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KadecTBeHHO (0Jiee BHICOKAS CJIOK-
HOCTB YYKAPHOT MO CPABHEHHIO

¢ MPOKAPHOTAMH OTPaXKaETCH

B 0CO0EHHOCTSIX OpraHN3alinA

WX T€HOMOB H MeXaHHU3Max peajin-
3a0UH TeHeTHYECKHX MPOrpaMM.
PaccMoTpeHbl TeHeTHYECKHe MeXa-
HHM3MbI KOXMPOBaHUA OHOJIOTHYEC-
KOI{ CJIOXHOCTH Y IPO- H 3YKapPHOT:
HAATPHILIETHbIE KOABI, KOMOHHATO-
PHKA reHeTHYecKux 010x0B 1 6J10-
KOB I'eHHBIX CeTeH H MX Mepapxu-
YyecKoe B3auMoaeiicTBHeE.

% Kawouesbie ciioBa: Guosnoruye-
CKasl CII0XKHOCTD, IPOKAPHOTHI, JyKa-
PHOTBHI, TeHETHYECKHE KOMBI, TeHHbIC
CeTH, peryJsLus.

FrEHETUYECKUE MEXAHU3Mbl KOOANPOBAHUSA
BUONIOMMYECKON CNTOXKHOCTU

BBENEHVE

Pocr cnoxnoctu oprasusMos — ro6aIbHEI TPeH; SBOMOLMHI 1 IPH3HAK
HBOIIOLIHOHHOTO Mporpecca [§7]. MOXXHO BELACAUTD Psifi XapaKTePUCTHK, CBi-
3aHHBIX C POCTOM CIOXKHOCTH OHONOTHYeckoi opranusauuu: (i) yBenumueHue
KOJIM4eCTBa 3JIeMEeHTOB; (i) cBa3el Mexay Humu; (iil) ypoBHeit nepapxum; (iv)
KOJIMYECTBA JJIEMEHTOB M CBs3€i, paboTaOINX B CAUHHILY BPEMEHH M/UIH B
eauHuIle o0veMa; (V) pazHooOpa3ns pesKUMOB NOBeeHus. TpyqHOCTH H3yue-
HUsI OHOTIOrMYECKON CIIOKHOCTH 00YCIIOBIIEHBI TEM, 4TO €€ KIACCHYECKUE OI1-
peneneHus cimiukoM ¢popmansHel. Tak, mo Konmoroposy [7] clioxHOCTE TeHe-
THUYECKOTO TEKCTA €CTh OLEHKA HAUMEHBIIETO Y1Clla [EHEPUPYIOIIMX Er0 olle-
panuit (aynnukanuit, neneuui, samed cumBonoB). [lo Kaydmany [65]
CIIOXXHOCTD OIIPEJIeIITeTCS KOIHYSCTBOM KOH(UIHKTYIOIIHX MapaMeTPOB CHC-
TeMbI (HallpUMep, KOHKYPHPYIOIIMX TPAHCKPHIILIMOHHBIX (PaKTOPOB, Peryiu-
PYIOLIHX 3KCIPECCHIO TeHa). XOTS 3TH olpeelieHIs IPHMEHAIOT B H3YUYCHHU
psiia aceKTOB GHOIIOTHUYECKOH CIIOKHOCTH, B IEJIOM OHH HE OXBAaTHIBAKOT BCCH

Tabruya 1

CpaBHHTebHAA XAPAKTEPUCTUKAE FeHOMOB HPO- H 3YKAPUOT
(mo [35, 114] ¢ u3sMeHeHMsIMU)

Tannoupsblit Yucno resos
TakcoH Bun
T'C€HOM MJIH II.H B '€HOME
IIpokapuoTs
Mycoplasma genitalium 0,58 470
M : ,

HKOTLTASMYL Mycoplasma pneumoniae 0,82 ~670
Puxkercuu Rickettsia prowazekii 1,1 834
ApxeoGaxrepui Archaeoglobus fulgidus 2,18 2436

Methanopyrus kandleri 1,69 1738
[uanobakTepun Synechocystis sp. 3,57 3168
Escherichia coli 4,6-5,5 4288
Campylobacter jejuni 1,64 1654
Oybakrepnu Aquifex aeolicus 1,55 1512
Neisseria meningitidis 2,27 2121
Bacillus subtilis 4,2 4100
Huszmue 3ykapHOTH
Saccharomyces cerevisiae 11,4 6241
I'pubn1 Schizosaccharomyces pombe 13,8 4824
Aspergillus nidulans 31
Amoeba dubia 670 000
IIpoTtucTe Entamoeba histolytica 20
: Dictyostelium discoideum! 32 11 000
Beicnine 3yKapHOTBI

Lilium longiflorum 90 000
Briciune pacreHus Arabidopsis thaliana 115,7 27 540
Oryza sativa 466 46 022-55 615
TeparasopoTsie Caenorhabditis elegans 97 19 049
Drosophila melanogaster 120 13 600

Protopterus aethiopicus 139 000
BTopHYHOPOTEIE Fugu rubri;eps 365-400 30-40 TsIC.
Homo sapiens 3000 30 000
Mus musculus 2500 37 000

1

ITpoTHCT, HMEIOLIMIT MHOTOKIETOYHYIO CTAMIO )KU3HEHHOTO IIHKJIA — IUIOAOBOE Teo [22].
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14 BUOMH®OPMATHKA B 3KOJIOTMYECKOH T'EHETHKE

npodnemsl. Tak kak peHOTHNHYECKHE IPU3HAKH OPraHU3-
MOB KOJIMPYIOTCS HX TEHOMaMH, 0XKHIAJIOCh, YTO B Pa3HbIX
TaKCOHAX I'€HOMB! CHJIBHO Pa3jIH4aloTCs 10 YUCIY TEHOB.
Ho pacundposka reHoMoB BoigBWIa 4T0: (i) CIOXKHOCTD
NPOKApHOT B 1I€JI0M KOPPEIUPYET C pazMepaMH reHOMOB 1
9MCIIOM IEHOB; (11) HabnoKalTCA poCT pazMepa FeHOMOB
Y 4HCIIa T€HOB IIPH NIEPEXOAE 0T NPOKAPHOT K IyKapHOTaM
H OT OJHOKJIETOYHBIX K MHOTOKJIETOYHBIM; (1i1) O/lHaKO Y
3YKapuUOT OTCYTCTBYET CBA3b MEXAY OHONIOrHYecKOH
CIOXKHOCThIO, pa3MepaMU IeHOMOB W UYHCIOM I'eHOB
(rabn. 1) [34, 114].

B craTtbe mokazaHo, uTo rOGANbLHBIH TPEHA YCIOXK-
HEeHHUs OHOJIOrHYecKol OpraHu3altH CBA3aH ¢ KayeCTBEH-
HBIM YCIOXKHEHHEM MEXaHH3MOB PEryJIsiHuU IKCIPECCUN
IEHOB.

1. NPOTEHOTBI: PAHHWE 3TATIbI OPA30BAHA
TEHETUHECKUX MEXAHW3MOB KOAWPOBAHUSA
BUOJIOTNHECKOM CIIOXHOCTU

XKusup Ha 3emne cyiecTByeT B popMe reHeTHYECKHX
camoBocnpounspoasiuxca cucrem (I'CBC). Marpuunsiii
CUHTEe3 reHetnueckux Makpomodsexyn (JJHK, PHK, Gen-
KOB) — HeoTbemieMoe cBoiicrso I'CBC. Ilpeamonoxu-
TEeJILHO CYLIECTBOBaBIIYE Ha ApEeBHEH 3eMile aBTOKATallu-
THYECKHE TUNEPUUKIB!', crocoOHbIE K CaMOBOCHPOU3BE-
JEHHUIO U JBOJIIOLUU 33 CUET MYTaUud H JapBUHOBCKOIO
orOopa [48], He UMeNH YHUBEPCAILHBIX MEXAHH3MOB BOC-
TIPOM3BEACHU KOAMPYIOUIMX MAaTPHUL, YTO HAKJIA/(bIBAJIO
KECTKOE OrPaHMYEHHUE HA YMCI0 KOMIIOHEHT TUIEPLHKIA
M Ha YUCJIO B3aUMOACHCTBUN MexXay HuMH. C BOBIIeUEHH-
eM $ochaT-HOHOB U a30THCTHIX OCHOBAHMM B THIEPUUK-
abl caxapoB MoriH Bo3HMkaTh AT® u PHK [3, 14]. Ot-
kpeiTHe npupoanbix PHK-depmenroB — pubo3umos [46]
M03BOJIUIO0 cHOPMYIUPOBATh TUIOTE3y NPEAKOBOLO
«Mupa PHK» [63, 84]. Cenexc-rexHUKON («3BOOLMA B
npodupxe») U3 nyna ciydaiueix PHK ynanocs nonyuurs
CIEKTp pubO3MMOB, 3aMBIKABLIMX LUK/l CAMOBOCIPOU3BE-
JAEHMA: OT CUHTe3a puOOHYKIIeoTHAOB 10 cuHTe3a PHK no
PHK-matpuue [62, 112, 113]. Ha sToii cTagun MOTIH BO3-
HUKHYTb caizepr’ — npocreiiune FCBC [16, 17], umes-
M€ JBONIOLMOHHOE NMPEUMYLIECTBO LIMPOKOro npodu-
JI1 — YHUBEpCaJlbHbIE NMPOLECCH MAaTPUYHOTO CHHTE3a,
410 obecneunno Gonee BLICOKYIO 110 CPaBHEHUIO ¢ FHIEp-

! HennHciiHbIC ABTOKATAMTHYCCKAC HCIH, B KOTOPHIX ()CPMCHTH H KO-
JVPYIOLIHE HX MATPHILIBI KOONIEPHPYIOTCS: MaTpuua M, konupycet gepmeHT
E; GcpMeHTE UMKAMYECKH KAaTATM3UPYIOT PCIUIMKALMIO MATpPHLl, Ha-
npumep, E, cnocoBetayer pervinkaunu M,, E, cnioco6eTByCT permKkaiim
M,, ..., E, cnoco6etayet pennuxauun M, [17].

? CaMOBOCIPOM3BOALIMCCS CHCTEMBI, COZIEPKAIIMC MaTpuily M, koaupy-
totyto re ¢epmenTa permkauuy B, ren depmenra rpancasimn E, u renst
ApYTHX GEIKoB, HCOOXOMMMBIX U1 KH3HCICATCABHOCTH. B oTnye oT ru-
TCPLUHKIRZ, B CAH3CPC PCILTMKALIMA MAaTPHLBI HICT TOJIBKO ¢ TOMOLIbIO dep-
menta E, a Bee 6enxu (8 Tom umcne u E,) TpaHCKpuGHpYIOTCS CO CBOMX
MaTpHil OfHAM U ToM ke pepmentom E, [17].

IHKJIOM MYTalHOHHYIO M NapaMeTPHUYECKYIO YCTOHYM-
BOCTb Caii3epoB, 1 BOZMOKHOCTb HApallUBaHMA UX CIIOX-
HOCTH IyTeM 00beAMHEHUs KOAMPYIOLMX MaTPHLL.

CrenyrommuM rmo0ansHeIM apoMopdho30M MOKHO CHH-
TaTb BOSHUKHOBEHHE TPHILUIETHOTO IEHETHYECKOrO Koja —
OCHOBBI MaTPUYHOI'0 GMOCHHTE3A ellle OHOIO Kilacca reHe-
THYECKUX MaKpoMoJleKysl — OelikoB, obpasyemsbix u3 20
THIIOB aMHHOKMCIIOT, 00eClIeYrBaBINMX [IOTEHUHANLHO Or-
pOMHOe pa3HooOpa3ue CTPYKTYp U aKTHBHOCTE’.

ITepBrie kiIETKONOAOOHBIE OPraHU3MbI — IIPOT€HOTHI 110-
SIBUJIUCH COITIACHO MaJEeOHTOJIOTHMECKUM JaHHbIM ~3,8 Mipil
net Hazaj [109] BO3MOXHO HyTeM 00beHMHEHNUS JIMIHAHBIX
[13] wnu nporenHonanbix Mukpocdep [113] u caiizepos.
Brnouenue B reHoM MHGOPMALMK O CHHTE3€ KOMIIOHEHTOB
MHKpPOC(EpBI, BEPOSATHO, IJI0 HapAJLIENBHO C YCIOKHEHUEM
caiizepoB [17] wim nogoGusix um CBC [35].

