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BBEJEHHE

B omrHOM 0030pe HEBO3MO)KHO pacCMOTPETH BCe
aCMeKThl M3MEHUYMBOCTH: COOTHOIIIEHUE HaCIle-
CTBEHHOW M HEHACJIEICTBEHHOU HM3MEHUYMBOCTH,
CIIOHTaHHOW ¥ MHJYLIMPOBAHHOM, U3MEHYMBOCTHU
B 9KOCHCTEMaX, KAY€CTBEHHBIE U KOJTMYECTBEHHBIE
3aKOHOMEPHOCTH M3MEHUYMBOCTH, 3HAYCHHUE pa3-
HBIX TUIIOB U3MEHUYHUBOCTH B HBOJIIOLIUHU U T. 1. MBI
COCPEIOTOYNMCS TIPEUMYIIECTBEHHO Ha TIEPBOM
acreKTe — COOTHOIIEHUH HacleICTBEHHON U He-
HacJIeICTBEHHON M3MEHUYNBOCTHU C HEM30EKHBIMU
9KCKypCaMH B COIpeieTbHbIE O0IACTH.

«l'eHeTHKa €CTh (YU3NONOTHUS HACIEACTBEHHO-
ctd u u3MeHunBoctn» (batcon, 1906. Ilut. mmo:
laiicunosuy, 1988). D10 onpenenenue xapakTepu-
3yeT MpeMeT HACTOSIIEro 0030pa 1 3HaueHUe UC-
CJIeZIOBaHMS N3MEHUYMBOCTH KaK OCHOBBI F€HETHKH.
B 10 e BpeMst HanoMHuM Bbicka3biBanue K. A. Tu-
mupsizeBa: «OO0mIas Teopusi HACIEICTBEHHOCTH
MIPEICTABIISETCA MHE CTOJIb K€ MAJI0 BO3MOXXHOM,
CTOJIb K€ MaJIO Hy>KHOM, KaK 00111ast TEOpHS N3MEH-
yuBocTn» (Tumupsazes, 1890. Lurt. no: [aiicuno-
BudY, 1988). OueBuano, yto Knumentuii Apkab-
eBUY OBUT HE MPaB, BO-TICPBBIX, TIOCKOJIBKY Yepe3
JIECSITh JIET, KOTAa OBLIU MEePEOTKPHITHI 3aKOHBI
Meneis, ObUIH 3a710KEHBI OCHOBLI HIMEHHO O0ILIEH
Teopuu HacieacTBeHHOCTH. [lo-Bummumomy, oH O
HE TpaB 1, BO-BTOPHIX, XOTS CIIETyeT MIPU3HATh, 4TO
o01mas Teopus 0MOTOrMYeCKOil K3MEHYHBOCTH

[TpaBWiIbHO HA3BaTh 3HAYUT NPABHILHO MTOHSTh.
Kougpyyuii, VI-V 6. 0o n. 5.

OTCYTCTBYeT W B Hallle BpeMsi. DTOT MOMEHT H
OTIpEICIISIET COMEP KaHne TaHHOTO 0030pa.

[Torpobyem naTh ompenelieHrne U3MECHUHBO-
ctu. [TpumeM, 4TO UBMEHUYUBOCTH €CTh CBOKWCTBO
000l HCCienyeMOl COBOKYITHOCTH OJHOPOI-
HBIX CYIIHOCTEH (B Y4aCTHOCTH OMOJIOTHYECKUX
00BEKTOB), OMHCHIBAIOIIEE X PAa3HOOOpa3ne Kak
00BEKTHBHOE SBJICHHE. B mepBoM mpuoOImxe-
HUU MOYKHO IPEIIOJI0KHTh, YTO U3MEHUYHUBOCTD,
HaOmronaeMasi Ha JTaHHOM YPOBHE OpraHU3aIiu
(Marepum), ecTh pe3ysibTaT KOMOMHATOPUKY 3Je-
MEHTOB pa3HO00pa3us MPEAIIECTBYIOIETO, Ooee
HU3KOTO (TIPENBIAYIIET0) YPOBHS OpTraHU3aIlHH.
Kiraccnaeckwnii mpumep — U3MEHUYHUBOCTD (pa3HO-
o0pa3ue) XUMUIECKUX 3JICMEHTOB €CTh PE3yJIbTaT
KOMOWHATOPUKH 3JIEMEHTAPHBIX YaCTHUII, BOILIO-
meHHbIX B [lepuomuieckoil cucreMe 3JIeMEHTOB
J.1. MenneneeBa. JTOT pUMep OTHOCUTCS K
CHCTEME TaK Ha3bIBaeMbIX HOPMaJIBHBIX (TIapainT-
MansHBIX ) HayK (KyH, 1977).

[TomoOHBIH MOIX0/1 3aTPYAHEH B OHOJIOTHH KaK
MPEUMYIIIECTBEHHO JIOTIapaJIuTMalIbHOW HayKe U
TeHeTHKe (CKopee, TapaJiurMaIbHON JUCIUTLTHHE),
MTOCKOJIbKY OH CTQJIKUBAETCS C TPYTHOCTSIMU, OTIpe-
NeSIeMbIMA MHOTOYPOBHEBOCTBIO OPTaHU3AIHH
OMOJIOrMYeCcKUX cucTeM. MexaHu3Mbl OMOJIOrHU-
YECKUX SIBJICHHH MPEUMYINECTBEHHO, €CJIU HE
HCKJIFOYUTEIIBHO, — MOJICKYJISIPHBIC, B TO BPEMSI KaK
(heHOMEHOJIOTHS BOILIOMIASTCSl HAa KJIETOYHOM H
opraHu3MeHHOM ypoBHsX. Oco3HaHue 3TOro (haKTa
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orpesieNisieT 0COOCHHOCTH COBPEMEHHOTO ATara B
HCCIIEIOBAHIN U3MEHUHBOCTH KaK HEOTHEMIIEMOTO
CBOMCTBA KUBBIX CUCTEM, UX (PyHKIIMOHUPOBAHUS
Y 9BOITIOIHH.

KJIIACCU®UKALUSA NSMEHYUBOCTHU

OOmenpuHsTas KaaccuprKays N3MEHINBOCTH
npezcraeinena Ha puc. 1 (Mare-Beutomos, 2010). B
OCHOBE KJIacCH(DMKaLIK JIEKUT pa3aeeHIe U3MEH-
YMBOCTH Ha HACJIEACTBEHHYIO M HEHACJIEICTBEH-
HYI0, WJIM MOJU(PHUKAIMOHHYIO0. DTO pa3/ieeHne
BOCXO/IUT K TApBUHOBCKOMY PACCMOTPEHHIO HEOTI-
peneneHHo (HacneICTBEeHHON ?) 1 OTIpeesICHHOM
(MoaudUKaIMOHHON?) N3BMEHYHBOCTH.

ITpu 3TOM MBI OOBIYHO MOIPa3yMEBAEM, UTO
HACJIE[ICTBEHHAs U3MEHYMBOCTH (TIPEXIE BCETO,
MyTallMOHHAsA) HEOoIpeleJIeHHa, TOCKOIbKY OHa
BOTUIOIAETCS B pa3HOHAIPABJIEHHBIX MO MPOSB-
JICHUIO BapHaHTaX CIOHTaHHBIX WM WHAYLUPO-
BaHHBIX BHECLIHUMH BO3JCHCTBUSIMU M3MECHEHHM.
[Ipu 3TOM paccMaTrpuBalOT HEONPEAEICHHOCTD B
OTHOILICHUH PEeaKUU Ha ()aKTOPbI BHELLIHEH CPEbL,
YTO sIpUe BCETO BOILIOIAIOT My TaIllH, Al THBHYIO
LEHHOCTh KOTOPBIX HE OMPEeSAI0T WHIYLHPY-
IolIMe UX BHeIHUe BozaeicTBus. K mpoOieme
OTIPEIENICHUS IOHATHUS «MYTaLUs» Mbl BEpHEMCS
B JTaJILHEUIIIEM.

HacnencrBeHHY0 M3MEHUMBOCTH NPUHSITO
MO/IPa3/IeNATh Ha MYTAlMOHHYIO U KOMOMHATHB-
Hyto. [Ipu 3TOM MyTanuoHHass U3BMEHUYMBOCTH
MoApa3yMeBaeT BO3HUKHOBEHHE HEKOTOPBIX HOBBIX
HacjeayeMbIX BapuanToB. [lonagany B MyTanuoH-
Hoii Teopun . e Ppuza peus muIa 0 YUCTO Pe-
HOTUIMYECKUX XaPAKTEPUCTUKAX BO3ZHMKAIOLIMX
MyTaHToB. Hamomuum, ato Torma (1901 1) emie He
OBUTO HU MOHATHS «T€H», HU XPOMOCOMHOM Teopuu
HacJIeZICTBEHHOCTH. HeckobKo AecsaTuiaeTnii mno-
TpeOOBaIOCh /IJIsl IPeBPALeHHsT «MYTALHOHHOM

Teopum» (IMPOMCX0KIEHUS BHIOB!) B «TeOPHUI0
MYTAaIHOHHOT0 Npoleccay (TOUyBCTBYHTE pa3HH-
1y!). MyTaiuu npuHsATO NOAPa3AEISITh HAa TEHHbIE,
XPOMOCOMHBIE U TEHOMHBIE.

