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BBEJIEHUE

B oiHOM 0030p€e HEBO3MOKHO PACCMOTPETh BCE
ACMEeKThl M3MEHYHNBOCTH: COOTHOILIEHUE HaCIe-
CTBEHHOM M HEHACJIEeJICTBEHHON M3MEHYUBOCTH,
CHOHTaHHOW M MHAYLMPOBAHHOH, M3MEHYHBOCTH
B 9KOCHCTEMaX, KaUeCTBEHHbIE U KOJIMYECTBCHHBIC
3aKOHOMEPHOCTH M3MEHUYMBOCTH, 3HAYEHHUE Pa3-
HBIX TUTIOB U3MEHYHBOCTH B 9BOJIIOLINH U T. . MBI
COCPEZIOTOYNMCS TIPEUMYIIECTBEHHO Ha IEPBOM
aCIeKTe — COOTHOIIEHUHU HacleJICTBEHHON U He-
HacJIeICTBEHHON U3MEHYMBOCTH C HEM30€KHBIMU
9KCKYpCaMH B COIpeeIbHbIE 00IACTH.

«I'eneruka ectb (pU3MONIOTHSI HACIEACTBEHHO-
ctu 1 n3MenunBoctm» (barcon, 1906. LluTt. mo:
IaticunoBuy, 1988). D10 onpenenenue xapakTepu-
3yeT MpeAMET HACTOSIIECro 0030pa 1 3HAYCHUE UC-
CJIeI0BaHMSI N3MEHYNBOCTH KaK OCHOBBI T€HETHKH.
B 10 5xe Bpemst HannomHuM Bbicka3biBanue K. A. Tu-
MupsizeBa: «O01mas Teopus HACIEICTBEHHOCTH
MIPECTABIISIETCS MHE CTOJIb e Majo BO3MOXKHOI,
CTOJIb K€ MaJIO HY>KHOM, KaK 00111ast TEOpHs N3MEH-
ynBocTH» (Tumupsazes, 1890. Lut. no: aficuno-
Br4, 1988). OueBuHO, uro KimmMenTuit Apkas-
€BUY ObLI HE IPaB, BO-IIEPBBIX, IOCKOJIbKY Yepe3
JECATh JIET, KOrJa ObIIM HEPEOTKPHITH 3aKOHBI
Meneist, ObUIH 3a7105KEHBI OCHOBBI IMEHHO O0I1IEH
TEOPUH HACIIECTBEHHOCTH. [10-BUIMMOMY, OH OBLT
HE MPaB 1, BO-BTOPBIX, XOTSI CIEAYET IPU3HATH, UTO
o0u1asi Teopusi GMOJIOTMYECKO H3MEHYUBOCTH

[TpaBWILHO HA3BaTh 3HAYUT MPABUIBHO ITOHATh.
Konghyyuii, VI-V 6. 00 H. 5.

OTCYTCTBYET M B Hallle BpeMsl. DTOT MOMEHT U
oTIpenieNsieT coJepxKaHue JaHHOTO 0630pa.

[TonpobOyem naTh ompezesieHne W3MEHYUBO-
ctu. [IpuMem, 4TO U3MEHUYMBOCTH €CTh CBOWCTBO
M000# uccienyeMoil COBOKYITHOCTH OZHOPOJ-
HBIX CYIOIHOCTEH (B YaCTHOCTH OMOJIOTHYECKUX
00BEKTOB), OMHCHIBAIOIIEE X PAa3HOOOpa3ne Kak
00BEKTHBHOE sIBICHUE. B mepBom mpubnmke-
HUM MOKHO MPEANOJIOKUTH, YTO U3MEHYHBOCTD,
HabrogaemMas Ha JAHHOM YPOBHE OpraHM3aluu
(Marepun), ecTb pe3ysibTarT KOMOMHATOPUKH dJe-
MEHTOB pa3HO00pa3us MPEAIIECTBYIONIET0, OoJee
HU3KOTO (MPEABIAYIIET0) YPOBHS OpTaHU3aIiH.
Krnaccuuecknii mpumep — M3MEHUYMBOCTH (pa3HoO-
o0pazre) XUMHUECKUX IIEMEHTOB €CTh Pe3yybTar
KOMOHMHATOPUKHU 3JIEMEHTAPHBIX YacTHIl, BOILIO-
meHHbIX B lleproandeckoil cucteme 3IE€MEHTOB
.M. MenneneeBa. TOT puMep OTHOCUTCS K
CHCTEME TaK Ha3bIBAEMBIX HOPMAJIbHBIX (ITapajinT-
MaibHbIX) Hayk (KyH, 1977).

[TomoOHBII TOX0/ 3aTPYIHEH B OMOJIOTHH KaK
MPEUMYILIECTBEHHO IOMAapaJurMaJbHON HayKe U
reHeTHKe (CKopee, apajiurMaibHON AUCHUILTHHE),
IIOCKOJIBKY OH CTaJIKUBA€TCsI C TPYIAHOCTSIMH, OIIpe-
JIeJIIEMbIMA MHOTOYPOBHEBOCTBIO OpraHHU3aINN
OMOJIOTHYECKUX CHUCTEM. MeXxaHU3Mbl OMOJIOTH-
YECKUX SIBICHUU MPEMMYIIECTBEHHO, €CIU HE
HCKJIIOYUTEIBHO, — MOJICKYJISIPHBIC, B TO BPEMsI KaK
(heHOMEHOJIOTHSI BOIIOIIAETCS HA KJICTOYHOM U
OpraHn3MeHHOM ypoBH:X. Oco3HaHKE 3TOro (haKTa
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ompeiensieT 0COOCHHOCTH COBPEMEHHOTO dTara B
WCCIIeIOBaHUH N3MEHUMBOCTH KaK HEOTHEMIIEMOTO
CBOMCTBA JKUBBIX CUCTEM, UX (DYHKIIHOHUPOBAHUS
Y DBOJTIOIIHH.

KIIACCUOUKALUA N3SMEHYNBOCTHU

OO0menpuHsTas Knaccu(puKarus I3MEHIYHBOCTH
npencrasiieHa Ha puc. 1 (Mure-Beuromos, 2010). B
OCHOBE KJIacCU(DUKAITIH JISKHUT Pa3IeICHUE H3MCH-
YUBOCTH Ha HACJICJICTBEHHYIO U HEHACJICICTBCH-
HYI0, WK MOAM(DUKAMOHHYIO. DTO pasielicHHe
BOCXOJIUT K JAPBUHOBCKOMY PaCCMOTPEHHEO HEOTI-
peneneHHo (HaCIeICTBEeHHO?) U OTIpe/IeTICHHOM
(Momu(UKATOHHOH ?) H3MEHYHBOCTH.

IIpu 3TOM MBI OOBIYHO MOAPA3yMEBAEM, UYTO
HACJICJICTBEHHAs! U3MEHYUBOCTH (TIPEXKJIE BCETO,
MyTaI[MOHHAsI) HEOIPEIeIeHHA, TTOCKOJIbKY OHA
BOTLIOIIAETCSI B PA3HOHAIPABICHHBIX MO TIPOSB-
JICHUIO BapHaHTaX CIIOHTAaHHBIX WM WHIYLUPO-
BaHHBIX BHEITHUMH BO3JEHCTBUAMH W3MEHEHHH.
[Tpu 3TOM paccMaTpUBaIOT HEOIPEICICHHOCTD B
OTHOIIICHUH PEAKIINHU Ha ()aKTOPBI BHEIITHEH CPEJIbI,
YTO SIPYE BCETO BOILIONIAIOT MyTAILlUH, aIalITUBHYIO
[EHHOCTh KOTOPBIX HE OMPENCISIOT WHIYIHPY-
I0IMe UX BHENIHWe BoznelcTBus. K mpobieme
OTIpe/IeTICHHS TIOHSATHUS «MYTaIlis» MBI BEpHEMCS
B JaJIbHEHIIIEM.

HacnencTBeHHY0 M3MEHYUBOCTh MPHUHSATO
MOJPA3/IeNIATh HA MYTallMOHHYI0 U KOMOWHATHB-
Hyto. [Ipu »TOM MyTanuoHHasT U3MEHYUBOCTH
Moipa3yMeBaeT BOSHUKHOBEHHE HEKOTOPBIX HOBBIX
HacllelyeMbIX BapuaHnToB. [loHagany B MyTanmoH-
Hoi Teopun I. e Ppuza peus muTa 0 YUCTO de-
HOTUITUYECKUX XapPaKTEPUCTHKAX BO3HUKAIOIIUX
MyTtaHnToB. HarmomuumM, uto Toraa (1901 r.) emie He
OBLITO HU MTOHSATHSI «T'€H», HI XPOMOCOMHOM TEOpHH
HACJIEZICTBEHHOCTH. HEeCKOIbKO AECATHIIETHIA T10-
TpeOOoBaJIOCh AJIs MPeBPALEHHS «MYTAIIMOHHOI

Teopum» (IMIPOUCXOKIEHUSI BUAOB!) B «TeOPUIO
MYTALMOHHOI'0 MPo1ecca (MOYyBCTBYUTE pa3HU-
1y !). MyTaruu mpuHSTO MOAPa3IeysiTh HAa TEHHBIE,
XPOMOCOMHBIE U TCHOMHEIE.

