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JHK: CBEPXCHUPAJIUSALNUA 1 OBPA3OBAHHUE
HEKAHOHUYECRUX CTPYKTYP

10. C. Jlasypruu

JAHK B kneTke QYHKUHOHHDYET B KOJbIIEBOM 3aMKHYTOM, OTDHIATEJbHO
ceepxcnupanusoBaHHoM coctosHHU. Iletnn JHK, nabmonaemeie B xpomoco-
Max Kak 3YKapHOTHYECKHX, TaK M MPOKAPHOTHYECKHX OPraHU3MOB H 06Yy-
CJIOBJIEHHBIE 3aMBIKAHHEM C NOMOILIBIO OENKOB, TONOJOTHYECKH IKBHUBAJIEHT-
Hbl KOJIbLEBLIM KOBaJEHTHO 3aMKHYTHIM MoJeKyjam. CpepXxcnupanuzalus
JIHK BrinosHser Ba)XHyl0 GHOJIOTHUECKYIO POJb KaK B NPOKAPHOTHUECKHX
[1], Tak n sykapuoTnueckux [2], KieTKax, CyLleCTBEHHO BJHUsSA Ha XOA OC-
HOBHBIX '€HETHUECKHUX INPOLECCOB, B YACTHOCTH HA penyukauuiw [1] u tpan-
ckpunuuio [1, 2]. IIpeanonoKeHnss o Mexallu3dMe 3TOIO BJIMSHHA Ha INePBEIX
nopax 6blJIM OCHOBAHBI HA TOM, YTO CBepXCHHpaausauus obJerdaer JoKa/b-
HOe pacKpblTHe ABOHHON chnupaju, ob6pasoBaHHe OJHOHHTEBBIX  yUaCTKOB
B JIHK.

OpHako 3a NocMefHHe TOABI MOJIOXeHHe B »Toil 00J1acTH CYLUECTBEH-
110 M3MEHHJIOCh. DBIJIO NOKA3aHO, UTO NOA BJIMSIHMEM <CBEPXCIIHpaJU3alUU
B npupoaubix JHK moryr ofpasoBbiBaThCsl Tak:xKe aJbTepHATHUBHbIE, HeKa-
HOHHYECKHe CTPYKTYpBI, He CYLIECTBYIOLUIHE B  HECBEPXCIIHPAJH30BAHHBIX
JAHK B pusHONOrHYECKHX YCJIOBHUSX, TAKHE, KAK KPECThl, JiEBOCIHpAJbIas
Z-bopma uau HepaBHo obHapyxennas H-cdopma. EcrecTBeHHO, 4TO K 3THM
CTPYKTypaM B HacTosllee BpeMsi NPUBJIEUEHO TIPHUCTAJbHOE BHUMAHHE U (Hu-
3MKOB W 0HOJ0OrOB, BHICKA3bIBAIOTCS MHOTOYHCJEHHblE NpeAnosoxeuus o0
HX GI/IOJlOI‘H'-IeCKOIUI p()J'lH KaK CHrHAa/10B, Y3HABA€MbIX H I/ICHOJIb3yeMbIX pe-
ryaaTopHeiMu GenkamMu. B Hacrosuiem kpaTkoMm o630pe MBI cHadaJja ocTa-
HOBHUMCSl Ha HEKOTODBIX acnekrax cBepxcuupanuszauun JJHK kak aBuxyuei
cHibl POPMUPOBAHHSA HEKAIIOHHUECKHUX CTPYKTYD, a 34Te€M DPAaCcCMOTPHUM HMe-
I0IIHecs] JaHHble 0 3aKOHOMEDHOCTAX 06pa30oBaHusl KOHKPETHBIX HeKaHOHHYe-
CKHX CTPYKTYP.