IIpoueccs koMOMHATOpHOTO OOBEIMHEHUA MAaTpHL, KO-
TOPBIE NPHBENU K BO3HUKHOBEHHIO TEHOMOB, BEPOSTHO Ha-
4a11Ch HAa pAHHUX dTanax GMOJIOrHUeCcKOi S3BOMIOLMH U ObLIH
CBSI3aHBl C BOBHMKHOBEHMEM CJIOXKHbBIX Caif3epOB, MMEBLIMX
6071b1110€ KOJTMYECTBO KOAUPYIOIHMX SMHHL B IIpefenax oj-
HOH caMOpeIIMUUPYIOLIEcs CUCTEMBl, 4TO [O3BOANIO HM
BBINONHATL Oosee ClOXHbIE FeHeTHYeCKue nporpamMMel. B
BO3HHKILMX TaKMM 00Opa3oM reHoMax Ha NOPS/IKM Bbipociia
HaJEKHOCTb XpaHEHUA HH(POPMALIMH, YTO 00eCeYMI0 Aallb-
Helllee HapalllMBaHUE ee KOJMYeCTBa 3a CUET pOCcTa [UIMHbL
FEHOMOB U MOSABIECHUS CIOKHOH CHCTEMBI HAITPHINIETHBIX
xonoB. [losiBneHne pexoMOMHALIMK —— OCHOBBI OII0YHO-MO-
JAyNBHOH 3BOIOLMM* —— M03BONMMI0 npuMHTHBHEIM ['CBC
HapaIlUBaTh CI0XKHOCTD HE TOJILKO 3a CYET (PUKCALUH MyTa-
UMi1, HO U Ka4eCTBEHHO HOBBIM CIOCOO0OM — KOMOHHATOpHU-
KO FeHOMHBIX O10KOB, PYHKLHMS KaKIOT0 U3 KOTOPBIX «I1pO-
BepeHa» Jpomouuei [16, 17].

JIro6as momynsiuust 'CBC uMeeT BepXHIOK MPaHHLYy TEM-
IIOB MyTHUPOBAHHMA. ['aluIONMAHBIE NONYJISILUMM JOCTHIAOT €€,
KOITIA 3a OIMH LMK PEMIMKalMY BO3HUKAET O/(HA NIeTajlbHas
MyTauus Ha reHoM [48]. CneaoBaTenibHO, 4eM BbILLE YacToTa
MyTalHi, TeM HIDKe NpeleNbHbIi pasmep resoma’. [loatomy
yenoxaerue I'CBC, tpebytoiiee pocta reHoMa, HEBO3MOK-
HO 0e3 pocTa HaJAeXHOCTH XpaHEHHS M KOIHPOBAHHUA
TeHETHYECKOH HHpOpManuH. 310 orpaHuMYeHHe OBIIIO OCOo-
OCHHO Ba)KHO Ha PaHHMX JTanax 3BOJIHOLUH, IIOCIYKHB MO-

¥ g 03HAKOMIICHUA € MPOGICMOMi BOSHHKHOBCHMS M DBONIOLMH TPH-
TUICTHOTO TCHCTHYCCKOTO KOJa, BBIXOAAMCH 3a paMKH QaHHOH CTaTbH
cm. 0630p [119].

* B BO3HMKHOBCHMH PCKOMOMHALIMM BOSMOXHO ChIrpanu GOJbIIyIO OB
I'CBC-napa3sutsl (MpUMHTHBHLIC BUPYCHI, I1a3MH/Ibl TPAHCIIO30HbI) [27].
5 DHrcH NoKasall, 4TO CPCAHsAA BCPOSTHOCTS MYTHPOBaHUA Ha rosnimio (1-),
ATMHA ONTHMaAbHOM Marpuusl (V) 1 AapaMeTphl cc 0T60pa G CBA3aHBI
HepaseHeTsoM V <V =(Ing_ )/(1-q). OnTHManbHOH# cynTacTca MaTpHIa
(reHoM), umctolnas HanGonbIwHMi MapaMeTp 0T60pa G, , IOITOMY HOMYCTH-
MBIC JUIMHBI IOCHIENI0BATCABHOCTCH OIPAHIYEHE! CBEPXY BETHMHHOH V.
Hapy1ucHuc ¢ 3Toro HcpaBcHCTBA ABAACTCA KaTacTpodoi MyTatlHOHHBIX
omubok [ 17, 48]. [ rannonaHbIX TEHOMOB 3TO Takas CHTYalHs, KOTia B
KaXXZIOM HHKJIC PCTUTHKALIMH FCHOM MONY4acT KaK MHHHMYM OJIHY JCTallb-
Hyto MyTanuro [17].
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THUBaLMEH A1 BOSHHKHOBEHHMS M COBEPILEHCTBOBAHMSA BbI-
COKOTOYHBIX CHCTEM perMkauuy 1 penapauun JHK.

2. MPOKAPNOTBI: TEHETUHECKNE MEXAHN3MbI
KOQNPOBAHMA BNOTTIOTNYECKO CJIOXHOCTU

OcobeHHOCT OpraHn3aLmm NPoKapHUoTUHECKON
KIAETKY Y FreHOoMa

CyMMHpPYS CTPYKTYpPHO-(YHKLHOHATbHbIE 0COOEHHOCTH
OpraHHu3alyH POKapHOTHYECKOH KiIeTkH [35, 37], MoxHO oI~
peAeNnTh XapaKTepHble YEPThl OPraHU3aLuM, OTPAXKaAIOLINE
YpOBEHb OHOJIOTMYECKOH CIIOKHOCTH IIPOKApPUOT M BO3MOXK-
HOCTH MX 3BOJIOIMOHHOTO 1Iporpecca. JTo rarloMIHOCTS (1),
[IaCCUBHBII MEXaHM3M Cerperalu XpoMoCcoM, aCCOLIMHPOBaH-
HBI ¢ MeMOpaHoii (1), OTCYTCTBUE XpoMaTHHa (iil), Majble
pasMepsl KIeToK (1v), Y3KOCTIEHUaIH3MPOBAHHBIN TUM NIUTa-
HUs — ITIMHOLMTO3, CBSI3AHHBIN C HAJIMYHEM JKECTKOIO JK30-
ckenera (V), OTCYTCTBUE KOMIIAPTMEHTOB M, KaK CIEACTBUE,
HEBO3MOXXHOCTb pa3/ieNIcHHA MeTabolIM4ecKUX NPOLEecCoB B
NpOCTpaHCTBe (Vi), OTCYTCTBUE aKTHBHOIO BHYTPUKIETOYHO-
0 TPaHCIOpPTa, PoJih KOTOporo urpaer muddysus (vii).

B GaxTepuansHbIX reHOMax 3JIEMEHTapHON eAMHHULICH pe-
TYISIUMH TPAHCKPUIILMK ABJsieTcs onepoH'. Yucio Genkos-
perynsropoB y 6akrepuii cBs3aHO ¢ OOILMM YHUCIIOM OIepo-
HOB {TPYII OJHOBPEMEHHO TPAHCKPUOUPYEMBIX I'€HOB) ajl-
JIOMETPHYECKH — CTENEeHHOM (yHKUHEeH, TO €CTh pacTeT
O4YeHb OBICTPO B 3aBHMCHUMOCTH OT MX koiudectsa [41]. Ilo-
3TOMY KOJIMYECTBO HE3aBUCUMO TPaHCKPUOHPYEMBIX IpyHIT
reHoB y Gakrepuit 10JokHO ObITH OrpaHuueHo cBepxy. [pe-
HMYLIECTBO ONEPOHHOH TPAHCKPHUILIMH T€HOB — BO3MOMX-
HOCTb NMOABJIEHHS HEOOXOAMMBIX OEJKOBBIX IPOTYKTOB B CTE-
XMOMETPHUECKUX COOTHOILEHMSX, YTO KPUTHUYECKH 3HAYHMO
A ontuMu3annd Merabonusma®. Hepocrarok — otcyt-
cTBHE I'MOKOCTH B peajtn3alidi FreHeTHUECKHX TNIPOrpaMM.

OueyHo, HaxTepuy NOJOUUIM K FPAHHUIE MYTallMOHHOMH
KaracTpodsl owKOOK [38], YTO HANOXKUIO OTPaHUuYEHUE Ha
pasMep rarmiouaHoro redoma. MHrepecHo, uto Teoperuue-
CKME OLCHKH IPEACIILHOTO pa3Mepa TeHOMa, BLIMUCICHHbIE
HCXOIs U3 MyTAaUHOHHOH KaTacTpodb!l olIHO0OK (~ 6 MJIH I1.0.
[17]), 6su3ku K peanmbHbIM AaHHBIM (cM. Tabi. 1). [Tpumeua-
TEJILHO, YTO B DaKTepHaIbHOH XpOMOCOME B XOZ€ IBOMIOLMH
MMHHMMHU3HPOBAJIOCH KOIMUECTBO Hekoaupyrouein JHK
[104], a Takke NPOXOAMIT TOPHU3OHTAIBHBIN IEPEHOC TEHOB?,

Takxum 00pa3oM, 0COOEHHOCTH OpraHU3alUy reHOMa H
CTPYKTYPHO-(QYHKLMOHAJILHON OpraHU3allMHi KJIIETKH I1pOo-

KapHOT ONpeJeNIWIM BEKTOP IBONIOLUH OaKTepuil Kak yc-
! B cBoo oucpean OnepoHbl 00pasyloT BHAOCTICUHPUUHBIC KOHCCPBATHB-
HBIC HaJIONCPOHHBIC aHCAMOJIH, ONTHMH3HPYIOUIMC TPAHCKPUITIIHOHHYHO
peryasumio nyteit mcrabomusma [115].

2 Tlo3ToMy oncpoHHAas OpraHH3alyA FCHOB PacTpOCTPaHCHA Y po- H Y
9YKapHOT CPeAH I'CHOB, NMPOIYKTHl KOTOPBIX TCCHO (YacTo GU3IHYCCKH)
cBsizaHbi [116].

3 Jlns o3HaKOMJICHHS € 3TOH Mpo6NIeMoil, BeIXoadILeH 3a paMKH JaHHO#H
cTathi, cM. 0630pH! [59, 61, 97].

JIO)KHEHHE He Mopdooruy, a Meraboaus3Ma (B TOM 4UCIE
u nytem GopMmupoBaHus GakrepuaibHbix coobuiecTs). B
uTore, Oiarofaps pasHooOpasuio UX MeTadonu3MoB, Oax-
TePUH 3aMKHYNU GHOreO0XMMHYECKHe IHUKIIBI, YTO BIIO-
CJIEACTBHH CTAJI0 OCHOBOH CYyLIEeCTBOBaHUs OHoCheEpHL.

baktepuansHble coobuecta

Baxtepuu B ecTeCTBEHHOM cpefie, KaK NPaBUIIo, IIPUCYT-
CTBYIOT B Buje cooOuiecTB {4, 40], B KOTOpBIX CyLLECTBYET
o0LuMit nysn MeTaboIUTOB H F'eHOB (METareHoM), B3auMOAEH-
CTBYIOIMX JPYT € JPYroM Ha OCHOBE HMOPHIHBIX FEHHBIX
cereit!, chopmupoBaHHbIX GakTepUIMU pa3HBIX BHAOB MM
pasHbIX IITAMMOB OAHOIO M Toro e Buja® [40]. Uudopma-
HHOHHAs eMKOCTh METareHOMa [OTEHIMANILHO HEOTPaHUYEHA
U MOXET BO3pacTaTh 0€3 YBEIMYEHUS Pa3sMepOB OTAEIBHOTO
reHoma. Kpome Toro, B Takux cooOIIECTBAX pellaeTcs mpo-
6neMa KOMIApTMEHTAJIM3aLUH —— POJIb KOMIIAPTMEHTOB WI-
paroT GakTepuu ¢ pa3HbIM MeTabonu3MoM. [1HK yCnoxxHeHNs
MPOKapUoT — coollecTBa Ha TBEp/IBIX cybcTpaTax — ecTe-
CTBEHHBIX (Mathi) [4] win cekpeTnpyeMeix GaxkTepusaMu (61o-
wienky) [40, 75]. Merabonuueckue myTu Ha TBepAOM cyO-
CTpaTe MOFyT OBITh Pa3HECEHBI B IPOCTPAHCTBE (@HANOr MOp-
¢onorun) [5], a BHEKNETOUHBIA MaTPUKC OHMOIUIEHOK JaXKe
¢dbopmupyeT aHaor npoBoasillei cucremsl [40].