KoMOMHaTHBHYI0 N3MEHUYHBOCTH CBSI3BIBAIOT C
riepepacpenesieHIeM HETOMOJIOTHYHBIX XPOMOCOM,
nepepacmnpeieIeHueM XPOMOCOMHBIX U HEXPOMO-
COMHBIX F€HOB, UTO ITPOUCXOUT MPEUMYIIICCTBCHHO
B Meli03e, a TAKIKE U B MUTO3€ TIPH [TapaceKCcyatbHOM
IpoIIecce, ¥ C KPOCCHHTOBEPOM, T. €. PeKOMOWHAITU-
il y9aCTKOB TOMOJIOTHYHBIX XPOMOCOM.

[TpuHITO 0CO00 BHIIETSITH OHTOTCHETHIECKYIO
HU3MEHYUBOCTh, O0BETUHSIIOIIYFO SIBJICHUS, B OCHOBE
KOTOPBIX JICKHUT PETYIALNS IKCTIPECCUH TeHETHYIe-
CKO# mH(OpMAITUH, TTPOUCXOASIIAsK (PETYISAINs) Ha
BCEX YPOBHSX OpraHU3aIH 1 IKCITPECCUH TeHETH-
YecKoro Marepuaina. TakuM 00pa3oM, OHTOreHeTH-
yeckasi U3MEHYMBOCTH MMEET 4epThl, 001Ine ¢
MOAN(PUKANMOHHON N3MeH4YnBOCThIO. Crofa ke
OTHOCST W siBIIeHUS] AU PepeHIIMPOBKY, CBsI3aH-
HBIE C IePeCTPONKaMH TeHETUIECKOTO MaTepuala,
HarpuMep, ¢ 00pa30BaHUEM aHTHUTEI 1 BapUAIASIMH
AMMYHOTJIOOYJTHHOB. DTO POAHUT OHTOTCHETHYE-
CKYyIO H3MCHUHUBOCTh C HACIICIICTBEHHOM.

Haxownermn, emie ofuH TUM WU3MEHYUBOCTHU (U
HACJIEICTBEHHOCTH) — SIIUTCHETHUECKAasl, KOTopast
CTaJa MPeIMETOM HHTEHCHBHOT'O UCCIICIOBAHUS B
TTOCIICHAE MECATHIICTHS (CM.: DrureHeTrka, 2010,
2012). DnureHeTHYECKYI0 U3MEHYUBOCTDH CBSI-
3bIBAIOT € HACJeIyeMbIMHU B PSIAY KJIETOYHBIX
(a MHOTIA U MOJIOBBIX) MOKOJIEHUI BApHALMSIMH
B JKCIIPECCUH TeHeTH4YeCcKoil uH(popmanum, HO
He 3aTParuBalIIUMU MEPBUYHYH) CTPYKTYPY
reHeTH4YeCKOro MaTepHaJia.

Pa3zBuTHe MONEKyISIpHOU T€HETUKH, Mpe-
HMYLIECTBEHHO C cepeiMHbl XX B., OCHOBAHHOE
Ha TCHACHIUSIX 30POBOTO PEAYKIIMOHU3MA, U
MPOHUKHOBEHHE B MEXaHU3MBI TCHETUUYECKUX
MPOLIECCOB BBISIBUJIO CEpbe3HbIE MPOTUBOPEUUS B

MN3meH4nBoCTb

HacnencteeHHas

HeHacneacteeHHas

KombuHaTtueHas | MyTaumoHHas

OHTOoreHeTnyeckas

(BnureHetnyeckas)

Puc. 1. Knaccudukarus n3MEeHINBOCTH.
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MPUHATON KIACCH(PHUKAIIMYA U3MEHYMBOCTH. DTO
MOCTABUIIO TOJ] COMHEHHE aJIeKBAaTHOCTh HAIIHX
NpEICTaBICHUH 00 U3MEHUYUBOCTH H MIPE/IBEIIACT
CMEHY TapaauTMbl B dTOW 00JIACTH TCHETHKH.
PaccMOTpHM HEKOTOPBIE OYEBHIHBIE TIPOTHBOPE-
4uisi, BO3HUKAIOIIKME Ha ITyTH K pa3paboTKe 00IIei
TEOPUH U3MECHYMBOCTH.

MOJIMOUKALAN

Monupukauuu NPUHATO CBA3LIBATH C a/1aIl-
TUBHBIMHY (U HEHACJIeTyeMbIMH) U3MEHEHUIMHI
OpPraHU3MOB, 2/IEKBATHHIMU BHEIIIHUM BO3/1€ii-
crBusaM. OTCrofla ¥ CBSI3b TIOHATHH «MOIU(UKA-
LUA» U «OIpeNeSIeHHas U3MEHUYMUBOCTbY. Anarl-
THBHAS PEaklys OpPTaHM3Ma Ha M3MEHSIONTYIOCS
cpeny oOMTaHMS OCHOBaHAa Ha Pa3sHOOOpPa3HBIX
MEXaHU3MaX PEryISIIUHI KCIIPECCUU TEHETUYECKOM
nH(pOpPMAIMKN Ha Pa3HBIX YPOBHSX OpraHHU3aIHH
TEHETHYECKOT0 MaTepuaia U SKCIIPECCUU TEHOB.

B mammm qaM npeicTaBieHns 0 MOTU(pUKAITHISIX
KaK NCKITIOYUTEIIHHO aJalTHBHBIX H3MCHEHUSIX HE
BBIZICPXKUBAIOT KPUTUKH. HarmmoMHIM BO3HUKHOBE-
HUE MOP(O30B, KOTOPHIC JOCTUTAIOT Y JIPO30(IIIBI
OTPOMHOM YaCTOTHI ITPHU BO3ACUCTBUU HEKOTOPBIX
XUMUYECKHUX BEIIECTB HA ONPEICICHHbBIC CTAIUU
passutus (Pamomopt, 1939). Mopdo3sr He Hace-
IIyIOTCsI. B 3TOM OTHOIIIEHUN OHH COOTBETCTBYIOT
MPHHATOMY OIpelleNIeHnto Monudukamuii. B To
K€ BpeMsl OHU HE MPEJICTABIISIOT COOO0M ajieKBar-
HOM, WM aJanTUBHOM, peaKuy Ha IPUMEHSIEMOE
BO3IEHUCTBUE.

Moaudukauuu MOryT NposIBJASITHLCA U He-
3aBHCHMMO OT BHEIIHUX BO3/leicTBUM. Briepsbie
ato mokazan b.JI. Acraypos (1927) na mpumepe

tetraptera

Puc. 2. bopuc JIsBoBUY Actaypos (1904—1974) u uccrne-
JIOBAaHHBIN UM MYTaHT tetraptera D. melanogaster.

CIIOHTAHHOH (aBTOHOMHOH, 10 AcTaypoBy) H3-
MEHYMBOCTH TNPOSIBICHUSI MyTaLlUU fetraptera y
Ipo30¢uITEl (puc. 2), IMEBIIeH HEeTIONHYIO TTeHe-
TPAHTHOCTH U BapPbHUPYIONIYIO SKCIIPECCUBHOCTb.

ConocTaBisdst 4acTOThI «YPOAOBY», UMEIOIINX
JIMIIIHEE MPaBOe M JIMIIHEE JIEBOE KPBLIO, C Yac-
TOTOW CUMMETPUYHBIX aHoMaui, b.JI. Actaypos
MPUILET K BBIBOAY O TOM, YTO MYTaHTHBIN I'€H
HMEET €CTECTBEHHOE HEYCTOMUMBOE IPOSIBICHUE,
peanusyronieecs: He3aBUCUMO Ha JIEBOM U TIpaBoil
CTOpOHAX TeJa IPo30(HITBL. DTO, HECOMHEHHO, MO-
TruKanMOHHBIC N3MEHEHNS, HUKAaK HE CBS3aHHbIC
C aJIaNTUBHOM peakiuel opranusma. bosee toro,
pedb 1u1a pakTHYECKH O CIOHTAHHON HEOHO3HAY-
HOCTH B DKCIIPECCHH TeHa (KaK MBI CKa3ad OBl
ceifyac) WM O CIIOHTAaHHON MOIU(UKAITMOHHOM
M3MEHYHMBOCTH 110 aHAJIOTUHU CO CTIOHTAHHBIM MY-
TAIMOHHBIM ITpoLieccoM. B Halm qHM Takue rpe-
CTaBJICHHS TPOHUKIIN JaXKe B HAyYHO-TIOMYJISIPHBIC
myOnuKanuy, yBel, 0e3 ccbutku Ha b.JI. ActaypoBa
(cm., Hampumep, YonHED, 2008).

Oco0o0 cienyer OTMETHTh, YTO K MOAH(U-
KallMOHHBIM HM3MEHEHUsIM (M0 OOIICTIPUHITOMY
UX ONpEJeNICHHIO) MOXKET MPUBOJUTH U (PEeHOTH-
MMHYECKOE MPOSBICHUE MEPBUUYHBIX M3MEHEHUI
FeHEeTUYECKOro MaTrepuana (CM. gajee) A0 UX
ycTpaHeHus cucreMamu penapanuu (CTernueHKoBa
u ap., 2009). Takum 00pa3oM, OKa3bIBaETCs, 4YTO
B OCHOBE MyTallMii U HEKOTOPBIX MOAU(DUKAIHMN
MOTYT JIeKaTh OOIIME MEXaHU3MBbL. DTO Ba)KHO
MOHUMATb ITPU UCCIEA0BaHNH U AU PepeHInalun
BPOKICHHBIX W HACIEACTBEHHBIX aHOMAJUH, B
YaCTHOCTH y YEJIOBEKA.