Ocobpie cBoiicTBa cBepxcnupaasHbix mMoaekya JIHK. Ceepxcnupanuza-
uus fABJAseTcsd Haubosee 3P PEKTUBHbIM, a WHOTAA H €NUHCTBEHHBEIM (akTo-
pOM, BHI3bIBalOHIUM of6pasoBaHHe HekaHoHHueckux cTpykryp B JIHK. 3peco
Mbl OCTAHOBHMCSI Ha HEKOTOPbIX acllekTaX 3TOro BoNpoca (noapofuee o
ceepxcnupanuzauun JTHK cum. [3]). IHK B cBepxcnupasJbHOM —COCTOSIHHM
o6nazaer MOBHINEHHOH CBOOOAHOH 2HEprHel, HCTOUHUKOM KOTOPOIl sBJIS-
ercss ruapoaus AT®, nmpoucxoxsumuii npu pabore ¢pepmenta JAHK-rupassi,
C037aI0UIer0 OTPHUATENbHYIO CBEpXCNHpaausanuio. FiMeHHo ata sHeprus H
MOXeT OHITh MCIMOJNB30OBaHA MU 0Opa3OBaHHA PasJMUYHBIX HEKAHOHHYECKHX
CTPYKTYpP, oO/aflalollinX MOBLIIEHHON IO CPaBHEHHIO ¢ perynsipHoit B-dop-
Moil sHepruefl. D10, OJHAKO, MOLYT OBITb TOJBKO TaKHe CTPYKTYpH, 06-
pasoBaHue KOTOPBHIX B HEKOTOPOH 06JacTH KOJbUEBOH 3aMKHYTOH MOJIEKY-
Jibl BLI3bIBAET PEeJaKCAUUIO HANPSIKEHHU B OCTAJBHON YacTH moJekyJsl. [Ipu
3TOM HeNOKPyTKa JABOHHOH CHHMpaju JOKAaJH3yeTcsi B MecTe 06pasoBaHUs
Kpecra, Z-$opMbl, JOKAJBHOTO pAacCIViETaHUss W T. 0., U SHEPrUSA CBEpPXCNH-
paju3ally yMeHblIaeTcs.

ITomuMo TOro, 4YTO CBepXCNHpaJH3alus sBasercss ocoboit Gopmoil 3a-
nacaHusi HEPTHH B MoJleKyJe — B BH/Je 3HepruH ee H3ruba M Kpyue-
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HHs, HEOOXOJAHMO OTMETHTb U BTOPYK) €€ BaXKHY®0 OCOGEHHOCTb, KOTOpan
ofecneynBaeT cBOeoOpa3HbI MeXaHH3M AAJIbHOAEHCTBHA — nepejadvy CHr-
Hajla Ha HeOrpPaHHYCHHOE PaACCTOSHHE BAOJbL MOJeKyJspHOH uenouykH. [ei-
CTBUTEJIBHO, €CJH MOJIeKyJa CBepXCIHpaJH30BaHa, TO 3TO CKa3biBaercs
Ha ee COCTOSIHMH B Jio6oi Toyke. Hapyirenne mesocTHocTH XOTst Obl 0A-
HOH M3 IenoyeK cpady CHUMAaeT HANpsiKeHHe CBEPXCNHpaJH3alHH BO BCeH
MoJsieKyJe. O6pa3oBaHHe HEKAHOHHYECKO# CTPYKTYPBl MM JIOKaJbHOE pac-
nJieraHie ABOHHOH CNHPaJH B KAaKOM-1HG0 MecTe MOJIEKYJBl Cpa3y e cka-
3bIBA€TCA HA COCTOSIHHH BCEeH MOJIEKYJB — B Hell yMeHbIAKTCs CBepx-
clypaJiblible HaNpsXKeHHs: H NajaeTr BepOATHOCTb 00pasoBaHusl APYLHX leKa-
HOHMYECKHX CTPYKTyp. IIpH HCue3HOBEHHH HEKAHOHHYECKOH CTPYKTypbl
NPOHCXOAuT 06paTHBIH IIpollecc — BO3pacTaHHe CBEPXCNUPAJbHLIX Hamps-
XKeHul. DTO O3HayaeT, 4TO OCOOble, DEryJATOpHbie NOCJAEJ0BATE/NBbHOCTH B
AHK, BsaumopgelictByolune co cneluduyeckuMu 6enkamu, He 06s3aTesbHO
NOJIAKHBEl GBLITh PacnojioXeHbl B HEMOCPEACTBEHHOH OJH30CTH K MecTaM, Ha
KOTODble OHHM JOJIXKHBl OKa3bBaTb BJAHsAHHe. Hanpumep, sHxancepbl (ycuiu-
TeJW) TPAHCKPHUNUWK MOTYT OBbITh y/JaJjeHBl Ha 3HAauHTEJbHOE DAaCCTOsHHE
OT MecT HHHMUMALHHK TPAHCKDHIIUHH, YTO M HMEeT MeCTO B JAeHCTBHTENb-
HocTH. B nunefineix mogekynax JHK He cylllecTByeT MexaHH3MOB HJIsl Ta-
KOH fasipHell Nepejaayd CHrHAJa.

