O NPUPOAE MEHHbIX MYTALINNA
N CTPYKTYPE 'EHA

NPEAWUCNOBUE

B sroii pa6ote 6yayT 1noABeprHyTH aHaNM3y OCHOBAHMS 3KCIIEpH-
MEHTANbHBIX HCC/Ie/IOBAHMH MYTAllMOHHOTO Mpolecca Ha Apo3odu-
Je, a taxxe Oyaer naH GU3MYECKUIl aHAIM3 IPEAIOCHUIOK, TOJIO-
’KEHHBIX B OCHOBY TIPE/ICTABJIEHU} O TIPUPO/IE FEHOB U MyTAIlMOHHO-
ro mpouecca. B oTamyme or MpeXHUX THNOTE3 O MPUpPOJE T'EHOB U
TeHHBIX MYTAllMil, TIOCKOJIbKY MbI XOTHM C/€JaTh 3/leCh LIar BIiepef,
6yneM OCHOBBIBATh HAIM TIPEACTABJIEHHS TOJBKO HAa aHATH3E MaTe-
pHa/a, MoJy4eHHOTO NPU U3YYEHHH MYyTaluii, T.e. co6bITUI, 3aTpa-
TUBAIOUMX COOCTBEHHO reHbl. Mbl 6ygem u36eraTh IIepeHOCHTh Ha
npo6JeMy CTPYKTYpbl U MYTHPOBAaHMSA TeHOB TpeACTaBIeHust, 6a3u-
pyouuecs Ha paboTax B COCEJHMX OGJACTAX; TAKHUX, HATpUMep,
Kax (eHOTeHeTHKAa U (PU3HOJIOTHS Pa3BUTHS.

Mbr HafieeMcst, TakuM 06pasoM, TIOCTPOUTH TEOPUIO MyTareHesa
W CTPYKTYPBI T'eHa, ONHUPAsACh TOJbKO HAa AHAJIM3 IKCIEPUMEHTA b~
HBbIX JJaHHBIX BO BCEX JIETAMAX, a TaKXe CHeAYIIINX U3 HHUX BBIBO-
A0B. Mbl 110CTapaeMcs pa3BHTh HAlIM NPeJACTABIEHUS BO3MOXHO
noJiHee, TeM 6oJiee, YTO LEHHOCTb MX MBI BUAHMM B TOM, YTO € TIO3H-
1H#i 5TUX (PUBUYECKUX IIPE/ICTABJIEHHIH TIONYYaeT O6bICHEHHE TAKKe
LeJIbIA psA/] paHee U3BECTHBIX (DAKTOPOB M IOJ0XKEHHIA.

Sta paboTa npejcTaBsgeT co6oi KOONEPALUIO MEX /Y FeHeTHKOM
u q)nsmmﬁ. OHa BO3HMKJa U3 JIEKITUH N JUCKyCCcUIl B TeCHOM He-
¢opmaTbHOM KPYTy nNpejcTaBHTeNell TeHETHKH, Groxumuu, (pu3n-
4eckoil xumuu n Gusuky. 3a o6CyXK/eHHe BOIPOCOB KHHETHKH XH-
MIYECKHX PeakUuii Mbl 6JarofapuM rocnoguHa aoktopa K. Bous.
Hactb pa6orbl 6bli1a BBIIOJHEHA TIPH noaaepxke Obuiecrsa cojei-
CTBUsI HEMELIKOH HayKe B PAMKaX IPOTPaMMbl M3yUYEHHUS] TeHETHYec-
KHX TIOCJIEACTBUH AeHCTBHS H3/TydeHHH.

© B.J1. Koporoguna, nepesoj ¢ Hemenkoro, 1992.
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Yactb |
HekoTopble pe3ynbTaTbl U3y4EHUSA MyTau,Mﬁ

Otaen reHeTukn MHCTUTYTA MO3ra nmeHu Kalizepa Bunbrensma,
BepnuH-Byx

1. BBEAEHUE

IlepBonayanbHasi GOpMyTHPOBKA TIOHSTHsI F€HA, OCHOBAHHAA HAa re-
HeTHYEeCKUX SKCIepUMeHTax, 6bljia gocTaTtoyHo ¢opmaabHoi. B co-
OTBETCTBHH C KJaccHuecKuM ucciefoBanneM I'. Menaesns u 3ateM
€ro <«MepeoTKPHITHEM», UCIIOIb30BaBIINM GOJIBINIOA MaTepHal JKC-
NepUMEHTaJbHON TeHETHKH, TeH MOXHO ONpPe/eJUTh KaK <«EJHHHUIY
paclIell/IeHHsI> MJIKA KaK «HEYTO», YTO OCTAETCS IMOC/Ie paculenIe s
MeH/AeIUPYIOIMX MPU3HAKOB. JTO II03BOJISET HaM: 1) 3aKJI0¥aTh O
CYIIEeCTBOBAHUU T€HOB M3 Pe3y/bTAaTOB OIBITOB MO CKPEIUBAHUIO;
2) HCII0b30BaTh TOJBKO Te TeHbl, KOTOpble HMEIOTCA B HAIlleM pac-
NOpsKeHHMH TI0 MeHbIIeH Mepe B BU/E JBYX PA3HBIX aJljejledl Wi,
APYTUMH CIOBaMH, AJIs1 KOTOPBIX M3BECTHbI MyTaumu. MTaK, reH, c
O/IHOM CTOPOHBI, NpeJCTaBJIeH MEHJAENUDYIOIMMU TPU3HAKAMU, C
ApYTOH — CBf3aH ¢ MyTalUsMHU.

IepBble McCIeAOBaHUA, Jalolie HEKOTOPblE MPeACTaBJeHHA O
TOM, 4TO TaKoe MyTaluHd, O6pamaloT Hallle BHUMaHHe HA HOPMaJb-
Hble ¥ MYTaHTHble HACJeJCTBeHHble NPU3HAKU. Tak, M3BECTHYIO
TMIOTE3y <«IIPUCYTCTBUSL — OTCYTCTBMSI», NMpejJioxXeHHyo. B. Bar-
COHOM, MOXHO ONMCaTh, IPeACTaB/Asl cebe B JOMMHAHTHbBIX
(nyuyme cKasaTh  «HOPMAJBHBIX»)  ajljelsiX  MaTepHabHOe
«HEeYTO», KOTOpO€ YTPayMBaeTCA IIPM PELECCHBHbIX MYTallUAX.
BsTcOH HMCXOAMJ TIPH STOM M3 NPEJACTaBJEHHs, OTpakalouero
JWIIb 9acTh (PaKTOB, G TOM, YTO NPU3HAK PEUECCHBHOH MyTallMH
YyacTo mNpejcTaBaseT co00ii B HEKOTOPOH CTENEHH OTCYTCTBHE
cBOiicTB HOpMaJpHOTO annend. Ilo cxomusiM myTsM (3aK/OYeHUs
0 TIpHpOJie TeHa ¥ TeHHBIX MYTALWH 110 MX NPOSBIEHHAM) pasBHBa-
I0TCSI M HEKOTODble COBPEMEHHbIe TEOPHH, B TOM 4YMCJ€ TaKHe, Kak
yucto «Mopdo.ornueckas> Teopusi A.C. Cepebposckoro [1] u
«usnonornyeckast» P. Foapammuara [2].

B npe/iBoeHHBI€ TO/bl OblIH, BEPOSTHO, OKOHYATEIHHO JOKA3AHBI
Tpe/ICTABJIEHNS O JIOKANM3AINU U JMHEHHOM PacIojIo;KeHHH! IeHOB B
XpOMOCOMAaX, HMHTEHCHBHO Pa3sBUBAIOLIMECS W CETOJHH, KOTOPbIE
BHEC/IM CYILECTBEHHBIH BKJaj B Teopuio rena. Temepbh MbI 3HaeM,
4YTO reHOM HMeeT IIOCTOSIHHBIH 00beM, ONpejensieMblil pacnosoxe-
HHEM MaTepHaJbHOH CHCTEMbI, B KOTOPOH OT/e/bHble MaTepHalb-
Hbie YaCcTHIIbl, TeHbl, 3aHHUMAIOT ONpe/ie/IEHHbIE MeCTa.

C HaKOIlJIeHMeM pasiuyHoro (akTHYecKoro MaTepuana B obiac-
T FeHeTUKH CTAaHOBUTCA Bee GoJiee SICHO, YTO M3 PAaCCMOTPEHMSI TIPO-
SIBJIeHHil TEHOB M TeHHBIX MYTAI[HA Y3HATh MOXXHO JHIIb OYeHb MaJjo
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omnpe/ieleHHOro. JefcTBUTEIbHO: 1) MBI HEJOCTATOYHO 3HaeM o Aeii-
CTBUM TeHOB; 2) TO, 4TO Mbl 06 9TOM 3HaeM, PACNPOCTPaHAETCA He
Ha U30JIMPOBAHHOE JIefiCTBUE OT/IeJbHBIX T'€HOB, 2 Ha BHAOU3MEHEH-
Hble OT/le/IbHbIMU TeHHbIMM MYTALHUSMH CHCTEMbl, B KOTOPBIX B Ka-
YyecTBe 2JeMEHTAPHON eJMHHIIbI Mbl BHIHYXXAEHBI paccMaTpUBaTh He
reH, a KJETKY B IIeJIoM, cO BeceMu ee hyHKuusiMy; 3) Takoe KOHCTPY-
HpOBaHHe reHa U3 (PeHOMEHOB ero MIPOSBJIEHHS JIOTHYECKU HEAOIYyC-
THMO, TaK KakK 3TO 03HayaJo 6bl BOCCO3JaHUE <UHAMBUAYYMOBS, B
KOTOPBIX PasbITPbIBAIOTCA AEHCTBHS I'eHOB, NPHHIUNHAIBHO Pa3jiH-
YAIOUIMXCS 10 CTPOEHHIO B COOTBETCTBUM ¢ PA3JIHUUSIMH B KaXKAOM
reHe. B To ke BpeMA ceHyac IIPOMCXOAHUT CTOJNb OBICTPOE HAKOILIE-
HUe HallWX 3HaHWUH O MyTareHese, YTO CETOAHSA IO KpalHeil Mepe
IUIsT HECKOJBKHUX TEeHEeTHYECKH XOpOILIo M3yYEeHHBIX OGDEKTOB Mbl
MOXXKeM KOJMYECTBEHHO OMHCATh M NpoaHaJN3HPOBATh HPOLECC MY-
THPOBaHUSA OTAENbHBIX reHoB. [lo-BuANMOMY, HMEHHO Ha 3TOM NYTH
Mbl MOJKE€M HaJesATbCsl ObICTpee BCero NPUOJHU3NTBCA K YTOYHEHUIO
TIpPUPOABI TEHOB M MeHHBIX MYTallMil, O YeM yXe HeOJHOKPATHO YIIO-
MHUHAJMU MpeacTaBHUTeNH WKoJabl Moprana m npexae Bcero I'. k.
Mennep [3—8].

2. AHANTN3 MYTALUMOHHOIO NPOLIECCA

B stoM pasgene 6yayT paccMOTpeHbl BakHeiiline (aKkTbl, OTHOCH-
1Mecss K MyTAIlIOHHOMY TIPOLIECCY, B TOM YHCJIE Pe3ybTaThl H3yde-
HUS BO3HMKHOBEHHSI MyTalMH, HA OCHOBAHUH KOTOPbHIX MOKHO HO-
IBITATHCS TMTOCTPOUTh TEOPUI0 TEHHBIX MYTALMH W CTPYKTYpH TeHa.
3aecs npexxe Bcero 6yAer HCIOJAb30BAH MAaTepHaJl, IOYYEHHBIH Ha
npo3oguie, Tak Kak, BO-IEPBLIX, Jpo3oduia — O6beKT HAlUX UC:
cJleOBaHMIi; BO-BTOPBIX, Apo30duja NpeAcTaBasgeT co6oil aydurmi
O0GBEKT [JA TOYHOTO KOJHYECTBEHHOTO W3YUYEHUS MYTALMOHHOTO
mpoliecca.