HACJIEACTBEHHAS UBMEHUYUBOCTD

Oo6parumcst k mytamusm. [lpexne Bcero, Ha-
CTOPaXMBAET OTCYTCTBUE OOIICTIPUHSATOTO OIIpe-
JeTISHUs MyTalyu. PUCKHY TTPETOKHT €IIie OTHO
oTpeleNieHne MyTalluH, He MpeTeHAyolee Ha
HUCTUHY B HOCJIG}Z[HCI\/'I WHCTAaHIUU.

MyTanus — HacJiexyeMoe u3MeHeHue reHeTH-
YeCKOro MaTepuaJia, He CBOAUMOE K XapaKTepu-
CTHMKAM IeHeTH4eCKOro MarepuaJja (reHOTUIIa)
ponuTeieii.

DTOo ompeAeNicHHE HE BKJIIOYACT MOMBITKH
OTMECKEBATHCA OT IIOHATHUA peKOM6I/IHaHI/II/I, qTOo
XapaKTEpHO JUIsl MHOTUX JPYTUX OIPEACICHUN U
YTO MPEJICTABIISCTCS HAM HETPOIYKTUBHEIM. Tem
HE MeHee IpeJuiaraeMoe OIpe/IeIeHue OTHO3HAY-
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HO OTJICNIICT MYTallUd OT PEKOMOWHAIIMOHHBIX
coObrThii. Torma cioBocoueTaHNE «TPAHCIIO30H-
HBI MyTareHe3)» OKa3bIBACTCS HENPUEMIIEMBIM,
MTOCKOJIbKY BHEIPCHHE TPAHCIIO30HA Kyaa OBI TO
HU OBLIO €CTh MO CBOEMY MEXaHH3MY COOBITHE
pPEKOMOMHAIIMKM U, CTPOTO TOBOPSI, K MYTaIHsIM
OTHOCUTBCS HE JJOTKHO.

Eciu npunsATh Hame onpeneneHue, TO HE BbI-
JIEPKUBACT KPUTHKH MOJPA3/ICIICHIEe MYTaIni
Ha TEHHBIC, XPOMOCOMHEIE M TEeHOMHBIC. XPO-
MOCOMHBIE MYTAIlMH — TOXKe CYyTh COOBITUA
NMPEeUMYIEeCTBEHHO PeKOMOUHALIMOHHBIE, KaK
npeanonoxun A.C. CepebpoBckwii eme B 1929 1.
(Serebrovsky, 1929). HeiHe 3T0 mpeacTaBieHne
cTaso o0menpuHITHIM. [ [pr 5TOM Hy>KHO TOMHHUTB,
YTO PEKOMOMHAIIHNS MOXKET OBITh KaK TOMOJIOTHY-
HOM, TOT/Ia 3TO — KPOCCUHTOBEP, TaK U HETOMOJIO-
TUYHOM, TOTAAa 3TO IPUBOAUT K IIEPECTPOIKAM Kak
BHYTPH-, TAaK U MEXKXPOMOCOMHBIM.

MyTauum U XpoMOCOMHbIE MepPecTPOiiKH,
paszaensieMble TI0 X KOHEUHOMY PE3yibTaTy, TeEM
HE MCHEe, HMEIT 00IIHe YePThl 0 MeXaHU3My
BO3HHKHOBEHHSI.

3nech BIOJIHE YMECTCH €Ie OJUH MCTOpUYe-
CKHI1 9KCKYpC B pa3BUTHE TCOPUU MYTAIMOHHOTO
nporecca. [IpencraBieHus 0 MepBUYHBIX COOBITH-
X, TIPUBOASIINX K MYTaIMsIM, CBSI3aHBI, IPEXKIE
Bcero, c umenamu H.B. Tumodeera-PecoBckoro n
M.E. JloGarmena.

B 1935 r. BbImIa 3HaAMEHHUTAS «3C€JICHAS] TET-
panby, WK «paboTa TPEX MYKUUHY, TIOCBSIIICHHAS
pa3paboTke TeOpPHUU MHIIEHH TPUMEHUTEIEHO K
M3yUYSHHIO MyTAIMOHHOTO MPOIIecca Y APO30PHITBI

Anexcanap Cepreesnu CepedpoBckuii (1892—1948).

(Timofeeft-Ressovsky et al., 1935), B koTopoii My-
TaIUIO TeHa (B JICWCTBUTEIILHOCTH PEIIECCHBHEIE,
CIIETITICHHBIE C ITOJIOM JIETaJIN ) pacCMaTPUBAIIN KaK
OJTHOAKTHBIN TEPEX0/ TeHa U3 OJHOTO aJJIeNbHO-
IO COCTOSIHUSI B JIDYTO€ B pe3yJbrare MonalaHus
MOHUBHUPYIOIICH YaCTHIIBI MJIM KBAHTA SHEPTHU
HEMOCPEACTBEHHO B I'eH. TPYyJIHO MPEyBEIUYUTH
3HAYEHHUE FTOU paOOTHI ISl BCETO MOCIIEIYIOIIETO
pa3BUTHA MONEKYIsIpHOW Omonorun. CloKHbBIE
OMOJIOTHIECKIE MPOIECCHl OBIIN YIa9HO YIIPO-
IICHBI JJ1s1 TIOHUMaHUs (DU3UKOB, UTO B PE3YJIbTATE
TIPUBJICKJIO MHOTUX U3 HUX B 6nonoruio (cum. [lpe-
muHrep, 1972; Welch, 1995).

[NapannensHo B JIeHUHTpaICKOM YHHBEPCHUTETE
M.E. JloGameB pa3BuBas CBOIO (puU3HOJIOrHYe-
CKYI0 THIIOTe3y MyTaIOHHOTO mportiecca (JIoba-

Huxonaii Bnagumuposuu Tumodees-Pecosckuit 1 Muxaun Edpumosuy Jlobaies
(1960-e rr. ®oto B./I. CuMoHEHKO).
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mieB, 1947), coracHo KOTOpoH JTIF000€ MyTareHHOE
BO3JeiiCTBUE CHaYaJla MPUBOAUT K ITOBPEXKICHUIO
KJIETKM U TEHETHYECKOI0 MaTepraia. JTH IepBUY-
HBIE TIOBPEXKICHHS yCTPAHSIIOT CUCTEMBI perapa-
nuu. MyTanusi — pe3yJabTaT HeTOK/AeCTBEeHHOM
penapanuu. He BaBasice B JeTalld U OIycCKas
HUCTOPUYECKHE ITANbl UX YTOUHEHUS, OTMETUM
TOJIbKO, YTO MPaB OKazajcs MMeHHO Jlobares, kak
CTaJI0 OYEBUAHBIM K KOHITY 60-X IT. ITPOILIJIOTO BEKa.
K sTomy Bpemenu ctanm oOmEenpuHATHIMU TIPE-
crasienus o JJHK kak reHeTuyeckom Marepuaie,
a CTaHOBJIEHHE MYTallHil CTaJH CBA3BIBATH C
nponeccaM penapanuu, MPOUCXoasiliell Kak
B X0/1€ PeIUIMKALMH, TAK U IIPH PeKOMOMHALIMHT
moJgexya JTHK.

N3yuenue penapauuu JJHK, Hecymeit nep-
BUYHBIE MOBPEXKJECHUSA, MPOAOJIKAET aKTUBHO
Pa3BUBATHCS U B HALIM THH, U KOJIMYECTBO (PaKTOB,
MOJTy4aeMbIX MPH M3yUYEHHH PAa3IUYHBIX MOJICKY-
JSIPHBIX MEXaHU3MOB perapanum, IOpold OTCTaeT
oT Teopernyecknx o0obmeHuii. [losTromy ocra-
BHUM 3Ty OOJNaCTh JJIi CAMOCTOSITETIHHON JIEKITHH
U 1ornpoOyeM MpeicTaBUTh TOIBKO HEKOTOPYIO
0000LIEHHYIO CXeMY CyIAbObl MEPBHYHBIX IO-
BpeXIeHUH (MOANHUKALNI TEPBUYHOHN CTPYKTYPBI
JAHK, omHOHHUTEBBIX U IByHHTEBBIX Pa3phIBOB) U
UX B3aMMOIPEBPAIIECHUH B IpoLecce penapanuu
TEHETHUYECKOTO Marepuaia (puc. 3).

(MepsuuHoe) nospexaeHve JHK

Cnoco6 BoccTaHOBMNEHMS

[Ipu aTOoM oT™MeTuM, uto paspsisel JJHK nexar
HEMOCPEICTBEHHO KaK B OCHOBE TeHHBIX MYTaIlni,
TaK ¥ XPOMOCOMHBIX IEPECTPOEK, KOTna pernapa-
[IHST IPOUCXOANT ITYyTEM HETOMOJIOTHIHONU PEKOM-
OuHamuu. ITOMY CIOCOOCTBYET HECaydalHOe
MIPOCTPAHCTBEHHOE PACIOJIOKEHUE XPOMOCOM B
nHTep(a3HOM s/Ipe, IPU KOTOPOM KOHTAKTUPYIOT
YYaCTKH HETOMOJIOTHYHBIX XPOMOCOM (HaIlpuMep,
cM. puc. 4).

Wrtak, MyTalud I'€HOB U TaK Ha3bIBacMbIE
«XPOMOCOMHBIE MyTallil» — CYIIECTBEHHO pa3-
HbIC COOBITHUS, XOTS ¥ UMEIOIIHNE OOIKE dTarbl B
MPOLIECCE BOZHUKHOBCHUS.