[TpoKapmoThl: MEXKIIETOYHbBIE KOMMYHMKALMMN

MexkiieTouHble KOMMYHHKALMU Yy OaKTepHil orpaHude-
HbI 3K30CKENETOM U OCYIIECTBASIOTCA JTHO0 HeOOMbIINMHU
MoJIeKynaMH (HalpuMep, «KBOPYM-4yBCTBUTEIBHBIE» CHI-
HaJibl, 00eCIIeunBaOLe BHY TPHBHI0BbIE KOMMYHHKALHH)
[88], mubo ¢ moMouIbI0 HeyHHBEPCANbHBIX MEXaHH3MOB
(nnnu Mukcobaxkrepuit [47], GeskoBbie KOMIUIEKCHE NOJAP-
Ho# centsl Bacillus subtilis [72] n np.).

CrneunanpHble cUcTeMbl KOMMYyHHUKaluit (paru 1 mnias-
MHbI) 00eCrneuHBarOT 0OOMEH FEHETHYESCKUM MaTepHanoM
U, KaK CJIeICTBHE, BOBMOKHOCTh peaju3alii JOIOIHUTEb-
HbIX I'€HETHYECKUX [IPOrpaMM, TCHEPALMIO TeHETHUECKOTO
pa3Hoobpazus 1 yBenuueHue MHGOPMALUMOHHO-TEHETHYE-
CKOM HHTerpaluu dakTepuansHbIX coobuects. B yacTHocTy,
B 33/1a44 TAKUX CUCTEM BXOUT 0becrHeueHue YCTORUUBOCTH
K HEKOTOPBIM HeOaronpusTHbIM (pakTopam cpeibl, HEROIY-
lieHMe TIOBTOPHOM (aroBoii nrbexiuy B yxe HHPUIMPOBaH-
Hoii nonysiuuu 6axTepuii (abopTHUBHAA HHPEKLIA) U ONTH-
MH3alus Yucna wiasmun B 6axkrepuu [15].

Takue MOOHIBHBIE MOAYJIN MOI'YT BCTpaHBaThCA B
0axTepuaibHble TeHOMBI, 00ecleynBas rOPU3OHTANIbHBIA
[IEPEHOC TeHETHYECKOH MH(pOopMaLUl ¥ (OpMHUpPOBaHUE

4 TCHHBIX CCTCH, COCTOAIMNX U3 KOMIIOHCHTOB (rcHOB, G¢KoB, Heben-

KOBBHIX BCUICCTB), OTHOCALIMXCA K Pa3/IMYHbIM OpraHH3MaM.

*  Mcrabonuyeckue CBA3M B TAKMX COOBIICCTBAX MOPOH CTONB TCCHB,
YTO pa3BUTHE ONHHUX GAKTCPHIl HCBOZMOXKHO, CCITH MIPOAYKTHI HX MeTabo-
M3Ma He YTHIIM3HPYIOT Apyruc 6aktcpun [4].
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B npUCyYTCTBUM a30T7a

Puc. 1. I'ennan cems dudpghepenyuposxu zemepoyucmeoi.

NtsA akTHBHpYeT reHbl a30THHKCALUK M C Y4aCTHEM IeHa
hunA Bkmrouaer ren hetR. Hpu asorsom ronoge 6enok HetR
bochopunupyercs, 4To NpeIOTBPALIAET IO ABTOAETPANALKIO.
ABOTHBIH TONOA akTHBUpYeT Genok NtcA, cTuMynHpyrOmHi
cunre3 O0enkoB HetC, HetR u camoro ce6s. HetC cBsa3an ¢ oc-
TaHOBKO# feneHud. HetR momasmser hetC, pazpemas cunres
JIHK 1 TeM caMbIM TPaHCKPHIIIIUIO OIEPOHOB a30T(HKCaLNH,
resoB patS M ntcA. B3auMmoneiicTBHe NONOXKHUTENbHOMH
(hetR>ntcA>hetC) u orpuuarenstoi (hetR>hetC) obparusix
cBsA3el obecrieunBaeT yCToHUMBOCTS npouecca aubdepenun-
POBKH retepoucThl. benok PatS, 6naropaps ManeiM pasme-
paM [88], nudpdyHIUpYeT B KIETKH, COCEACTBYIOIUUE C reTe-
poumcToH, noxasnas hetR (ananor rpaguenta Mopdorenos
sykapHot) [49]

Ka4eCTBEHHO HOBBIX NPU3HAKOB, NAIOUIMX CENEKTUBHOE
IpeuMylIecTBO OakTepranbHoi nonynsuun. Hanpumep,
B reHoMe Escherichia coli onucan koMiiiekc reHoB mazF,
mazE, relA, KOAUPYOMUX CTOUKHUI TOKCHUH, HECTOUKMIA
AHTUTOKCHH (TOAABISIOIIMI aKTUBHOCTh TOKCHUHA WJIH
pa3pyllalomuid ero) U peryJsaTOpHBIH O6€JTOK COOTBET-
ctBeHHO [50]. B rononusix kierkax E. coli cunres mazE
u mazF nopaBieH, aHTUTOKCHH OLICTPO Pa3pylIaeTCs, YTO
IPUBOJNT K UX FHOENH, YMEHBIIEHUIO KOHKYPEHIIMH Gak-
Tepui 3a cyOCcTpart, a TAK)KE UCIONB30BAHMIO aABTONM3ATA
norubmux OakTepuil B KaueCTBE MCTOYHHKA ITHTAHHUS
[50]. Bo3MOXHO, 3TH T'€Hbl UMEHH ILTIA3MUIHOE IPOUC-
xoxaeHue [25]. JeficTBUTEIBHO, H3BECTHBI MAJTOKOMHH-
HBIC TUTA3MHUIBI, MEXaHU3M (uKcanuM KOTOPHIX B OakTe-
PHH CBA3aH C TaK Ha3bIBAEMBIM «MOJyJIeM NPHBBIKA-
HUsI» — HapabOTKOH BHYTpPU KJICTKH CTOMKOr0 TOKCHHA
M HECTOMKOIro aHTHUTOKCHHA. C moTepei IIa3mMuibl aHTH-
TOKCHH OBICTPO pa3pylIaeTcs U TOKCHH JIM3UPYET OaKTe-
puro [507.

! Takas koM6unaropuka passsix TCBC morna uatu yxe 8 Mupe PHK, Ha
yto yKasbiBatoT PHK-antutrokcnusl. Harpumep, PHK rena Sok, sBussichk
auTHCMEICI0BOK K yuacTKy MPHK 6enka-Toxcuna Hok, 6mokupyer ero 7k-
crpeccuio [53].

EEKTepMaﬂb Hasa MHOIOKJIeETOYHOCTb

3amedaresbHO, UTO y pana Gakrepuii (uaHoOaKTepUH,
Cropynupyomue 0akTepuH, MUKCOOaTepui) CyIECTBYET
Oosee KOHCOMUAKPOBaHHas (popMa OpPraHU3aLUM, CPABHHU-
Masi C MHOTOKJIETOYHOCThIO0. Hanpumep, y nuanobakre-
pHit? a30THBII ronoJ MHAyUHpYeT AuddepeHUnpOBKY
a30T(PUKCUPYIOIUX KIETOK — TETEPOIUCT U3 OOBIYHBIX
xietok [88] (puc. 1). [Tokaszano, uyto y GakTepuii ¢ MHOrO-
KIETOYHBIMH CTaIUSIMH IFeHOM IMPEBOCXOAMUT 4 MITH II.H.
(cM. Tabn. 1). B obpa3oBanuu U GyHKIHOHUPOBAHUH Te-
TEPOLHCT IpsIMO 3aaelicTBoBaHo ~140 [122], a kocBeH-
HO — 10 1000 [82] renos. 3a cnopynsuurw B. subtilis
(popmupoBaHMe IBYKIETOUHOIO CIIOPAHTHSA) TIPAMO OTBE-
qaoT 164 rena [90], xocBeHHO — MHOTO Oombie [15]. 3a
¢dhopMupoBaHye IOJOBOTO Tena MUkcobakTepui (2—4 Tu-
Ta KJIETOK) psAMo oTBeqaroT He Menee 300 renos, ~200 re-
HOB OTBETCTBECHHBI 3@ TAKCHCHI U €Ile MPUMEPHO CTOIBKO
K€ CBS3aHBI ¢ 3TUMHU lipoueccamu kocBeHHo [120]. Takum
00pa3oM, MHOTOKJIETOYHOCTE y 0akTepui obecreynBaert-
€Sl MUHUMYM TBICSUEH TCHOB.

Yro e IoMemano NospIeHHI0 Ha OCHOBE NIPOKapHOT
MHPa MHOTOKJIETOYHBIX, CPABHHMOTO € 3yKapHOTaMHu? MEl
HOJIaTaeM, 4TO OTCYTCTBHE B METareHOMeE IIeHTPaIn30BaH-
HOT'O, MEPAPXUUYCCKH BBLICOKOTO YPOBHS PETYIISIMM MOpe-
IATCTBOBANO 00Pa30BaHHI0 MHOTOKJIETOYHOU KU3HH Ha
OCHOBe bakTepHanbHbIX coobumecTs. K pakropam, sarpya-
HYMBIIKMM 00pa3oBaHKE MHOTOKIETOYHOCTH HA OCHOBE OT-
JEeNbHBIX BUAOB GaKkTepHii OTHOCHIMCE: (1) JKeCTKas opra-
HH3alHs PETYISAIUN 3KCIPECCHH T€HOB (ONEpOHHAsA Op-
TaHU3alusg T€HOMa, KOPOTKHH pa3Mep PeryisaTOpHBIX
palioOHOB, KOHTPOJIHPYIONUX TPAHCKPHIILHIO OMEPOHOB),
4YTO OTPaHUYUBANO pasHoOOpasye TCHETHYECKUX MPO-
TpaMM, 3aKOJUPOBAHHKIX B OaKTepuaTbHBEIX T'eHOoMax; (ii)
OTPaHUYEHHOE KOJHUYECTBO TEHOB U, KaK CIEIACTBHE, Ma-
nas “HGOPMALIMOHHAS €eMKOCTh FTeHOMOB, KOTOPO#H He XBa-
Tax0 A5 KOIMPOBAHMs CIOKHBIX IPOLIECCOB OHTOTCHESA,
JuddepeHIIUPOBKH KISTOK, MEKKISTOYHBIX KOMMYHHKa-
LM, aKTUBHOTO TPAHCIIOPTA, CJIOKHBIX MOBEJIEHUYECKHUX
peakiyii, IBIKEHUH MHOTOKJICTOUHBIX arperaros; (111) aK-
30CKeJET, IPENSTCTBOBABUIMI MEXKKIETOYHBIM B3aUMO-
JEHCTBHAM, a Talke OrpaHMYMBABIIMK pazHooGpazue
Mop¢oTunos knerok [35, 37, 121].

3. DYKAPUOTHI: TEHETUHECKUE MEXAHU3MDb!
KOAMPOBAHNA BMOJIOMMYECKOW CJZIOXHOCTU

KauectBenHo Gonee Bbicokas Guoxumudeckas, QU3M-
osioruueckas, Mop(hosiorHueckas, NOBeJAeHYeCKas CIOX-
HOCTb Y 3YKapHOT IO CPaBHEHMIO C MPOKAPHOTaMH Haxo-
JUT OTpaXKeHHe KaK B OCOOSHHOCTSX MX TEHOMHOM opra-
HHU3aLHH, TaK ¥ MEXaHU3Max peanu3aluil TeHeTHIECKHX

2 Koropble CyIIECTBYIOT, KaK IPaBUIo, B BUAE MHOTOKJIETOYHBIX Gak-
TepHaNbHAIX TAKEH M 001a1a10T CIOCOOHOCTRIO K NepeaBmxeHuIo {15].
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MIPOTpaMM, KOHTPOJIHUPYIOIINX (PEHOTHITHYECKHE XapaKTe-
PHCTHKH 3YKapHOTHYECKHX OPTaHH3MOB.

XapakTepHas 0COBEHHOCTL FeHOMOB YKapuoT:
BbICOKas! HaCbILLEHHOCTb 10BTOpamu

XapaxTepHast 0COOEHHOCTh OPraHM3aIlMH [EHOMOB JYKa-
PHOT — HUCKJIIOUUTENHHO HU3KAs IUIOTHOCTH OEIOK-KOIH-
pyoLuX rocienoBaresisHocTeid. Eciu y npokaproT Takue
TOCJIeNOBAaTENbHOCTH 3aHUMAKT 10 95% renoMuoit JIHK,
TO y 3yKapuoT — okoso 5% [114].