KomOnHaTHBHYI0 M3MEHYMBOCTB CBSI3BIBAIOT C
nepepacipeeeHIeM HETOMOJIOTMYHBIX XPOMOCOM,
nepepacrpeeeHieM XPOMOCOMHBIX M HEXPOMO-
COMHBIX T€HOB, YTO ITPOUCXOIUT MPEUMYIIIECTBEHHO
B Meli03e, a TAKXKE U B MUTO3€ IPH [TapaceKcyalbHOM
nporecce, ¥ ¢ KPOCCHHIOBEPOM, T. €. PEKOMOHHALIU-
el y4aCTKOB TOMOJIOTHYHBIX XPOMOCOM.

[IpunsTo 0000 BBLAENATH OHTOTEHETHYECKYIO
W3MEHYNBOCTh, OOBETMHSIONIYTO SIBJICHHS, B OCHOBE
KOTOPBIX JISKUT PETYIALUS SKCIIPECCUN TeHEeTHYe-
cKoii mH(opMaImu, porcxoIsas (perysus) Ha
BCEX YPOBHSX OpraHU3aIMH U 3KCIIPECCUH T€HETH-
Yyeckoro marepuana. Takum o0pa3oM, OHTOreHeTH-
yecKkasi H3MEHYMBOCTb HMeeT 4epThl, o01me ¢
MOAN(PUKANMOHHON M3MeH4YnBOCThIO. Croma xe
OTHOCSAT ¥ siBNieHUs] AU (HEepEeHIIMPOBKY, CBSI3aH-
HBIE C MepecTpoiikaMy TeHEeTHYECKOr0 MaTepuara,
HarpumMep, ¢ 00pa3oBaHUEM aHTUTEN M BAPHALUSIMU
MMMYHOIJIOOYTUHOB. DTO POIHUT OHTOI€HETHYE-
CKYI0 U3MEHYHMBOCTh C HACJICICTBEHHOM.

Haxowner, eme oauH TUT WU3MEHUYHBOCTH (H
HACJIEZICTBEHHOCTH ) — SITUTEHETHYEeCKast, KOTopast
cTaJla MpeIMEeTOM HHTEHCUBHOTI'O UCCIIEI0BaHUS B
MTOCJICAHME ASCATHICTHS (CM.: DrureHneTrka, 2010,
2012). DnureHeTHYECKYH) U3MEHYNBOCTH CBSI-
3bIBAIOT € HacJelyeMbIMU B PsIAy KJIETOYHBIX
(a MHOT/AA U MOJIOBBIX) MOKOJIEHU I BapHalMAMU
B JKCIpecCHHU reHeTHYecKkoii HHpopManum, HO
He 3aTParuBalIIMMHI NMEPBHYHYI0 CTPYKTYPY
reHeTH4eCKOro MarepuaJa.

PaszBuTHe MOJEKyIIpHON T'€HETUKH, Mpe-
MMYLIECTBEHHO € cepeiuHbl XX B., OCHOBAaHHOE
Ha TEHJEHIHIX 3I0POBOTO PEAYKIMOHHU3MA, H
MPOHUKHOBEHHE B MEXaHMU3Mbl T€HETHYECKUX
MIPOLIECCOB BBIABUJIO CEPhE3HbIE MMPOTUBOPEUNS B

MN3meH4nBoCTb

HacnencrteeHHas

HeHacneacreeHHas

KombuHatusHas | MyTaumoHHas

OHTOreHeTnyeckas

(Onurenetnyeckas)

Puc. 1. Kimaccuukanusi 13MEHINBOCTH.
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NPHUHATON KIIACCU(PHUKAINN M3MEHYMBOCTH. DTO
MOCTaBWJIO TI0JI COMHEHHUE a/IeKBaTHOCTh HAIIUX
HpECTaBICHUI 00 N3MEHUYMBOCTH M MIPE/IBEIIACT
CMEHY MapaJurMbl B 3TOH 00JaCTH T€HETHKH.
PaccMoTpuM HEKOTOpBIE OYEBUIHBIE TIPOTHBOPE-
4Ws1, BO3HUKAIOIINE Ha IMyTH K pa3paboTKe o0meit
TEOPHH U3MEHYHBOCTH.

MOJIM®UKALNU

Moaudukauuu NPUHATO CBA3bIBATH € a/1a1-
THBHBIMH (M HeHacJIeAyeMbIMH) U3MeHEHUAMH
OPTraHM3MOB, aJeKBATHHIMH BHEIIIHUM BO3/1eii-
crBusM. OTcIona U CBSI3b MOHATUH «MOIU(HKa-
UU» U «OTpEJeIICHHAs U3MEHYUBOCTHY. AJar-
THUBHAs PEaKiusl OpraHu3Ma Ha M3MEHSIONIYIOCS
cpeny oOMTaHHWS OCHOBaHA HAa Pa3HOOOpA3HBIX
MEXaHU3Max PeryJALUH SKCIIPECCUU TeHETHYECKOM
MHPOPMAIMKM Ha Pa3HBIX YPOBHSX OpTaHU3aINN
TEeHETUYECKOTO0 MaTepuana U 3KCIIPECCHH FEHOB.

B namm qau npeacTaBieHus 0 MOIU(DUKAITUSIX
KaK UCKJIFOYUTEIHHO aJalITHBHBIX N3MEHEHUSIX HE
BBIIEP)KMUBAIOT KPUTHKA. HaltoMHMM BO3HUKHOBE-
HUE MOP(]O30B, KOTOPHIC JOCTUTAIOT Y IPO30(HIIBI
OTPOMHOM 4aCTOTBI ITPU BO31EHCTBUHA HEKOTOPBIX
XUMHUYECKHUX BEILIECTB Ha OINpPEJEIEHHbIE CTaIuU
passurus (Panonopt, 1939). Mopdo3sl He Hace-
IyIOTCs. B 3TOM OTHOIIIEHHH OHH COOTBETCTBYIOT
MIPUHATOMY OTpenesieHnio Moaudukanuii. B to
JKEe BpeMsI OHU HE MPEJICTABISIFOT OO0 ajieKBart-
HOM, WM aJJaliTUBHOM, PEAKIIMU Ha IPUMEHSAEMOE
BO3/ICICTBHE.

Monudukauum MOryT NpPOSIBJASITHCS U He-
3aBMCUMO OT BHELIHUX Bo3JeiicTBuii. Bnepsbie
ato nokazan b.JI. Acraypos (1927) ma mpumepe

tetraptera

Puc. 2. bopuc JIsBoBuY AcTaypos (1904—1974) u uccre-
JIOBaHHBIN M MYTaHT tetraptera D. melanogaster.

CIIOHTAaHHOI (aBTOHOMHOH, 1Mo AcTaypoBy) U3-
MEHYHMBOCTH TIPOSIBIICHUS MYTalluu tetraptera y
Ipo30QuIIkl (puc. 2), UMEBIICH HETOIHYIO ITeHe-
TPAHTHOCTH W BaPHHUPYIOIILYIO SKCITPECCUBHOCTD.

ConocTaBnas 9acTOThI «YPOAOBY», MMEIOIINX
JIWIITHEE TIPaBOC W JIUIITHEE JIEBOE KPBHUIO, C Jac-
TOTOM cUMMeETpHUUHBIX anomanuii, b.JI. Acraypos
MPUIIE] K BBIBOAY O TOM, YTO MYTaHTHBIH T'eH
MMEET eCTeCTBEHHOE HEYCTOWYHBOE TIPOSIBIICHUE,
peanu3yronieecss He3aBUCUMO Ha JIEBOM U IPaBOU
CTOpOHAaX Tea IPO30(IITEL. ITO, HECOMHEHHO, MO-
JTU(PHUKAIUOHHBIC H3MECHEHHMSI, HUKAK HE CBSI3aHHBIC
C aJanTUBHOW peakiueil opranusMa. bonee Toro,
peub 1n1a pakTHYeCKU O CIIOHTaHHOW HEOTHO3HAY-
HOCTH B JKCIIpecCHH TeHa (Kak Mbl CKa3ayd Obl
cefiyac) WM O CIIOHTAaHHOW MOIU(UKAITMOHHON
M3MEHYHMBOCTH 110 aHAJIOTUH CO CTIOHTAHHBIM MY-
TalMOHHBIM MpoLieccoM. B Halm THU Takue npej-
CTaBJICHUS TPOHUKIIU JAXKE B HAYYHO-TIOMYJISIPHBIC
myOKanuy, yBel, 0e3 ccbutku Ha b.J1. ActaypoBa
(cMm., Hanpumep, YauHep, 2008).

Oco0o0 cienyer OTMETHTh, 9TO K MOAU(U-
KaITMOHHBIM H3MEHEHUAM (IT0 OOIIECTIPUHATOMY
HX ONPECIICHUIO) MOXKET MPUBOAUTH U (EHOTH-
MAYECKOS TPOSBICHUE TIEPBUYHBIX HU3MCHCHHI
FeHEeTHYECKOro Marepuaia (CM. jaanee) 0 UX
ycTpaHeHus cucteMaMu peraparun (CTernueHKoBa
u np., 2009). Takum 00pa3oM, OKa3pIBaeTCS, 4TO
B OCHOBE MYTAaIlil W HEKOTOPHIX MOmU(HUKaImit
MOTYT JIeXKaTh OOIIHE MEXaHW3MBI. DTO BaXKHO
[MOHUMATh MIPU UCCIICIOBAHUY U TUPPEepEHITUAITIH
BPOXKJICHHBIX M HACJICJACTBEHHBIX aHOMAJUH, B
YaCTHOCTH y YEJIOBEKa.