2.1. CNnOHTaHHLIA MyTareHe3

Cpeau rpoMajiHoro MaTepHaja, HAKOIJIEHHOTO TeHEeTHKaMH-Ipo-
30()HUIUCTAMHU B TeUeHHE 25 JIET, UMEIOTCA ¥ JJAHHbIE N0 CIIOHTAHHO-
My BO3HMKHOBEHHIO MHOTHX MyTalmi. MoOKHO CUUTaTh, YTO CITOH-
TaHHOE MYTHPOBaHHWe Y APO30(UJIbI UMeET psfl CBONCTB, BCEOOIHX
AJIsE MYTalMOHHOTO Tiponecca. Ilpexxiae Bcero yCTaHOBJIEHO, YTO
cpeJy HacJeJCTBEHHBIX BapHallUd MOXHO BBIAEJIUTH CYHIECTBEHHO
pasauyHble THNIBL. He yroiy6/ssach ocoO6eHHO B 3TOT BOMPOC, MOXKHO
AaTh CIeAYIOIYI0 KJaccuUKALHIO HACTe[yEMBbIX BapHAI{HIA:

A llnasMarnuyecKHne HacleJCTBEeHHDbBIEe H3Me-

HEeHY 4.
1. aMeHeHus OpTraHeJJI HATONJIA3MbI (HaanMep, HacJjeayeMble

n3MeHeHUs xJopoiactos, Koppene).
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2. Ipucnoco6aeHne LMTONNA3Mbl K HOBOMY reHortumy (Hampwu-
Mep, N3MEeHEHUs] LIUTOMJIAa3Mb]l ¥ MeXBHIOBBIX TH6pUAOB, Mu-
Xa3Juc).

3. Jlaurenpubie Moaudukamuu (HMomroc).

B.TeHoTunuYecKHe HacleJACTBeHHb e H3MeHe-
Hua(MyTanumn).
1. Tennble MyTanuy (MyTauuu B y3KOM CMBICTE).
2. XpoMocoMHbIe MyTallNH:
a) MosoMKH M (hparMeHTanus;
6) BbImageHus U3 XxpoMocoM (HeXBaTKH M JeJIelHn);
B) MHBEDCHH;
) JYIIHKALMK ¥ IIPOCTble TPAHC/IOKAIINY;
1) B3auMHble TpaHcaoKauun (o6MeHbI);
 e) caumaHye XpOMOCOM.
3. SlaepHble MyTaluu:
a) reTepoILION/HOCTD,
6) MOJIMIIIONTHOCTD.

B.KoM6unHAaNuH.

Ha puc. 1 npezacraBjieHbl BakKHeHIlIHe THUIbI FeHETHYECKMX Ha-
cAeCTBEHHBIX U3MeHeHHH.

Jlanee Bac OyAyT HHTepecoBaTb TOJIbKO TIeHHble MYyTallHH. O
5THX MyTallMsAX M3 HCC/IEJOBAHWMA 1O CIIOHTAaHHOMY MYyTallMOHHOMY
npoleccy Mbl 3HaeM cljefylollee. Iloxa3aHo, YTO reHHble MYTalluK
BOSHHKAIOT BCeT/la KaK TeTepO3Urorhl, T.€. YTO B JUIJIOWJHOM Opra-
HH3Me B MOMEHT MYyTHPOBaHHMsS M3MEHSIETCS BCerAa TOJbKO OJMH U3
ABYX ajljlefieid JaHHOTO IeHa. IMokasaHo, 4ro 6garojaps MyTalusaM
MOTYT BO3HHKATh KaK JOMHHaHTHbIE, TaK U pelleCCHBHbIE CBOMCTBA,
pas/inyHble MOpdoIornIecKne NPU3HAKH U ¢usnonornyecKkue uame-
HeHHUs, OYeHb CUJbHbIE MJIH COBCEM CJIabble OTKJIOHEHHS OT HOPMbI
WM MCXOJHOTO COCTOSTHUSI; B OTHOIIEHHM GHOJIOTMYECKOH 1IEHHOC-
TH — >XMU3HECTIOCOGHOCTH MYTAHTHBIX (POPM — MBI HMEEM BCe Iepe-
xoapl (KOHEYHO OTHOCHUTEJIbHO peNKo) OT MYTalldii ¢ TOBBIIIEHHON
SKM3HECIIOCOBHOCTHIO IO CHIbHO IOHMXXEHHOH, BILJIOTH [0 (ocoben-
HO 4aCTO) JIeTaJbHBIX MYTAl[li, KOTOPble B TOMO3UTOTHOM COCTOA-
HMH NIPUBOAAT K HEXH3HECIIOCOGHOCTH. Biarogaps TIOBTOPHBIM MY-
TalMUsAM MHOTHe TeHbl UMeIOT paj a/uiejeif; MoXHo HabJwoaare mo-
BTOpEHHE TOYHO TAKHX XKe MYTAIMii; YUCJIO TeHOB B Py MHOXECT-
BEHHBIX ajljlejlell OTPAHNYEHO. Y PasHBIX reHOB 6BIBAIOT pa3JiMyHble
yacTOThl BO3HMKHOBeHMs MyTanuii. Hakonel, MOXXHO HabaI0aaTh
o6paTHble MYTall{, M3 YeTro MOXHO 3aK/IOYUTh, YTO MO KpaiHel
Mepe HEKOTOpasi 4acTb MyTalHH croco6Ha K peBepCcUH.

Takum 06pa3oM, CIIOHTAHHBIH MyTareHes y Apo30(HIbl IPOAB-
JisieT MHOTOCTOPOHHOCTh ¥ XOPOIIO OTPaXKaeT KadyeCTBEHHYIO Kap-
THHy TIpollecca MyTHpoBaHusi. Ho a/1a aHammusa U3 9TOTO MHOTOE
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Puc. 1. Paznuanble TUITBI MyTarHi.

A. Tenubie MyTalMu: JOMMHAHTHBIH <«nop-
MaNbHBIf» aniesb A MyTHPYET K a; pelec-

cuBHBIE aznesb b' myTupyer k B'; nomn-
H;’.lHTllbli'lz annens C CTaHOBHTC MyTanueii ]
¢! nan c® (MHOKecTBeHHbIE anaesn). a
6
B. XpoMocoMHbre MyTatuu: a — jeduum-
ciich (Tepmunanbuas aeseuns); 6 — jede- C
> .< >> i
B
" " r

ItHA; B — HHBEDPCHA; I — IIpOCTad Tpauco-

KauHAda; A — PpeUHNIpOKHaA TpaHCAOKalHA.

Helb3s1 HCIOJb30BaTh, IIOCKOJbKY CYIIECTBYIOT JBe TIPHYHHBI:
1) yacToTa CIIOHTAHHBIX MYTAIMH CTOJIb HE3HAYMTEJIbHA, YTO TOY-
HbId KOJUYECTBEHHbIH aHAJMU3 3/IeCh IIPAKTHYECKH HEBO3MOXHO
IIPOBOJMTH; 2) MBI He 3HAeM NIPUYMH, BBI3bIBAIOI[MX CIIOHTaHHbIE
MyTallu{, a AJS [JIOJOTBOPHOTO aHaJM3a HeOGXOAUMBbIM SBJISETCA
3HaHHMe He TOJbKO peaKIMH, HO M TIPUYHHBI, ee TOPOXKAAIOIIeif.
Jro 3acTaBisieT Hac OGPATUTBCA K IKCTIEPUMEHTANBHBIM pe3yJbTa-
TaM H3y4YeHMs] HHAyLHMpoBaHHOTO MyTareHe3a. Ocobble npeumyiie-
CTBa MMeeT IIPU 3TOM paJHallliOHHAsA TeHeTHKAa: BO-TIEPBbIX, PEHTTe-
HOBCKME Jy4YHM W H3Jy4yeHHe paAus OKa3blBalOT CHJIbHOE M TOYHO
BOCIIDOH3BOJAMMOe JeHCTBHE Ha YacTOTY MYTHPOBAHUS; BO-BTOPBIX,
H3Jy4YeHHUd JeTKO U TOYHO JO3UPYIOTCH; M, B-TPETbUX, YTO OCOGEH-
HO BaXXHO, IIOTOMY, 4YTO, B IIPOTHBOIOJIOXHOCTD MHOTHM APYTUM
npyuvHaM (HanpuMep, TeMIIEPATYpe U XUMUKAJINAM), KOTOPBIE MbI
TaKXKe MOXKeM TOYHO JJ03HPOBaTb, HO O KOTOPBIX Mbl, KaK IPaBu.JIO,
He 3HaeM, 10 KaKoMy IIYTH H B Kakoil (popMe OHM AOHAYT IO TE€HOB,
KOPOTKOBOJIHOBOE M3JlyyeHHe, BEPOSITHO, JOXOJMT J0 TeHOB B XO-
poio onpeaenseMoil ¢popMe, TIIPU 3TOM XOPOIIO MOCTABJEH 3KCITe-
PHMEHTA/IbHbIH 6noHU3NIECKUI AHAJIN3 €ero HenocpeJcTBEHHOIO
BO3/1eHCTBUA.

C. Tl'enoMHble MYTaUHH: 8 — HOPMAa/bHbIR
ralionIneiil Habop xpoMocoM; 6 —B — re-
tepoitonans (6 — Hy/LaMcoMus, B — TpH-
COMUA); I' — TMONUILOUAYS.
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2.2. KayecTBeHHast KapTUHa MyTaUMOHHOro npouecca,
MHAYUMPOBaHHOIo obny4yeHuem

Hauunas ¢ nepBbIX yCIEUIHbIX UCCASAOBAHUI [TO paallMOHHOI re-
HeTHKe JApo3oduisl, Beinoanenusix I Jx. Mennepom [7, 9, 10], B
3TOH 06JIACTH K HACTOSIIIEMY BpeMEHU HAKOILIEH CTOJIb OOLINpPHBIN
MaTepHaJ, YTO CETOAHSI Mbl MOXET Pa3HOCTOPOHHE M ITOJHO 06pHCOo-
BaTh OGIIYIO KAaPTHHY OCYILIECTBJIEHNS HHAYIIHPOBAHHOrO 06IydeHn-
eM MYTalHOHHOro npouecca. Kpome nmpurogHoctin Apo3oduibl Kax
o6peKTa /sl TAKUX HCcae/0BaHuil, paGoTe ¢ Hell CYIIECTBEHHO CIIO-
co6CTBOBANO TO, 4YTO AJs1 oGHapyxeHusi myrtauuii y Drosophila
melanogaster uMeeTcss psiji creHATbHBIX METOAOB CKpENWBAHHS.
JlBa Haubosmee ynorpebutenbubix (npeisioxeHHbi Mesepom
merox CIB u npeanoxennsiit JI. Mopran MeTox «cienJeHHbix X-
XPOMOCOM» ) TIOKA3aHbl HA puC. 2.

O6mye KayecTBeHHblEe CBOMCTBA MyTallMOHHOTO Ipollecca, HHAY-
[{UPOBAaHHOrO O6GJy4YeHHeM, KOPOTKO MOXHO OIIHCATh CJEAYIOLIVM
o6pasoM.

Bce Buapl usaydenwii (or yapTpadHO/IETOBOTO A0 IKECTKHX
y-My4ed) MOTYT [OBBIIATh YACTOTy BO3HHUKHOBEHHSA MYTaldii.
B aajbHeiinieM Mbl OTPaHHYHMCS pe3yJIbTAaTaMy, IOJXYYEeHHBIMM ST
PEHTTEHOBCKHX U Y-JAydel, TaK KaK paJHOOGHOJIOTUYECKHE HCCJIE0-
BaHUA ¢ yIbTpadUOAETOBBIMH JYYaMH H3-32 TEXHUYECKUX TPYAHOC-
Tel (cusbHas a6copOUysl B TKaHSX) AAOT CKyAHbIE ¥ HEHa/leXXHble
pe3yJbTAThl, W s HAX a Priori MOXHO OXKHJATh, YTO (PU3HUECKOE
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Puc. 2. Cxema, wunocTpupymomas Meroast ckpemuanus CIB (ciesa) m «cuen-
nexHbre X-xpomocomsl» {(crmpaBa).

Camku munuy CIB coepxar B oot u3 X-xpoMocoM 3anupatens kpoccrirosepa (C), oaun pence-
cuBHblil Jetanbubiit dpaxtop (1) ¥ goMuuanrneni ren Bar (B); nososuna ux cbinoself, KoTopbie 1o-
ayyaior CIB-xpoMocoybl, He passuBaercs; B Fi mocae ckpemmpauusi oG/ydeHNbIX POAMTENBCKHX
caMioB ¢ caMKaMu ClB BDDKWBAOUAA MOJOBHHA CAMUOB CO/ICPKHT OﬁJ’ly‘!EHHb[C X-XpOMOCOMb[;
KyJbTypa F2, KOTOpasi CORECPAHUT OGIIy‘l(_‘HHyIO X"X})OM()COM}’ C BHOBDL BO3HHKUIUM JICTAJIbHBIM d)zu{-
TOPOM, OKAa3bIBAeTCs BooGuIe 6e3 camios. CaMKi €O «ClICIeHNbIME X-XPOMOCOMAaMI» COiePXar 1o
nBe HepasdaeserHble X-xpomocombl (¢ annencm yellow) n nopmaibiyio Y-xpoMocomy. MX cbinosbs
MOAy4aKT X'XPOMOCOMY OT OTHOB; B CJyUYae CKPelHBAHWA CaMLOB ¢ CaMKaMU CO CLCRJIEHIIbIMY X-
XpOMOCOMaMH BCe MYTaUHWM, CIIeNJeHHBIC € {I0JIOM, B TOM YHCAEe pPelLecCUBHbIE, NPOABNAITCA ¥ CaM-
1on F1. 311er YEeTKO BBIABJAIOTCA BCe M3MEHEHHA, BO3HUKAWIINC B DGJIyHCIIHbIX X‘XPOMOCOMaX.
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AelcTBHe yabTpaduoseTa Ha TeHbI JOIXKHO OTAMYATHCA OT JeHCTBUS
KOPOTKOBOJHOBOTO U3JIYYEHUSI.