W3BecTHO, YTO IIpH PEILUTUKALMK B pe3yisTaTe Hempa-
BIJIFHOTO CHapuBaHus kKoMmIiulemeHTapHEIX Huted JHK mo
ITOBTOPaM, BO3MOXKHBI JIENICLIHHU U TYTUIMKALWH, IPUYEM da-
CTOTa JeNCIHH NpeBhIaeT yacToty aynnukanuii [38]. Pe-
meHHeM pobnemsl HenpasmisHoro crnapusanus JHK no
MOBTOPaM y 3YKAapHOT OBLIO MOsBICHHE XpoMaruHa [38],
o0ecreunBIIEro HECKONBKO YPOBHEH YKJIAAKH M IUIOTHOH
ynakoBku JJHK. Ilo mepe perntukanuu JHK ¢ meit npouno
cBs3bIBatoTCA Oenku xpoMaruHa [24]. [Toatomy mmHa on-
HoHuTeBo# JIHK B permnkariuBHON BUiTke y 3ykapuorT (100—
200 m.H.) B 10 pa3 MeHbIe, yem y Oaxrepuit (1000-2000
IL.H.) [24], 94TO CYIIECTBEHHO CHIDKACT YaCTOTy M pPa3Mephl
Jenennit U gyruukaiuii mo nosropam [38). C nosBieHHEM
XpOMaTHHa CTaja BO3MOXHA YIOPAJOYEHHAs Cerperamus
XpOMOCOM MpH KJIETOUYHBIX JeeHusx [36], urto co3mano

HeratuBHbiit
PErynsiTOpHbii
3/1€MEHT

|

lpocmoTtp

-3678

-1802 -898

OpeINOCBUIKY IS ITOSIBIEHUst (1) CErMEHTHPOBAHHBIX Ie-
HOMOB U (ii) IUIIOUAHOCTH. IMIIOMIHOCTE OTOJBHHYJIA
I'PaHHIly MyTalMOHHOH KaracTpods! omuboxk [17] — am-
HA TEHOMOB 3YKapHOT Ha 3—6 NOpsiAKOB 0OJIBINE IPOKAPHO-
THYecKuXx (cM. Tabm. 1). Junmounanocts obecrieunia Bo3-
HUKHOBEHHME KPOCCHHTOBEpa — OJIOYHOH MepeTacOoBKH
(hparMeHTOB roMOJOTHYHBIX XpoMocoM [36]. ABeppauuu
K€ KPOCCHUHTOBEpa, HepaBHBIH KpoccuHroep (HK), umy-
MMH [0 y4acTKaM TAHJAEMHBIX NPOTSDKEHHBIX MOBTOPOB,
obecnevniH BOHHKHOBEHHE TyIUHKaiui. [TocTosHcTBO
CpeIHEer0 YPOBHS HACKIIICHHOCTH ITIOBTOPAMH B TIOIYIISIIN
obycnosneHo nossiieHreM 1ipu HK reHOMOB Kak ¢ yBemnu-
YEHHBIM, TaK ¥ YMEHBIICHHBIM 4UCIOM 1OBTOpOB [2]. Ta-
KuM 00pa3oM, YCTOIMHMBOCTH TEHOMOB 3YKapHOT 110 OTHO-
IICHUIO K TOBTOPaM IIPUBeNa K ITOSBICHUIO IIPHHIMITHAID-
HO HOBBIX CBOJCTB, OTCYTCTBOBABIIMUX Yy NPOKapHOT:
MYNETUTCHHOCTH, HAJHYHIO KJIACTepOB M30(yHKIHMOHA b~
HBIX TEHOB.

KOﬂMpOBaHME‘ FEHETUYECKOU CIOXHOCTH!
HaOTPUNIETHbIE reHeTndeckne Kogbl

IlepsonauanpHo Hexomupyrouyo JTHK sykapuor pac-
CMaTpHBAIM KaK HE(QyHKIMOHAIBHYIO, a TEHOMBI 3YKapHoT
KaK HEONTHUMAJbHO OPraHH30BaHHbIE, TaK KaK IO OeIoK-
xoaupytomert JIHK B Hux ogeHs Masia. OHAKO TIOCTETICHHO

PerynsatopHsbis
ynaTop. SnxaHcep OHxaHcep
panon uHTpOHa 1 MHTPOHa 2
9k30Ha 1

\

+1 +12 +346 +521+621 +1064

HeratusHbivi
perynsTopHbif
9N1EMEHT

-898 -639 -129 +1

TATA
T35 -100 50,
/ coup |\y

AGGCCCGGGA GGCGCCCTTT GGACCTTTIG CAATCCTGGC GCTCT
-90 -80 -70 -60 -50

C/EBP

HNF-4
KOMMO3nLUNOHHBIA 9NeMEHT

Puc. 2. Dpazmenm uepapxuuecku opaanuzoeannozo PP zena ano-nunonpomeuna B [68].
I'en amo-numonpotenna B cOnepNT MHOXKECTBO PETYNATOPHBIX JMEMEHTOB, KOTOPhIE MOTYT HAXOAHThCH
Ha GONBIIOM PACCTOSHHUH OT CTapTa TPAHCKPHITIMH, a TAKKE B HHTPOHAX 1 3'-(uIaHKHPYIOieM paHoHe rena
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crana ¢opmupoBarbes nHas Touka spenus [20]: «[Ipeobna-
JAIOIIME B T€HOMAX 3YKapHOT HEKOAMPYIOIIUE MOCIEA0Ba-
TEJIbHOCTH, BEPOSATHO, KOAUPYIOT HEYTO HHOE, YTO He TpeOy-
€T NpUBJIEYEHUs TPAAULIMOHHOIO TPUILIETHOrO Koja. MHbI-
MM CJIOBaMH, KpOME TPHILIETHOTO KOJa M TPAHCIIAIMOHHOM
MalllUHBI, B KJIETKE MMEIOTCS Jpyrue KOsl U CPEACTBa UX
yreHus. [Ipu 3TOM Moa KOZOM IMOHUMAaeTCs JI060H THI Hy-
KICOTHHOTO KOHTEKCTA, 3HAYUMBIi 17151 BBIIIOJIHEHHS OIlpe-
JeTICHHON OuoMonekyspHo#i dyHKIMW». PaccMOTpHM Heko-
TOPBIE M3 3THX KOZOB, Ha3blBasg MX HAATPHIUIETHBIMH, B3sB
3a ocHoBy koHuernuo J. Tpudonosa [20], paciunpeHHyto ¢
YUYETOM COBPEMEHHBIX JIaHHbIX.

Kone! perynay TpaHCKpunymm

KonuuectBeHHas BeNHUMHA aKTUBHOCTH JTH0OBIX hYHKUM-
oHanpHbIX cafitoB (PC) THK, B TOM 4nciie 1 peryisaTopHbIX
paiionoB (PP) reHoB, kak y 3yKapHOT, TaK ¥ y IIPOKapHOT OIl-
pexnensercs cieupMKoil MX B3aUMOJEHCTBUH C perynsrop-
HbIMu Oesikamu, 3aBUcsUled OT HX KOH()OPMaLHOHHBIX/(u-
3UKO-XMMH4eCcKUX cBoiicTB [99]. Tak xonupyrotcst camble
paszHooOpazHeie coiictBa @C. Hanpumep, cpoxcTBo K pery-
JATOPHBIM Oe/IKaM CaiTOB CBA3BIBAHHMS TPAHCKPHUIILIMOHHBIX
¢axropos (CCTD), spems xuzuu JJTHK-6enkoBeIX KoMIUIEK-
COB, @ TAK)XE KMHETUYECKHUE XapaKTEPUCTUKH UX GopMHpo-
BaHUA U T. 11. [98]. IHTepecHo, uTo Aaxke OAMHOYHbIE HyKIIe-
OTHZHBIE 3aMEHBI CIIOCOOHDI CYIIIECTBEHHO MEHATD BEHUHHY
axtusHocTd OC — OT ONHOI ee [0TepH A0 BBIPAsKEHHOIO
YBENMYEHUs, @ TaK)Ke TIPUBO/UTH K MOSBICHHIO aKTHBHBIX
@C B panee nepynkimoransaon JJHK [98].

PP reHoB npoKapuOT UMEIOT [IPOCTYIO OPraHH3ALIUIO: He-
6onbumme pasmepsl (10 60-100 n.0.) ¥ orpaHMYEHHOE KOJH-
YeCTBO CAHTOB CBS3BIBAHUS PEryATOpHbIX Oenkos [64]. PP
TE€HOB 3yKapHOT UMEIOT KauyeCTBEHHO MHOH YPOBEHB CJIOKHO-
¢t (puc. 2): (1) OonpUIyIO JJIMHY — OT THICAY J0 AECATKOB
THICSY ILH.; (i1) 60/bII0e KOIMYECTBO (10 MHOTHX AECATKOB)
CCT® B npeaenax PP u (iil) ux CIOKHYIO MEPapXMUYECKYIO
opranmzauuio (CCTD, komnosuuuonHsie emenTsl (K3),
¢opmupyemble napamu comxeHHbix CCT®, sHXaHCEPHI H
caiineHcepsl, oGpaszoeaible komOnHauuamu CCTO u K29).
Pasmep peryiasTopHoro pailoHa reHa MOXeT ObITb Ha HOPAA-
KH BoJIbLIe pa3Mepa ero Koaupyoen yactu [68, 124].

CyLiecTBEHHO TaKKe, YTO AP0 JIFOOOH KIIETKH MHOTO-
KJIETOYHOI0 OpPraHu3Ma MMEeT B 3aBUCHMOCTH OT €€ (yHK-
IMOHAJIBHOTO COCTOSHUA (ONpPEENAEMOro THIIOM KJIETKH,
CTajuell KIeTOYHOrO LIMK/IA, TUIIOM TKaHHM, cTaauell pa3Bu-
THS OpraHW3Ma, BHELIHEH cpeaoit, JeHCTBHEM HHAYKTOPOB 1
T. A.) ONpeAesIeHHBIH HA0Op TPAHCKPHUIIIMOHHEIX GaKTOPOB
(T®D) [68]. B3anmoneiictys ¢ CCTD, Genkamu 6azasibHOro
KoMIUTekca U Mexay coboit, Td ¢opmupytor rercnenndu-
YeCKUN TPaHCKPHUIIIIMOHHBIH KOMIUIEKC, ONpeNesIAOmni
YPOBEHb TPAHCKPUIILNY KOHKPETHOrO TeHa B KIETKE, HAaX0-
Jsuleiicst Ha onpeneNieHHOH CTaguM KIETOYHOro LHKIA U
I dbepeHuMpOBKY B MHOTOKJIETOUHOM OpraHn3Me Noj Jei-

CTBHEM OINpeZesIeHHOro BHelIHero crumyiaa [68]. Ctpykry-
pa TPaHCKPUILIIMOHHOIO KOMILIEKCA ONPEASNAeTCs Peryisi-
TOPHBIMH 3JIEMEHTaMH, UX PACOJ0kKeHUeM OTHOCHTE/ILHO
CTapTa TPAHCKPHUIILMH, HA00poM (PaKTOPOB, IIPUCYTCTRYIO-
LWMX B s1Ape U NOC/eA0BATENIbHOCTBIO €ro (POpMUPOBAHUA BO
BpeMeHH [39, 68]. Ona Takxe onpeesseT He TOJIBKO HHTEH-
CHBHOCTb TPAHCKPHIILIMH KOHKPETHOIO I'eHa, HO M Hayajlo
CTapTa TPAHCKPHUIILMU: J/I1 MHOTUX T'€HOB BBUIBJIEHBI ajlb-
TEPHATHBHbIE U MHO)XECTBEHHBIC CTApThl TPAHCKPHUIILIUH,
obecneuunBatouine pazHoobpasue BapuantoB raPHK, omnu-
YaIOIUXCA CTPYKTYpoil nepBoro HHTpoHa [68, 124].

