE BIICYATIICHHUE CYLIECTBOBAHUS IIPSIMOU JIMHEHHON 3aBUCUMOCTU MEXKIY
YacTOTaMU MCMOJB30BaHUS KOJOHOB W o0muM ypoBHeM G+C. JleiicTBUTeNbHO, Yy
OpraHM3MOB CO CJIa0bIM MYTallMOHHBIM JaBJICHHEM (UKCHUPYIOTCSA, B OCHOBHOM,
CUHOHMMHYHbIE 3aMeHbl. HECUHOHMMHMUYHBIX 3aMEH Yy TaKMX OPraHU3MOB MPOUCXOIUT
MEHbIIE, YeM Yy OpPraHU3MOB C CHJIBHBIM MYTAalUMOHHBIM naaBiieHueM. CleloBaTelnbHO, Y
OpraHU3MOB €O CJIa0bIM MYTAI[MOHHBIM JABJICHUEM MEHbLIE BEPOSITHOCTh TOrO, YTO
HECMHOHMMUYHAs 3amMeHa OyJeT OTHOCUTEIbHO HeWTpasibHOU. [laxke ecnm mocieaHss
OyZeT HelTpaabHOU, OHA OyJIeT UMETh BeCbMa MaIyl0 BEPOSITHOCTh 3a(DUKCUPOBATHCS.

Tonpko mpH M3y4eHHM CTpaTErud KOAUPOBAHMS Ha BBIOOPKE € MaKCHUMaJIbHBIM
pazopocom G+C (ot 0,24 1o 0,72) MOKHO YBUAECTh OCHOBHBIC 3aKOHOMEPHOCTH BIIMSIHUS
MYTAIlMOHHOI'O JJABJIEHUS HA CTPYKTYpPY OE€JIKOB.

[Ipy wW3yyeHUH ONpEeNeTIeHHOW TIPYNIbl MHUKPOOPraHW3MOB C  CHJIbHBIM
MYTAIllMOHHBIM JIaBJIEHUEM, MOXHO C OOJBIIONW [10JIell BEpPOATHOCTU YTBEPXKAAThb, UTO
CHIDKCHHE (MM TOBBIIICHUE) YaCTOTHI MCIMOJIB30BAHUS TOTO MU MHOTO TPHIUIETA B MX
CKY wMPHK BbI3BaHO (QuKcanmeil HYKJICOTHIHBIX 3aMEH, HOCSIIMX HaIlpaBiIeHHBIN
xapaktep. Ilpu CcuUIBHOM  MYTaMOHHOM  JABJIEHUM  YacTOTa  BO3HUKHOBEHMS
HECHMHOHUMUYHBIX HYKJICOTUIHBIX 3aMEIIEHUI HACTOJIBKO BBICOKA, YTO HEKOTOPBIE U3 HUX
OKa3bIBAIOTCSI HEUTpaANbHBIMU, & KaKas-TO 4YacTb M3 HEUTPAJIbHBIX 3aMeH (UKCUpyeTCs
CIIy4ailHbIM T€HETUYECKUM Ipeidom.

Ha ocHOBaHMM aHa/M3a BBIIICIPUBEICHHBIX JaHHBIX MOXHO YTBEpXAaTh, 4TO
OCHOBHOM BKJIaJl B CO3[JaHNE MYTAIIMOHHOI'O JIaBJIEHUSI BHOCUT IPOLIECC 1€3aMUHUPOBAHMS
HYKJICOTUJOB, KOTOPBIM M SABJISETCS MEXaHU3MOM TpaH3uLUW. HenTpambHOCTH K€
TpaH3ULMA MO TPEeTbeMY IMOJIOKEHUI0O KOJOHAa 3ajJ0XK€Ha B CaMOM CTPYKType
Tr€HEeTHYECKOro KoJa.