CoBceM nHa4Ye 0OCTOUT JIEJO C TaK Ha3hIBAEMBbI-
MH «T€HOMHBIMH MYTAIUSIMH, TTPUBOISITAMHI
K aHAYIUIOWANHN W TOJUILIONANN. B OocHOBE WX
BO3HUKHOBCHHSI JIS)KAT HAPYIICHUS GYHKIIUH OelI-
KOBBIX DJIEMEHTOB IIUTOCKENIETA, B3AUMOACHCTBUS
HUTEU BEpeTeHa C LIEHTPOMEPAMHU, B PE3yJbTaTe
Yero MPOUCXOMAST MOTEPH WIM HEPACXOKIICHHE
OTAENBHBIX XPOMOCOM WJIH IEJbIX T€HOMOB.
Ctporo ToBOpPS, 3TO — MOAM(PUKANUOHHBIE
(T. e. HeHACJIeyeMble) U3MeHeHUs1 0eJIKOB, KOTO-
pble TeM He MeHee BJIEKYT 3a c000ii HacJ1eICTBeH-
Hble U3MEHEeHHsI TeHOMA.

DTOT mapaIoKCaIbHBINA BBIBOJI CIIEAYET YUUTHI-
BarTh, paccyk1ast O COBpeMEHHOM OJIOYHOM TTPUHIIN-
e B TEOPUH MOJICKYJISIPHOHW ABOJIOIINH, B OCHOBY

[eHeTuyeckne nocneacTems™™

*Mopaudukaums ocHoBaHWUiA -, TeHHble
“EesEEEs’ Moancpukaus, Penuauns, TS -7 wyrau
g IEETTRE 4 T~ ~» BoccraHosnenve
3KCLU/I3I/IHﬂ cTpykTypbl AHK
[eHHble MyTaLmn
*OpHOHMTEBbIE pPa3pbiBbl P 6 P > 5(%2%0:54;%3%
\ . ekoMbuHaums, PecuHtes Lenu --
Su EEeaa S Hi, FeouHTes em > abeppauym
¥ s BRI BoccraHoBneHve
ﬂ cTpykTypbl AHK
*[1ByXHUTEBbIE pa3pbIBbl > f(ngf:;gzzi?e
ST BEEEEY _________ Pekomburauus, PecutTes uemn __  --~"" a6eppauym
B RRRRT T ~3 B
OCCTaHOBIIEHVE
ﬂ cTpykTypbl AHK
-, Bce tvnbl myTaumn
OcTaHoBKa SOS penapauus 1 ee aHanoru > 77 -7y pekoMBUHaLIA

KNETOYHOro umkna ~~~~~~~~ 77Tt TTTTTTTT

l

AnonTo3

~~ BoccraHosnenve
cTpykTypbl AHK

*MoBpexaeHusi, BosHukatowme B IHK, nepBuyHble nnun B pesynstaTe Mx AanbHeNLWwmnx npespaLleHui;
**pe3ynbTaT HoOpMaribHOrO NPoLecca BOCCTAHOBIEHWS UMU €r0 «OLUIMGOKY.

Puc. 3. Cynp6a nepsrunbix mospexaeamnii JJHK.
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Puc. 4. [IpoctpancTBeHHAss MOJIeTh HHTEP(HA3HOTO TeHOMA JPOXOKEH S. cerevisiae.

Kaxcmast u3 16 xpomocom okpariieHa cBouM 1ietoM (Zhijun Duan ef al., 2010. P. 363-367).

KOTOPOTO CTaBSITCS COOBITHS IyTUTMKAIINN TCHOB,
Y4acTo IMyTEM MOJUIUIONIU3ALMU C TTOCIIEYOIIEe
ux ausBeprenuuei. [lomydaercs, 4To Mbl HEAOOLE-
HUBAEM POJIb MOJU(UKAIUI B IBOITFOIUH.

[Ipu 3TOM ClieryeT HATOMHUTD, YTO MOJIUILIOU-
TSI MOYKET BO3HUKATh U B pe3ysIbTraTe THOpHIU3a-
LIUM, YTO YK HUKAK K MyTallUsIM HE OTHOCHUTCS.

OHTOI'EHETHYECKAS
N ONMUT'EHETUYECKASA NIBMEHYUBOCTD

ComtacHo pacIpocTpaHeHHOH Ki1acCupUKaIn
OHTOreHeTHYecKasi H3MEHYHBOCTh 3aHUMAeT
NMPOMeKYTOUHOE MOJI0KeHHEe MeKY HACTeICT-
BeHHOU M mMoauukaunonnoii. Kak yxe yno-
MHHAJIOCh, 3TO U PETYyJsIMs IeHCTBUS T€HOB (O
MHOT'OUHCJICHHBIX MEXaHU3MaxX KOTOpOU ciemyeT
paccka3bIBaTh OTAEIHHO), U IEPECTPORKH TeHEeTH-
YeCKOr0 Marepuaia, Kak B ciydae nuddepeHnu-
poBkH UMD o1TOB. B mocieanem ciyyae MOKHO
CKa3aTb, YTO T'€H JJIs KOHKPETHOW IeNMH UMMY-
HOIJIOOYNIMHA HE CYIIECTBYET B MOJIOBBIX KJIETKaxX
MJICKOTIUTAIOIINX, & ()OPMUPYETCS B OHTOTCHE3e
MyTeM HamnpaBIeHHOU COOPKH «3arOoTOBOK» H
MTOCIIEAYIOMIETO CalT-HAIIPAaBICHHOTO MyTareHesa
B y4acTKax, KOAMPYIOIINX BapradenbHbIe (par-
MEHTHI MMOJUIENTHIHBIX [Ienel (puc. 5, 6).

MoxxHO nosararb, 4to Oojee crienu(puIHoO ¢ OH-
TOre€HEe30M CBSI3aHA MUTeHeTHYeCKasi U3MEeHYHU-
BOCTb, [IPU KOTOPOI IPOUCXOASIT HEKOTOPBIE U3ME-

HEHHMs1, OOBIYHO HE 3aTParuBaloIye NepBUYHYI0
crpykrypy AHK, HO, TeM HEe MeHee, yCTOMYNBO
HaclielyeMble B psily KJIETOUHBIX AEJICHUU. DTH
N3MEHEHUS JISKAT B OCHOBE IPOLIECCOB AETEPMHU-
Hanuu (M TpaHCACTCPMUHAIINN) U TTOCIICIYIONICH
1 epeHIUPOBKH CTBOJIOBBIX KIIETOK.

To, 4T0 3MIMTEHETHYECKOE HACIIEIOBAHUE JOJIXK-
HO OBITH CBSI3aHO C PErYISTOPHBIM COCTOSTHHEM
reHa, YCTOMYMBO MEPEefaBaeMbIM MPH KIETOUHBIX
JIeJICHUSAX, BIIEpBbIe MpeArnosoxua B 1949 r.
M. enn0oprok (ro: Jablonka, Lamb, 1995). B 1975 .
P.H. Yypaes u B.A. Patnep chopmynuposanu
Teopuio 3nurena (Uypaes, Patuep, 1975; Uypaes,
2005), oOBICHSIONIYI0, KAKUM 00pa3oM TO WU
JOpyroe U3 ABYX aJbTEPHATUBHO PEryIUpPyEMbIX
COCTOSIHUH MOXET YCTOHYMBO HACJIeI0BAThCS
Mpy B3aMMOJICHCTBUN ABYX B3aMMHO pempec-

Cu2 p,v,0,8unue

C.3 .
Y H- Tskenble, L — nérkve yenu.

C — KOHCTaHTHbIE,
V — BapuabenbHble y4acTku.

Puc. 5. llenxt *UMMYHOTTIOOYIHHOB.
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V-reHbi C-reHbl

D-reHbl J-reHbl

1 2345 n 1 2 3 4 5 n

L |
O6beanHeHve
oTAenbHbIX
V, D n J reHoB

T

MonHbI V-reH, \
rOTOBBI [N COeANHEHUS

¢ C-reHom

OpwH u3 C-rexoBs

ﬁ

V'ren l C-reH

TpaHckpunums

E MpoueccuHr MPHK

WHTpOH 1

3penas MPHK
TSHKENnon uenu

Puc. 6. O0beanHEHNE YIaCTKOB T€HOMA, KOTUPYIOIINX
TSOKENTYIO IIenb HMMYyHOTIoOynmuHa (1mo: (JKumyres,
2002)).

OTto0panHbIe D- U J-CerMEHTHI IEPEMEIIAOTCS U3 Pa3IMYHbIX
pafioHOB XpPOMOCOMBI U (hOPMHPYIOT BapuaOeIbHbIH I'eH,
KOTOPBI COEANHSIETCS C OMHUM M3 KOHCTAHTHBIX C-TEHOB.
Wurpon mMexay BapuabenbHOW M KOHCTAHTHOW MOCIIeI0Ba-
TenpHOCTSIMH yransiercst 3 PHK-tpanckpunra, B pesynsrare
gyero oOpasyercs Monekyina MPHK.

cupyromuxcsi oneporoB (puc. 7). Ha pybexe
BEKOB 3Ta TEOpHS MOJy4yHsia ONecTsinee dKCIe-
pUMEHTAIILHOE MOATBEPKIACHUE, KOTJa SIUTEH,
CKOHCTPYHMPOBAHHbIA METOIAMH TeHHON HHYKCHEPHH,
paboTai B KlieTKax E. coli B IOJTHOM COOTBETCTBUHU
¢ reopueii (Tchuraev et al., 2000).