I'enetnyeckoe nefcTBHE M3JIyYeHMH MOXHO CYHMTATb BCEOOLIMM,
TaK KaK BO BCeX 0GDEKTaX U TKAHAX, A/ KOTOPBIX M B KOTOPBIX MOX-
HO YCTaHOBHTb BO3HUKHOBEHHE MYTallHi, JeHCTBUTEJIbHO C BBICOKOMH
YacTOTOH MOTYT ObITh BbISBJIEHb! MyTalMH, HH/AYIINPOBAaHHbIE 06.1yye-
Huem [11—15]. Ilpu aT0M BCe THITBI MyTAIM#, H3BECTHBIE TIPEX e AJIs
CIIOHTAaHHOTO MYTaIHOHHOTO Npoliecca, NpUBeAeHHbIE HA pUC. 1, C BbI-
COKOWM 4acTOTOH BOSHUKAIOT M B pe3yabTare 06/ydeHus. B onbitax ¢
o61ydeHreM ObLIN TaKyKe TOJIy4YeHbl BCe THITbI TeHHBIX MyTaLli. JTo
MO3BOJISET MPOBECTH KAYEeCTBEHHYIO Napajieslb MEXY CIIOHTAaHHBIMHU
H paﬂI/Ia]_IHOHHbIMH MyTElHHHMH. STy HapaJIJIeJIb MOXHO BeCTH M JaJb-
me: B 060X C/Iy4asx HabIoJaeTcs CXO/JCTBO THUIOB MYTAIMil ¢ HM3-
KHMH dacToTaMi («GoJIbliiNes, CHJIbHO OTJIMYAKONINECS OT HOPMBI,
0COG6EHHO JOMMHAHTHBbIE MYTAIMH; MYTALIHN € MTOBBINEHHOHN >XU3He-

Ta6numua 1. Huaykuua peurreHoBckum o6Gaydennem (4800 m coorserer-
Benno 3900 P) o6patunx MyTaluii peuecCHBHBIX MyTaHTHBIX aasenelt y Droso-
phila melanogaster. O6ayyanucs P-& & [16,17]

Tumodees-Pecopckmii JIxoHcToH W Bunuectep
ARTEb H €0 sokye 9He, Yyucao OépaTHbIX YHCJIO OﬁpaTHh[X
JI0 TaMeT Myrauuifr YHCJAO TaMeT MyTauHﬁ

X-xpomocoma, 0y 21 894 0 69 923 1

» 0+sc 17 676 3 101 042 5

» 1,5w 29 233 2 - -

> 1,5 w* 23 472 2 — -

> 1,5 w? — — 69 302 0

» 5,5 ec 17 676 0 57 323 0

» 14 cv 16 460 2 — -

> 20 ct 12 914 0 57 323 1

> 33v 29 384 2 61 119 1

» 36 m - — 39 923 2

» 44 g 12 914 0 57 323 4

> 56 f 34 811 8 130421 15

» 62 car — - 69 302 1
1T xpomocoma 0 ru 27 155 0 - -

» 26 h 27 155 1 — —

» 42 th 5681 0 — —

» 44 st 27 155 1 — -

> 48 p? 21 474 4 - -

» 50 cu 5681 0 - —

> 59 ss 21 474 0 — —
IIT xpomocoma 62 sr 5681 0 — -

» 71 ¢ 27 155 1 - -

» 101 ca 5681 0 — —
[Bcero: 390 709 26 (0,0066 %)| 713001 |36 (0,0051 %)
’KOHTpOJIbI 152352 | 0 700 000 0
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CITOCOGHOCTBIO) M C BBICOKMMH 4YacToTaMu («Masple» MyTallMH; MyTa-
IIMH C TIOHW>XKEHHOM >XH3HECIIOCOGHOCTBIO M JIeTajbHble MYTAI[WH).
Jlns kaxkaoro o6beKTa TUIIMYHBIA XapaKTep CIIOHTAHHOTO MYTallHOH-
HOT'O Tpollecca COBIAJaeT ¢ MHAYHHMPOBAHHBIM obydeHueM. [losromy
Mbl He MMeeM OCHOBaHMM JUISL TOTO, YTOObI Jle1aTbh TIPUHLMIINAJIbHbIE
PasIMYUsT MEX/Y «CIIOHTAHHBIMH» M <PaJIHAllMOHHBIMU> MYTALUSIMH.

Bpijo yCTaHOBJIEHO, UTO TpH O6MYyYeHMH MOTYT IOABJAThCA 06-
parHble MyTaumu. B tabn. 1 npencraBienbl o6IIMPHDbIE PE3YJbTAThl
HCCIeJOBaHUH; OHM IIOKA3bIBAIOT, YTO AJA Pa3IM4YHbIX TeHOB X-
xpomocomsl u 111 xpomocomsr Drosophila melanogaster pexrrenos-
cKoe O6JyYeHHe MOXeT MHAYLHMpPOBaTh oOpaTHble MyTalldH OT pe-

Puc. 3. Haper anneseii Dr.melanogas-

! I ter, B KOTODBIX IIPHM DEHTIE€HOBCKOM 06-

w == w® we = W iyueHHH BOSHHMKAIOT MYTalHH B 060HX
HAIIPABJIEHUAX, HENOCPEICTBEHHO OJHA

H3 JIpyro#.
I. W3 HopManbHOro anjenst BOBHUK aniesb
n v eosin, a U3 3TOTO eoSin NPH NocseiyloueM o6ay-
F '_"'E f f """E F qellHH ONATH BO3HHKAET uop.sfa;{bubu‘i asnnesb.
II. VI3 cnoHTaHHO BO3HHKUICH MYTaUuuH eosin o6-
pasyetca HOPMAMLHBIA anancsb, a M3 Hero —
ONATL aAae/b eosin;
v I11. M3 nopmansroro annens sosnuk forked, a
5 u3 atoro — forked, onats HopMasmbHBII.
p PR, P IV. M3z cnouramio sosuuxinero forked ofpaso-
Bajicsl HOPMaJbHHI afienb, a U3 HEero IPH Jaib-
HeHIem obayvernu — onste forked.
V. W3 Hopmanblioro anjeis Boshuk pink, ua
pink — ofpatHas MyTallMs K HOPMalbHOMY aJ-
neM0, a U3 Hero ONATH NosBHIICH pink.

WCO Wb \\ .
b . / “ 0,23%
w W wl = w
\ m
w® 5\& whf = wAw .,
a
v v 0,69%
w® whf wh 0.28%
bf == A N\
NN = E e G
\ a !
a

w w 0,259
B r
Puc. 4. PeHTreHMHAyUHPOBAaHHBIH MyTareHe3 psila MHOXXeCTBEHHbIX W-aJtenei

Dr.melanogaster.

a. Asnenb white MOXCT BOIHUKATD H3 BCCX [IPYTMX TECTHPOBANIDIX anene.
6. Hopmaaphiii annens (W) mytupyer & blood (W), eosin (W) n buff (W™), kotoptie Takse

o6pasopannch u3 white (w) ucpes o6paTiibie MyTAIMN; HOPMAJIbHBIA an€Ab MyTHDYET TaKKe NPAMO
k white, HO TeoperuycckH aonycTumbiii Hepexol or @ k W HHKoraa He nabmoaancs.

B. PasHynblc MYTaUMH OT e0Sill H K HCMY. ) . N ) .
r. MyTaGUABHOCTD ABYX Pa3JH4HDIX «NOPMAblibix» ajneneit (W' W ) cepuu white k white (w)
) (4

a b
H K ITPOMEXKYTOYHBIM anjenaM (W y W, W
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LIECCUBHDBIX JIETAJBHBIX aJljlejlell K HOPMAaJbHbIM HMCXOJHBIM JOMH-
HaHTHBIM ajnessiM. Ha puc. 3 cxeMaTnyecku u3o6paxeHsl napsl aj-
Jejiell, B KOTOPBIX B MOHX HCCAEJ0BAHHIX npsiMbie ¥ o6paTHbIE MY-
Tauu¥ BO3HHKAMH OMHHM M3 [APYTHX, T.e. CHyYaH, KOrja Npu nopo6-
HBIX JIY4eBbIX BO3/EHCTBHAX MYTAlMM MOTYT IIPOMCXOJUTb B ABYX
[IPOTHBOMOJIOXHBIX HallpaB/JeHHAX. B rpynmax MHOXeCTBEHHBIX aJl-
JieJield Ipu 06y4eHNH MOTYT BO3HUKATh Pa3/IMvHble MyTaluM B pa3-
HBIX HaNpaBJeHHUsX, KaK 5TO NOKA3aHO Ha PHUC. 4 [/ Aydllle BCero
U3Y4YEeHHOTO K HACTOsIeMY BpeMeHH aaienss white aposodnasr. M3
9THUX pe3yJIbTATOB HCCJE/0BAHHI cJieJyeT, YTO BO3AeHCTBHA obJiy-
4€HNs, NPOAB/AIOIIMECS Yepe3 MyTallMH, KaKk M caM MyTallMOHHbII
1poitecc, He MOryT ObITh YHCTO <«Pa3pYIIMTENbHBIMU», TAK KAK OHU
crocoOHbl K peBepTHpoBaHuio (cM. Tadu. 1).

2.3. KonunuecCTBEHHDbI aHann3 MyTauMoHHOro npouecca

[Tocse Toro kak B npeaplayIeM pasiese 6blaa JaHa o6iias, KayecT-
BeHHAasd, KapTHHA MYTALMOHHOTO Ipolecca, HHAYLHMpyeMoro o6.y-
YeHHeM, NMepelieM K Ucclel0OBaHUsIM, 1ieJib KOTOPhIX — aHaAu3 3a-
KOHOMEPHOCTEH FeHeTHYECKOTO JeiiCTBHS H3JyUYeHMIA.

BesycnosHoil npeanocelikoil A1 npoBeeHUs TAKUX MCCJIe[0Ba-
HHUil SIBJISETCS BO3MOKHOCTb JOCTOBEPHO 3HATh SKCHEPHMEHTAJIbHO
orpejie/iseMble YacTOThl BO3HHKHOBeHMA MyTanuii. Jns Drosophila
melanogaster, kaK oka3aHo Ha puc. 2, NOAb3YACDh ONpeeSeHHBIMU
METOJaMH CKPEIIUBaHHH, MOXKHO OLIEHUTb MyTaGHJIBHOCTBH OIpeje-
JIEHHOM 4acTH reHoMa, a UMeHHO X-XpoMocoMmbl. IlockobKy MyTa-
IIMM, KOTOpbIe Mbl Ha6J0aeM, MMEIOT OYeHb HIMPOKoe heHOTHIH-
yecKoe MposiBleHne (OT aJbTepHATUBHBIX IIPH3HAKOB A0 €/Ba 3a-
METHBIX CBOHCTB), HEOGXOMMO PAGOTATb C JErkKo M HaJeXKHO peru-
CTPHPYEMOW YaCThl0 BOSHHKAIOMMUX MyTauuii. TakoBoif MOXXHO CYH-
TaTh JeTalbHble M GoJblive Mopdonornyeckine Mytauuu B X-Xpo-
MocoMe. MoKHO, pasyMeeTcs, a priori NpHHATb, YTO MyTabH/d=
HOCTb X-XPOMOCOMBI GyJeT HeBepHO OTPAXaTh CPEAHION obmyw
MYTaGUJIbHOCTD 1po30dubI; crieljiaJibHble HCCJ/IeI0BAHURA
P.JI. Bepr [18] m H.HU. Hlanupo, P.. Cepe6pockoii [19), a
TaKXe Heolly6IMKOBAHHbIE Pe3YJIbTAThl HAIIMX MCCJIe OBAHUI MTOKa-
3bIBAIOT, YTO YacCTOTA MyTHPOBAHUA Pa3HbIX XPOMOCOM APO30(hHIbI
ITPOTNIOPLIMOHAIBHA JJUMHAM MX TeHETHYeCKM AaKTHBHBIX YacTeil;
“Ha4ye TOBOPSA, pa3jMYyHble OTPe3KH reHoMa OOJbLIOH AMHHBI O6HA-
PYXHUBAKT OJHHAKOBbIE CpefHHE 3HAYeHHS YacTOT BO3HHUKHOBEHMIi
MyTanyi. YactoTy MyTHpoBaHMsi X-XpOMOCOMBI MOXHO MCIIOJIb30-
BaTh B KauyeCcTBE TOYHOH XapaKTePUCTUKU MyTabHIBHOCTH Apo3odu-
JIbl, a2 4YacTOTY BO3HMKHOBEHHS MYTallMii B X-XpOMOCOMe MOXCHO
O06BEKTHBHO M TOYHO onpeAesars ¢ nomompio ClB-Merosa.