KpoMe Toro, msMenenue HanpsiKeHHH CBEpXCNUpaJH3alHH B MOJEKY-
Jle H3MEHsIeT ee IIPOCTPAHCTBEHHYIO YNAKOBKY; NPH JOKaJbHOM 00pa3oBa-
HHH KaKOH-mM60 HeKaHOHMYEeCKOH CTPYKTYpbl BCSl KOJbleBas 3aMKHyTas
MOJIeKYyJa CTAHOBHTCS MeHee KOMIAKTHOH, ee a/eKTpodopeTHyeckas Mol-
BMIKHOCTb B Trefe Tnagaer. Ha sTom ocHoBaH Haunbosee 3(pdeKTHBHbBIN Me-
TOMA HCC/ieAOBaHHs MOJOOHLIX NepexoJ0B — MeTOX ABYXMEPHOTO Ielb-3J1eKT-
podopesa. ObGpasoBanue HekaHOHHYeCKHX CTPYKTyp B JIHK Tpebyer Heko-
TOPOr0 JAOCTATOYHO BBICOKOro abCOJIOTHOrO 3HaueHHsl MJIOTHOCTH  CBEpX-
BUTKOB ¢, XapakTepu3ywolllell cTeneHb cBepxcnoupaausauuy. ITomumo srtoro,
KaxJas [JaHHas HeKaHOHHYeCKas CTPYKTypa MOKeT 06pasoBaThCs JHiUbL B
obGanactd, obsnajawouied cneunpHUUYeCKOH HYKJEGOTHAHOH IOC/Ae[0BaTE b~
HocThio. KpecTsl — Juub B obsacTi o6palleHHEIX MOBTOPOB — MaJHHAPO-
MOB; o6paszoBanue Z-¢opMbl Haubosee BePOATHO B OOJACTH a/bTepHHUPYIO-
LIHX NyPUH-NHPHMHAHHOBBIX MocJaefoBaresabHOcTeR, a H-bopmMbr — B 06-
JIACTH FOMONYPHUH-TOMOIIMPUMHAHHOBBIX MOCJAELOBATENbHOCTEH.