HACJIEACTBEHHAS U3MEHYUBOCTD

OOparumcst k myrarusim. [Ipexnae Bcero, Ha-
CTOpaKMBAET OTCYTCTBHE OOLICTIPUHSITOTO OIpe-
JeTICHHsT MyTaluu. PUCKHY MTPEJIOKHUTS €Il OTHO
OTIpeleNIeHne MYyTalluH, He MPeTeHAYIoIIee Ha
WCTHHY B TIOCJIEHEH HHCTAHIIUH.

MyTauus — HacjieayemMoe U3MeHeHe reHeTH-
YeCKOro MaTepuaJia, He CBOAUMOE K XapaKTepu-
CTHKAM IeHeTHYeCKOro MarepuaJja (reHoTUIa)
poauTesei.

DTo ompeaeseHUE HE BKIIOYAET MOMBITKA
OTMEXEBAThCS OT TIOHATHA PEKOMOWHAIIWHU, YTO
XapaKTEepHO JUIsl MHOTHUX JIPYTUX ONPEICIICHUNA U
YTO MPEACTABIIAECTCS HaM HEMPOAYKTHBHBIM. Tem
HE MeHee IpeJlaraeMoe OIpeIesIeHue OTHO3HAY-
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HO OTJICJIICT MyTallUd OT PEKOMOWHAIMOHHBIX
coObiTuii. Torma cI0BOCOYETAHHUE «TPAHCIIO30H-
HBIi MyTareHe3)» OKa3bIBACTCS HEMPHEMIIEMBIM,
MTOCKOJIbKY BHEIPEHHE TPAHCIIO30HA Kyza OBl TO
HU OBIJIO €CTh IO CBOEMY MEXaHH3MY COOBITHE
PEKOMOMHALIMKM U, CTPOTO T'OBOPSI, K MYTaIHsIM
OTHOCHUTBCS HE JJOJKHO.

Eciu npunsTh Halle onpenencHue, TO He BbI-
JIEPKUBACT KPUTHKUA MOJPa3/IelICHHEe MYyTaiui
Ha TeHHBIE, XPOMOCOMHBIE U TEHOMHEIE. XPO-
MOCOMHBbIE MYTallUd — TOXKe CYTh COOBITHS
NMPEeuMYIeCTBEHHO PEKOMOMHAIMOHHBIE, KaK
npennonoxui A.C. Cepedbpockuii eme B 1929 1.
(Serebrovsky, 1929). Heine 3T0 mpeacraBieHue
cTas1o o0IenpuHsTHIM. [Ipy 3TOM HY)KHO TOMHHUTB,
YTO PEKOMOWHAIMS MOXET OBITh KaK TOMOJIOTHY-
HO, TOT/Ia 3TO — KPOCCHHTOBED, TaK M HETOMOJIO-
TUYHOM, TOT/Ia ATO MPUBOJUT K EPECTPOMKaAM Kak
BHYTPH-, TAK U MEKXPOMOCOMHBIM.

MyTanum u XpOMOCOMHBIE MePeCTPOHKH,
paszzensieMble TI0 UX KOHEUHOMY PE3yibTary, TeM
HE MEeHee, HMEIOT 001Iie YePThl 0 MeXaHU3MY
BO3HUKHOBEHMS.

31ech BIOJIHE YMECTEH eIlle OJIMH MCTOpHYe-
CKUH KCKYPC B Pa3BUTHE TEOPUU MYTAIMOHHOTO
nporecca. [IpencraBieHus 0 MepBUYHBIX COOBITH-
SIX, TPUBOMASIIUX K MYTallUsIM, CBSI3aHbI, IPEKIE
Bcero, c umenamu H.B. TumodeeBa-PecoBckoro n
M.E. Jlo6ameBa.

B 1935 1. BeIIIa 3HAMEHUTAsT «3€JIeHas TET-
paiby», WK «padoTa TPEX MYKUUHY, TIOCBSAIICHHAS
pa3zpaboTke TeOPUH MHUIEHH MPUMEHUTEIBHO K
W3YUYSHHIO MyTAIMOHHOTO MTPOIIecca Y APO30PHITBI

Anexcanap Cepreesnd CepebpoBckuii (1892—1948).

(Timofeeft-Ressovsky et al., 1935), B koTopoii My-
TalUIo reHa (B JeMCTBUTENIBHOCTH PELECCUBHBIE,
CIICTUICHHBIE C TIOJIOM JIETAJIN ) pacCMaTpUBAIIN KaK
OJTHOAKTHBIN MEPEXOl TeHa U3 OJHOTO aJIIENIBHO-
IO COCTOSIHUS B JPYroe B pe3yibTaTe MONaJaHus
WOHU3HPYIOMIEH YaCTHUIIBI WM KBAHTA dHEPTHH
HEIMOCPEACTBEHHO B T'eH. TpyaHO MpeyBEeIUYUTh
3HAUCHHE STON PabOTHI I BCETO MOCIETYIOIIETO
pa3BUTHs MoJeKyasipHON Omonoruu. CioxHbIE
OMoJIOTHYEeCKUEe MPOLECCHl OBIIM YIAauHO YIIPO-
LIEHBI U1 IOHUMAaHUs (PU3UKOB, UTO B PE3YJbTaTe
TIPUBJICKIIO MHOTHX M3 HUX B Omosorwio (cm. Ilpe-
nunrep, 1972; Welch, 1995).

ITapainensHo B JIGHUHTpaJICKOM YHUBEPCUTETE
M.E. JloGameB pa3BuBan cBoio (pu3moJioruye-
CKYI0 THIIOTe3y MyTaunoHHOTo npouecca (JIoba-

Huxkomaii Biragumuposud Tumodees-Pecosckuii 1 Muxann Edumosud Jlobaries
(1960-¢ rt. ®oto B.J[. CHMOHEHKO).



[Tpobaema nameHunBOCTH. DEHOMEHOAOT S 1 MEXAaHU3MbI 795

uieB, 1947), cornacHo KOTOPOH JIF000€ MyTareHHOE
BO3/IEHCTBUE CHAaYajIa MPUBOJUT K IMOBPEKAECHUIO
KJIETKU U TEHETHYECKOTO MaTepraa. JTH IIepBUY-
HbIC MTOBPEXKICHUS YCTPAHAIOT CUCTEMBI pernapa-
. MyTanusi — pe3yJibTaT HeTOxKIeCTBEHHO
penapanuu. He BgaBasice B AeTald M OIycKas
HUCTOPUUYECKHE ITANbl UX YTOUHEHUS, OTMETUM
TOJIBKO, YTO MpaB OKazajcs nMeHHo Jlobares, kak
CTaJI0 OYEBUAHBIM K KOHITY 60-X IT. IIPOLIOro BeKa.
K sTomMy BpeMeHHM cTasin OOIIEIPUHATBIMU MIPEA-
crasienus o JJHK kak reHeTuueckom marepuaie,
a CTaHOBJIEHHE MYTallUil CTaJu CBA3BIBATH C
nponeccaM penapanuu, MpoucxXoasimeil Kak
B X0/1€ PeIUIMKALMH, TAK U MPH PeKOMOMHALIMHT
moJiexya JTHK.

N3yuenue penapauuu JHK, Hecymeil nep-
BUYHbBIE TOBPEXKACHUS, IPOJOJIKAET AaKTUBHO
Pa3BUBATHCS U B HAIIM JTHH, U KOJIMYECTBO (PaKTOB,
MOJTy4aeMbIX MPU U3yUEHUH Pa3TUYHbIX MOJIEKY-
JSIPHBIX MEXaHU3MOB penapaniy, opol OTCcTaeT
oT Teoperndeckux obodmenuit. IlosTomy ocra-
BUM 3Ty 0OJIACTH Ul CaMOCTOSITEIbHON JIEKIMN
U 1onpoOyeM NpPeACTaBUTh TOJIbKO HEKOTOPYIO
0000IIEHHYIO CXeMY CyIbObl MEPBUYHBIX I10-
BpeXJIeHUH (MOANHUKAIMI IEPBUYHOMN CTPYKTYPBI
JHK, onHOHUTEBBIX U IBYHUTEBBIX Pa3phIBOB) U
MX B3aMMOINPEBPAIICHUH B Mpolecce penapanun
TEeHETUYECKOTO MaTepuaina (puc. 3).

(MepBunyHoe) nospexaeHve OHK

Cnocob BoccTaHOBEHMS

[Ipu aToM oT™MeTuM, uto pa3psiBsl JJHK nexar
HETNOCPENICTBEHHO KaK B OCHOBE F'€HHBIX MYTaIlUi,
TaK U XPOMOCOMHBIX TIEPECTPOEK, KOT/Ia pernapa-
IIMST IPOUCXO/IUT IIyTEM HETOMOJIOTHYHOHN PEKOM-
OWHAIUHU. DTOMY CITOCOOCTBYET HeCIyJaiHOE
MIPOCTPAHCTBEHHOE PACIIONIOKEHNE XPOMOCOM B
uHTep(A3HOM sjIpe, MPU KOTOPOM KOHTAKTUPYIOT
YYaCTKU HETOMOJIOTHYHBIX XPOMOCOM (HaIpumMep,
cM. puc. 4).

Wrak, MyTanuu TeHOB W TaK Ha3bIBaeMBbIe
«XpPOMOCOMHBIE MYTAaIlUN» — CYIIECTBEHHO pa3-
HbI€ COOBITHS, XOTS M MMEIOIME 00I1e dTallbl B
porecce BOSHUKHOBEHUSI.