IIpamoe aeiicTBHe 0GyYeHHsI H ero HE3aBHCHMOCTD OT GHO.JIO-
THYE€CKOro MaTepHaia. MOKHO NpeJIIONI0KHUTh, YTO O61yYeHHe He
NPAMO BO3/€EMCTBYET HA IeHbl, a 110 KaKOMY-JN60 KOCBEHHOMY nyTH,
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Puc. 5. Cnepa: cxeMa CKpeliMBaHHA A/ BbISACHEHHA MyTaﬁnﬂbHS)CTH paHee oényj
yeHHO, HO cpasy mocJjie o6JydeHUs He cojepxallel MyTaluH X-xp%;c%wr%i
Pi — caMubl ObLTH O6/Ty4eHBI Il CKPELeHbl ¢ CAMKaMu €O cuenzielrg{bmn Paﬂa-
coMamu; caMmupl Fy, He umelomue myrauuii, 661 ckpemennl ¢ C ~Cah£l(§.(bfﬂ, -
su3 F3 M03BOJsIeT YCTAHOBHTD YacTOTY MyTHPOBAHHA paHee obiyueHHO# X-xpomo

combl {P-caMiloB). )
CripaBa: cXeMa CKPEIHBAHUA A BbISCHCHHA MyTa6uaLHOCTH HeoGayyenHoi X-XpoMOCOMbl B (:[iﬁg
YJEHHBIX m‘iuax; PrCKMOK, HeCyIHX clleneHHbIe X-xpOMOCOMbl, Oﬁﬂy‘(aﬂlr[ H CKPQI.[IHBEUIH C oo
le‘!eHHbIMH caMLaMH. CaMubl — F1 (CaMubl-PZ) COI[Bp)KaJlH H€O6I[y‘leHHb16 X-ch()l.‘;iot‘EOPMl;I," o F
poie [i138)74 BBeJICHbI B Oﬁle‘{BIIHbIe sﬁua; 3TH caMUbl 6bU1PI CKEEII.ICHbI (o] CaMKaM(H Pz) KOT(:
MO0 GBLO YCTRHOBHTD UACTOTY MYTHpOBaHHsA neoGaydentod X-xpomocombt {camuocs P3),

pasi HAXO/IHAAch B MAA3Me OGJyYeHHbIX AU OO6ry4eHHBIE XPOMOCOMbI Y€TKO BBISIBJISIIOTCS.

OKa3bIBAIOLIEMY BJHSHHE Ha MYTHpPOBaHHe. IJTO IIpeATOJIOXeHHe
MOYCHO 3KCIIEpUMEHTAJbHO IIPOBEPUTh TaK, KAaK IMOKA3bIBaeT (:6xe1vla
CKpelMBaHus, TIpUBeJeHHas Ha puc. 5: 1) onpeaenuts MyTa HJIb:
HOCTb paHee O6JyYEeHHBIX, HO Cpasy Iocje o6JyyeHHUs He coae%xca
IHMX MyTauuil XpOMOCOM; 2) ompefe/uTh MyTabuIbHOCTL HEOG.y-
YyeHHBIX XPOMOCOM, MOMEIIEHHBIX B 06aydyeHHble sifna. Ckpemusa-
HUS TlepBoro THma GbumM mpoefeHsl Memnepom [11], Tumodee-
pbiM-Pecockum [20, 21] n T'pronebeprom [22], a ckpelMBaHusI BTO-
poro Tuna — TumocdeesbiM-Pecobckum [21]. Bee ot nccaenona-
HMs Ja7M OTPHIIATEJbHBIA pe3yJbTaT: He GblI0 YCTAHOBJEHO HU
«rocjeeiicTBUSI» 06NydYeHUs, HU BJIMSIHHSA Ha HeoOJyuyeHHble XpO-
MOCOMBI 06.TyueHHOH NpoToI1asMbl. Pesymprarhi uccneaoBanus Tu-
ModeeBa-PecoBCKOro Npe/IcTaBJensl B Tabi. 2. 5
Mo>KHO TIOKa3aTh, 4TO KaK y JApo30(uibl, Tak U y pacTenui [23]
BO3HUKHOBEHMEe MYTalUil He 0053aTeIbHO CBA3aHO C JeJIeHHeM Xpo-
MOCOM M T€HOB, HO MOKET MPOHUCXOJUTb IIPH COCTOSIHUHM MOJHOrO
51 XPOMOCOM. )
Hoxﬁpn ];eﬁcmpm PEHTI'€HOBCKUX Jiydell M /ydedl pagusi MyTHPO-
BaHHE MOXeT NPOUCXOANTD ¥ AP0o30dHIbl 060MX 10JIOB Ha pasHbIX
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Taénuma 2. Yactora BOIHHKHOBEHHA CLENNEHHHX C MOJOM myranui y
Drosophila melanogaster: 1) B HeoO/Ty4eHHOH KOHTpO/IbHON KymbType; 2) B
KYZbType, Hecymel X-XpoMOCOMbI O6NyYeHHBIX CIEPMHEB, KOTOPbIE cpa3sy mocje
oGiyueHns He cofepxanyx mytaunit (P; na puc. 5, caesa); 3) B X-xpoMmocoMax,
HaXOAAMMXCA B SHLEKAETKAX, 06JIydeHHbIX Nepe ckpelquBaniem (P; Ha puc. S5,
cnpasa); 4) B HENOCPEJCTBEHHO 06/TyYeHHbIX PEHTIeHOBCKUMH Jy4yaMu X-XpoMo-
coMax cnepmues (3000 P) P-o & 6buiu cxkpemens: ¢ CIB- 9 9

L Yueao Iponcur —f

[

} l‘pynna OlbITa CIICIIICHHBLIX ¢
KYyAbTYp MyTaluii oNoM JeTaned

‘1. Heo6nyuenHblit koHTpOIDL 3708 7 0,19 + 0,07

(2. O6mydennble X-XpOMOCOMBI, 1431 3 0,21 £ 0,12

’ OCTaBIUMecs 6e3 MyTanuii

3. Heobiyuenssie X-XpoMocoMbl 1212 2 0,16 +0,12

l B OGJIyYEHHBIX STHIEKAETKAX
i 4. Henocpeacrserno o6iy4enubie 2239 198 8,84 £ 0,59
‘ X-xpoMmocomsl {go3a 3000 P)

CTaAuAX Pa3BUTHS U B PAa3jMYHbIX TKaHAX. Bompoc, BhI3bIBaeT s
OAMHAKOBOe O6JydYeHHe MOBCIOAY OJAMHAKOBOE MYyTHPOBaHHE, He
MO3KET ObITh TOYHO W OJAHO3HAYHO pellleH, TaK KAK HATAIKHBAETCS
Ha pAJ TeXHHYeckuX tpyaHocreil. Hekotopble pasauuus B yactorax
MyTHpOBanusl (3pesblX U HE3PEJbIX CIIePMHEB, JKEHCKMX H MYX-
CKHX TaMeT), I10 CBHAETEThCTBY GOJIbIUMHCTBA ABTOpPOB, paboTan-
mUX Haj 3TUM Bompocom [21, 24— 28], o6ycnoBauBaTcs rameT-
ueckum oT6opom (MM, NO-APYTOMY, HA BBISIBIEHHE HaGJTIOAEMBIX
MyTalMi OKAa3bIBAIOT BJMSHHUE DPa3/iYHble INPHBXOASIINE (hAKTO-
pbI), a He pa3aUIHON (DPUIMOJIOTHYECKH 06yCIOBIEHHOH MyTaGH/Ib-
HOCTBIO TeHOB. BepOSITHOCTH BOSHMKHOBEHMs MyTallMil, MHAYLMPO-
BAaHHBIX OOJIyueHUeM, [l PasHbIX ocobeil Apo3obUIBl 0ANHAKOBbI
[29]; ocobeit, ocobenno mnpeapacHos0XKEeHHBIX K BO3HUKHOBEHHIO
MyTanui, He cymectByer. OKasblBaeT JIM BAMSHYNE reHOTHIIMYECKAS
cpena (uam paca), B KOTOPOH HaXOJUTCS Ompe/e eHHbIiH TeH, Ha
MHAYUNPOBAHHYIO 06/y4eHUeM MYTaGHIbHOCTD 9TOTO IeHa, PeliMTh
TPYAHO. EAMHCTBEHHBIH 10 CHX TOp HCCIELOBAaHHBI Cayyail (myTa-
OHILHOCTD HOPMAJIbHOrO ajlledst cepuu white) mokasal, uto reHo-
TUIUYECKAs] CPE/I2 HE OKA3BIBAET BJIMAHHMA Ha MyTaGUALHOCTD Olpe-
AIC/IEHHBIX T€HOB M YTO PA3JNHYUS B 3TOM C/Iy4ae MOTYT 6bITh 06y-
CJIOBJIEHBI T€M, YTO B [BYX pacax 6bLIM MCIIOJIb30BaHb! Pa3Hble all-
nenn. Onpejie/ieHne 4acTOThl BO3HHKHOBEHHS MH/IYLIHPOBAHHBIX 06-
JYyYEHHEM COMATHYECKMX MYTAlMH TJIasa y caMI[0OB YUCTOH JHHHH
Drosophila simulans u ru6pugos Drosophila melanogaster x
Drosophila simulans (1.e. B X-xpomocome or Drosophila simulans
O/IMH pa3 B YHCTOM reHoMe simulans, BTOpoii pa3 B ru6pugHoM re-
HOMe) [a/M /MIIb HEe3HAUMTE/bHble M CTATHCTHYECKH HeI0CTOBEp-
Hple pasmuyuust [30]. Boo6ime 6bu1o 3ameueno, yro pasimuus B My-
TaGMIBHOCTH POJICTBEHHBIX BH/OB M PAC MOTYT NPOABAATHCS yepes
Pa3JIM4HbIE THIBI «MAaCKUPOBKU» HEKOTOPOH 4acTH MyTalHii, a He
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6bITh 06YCJAOBICHHBIMHA Pa3UYUAMH COGCTBEHHO YacTOT MYTHPOBa-
nms reHoB [14, 15], 4To Bcerja Heo6X0AMMO YYUTBIBATD TIPH 06CYXK-
JleHH¥ 3TOH Npo6JIeMBl.

YacToTa BO3HMKHOBEHHS MyTauuii ¥ xo3a o6aywyenus. Eue
nepBble HccaefoBanus, nposedennbie I [x. Memnaepom [9, 10],
MIOKa3aJi, YTO YacTOTa BO3HMKHOBEHMsS MHAYLMPOBAaHHBIX O6.yde-
HMEM MYTaIMil IPSAMO TIPONOPLHMOHANbHA HCTIOJIb30BAHHON J03€.
CrielluajibHble MCCJe0BaHNsA, BBINOJHEHHble PasHbIMH aBTOpPaMH
[14, 15, 31—39], uMean cBoeli LeJbl0 YCTAHOBHTb (POPMY CBA3H
MeX/Iy YacTOTOil BOHHKHOBEHHsI MYTallMii u jo3oii obiyuenus. B
Ta6a. 3 NMpUBeJeHH TIONyYeHHbIE MHOIO jlaHHble, a Ha puc. 6 npes-
cTaBaeH cooTBeTcTBywoUui rpaduk. McenejoBanus BceX BbIIIEYIIO-
MSTHYTBIX ABTOPOB OXBAaTBIBAOT O4YeHb OGOBIIONH MHTEpBAal 03
(350 — 9000 P). OTk.JIOHEHHE NpH GOJBIIOM YHC/]e MyTallMA B CTO-
POHY MHHYCa OT OXXMAAeMOH MpsMOIl IPONOPIHOHAIbHOCTH o6BscC-
HsieTCsl HACTYILIEHHeM SIBJIEHHs] HACBIeHUs, KOTOpoe 0GyCIOB/ICHO
TeM, uTo npu ucnosabaoanun CIB-meToga mnosiBjieHue ABYX (unm
6oJbIIEro Yuciaa) JeTaJbHbIX MyTallMid B ofHON X-XpoMOCOMe, KO-
Topasi BBICTYTAeT Kak e/MHbIH HOCHTENb JeTaJbHbIX (paKkTopoB, B
60JIBLIMHCTBE CAy4aeB PasjinYuTh He yaaercs. IlosToMy sMImupHiec-
KU CJeIyeT OXKMAATb JY4IIero COrjacHs pe3yJbTaToB 3KCIEpPUMEH-
TOB ¢ KPMBOI HacbILlEHUs, YeM ¢ KPHBOH JMHEHHOH NpONopIyo-
HaJPHOCTH, YTO U HabJio/aeTcs B AeHCTBHTEJIbHOCTH [38, 40].