Uypaes u PatHep «noamisiienny CBOX MOJIEIb
SMHUreHa B OHTOreHe3e OakTepuodara A. B 1o xe
BpeMsl OpraHu3alus TeHeTHYECKOTO MaTrepuaia
9YKapHUOT OTIINYACTCS OT TAKOBOI MPOKAPHOT U UX
BHPYCOB. Y HHUX HET OTICPOHOB, ITOTOOHBIX OaKTe-

L1

)
tc rex C,OcR; /\
5
3
UOR -
)

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

R1

JIByXKOMITOHEHTHBIH smureH A-dara. beskoBble NPOLYKTHI
ucTporoB C, 1 tof SIBISFOTCS penpeccopamu JUls OTIEPOHOB
R1 u L1 coorserctienno. POy, P, Op — npomotop-ome-
paruBHbIE 30HbI OnepoHoB L1 n R2, t. tp, — TepMUHATOPLI
TPAHCKPHITIIHU STHX ONEPOHOB.

pUATBHBIM €IUHULIAM TPAHCKPHUIILIUUA U PETYIIS-
LMY, BKJIIOYAIOLIUM HECKOJIBKO FeHOB. Perymsius
SKCIPECCUH OTIEIbHBIX TE€HOB OCYIIECTBIACTCS
Ha ypoBHE xpomaruHa, cocrosimiero u3 JHK u
OeITKOB-THCTOHOB. M 1eq akTUBaIuu U perpeccun
reHoB depe3 moaudukanuu JJHK u rucroHos
XpOMaTHHAa, B MEPBYIO OYepeb METHINPOBAHUS
JHK u anerunupoanus, GpochoprinpoBaHus
U Jip. MoaudUKanuii TUCTOHOB, CTajla OCHOBHBIM
MPEIMETOM U3YUYEHHSI HCCIEIOBATENIEH AIUTCHETH -
YeCcKnX MexaHm3MoB. Oco0oe 3HAUYeHHe MPUAAIOT
MOAU(UKANMAM FTHCTOHOB YepPe3 MPUCOCTMHECHUE
(Wnu OTIIETUICeHHE) KaK HU3KOMOJICKYIISIPHBIX JIH-
raH/IoOB, TaK U yOUKBUTHH-IIOJOOHBIX IENTHIIOB
(Kouzaridis, Berger, 2007), kak 3T0 4aCTUYHO
CYMMHUPOBaHO B Tab. 1.

Taoauna 1

TwuITbl KOBANEHTHOM MOCTTPAHCIAIUOHHON MOTU(HUKAIIUN TMCTOHOB U MX MOCIIEICTBHSI
(Kouzaridis, Berger, 2007, 2010)

Tun mopndukammm | Brustare Ha TpaHckpumuio | [McToHs! (MOaH(UIIPYEeMbIii aMITHOKHCIIOTHBIA OCTaTOK)
1
AlleTUINpOBaHHE AxTHBanus H3 (K9, K14, K18, K56)
H4 (KS, K8, K12, K16); H2A?
H2B (K6, K7, K16, K17)
®dochopummpoBanue AKTUBanys H3 (S10)
MerunupoBanue AKTHBanus H3 (K4, K36, K79)
Penpeccus H3 (K9, K27); H4 (K20)
2
YOUKBUTHHHPOBAHNE AKTuBanus H2B (K123)
Penpeccus H2A (K119)
CymMmounpoBaHue Penpeccus H2A (K126), H2B (K6, K7, K16, K17)
H3 (?); H4 (K5, K8, K12, K16)
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OTu noaxoap! OJecTsIIe BOIMIOTHINCH B OT-
kpoiTiu L. fSIMaHaku, mokasaBILero, 4Yro coma-
THYeCKHe KJIETKH MOTYT ObITh NpeBpalleHbl B
He Tu(depeHIIIPOBAHHBIE CTBOJIOBbIE KJIETKH
MyTeM TpaHC(HOPMAIIMHU X BCETO YEeTHIPHMSI TPAHC-
KPUIIIMOHHBIMUA H PEryIsTOPHBIMU (pakTopamu
(Takachashi, Yamanaka, 2006), moiyuuBmiero B
2012 1. HoGeneBckyto peMHI0 3a 3TO OTKPHITHE
(Bmecte ¢ k. ['épmonom). B manbHeliem Takue
KJIETKH MOTYT OBITh MCKYCCTBEHHO TuddepeHtiu-
POBaHBI B KJICTKH PAa3IMYHBIX TKAaHEH W OpPraHoOB,
YTO OTKPBHIBAET OIPOMHBIC MEPCIICKTUBBI AJISI BbI-
palIMBaHKs MHIUBUAYaJIbHBIX «3alIaCHBIX YacTei
B 3aMeILIAOLICH Teparuy pa3TnyHbIX 3a00IeBaHUN
YeJIOBeKa.

T'eHbI, TOCTATOUHBIC IS TPAHC(HOPMAITHH
(hnOpoOIACTOB B IUTFOPUTIOTEHTHBIE
(ctBonoBeIe) KiIeTkH (iPS)
(Takachashi, Yamanaka, 2006)

Oct3/4 — TpaHCKPUTILIMOHHBIN (aKTop

Sox2 — TPaHCKPUIIIMOHHBINA (HaKTop

c-Myc — TpaHCKpPHIIIMOHHBIN QakTop

Kif4 — 0Genok, KOHTPOIUPYIOLINH ABUKEHUE
0 MUKPOTPYOOUKaM

Eme panbIie ObU10 OIIEHEHO MO JOCTOMHCTBY
oTkpeiTie HHTeppepennun PHK kak mexanus-
Ma, BOBJIEYEHHOI'0 B PEryJsiliUI0 IKCIPeCcCHn
reHeTn4eckoii nHpopmanuu. ITO OTKPHITHE
cnemanu K. Memmo u A. ®aiip, moka3aBime poib
HeOompmuX (0K0JI0 20 HYKICOTHUIOB) MOJICKYI
PHK B penpeccun renoB y C. elegans (HoGenes-
ckas pemusi 2006 r.). He roBopst yxe o 6ombioM
TEOPETHYECKOM 3HAYCHHU 3TOTO OTKPBITHS, MBI
MOJIYYHJIA TIOTEHIINAIFHYIO0 BO3MOXKHOCTH BMeE-
IIMBAThCSl B TEUCHHE HEKOTOPHIX HACJIEICTBEH-
HBIX 3a00JI€BaHUI IMyTEM BBIKJIFOYCHUSA T'C€HOB,
00yCIIOBIUBAIOLINX MATOJIOTHYECKUE dPPEKTHI,
a TaKk)Ke BO3MOYKHOCTh MapKHPOBaHHS T€HOB 0e3
WCIIOJIb30BAHUS MyTalnH.

B To e Bpems ycnexu Toi 001acTH, KOTOPYIO
MBI Ha3bIBa€M JITUTEHETHUKOH, U, COOTBETCTBEHHO,
KacaTeJIbHO JIIUTEHETHYECKON M3MEHUYUBOCTH
cleayeT MPUHUMATh C OCTOPOKHOCTHIO0. CTOUT 1
yr[OTpe6J'[5[TB IMOHATUC «BIUMYTalUsA», €CJIN U B
OTIPEIENICHUH, YTO TAKOE «MYTalus», 10 CHX IOp
HeT obmiero MHeHHsI. CaMO TIOHATHE SITUTEHETH-
9eCKOHM HACIeICTBEHHOCTH (M N3MEHUNBOCTH) HE

s Fa
. FépooH L. Amanaka

Jlaypearsr HobGeneBckoii npemun 2012 1. 3a OTKpHI-
THE UHAYLUPOBAHHBIX IUIIOPUIIOTEHTHBIX CTBOJOBBIX
KIIETOK.

K. Menno
(1960)

A. danp
(1959)

Jlaypearsr Hobenesckoit mpemun 2006 1. 1o usnoo-
MW ¥ MEJUIMHE 32 OTKpbITHE HHTepdepenin PHK.

JOCTaTOYHO CTPOTO ONPECNIEHO M BKIIOYAET B
ce0st BecbMa pa3HOPOIHBIC SIBICHHS. DNUTCHETHKA
OTHIOJb HE CBOAMTCS K MOAM(UKALIMH XPOMaTHHA
(IHK u rucronos). IIpocTpaHCTBEHHYIO Op-
raHu3anMio siipa Tak:Ke paccMaTpUBaIOT KaK
«MeXaHU3M IMUTEeHETHYECKOI peryJasaunu»
(Onureneruka, 2012), XoTs caMo CIIOBOCOYETaHNE
«OUUTCHETHYECKAs PETYISIH» MO CyTH SBISIETCS
TaBTOJIOTHEH, KaK MBI CTapalluCh MIOKa3aTh paHee.
Her HeoOX0IMMOCTH OCTaHABIMBATHCS HA 3TOM
ronpoOHee, MOCKOJIBKY TPOOJIEeMbI ATTUTCHETHKH
OymyT paccMmoTpensl B ctathe b.d. BantommHa B
JTAHHOM HOMeEpe XKypHaJa.