OtmedeHHble paHee OTKJIOHEHUs OT PR2 B OTAENBbHO B3STHIX YETBIPEXKPATHO
BBIPOXKICHHBIX CEPHUSX KOJOHOB SIBISIOTCS CKOpPEE CIIEJCTBUEM <«AaCHUMMETPUYHOTO»
OTpULATENBHOTO OTOOpa, YeM aCUMMETPUYHOTO MYTAallMOHHOTO AaBieHus. Eciu Obl Bce
CepUM B TEHETUYECKOM KOJ€ ObUIM YETHIPEXKPATHO BBIPOKJIECHHBIMHU, BO3MOKHO,
otkioHeHus: oT PR2 s Hux Obutn OBl OJIM3KM K HYJO. B peanbHOCTH K€ CYIIECTBYIOT
JIBYKPATHO BBIPOXJACHHbIE U HEBBIPOKIEHHBIE CEPUU, KOJIOHBI KOTOPBIX CIIOCOOHBI MyTEM
TPaH3ULMU TPEBPATUTHCS B KOJOHBI YETBIPEXKPATHO BBIPOXKACHHBIX cepuil. [lpu
OIpEJICTICHHOM HANpaBJIE€HUU MYTAallMOHHOTO JaBJICHHS B Pa3HbI€ KOJAOHbBI YETHIPEXKPATHO
BBIPOXK/ICHHBIX CEPUIl MOTYT NPEBPATUTHCS TPUILIETHI, KOIUPYIOUIUE JBE pa3HbIe
AMUHOKHUCIOTHI. EcCTeCTBEHHO, Kaxa0€ U3 JBYX BO3MOXHBIX HECMHOHHUMHYHBIX
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HYKJIEOTHUJIHBIX 3aMEIIEHUI UMEET CBOK COOCTBEHHYIO CTENEHb HEUTpaabHOCTH. B TO ke
BpeMsi, pa3Hble KOJOHBI YETHIPEXKPATHO BBIPOKICHHBIX CEPUN MOTYT MpeBpaliaThCsi B
pa3Hble AMHHOKHMCIOTHI MMOJA  JCHCTBUEM CHJIBHOIO MYTAlMOHHOTO  JaBJICHUS.
CnenoBatenbHO, OTKIOHEHUsT OT PR2 B OTHENbHBIX YETHIPEXKPATHO BBIPOKICHHBIX
CepHsIX MOXKHO OOBSICHUTH BO3JECHCTBUEM «AaCUMMETPUYHOr0» OTPULIATENILHOTO O0TOOpA,
0e3 MpuUBJICYEHHUS  CIOXKHBIX  MOJENel, ONUCBHIBAIOIIMX  BO3MOXKHOE  BIIUSHHE
ACUMMETPUYHOIO MYTAalIMOHHOTO JIaBJICHUS.

[lonyyeHHble HaMM CTENEHU PAJAMKATIBHOCTH AMHHOKHCIOTHBIX 3aMEH 3a4acTyIo
MPOTUBOPEYAT OOUIENPHUHATHIM B3rIsiAaM. Cam mo cede 3TOT (akT He SBIsieTCs ISl Hac
yIUBUTENIbHBIM. Hamia Mopenb CylecTBEHHO OTIWYAeTCs OT NPEIJIOKEHHBIX paHee
nokasareyieil B3aMMO3aMEHSIEMOCTH AaMUHOKHUCIOT TeM, 4TO Oa3upyeTcss Ha BIHUSHUU
MYTaIllMOHHOT'O JaBJIE€HUS HAa aMUHOKHCIOTHbIE 3aMeHbl. Hampumep, B3auMmHas 3ameHa
U30JICHIIMHA HAa BaJMH COIJIACHO MoKa3atento (yHKIuoHanbHOW Oynmsoctu (DBA) u
ko3 purenty CHUTA SBIISETCS KOHCEPBATUBHOM, a COTJIACHO Pa3HOCTU THIPOPOOHOCTH
— paaukanbHO# [1]. CaMm (pakT HECOOTBETCTBUSI ITUX TPEX MOKa3aTesel JAPYyr APYry yiKe
TOBOPHUT O 3HAYUTEIBHOM CTENEHH UX YCIOBHOCTH.

OcHOBHOM wWjaeed Hamled MOJENM  SBJISIETCS  HEPAaBHO3HAYHOCTh  3aMEH,
MPOUCXOAIIUX U cuiibHOM A T-1aBlieHnH, 3aMEeHaM, IPOUCXOASIIUM Npu cuiibHOM GC-
JaBJICHUU.

CornacHo Hamed wMojenu, npu AT-maBaeHHH BecbMa BBICOKA BEPOSITHOCTh
BO3HUKHOBEHUS 3aMEH BajJMHa Ha u3oyeinH. OJHAKO, 10 NMPUBEIECHHBIM BbIIIE JTAHHBIM,
¢ukcarmu 3ameH BanmHa Ha wusonednuH (AUU) nmpu AT-maBieHHHM TpensiTCTBYET
KECTKUU OTpHULATeNIbHBIA 0TOOp. YacToTa BO3ZHMKHOBEHHS HYKJICOTHUIHBIX 3aMEUICHUH,
KOTOpbI€ MOTJM OBl MPUBECTH K 3aMEHE M30JeHIMHA Ha BaiduH, npu AT-gaBneHun
HUYTOKHO Maja.