Tak Kak B BBINIEYTIOMSHYTBIX HCCJIEJOBAHUAX OO/yYeHne J03Upo-
Bajyioch B P-eMHMIAX, TO MOKHO KOHCTaTUPOBaTh, YTO B M3YY€HHOM
NIMPOKOM JMATa3oHe /103 MHIYIMPOBAHHAs YacToTa MyTAlluid NPAMO U

JIMHEHHO TIpOMopLIHOHaIbHA HMOHU3aLMOHHOM Jo3e 06JIyUeHH .
Haxoner, MO»HO OTMETUTD,

. Yyro Takue XKe 3aKOHOMEPHOCTH
Ta6nawnmua 3. Hponopuuonars-  PUCYIIH HE TOJIbKO obuel yacro-
_HOCTb MEXJY 4YacToTol BO3HHKHO-  T€ BO3HUKHOBEHHA MYyTalUH B X-
Bel;il{ﬁ Cuen‘.’llellﬂblx ¢ NMoJaoM Myrta- XpOMOCOMaX, KOTOpre Ha 90 % CcO-
il ¥ 030§t PEHITEHOBCKOro o0ay-
yenus y Drosophila melanogaster CTOSIT M3 JIeTalbHBIX (PaKTOPOB,
(50 kB, 1 Mmm Al‘; HO, ITO-BHJUMOMY, KaK TIO3BOJSAIIOT
Hpeﬂnonara"rb elle He 3aBepHICH-

fosa Hucao Hble MCCJAeOBAaHUSA, TaKXKe JUJIs

}{%ncxoro g ’E Myraunu, % (<BI’I£II’IM£)IX>> ClIelIJIEHHbIX C IIOJIOM

00JydeHHs, g g MyTalMH, a TaKXKe JJIs1 HeKOTOPBIX
P = = OT/IEJbHBIX TEHOB.

Koutpoan| 3058 | 4 | 0,13+0,07 Yacrora MyTamuid H JAJMHA
750 988 | 21 | 2,12+0,46| BoJaHbl H3ay4YeHHs. CToJb Xe yc-
ggg gég %Z igg f 8’;} reliHble HCC/Ie0BaHM HHAYIMPO-
2100 518 | 39 | 753+ 116 BaHHOTO MyTareHe3a OblJIH IIPOBe-
3000 619! 53 | 8,56+ 1,12 JE€HbI Ha ,ElpOSO(bI/IJIe C pa3HbIMH
3600 430 | 46 10,69+ 1,49 BUAAMH OOJydyeHUs], OT MATKHX
4800 392| 54 13,77 £ 1,74 PEHTTEHOBCKHX Jy4ell 10 JKeCTKO-
6000 | 416 65 [15,62+1,78| 1o y-ngnyuenus paams [14, 15, 33,
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Prc. 6. 3aBUCHMOCTD YacTOTbl BO3HHKHOBEHHS CUEIJIEHHBIX C 110JIOM MYTAUHH OT
103pl obayuennss Dr.melanogaster. :
4 — pe3yJabTaThl HCC/JIeJ0BaHUIl, nMposegeHHbIXx TuMoteeBbIM-PecoBCKHM.
6 — conocTaBileHUe pe3yJbTaTOB, NoJyuyeHHbIX Jdpoumcorom u IllexTmaHoM,
Oumsepom u TumodeenbiM-PecoBcKHM; NpUBeAeHbI TaKXKe cpejHie 3Havenist. He-
UpepbIBHAS NIPAMasi JUHHS COOTBETCTBYET MPSMOH IPONOPLHOHANBHOCTH, MYHK-
THpHAst AUHHS COOTBETCTBYET KPHUBOI HACBIINEHHS; BePTUKA/IbHbIe THHHH HA BepX-
HEeM PHCYHKE IIOKa3bIBAIOT IPAHHLDI OMNOOK, JONYIIEHHBIX B OTAEIbHBIX IKCITEPH-
MEHTaX.



37—39, 41, 42]. UiccnenoBanus, npoBeieHHble XancoHoM, XelcoM U
CrantoHoM [42], IllextmanoM [37] u TuModeeBbiM-PecoBckum [38],
MOKa3aJI4, 4YTO B OGJACTH H3MeHeHUs JJIMHBI BOJHbI PEHTTEHOBCKOTrO
naydenusi (OT MOPOroBOTO M3JIyYeHHMS /O JKECTKHX PEeHITEHOBCKMX
Aydeii) y Apo3oduabl He CyNIECTBYeT 3aBUCHMOCTH YaCcTOThI BO3HMK-
HOBEHMS MYTalMii OT JJIMHBI BoJHBI. HampotuB, B MCC/EAOBAHMSIX
Xancona u Xeiica [34] ectb ykazanus, uro usyuenve paus (P) oxa-
3bIBaeT HAa MyTalMu 6oJiblllee BAUSHME, €M OKBHBAJNEHTHbIE [103bI
PEHTTEHOBCKUX Jydell. Tak Kak J03WpoBaHUe y-JIy4eH (P) 6bL10 10
Nioc/leJHero BpeMeHH TEXHMYECKH TPY/HO OCYIIeCTBHMO, TO 3TH yKa-
3aHHA caeayeT ellle mpoBepuTh. [locaeaylomue onbiTol [43] mokasam,
YTO paBHble SKBUBAJEHTHbBIE [03bI PEHTTCHOBCKOTO M Y-U3JMYy4YeHHUS
(P) BBI3BIBAIOT OJMHAKOBYIO YacTOTy BO3HHKHOBEHHA MyTAIMi.
B Ta6:1. 4 npuBeeHbI Pe3yJbTAThI UCCIEJOBAaHNMH, TIPOBEAEHHDbIX TH-
MogeeBbIM-PeCOBCKMM ¢ Pa3HBIMM PEHTTeHOBCKMMY Jy4aMu U IInk-
XaHOM C PEHTT€HOBCKMMH U y-Jydamu. OJNHAKOBbIE 03B (P) Bcex

Ta6nuua 4. JeiicTBue IKBUBANEHTHBIX 403: 1) MATKHX H HKECTKHX PEHTIre-
HOBCKMX Jy4eif; 2) AOCTaTOYHO MATKHX PEHTIE€HOBCKHX H JKECTKHMX y-nyueil Ha
YacTOTY BO3HHKHOBEHHMSI CUENJEHHBIX ¢ mnoxoMm myrammii y Drosophila
melanogaster. P- & & ckpemuBanucs ¢ camkamu CIB- @

' ’ ucao . a
Hoaa, P KayecTso namydenust , MyTaunit, %
KYALTYP MyTanmi
3750 |Pentren, 25 kB 486 54 11,11 £ 1,42
0,5 MM Al
3750 |Penrren, 160 xB e 516 53 10,25+ 1,33
0,25 MM Megu+3 MM A
4500 |Penrren, 50 xB 59 72 12,19+ 1,29
1 MM Al
4500  |y-Jlyuu pagus 508 59 ?1,61 +1,35
Heo61yueHHbIH KOHTPOJIb 1827 2 0,11 £ 0,10
y
tsf—t— A
L@ -Y-nyur paaus —
= _pe'mreuoncrme ny4m, S5OkV. . :
X
o\;m /: <
% 7 “
I; A
= Z1
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¥ Puc. 7. llponopunoHajsbHas 3aBu-
pd CHMOCTb YaCTOThI BO3HHKHOBEHHS
7 MYTAUHi OT jI03Bl OGJAYYEHUA IO
PE3YJIBTATAM OINBITOB C PEHTIEHOB-

1000 2000 3000 4000 5000 6000 CKUMH H KECTKHMHM Y-JIy4aMH.
Josza o6ayyenus, P
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PEHTI€HOBCKMX U Y-JIyYed OKasbIBalOT OJMHAKOBOE MyTareHHoe jeii-
creue. Mexay Ttem ucciemoBanus A. IlukxaHa pasimdHBIX 03
PEHTTEHOBCKMX W y-Jyuedl mokasbipaioT (puc. 7), uro m3isydeHus
PasJMYHOTO KayecTBa JAIOT OJMHAKOBYIO NPAMYI0 JHHEHAHYIO INpo-
NopHHOHATLHOCTD (K 03¢ P) 4icsia BO3HUKAIOUMX MyTaL(Hil.

MoXHO CUMTaTh, YTO y APO3O(UIbI YACTOTA BOSHHKHOBEHHS M-
Talui BO Bced 06J1aCTH M3MEHEHHs [JIMHbI BOJHBI PEHTTeHOBCKUX U
y-Tydeil He 3aBUCHT OT JJIMHBI BOJIHBI U SIBJAsieTc PyHKIUEH TOIbKO
BeJTMYUHBI 103bl.

Yacrora MyTHpOBaHHA U (aKkTOp BpeMenu. MHorue pajnio6uo-
JIOTUYeCKVe peaKIHH TPOABASAIOT H3BECTHYIO 3aBUCUMOCTDb OT TOTO,
CKOHIIEHTPUPOBaHa MM <«pasbaBieHa» MoJHas (eAHHOBpeMeHHad)
1 $ppakuuonupoBanHaa (T.e. pasjieNeHHAs HEKOTOPBIMU [1POMEXYT-
KaMM BpeMeHH) 1032 06Jydenus. [103TOMY rOBOPST O BO3A€HCTBHH
«(akTopa BpeMeHM» MU HEIPABUIbHOCTH TaK HA3bIBAEMOTO 3aKO-
Ha I - t-const. Tak xak yTBepxjienyte, uTo (aKTOp BpeMeHH OKA3Ml-
BaeT BJMsIHHE HA PEerMCTPHUPYeMBbIil a¢pdeKT, MMeeT TpoMaIHOE AHR-
JIMTHYECKOE 3HaYeHHEe, MHOTMMH aBTOPAaMH GblLJIM NpOBeieHbl CTIeLH-
aJIbHble HCCE[IOBaHUs Ha Jpo3ogue, B KOTOPBIX J03a 06aydeHHs
BapbUpPOBAJIa BO BpEMEHH.

[Tarrepcon [44] ob6yyan caMLoB Apo30gHJIbI PEHTTeHOBCKHMU
Jy4aMu 8)1250 P) enuHoBpeMeHHO B Teuennme 10 MMH, a TaKXe B
Bue 8 dpakiyit, pasgesieHHBIX NPOMEXYTKaMM BpeMeHH OT 4 4 Jo
8 AHel: BO BCeX CIydasX 4acTOTAa MYTHPOBAHHUS ObIla OJMHAKOBOM.
Xancon m Xeiic [34] obryyann nposoduny oZMHAaKOBOH H030iH
Jy4eil paaus, 3a7aBaeMoli B Tedenre 30 MMH ¥ 1 Y MM pacTAHYTOMH
Ha 75 1 150 4 ¥ He yCTAaHOBU/IM HUKAKOTO BJIMSIHUS <«pPa36aB/IeHUA»
A03bl Ha 4HacToTy MyTHpoBauusi. B mccienopannsix Tumodeena-Pe-

Ta6nruua 5 YacTora BOBHHKHOBEHHS CUENEHHBIX C MOJOM MYTAUMH y
Drosophila melanogaster, BbiaBaHHbIX SKBUBATEHTHLIMH A03aMH PEHTTEHON-
CKHX Jydell NMpH OCTPOM, MPOTPATHPOBAHHOM H ()PAKHHOHMPOBAHHOM

nnAx. P- & & ckpemmpamu ¢ CIB- @ ¢ . O6ayuerme: 1—3. 3600 P (5 xB, { M
Al) B Teuerme 15 mun (240 P/mun), 6 wac (10 P/Muu) u 6 gueii no 5 MHH
(120 P/mun); 4—5. 3000 P (50 kB, 1 My Al) B Teuenne 10 mun (300 P/Mun) u
10 adedl mo 5 uvac (1 P,/mun). Pasnuuus B MomHoCTH a03p: 1 —3=1:25; 4

5=1:300. Pasnnyus B MpoJOJIKATENBHOCTH obayuenns: 1 —3=1:576; 4— 5=1:1440.
’ \E’ l losa, P Oubit l—iﬂi&— MyTaumu, %
o KYJbTYp | MyTai(uii
1 3600 |Octpoe obmyuenue, 15 MMH 493 4 1,95 + 1,41
2 | 3600 |IIporparuposanHoe ofayuenue, 6 u | 521 60 11,51 £1,39
3 3600 | DpakumornpoBanHOe 06/yyeHueE, 423 47 11,11 + 1,52
6 aneit — 5 MuH
4 1 3000 |Octpoe obmyuenue, 10 MuH L33 43 8,09+1,18
5 | 3000 |Iporp. — ¢paKUHOHKHPOBAHHOE 573 52 9,07 + 1,18
ofyuenre, 10 gHell — 5 4
. 6 Heo6ayuennsiit KOHTPOJIb | 1827 2 0,11 £ 0,10
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Norapndim BpemeHn , 4

Puc. 8. OrtcyrcrBHe 3aBHCHMOCTH YacTOTEHL i
BOSHHKHOBeHUWs MyTauuii or Bpemenu (ycra- 4

HOBJIEHO B HCCJEJOBAHUAX IO OOJYUEHHIO N
Dr.melanogaster). : 3
ITo pc3y.’leaTaM ”C(‘Acflﬂﬂal”(ﬁ, 11pOBEACHIDIX PA3NLI- Ols:
MR aBTOpamMy, paccYHTaHbl JIO3bI U()]{yl{cﬂﬂﬂ (P), KOT?' .
pbic BbI3bIBAKDT 10 % CHEILJICHHBIX € [[0J0M MYTalii.