KpecrooGpashete cTpykTypsl. [Ipaktuyeckd BO BceX (aroBuIX H Muias-
muanplx JHK, ans KoTopblx H3BeCTHa HYKJAEOTHAHAS NOCJeL0BATEJNbHOCTD,
HMEIOTCA TNaJHHAPOMBI, HeoOXxoAuMble Aas 00pa3oBaHHs KPeCcTOOOpasHBIX
CTPYKTyp. IlpuMep Takoro mpHpOJHOro MajiHHAPOMAa B JHHEHHON M KpecTo-
obpasiofi gopmax mnpuBedeH Ha puc. 1. B uenTpe naamHApoMa OOLIYHO
MMeeTCsl HeCKOJbKO OCHOBAHHMH, He MAAlOUIHX KOMIJIEMEHTADHOIO CIApH-
BaHWs M TN0O3TOMY 00pasyloIlHX TeTJH B KpecTooOpasHoi ¢opme (B JaH-
HOM cJjyvyae B KaXKAYIK TNEeTJH BXOAUT NsiTb oCHOBaHui1). CBoOOAHAS aHED-
rusi, Heobxoammas Jias oOpa3sOBaHHA Kpecta (CUHTAS, YTO OH COJEPXMKHT
iecTb KOHLOB CIHPAaJbHBIX yYyacTKOB), MOXKeT OLITb OlleHeHa KakK 3F -
-+vAF, rae F; — cBoGoAHast 3HePrHsi HHHUMALHH DPacKphITOi objacry,
v — YHCJO OCHOBAaHUWH B netye, AF — pa3sHOCTb CBOOOAHLIX 3HEPruil pac-
KPHITOHl Iapbl M Hapel, BXOAALlell B ABOHHylo cnupaJs [4, 5] Jra Beanuu-
na 6sauska K 20 KKaJ/MOJIb, 7103TOMY BepPOATHOCTh 0OpasoBaHus  KpecTa
HE3aBHCHMO OT €r0 pa3MepoB B JHHeHHOH HecBepxcnupanabhHo#t JHK wc-
yezawlle Mana (~10-% {5]}). OnHako mpocTOii pacyeT BHIMMPHILA B CBO-
60oAHOH 3Heprum cBepXclHpaju3aluu nokasana [6], uto B cBepxcnHpasb-
Hoit JIHK nocratouno npoTsiKeHHble NAaTHHAPOMBI (AJHHOH He MeHee ~ 20
nap HYKJEOTHAOB) MoryT o0pa3oBBIBATb KPeCThl IIPH peasbHO HaGJIOAI0-
LUIUXCA 3HAYEHHAX IJIOTHOCTH cBePXBHUTKOB. CTaTHCTHKO-TepMOAHHAMHYECKaS
TEOPHsA 3TOrO ABJEHHA [I03BOJIMJIA NOJYYHTb KOJHYECTBEHHBIE NpeJcKasa-
HHSL O 3aBHCHMOCTH BePOSITHOCTH o00pa3oBaHHA KpecTa OT  pasMepoB
naJHHAPOMA, NJIOTHOCTH CBEPXBHTKOB H TeMnepatyphl [5, 7, 8]. DTu npex-
ckasaHusa OblIH nMoATBepxAeHb Ha onbiTe [9, 10]. Kpects Gbiiu o6uapy-
»KeHbl B (aroBnix ¥ naasmuAnsix JJHK ¢ nomousio snaoHykieasnl Sl, cle-
uudHyHOR K ojAHOHMTeBHiM yuacTkamM AHK. I'maposus npoucxoaus B LEHT-
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pe HanuHApOMa, TAE AOJMKHBI ObUIM HAXOAHTBCA NETJH KpecTa, IpHieM
310 HaBJIOAAN0Ch JMIIL NPH AOCTATOYHO BLICOKOH MJIOTHOCTH CBEPXBHTKOB,
KOrla B COOTBETCTBHMH C TeOpHel HO/KHBEI Obl1H 08pa3oBBIBATHCA KpECTO-
obpasnbie cTpyKTyphl. Hcrmonbsosanne Oeska-¢pepmMenTa MOIJIO,  ORHAKO,
obneruaTh 06pa3oBaHWE KpecTa, CMelllas paBHOBecHe B ero cropoHy [11].
IMTostomy noTpe6oBanoCh NPUMEHEHHe HE3aBHCHMOro MeToja MJs H0Kasa-
TeJbCTBA TOTO, UTO KPECTO-

ofpasnasi cTpykrypa o0pasy- Tt
eTcsl CIIOHTAHHO, IPH TeX Xe (S nemns
cTeneHsx cBepXCIMUpaJsusa- E:g
LuH. D10 H OBLIO CHeNaHo B 1A
paborte [12]. ﬁj

IlockoabKy 0OBIUHO 006- c-¢
JaacTs, rae obpasyercs Ta UM 2% cmedent
HHadg HeKaHOHMUecKast CTPYyK- 2A
Typa, mMaja II0 pa3MepaMm B -G
CpaBHEHHH €O BCell MOJIeKy- ?.:g /00H050HU9
JIOH, TakHe METOABl HccJelo- TTGTTTGG_C o ,
BaHHUs, KAK 3JEKTPOHHAS] MUK- lj@Tre  TITITAL.S
POCKONHUA HJU METOA Kpyro- . AACAAAC  AAAAATA. .5
BOrO JIHXPOH3Ma, OKa3blBaloT- g:?
csl HeNpUrOAHBIMH, H OJHUM 6-C
U3 OCHOBIIBIX 3JleCh CTaJ Me- 2:?
TOJ ABYXMEPHOr'O 3JeKTpodo- T-A
pe3a; OH H OB UCIOJb30OBAH -G
B [12]. O6pasen IHK pas- ?-ﬁ
JessiJii CHavyaja B IepBOM T-A
HalpaBJeHHH (B araposHoM g:}
HJIH CMELIAaHHOM NOJIHAaKpHuJia- 6-C
MUA-arapo3HoM reJe) Ha GT AA