B pamxax npocreiieit GunapHoit Mogenu (caiT cBa3biBa-
HUSl B3aMMOJICHCTBYET ¢ TPAHCKPHIILMOHHBIM (aKTOPOM WM
cBOOO/ICH OT HEr0) €eMKOCTh KO PeryyaLuy TpaHCKpUnuu W
ouenuBaercs kak 2. Hanpumep, npu konnuectse CCTO N =
30, W = 2°~10°. To ectp maxe mpocToi KOMOMHATOPUKU
CCT®, pacnionoxenHbix 8 PP nanxoro rena, u T pocrarou-
HO JUI KOAUPOBaHHS OIPOMHOIO pasHOOOpa3Hs BapHAHTOB
TPAHCKPUIILMY FeHa B MHOXKECTBE KIIETOK, TKAHEH Ha pas/ny-
HBIX 3TaNax pa3BUTHA MHOIOKJIETOYHOIO OPraHU3Ma IpH ero
pa3iu4HbIX (PYHKIMOHANBHBIX cocTossHUAX [9]. Bonee Toro,
TI0 Pa3HBIM OLIEHKAM, A071s1 Oe/IKOB, CBA3AHHBIX ¢ TPAHCKPHUII-
nueit, coctasmier oT 6 1o 15% o1 nporeoMa pasHeIX dyKapH-
oT [58, 94, 118]. Taroke BaXXHO OTMETHTb, YTO CKOPOCTb 3BO-
JOLMH O€IIKOB TPAHCKPHUITLMOHHOM MallMHBI OTHOCHTENBHO
BBICOKA; HalpUMep, CKOPOCTh 3BOMIONMHK OenkoB annapara
TpaHcKpunimu Arabidopsis thaliana NipeBOCXOANT CKOPOCTH
3BOJIEOLMH ApYrUX rpynn GeskoB A. thaliana [117]. DBonto-
s e GENKOB arnnapara TPaHCKPUIILMH, Kak NPaBUilo, ajall-
THBHa, HAllpUMep, 3TO MOATBEPKAAECTCA UCCIEN0BAHUEM pe-
’KHMOB JBOJHOLIMY PA3iIMUHbIX I'PYNI I'€HOB 3IBOJOHHOHHO
onuskux K Drosophila melanogaster Bunos [85, 103].

[o npuunne BaxHOR POIM AYIIIMKALMH B XO[4€ DBOJIIO-
uuu 3ykapuot [105, 123] poct uncina pa3anyHbIX BApUAHTOB
TPAHCKPUIILIMH I'€HOB MOXKeT OBITH CBA3aH C IUMPOKUM pac-
NPOCTPaHEHUEM KIAaCTEPOB H30(YHKIIMOHANBHBIX T€HOB. Ta-
KHE€ KJIacTepbl COAEPIKAT I'OMOJIOTHYHbLIC I'€Hbl C YaCTHYHO
pasnuyaroLeiics cTpyKTypoit 1 GyHkuueit. Dxcnpeccusd re-
HOB, BXO[UILIMX B COCTAB KJ/IACTEPOB, OCYILLECTBILIETCA B 3a-
BHUCHMOCTH OT CTaJHM WHMBUIYaJLHOTO Pa3sBUTHA, QyHK-
LMOHAJILHOIO COCTOSIHUA OpraHusMa M T. I. ITopsanok u uH-
TEHCUBHOCTb JKCIIPECCHU I'€HOB MOXKET ONPEAEAITHCH
CIELHATIHBIM KIIACCOM PErY/IATOPHBIX DJIEMEHTOB HEPapXH-
4eCKH BBICOKOro (HaireHHoro) yposus — LCR (Jlokyc-koH-
TponupyoLMME paitonamu) [33, 68, 76]. Kaxapiit LCR 06-
pazoBan creumduueckoi rpynnoii CCT® n pacnonaraercs
MHOIA Ha Oo4eHb GOMNbLIOM (0 ACCATKOB THICSY M.0.) pac-
CTOSIHHM OT KOHTPOJIMpPYeMOoi KacceThl reHoB [33, 76].

Kokl chopMinpoBaHus HyKieocoM v XpomaTiH

Y 3yKapHOT O CPAaBHEHHUIO C IPOKAPHOTaMH KOHBOpMa-
HuoHHble/Gusnko-xumMudeckue cpoictea JJHK urpator cy-
MIECTBEHHO OGOJMBINYIO POJib, ONpeAeNsis 0COOEHHOCTH Hy-
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kneocomuoii opranmsanun JJHK. Hykiieocomsl popmupyror-
Cs NIPEANOYTHTECIIBHO B ONPEACIICHHBIX YYacTKax reHOMHOM
JHK ¢ xapakTepHbIM AMHYKIICOTHIHBIM KOHTeKkcToM [20], u
HX pacloNoKeHHe B FeHOMAaX HeCIy4aiiHO. DJleMeHTaMH Koza
HykieocoMHo# ynakoBku JJHK ABiAOTCA KOPOTKHE OMIO-
HYKJIEOTUbI, paciipe/elieHHble ofpesieleHHBIM 06pa3om
BIIOAIb HYKJIEOCOMHOTO caiiTa U onpeaesstole koHdopma-
nuoHHble coiictBa JIHK [107], onTuManbHbie Ul B3aUMO-
JICHCTBHA C THCTOHOBBEIM OKTAMEPOM.

Hyxneocomnas opranmsauusa IHK coorserctByet Gaso-
BOMY YPOBHIO OpTraHH3all{ XpOMaTHHa, KOTOPbIH OTCYTCTBY-
€T Yy NPOKapHOT M SBIISETCS XapaKTePHOH 0COOEHHOCTBIO
aykapuoT [70]. XpomaTuH He TOJIbKO 00eCIIeYHBAET BLICOKYIO
cTeneHb KomnakTuzauuu revomuoi JIHK B aape, uto xputH-
YECKH 3HAYMMO IPH OOJIBILIMX pPa3Mepax FeHOMOB 3YKapHOT.
Ou sABigeTCs TaKKe BaxHEHIIUM (GaKTOpOM peryiasuuu
TPaHCKPHIILMU I'€HOB DYKapHOT, 00eCHeunBas «pPa3sMETKY»
TPaHCKPUIILIMOHHO-aKTUBHBIX y4acTKOB reHoMoB [74]. Pery-
JLMS TPAHCKPHIIIIMH TeHOB TpedyeT 0cob0ro pacrosoKeHus
HYKJIEOCOM, HAlpUMeD, ULl 00ecIieyeH st I0CTYIIHOCTH (DyHK-
nuonHansHbix caitoB JJHK perynsaropusiM Oenkam ninn Hao00-
poT — Ul 3KpaHUpOBaHUA Takux caiitoB. Hanpumep, npo-
MOTOpaM I'€HOB JIOMALIHET0 XO35iCTBa CBOHCTBEHHA OCIIa0-
JIeHHas HykjeocoMHas ynakoBka JHK unu ee nonnoe
orcyrctBHe [74]. Ilo-BuauMomy, 510 obecneynBaeT JerkHi
JIOCTYI K IIpoMoTOpaM GenkoB 6a3aIbHOTO TPAaHCKPHITLIMOH-
HOTO KOMIUIEKCA, 4TO HeoOX0auMo 11 3hdeKTUBHON TpaHC-
Kpunuuu. Hanpotus, npoMoTopbl TKaHECTIELUPUIECKUX Te-
HOB, KaK IIPaBHJIO, XapaKTePU3YIOTCS CUIbHON HYKII€OCOMHOH
ynakoskoil [THK, pazpylienue xoTopo# npu TpaHCKPHIILAH
TpebyeT nepectpoiiku xpomaruua [74, 92].

3aMeyaTeNbHO, YTO Y 3yKapHOT CYLIECTBYIOT ClIeLHaJIbHbIE
MEXaHH3MBI NIEPECTPONKH CTPYKTYPHI XpomaruHa (remode-
ling), MeHsTIOLIME HYKIIEOCOMHY!O «pazmeTky» JJHK B 3aBucu-
MOCTH OT AU depeHIHPOBKH U PyHKIHOHAILHOIO COCTOSIHUS
KieTky [39, 92]. Mexann3m Takol NepecTpOHKH CTPYKTYphbI
XPOMATHHa BHICOKO KOHCEPBaTHBEH, HO Er'0 3allyCK Olpenelis-
€TCs TeHHBIMH CETAMM (DYHKIMOHAILHOTO COCTOSHUSA KIIETKH
U KJIETOYHOH AU(depeHIIMPOBKY, BAPbUPYIOIIHMY Y Pa3HbIX
3ykapuoT [39]. PeMoaeruiHr XpoMaTHHA -— HE TOJIBKO BaK-
Helwmi (GaxTop perynsauuu dKCHpEeCcCHy IeHOB, HO M MeXa-
HHM3M KOAMPOBaHMs srureHeTHdeckux sddexros. Hanpumep,
cneunduxanus Hox-remamu TkaHed cerMeHTOB Tena D.
melanogaster SIIUIr€HETUYECKU HACIEyeMa U 3aBUCUT OT Oelt-
xoB cemelict Polycomb, Polyhomeotic u tritorax [83). Benxu
3THX CEMEHCTB OTBETCTBEHHBI 32 MOJIU(HUKALIMIO CTPYKTYpPbI
XpOMAaTHHA, MOAEPXKUBAIOILNX TpaHcKpuniHio Hox-reHos B
HOTOMKaX €AMHOXIIbI IETEPMHHHPOBAHHOMN KieTkH [31, 83].

Koab! 65104HOM OpraHu3aumy KOQMPYIOLmMX parioHos
reHos 3yKapyoT

OK30H-UHTPOHHAsA CTPYKTYpa CBOHCTBEHHA OONbIIMH-
CTBY paclindpoBaHHBIX I'€HOB dyKapHot [56, 106, 108]. Ee

BO3HHKHOBEHUE — OIMH U3 BaKHEHLIMX apoMOp(ho30B, CO-
3[aBILIMX NPEALOCHUIKK ISl KOMIIAKTHOTO KOAMPOBAaHHA re-
HeTHyeckol MHMOpPMalKK Ha OCHOBE KOMOMHATOPUKH JK30-
HOB ¥ MHTPOHOB. B pe3ynsrare ansTepHaTHBHOIO CIUIajicHH-
ra Ha OCHOBE OJ(HOIO M TOT'O YK€ I'eHa BO3MOXXHO KOAHPOBaHHE
6onbLuoro pasnoodpasus BapuantoB MPHK, otnuyarommuxcs
HabOpaMHU HK30HOB, U KaK CJIeACTBHE — GONBLIOTo PazHO00-
pasus BapuaHToB OenkoB. Hanpumep, ren Dscam aposodu-
bl IIyTEM aJIBTEPHATHBHOTO CIUTaliCUHIa KOXMPYET ThICAUH
BApUAHTOB 0enKa, KOHTPOIUPYIOLIEro pocT ¥ $HOpMHPOBa-
HHE aKCOHOB [29], TeM CaMbIM TOHKO peryiupys (popMUpo-
BaHHE HEPBHOH cHCTeMbl. DK30H-UHTPOHHAsE CTPYKTypa U
aJIbTEPHATUBHBINA CIVIAHCHHT 3YKapHOT SBIAIOTCS HOBBIM
cnocobOM KOAMpOBaHUs reHeTHueckoit unpopmamun (41,
57], NO3BONAIOLIMM HApaLUBATEL CJAMKHOCTH MEHETHYECKUX
HpOrpamMM peryjsiii 3KCIIPecchy reHoB 6e3 cylLleCTBEHHO-
IO YBEIHMYEHUs Pa3MEPOB IeHOMOB.