BEJIKOBASI HACJIEACTBEHHOCTbD
N USMEHYUBOCTD

Eme onna o6nacTh, HECOMHEHHO, TTEPEKpPhIBa-
IOIIAsACSA C DMHUIEHETHKOH, — 3TO HCCJIeJoBaHue
0eJIKOBOI HACJIEICTBEHHOCTH H M3MEHYHUBOCTH
(Onureneruka, 2012). OTKpbITHE SBICHUS OCI-
KOBOW HACJIEJICTBEHHOCTH CBSI3aHO C M3y4YeHHEM
MH(PEKIINOHHBIX HEHpoaereHepaTUBHEIX 3a0o0e-
BaHHM, B KOTOPBIX B KauyeCTBE MH(EKIIMOHHOTO
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areHTa BBICTYIAIH MMPUOHBI — arperarhbl (aMUJIOH-
JTbI) KJIICTOYHBIX OCJTKOB:

Kypy
CwmeprenbHas ceMelinas 0ecconnunia (FFI)

bonesnp I'epmitmana-Illtpoccnepa-Illaitnkepa
(GSS)

bonesns Kpoitndensaa-Axoda (CID)

beraps rybuaras sanedanonarus («Koposbe Oe-
IIICHCTBOY)

Cxpoanu (OBIIBI, KO3bI, OJICHH)

CymiecTByeT TaKkKe HECKOJIBKO JIECSITKOB aMU-
ou1030B HenH(PeKInoHHOoro Truma. Cpeau HUX
Oomnesnm: AmbIreiiMepa, [lapkuacona, XaHTHHT-
TOHAa W MHOroe apyroe. OOmmue MmoI0KESHUS
TEOpUHU MPHUOHOTEHe3a OB pa3paboTaHbl IS
miekonurawmux C. [Ipysunepom (HoOeneBckas
npemus 1997 r.) (puc. 8) u g0Ka3aHbI BCKOPE IS
TIPOXIKEH, y KOTOPBIX TakXke ObLTH OOHAPYKEHBI
WHPEKIHOHHBIE OCIIKOBBIC arperaThl, KOTOPHIE
paHee OBIIIM OIMMCAHBI KaK TUTOINIa3MAaTHYCCKHUEC
HacjeacTBeHHbIE (QakTopbl (Hampumep, Cox,
1965), a mocne pa3paboTKu TEOPUH TPUOHOB ObLIH
WCIIOJTb30BaHbI N1 OCTKOBOHM TpaHc(opManuu
npoxokeit (Prusiner, 1994; Fink, 2005).

Kak octpoymno 3ametuit J[x. @UHK, UCTOPUS
MOJIEKYJISIPHON TEHETHUKH MOTJIa OBITH COBCEM
WHOM, eciu Obl OenkoBas TpaHchopmalius Oblia
OTKpBbITa paHblie, YeM TpaHCPOpPMALHs MPH I10-
momu JIHK (Fink, 2005).

Bo3HukHOBeHHE aMHJIOHA0B, B YACTHOCTH
WH()EKIIMOHHBIX aMHJIONIOB-TIPHOHOB, CBA3aHO
¢ nepecTpoiikoi (Monudukanneii) BTOpUIHOM
U TPeTHYHO# cTpYKTYp Geaka PrP¢— omHoro

Ctannu MpyaunHep B CaHkT-MNeTepbypre
HobGenesckas npemust 1997 r.
(cpoto HO. Conoson)

MHMEKLMOHHBI areHT NPUOHHbIX 3aboneBaHui
mnekonuTarLwmx — 6enok PrP (Prion Protein)
proteinecious infection = pro-in — prion

W3 HOPMAJIBHBIX OCJIKOB HEPBHOW CHCTEMBI MJie-
KOMUTAIOMNX, QYHKIHMS KOTOPOro HE A0 KOHIA
BbISICHEHa. DTOT Oenok oboramaercs: B-cIosmu,
9TO MPEBPAIIAET €r0 B IPUOHOTEHHBIN Oetok PrPSe
(Sc — ot Scrapy) (cm. Borme u puc. 8). [locnenamii
arperupyer ¢ BHOBb CHHTE3UPYEMbIMU FOMOJIOI Y-
HBIMHU MOJICKYJIaMH, U3MEHSIS X MTPOCTPAHCTBEH-
HYI0 YKJIJKy «IIO0 CBOEMY 00pa3y W Momo0uio»,
T. €. BBICTYNAET B POJIM MPOCTPAHCTBEHHOI, I
KOH(popMannoHHoii, Marpuinbl. Takum oO6pazom
IIPOUCXOAUT POCT JINHEHHOT'O arperara, 0T KOTOpo-
TO TICPUOIUYCCKH OTIICIUISIOTCS (hparMeHThl (He
MeHee 15 OeNKoBBIX CyObeMHMIL), 00JIaIatolIue
WHQPEKIMOHHON MPUPOIOH: Nonaaas B 310POBbIH
paHee OpraHu3M, OHH CITy’KaT CBOETO pojia IeHTpa-
MU OHOJIOTMYECKOI KpHCTaJUIN3allH, 00ecienBa-
10T POCT HOBBIX arperaroB. CyIecTBEHHO, UTO Hep-
BUYHAsI CTPYKTYypa O€jKa IpH 3TOM HE U3MEHSIETCs,
PaBHO KaK M CTPYKTypa KOAWPYIOIIETO €ro reHa.
CTpyKTypa aMHUJIOUIO0B M3y4YeHa HEIOCTaTO4YHO,
TEM HE MEHee, UMEIOIUECs JaHHbIE ITO3BOJISIOT
CTPOUTH ITPABAONOA0OHBIE KOMITBIOTEPHBIE MOIC-
JIM, OZIHA U3 KOTOPBIX IIPEACTaBIeHa Ha puc. 9.
Ecnu y MJIEKOIIUTAOLINX U3BECTHBI IPUOHBI,
MpeNIeCTBEHHUKH KOTOPBIX KOJAUPYET OJUH
SBOJIFOL[MOHHO KOHCEpBaTUBHBIA reH PRNP, 10 y
HUBIIUX 3YKapHOT, IPEXkKAE BCETO y APOKIKeii-
CaxapoMMIETOB, ONMCAHO yike 0oJiee JecsTKA
Pa3IMYHBIX IPHOHOB 1 KOAUPYIOIIUX UX CTPYK-

PrpS¢
a=34%
B=43%

Puc. 8. IIpuonmnszanus Genxa PrP:
npeppamenue PrPC¢ — PrPSc
(Prusiner, 1994. P. 4611-4614).
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Puc. 9. Mogenp (mapamienbHbIe CYNepCKpydeHHBIC
[B-crom) aMUITOMTHBIX (PHOPHILT YETOBEYSCKOTO aMIITHA
(Kajava et al., 2005. P. 247).

a — pacTaHyTast GUOpUIIa, COCTOAIIAS U3 TPEX LIEMOYEK ar-
PErHPOBAaHHBIX MOJIUICITHIOB; MIEKTPOHHAs (oTorpadus u
€e PEKOHCTPYKIIHS; O — KOMITBFOTEpPHAst MOJIEIIb TOIEPEYHOTO
Cpe3a CTPYKTYpBbI, HOKa3aHHOM cleBa.

TYpPHBIX F€HOB. [ eHeTHUECKUI aHAIU3 ONPEAEIIsIeT
BCE€ 3T MPHOHBI KaK HEXPOMOCOMHBIE HACIIE/ICT-
BEHHbIC (DaKTOPBI, JTOKAIU3yeMble B IIUTOIIa3Me
win B sape (Mure-BeutomoB u ap. B kH. Dnn-
rerernka, 2012). Crnemyer Takke OTMETHTb, YTO
MIpUOHU3ANMS OCIKOB M MHpPEe — 0Opa3oBaHME
aMUJIOMIHBIX arperaroB BOBCE HE 00s3aTeIbHO
NpeICTaBIseT COOOH MaTONOTMYECK Ui Ipotecc. Y
Pa3HBIX OPraHU3MOB U3BECTEH PSi/i AAANTHBHBIX
NPU3HAKOB, 00YCJI0BJEHHBIX aMUJIOUIHBIMHU
crpykrypamu (Tam xe).

deHoMeH OCTKOBOM HACICICTBEHHOCTH TIPH-
MedaTesieH B JIByX OTHOIICHHUSX B CBA3H C 00CYXK-
JlaeMoi TIpo0IeMO M3MEHYHBOCTH.

1. Ilpuonm3anusa Oesika, MpeACTABIAIONIASA
c000ii MoIM(pUKAIUIO €r0 NPOCTPAHCTBEHHOU
CTPYKTYpBI, TEM HE MEHEe, HACJIeyeTCH B MUTO3€ U
B Meiio3e Y HU3IIHX 3YKApPHOT, HECMOTPS Ha TO 9TO
TIepBUYHAS CTPYKTypa Oerka, Kak 1 CTPYKTypa KOJU-
PYIOILIETO €ro I'eHa, IPY 3TOM HE U3MEHUIIUCH.

2. IIpruoHBI NpeACTaABJIAIOT CO00il HACJIENCT-
BeHHbIe (JAKTOPHI Y HU3IIMX IYKAPHOT, HO He Yy
MJIEKOMUTAIOIIHX. Y TTOCIIEHUX — 3TO Mo prKa-
ITMOHHOE M3MEHEeHNE, He HaCllelyeMOe B Mero3e.

OTO IUIITHAIA pa3 TOAYEPKHUBAET MPOTHBOPEUH-
BOCTb IIPUHATON KJIacCH(PHUKAIH U3MECHIHBOCTH,
M0 KOTOPOH OJJH U TOT e MEXaHNU3M OKa3bIBaeTCsl
BOBJICUCHHBIM KaK B MOAM(PHUKALMOHHYIO, TaK U
HACJICZICTBEHHYIO H3MEHUNUBOCTb.