CoBceM nHa4Ye 0OCTOUT JIEJIO C TaK Ha3bIBACMBI-
MU «T€HOMHBIMHU MYTAIUSIMID, TPUBOISIIIMHE
K aHDPYIUIOWINH W TONUIIONIMU. B ocHOBe WX
BO3HHKHOBCHHUS JIKAT HAPYIICHUS (DYyHKITHH Oer-
KOBBIX 2JIEMEHTOB ITUTOCKEJIETA, B3AUMOICHCTBIS
HUTEH BepeTeHa C IIEHTPOMEPAMHU, B PE3yIbTaTe
YEero MPOUCXOMSIT MOTEPH WM HEPACXOXKJICHHE
OTACIBHBIX XPOMOCOM HIIH IIEJIBIX T€HOMOB.
Ctporo rosops, 3T0 — MOAM(PUKALUOHHBbIE
(T. e. HeHacJIeTyeMble) u3MeHeHHusl 6eJIK0B, KOTO-
pble TeM He MeHee BJIEKYT 32 c000ii HacJIeIcTBeH-
Hble H3MEHEHUsI TeHOMA,

OTOT MapaiOKCANBHBINA BBIBOJI CIICAYET YUUThI-
BaTh, PacCyk1ast O COBPEMEHHOM OJIOYHOM TPUHIIU-
e B TEOPUH MOJIEKYJSPHON SBOJIOIMH, B OCHOBY

leHeTnyeckne nocneacTems™

*Moaudukaums ocHoBaHU X
ga?i_ﬂ_l;_ﬂ‘_y Moagudmkaums, Pennukaumsi, TLS - -7 Mi/';zlzjm
pBERRRRE  TTTTTTTTTooTToommoommooomoooooooooos >~

SKcumsvmﬂ

~~ Boccrarosnenue
cTpykTypbl AHK

[eHHble MyTauun

*OfHOHMTEBbIE Pa3pbIBbI Kpoccurrosep
, , PekombuHauwms, Pecuntes uenu _ - -7 XpOMOCOMHble
SE BEEBES LR, FecanTes we - abeppauym
;2299989 -~

" ~> BoccraHosrieHne
cTpykTypbl AHK

*[IByXHUTEBbIE Pa3pbiBbl > 5(%3;0:0%33?;%
ST FEEEEY ________] Pexomburauus, PecurTes uem - abeppain
2 2RPRR RRISEN
> BoccTaHoBreH1e
ﬂ cTpykTypbl AHK
-, Bce Tvnbl myTauui
OcTaHoBKa SOS penapauys 1 ee axanoru -7y pekomBuHaLmin

KNeTouHoro umkna ~~~~ T T T T T

l

AnonTo3

-------------- >

~~> BoccraHosneHue
cTpykTypbl AHK

*MoBpexaeHusi, BosHukaowme B IHK, nepBuyHble unu B pesynstaTe Ux AanbHenLWwmx npespaLleHui;
**pe3ynbraT HopMarbHOro NPoLecca BOCCTAHOBIEHWS UM €ro «OLUIMGOK».

Puc. 3. Cynp6a nepsuunbix nospexaenuit JTHK.
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Puc. 4. [IpocTpaHCTBeHHAs: MOJIE)Ib HHTEP(PA3HOTO TCHOMA APOXIKEH S. cerevisiae.

Kaxnas nz 16 xpomocoM okparieHa cBoUM 1iBeToM (Zhijun Duan et al., 2010. P. 363-367).

KOTOPOTO CTaBSATCS COOBITHSI JTyIUTUKAIINN T€HOB,
YacTo IMyTeM MOJUIUIONIU3AIMN C TTOCIIEYIOIIeH
ux ausepreHimeit. [lomydaercs, 4To Mbl HEAOOIIE-
HUBAEM POJIb MOJM(DUKAIUI B SBOJTFOIIUH,

[Ipu aTOM ClIENyET HAIIOMHUTD, YTO TOJUILIIOU-
TSI MOYKET BO3HUKATH U B pe3yJIbTaTe THOpHIU3a-
LUH, YTO YK HUKAK K MyTalUsIM HE OTHOCUTCSL.

OHTOI'EHETHYECKAS
N OINUT'EHETHYECKAS NT3SMEHUYNBOCTD

CortacHo pacrpocTpaHeHHOH KiacCuUKaIN
OHTOreHeTHYeCcKasi U3MEHYUBOCTh 3aHUMAET
NMPOMEKYTOUHOE MOJI0KeHUEe MeKAy HacaeICT-
BeHHOW U MoaudukanuonHoi. Kak yxe ymo-
MUHAJIOCh, 9TO M PETYJSIUs NeUCTBUs TEHOB (O
MHOTOUHUCJICHHBIX MEXaHU3MaxX KOTOPOH CIemyeT
paccka3biBaTh OTAEIBHO), M IEPECTPONRKY TeHETH-
YECKOTO MaTepuaia, Kak B ciydae nuddepeHiu-
poBKH IUM(DOIUTOB. B mTocieneM cirydae MOKHO
CKa3aTh, UYTO T'€H T KOHKPETHOM IEH UMMY-
HOTJIOOYJMHA HE CYIIECTBYET B MOJIOBBIX KIIETKAX
MJICKOTIMTAIONIUX, & (DOPMUPYETCS B OHTOT'CHE3E
MyTeM HalpaBICHHOU COOPKH «3arOoTOBOK» H
MOCJEYIOLIEro CaiiT-HaIPaBICHHOIO MyTareHesa
B yYacTKax, KOAMPYIOIINX BapruadenbHbIe (par-
MEHTHI IMOJUMETITHIHEIX T1enel (puc. 5, 6).

MosxHO Tojiarars, 4to 6osnee cnenuduIHo ¢ OH-
TOreHe30M CBSI3aHA MUTeHeTHYecKasi U3BMeHYHU-
BOCTb, IIPU KOTOPOH IIPOUCXOASIT HEKOTOPBIC U3ME-

HEHMsI, 00BIYHO He 3aTparuBaoye NepBUYHYI0
crpykrypy AHK, HO, TeM He MeHee, yCTOWUUBO
HaclleJlyeMble B psly KJIETOUHBIX AeJeHUH. DTH
M3MEHEHHUS JIe)KaT B OCHOBE MPOIIECCOB JIETEPMHU-
HaI¥ (M TpaHCIETEPMUHAIIMN) U TTOCIEAYIOIeH
T GepeHITUPOBKA CTBOJIOBBIX KIETOK.

To, 9T0 SMIMTEHETHYECKOE HACIIETOBAHUE JOJIK-
HO OBITh CBS3aHO C PErylATOPHBIM COCTOSTHHEM
reHa, YCTOMUYMBO MeperaBaeMbIM MPH KJIETOUHBIX
JNEeJNEHUAX, BOEpBbIe MPEanonoxuia B 1949 r.
M. [lenms06prok (110: Jablonka, Lamb, 1995). B 1975 1.
P.H. Yypaes u B.A. Paraep chopmynupoBain
Teopuio anurena (Uypaes, Patuep, 1975; Uypaes,
2005), oOBSICHSIONIYI0, KAKUM 00pa3oM TO WIIH
Jpyroe 13 ABYX aJbT€PHATHUBHO PETYIHPYEMbBIX
COCTOSSHUH MOXKET YCTOWYHMBO HACIEJ0BaThCS
NP B3aMMOJICHCTBUM ABYX B3aMMHO pempec-

AKT. L\L\ Vi Vi _ ,

Vi

Cu2 wy,a, dunue

cy3

H — tsbxensle, L — nérkme uenu.
C — KOHCTaHTHbIE,
V — BapuabenbHble y4acTku.

H H

Puc. 5. I{enu *MMYHOTTIOOY/IMHOB.
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V-reHbl C-reHbl

D-reHbl J-reHbl

1 2345 n 1 2 3 4 5 n

L |
O6beanHeHne
oTAenbHbIX
V, D n J reHoB

T

MonHbIn V'-reH, \
rOTOBbIV A715t COEANHEHUSI

¢ C-reHom

OpfuH 13 C-reHoB

ﬁ

Viren l C-reH

TpaHckpunuus

1 MpoueccuHr MPHK

3penas MPHK
TSHKENou uenu

WHTpoH

Puc. 6. O0bearHEHIE YIaCTKOB TEHOMA, KOTUPYFOIINX
TSOKEIYIO Ilenb HMMYHOTIoOymuHa (1mo: (JKumyres,
2002)).

OTto0paHHbIe D- U J-CETMEHTHI IEPEMEIIAOTCS M3 Pa3THYHbIX
paifoHOB XpOMOCOMBI U (HOPMHUPYIOT BapuabeIbHbINH I'eH,
KOTOPBIN COEIMHSETCSI ¢ OAHUM U3 KOHCTAaHTHBIX C-TCHOB.
WuTpoH Mexay BapraOeIbHOW W KOHCTAHTHOW MOCIEIO0Ba-
TenpHOCTAMHU yaassercss u3 PHK-tpanckpunta, B pesynbrare
gero obpasyercs monekyina MPHK.

cupyromuxcs oneponoB (puc. 7). Ha pybexe
BEKOB 3Ta TEOpHS MONy4HIsa ONecTsinee dKCIe-
PUMCHTAJIbHOC IMOATBEPIKACHUEC, KOTAa 3IUICH,
CKOHCTPYHUPOBaHHBIN METO/IAMU I'€HHOW MH)KEHEPHH,
paborain B kieTkax E. coli B TOTHOM COOTBETCTBUHU
¢ reopueii (Tchuraev et al., 2000).