3aMeuaresbHO TaKXKe, YTO HHTPOHBI HE ABIAIOTCA IeHe-
tHyecku uneprHoil JJHK [52, 86], Tak xak coxepxar 607b-
1110€ pazHoOOpa3He PeryIsTOPHBIX JIEMEHTOB, BIHAIOIIHUX Ha
IKCIIPECCHIO [€HOB — CaiiThl CBS3bIBAHUS TPAHCKPHUIILMOH-
HBIX (aKTOPOB, IHXAHCEPDI, AJIETEPHATUBHBIE IIPOMOTOPBI 1
T. . {68]. [Tokazano [45, 74}, uro uHTpOHHBI 0ONanatoT OoIEe
BBICOKHM IIOTEHLHAJIOM (DOPMHPOBAHHS HYKJIEOCOM 10 CpaB-
HEHUIO ¢ (QyHKIMOHAIBLHO GoJiee HarpyXeHHBIMH JK30HaMU.
[Ipeanonaraercs, 4To camo 1Mo cebe BO3HMKHOBEHHE MO3a-
MYHOM CTPYKTYphI TEHOB CBA3aHO C HYK/IEOCOMHOMN YIIakoB-
xoit THK [18, 42]. Hykneocomuas ynakoska renomuoii JJTHK
Tpebyer GopMUpOBaHUA HYKIIEOCOM B CpEHEM HA paccTosi-
Huu 150-250 n.o. Oxnaxo B cHiTy OrpaHU4EHMI CO CTOPOHBI
KOIUPYIOIMX NOCIIEA0BATENLHOCTEH, FeHbI HE BCErJa MOTYT
HMETh HYKJICOTUJIHBII KOHTEKCT, o0ecrie4uBaroiui hopMu-
poBaHHe cTaOUIBHBIX HykleocoM [74]. Komupyromue no-
CJ1E/10BaTENBHOCTH, HE Y/IOBIETBOPSIOUIME ITHM YCIIOBUIM,
MOIIH OBITE pa3iesieHbl HHTPOHAMU,

Jns MHOTHX G€JIKOB YCTAHOBIEHO COOTBETCTBUE MEXK-
Iy 5K30HaMH I€HOB U JIOMEHAMH KOJAHWPYEMBIX HMH OEJIKOB
{44]. 310 cozpaeT MONEKyYISPHYEO OCHOBY 11 6J104HOI 9BO-
JIIOLMH 33 CUeT NEPEeKOMOMHUPOBAHMSA IK30HOB — 00pazo-
BAaHHIO HOBBIX 0€JIKOB M3 (PYHKUHOHAJIBHBIX 4acTeH MX
npeaIIECTBEHHUKOB [55, 78]. V npokapuor npodiema My-
TALMOHHOIO MOMCKA HOBBIX BAPUMAHTOB I€HOB HE HMEET
OOJNBILIONH OCTPOTHI U3-32 MUFAHTCKUX YHCICHHOCTEMH M0y~
IALKH U MPOKOH pacpoOCTPaHEHHOCTH FOPU3OHTAILHOTO
nepeHoca resos [73]. OaHaxo OHa CylIeCTBEHHa i OoJb-
HIMHCTBA 3YKapHOT U3-3a, KaK [PaBUJIO, MAJIOH YMCIIEHHOC-
TH UX NOnmynanui. OauH U3 nyTei perieHus 11podieMsl co-
CTOS1 B IIIPOKOM PacIpOCTPaHEHUH MHTPOHOB U BO3HHUK-
HOBEHHA HAa UX OCHOBE MEXaHHM3MOB M3MCHUMBOCTH Ha
OoCHOBE KoMOHHaTopukH 0y10KOB renoB u Genxos [81]. Ta-
KHM 00pa3oM, 3yKapHOTBl CMOIIIH MPHOOpETaTh HOBBIE Ba-
PHAHTBI MOJIEKYJISAPHBIX CTPYKTYpD CYLIECTBEHHO ObICTpeE,
4eM IIPOKapHOThI, 0€3 HeoOXOAMMOCTH YBEIUICHHS YacTo-
Thl TOYKOBBIX MYTAaLHH.
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[Moxanyii, HanGosblero copepuieHCTBA KOMOHHATOPHKA
6110K0B reHOB H GENIKOB OCTUraeT B UMMYHHOI cucTeMe. Ha-
npumep, y uenobeka V- u C-061acTH HMMYHOTTIOOYTMHOBBIX
I'€HOB KOIUPYIOTCS OT/IEJIbHBIMH JIOKYCaMH Ha OJHOM M TOM
xe xpomocome. V-obnacTu sierkux uenei hopmupyercs my-
TEM ciydaitHoro obobeuHennsa cermentoB JJHK u3 2-x Ha6o-
poB — {V} u {J}, a V-0brmacTu TspKenoit uenu — U3 Tpex
uabopos: {V}, {D} u {I}. lenepupyemoe tipu 3T0M pazHo06-
pasHe BapUAHTOB MMMYHOINOOYIMHOB focturaer ~ 107-10%
mostexyn [21]. Koaupopanue Takoro konuuecrsa Genkos Ge3
UCIIO/Ib30BaHMs KOMOMHATOPHKHM NOTPeGOBaIO Obl YBEIMUEHHS
pasmepoB reHoma o 10'°-10" m.u., To ects 8 10-100 pas.

Koas! mogynaumy yHKUMA reHoMOoB

Onnnm BaKHEHIMM U1 3YKAPHOT MEXAHH3MOM KOAHPO-
BaHUA GHONOTHYECKOH CIOMHOCTH SABJISKOTCA KOAbI MOLYJIs-
uuu {20]. OnuH U3 2IEMEeHTOB 3TOTO KOAa ~— TAHJAEMHBIE I10-
BTOpEL VX MOynHpytowee BIMsAHUE Ha QYHKLUHU I'€HOB IIPO-
ABJIAETCA NPH M3MEHEHMHU 4MCNIa KOmMi B Knactepe [91].
H3menenye ynciia NOBTOPOB B KilacTepax — HauGosee vac-
ThIX THII TEHOMHOTO nonuMopdusmMa [77]. [lpocTpancreen-
HBI 1 BpEMEHHOH [IATTEPHBI IKCIIPECCHU FEHOB, HAXOAALIM-

€cs I0J] BIHUSAHUEM II0BTOPOB, MOT'YT U3MEHATHLCA IIOCIIE H3-
MEHEHHUA KOURHOCTH MOBTOPOB [91]. B aTOM ciiyuae nouck
ONTHMaJIbHBIX BADHAHTOB MOAYJIATOPOB OCYILECTBIAETCSA CY-
LIECTBEHHO ObICTpEE, YEM NP TOYKOBBIX MyTaLMsX. DIIeMeH-
TaMy KOZa MOAY/LALMU FEHOMOB SBIIIOTCA TaKxkKe TUCIepru-
poBatiHble NOBTOPE U MI'3, MHCEpUMHU KOTOPBIX B pa3nuy-
Hbl€ PAflOHBl TEHOMOB MOTYT MPHUBOAUTH K U3MEHEHMIO
NaTTepHa JKCIIPECCHH ONMM3KOpacioimKeHHbIX reHoB [32].
Bonee Toro, MI'3 cnocoGeTByOT aganTalioHHONA W1acTHY-
HOCTH 3YKapHOT, YBEJIMUMBasd MyTabIIEHOCTh KOHKPETHBIX
JIOKYCOB B OIIpe/ieJieHHbIE TIEPHObl BpeMeHH (6, 66].

TEHHBIE CETW: KOAbl OYHKUMOHUNPOBAHVS

I'ennas cets (I'C) — rpynmna KoOpAMHHUPOBAHHO (YHK-
HHOHUPYIOIHUX I'€HOB, KOHTPOIMPYIOLIMX (GOpMUpPOBaHUE
OIPEENEHHOI0 PEHOTUIIMYECKOTO NPH3HAKA OpraHu3mMa
(MOJIEKYIAPHO-T€HETHUECKOTO, BHOXMMHUECKOTO, PU3HONo-
I'HY€CKOTr0, MOP(}ONI0THYECKOTrO, MOBEASHYECKOTO U T. JI.).
B ocHoe dhyHKUMOHHpOBaHUS 1000 FeHHOM CETH JIEKUT
OIpele/ICHHbIH HAbOP IEMEHTAPHBIX CTPYKTYP (IFEHOB, UX
PHK, 6enkoB, a Tak)Ke CUrHAJILHBIX MOJIEKYIl, META00IHTOB
M T. J.) 4 JIEMEHTAPHBIX COOBITHIH — B3aUMOAEHCTBUI MeX-

Tabauya 2

Ponn renos Drosophila melanogaster B pa3sim4HbIX GHoslornyeckux npoueccax [118)

Ten

Ponb rcHa

B HHIAHWBHAY&/TBHOM PDA3BUTHH

B uHbIX mpoucccax

Panunii ambpHorcHes,

run Pa3BHTHC LICHTPaNbHONH HCPBHOW CHCTCMBI,
Pa3BUTUC NCPUPCPUICCKON HEPBHON CHCTCMBI

OnpcracncHuc nosa

Pa3BATHC DKTOACPMBI,

Pa3BUTHC MC30IACPMBI,

OmpenencHue 10P30BCHTPAIBHON OCH TCha,

dl MHIpans KJICTOK 3apo/IbiLICBOrO MyTH,
pasBuTHC IMOPHOHATBHOTO cepiua,

Pa3BUTHE ICHTPATLHONH HCPBHOMH CHCTEMEL

UmmyHHBI OTBET,
GYHKIHOHHPOBAHHC JKHPOBOTO TEAA JIHUHHKH

T Pa3BUTHC MYCKYJNaTyphl

OHpCZICHCHPlC aop3osc1-npanbﬂoﬁ OCH TCIA,

HMMyHHBIH OTBCT

Pannnii am6puorcHes,

Pa3BHTHC aMHHOCCPO3bI,
Pa3sBHTHC I'nala

pa3BUTHC MaJIbIIUIUCBEIX TPYOOK,
Pa3BUTHC 3MOPHOHAILHOH MBILLICYHON CHCTCMBI,
Pa3’BUTHC LUCHTPAJIbHON HCPBHOH CHCTCMBI,

MOPGhOrcHe3 LCTHHOK,
pa3BUTHC Ccpaua,
MoporeHes Kpbiia

5gg

JleTepMHHALIMA CCTMCHTHOM NMONAPHOCTH,

LnpkaaHbiit put™

Panuuit amM6puorcues,

ci

Pa3BUTHC UMarHHAbHbBIX JHCKOB,
Pa3BUTHC aKCOHOB CCTYATKH,
pa3BUTHC GOLTHKYIAPHBIX KICTOK

KictouHslii uuki

Passutuc rnaza
Amph

DHIOUNTO3 CHHANTHYCCKHX MY3BLIPHKOB,
PCTYNALMA MBILICHHBIX COKPALLICHUI

dsh OBOICHC3,
pa3BUTHC KpbUia

PasButHe skCHCKUX rosan,

HBH'/KCHHC KJIICTOK
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Puc. 3. Obwas cxema 2ennoii cemu panne2o smbpuozenesa Drosophila melanogaster (cm. mexcmy).
A. TIofcETh YCTAaHOBIEHHS aHTEPHO-TIOCTEPHOPHOH ocH Tena U ee cnenudukarpu. B. Iloncets ycranos-
feHns u crienndukauuu 1op3osentpanbHoii ocu. C. IMoacets MopdodyHKIHOHANEHOH crenudUKaImu
CErMEHTOB Tela peryianupyemMas KOMIOHEHTaMK BbIICHA3BAHHBIX moziceTel (cM. A. u B.). Ha pruc. npen-
CTaBJIeHa CXEMa TEHHOM CeTH crienndrKalmp BUCUEpaIbHOi Me3onepMbl 7-ro 1 8-ro napacermenTos (PS)

NIy BIIEMEHTAPHEIMH CTPYKTYpamy (OHOXUMHYECKUX peak-
LM, PEryTATOPHBIX, TPAHCIOPTHBIX COOBITHH U T. 11.) [8, 69].

Kaxmas sykaproTHieckas reHHad ceTh umeet [111]: 1)
OMpeCICHHBIN Habop MyTel Mepeaadn CHIHANIOB OT KIETOY-
HOI MeMOpaHbI I0 KOHKPETHBIX T€HOB; 2) IEHTPaJIbHBIHN pe-
ryimatop — T®, obecneunBarOLIMA KaCCETHYIO AKTHBALMIO
GOJIBIION TPYIINEI TeHOB, OJHOBPEMEHHAS IKCIIPECCHS KOTO-
PBIX Heo0X01MMa [I71s BBINONHEHUs (GYHKIIVHE TeHHOH ceTH; 3)
OIpeIeNIeHHBIH Habop peryIaTOPHBIX MEXaHU3MOB, IOIOXKH-
TENLHBIX WK OTpUIlaTenbHEIX o0patHbIX cBszel (ITOC m
OOC co0TBETCTBEHHO), 00ECTIEUMBAIOLINX MOANEPKAHKE Ol1-
penesernoro nokazaressi ['C OKOIO HEKOTOPOTO ONTHMAIIL-
HOTO YPOBHS, HIIH, HANPOTHB, 3()(PEKTUBHO OTKIOHSIOUINX
KOHTPOJHPYEMBii okasaresb I'C 0T HauaJIbHOTO 3HAYCHUS,

Beigesstor 4 ocuosneix knacca I'C [111]: (i) I'C romeo-
crasa (B Hux npesanupytoT OOC); (it) I'C muknngeckux npo-
neccos (umeetcsa Ganane Mexay IIOC u OOC); (iii) I'C
crpeccoBoro oreeTa (ITOC u psaa APYTHX aKTUBHPYIOIIHMX Me-
xaau3moB yBoaat I'C ot ucxoaxoro cocrosuust, a OOC u pas-
JIMYHBIE PENPECCUPYIOIINE MeXaHU3MbI BO3BPAIIIAIOT €e K CO-
crosuuio nokos)); (iv) I'C Mopgorenesa (B HUX BaXXHEHIYIO
POJIb UIPatOT MOJOKUTENBHBIC 00paTHBIE CBS3H).