WHOEKIIMOHHASI
(CUMBUOTHYECKAS)
HACJIEJCTBEHHOCTb

WU MOAUPUKALIMOHHAS

W3MEHYHUBOCTD?

He menbie npo0iieM BO3HHMKAET, KOTJIA MBI
oOpaiaeMcs K 00J1aCTH SKOJIOTUYESCKOM TeHETUKH,
B 3HAYUTEILHOU CTENICHH OIPEEIIIONIeH coBpe-
MEHHBII 3BOJIIOIIMOHHBIN CUHTE3. B 3TOM ciiyuae
caMo TOHSTHE TPHU3HaKa TpeOyeT pacCMOTPEHHUS
B3aMMOJICHCTBHUSI OPTaHU3MOB Pa3HbIX TAKCOHOB,
COCTaBISIIONINX €MHYIO dKocucTeMy. JlocTarou-
HO HAllOMHHUTH CUTMa-BUPYC, OMPEACIIAIOIIHI
YyBCTBUTEIBHOCTH JIPO30(HIIBI K YIIIEKUCIOTE,
CIOCOOHOCTh K (PMKCAIMK a30Ta KaK pe3ylbTaT
B3aMMO/IEHCTBHA TOYBEHHBIX OaKTEPHi M BHICIIINX
pacTeHui, 1elblil Beep MPU3HAKOB YWICHUCTOHOTHX,
00y CIIOBJICHHBIN YH]I0CUMOUOTUYECKON OaKTeprei
Wolbachia v T. 1. OTn npuMepsl paccCMaTpUBAIOT
YacTO KaK IPUMePbl CAMOMOTHYECKOH (MH(EKIINOH-
HO¥) HAaCJTIeICTBEHHOCTH, OJTHAKO WX MOYKHO pac-
CMaTpUBaTh M Kak MPUMEPHl MOTU(PUKAITMTOHHON
M3MEHYHMBOCTH. PaccMoTpenue 3Toi mpoOiieMsbl
noTpedoBaio Obl OT/IEIBHOM JISKIIUU 110 3KOJIOTH-
4yecKkol reHeTHke. Jlanee paccMOTpuM mopoOHee
BOIIPOCHI BHYTPUBUIOBOUN N3MEHYHBOCTH.

MATPAYHBIN ITIPUHITATT
N MEXAHU3MbI UI3MEHYUBOCTHU

HpeZ[CTaBJ'ICHI/ISI O THUIIaX M3MCHYHMBOCTHU U UX
MCXaHU3Max pa3BUBAJIMCb BMECTC C OCHOBHBIMU
KOHICIIIUAMHA T'CHCTHUKHA.

CMeHa 1 TPEeeMCTBEHHOCTh
MapajurMbl B TCHETUKE

Mennennsm + sipepHast THIIOTE3a

}

XpoMocoMHast Teopus

JHK kax reneTudeckuii MaTepuan

}

MatpuuHbIi OPUHLINIT

}

?

OObenMHEHHE SICPHON FUITOTE3bI U MEHICITH3-
Ma HOPOAWIO XPOMOCOMHYIO TEOPHUIO HACIEACT-
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Omnis molecula ex molecula

Puc. 10. Hukonait Koncrantiunosnd Kosnbuos (1872—-1940) — npoBo3BeCTHUK MaTPUYHOTO IPUHIIHUIIA B ONOJIOTUHI
U IIpeATIOKEHHAsl UM CXeMa CTPOEHUSI XPOMOCOMBI, TOPa3yMeBaloIlas BO3MOKHOCTb €€ MaTPUYHOTO BOCIIPOU3-

Beaenus (u3: (H.K. Kombros, 1928)).

BeHHOCTH. [locieansist BMecTe ¢ OpraHeIbHON
HACJIEICTBEHHOCTBIO ObliIa 00beAMHEHA B IPe/-
crapienusax o JJHK kak yHuBepcaibHOM T'€HETH-
YECKOM Marepuaie. JTa MOJICKYJIsipHast apajiur-
Ma BOIJIOTHJIACh, B KOHIIC KOHIIOB, B MATPUYHOM
npuHnune. [lpoo3sectHrkom ero 6611 H.K. Komb-
LIOB, MPEJIOKUBIINN MaTPUYHBIA MIPUHIUI BOC-
npousBenenus xpomocom (puc. 10) (Kombmos,
1936).

CerollHs MaTpHYHBIN MPUHIUIT BOILIOIIAET
LlenTpanbHast 1oTMa MOJIEKYJISIPHOM OMOJIOTHH
®. Kpuxka (Crick, 1958, 1970). Ot npencrasmne-
HUSI, Ka3aJ10Ch Obl, HE COBMECTHMBI C KOHIICTILIHEH
0eTKoBOIA (TTPUOHHOI ) HaCIIeICTBEHHOCTH. B neiicT-
BUTEJIbHOCTH MAaTPUYHBIN IPUHIIMII OXBATHIBACT U
ATy TPYMITy SBICHUH. MOXHO MPENCTaBUThH cede

BEJIOK

hl 5 \
! ll
\ i

Bernkosbie KoHopmepb!
1
M. 1. 1l poga

HE
o
I
v

Benkosbie KoHebopmepb!

Puc. 11. IlenrpanbHas 1orMa MOJIEKYJISIPHON OHOIOTUH
(Crick, 1958, 1970. P. 138-163) ¢ mononHeHHEM Kak
OTpa)X€HHE MaTPUYHOTO MPUHIINTIA.

M. I1I. — MaTpuyHbI€ POLIECCHI.

CyLIECTBOBAHUE B KJETKE BYX THUIIOB MAaTPHUIL
U COOTBETCTBEHHO — JBYX TUIIOB MaTPUYHBIX
mporecco (MII), a mmenno: MII I pona, xorma
JIUHEWHBIE MaTPUIIBI BOCIIPOU3BOIAT MOCIIE0BA-
TENIbHOCTh AeMeHTOB Marpullbl, 1 MII II pona,
KOTJIa Mbl UMEEM JEJO C MPOCTPAHCTBEHHBIMU,
WM KOH(pOPMaMOHHBIMH, MaTpulamu (puc. 11).
B nacrosiee BpeMst U3BECTHBI IPOCTPAHCTBECHHbBIE
MaTPHIIBI TOJIBKO OEITKOBOM MPHPOIHL.

Bce MII I pona ompenenenHo o0nagaioT He-
KOTOpBIMH 00LIUMU cBoiicTBamu. He Oynem ro-
BOPHUTH O TPEX CTAIUSIX: UHULMALMU, dJIOHTAIIUU
(coOCTBEHHO KOTIMPOBAaHHH), TEPMHHAIIUHU, YTO
TpUBHAIBHO. BaxkHee To, 4To JJ1s1 HUX XapaKTEPHbI
erie Ba 00muX cBoicTBa (Tabdi. 2):

— IlepBoe CBOICTBO — MOJMBAPUAHTHOCTD U
CBsI3aHHAs C HEM HEOTHO3HAYHOCTh, KOTOPYIO YacTo
XapaKTepU3yIOT KaK YaCTOTy OLIMOOK MaTPUYHOTO
cuHTe3a. Jlydlne roBOpUTh O HEOJHO3HAYHOCTH,
TaK KaK «OLITUOKI» — CIIUIIKOM aHTPOITOMOp(dHO.

— BTopoe cBOICTBO — CITOCOOHOCTH K perapa-
LMY FITH KOoppeKruu. Jlydie Bcero (HO eriie 1aiexo
HE OKOHYATEJIbHO) MCCIe/I0BaHa penapanus Mmpu
perutukaryn. [Tpu 3TOM pekoMOUHAIHSI BOSHUKAET

Tabanuna 2
XapakTepuCTHKH,
ob1re AT MaTpUYHBIX TporieccoB I poma

Dransl Wunimanms
Ononranus (KONUPOBaHUE)
Tepmunarus

Croiicta | [lommBapuaHTHOCTH (HEOHO3HAYHOCTH)
Bo3MOXXHOCTH KOPPEKITUH (perapariim)
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KaK MOOOYHBIM pe3ynbTaT KOPPEKIUU (PEKOM-
OuHauMoHHas pernapaunusi). Bcnomuute puc. 3.
Xopo1o u3BecTHa pHOOCOMHAsT KOPPEKLUUS MPH
Tpancisanuu. Crnabee oxapakTepu3oBaHa B 3TOM
OTHOILIEHUH TPAHCKPHUITIIHUS.

OTH JBa CBOMCTBA (HEOIHO3HAYHOCTH U CIIOCO0-
HOCTb K KOPPEKIMH ) HAXOAATCS B ONITUMAaJIbHOM Oa-
JlaHce, OTpabOTaHHOM B XOZI€ 3BOJIFOLIUHM, UTO U BBIPa-
JKaeTcsl B (PUKCHPYEMOM 3KCIIEPUMEHTAIbHO YPOBHE
HeoHo3HauHOcTH Kasknoro MIT I pona (ta6m. 3).