YypaeB u PaTHep «moamisaienn» cBO MOJIEIb
SMUIeHa B OHTOreHe3e Oaktepuodara A. B 1o ke
BpeMsl OpraHu3anus T'eHETHYECKOro Marepuaia
JYKapUOT OTIMYAETCS OT TAKOBOM IPOKAPUOT U UX
BHPYCOB. Y HUX HET OTIEPOHOB, MOJOOHBIX OaKTe-

L1 R1

)
tc rex C,OcR, /\
5
3
\/%OR - TR1
)

Puc. 7. Monens snurena P.H. Uypaesa u B.A. Patnepa,
1975 (Yypaes, 2005. C. 99-122).

JIByXKOMIIOHEHTHBIH 3MUreH A-dara. benkoBble MPOTYKTHI
1uctpoHoB C, 1 tof sABIAOTCS penpeccopamMy JUls ONIEPOHOB
R1 u L1 coorsercreenno. PO, P, O, — npomorop-ore-
paruBHbIe 30HBI onepoHoB L1 u R2, t — TePMUHATOPBI
TPAHCKPHIIIIMU STHX OMEPOHOB.

C tRl

pUATBHBIM €IUHUILIAM TPAHCKPHUIIIIUA U PETYIIs-
LIMH, BKJIIOYAIOIIUM HECKOJIBKO T€HOB. Peryssmus
9KCIIPECCUH OTENIbHBIX T€HOB OCYIIECTBIISIETCS
Ha ypoBHE xpomaruHa, coctodmero u3 JIHK u
OeIKOB-THCTOHOB. M iest akTUBaIuM U perpeccuu
reHoB depe3 momudbwukanuu JHK u ructonon
XpOMaTHHa, B MEPBYIO OYepe/lb METHIMPOBAHUS
JHK wu auerunupoBanus, GpochopuaupoBaHus
U Jip. Moau(UKaIUK TUCTOHOB, CTajla OCHOBHBIM
MIPEAMETOM U3YUEHUs HCCIIEA0BaTENeH SITUTeHETH-
YECKUX MexaHU3MoB. Oco0oe 3HaUYeHne NPUAAKT
MOAN(PUKANUAM FUCTOHOB Yepe3 MPUCOCIHHEHIE
(wnm oTIIeTIIEHNE) KaK HU3KOMOJIEKYIISIPHBIX JTH-
raH/oB, Tak U yOUKBUTHH-1IOJOOHBIX IEIITHIOB
(Kouzaridis, Berger, 2007), kak 3TO 4aCTUYHO
CYMMUPOBaHO B Ta0m. 1.

Taoauna 1

TuIbI KOBAJIEHTHOW MOCTTPAHCIISIIUOHHON MOIU(DUKAIIMY TUCTOHOB U UX TIOCIIEICTBUS
(Kouzaridis, Berger, 2007, 2010)

Tun mogndukanmyu | Bansane Ha Tpanckpunmio | [McTOHBI (MOANHIPYEMBIF aMUHOKHCIIOTHBIN OCTaTOK)
1
AlleTunupoBaHue AKTHBaIUs H3 (K9, K14, K18, K56)
H4 (KS, K8, K12, K16); H2A?
H2B (K6, K7, K16, K17)
dochopunmposanue AKTuBanus H3 (S10)
MertunupoBanue AKTHBaIUS H3 (K4, K36, K79)
Penpeccus H3 (K9, K27); H4 (K20)
2
YOUKBUTHHHUPOBAHHUE AKTuBanus H2B (K123)
Pemnpeccust H2A (K119)
CymoumnmnpoBaHue Penpeccust H2A (K126), H2B (K6, K7, K16, K17)
H3 (?); H4 (K5, K8, K12, K16)
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OTH MOAXOABI OJECTAIE BOIUIOTUINCH B OT-
kpoiTiu L. SIMaHaku, moxasaBIIero, 4YTo coMa-
THYeCKHEe KJIETKH MOTYT ObITh NpeBpalleHbl B
He auddepeHUMPOBAHHbIE CTBOJIOBbIE KJIETKH
IyTeM TpaHC(OPMALUHU X BCETO YE€THIPbMsI TPAHC-
KPUIIIMOHHBIMU M PETyIsTOPHBIMU (hakTopaMu
(Takachashi, Yamanaka, 2006), momyuuBmiero B
2012 . HoGeneBckyo MpeMHIO 3a 3TO OTKPBITHE
(Bmecre ¢ [x. ['€pnonom). B nanbHeiimem Takue
KJIETKH MOTYT OBITh HCKYCCTBEHHO IudepeHtu-
POBaHBI B KJIETKH PA3IMYHBIX TKAaHEH W OPraHoOB,
YTO OTKPBHIBAET OTPOMHBIC MEPCIIEKTUBbI ISl BbI-
palBaHus MHIUBUAYaJIbHBIX «3aITACHBIX YaCcTEH»
B 3aMeIIaoLIel Tepariy pa3TnyHbIX 3a00IeBaHUN
YeJIOBeKa.

['enbl, jocTarounbie ISl TpaHChOpMaIUH
(huOp0o0IACTOB B ITFOPUTIOTCHTHBIS
(ctBomNOBBIC) KIIeTKH (iPS)
(Takachashi, Yamanaka, 2006)

Oct3/4 — TpaHCKPUIIIIHOHHBIA (PakTop

Sox2 — TPaHCKPUIIIHOHHBINH (HaKTOp

c-Myc — TpaHCKpHUIIIMOHHBIN (akTop

Klf4 — 6enok, KOHTPOIUPYIOLINI ABHKCHUE
0 MUKPOTpYyOOUKam

Eme panplie ObIJIO OLIEHEHO 1O JOCTOMHCTBY
otkpbiTHe HHTepepenunu PHK kak Mexanus-
Ma, BOBJICYEHHOT0 B PeryJsiliui0 IKCIPeccHu
reHeTH4eckoid mHGopManuu. OTO OTKPHITHE
cnenanu K. Memo u A. ®@aiip, nokazapiiue poib
HeOompmuX (0K0710 20 HYKIIEOTHAOB) MOIEKYI
PHK B penipeccun reroB y C. elegans (Hobenes-
ckas mpemust 2006 1.). He roBops yxe 0 601b1110M
TEOPETUYECKOM 3HAYEHHM 3TOTO OTKPBITHUS, MBI
MOJIYYHJIM MOTEHIMAJIbHYI0 BO3MOXHOCTh BMeE-
HIMBATHCSl B TEUCHHE HEKOTOPBIX HACIEACTBEH-
HBIX 3a00JI€BaHUN IyTEM BBIKJIIOUEHUS TE€HOB,
00yCITOBIMBAIOIIUX TaToIOTHYECKUE d(HPEKTHI,
a TaKke BO3MOXKHOCTh MapKHUPOBAHMS T€HOB 0e3
HCIOJIb30BAHMS MYy TaLUM.

B T0 ke Bpems ycrexu Toil 001acTH, KOTOpyIo
MBI Ha3bIBa€M JITUTE€HETHUKOM, U, COOTBETCTBEHHO,
KacaTelIbHO 3MUICHETHYECKOH M3MEHUYHMBOCTHU
ClIelyeT IPUHUMATh C OCTOPOKHOCTBI0. CTOUT 1
YHOTPEOJIATh MOHATHE «IMUMYTAIHS», €CIH U B
OTIpe/IeJICHNH, YTO TaKOe «MYTalUs», 10 CUX TI0P
HeT o0mero MHeHus. CaMO MOHATHE STIHICHETH-
YECKOM HACJICACTBEHHOCTH (M U3MEHYMBOCTH) HE

s e

[x. MéppoH L. Amanaka

Jlaypears HoGeneBckoit npemun 2012 r. 32 OTKpBI-
TUC MHAYUHUPOBAHHBIX IUIIOPUIIOTCHTHBIX CTBOJIOBBIX
KJIETOK.

K. Menno
(1960)

A. daiip
(1959)

Jlaypearst HobGenesckoii mpemun 2006 . o husnomno-
THH U MEJHIIMHE 3a OTKphiTHe nHTepdepenimn PHK.

JOCTAaTOYHO CTPOTO OMPEIEICHO M BKIIIOYAET B
ce0s BeChMa pa3HOPOIHBIC SIBJICHUS. DTUTCHETHKA
OTHIOABb HE CBOAUTCA K MOZII/Iq)I/IKaHI/II/I XpomMaTtrnHa
(IHK u rucronos). IIpocTpaHCTBEHHYIO Op-
raHN3anMIo sPa TaK:Ke PacCMATPUBAIOT KaK
«MeXaHH3M MHUTeHeTHYeCKOH peryasiiumu»
(Omurenerunka, 2012), XOTs caMo CIIOBOCOUYCTAaHUE
OIUTCHECTUYCCKAA PETYIALNA» 110 CYTU SABJISICTCA
TaBTOJIOTHEH, KaK MBI CTapalluCh MOKa3aTh paHee.
HeT HEoOX0QUMOCTH OCTaHABIMBATHCS HA 3TOM
MoJIpoOHEee, MOCKOIBKY MPOOIEMBI ATUTCHETHKH
OyayT paccMoTpeHs! B ctarbe b.d. BanrommHa B
JTAHHOM HOMepe JKypHaJa.