OTH [103bl OTNIOKENbl NPOTHB 11POAOKHTENLIOCTH 06- . o i
nywennst (B sorapugmmyeckoM MacuraGe); fo3bi Ko- "3

Ne6AI0TCA B NPC/CAaX CTATHCTHYECKOH ONMGKRM {okono ol (1] I2| |al lal |5| lsooo
3600 P). Noza o6nysenun, P

coBckoro n [lummepa [38, 45] oanHakoBble [N03bI PEHTTEHOBCKHUX
Jaydedl O6bLIM  CKOHIEHTPHPOBAHbI BO BpEMEHH (300 P,/ muH,
240 P/mun); pactanytst (10 P/mun, 1 P/Mun), $pakunoHnpo-
panbl (6— 10 ¢paxuuii B Teuenne 6— 10 aueii) u pacTsaHyTo dpak-
I{MOHHAPOBAHBI aaén. 5). B 3THX ONBITaX IPOLEHT BbIABMBLIHXCS
MyTaluii Takxxe GblJ MPAMO NPOTIOPIMOHAIEH BEINYMHE J03bl U HE
3aBuces oT (aKkTopa BpEMEHH, HeCMOTPA Ha TO 4TO ofilee BpeMs
06.1y4eHns BapbupoBajaoch B coorHomennu 1:1440. B ucciaenoBanu-
ax [lukxana [43] MOIHOCTb PEHTreHOBCKOro o6JydeHHs BapbUpPO-
panack B cooTHowenun 1:19 (70,5 P/mMun u 3,7 P /Mun), HO BAMSI-
HUS HA YacTOTY BO3HHWKHOBEHHS MyTaHHﬁ TaKKe He 6blJI0 OGHApY-
’keHo. Peay/IbTaThl BceX MCC/IeJ0BaHMIt 110 (pakTOpy BpeMeHH Ipej-
cTaBjleHb! Ha puc. 8.

Wrak, uccjleAoBaHHs Ha JApo3oduie TI0Ka3ajidu, YTO WHAYUHPO-
BAHHDBIH M3JIy4YeHHUSIMU MyTareHe3 He 3aBHCHT OT (pakTopa BpeMeHH
W NPONIOPLHOHAJIEH TOJIbKO o6wmell 1o3e 06.ayyeHis. ITO MO3BOSeT
c/lesaTh HECKOJDbKO BaXXHBIX CJIEJCTBUI. Bo-TepBbIX, 5T0 JOMOJIHH-
TeJbHOE JI0Ka3aTeJbCTBO IIPSIMOro U MPONOPLUUOHAIBHOrO A03€ Jeu-
cTBUsl 06/1yuyeHHS Ha TeHbl. Bo-BTOpBIX, 9TO OCHOBaHHE A TOTO,
YTO He/Mb3s OXKUAATb MHHHUMAJbHOH HMJIH <«IIOPOTOBOW» J03bI 06y~
yeHHS W HYTO KPHMBas IIPAMOIl NPOMOPLUHOHAIDHOCTH MOXeT ObITb
3KCTPAIlONMPOBAHA CBEPXY A0 Hy./id. M, B-TpeTbUX, U3 3TOrO MOXHO
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3aKJIIOYUTD, YTO MPOLECC MYTHPOBAHUS B IIPOTUBONOJI0XHOCTD MHO-
THM JIDYTHM DaJHOGHOJIOTMYECKUM DPEeaKLUHsAM Ha o6JydeHue Ocy-
ecTBsAeTCA 6€3 BOCCTAHOBJIEHUS, T.€. YTO NPH 06Ty4eHHH TeHbl H3
OIHOTO CTaGHJBHOTO COCTOSHUS HEIOCPEACTBEHHO TEPEXOAAT B
Apyroe.

Kom6unupoBannoe feiicteie o61yueHns u Apyrux NoBpexAe-
Huii. Crannep [23] cMor nokasaTh Ha ceMeHax pacTeHHWil, YTo npo-
IIUTBIBAHHE CEMSIH COJIIMH TSXKeJIbIX METAJIJIOB, CaMo 1Mo ceGe He Bbl-
3bIBalolee MyTallni, MOBbImAaeT 3¢pHeKTHBHOCTD MOC/IeAy0Mero o6-
JyYeHHus, YTO, BEPOATHO, OCHOBBIBAETCS HA Jyyled a6copOIMu u3-
Jly4eHUH B TAKUX TKaHAX. B nocreanee Bpems ato 6bi10 mogTBepx-
AeHo Ha aposodpune [46]; HacekoMble, moJydYaBlIHe KopM ¢ go0as-
koit 1 % Pb (CH3COO),, aaBanm 1nocie peHTTEHOBCKOTO o6iyye-
HuA 6oJIbllle MYTAIMil, YeM MHTAKTHbBIE HAacEKOMBbIE [OCJEe TAKOTO 5Ke
06.IyueHus.

Kpome BosgeiicTBuA coseil TskenbIx METaJ/lJIOB, Ha npoaoc]:mle
VCTIBITHIBAJIM  BO3JIEHCTBHE TeMIepaTypoll BO BpeMsi OOJydeHMA.
Meanzep [11] o6mydan MyX B 0fHOIi U Toli e 03¢ PEHTTEHOBCKHMX
Jy4edl npu remneparypax 8 u 34 °C v He IOMYYMJ CTATHCTHYECKU
3HAYMMBIX pa3/imyuil. B Hamnx nccnexosanusix [38] penrrenopcku-
yu aydamu (3000 P) o6ayyaiu caMuoB Apo3oduabl npu TeMIlepa-
Type 10 u 35 °C; cTaTiECTHYECKH 3HAYHMOrO Pa3/INyuHs TAKXKe He 06-
Hapyskeno (ra6i. 6).

Ta6numa 6. YacToTa BOIHHKHOBCHHA CLEIIECHHBIX C TOJOM myTaunit y Dr.
melanogaster nocre 06.ayYeHNs B OANHAKOBBIX /032X PEHTIEHOBCKMX ayyeit
IpH pas3HYHBIX Temnepatypax (kauecTBo ayueii: 30 kB, 1 MM amoMuuanesoro

duasrpa)

[
YcioBus o6myyenus Hucno Myrauug, 7
KYJAbTYD ' MyTalni
Kontposs 1827 2 0,11 £ 0,10
Oxono 300G P, 10 °C 401 37 9,22+ 1,14
{Okoso 3000 P, 35 °C 368 | 30 8,15+ 1,45

Hccrienosanns, onicanuele B 3T0M pasjelie, TIOKa3blBaOT, YToO 06-
Jy4eHHe OKa3blBaeT npsamoe JeiicTere (a He yepes HU3NOMOrHIECKHIT
KOCBEHHBIH 11yTh) HAa MYTUPOBaHHUe reHoB. UHCJIO BbISBISEMbIX MyTa-
UM TIPAMO TPONOPIHOHATBHO UCIOIb30BAHHOI /103€ U He 3aBHCHT HU
OT JITHHBI BOJIHBI, HU OT Pacrpe/ieleHHs1 103bl BO BPEMEHH, HU OT TeM-
nepatypbl RO BpeMst o6uydenus. Ha puc. 9 npuseseHst pesy.ibrarsl
BCEX HalllUX MCCJIEOBAHHH C Pa3JHYHBIMH [O3aMHM PEHTTEHOBCKHX
Jyueil, pa3aMiHbIMK pacnpeie/IeHHSIMHU [103bl BO BDEMEHH, Pas3IndHOi
AJIMHOW BOJIH MCMOJb30BAaHHOTO U3/1y4YeHHs M Pa3HOIL TeMIIepary poit
BO BpeMsI 00J1y49eHNs. PesyibTaThl HOpPMHPOBAHbI Ha YACTOTY MYTHPO-
BaHus 1pyu 1000 P. Bo Becex aTuX sKcrepuMeHTax BbIXO/ MyTaunii (Ha
1000 P) pacupesesisercs cy4daiHO 0KOJIO CpeJIHero 3Ha4eHWs 4acTo-
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Puc. 9. Yacrora Bo3HHKHOBeHHs Myranuit (B X-xpomocoMe) Ha 11000 }j‘, tpaccqn-
TAHHAf [0 Pe3y/IbTATAM Pa3MWYHBIX OMBITOB ¢ o6ayueHuemM Dr. melanogaster.

Cacsa narpaso: a03bt (750 —6000 P) 0AHHAKOBLIX PCHTICHOBCKHX Jy4eH (cr:.. ;:Sﬁil}.f;;ggﬁ
¢daxropa BpEeMEHH C OCTPLIM, MPOTPArHPOBAHIIBIM, zpp:;l;xuzg::u[;zgilf;;w; ;ﬂzﬁchﬂmﬁl o e
M 06Ny4CHUAMH PEHTIEHOBCKUMH Y4 . .3);

E;;:::sg::;";z;u?M};rxux H m[r)ccnmx PCHTICIOBCKUX Jy4eH M OJAHHAKOBDBIX 103X p"cu;r::';;(;igléuﬁ
u y-nyuedt (oM. Ta61.4); o6ayueiHe B OIMHAKOBBIX 034X pCIITl‘LtIIOBCKHMM leq?.\flumf:o“ akoit i
ahIcokoii Temneparypax (cM. Ta6a.6). HYactora cuuoc'raaunﬂeTcﬂng I()pHSOI(I)TZ;.)Il.bHOM 1 prmlIe oTbeT
crBylonieil obuiei cpe/iieil AN BCCX JANHLIX W PABHOU 2,89 % na 1000 P; Bepruka’
0603HAYAIOT IPAHHKIIbI OUIHGOK, JOTYIICHHBIX B OT/E/bHBIX ONbITaX.

THI, 6€3 CTATHCTUYECKH 3HAYUMDBIX orkJionenuii. Ha puc. 9 noxasal{o:
4TO MHAYIMPOBAHHOE OONydeHHEM MyTHpPOBaHHE Y Ipo30dHUabl X
HeHHO IIpOTIOPIHOHANBHO /103€, BbIPaXXEHHOU B P, I/(I) He 3aBncmq¥g
JpYTHX HCIIBITAHHBIX COTYTCTBYIOIIMX CbaKTOPOB. Ka3aJ10Ch, 1o
€TMHCTBEHHBIN CyIeCTBEHHBIN COIYTCTBYIOHH dakrop — 3TO Op

Mech K O6JIyuaeMbIM TKaHAM COJIeH TSKeJbIX METaJJIOB; MTO ACHO U3
¢pusmaeckux COOOpAKEHHIT M HAXOJAMTCSA B COIJIACHYM C OCTaJIbHBIMU

pe3yJibTaTaMH I’ICCJICJIOB&HI/Iﬁ.

2.4. CBS3b 4aCTOTbl CMIOHTAHHOroO MYTUPOBAHUA reHOB
C BpPEMEHEM U TeMnepaTypou

CyecTBYIOT /B2 BOIIPOCa, KOTOpbIE CllelyeT BHIACHATD B CBSA3U ctz
CIIOHTAHHO} MyTa6MJABHOCTDIO IEHOB: KAaKOBA 3aBHCHMOCTb MYTa
TH OT BpEMEHH H TEMIIepaTyphbl.