[Ipu GC-paBneHuH BBICOKAa BEPOSTHOCTh BO3HMKHOBEHHUS 3aMEH H30JEeHIMHA Ha
BanuH. Takue 3aMeHbl (PUKCUPYETCS BECbMa 4acTo.

[lonywaercst, yTo 3aMeHbl M30JICHIIMHA HAa BajJuH M BajlMHA HAa HW30JEHLUH He
paBHO3HAYHBI JApyr Jpyry. JleMcTBUTENbHO, MEpBbIE 3aMEHbl YacTO MPOUCXOIAT Y
MUKpOOpraHu3MoB ¢ BbicokuM GC-copepkaHueM, a BTOpbIE — Y MHKPOOPraHHU3MOB C
Hu3kuM GC-copepxkanueM. CieyeT U roBOPUTh, HACKOJIBKO BOIIOLUMOHHO JAlIeKU 3TH
IBE Tpynmnbl OakTepuil, HACKOJBKO OTJIMYAIOTCS YCIOBUS WX BHYTPEHHEH Cpebl,
HACKOJIbKO MYTALIMOHHOE JAAaBJICHHUE YCIIEJI0 U3MEHUTh CTPYKTYPY UX OEJIKOB.

Eme oaHMM JOCTOMHCTBOM HalIell MOJEIM SBISETCS aHalu3 paJUuKaIbHOCTH
AMUHOKHUCJIOTHBIX 3aMEIIEHUH, MTPOUCXOSIINX UCKIIOUUTEIBHO B PE3YNbTaTe TPAH3UIUH.
Kak yxe ObUIO cka3aHO, dYacToTa (HUKCAIIMA HECUHOHMMHUYHBIX TpaH3unuid [1]
3HAUUTENBHO BBIIIE, YEM HECMHOHMMHYHBIX TpaHcBepcuil. To ecTb, BO3HUKHOBEHHE
3aMeHbl POJIMHA HA ApPrUHUH MAaJIOBEPOSITHO  alpUOpH, IOCKOJIBKY  4acToTa
BO3HUKHOBeHUs1 TpaHcBepcud C Ha G BechbMa HE3HAUMUTEIbHA BHE 3aBUCUMOCTU OT
HaIpaBJICHUs] MyTallMOHHOTO JAaBieHHs. TeM He MeHee, €U CyIUTh Mo KO3(PPULIUEHTY
CHura, Takas 3aMeHa sIBJII€TCS KOHCEPBATUBHOM.

Eme pa3 xouercs mOOYEpKHYTb, YTO MOKa3aTesld (PYHKIHMOHAIBbHON OJIM30CTH U
pazHocTH TUAPOPOOHOCTH OMUCHIBAIOT UCKIIOYUTEIHHO (PU3UKO-XUMUYECKHE CBONCTBA
pauKaIoB aMUHOKHUCIIOT 06e3 yuéTa ocoOeHHocTer nux koauposanus B [JHK.

[Tokazarens ®BA ObuT paccuntan Ha 0a3e oOMIUPHON BBIOOpPKU OEJNKOB, HO 0O€3
y4éTa TOro, 4TO CHUJIOH, BBI3BIBAIOIIEH aMUHOKUCIOTHBIE 3aMEHBI, SIBJIIETCA MYTAIllHOHHOE
JaBJICHUE.
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BriBoanl

OpI/IFI/IHaJIBHaSI MOACIIb COBMECCTHOI'O BJIIHAHUA CCTSCCTBECHHOI'O 0T6opa n
MYTAaOUOHHOI'O JABJICHUA Ha AMHUHOKHCJIOTHBIN COCTaB OEJIKOB

1) ompejenser CTENEHb PAaUKAILHOCTH HauOOJee BEPOSATHBIX AMHHOKHUCIOTHBIX
3aM€H, IPOUCXOIAIIUX B Pe3yJIbTaTe TPAH3ULIUH;

2) OT/AENbHO paccMaTPUBACT 3aMCHBI, YacTOTa BO3HUKHOBEHHS KOTOPBIX BEIIMKA
npu AT-gaBneHuu, U 3aMeHbl, 4acToTa KOTOphIX Benuka npu GC-naBneHuu.
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