BEJIKOBASI HACJIEACTBEHHOCTbD
N UBMEHYUBOCTD

Eme ogna obnacte, HECOMHEHHO, IIEPEKPHIBA-
Iolasics ¢ SMUICHETHKOH, — 3TO Hcc/IeJ0BaHUe
0eJIKOBOI HAC/IeICTBEHHOCTH M M3MEHYUBOCTH
(Onureneruka, 2012). OTkpbiTHE sIBICHHUS Oel-
KOBOH HAcCJIEJICTBEHHOCTH CBSI3aHO C U3y4YEHHEM
MHPEKIHMOHHBIX HEHpoaereHepaTuBHbBIX 3a0071e-
BaHUIl, B KOTOPBIX B Ka4eCTBE MH(PEKIHUOHHOTO
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arcHTa BBICTYIAIHM MPUOHBI — arperarhl (aMUJIOH-
JIbI) KJIETOYHBIX OCIJIKOB:

Kypy
CwmeprenpHas cemeitnas 6ecconnnma (FFI)

bone3up I'epmitmana-IlItpocenepa-Illaiinkepa
(GSS)

Bonesns Kpoiiudensaa-Akoda (CID)

Borubs rybuaras suuedanonarus («Koposbe Oe-
IIICHCTBOY)

Cxpoanu (OBIIBI, KO3BI, OJICHH )

CymiecTByeT TakKe HECKOJIBKO JIECSITKOB aMU-
7010308 HenHpeKunonHoro tuna. Cpenu HUX
Oosiesnu: Anbureiimepa, [lapkuncona, XaHTHHT-
TOHa M MHoroe apyroe. O0mue monxoXKeHUs
TEOpUH TPUOHOTEHE3a OBLTH pa3paboTaHbI IS
miekorutatronux C. [Ipysunepom (HoGenesckas
npemus 1997 r) (puc. 8) u g0Ka3aHbl BCKOPE I
JOPOXOKEH, y KOTOPBIX TaKke ObUTH 0OHApyKEHBI
MH(pEKIMOHHBIE OCJIKOBBIE arperarbl, KOTOpbIC
paHee ObUIM ONMCaHbl KaK LUTOIMJIa3MaTUIECKHE
HaclieACTBeHHBIe QakTopwl (Hampumep, Cox,
1965), a nocie pa3pabOTKK TEOPHH TPHUOHOB ObLIH
MCIIONIb30BaHbl s OETKOBOH TpaHCchopManun
npoxokeit (Prusiner, 1994; Fink, 2005).

Kak octpoymno 3ametuin . @UHK, HCTOPUS
MOJIEKYJISIPHOW T'€HETHKH MOIJIa OBITH COBCEM
WHOM, ecnu OBl OenkoBas TpaHchopmanms OblIa
OTKpbITA paHblie, YeM TpaHCHOpMAIHs MPH I0-
moum JHK (Fink, 2005).

Bo3nnkHoBeHHEe aMHJIOHAOB, B YACTHOCTH
MH(PEKIUOHHBIX aMUJIOUIOB-IIPHOHOB, CBSI3aHO
¢ nepectpoiikoii (Moaupukanmeii) BTOpUUHOI
H TPEeTHYHOH CTPYKTYp Oenka PrP¢— omHoro

CtaHnu MNpysuHep B CaHkT-lMeTepbypre
Hobenesckas npemust 1997 r.
(cpoto HO. Conosont)

MHMEKUMOHHBIN areHT NPUOHHbIX 3abonesBaHuii
mnekonuTatowmx — 6enok PrP (Prion Protein)
proteinecious infection = pro-in — prion

13 HOPMAJbHBIX OETKOB HEPBHOW CHUCTEMBI MIle-
KOIMUTAIONINX, (DYHKIHSI KOTOPOTO HE JI0 KOHIA
BBISICHEHA. DTOT OeJIoK oborariaercs [-CIosMH,
YTO IIPEBPAIIAET €r0 B IPUOHOTEHHBIH Oenok PrPSe
(Sc — ot Scrapy) (cM. Borie u puc. 8). [locieaanii
arperupyer ¢ BHOBb CHHTE3UPYEMbIMUA FOMOJIOT Y-
HBIMHU MOJIEKYJIaMH, U3MEHSI UX IPOCTPAHCTBEH-
HYIO YKJIAJIKy «II0 CBOeMY 00pa3y U MOJ0OUIO»,
T. €. BBICTYTIa€T B POJIM MPOCTPAHCTBEHHOM, HJIN
KOH(pOPMALMOHHOI{, MaTpULbL. TakuM 00pazoM
MIPOUCXOUT POCT IMHEWHOTO arperara, oT KOTopo-
TO MEePUOANYECKH OTIIEIUISIOTCS (hparMeHThl (He
MeHee 15 OeNKOBBIX CyOBEIUHUIT), 00IaTaroNTiue
MH(pEKINOHHON MPHUPOIOH: Momaas B 340POBBIi
paHee OopraHu3M, OHH CITyXaT CBOETO pojia IIeHTpa-
MU OHOJIOTHYECKOH KpHCTaJUIM3alnH, 00ecredrnBa-
0T POCT HOBBIX arperaroB. CyIliecTBEHHO, 4TO Iep-
BUYHAS CTPYKTypa OeNKa IMpr ’TOM HE U3MEHSETCH,
PaBHO KaK M CTPYKTypa KOAMPYIOIIErO €ro reHa.
CrpyKTypa aMIJIONI0B M3y4YeHa HEAOCTATOYHO,
TeM HE MeHee, NMEIOIINECs JaHHbIE MO3BOJISIOT
CTPOUTH MPABAONOA0OHBIE KOMITBIOTEPHBIE MOZIE-
JIM, OJTHA U3 KOTOPBIX MPEJCTaBiIeHa Ha puc. 9.
Ecaun y miiekonuTaronux U3BECTHBI IPHOHBI,
NpEeIIIECTBEHHUKNA KOTOPBIX KOAUPYET OJUH
3BOJIFOIIMOHHO KOHCEpBaTUBHBIA I'eH PRNP, 10 y
HU3IIUX 3YKapHOT, TPEXKJE BCETO y APOKIKei-
€caxXapoMHIIETOB, ONMCAHO Y:Ke OoJiee JecATKa
PA3JIMYHBIX IPHOHOB U KOJUPYIOIIHUX UX CTPYK-

PrpS¢
oa=34%

Puc. 8. [Mpuonmsanus Genka PrP:
npeppamenune PrPC¢ — PrpSe
(Prusiner, 1994. P. 4611-4614).
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Puc. 9. Mogens (mapamiesbHble CylepcKpyYeHHBIE
[3-cron) aMUIIOMIHBIX (PUOPUILT YEITOBEYECKOTO aMIJINHA
(Kajava et al., 2005. P. 247).

a — pacTsaHyTas (GUOPHILIA, COCTOSIIAS U3 TPEX LETOUYeK ar-
PErHPOBAHHBIX MOJUIENTHI0B; YIEKTPOHHAs BoTorpadus u
€€ PEeKOHCTPYKIHS; 6 — KOMITBIOTEpPHAsS! MOJIEITh TIOTIEPEYHOTO
cpesa CTPYKTypHl, TOKa3aHHOW CIIeBa.

TYpPHBIX T€HOB. [ eHETHUECKUI aHAIHU3 ONPEACIISET
BCE€ OTH MPHUOHBI KAK HEXPOMOCOMHBIEC HACIE/CT-
BEHHbIC (DaKTOPHI, JTOKAIH3yeMbIe B IIUTOILIa3ME
unu B sanpe (Mure-BeuromoB u ap. B KH. Dmnu-
renetuka, 2012). Crenyer Takxe OTMETUTb, YTO
npuoHu3anus OeNKOB W IHpe — 0Opa3oBaHUE
aMUJIOMIHBIX arperaroB BOBCE HE 00s3aTelbHO
MIPENICTABISICT COOOM MAaTOIOTHIECKHit TIporiecc. Y
Pa3HBIX OPraHU3MOB H3BECTEH PSAA aJaNITUBHBIX
NMPU3HAKOB, 00yCJOBJEHHBIX AMUJIONAHBIMHA
crpykrypamu (Tam xe).

deHoMeH OETKOBON HACIEICTBEHHOCTH IPH-
MedaTeJieH B IByX OTHOIICHHUSX B CBS3H C 00CYXK-
JlaeMOi TIpoOIeMO H3MEHIMBOCTH.

1. lIpuonusanusa Oeska, mpeacTaBIsIOMAsS
c000ii MOIM(pUKANNIO €r0 NPOCTPAHCTBEHHON
CTPYKTYpBbl, TEM HE MEHEE, HACJIeYeTCS B MUTO3€
B Meiio3e y HU3IINX 3YKAPHOT, HECMOTPsI HA TO YTO
TIepBIYHAS CTPYKTYpa Oelka, Kak v CTPYKTypa KOJIH-
PYIOIIIETO €ro r'eHa, MPY 3TOM HE H3MEHUITUCH.

2. IlpuoHbI NpeACTaBIAIOT 000l HACJIeICT-
BeHHbIe (aKTOPbI Y HU3LINX IYKAPHOT, HO He Y
MJIEKOMTUTAIOMINX. Y TIOCIEAHUX — 3TO MO puKa-
IIUOHHOE M3MEHEeHNE, He HACIIeyeMOoe B Melo3e.

DTO TUITHUH pa3 MOAYEPKHUBAET NPOTUBOPEUH-
BOCTb MIPUHSTON KJIaCCH(PHUKAIINNA U3MEHINBOCTH,
10 KOTOpOfI OJIMH 1 TOT K€ MEXaHU3M OKa3bIBACTCA
BOBJICUCHHBIM KakK B MOI[I/I(bI/IKaHI/IOHHYIO, TakKk U
HACJIEZICTBEHHYIO U3MEHUUBOCTb.

WHOEKITMOHHAS
(CUMBUOTHYECKASI)
HACJIEJCTBEHHOCTbD

WJIN MOJUPUKALIMOHHAS

U3MEHYUBOCTD?