6HHII?:(})II?EOC o 321l)BHCHMOCTPI MyTaGHJIbHOCTH OT BPEMEHM Cpasy Xe
pacimajaeTcs Ha ABa OTAeNbHbIX Bonpoca. CHauana Heo6XOIUMO BbI-
ACHHUTb, He 3aBUCHUT JIM OT BPeMEHM MYTALMOHHBIN MPOLECC KaK Ta-
KOBO, T.e. He 3aBUCHT JHW 4YacTOTa MYTMpPOBaHMUA OT <«BO3pacrar
rena (T.e. OT MPOMEXYTKa BpeMeHH, B TedeHHE KOTOPOro OH 6cyme-
crByer, He MyTupys). Ciesyer Takxe pelIMTb, UTO €CJIH MBI ynenf
VAT BCE TOSABJISIONINECS MYTaAllMU, TO OCTABIINeCH ellle He My’m_
POBABIIMMHU TeHbl GYIYT CO BPEMEHEM IIPOSBJATD Bee 6o.ee BbICO_
KYI0 MyTa6WJbHOCTb WJHM K€ HX MyTaGM/BHOCTb OCTAHETCs KOH

cTauTHON. EABa /1M MOXXHO PENIMUTb 3TOT BOIPOC SKCIEPHMEHTAJIb-
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HO, HO IIDOSICHUTb YKA3aHHYI0 CHTYalMI0 MOXHo. Brimeymomsny-
TBIM 5KCNEPHUMEHT — YJaJeHHe yXKe MYTHPOBABIIUX T'€HOB — IIO-
CTOSIHHO OCYIIECTBAAETCHA KaK B NPHPOAHBIX YCIOBHSIX, TaK W NpH
HETIpEPbIBHOM KYJIbTHBHPOBAaHMH B Jabopatopuu. Ilycts «mpogos-
XKUTEJBHOCTD XU3HU» aJl/le/s OTpaHMYeHa M My TallHOHHbIH IIpolecc
3aBUCHT OT BpeMeHHu. Toraa B npupoge (BBUAY OTHOCHTEJIBHO OYEHD
6o/IbIIMX BO3PACTOB COBPEMEHHBIX BH/OB) MYTHPOBaHMe JOJIKHO
ObITh OYEHb BBICOKHM, A B CTAPEIOIMX KYJbTYPAX [OKHO TIOCTOSH-
HO yBeJIMYMBATbCA. Mbl, OHAKO, He HMeeM HUKAKMX YKA3aHMi Ha
TO, YTO 3TO AEHCTBHMTEJIBHO TaK, H MOXKEM MO3TOMY YCTAHOBUTH, UTO
MYTAllHOHHBIN IIpollecc KaK TAKOBOH OT BPeMeHM He 3aBHCHT.

Bropoii Bonpoc, xacawonmiicst cBA3M MyTHPOBAHUS T€HOB M (HaKTO-
pa BpeMeHH, MOXHO c(OPMYJMPOBaTh TaK: CJeAyeT JH ONpejessTh
MYTaGHIbHOCTD KaK TNPONEHT MyTalMil Ha eJWHHIY BpPeMeHH WJIH
)K€ — Ha 6HOJIOTHYECKYIO eIMHHUIY, HATIPUMEP YUCIO TeHepaiumii? Ha
NIPaKTUKE MyTUPOBaHHE Y Apo30(hHIIbl OTIPEAEISIOT B pacyeTe Ha reHe-
patio, HO /17151 CaMIIOB M3BECTHOTO BO3PACTA U TIPH IOCTOSIHHDBIX YCJI0-
BUAX YacTOTy MYTHPOBAHMsI MOXKHO OIIpee/siTb U II0 OTHOIUEHHIO K
abCcoMIOTHOMY BpeMeHH. B aToM ciyuae uHTepecyiommii Hac BOTIPOC
MOXHO DEUINTb, CPAaBHHBAS Yepe3 pas/MyHble TIPOMEXYTKH BpeMeHH
CoflepykaHue MyTalMi B KJIETKaX, HAXOASALINXCS B CTAJAHH NOKOHA. Y
ApO30(hUIbI /I8 3TOTO MOAXOASAT 3peJible CIEPMHUH, elile He HCTIO/Ib30-
BaHHbIE /IS ONJIOJOTBOPEHHsI, ¥ KOTOPbIX He IIPOU30LIEN 3apo/blile-
BbIi 0T60p [21, 47]. B Tabn. 7 npuBeaeHb! pe3yJIbTaThl HAIINX OIpe-
AeJIEHUH CTIOHTAHHOM /IO CHETLIEHHBIX C TI0JIOM JIeTadbHbIX (haKTo-
POB B 3peJIbIX CIIEPMUAX TOABKO YTO BBIAYMHUBIIMXCS U 20-/HeBHBIX
CaMIlOB Apo30QuiIbl. ITH AaHHbIE KaK GYATO O3HAYaloT, YTO MYTa-
OUIBHOCTD CJIeyeT ONpelesTh KaK NPOLEHT MyTHPOBAHHUS B €/lHHH-
Ly BpeM€HH, XOTA MaTepHaJ ellle HeJOCTaTo4yeH, YTOObI 6bITh CTATHC-
THYECKH JOCTOBEPHBIM. JTO MPE/CTaBJIeHHE COTJIACYETCS C TEM, YTO
MBI YK€ 3HAaeM O MyTalMOHHOM Tpollecce.

Bomnpoc o cBasu cronrannoro Myrarexesa ¢ Temmeparypoil o6-
CyXxpaanca yxe B lepBoii pabote I'. [Ix. Meinepa o6 onpenenenun
PerucTpHpyeMoi 4acToThl MyTUPOBaHUs y Apo3odus [48]. Bo 2-i

Taé6nuua 7 CHoHTaHHast YACTOTA COJAEPKAHHSN CUENIEHHBIX € [1OJOM Je-
TanbHBIX (PAKTOPOB B CBEKHX (TOABKO YTO BHITYNHBIIHECS caMmubl) 1 IOcTapes-
mmx (camupt wepes 15—20 aueii nocxe BeLIYNIeHHN) cnepMusax caminoe Dr.
melanogaster

I Me SUCT ¢ | Hucmo Jerasbnbie —I

eTO[HKa BOJ]):[CT cliepMyen R A a,

| . " daxTopst, %

KYJbTYD | MyTaluu

Meroa CiB 1. Camusl cpasy mocJe 6831 7 0,102 + 0,038 |
'KyIpTHBHPOBA- BBLIyILTEHHA ‘
‘HHC npu 24 °C 2. Camup! yepes 15—20 gueit | 5957 14 0,234 + 0,062 |
10CJIE BBLAYILAEHYS i

Paanoctn -1 = 0,132 + 0,072
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MaJBHbIX TEMIIEPATYP) YaCTOT
TOPOB, CUENJIEHHbIX C MOAOM,

Taé6nuua 8 OnpegeseHne 3aBHCHMOCTH OT TEMIEPATYPH (8 ofaactu Hop-
b CIIOHTAHHOTO BO3HHKHOBCHHA JETAJbHBIX

y camuos Drosophila melanogaster

daxk-

Ta6auua 9. CpaBuenne pazamaapx
HOBCKOM 06Jy4eHHn (ol(o.nopfnooo P) '{z;cl':'?)."rl

YYECHHBIX IIPH OAHHAKOBOM penrITe-

MYTHPOBAaHHA BHYTPH CEPHH MHO-

Yneno Yucao cuenseHHbIX
Metoauka Onwit K Jlb‘ ¢ nonoM Aetanpubix |Jletanbhbie GakTopsl, %
yAbTYP ¢axTopoB
Meroa CI1B |1 Camust npu 4 °C 6871 6 0,087 + 0,035
2 > » 24°C| 3708 7 0,188 + 0,071
3 » » 28°C| 6158 20 0,325 +£ 0,072

Paanocts -3 = 0,24 £ 0,08 %

[1poOKATENBIOCTE HCCIEA0BANKA: 14°C — 22 nus, 24 °C — 14 jqueit, 28 °C — 11,5 aueit.

TMonpaBKY Ha YACTOTY MyTHpoBaHHs: 14 ‘C — 0,056 %, 24 °C — 0,188 %;
28 °C — 0,396 %. t°gy, = 2,6; ¢ monpapxoif t°g = 3,1.

pa6ore Menep [49] nmpusen JIOTIOJIHMTEJIBHBIH MaTepuaa O CIOH-
TaHHOM MYyTareHese NpH Pa3JMYHbIX TEMIEPaTypax. B o6eux pabo-
Tax 6bLIO NOKA3AHO, YTO [PH TOBBIIIEHAN TEMIIEPATypbl MyTaOH Ib-
HOCTb yBeamunBaercs. [[pHOIU3NTENBHO TAKHeE K€ Pe3y IbTATbl TPH-
BejeHbl B Ta6u. 8, coepxalleil NTOrH MCC/IeJ0BaHUs BJIUAHUA TEM-
neparypbl. CIIOHTaHHOE MYTHPOBAaHUE TIPH IOBBIIICHUH TEMNEPATY-
pbl TOXKE TIOBBIMIAETCS. TemMIepaTypHbIA KO3(1)CI)I’II.[I/I€HT(t°QmS) co-
cTaBasieT NpU6IU3NTENLHO 2, 5; HO B TAKOM Clydae, NpHHUMAs BO
BHMMAHHe NIPe/ICTABIEHNS O CBA3U MyTHPOBAHHA CO BPEMEHEM, CJle-
JyeT BBECTH IIONPABKY HA YCKODEHNE pasBUTHA U TPH 6oJiee BBICO-
KuX TeMIlepaTypax, U Torja t’g, ~ 5. V3 aroro cieiyer, Kak yxe
mucan Menep, 4TO MyTareHes IOJUHHAETCA MPABUTY Baur-Todda.

W3 mpuBefeHHBIX De3yJIbTaTOB H coo6pakeHu#l clIeiyer, 4YTOo
CTIOHTAHHYI0O MYTaGHJIBHOCTD CJE/AY€eT ONpPEAeATh KaK MPOIEeHT My=
Tanuii HA eJUHMIY BpEMeHH, 4TO 4acToTa MYTMPOBaHM#A, KaK TaKo-
Bas, He 3aBHCHT OT BPEMEHM, HO 3aBMCHT OT TEMIEpATyphl, MOAIH~

nagcy npapuny Baur-Fodda.

2 5. YacToTa BO3HUKHOBEHUA OTAENbHbIX NTeHHbIX MyTaumi

Bo Bcex Ao cUX ToOp NpUBOJAWUBIIHXCA HccJleJOBAHUAX peyb 1JIa 06

OIleHKe HEeKOTOpPOW J0JH 0OIEero MyTalHOHHOTO IMpolecca Droso-
phila melanogaster, o cyMMe pa3JIHYHBIX TEHHDIX myTaunit. O HaKo

¢ TOMOLIBIO PATHOGHOJOTHYECKHX METOAOB MOXHO KOJINYECTBEHHO
OlleHMBATb MYTA6MJBHOCTb OT/EJIbHOrO TeHa, a TaKXKe BKIAL B
o6IIMii MyTareHe3 OT/AEMbHbIX, Olpe/e]eHHbIX MyTallHOHHbIX coObI-
Tiii. Jlns storo Tpebyercst o6paboTka oueHb 6OJIBIIOrO daxTuyec-
KOTO MaTepHasa: K HacTofuleMy BpeMEeHH HMEIOTCs JHINb OTpaHi-

YeHHbIE JJaHHbIE.
B ta6i. 9 npuBe[eHbl Pe3yJabTaThl M3YUEHNUS WHIy LI pOBaHHON

PEHTreHOBCKHM 06./1yUeHHeM MyTaGHJIBHOCTH JIOKYCa white y Dr.
melanogaster [16, 50]. Buaydo, 4To BHYTpH 3TOTO pala MHOECT-
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| W - w l

KecTBeHHbIX aaieneit white y Dr. melanogaster
{ Myraiu l Yucno [ Yacrora Pasnuua s vacrote
! raer ! MyTatwii f MYTHpOBaHHA, % | MyTHpomaHus, %
IIpsamble myTanum 136 000 63 !
0,463 £ 0,061
O6patHble MyTanuu ‘ 190 000 l 6 0,031 £ 0,013 , 0432 % 0,062
w -—> . L - 1
W 18 500 L 0763£0,125 | 0,708 +0,128 |
| 000 3 0,055 +0,032 | |
Wx 5w 48 500 25 0,515+ 0,102 | 0,264+ 0,106
W ow 87 500 22 0,251 + 0,056 , ‘
lW,e - we 72 000 22 0,306 £ 0,064 | 0,266 + 0,069 I
|w€ Sowe 72 000 3 0,040 + 0,024
W = wr 48 500 37 0,763 +0,125 | 0,393+ 0,136
i“’e_cn S w 73 000 l 27 0,370 £ 0,071 I 0,297 £ 0,078
[wi& W l 68 500 } 5 0,073 £ 0,032 J