Pexum ¢yukipmonuposanus ['C B oprannsme (BBITIOMHAE-
Mast ero Tporpamma) onpegensercs [12, 67, 111]: 1) nabopom
3eMeHTapHbIX cTpyKTyp (renos, MPHK, GenxoB, Metabomu-
TOB U T. [1.) — TIepeMeHHBIX 370 I'C; 2) COBOKYITHOCTRIO 3lIe-
MEHTapHBIX MpPOLeCCOB — B3aUMOAECHCTBUI MEXIY dJeMeH-
TapHBIMH CTPYKTYpaMHu; 3) KOHCTaHTaMK YIEMEHTapHBIX IIPO-
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necco; 4) rpadom I'C, BeplIMHBL KOTOPOTO COOTBETCTBYIOT
3JIEMEHTApHBIM CTPYKTypaM, a peOpa — a1eMeHTapHEIM Ipo-
1ieccaM; 5) HadaJIbHBIM COCTOSHUEM TepeMeHHBIX 21oi I'C; 6)
COCTOSTHHEM KPUTHUECKHX 11apaMETPOB BHELHEH H BHYTPEH-
HEH Cpefibl OpraHu3Ma, B Kotopoil Gpyukimonupyer I'C.

YV MHOTOKJIETOYHBIX 3YKapHOT CYIIECTBYIOT MHOTOYKC-
JIEHHBIE MEXaHN3MbI KOMOMHATOPHOT'O KOIMPOBAHMSA CIIOKHO-
CTH FeHETHYECKHX [IPOrPAMM, BIIIOIHSIEMBIX TeHHBIMU CCTS-
mu. Hanpumep, oguH ¥ TOT ke TeH (MM IpyTIa FeHOB) MOI'yT
BXOJUTh B COCTaB Heckonbkux ['C, paboraromux oqHOBpe-
MEHHO WM B Pa3sNHYHBIX (YHKIIMOHAIBHBIX COCTOSHHUAX
opranusMa (tabin. 2). OxHa u Ta e ['C B 3aBUCUMOCTH OT
HayaJbHBIX NaHHBIX (QyHKIMOHMpOBaHHs (KOHIEHTPALMA
MPHK, 6enkoB, MeTabOMUTOB | T. 1.), ONIPEE/SeMBIX paHee
¢yHkuroHuposasliumMu ['C, MOXeT UMeTh KadeCcTBEHHO OT-
TMYAIOIINECA PEKUMBI QYHKIMOHHPOBaHH, HAIIPUMED LIMK-
JMYECKHH M CTAIMOHApHbIH. [lofBNeHNe WM HCYe3HOBEHHE
JIMIIEL OAHOH peryiaTopHoi cBsa3u B I'C MokeT NpHBeCTH K
Ka4ECTBEHHOMY M3MEHEHHIO PEKHMA €€ (DYHKUHOHUPOBaHHUS
[12]. ITogobHOrO pona W3MEHEHMs, MO-BUIUMOMY, HIHPOKO
pacnpoCTpaHEHb! B IPUPOJIE, 3aTparuBasi B OCHOBHOM pery-
JIATOPHBIE PailoHbI F€HOB, U MOTYT UTPaTh OONBIIYIO POJib B
Moposnoruueckoit somouunu [80, 101]. Bo3MoxHo, MyTa-
LM, B3MeHsompe quHaMuKy I'C w/unu koMOUHATOpUKY pas-
mrynbIx ['C pemyrpoBany 9HCIo KIWIOK B KPbUIE JBYKPbI-
ne1x. HanpuMep, uzBectHe! MyTaHTtsl D. melanogaster, ®un-
KOBaHHE KpPbIa KOTOPBIX CXOIHO C JKMIIKOBAHHEM JIPEBHMX
HaCEeKOMbIX, T0 ecTh ['C NpejKoBOro KUIIKOBAHMSA COXPaHS-
eTcs. 3HaUMT, )KIWIKooOpa3oBaHue y HaCeKOMBIX, HMCIOIIHX,
B OTJIMYHE NPEIKOB, MEHBIIIEE YACIIO JKIUIOK, TODKHO UHTHU-
OUpOBaThCA B OTIPE/ICNIEHHBIX MECTaxX Kpbiia [28, 54]'.

Jlokanenple I'C aykaprot MOTyT 00OBeMHATECS B Gonee
CIIOXKHBIC TeHHBIE aHcamOin. Haubonee apkuM npumepom
aroro sBnsercs ancam6onpb I'C smbpuorenesa. Hanpumep, I'C
panHero aMOpuoreHesa D. melanogaster iofipasnensiercs Ha
2 GonblIxe MO YHUCITY KOMIIOHEHTOB B3aHMOCBS3aHHBIX MO
cety (puc. 3): (A) moaceTs yCTaHOBICHUS aHTEPHO-TIOCTEPH-
OpHoIf ocH Tena U ee cnienudukarm u (B) moaceTs ycTaHOB-
JeHus ¥ crenudukanum Jop3oBeHTpansHoil ocu. IlepBas
nozcets (puc. 3A) Brmoyaer Tpu ['C. I'C ycranoBieHus aH-
TEPUO-NIOCTEPUOPHON OCH Tella U Haudana cerMenTaiuu (Al)
obecrieunBaeT pas/ielieHne Tea BAONb aHTEPHO-TIOCTEPHOP-
Ho#t ocut Ha 6ompmme ydactku. Jra ['C rubpuana, 0bpaszosa-
Ha gap-TeHaMH 3UTrOThI M TeHaMH MaTeprHCKoro ddexra bed
U NOS, IKCIPECCHUPYIOIUMICS B OpraHU3ME CAMKH, MPOTyK-
ThI KOTOPBIX aKTHBHO TpaHcropTHpyrorcs B oouut. I'C Ha-
YanbHBIX 3TANoB cerMmeHTan (A2) obecnieunBaeT pasaene-

! HOpyro#t spkuii NpUMep — KpbUiarble ¥ GECKPBUIBIE Packl Y MYpPaBheB.
I'eneTnyeckne HcceNOBaHUs NOKA3AIH, YTO B Pa3HBIX GHIyMax MypaBb-
eB npepbiBaHue paGotsl I'C hopMHUpOBaHHS KPbLIA BOSHUKIO HE3ABHCHMO
U TIPOMCXOMHT Ha PA3HBIX dTalax pa3BUTHA. 3aMeE4aTCIbHO, YTO MypaBbH
«HAY4HITHCE» B XOZ€ IBOMIOLMH yrpasnsaTh ceoci I'C, perymupys cootHo-
MICHHE KPBIIATBIX H 6eCKPbUIBIX GOPM B 3aBHCHMOCTH OT CHTYALHH B My-
paseiinuke [23].

Ecdysozoa ‘ \% ‘*

Lophotrochozoa > W’ %
Deuterostomia ‘ ot g

Chidaria

Puc. 4. Deontoyun mexanuzmoe ambpuozenesa.
Luppamu 0603HAYEHE! OCHOBHBIE apOMOP(O3BI (CM. TEKCT),
OyKBaMH — OCHOBHBIE AJANTHUBHBIE pafuanuy (MAHOAJAl-
TalHH), CICAOBaBILNE 3a apoMopdo3aMu: A) paamanus
MOJIEKYJIIPHBIX MEXaHHW3MOB KIIeTouHOH nuddepeHunpos-
ku; B) panuanus MoaexyIapHEIX MEXaHH3MOB 3MOpHOTeHE3a;
C) panuanus MeXaHM3MOB B3aMMOIEHCTBUS TEHHBIX CeTel
b depeHIMPOBKY H PETYISLUHMH KISTOYHOTO Lukia; D) pa-
Al MEXaHHU3MOB ACTCPMHHAUMH CTPYKTYp B3pOCIOH
opMeL. DBOTIOIMOHHEIE B3aUMOOTHOILICHHSA MEXIY TPyT-
namu Bilateria pekoncrpynpoansr Ha ocaose 18S pPHK [96]

HUE TeNa Ha «YCTHBIC) U «HEYETHBIE» CErMEHTRI TeHaMU map-
Horo npasuia. HayaneHele ycnoBus QyHKIIMOHHpPOBaHMS
stoii I'C 3ayarorest ipeapLayiieit renHoit cerbio — auddy3u-
il mpoaykToB gap-reHoB. ['C KOHEYHBIX ITAOB CETMEHTa-
i (A3) BKIIOYaeT B cebs reHaMu CETMEHTHOM TOIAPHOCTH
M OTBeyaeT 3a 00pa30BaHe UCTHHHBIX CETMEHTOB Teua. | eHbl
CerMeHTalM1 aKTHBHPYIOT WM MHTHOHPYIOT DKCIPECCHIO
Hox-reHoB, MopodhyHKIHOHATEHO CIeUPUIUMPYIOMIHX CeT-
MenThl Tena (puc. 3C) [93]. Bropas noncers (puc. 3B) Brutro-
yaet aBe ['C. I'C omnpeneneHunss BEeHTPaIbHOH CTOPOHBI SALIA
(B1) obecneunsaetcs dl-xkackanoM curranos; dl-kackan 3a-
nycKaeTcs U3 NePUBUTEITIMHOBOTO MpocTpancTBa. OH HHTH-
oupyer dpp-kacka/, GyHKIHOHUPYIOLIMI Ha GoJiee TIO3HUX
craguiax passutus [102]. I'C muddepeHnypoBky TkaHeH qop-
3aJBHOM cTOopoHB! 3MOpHoHa (B2) onpenensercs dpp-kacka-
oM. MopdoreH dpp oTBeUaeT 3a aKTUBALIHIO WJIH HHIHOUPO-
BaHHE KaK I'€HOB, ONPEIEIIIONINX TUDGEPESHIIMPOBKY KITE-
TOK II0 JOPCAIbHOMY THIY, TaK U HOX-TeHOB B OTHENBHBIX
TkaHsiAx U opraHax (puc. 3C) [110]. Bes I'C pannero am0pro-
reHes3a D. melanogaster MMeeT KacKaaHbIH xapakrep (obec-
neurBatoimiics 3a cuet [I0C) ¢ HeOONBITNM YHCTIOM KOMITO-
HEHTOB U CBSI3€i Ha BXOJIE, H MHOKECTBOM B3aHMMOCBSA3aHHBIX
KOMIIOHEHTOB, OpPraHU30BaHHBIX B IPOLIECCH, 3aIlyCKAIONINE
MopdoreHe3 KOHKPETHBIX CTPYKTYp — Ha Bbixoze [30].