He Mensmie mpobiaeM BO3HUKAET, KOTJA MBI
oOparaemcst K 00J1aCTH YKOJIOTHYECKOM I'eHETHKH,
B 3HAYMTEIHHON CTENEHM OIpeestoneil coBpe-
MEHHBIHN 3BOJIIOIIMOHHEIN cuHTE3. B 3TOM ciiyuae
caMo TMOHSTHE NPU3HaKa TpeOyeT pacCMOTPEHUs
B3aMIMOJICHCTBHUS OPTaHU3MOB PA3HBIX TaKCOHOB,
COCTAaBISIONINX €INHYI0 dKocucTteMy. /locrarou-
HO HAaIIOMHHTH CHUTMa-BUPYC, OMPEACITTIOMIHI
YYBCTBUTEIBHOCTh JIPO30(HIIBI K YIJIEKHCIOTE,
CIOCOOHOCTh K (hUKCAllUM a30Ta KaK pe3yibTar
B3aMMO/ICHCTBHS TOYBEHHBIX OAKTEPHIl M BHICIIINX
pacTeHui, 11eJbIi Beep MPU3HAKOB WICHHUCTOHOTHX,
00YCIIOBJICHHBIN SHI0 CUMOMOTHYECKOM OaKTepreit
Wolbachia w T. 1. OTu IprUMepbl pacCMaTPHUBAIOT
YacTo KaK IPUMEPbl CAMOMOTHYECKOH (MH(EKIIMOH-
HOW) HACJIEICTBEHHOCTH, OJTHAKO WX MOXHO pac-
CMaTpHUBaTh MU KakK MpUMEPbl MOIUPUKAITTOHHON
M3MEHYUBOCTH. PaccMoTpeHne 3Toi mpobaeMbl
TOTpeOOBaIO OBl OTACITBHOMN JICKITUHU TI0 SKOJIOTH-
4yecKol reHeTuke. Jlanee paccMOTpuM moapoOHee
BOIIPOCHI BHYTPUBUAOBON N3MEHYMUBOCTH.

MATPAYHBIN IIPUHIIAII
N MEXAHU3MbI UI3SMEHYNBOCTHU

HpeHCTaBHeHHH O THUIIaX U3MCHYHMBOCTHU U HUX
MEXaHU3Max pa3BUBAJIMCb BMECTE C OCHOBHLIMU
KOHICIIIIUAMUA I'CHCTHUKHA.

CMeHa U MpeeMCTBEHHOCTh
napaanurmMbl B TCHETUKE

Mennenusm + sfiepHas TUIIOTe3a

|

XpoMocoMHast TEOpHUs

JHK xak reHeTHYeCKHil MaTepual

|

MatpuuHbIi OpUHLINI

|

?

OObeauHEHNE SIIEPHON THIIOTE3HI K MEHICITTH3-
Ma MOPOAMIIO XPOMOCOMHYIO TEOPHIO HACIENCT-



[Tpobaema nameHunBOCTH. DEHOMEHOAOT S 1 MEXAaHU3MbI 801

Omnis molecula ex molecula

Puc. 10. Hukonait Koncrantunosna Kospros (1872—-1940) — npoBo3BeCTHUK MaTPUYHOTO MPUHIIHUIIA B ONOIOTUH
U TIpeITIOKEHHAst UM CXeMa CTPOEHHUS XPOMOCOMBI, MTOJpa3yMeBalolas BO3MOKHOCTb €€ MaTPUYHOTO BOCIIPOU3-

Benenns (n3: (H.K. Konbrios, 1928)).

BeHHocTH. [locienHsas BMecTe ¢ opraHeIbHOM
HACJICICTBEHHOCTBIO Oblla 00beAMHEHAa B Ipea-
crapneHusx o JIHK kak yHuBepcajabHOM I'€HETHU-
YECKOM Marepuaie. ITa MOJIEKYJIIpHas apaaur-
Ma BOIUIOTHJIACh, B KOHLE KOHIIOB, B MAaTPUYHOM
npunnune. [Ipoo3sectHrkoM ero 0611 H.K. Kosb-
L[OB, NPEUIOKUBIINI MaTPUYHBINA IPUHIIMII BOC-
npousseaenus xpomocom (puc. 10) (Konbuos,
1936).

CeroaHs MaTpU4YHBIM OPUHIUI BOIUIONIAET
IlenTpanbHas gorMa MOJEKYISPHON OMOIOTHH
®. Kpuxka (Crick, 1958, 1970). Dt npencrapie-
HUSI, Ka3aJ10Ch Obl, HE COBMECTHMBI C KOHIICTIIHEH
0eKoBOI (ITPUOHHOM ) HAaCIeICTBEHHOCTH. B neiicT-
BUTEJILHOCTH MaTPUYHBIA NPUHLIUII OXBATHIBACT U
3Ty TPYIIy sBJICHUNA. MOXXHO TIPEICTaBUTh cede

BEJIOK

h ] \
’ \
1 1
\ !

Bernkosbie KOHGhopmepb!
1
M. M. 1l poga

]
I
H
v

bernkosbie kKoHghopmepbI

Puc. 11. I{enrpasbHast 1orMa MOJIEKYISIPHON OUOJIOTUH
(Crick, 1958, 1970. P. 138—163) ¢ momoiHeHHEM Kak
OTpa)keHHE MaTPUYHOTO MPUHIINTIA.

M. I1. — MaTpuuHBIC IPOLECCHL.

CYIIECTBOBAHHE B KJIETKE JBYX THIIOB MAaTPHII
U COOTBETCTBEHHO — JBYX THIIOB MaTPUYHBIX
mporecco (MII), a umenno: MII I pona, xorma
JIUHEWHBIE MaTPHUIIBI BOCTIPOM3BOIAT MOCIIE0Ba-
TEJIbHOCTh 3eMeHToB Mmarpuilsl, 1 MII II pona,
KOT/Ia MbI UMEEM JICJIO C MPOCTPAHCTBECHHBIMH,
WM KOH(pOPMAMOHHBIMU, MaTputamu (puc. 11).
B HacTostiiee Bpemst i3BECTHBI ITPOCTPAHCTBEHHBIC
MAaTPHIIBI TOJIHKO OSITKOBOW MTPHUPOIBI.

Bce MII I pona ompeneneHHo o0namaroT He-
KOTOPBIMH 00mmME cBoiicTBamu. He Oymem ro-
BOPUTH O TPEX CTAUSIX: UHUIIMAILIUH, JIOHTAI[UH
(cOOCTBEHHO KOMMPOBAHHH), TCPMHUHAIIMH, YTO
TPUBHAIBLHO. BakHee TO, UTO Il HUX XapaKTePHbI
ere J1Ba o0muX cBoricTpa (Taoi. 2):

— IlepBoe CBOWCTBO — MOJIUMBAPUAHTHOCTh U
CBsI3aHHAs C HEH HEOTHO3HAYHOCTh, KOTOPYTO YacTo
XapaKTePU3YIOT KaK YaCTOTY OIIUOOK MAaTPUIHOTO
cunTe3a. Jlydiie roBOPUTh O HEOAHO3HAYHOCTH,
TaK KaK «OIIUOKU» — CIIHMIIIKOM aHTPOIIOMOP(HO.

— Bropoe cBOHCTBO — CTOCOOHOCTH K penapa-
LMY FITH KOoppeKnuy. Jlydie Bcero (HO ellle 1aiexo
HE OKOHYATENIbHO) HMCCIeI0OBaHa penapanus Mmpu
perutukaryu. [Tpu 3TOM pekoMOUHAIHsI BOSHUKACT

Taoauma 2
XapaKTepuCTUKH,
o01mre I MaTpUIHBIX TIporieccoB I poma

OTansl Muaunuanmsa
Ononranus (KONMPOBAHNUE)
Tepmunarnus

CaotictBa | [TonmuBapraHTHOCTH (HEOTHO3ZHAYHOCTD )
B03MOXHOCTH KOPPEKIHH (perrapannn)
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Kak MOOOYHBIA Pe3yabTaT KOPPEKUHHU (pPEeKOM-
OuHauMoHHas pemapanus). Bcnomuute puc. 3.
Xopo1o u3BecTHa pUOOCOMHAs KOPPEKUHS MPH
TpaHcsiuuu. CnaGee oXapakTepu30BaHa B 3TOM
OTHOUIEHUH TPAHCKPUIILHSL.

Ot J1Ba CBOMCTBA (HEOTHO3HAYHOCTD U CIIOCO0-
HOCTb K KOPPEKIIMH ) HAXOAATCS B ONITUMAaJIBHOM Oa-
JaHce, OTpabOTaHHOM B XOZIE SBOJIFOLIUH, YTO U BBIPa-
’KaeTcsi B (PUKCHPYEMOM 3KCIICPUMEHTAIbHO YPOBHE
HeomHo3HauHOCTH Kaxkoro MII I pona (Tabm. 3).