ITo-BuarMoMy, TIepBEIM TOJIOIIEN K 3TOM Tpo-
oneme H.W. ammpo B 1938 1., roBopst 0 MyTamu-
OHHOM IIpOIlecCce KaK aJalTHBHOM MPU3HAKE BUA
(amupo, 1938). CxazaHHOE CHpPaBEeNIUBO IS
Bcex Tpex MIT 1 pona. IX HeOMHO3HAYHOCTh MOKET
OBITH PEry;IMpyeMOoH MITH KaHAJIM3UPOBAHOM B OTIpe-
JIeJIeHHbIE KJIETKH, YUYaCTKH T€HOMAa MJTH yYaCTKU
OTJENBHOTO I'eHa. V3BECTHBI cilydau peryiupy-
eMOl COMaTHYeCKOW MyTaOMIBHOCTH (MBI MPH-
BOJMJIN [IPUMEP BapHaOeNIbHbIX YIaCTKOB HMMY-
HOIVIOOYJIMHOB), N3BECTHBI IPUMEPbI OCMBICIICHHS
KOJIOHOB-HOHCEHCOB B PE3yJbTaTe MOJU(PUKAIIH
ocHoBaHuil MPHK miu 3akoHOMEpHOE pOoYTEHUE
TaKMX KOJIOHOB KaK 3HayallluX NMPH TPAHCISALUH,
TaK e, KaK 1 3aKOHOMEpPHOE U3MEHEHHE (CABHT)
PaMKH CUUTBIBAHUSI.

Hackonbko ckazaHHOe 00 00IIMX CBOHCTBax
MII I pona npumenumo k MII I poaa, 0 KOTOpBIX
MBI 3HaeM ropasao MeHbine? CBONCTBO HEOJ-
HO3HAYHOCTH OTMEYEHO B Ipollecce MPHOHU3A-
UM ¥ BOCIIPOU3BEACHUSI OCITKOB-IIPUOHOB (CM.,
Hanpumep: Bateman, Wickner, 2013). Tak, npuon
Iposokeit — daxrop [PSI1] MOXKET CyILIECTBOBATh
B HECKOJIbKMX BapHaHTaX, Pa3IMYaloNINXCs CTa-
OMIILHOCTBIO M CTETICHbIO MHAKTUBALINHU (DaKkTOpa
TEPMUHALUKM TPAHCISIMU, U3 KOTOPOTO OH 00pa-
3yeTcst. VI3BecTHBI pa3Hble KJIOHBI TPHOHA MIIEKO-
nuTaronmx. CBOMCTBO KOPPEKIMU IPUMEHUTENBHO
k MII II pona, ckopee Bcero, ClenyeT CBA3bIBATH
C aKTHBHOCTBHIO HEKOTOPBIX OEKOB-IIANEPOHOB,
OTBETCTBEHHBIX 3a MPOCTPAHCTBEHHYIO YKIIAJKY
MOJUNENTUAHBIX 1iereid. [TepBas momnbITKa 110700-
HOTO WJIM OJIU3KOTO IO CMBICIY PacCMOTpPEHUs
MarpuyuHbIX rpoueccos I poxa 6bu1a npeanpuHsTa
10. Yeproseim (Chernoft, 2001).

Bce ckazanHoe monTaikuBaeT Hac K MPUHATHIO
«IIpyroi» Kiaccu(uKauu U3MEHYHBOCTH, OCHO-
BaHHOM Ha ee MOJIEKYJISIPHBIX MeXaHn3Max (puc. 12).
HeonHO3HAYHOCTH pemIMKalluyi MBI CKJIOHHBI
CBSI3bIBATh C HACJIEACTBEHHOM, MPEXIE BCEIro

Taomuna 3
Heoano3HauHOCTh (YacToTa «OmmndoK»)
MaTpU4HbIX Ipoueccos I poxa
(mmo: Roy, Ibba, 2006)

YpoBeHb
IIpouecc
HEOIHO3HAYHOCTHU

Pemnuxanus JJHK 10-8-10°10
Tpauckpunuus JJHK 10
Tpaucsiuus:

CobctBenHo Tpaucsiust MPHK 104
Amunoanumuposanre TPHK 103-10+4

MYyTaIlMOHHOM, N3MEHYHBOCTHIO, @ HEOJHO3HAY-
HOCTb B KCIIPECCHU TEHETHYECKOW HHPOPMAIH
(TpaHCKpHILIMU U TPAHCIALNN) CBA3BIBATH C MO-
T(QHUKATMOHHON H3MEHUYNBOCTEIO.

BUOJIOTMYECKHUH
«[IPUHIIUIT HEONTPEAEJEHHOCTM»

OnTHMH3M B OTHOLLIEHUM HALIETo MOHUMAHUS
MOJEKYJISIPHBIX MEXaHU3MOB MU3MEHUHUBOCTU HE
JoJKeH ObITh upe3MmepHbIM. llpencraBieHHas
3[IECh CXEMa CTAJIKMBAETCA, IPEXkKIE BCEro, ¢ OT-
CYTCTBUEM OJHO3HAYHOI'O COOTBETCTBMS MEKIY
KOHKPETHBIMHA MOJIEKYJISIPHBIMU MEXaHHM3MaMHu U
SIBICHUSIMU Ha (PEHOTUITMYECKOM (KIIETOYHOM, Op-
TFaHU3MEHHOM) ypoBHE. OZMH U TOT K€ MEXaHU3M
MOXET OBITh OTBETCTBEHEH 3a pa3lWYHbIC TUIIBI
N3MEHYMBOCTH COIVIACHO TPaJULIMOHHON Kiaccupu-
karun. CaMblif TIPOCTON TMPUMEP — COMATHYECKUE
MyTalMd U PEKOMOMHAIMN Y MHOTOKJIETOYHBIX
OPraHU3MOB — HEJIb3sl OTHECTU K HACJIEICTBEH-

Pennukayus
reHeTM4YecKkoro
MaTepuana

|[||:> MN3meHuMBOCTb
T

Perynauus

!

Okcnpeccus

reHeTn4ecKoi I[II::> N3meHunBoCTH
MHopmMaLun

Puc. 12. Knaccudukamnus THIIOB U3MCHYUBOCTH Ha

MOJICKYIISIPHOM YPOBHE, OIpeeseMas HeoIHO3HAY-

HOCTBIO PEILIMKAIMH TCHETHYCCKOTO MaTepuajia H

AKCIPECCUH TeHETHYCCKON HH(DOpMAIIHH.
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HOM M3MEHUYHMBOCTH B OTCYTCTBHE BEr€TaTHMBHOIO
pasMHOXKeHUA. B TO ke BpeMsi Y OJHOKJIETOUHBIX
9TOM TPOOIIEeMBI Yallle BCEro He CYIIECTBYET. YxKe
YIIOMUHAJIOCH ITPOSIBJICHHUE ITEPBUYHBIX TTOBPEXKIC-
HUU TEHETHYECKOTO MaTepraa 0 UX YCTPAHCHHS
penapaiueil kak Mou(UKaIMOHHBIC U3MECHEHUSI.
Haxoner, mproHu3anust OSJIKOB — IpUMEp HACIIE-
CTBEHHOM M3MEHUYMUBOCTHU y HHU3ILIUX DYKAPHUOT,
HO B TO € BpeMs — Mmpumep Monudukanuii y
MJICKOTIATAOMHX. [IprMephl Takoro poaa MOKHO
MIPOJIOJKUTE, 0COOCHHO, €CJTH 00PATUTHCS K MOITY-
JISIPHOM HBIHE DMIUTCHETHKE.

W3 Bcero 3Tor0 CrigAyerT, 4To CyIeCTBYET CBOETO
poza OMOIOTHYECKHIA «TIPUHITUI HEONPEAeTICHHO-
CTU», KOIJla HET CTPOTO OJHO3HAYHOTO COOTBET-
CTBHSI MEXIY MOJEKYIIPHBIMU MEXaHU3MaMH U
SIBIICHISIMHA U3MEHYMBOCTH Ha YPOBHE OPTaHU3MOB.
BriepBbie 0 OM010rn4YeCcKOM ITPUHIIHIIE HEOTIPEIe-
nennoctuy mucan E.J[. Ceepmios (2009) npume-
HUTEJIBHO K YACTHOMY CITy4al0 — OCMBICIIMBAHUIO
KOJIOHOB-HOHCEHCOB, T. €. K HEOJHO3HAYHOCTHU
TPaHCISIUU. B MeHCTBUTEIFHOCTH TpeaMeT 00-
CYKJEHHUS 3HAYUTENbHO upe. buogornueckui
GIPUHIIUI HEOMPEIACICHHOCTU» BBITEKACT U3
MHOT'OYPOBHEBOCTH OPTaHU3AI[UH KUBBIX CUCTEM.
B pesynbrare naHHbINH KOHKPETHbI MeXaHU3M
MO:KeT ObITh 0TBETCTBEHEH KaK 32 HACJIeJCTBEH-
HYI0, TAK M HEHACJIeCTBEHHYI0 H3MEHUYHBOCTh
B 3aBHCHMOCTH OT TAKCOHOMUYECKOH MpuHA-
JAJIESKHOCTH U CTAIMU PA3BUTHS HCCJIEyeMOro
o0bexkTa. OOparHOE TOXKE BEPHO: Pa3HbIE MOJe-
KYJIIpHBIE MEXaHU3MbI MOTYT OTBEUYaTh 33 OJUH U
TOT K€ TUI U3MEHEHUH.

PacnpocTtpanennas cucremMa NOHATUH U
KiIaccuuKamus U3MEHYMBOCTH — 3TO TO, YTO
MBI HCHOJb3yeM 3a HEMMEHHUEM Jyuiero. B
JIEUCTBUTEIBHOCTH MBI SBIISIEMCS CBUACTEISIMU U
y4acTHUKaMH (hOpMUPOBAHUS HOBOM IapaaurMbl
B PaCCMOTPEHWH W3MEHYMBOCTH Kak (pyHIaMeH-
TaIIbHOTO CBOMCTBA KUBBIX CHCTEM.
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