Taé6
Tas ﬁanL; ::p ; 211 gl[l);nﬂenéie YacTOTbI BO3HHKHOBEHHSA MYTaUuHH B 2 NIPOTHBONO
X ¥ O PasAHYHBIX nap aaxexaeii D i .
a0 rosophila mela
n Jl BAMSHHEM PEHTr€HOBCKOTO obayueuns (4800—6000 l;’) Hcen st
umodeesa-Pecobckoro u T. Mennepa, /1. Tlatrepcona | cropan

Tentbie MyTawn Uncno npaMeIX MyTanuit Yucjio o6paTHbix MyTaimit B
ILVV — raMer MyTanuit i ramer MyTauni
We=w 69 500 28 ’ 34 000 0
W= we 69 500 9 72 000 3

F=f 43 000 11 44 000 15
e 52 000 1 58 000 9
B=b 69 500 | 0 9000 8

Tabnuga 11. C
; . CpaBHeHHe 4acTOT BOBHHKHOBEHHH
CHOHTAHHBIX U
Ban i e ;
(wh};::; ﬁeg:rgggs(c;;:l; JydaMu MyTanmit %'r W (HopmaabHbIi anne}lllz)ulfcp(\)v
; bHBIE ananens, ot <bobbed»
#exs) y Drosophila melanogaster ' ) % Bb (wopmamuinth a1-

| YacroTta PEHTICHHHAYIIHPOBAHHOTO

| UYacTota cnoutamioro
BO3SHUKHOBCHUSH M}-“Ta[lliﬁ

Tenubic MYTalliH
BOBUHKNOBCHHS MYyTallMi

1:o0x0m0 300 000 '

: ‘ 1:0K0710 2500
o | (3:1 000 000) | (28:69 500) |
b — ; : |
| 1.(2}5(_)5{0 12 000 \ 1:0r0s10 1800 l
) 35 000) (10:18 000) |
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BeHHbIX aJIlejieil BO3HMKAIOT pas/iidHble THIbI MyTalUdii, HMelomue
pa3JMYHYI0 YacToTy. VI3 3TOro MOXHO CA€J1aTb BBIBOL, HTO 4acToTa
MyTHPOBaHHUs 0GyC/IOBINBAETCS CTPYKTYPO#H ajiens.

B ta6a. 10 — uacroTa BO3HHKHOBEHHUs MHAYHHPOBAHHDIX 06.1y-
yeHweM TPAMBIX U OGPATHBIX MYTAlMil y OJHOTO M3 IEHOB Droso-
phila melanogaster [16, 50 —52]. HeMHorue nosxe IpoBOJAMBIINE-
¢S MCCIIeI0BAHMS TIOKA3a/1, YTO CYIIECTBYIOT BCE IEPEXOADI OT CJIy-
yaeB, B KOTOPBIX MMEIOT MECTO TOJBKO MPsMbIE MYyTAlHM, HEPE3
Takye, B KOTOPBIX MpsIMble M OGpaTHble MyTalNH NPOUCXOJAT C pas-
HBIMH YACTOTAMH, /O CIy4YaeB, B KOTOPbIX OGpaTHble MyTaiMi BO3-
HMKAIOT uamie, ueM 6oJjiee PEJKO BCTPEYAIOIMECA WIH OIMHOUHDIE
npAMble MyTaiun (0T HOPMANBHOTO K MyTaHTHOMY ANIIeNIo).

Haxosen, B Tab. 11 TpHBe/cHBl pPE3YAbTATDI uccieoBaHul, B
KOTOPBIX CPaBHHBAJIA YACTOTY CTNOHTAHHOTO H PEHTTeHHHY {UPO-
BAHHOTO MyTHPOBaHHS JIByX Pa3HbIX IeHOB ( Tumodees-PecoBckuii,
He ony6auKoBaHO). UacTOTHI CHOHTAHHOrO MyTHPOBAHMA oboux
FeHOB OYeHDb pa3nuHbl. OAHa MyTalus oT HOPMAJIbHOU K 6eJoif OK-
packe ryaza (W — W), TaK ke KaK M 60JIbUIHHCTBO MyTaLuil y HOP-
maspHoit Drosophila melanogaster, BcTpedaercsl oueHb pe/iKo, Tak
4TO MX BKJAj COCTaBJsieT He 6onee 1 Ha 300 000. [pyras MmyTauus,
or bobbed™ x HopMaasHomy aniemo (bb™ — Bb), BO3HMKA€ET CIIOH-
TaHHO OTHOCHTEIBHO OYEHb YACTO: TPUOIM3UTETbHO 1 ma 12 000.
[Ipy paBHBIX /032X PEHTTEHOBCKOIO o6nyyenuss ob6e MyTaHuH,
CTOJIb pa3ivvaloniecs MO 4YacToTeé CIOHTAHHOIO BO3HHKHOBEHH,
o6pasyloTcs TIPUG/IMBUTENBHO C onnnaxoBoil yactotoi (1:2500 u
1:1800).

BakanyuBag anaaua Tabua. 11, cieayeT KOPOTKO yIOMAHYTb pe-
3yJ/1bTAThl, TIOJyYeHHbIE Jemepenem [53, 54[ u IIITy66e [55] Ha Tak
Ha3bIBAEMbIX <«MyTAOHJbHBIX> MIH <«JIaGUIbHBIX» TeHaX, T.€.
repax, 4yacro mytupyiommx. M. [lemepen HoApo6HO U JETAJbHO
M3YYHJ «MYTAGHJIbHBIAY aJIeb reHa miniature Dr. virilis. Myra-
61UbHbIA MYTAHTHBIA aJjie/ib Pe3KO M CHJILHO OTHYA/IC OT BCEX
aJiesieii HOpMAJbHOTO THTIA HEOOBIYHO BBICOKOH MYTAOHJIbHOCTBIO,
KoTopas 6oJIblIeH YacThbiO BBIPAXXalach B MOABJICHIN MyTanui 06-
paTHBIX K HOPMaJbHOMY, crabuapHoMy ajutemo. HopmasibHbie aj-
Tlesm uMeJn MyTabuibHocts 0,001 —0,0001 %, a MyTaGUIbHbIA aJ-
Jleb MyTHpPOBaJ C 4acTOTOH oxono 1 %. MyTaGUJIbHOCTb «MYTa-
6UIbHOTO> aJjesl, TIpaBia, He 6y[eT TAK Pe3Ko BBIAEATHCA, €CIH
MBI 6y/€M €e CPABHUBATb HE TOJIBKO C MyTaGUIbHOCTBIO HOPMAJIbHO-
ro ajejd, HO M ¢ MyTaHTHbIME ajteisimu. [locieqHee M3BECTHO
Wb B HEMHOTHX cJydasX, HO, KaK MOKasaHO B taba. 11, Ana

CTIIOHTAHHOM MyTaGHIPHOCTH MYTAHTHOI'O bb™-annens, ang pasauy-
HbIX MYTAHTHBIX ajlie/ledl MOXHO HAfTH pa3/MyHble NEPEXOAbI OT
«CTAGWIbHBIX> K <«JaGHAbHBIM» TeHaM. Mbl JOJKHBI NPeAroJjio-
JKUTb, YTO ajljeJd HOPMaJbHOTO THITa BBICOKO cTabUIIbHBI: TOTAA
Ma6uUbHbIE AJIeJM C Te4eHreM BpeMeHH B pesyJibTaTe eC1eCTBEeHHO
ro oT60pa J0JKHbI HCUE3HYTh, €C/IN OHH HE ONMpPee/IAIoT NpU3HAK C
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O4€Hb BbICOKHM CeJIEKTHBHBIM IPEeMMYIIECTBOM: NpaBja, B MOCJEN-
HeM CJIyuae [OCTENMeHHO GYAyT BO3HHKATh CTAGH/IBHbIE I'€HbI, OMpe-
Aendomue 3KBUBaJIeHTHbIH npu3Hak. [loaToMy He Toabko o l;a-
6unbHble», HO U BOOGLIE NaGUIbHbIE AJITeAH MBI TIOCTOSHHO ngo-
AMM B MYTaHTHbBIX JHHMSX, 2 HE B «IUKOM» THIIE JPO30GHIIbI

M. Hemepen [54, 56 —60] nposen cepuio npeBocXoAHBIX vcce-
AOBaHW} MyTa6MJIbHOCTH JlabUabHOTO ajneas. Hac oco6eHHO MHTe-
PECYIOT JBa 06Hapy>XeHHDBIX WM sBJIeHMS. B OJHOM clenuanibHOM
uccaegoBannu [lemepen [58] cMor mokasaTh, 4To MyTaGHIBHOCTD
«MyTaOMJIbHOTO» 3-ajiiensi miniature-3 OYEBHIHO He 3aBHUCHT OT
TEeMIIEPATYPBL: B KaXKJOM cJy4ae MyTaGHJIbHOCTD 3TOTO ajLiefisl IIpH
MOBBIIIEHHH TeMIIepaTyphl yBeJHYHBaJach He 6oJiee ueM ycxopeHﬂe
ofulero pasBUTHA MyX. B nepBoM KpaTKoM cooGuieHuu /leMepe
[60] NI0KasaJ, 4YTO YacTOTA MYTHPOBAaHMSA 3THX CaMbIX <z<1~1yT:161/I€11>Lf

HBIX»> ajaenedl Dr. virilis mpu penrreHoBckoM o6ayueHnM TakKe
MaJIO U3MEHSAETCA: YacTOTa APYTUX MyTallUH Y 9THX JKe 06JaydeHHbIX
MyX BO3pacTaeT B HECKOJIbKO Pa3, a B «<MyTaGUJIbHOM» aJljejie mini-
ature HauGoubllee, 4eM MOXHO HAGJOAATh TOCTe OGIy4eHHs, 3T
COBCeM HeGOoJIbIIoe, CTATHCTMYECKH HEAOCTOBEPHOE yBequeHMé M c-)
TabUAbHOCTH. DTOT (PAKT OCOGEHHO UHTepeceH B COIIOCTaBJIeHI/IHyC
pesy/IbTaTaMM, IpUBeJeHHbIMH B Taba. 11, u onarb nokaseiBaer

4TO JleHCTBUE 06JyYEeHNs COBCEM HeOoGS3aTeNbHO MPOIIOPIIHOHAIb :

CIIOHTAaHHOH MYyTaGHJIbHOCTH. "

Kak [IOKa3bIBAIOT TIPHBE/ICHHbIE B 9TOM pas/esie IaHHble, CTPYKTY-
pa pasHpIX anneiell 1 BX MyTaOHJIbHOCTh B3aMMOCESI3aHbI HO ocoGelz—

HO JIaGH/IBHBIM TeHaM He COOTBETCTBYET OCOGEHHO BLICOKAs YacToTa

MYTHPOBaHHSA NpH 06aydeHnH. KpoMe TOro, Mo>XHo CYHTATD, 4TO My-

Ta6muIbHoc1*b B IBX NIPOTHBOIIOJIOXHBIX HAIIPABIEHUSX Y paénblx aj};—

JIeJIEW NOJIKHA M3MEHATBCS I10-PA3HOMY, NIPHYEM CYILECTBYIOT IIepe- A

XOAbl OT CJIy4aeB C OJMHAKOBBIMHU BEPOSATHOCTAMH BosuuKHOBeHPI)m

0Genx INPOTHBONONOXKHDBIX MYTalMil [0 KpaifHUX CHTyaluii, B KOTO-

PbIX peasu3yeTcsl TObKO OHO HaNpaBJieHHe MyTUPOBAHHS. ’

3. SAKNNIOYNTENbHbLIE 3AMEYAHKSA

3.1. O6wme MTOrM ONBLITOB

]II/Iosc ;cex [0 cHX 1Op TPOBeJeHHbIX HAGIIOAeHHI H HCCJIe OBAHMIH
H)
! ANEHHPIX MYTAIHOHHOMY mpolleccy y Drosophila melanogas-
er, MOKHO C/eJIaTb CJeAyIONIne BbIBObI.
TOT1. CroHranHo BO3HHMKAIOT CaMble Pa3iMYHble MyTalMH, HO yac-
«xolgoﬁgi MyTaluil HE3HAYUTE/NbHbI, U [/ CYMMbI JIETAJIbHBIX W
b » BUAUMBIX MyTaluil B X-XpoMoco
Me ; -
o p M€ DaBHBI NPHOIN3U
2. CnonTanHas MyTaGUIbHOCTb He 3aBUCHT OT BPEMEHH; 3TG 03-
’

HAYAET, YTO <TOTOBHOCTb> MYTHPOBATb elle He MyTHPOBABUIMX

I'€HOB CO BPeMeHeM He IIOBBIIIAETCA, HO OCTAEeTCS MOCTOSHHOIMN.
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