TTo-BuiuMOMYy, IEPBBIM MOAOLIEN K ATOW TPO-
oneme H.W. [Hanmpo B 1938 1., roBops 0 myTarm-
OHHOM IIpoIlecce Kak aJalTHBHOM MpHU3HaKe BUa
(Wlamupo, 1938). CxazanHoe cpaBeAJIUBO AJIs
Bcex Tpex MII I pona. VIx HEOAHO3HAYHOCTD MOMKET
OBITh pEryanpyeMOH WK KaHAIU3UPOBAHOI B OIIpe-
JEJICHHbIE KJICTKH, YYACTKH I'€HOMA WM YYacTKU
OTJENBHOTO T'eHa. VI3BECTHBI Cilydau peryiupy-
MOl COMaTHYeCKOW MyTaOMIBHOCTH (MBI MPH-
BOJMJIM MIPUMEP BapHaOEIbHBIX YYaCTKOB HMMY-
HOIVIOOYJIMHOB), N3BECTHBI IPUMEPHI OCMBICIICHHUS
KOIOHOB-HOHCEHCOB B Pe3y/bTare MOAU(UKALINN
ocHoBanuiit MPHK win 3akoHOMepHOE TpouTEHHE
TaKMX KOJIOHOB KaK 3HA4YaIlluX MPH TPAHCIALUH,
TaK ke, Kak 1 3aKOHOMEpPHOE U3MeHEHNe (C/IBHT)
PaMKH CUUTBIBaHHUSI.

Hackonbko ckazanHoe 00 o0mMX CBOMCTBAX
MII I pona npumenumo k MIT I pona, 0 KOTOpBIX
MBI 3HaeM ropasno MeHbIie? CBOWCTBO HEOMI-
HO3HAUYHOCTH OTMEUYEHO B IpOIlecce MPHOHN3A-
U1 U BOCIIPOU3BE/ICHUS OCIKOB-IIPHUOHOB (CM.,
Harpumep: Bateman, Wickner, 2013). Tak, npuon
npoxokeit — daktop [PS/] MOXKeT CyliecTBOBATh
B HECKOJIBKMX BapHaHTaX, PA3IMUYAIOIINXCS CTa-
OMIBHOCTBIO U CTETICHBIO MHAKTHBAITUHU (pakTOpa
TEPMUHAIUH TPAHCISAINH, U3 KOTOPOTO OH 00pa-
3yercs. MI3BecTHBI pa3Hble KIOHBI IPHOHA MIIEKO-
nuTaronmx. CBOMCTBO KOPPEKIINU TPUMEHHUTEIBEHO
Kk MII II pona, ckopee Bcero, CieayeT CBA3bIBATh
C aKTUBHOCTBHIO HEKOTOPBIX OEJIKOB-IIANepPOHOB,
OTBETCTBEHHBIX 3@ IPOCTPAHCTBEHHYIO YKJIAIKY
MOJTATICTITUIHBIX 1ieTiel. [lepBast mombITKa 110100~
HOTO WJIM OJIM3KOTO IO CMBICIY PAacCMOTpPEHHUd
MaTpuiHbIX poueccos I1 poxa Obu1a mpeanpuHsTa
10. Yepnosbim (Chernoft, 2001).

Bce ckazaHHOE MOATATIKUBAET HAC K IPUHATHIO
«Ipyroi» kinaccupuKanuyu M3MEHYUBOCTH, OCHO-
BaHHOM Ha €€ MOJIEKYJISIPHBIX MeXaHn3Max (puc. 12).
HeonHO3HAYHOCTh peryiMKaluy Mbl CKJIOHHBI
CBSI3BIBATh C HACIEICTBEHHOM, MpEkKae BCEro

Taoauna 3
Heonno3nauHOCTH (4acToTa «OMIHO0K)
MaTpHUUHBIX IIpoueccos I poxa
(mo: Roy, Ibba, 2006)

YpoBeHb
IIpouecc
HEOJHO3HAYHOCTH

Perummkarus JJHK 10-8-10-10
Tpanckpummas JHK 10
Tpaucsuus:

CobcrBenno Tpancsiims MPHK 104
Amunoanunuposanne TPHK 103-10+

MYTaLMOHHOM, U3MEHYMBOCTBIO, @ HEOIHO3HAY-
HOCTb B 9KCIIPECCUU T'€HETHYECKONH NH(pOpMaLu
(TpaHCKPHITLIMU U TPAHCIALNHN) CBA3BIBATH C MO-
T(pUKAMOHHON H3MEHUYHNBOCTBIO.

BUOJIOTMYECKUN
«[IPUHIIAII HEOIIPEJAEJJEHHOCTH»

OnTuMH3M B OTHOIIIEHUH HAIIETO MOHUMAaHUS
MOJIEKYJISIPHBIX MEXaHU3MOB M3MEHYUBOCTU HE
noJKeH ObITh upe3MmepHbIM. llpencraBieHHas
3[IECh CXeMa CTAJIKMBAETCs, TPEXkJIe BCETo, C OT-
CYTCTBHEM OJHO3HAYHOTO COOTBETCTBHUS MEXKIY
KOHKPETHBIMH MOJIEKYJISIPHBIMHA MEXaHU3MaMH |
SIBJICHUSIMH Ha (DEHOTUITMYECKOM (KJIECTOIHOM, Op-
raHU3MEHHOM) yYpoBHE. OJIMH U TOT )K€ MEXaHU3M
MOXET OBITh OTBETCTBEHEH 3a pa3jIMYHbIC THIIBI
W3MEHYMBOCTH COITIACHO TPATUIIMOHHOM Kiiaccudu-
karuu. Camblii IPOCTOM MPUMEP — COMATUYECKUE
MyTallid U PEKOMOWHAIINM Yy MHOTOKJIETOYHBIX
OpraHU3MOB — HEJb3s OTHECTH K HaCJEeICTBEH-

Pennukauuns
reHeTM4YeCcKoro
MaTepuana

|[||:> M3meHuMBOCTb
7

Perynsauus

!

Okcnpeccus
reHeTnyeckomn
MHopMaLmmn

II]I::> I3MeH4MBOCTb

Puc. 12. Knaccudukamnusi TUIIOB U3MCHUYUBOCTH Ha
MOJIEKYJISIPHOM YPOBHE, OmpesernsieMas HeOAHO3Hau-
HOCTBIO PEIUIMKAlUM FeHETUYECKOTO Marepuajia u
9KCIPECCHH TCHETHYCCKON HH(DOpMAIIHH.
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HOW M3MEHYMBOCTU B OTCYTCTBUC BETCTATUBHOTO
pa3sMHO)KeHUs. B TO e Bpemst y OIHOKIETOUHBIX
3TOM TPOOIEMBI Yallle BCETO HE CYIIECTBYET. YxKe
YIOMHHAJIOCH IPOSIBIICHNE TIEPBUYHBIX TIOBPEXKIe-
HUH TEeHEeTHYECKOTO MaTepraa JIo NX yCTpaHeHHS
penapanueit Kak Monu(pUKAITMOHHBIC U3MEHCHUS.
Haxonern, nproHn3anyst 0eJIKoB — MpuMep HacIea-
CTBEHHOM M3MEHYMBOCTH y HHU3LIMX J3YKAPHOT,
HO B TO € BpeMs — npumep Moaudukanuii y
MitekonuTaonux. [IpuMeps! Takoro poga MOKHO
MIPOAOIKUATE, 0COOCHHO, €CITH O0OPATUTHCS K ITOITY-
JISIpHOfI HBIHC JITUT'CHCTHKE.

W3 Bcero 3Toro cieayer, 4To CyIecTBYET CBOETO
poza OMONOTHYECKUH «ITIPUHLIUI HEOTIPEIeIEHHO-
CTH», KOTJIa HET CTPOTO OJHO3HAYHOTO COOTBET-
CTBUSL MEXIY MOJICKYJISIPHBIMH MEXaHU3MaMH H
SIBJICHUSIMHA N3MEHYMBOCTH Ha YPOBHE OPTaHM3MOB.
Bnepsbie 0 OMOTOTHYIECKOM «IIPUHITUTIC HEOTIPEIe-
nennoctu» nucan E.J[. Ceeprios (2009) npume-
HUTEJIBHO K YACTHOMY CIIY4alO — OCMBICITUBAHUIO
KOJIOHOB-HOHCEHCOB, T. €. K HEOJIHO3HAYHOCTH
TpaHCIAIUHN. B 1elCTBUTENEHOCTH MPEIMET 00-
CYKJEHHUSI 3HAYMTENIbHO Iupe. buoigorndyeckuii
«OPUHOUII HEOMPEACICHHOCTHU) BBLITCKACT U3
MHOTOYPOBHEBOCTHU OpraHrU3allu JKUBBIX CUCTCM.
B pesynbrare 1aHHBIH KOHKPETHBII MEXaHU3M
MO:KeT OBITh OTBETCTBEHEH KAK 32 HACJI€CTBEeH-
HYI0, TAK M HEHACJIEJICTBEHHYI0 H3MEeHYHBOCTH
B 3aBHCHMOCTH OT TAKCOHOMHUYECKOH MpHHAa-
AJIeKHOCTH M CTAJAUU PAa3BUTHA UCCJIETYeMOro
o0bekTa. OOpaTHOE TOXKE BEPHO: pa3HbIC MOJIC-
KyJISIpHbIE MEXaHU3MbI MOTYT OTBEYaTh 3a OIUH U
TOT YK€ THII U3MECHEHHI.

PacmpocTtpanenHas cucteMa MOHATHU H
KJIacCu(pUKanuss M3MEHYMBOCTH — 3TO TO, YTO
MbI UCIIOJIB3YEM 3a HCUMCHHUCM JIYUIICTO. B
I[eﬁCTBHTeHBHOCTH MBI ABJIAEMCA CBUACTCIAMU U
y4acTHUKaMH (hOPMUPOBAHMSI HOBOM MapaurMbl
B PaCCMOTPEHUU U3MEHYMBOCTH KakK (pyHIaMeH-
TaJIHbHOTO CBOMCTBA KUBBIX CHCTEM.
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