B 3aBucumocTd OT (QPyHKIHOHAIBHOTO COCTOSHHS Opra-
HHM3Ma OJIHa M Ta ke JoKanbHast ['C MOoKeT BXOTUTh B COCTaB
Heckonbkux ['C nepapxudeck 6osiee BEICOKOTO YPOBHS, UTO
ofecIieunBacT JOMOMHUTEBHEIE BO3MOXHOCTH Il KOMOHHA-
TOPHOTO KOIMPOBaHUs clioxHocTH. Harpumep, reHHas ceth
aronrrosa yHkioHupyer B cocrase I'C onrorenesa [89], 'C
ceTH UMMYHHOTIO [71] 1 npoTHBOOIyXONEBOrO OTBeTa [79] M
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MHOXxecTBe Jpyrux. O6benunenue nokaabHelx I'C B Gonee
cioxHble (GYHKUHOHAIbHbIE aHCAMOIH OCYLIECTBAACTCA C
yuactrem ocoboro kiacca 'C — unrerparopos {19, 111], xo-
TOpSBIE B 3aBUCMMOCTH OT CTA[IHH Pa3BUTHA, TKAHH H (PyHKIH-
OHAJILHOTO COCTOSIHUSL OPraHU3Ma MOT'YT MOAKIIOYATH K Bbl-
HOJIHEHHIO IIPOrPaMMBI T€ WIH UHbie Habopbl 1okanbHbeIX ['C.
Hanpumep, Hox-reHb! SIBJsIOTCA LEHTPaJIbHLIMH PETYIATO-
pamu MHorux [C-unrerparopos MopdoreHesa, paboTa KoTo-
PbIX KOHTPOJTUPYETCS TAK/KE KOMIIOHEHTAMH CUIHAJILHBIX Kac-
KazoB U TKaHecnetmuuasiMu TD. B utore gpopmupyerca
cloxHblit ancaMtnp ['C, KOHTPOIHpYeMblid 00paTHBIMU CBS-
3AMH, Pa3ae/ieHHbIMU BO BPEMEHH U TipocTpaHcTee [60]%
HauGosee BLICOKOMY YPOBHIO MHTEIPALIMH COOTBETCTBY -
et robanshas rednas cets (I'T'C) MHOrOKJIETOHHOIO Opra-
HU3Ma, UMEIOLLasi HEPAPXHUYECKU-CETEBYI0 OPTaHH3alHI0 H
obpazoBaHHas OOJBLUIMM KOJIMHECTBOM B3aMMOCBA3AaHHBIX
dyukunonansHeix ancambdiuein I'C [1, 111]. Bsaumonen-
crBus Mexay ['C u ux ancamOnsiMi MOTYT Peanu3oBaThCs
4epe3 PeryJsTOPHbIE KOHTYPHI C MOJ0XKUTEILHBIMU U OTPH-
LaTeJIbHBIMH OOpAaTHBIMU CBA3SMH Ha OCHOBE CHCTEM BHYT-
PUKJIETOUHBIX W MEXKIETOYHBIX KOMMYHHKALMII H HMETh
KaK aKTUBUPYIOUIMH, TaK U penpeccUpyroliuil xapaxrep. B
IIpejiesnax Kax/0ro Takoro aHcamOis MOIyT peanu30BaThCs
CNOKHBIE CLIEHapUH conoaYuHeHus nokanbHbix ['C. Hanpu-
Mmep, ['C 6a30BOro KieToyHoro MeTaboiau3Ma 3aBUCAT OT
¢byuxupn I'C KIIETOYHOr0 LUKIIA, KOTOPBIE, B CBOKO OUEPEAb,
MOTYT KOHTPOJIMPOBATLCS CIIONKHBIMH HPOrpaMMaMH Kile-
TouHoit quddepeHunposky, a re — ['C oHTOreHe3a u T. 1.
{1, 111]. TC uepapxuuecky NOJYMHEHHOTO YPOBHS MOTYT,
B CBOKO O4€pe/b, OKa3bIBATh YIPABIAIOLINE BO3/EHCTBHA HA
¢dyukiio I'C nepapxuyecku Beicokoro yposHs. Hanpumep,
B 3MOpHOHaNBHOM pa3BUTHH ['C KJIETOUHOrO UHMKJIA B3au-
Mmozeiicteytot ¢ ['C knerouroit auddepeniposku. bonee
Toro, paccornacoanue 3Tux I'C Bo BpeMeHHU U NPOCTpaH-
CTBE B XOJl€ pa3BUTUs OpraHU3Ma MOXKET IIPUBECTH K paju-
KaJlbHBIM M3MEHEHHUAM MOP(}OJIOrHH OpraHU3Ma, BPEMEHH
HACTYIUIEHHS HONOBOM 3peocTH (HEOTeHUH) u T. A. [11].
Crnoxuocts [TC yeennuusanacs B xoze 3somouuu. Oco-
OeHHO 3aMeTHO yBennueHue cnoxHoctd ['TC B 3BomoLMH
aykapHoT. OHTOreHe3, CyIIECTBOBABIUHH y MPOTHCTOB [22],
JONOJIHACTCA Y MHOTOKJIETOUHBIX SMOPHOHANBHBIM Pa3BUTH-
eM {IMOPHOTEHE30M) — CXKAThIM BO BPEMEHH 3TalloM OHTO-
reHe3’a, OTMEUEHHbIM PE3KUMH H3MEHEHHAMH B OPraHH3aluH
TeJia: OT OJHOM KJIETKH 3UIrOThHI 10 TeJla TUYHHKH WIIH B3pOC-
10# ocobu [10]. DBosonuIo 3MOpUOTreHE3a MOXKHO IIPE/CTa-
BUTb KaK psiji apoMop$030B, NPUBOAMBILMM K KaueCTBEHHO
HOBBIM OCOOEHHOCTSM 3MOPHOHANIBHOIO pa3BUTH, 33 KOTO-
PBIMH CITeJOBATH HAHOAJAITAlIMM, TPUBOAMBLINE K pa3HOOD-
pa3Hio BapMaHTOB OHTOr€He3a Ha OCHOBE IOABUBILETOCSH
cBoiictBa. [1aBHbIMH apoMopdh03aMH Ha MYTH OT NPUMH-
THBHBIX MHOTOKJIETOYHBIX 3YKAapHOT A0 COBPEMEHHBIX CIIOXK-
He#lux OunarepanbHBIX KUBOTHBIX (Bilateria) apnsioTcs
[43, 51, 95] (puc. 4): 1) Bo3uuxkHoBeHue I'C rierouHon
nuddepenipoBky; 2) BosHukHoenue ['C smbpHorenesa ¢

JleTepMuHaIMeii 6racToMepoB cpa3sy I0Cjie OILIOA0TBOPEHHUS
(tun 1 aMOpuoreHesa, XapaKTepHbIi UL IMUHHOK IIPUMHUTHB-
HBIX IIEPBUYHO- H BTOPUYHOPOTHIX); 3) unrerpauus I'C npo-
nudepauy 1 AUpHEPEHIMPOBKH, H, KaK CIEACTBHE, IIOIBIE-
HHE KJIETOK, CIIOCOOHBIX K AU depeHIMalum B TKaHU U Opra-
HBI TOCJIE 3aBepIUeHUs NPUMUTHBHOrO 3MOpHorenesa; 4)
nosienenue ['C-uHTerpaTopoB MopgoreHesa — MONEKysp-
HBIX MEXaHH3MOB CIIELMAIM3alMy TAKUX KIETOK (HANpHMED,
Hox-rens1). TakuM 06pa3zoM, Kbl U3 3TUX apoMopdo30B
COIPOBOXKAAIICS MOABJIEHHMEM HOBOIO HEPAPXHYECKOIO YPOB-
s oprasuzauuu ['C onrorenesa. C nosmiendem smGpuore-
He3a, CXOJHOIO ¢ TAKOBbIM y coBpeMeHHbIX Bilateria (~700
MIIH JieT Hazaj [26]), Temribl MOPQOIOrHYeCKOH IBOMIOLNH
pe3ko Bo3pocnu [51] BepoATHO BCiIEACTBME MOLHHEHLIErO
pocrta Bo3MOxHOCTe# komOuHaTopuku ['C ambproreHesa u
TNOSBJICHUS MHOI'MX HOBBIX UepapXuicckux yposHel I'C.

3AKJIIOYEHNE

XoTs y NpoKapHOT CYIUECTBYIOT MEXAHM3Mbl HapalyBa-
HHsL KOMOMHATOPHOM CIIOKHOCTH PEKUMOB (YHKIIHOHHPOBa-
HMS TeHHBIX ceTel, OHU OTrpaHuyueHbl UX 6onee NPUMUTHBHOH
opranu3auueil: 1) onepoHHOI CTPYKTYpOl T€HOMOB, PE3KO
CHHOKAIOLIEH BO3MOKHOCTH HE3aBUCHMOH 3KCIIPECCHU HHIHU-
BUIyaJIbHbIX T€HOB; 2) Ma/lblM Pa3MEPOM PETYIATOPHBIX paii-
OHOB OIIEPOHOB (T€HOB), CHIKAIOLINM [IOTEHLMAN KoMOHHa-
TOPHO} PeryilyHy TPAaHCKPUITUMY; 3) IPHMUTHBHBEIM CTpOe-
HHEM OOpaTHBIX CBfi3el, 3aMBIKaeMbIX, KaK [IPaBUIIO, [PU
y4YaCTHH KOHEYHBIX [IPOAYKTOB (PYHKIMOHMPOBAaHUS ONEPO-
HOB Ha YPOBHE BHYTPH- ¥ MEXKJIETOUHBIX 1TyTel MeTabomH3-
Ma; 4) NPHMMTHBHOCTBIO MEXKKJICTOUHBIX KOMMYHHKALIHI.

Yro KacaeTcsl 3yKapHOT, TO Y HUX KOMOMHATOpHBIE Me-
XaHH3MBb! KOAMPOBAHHA N'eHETUYECKHX NIPOrPaMM HMEIOT Ka-
YeCTBEHHO 6oJlee BBICOKUH YPOBEHb CIIOXHOCTH, 00YCII0B-
JeHHBI: 1) cylIecTBEHHO OOJIBIIMM KOJMYECTBOM I'€HOB; 2)
CJIOXHBIM CTPOCHHEM HX PErYIATOPHBIX PalOHOB; 3) BO3-
MOXHOCTBIO KOAHPOBAHUSA KOMOMHATOPHKH F€HETHYECKUX
IporpaMMam Ha ypoBHE TPAHCKPHUIILMK; 4) HaTHYHEM CIjlai-
CHHI'a — KaueCTBEHHO HOBOI'O T€HETHYECKOIO MEXaHHU3Ma KO-
JUPOBAHUS CTIOKHOCTH; 5) pacnpeesleHHOCThIO KOMIIOHEHT
IeHHBIX ceTeH Y 3yKapHOT [10 MHOXKECTBaM KOMIIAPTMEHTOB,
B TOM uHcie (B Clydae MHOIOK/IETOYHBIX) IPMHALIEKALIMX
pa3InyHbIM KJIETKaM, TKaHIM M OpraHaM; 6) KaueCTBEHHO
Oojiee CIOMKHBIMU M Pa3HOOOPa3HBIMH MEXaHM3MaMH MEX-
KIETOYHBIX KOMMYHHUKAIMH; 7) OrPOMHBIM pa3HooOpazueM
MEXaHU3MOB IepenporpaMMHUpOBaHus FeHHBIX CETeH M HX
MHTETpalMH B aHcamMOJin 0osiee BEICOKOTO YPOBHS CIIOXKHOC-
TH. ['eHHbIE CeTH 3yKapHOTHYECKHX OPranW3MOB OPTaHH30-
BaHbl TAKUM 00pa3oM, YTO MO3BOJAIOT Peanu3oBaTb OIPoOM-
HO€ MHOXXECTBO Pa3HOOOPAa3HBIX I'€HETHYECKUX IIPOrpamMM
(opMUPOBAHUA (HEHOTHIIHYECKHX [PU3HAKOB OPraHHU3MOB.

! SIpkMM IPUMCPOM TAKOTO KOMIIIEKCHOIO B3aUMOACHCTBUS SBIACTCA
MOJICKYNAPHBIIT MeXaHH3M AHGHCPCHIHPOBKH cepaedHol Tpyoku D. me-
lanogaster [100].
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HeynueutenbHO, YTO KOPPENSMs MEXAY YHCIOM I'€HOB H
MOP(OSOrHYECKOH CIIOKHOCTBIO Y MHOTOKJIETOYHBIX DyKa-
PHOT He coOMONaeTCs, TaK KaK MMEIOLIEroCs pasHoobpasus
FEHHBbIX CETEH, PEXXMMOB MX (QYHKIMOHUPOBAHUS, B3aHMO-
NeHCTBHA M MHTErPALNH BIIOJIHE JOCTATOMHO [JIS BBIIIOJIHE-
HHsl [EHETHYECKHUX [IPOIPaMM, KOHTPOIUPYIOUIUX CKOJb
YTOZHO CJI0XKHBIE PEHOTUITHYECKUE IIPU3HAKY OPTaHU3MOB.
BeipaxaeM 671arogapHOCTh 3a LEHHYO NOMOILL B 06-
cyxjeHun cratbu Jlesuukomy B.I, Ioakonoanoit O.A.,
Crenanenko M.JI., Omenbsanayxy JI.B., Opnosy FO.JL
Pabota noanepkana cieqytowuMy rpantamu: POOH
03-04-48506-a, PODU 03-01-00328, unrerpauoHHbIM
npoexrom CO PAH Ne 119, unrerpauuonusim npoekrom CO
PAH Ne 145, nurerpaunonnsiM npoektom CO PAH Ne 148,
npoexToM «Onucanue U aHann3 GHopasHooOpa3us AuHa-
MUKH 3kocucTeM CHOMPHU C UCTIONB30OBaHUEM UH(DOPMALIU-
OHHBIX TEXHOJOTUi», nporpammsl PAH o 6uopaszHoobpa-
3ut0 (12.4) n npoektom «KoMibroTepHOoe MoaenupoBaHue
U 3KCIEPUMEHTAIIBHOE KOHCTPYHPOBAHUE IEHHBIX CETei»,
nporpamMmel PAH no gusuko-xumuueckoit 6uonoruu (10.4).
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& THE SUMMARY: Increase in organism complexity is a global
trend in evolution. Qualitatively extended complexity in eukaryotes
in comparison to prokaryotes is provided by genome organization
and genetic program realization. Genetic mechanisms of encoding
bielogical complexity in pro- and eukaryotes are considered: above-
triplet codes, combinatorial analysis of genetical blocks and gene
network blocks, and their hierarchical interaction.
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