A

Puc. 1. TnaBuwifi nanuuapom naas-
ﬁggé’;ofé’é%“iﬁ”‘ggh;‘;’; (BHUY) B 1GTTTGGTCCTAGCAATCCCATTTGGATTGCTAGGACTTTTTAT . 3"

r FLLVT L LEUER LR TR L T e
Fig. 1. Alternative structure of the ..AACAAACCAGGATCGTTAGGGTAAACCTAACGATCCTGAAAAATA..5'
palindrome of pAO3 plasmid.

IOJIOChH], COAeprKalliie OTAEJbHbIE TONOM3OMEphl. HUeM BbILIE UYHMCJIO CBEPX-
BHTKOB TONOM30OMepa, TeM ObICTpPee OH ABHXKETCS B 3JIEKTPUUYECKOM  TOJE.
Ecayn, Haumnast ¢ Kaxkoro-To TONMOH30Mepa ¢ JAOCTATOYHO OOJbLIHM HHCJIOM
CBEDXBUTKOB, B MoJleKysnax o6pas3oBaJicfi KpecT (HJM HHAsh HeKaHOHHYE-
cKast CTPYKTYpa), NOABHXKHOCTb TAaKMX TONOH3OMEDOB yMeHbIIaeTcss CKay-
KOM, M COOTBETCTBYIOUIHE KM IIOJOCH OKAa3HIBAIOTCA B 00JaCTH noJjioc Gojee
HH3KHMX TONOH30MepOB. 3aTeM NMPOBOAMIHN 3/1€KTPOGOpe3 BO BTOPOM, MepNeH-
IAHKYJSIDHOM NepBOMY, HanpaBJeHHM, HO yxe c pofaBjeHHeM B pacTBOP
HHTEpKaJsitopa (6pOMUCTOrO 3THAMA WM XJOPOKHHa), yMEHbLIAIOIIEro CTe-
NeHb OTPHLATE/NBHOH CBEPXCMNUPANU3AUHM HACTONBKO, YTO KpecThl  (HJH
Apyrue HEKaHOHHYECKHe CTPYKTYpHI) HcuesastH. J103TOMy BO BTOpOM Ha-
NpaBJ/ieHAH MOJOCH TONOH30OMEPOB PACMOJAraioTCsl CTPOr0 B COOTBETCTBUM
C YHCJAOM CBEPXBHTKOB. DTO paspelraeT BCIO KAPTHHY MU NO3BOJISIET  yC-
TAHOBHTb, NPM KAKOH MJIOTHOCTH CBEDXBUTKOB (MK B KAaKOM HHTEpBa-
Jie TUIOTHOCTeH CBEPXBHMTKOB) NpoH3oULI0 ofpa3oBaHHe HEKAHOHWUECKOH
CTPYKTYPBl H KaKOBa BeJIMUHHA cOpoca yucsaa CBEPXBUTKOB, KOTOPHIH mpH
3TOM Tnpousoules. Taxkue cBeAeHHsl AalOT MHGOPMAIHIO OTHOCHTEJNbHO Tep-
MONMHAMHKH COOTBETCTBYIOLIErO Mepexola, a TakxKe MOMOralmT (B coyera-
HUM C JAPYTHMH METOAAMH) YCTAaHOBHTb NPHUPOAY 0Gpa3oBaBLIelcs CTPYKTY-
pbl. XapaxkTepHas KapTHHa JABYXMePHOTo 3JeKTpodopesa npuBeleHa Ha
puc. 2 [13]. Beanunmna c6poca yucsia CBEPXBMTKOB B JAaHHOM  cJayuae
OKOJIO 4, MOCKOJIbKY TOnousomep ¢ 10 cBepXBHTKaMH, COZEepKAIMUR KpecT,
of.1aj1aeT NPHMEDPHO TaKOH »Ke MOABHIKHOCTBIO, UTO H TONOH3OMEpP ¢ 6
ceepxBuTKaMu. C apyroit CTOPOHBI, ecAH NpH OOPA3OBAHUH KpecTa M3
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JBOHHOM CNMpaJu YXOASAT m Iap OCHOBAHHH, TO c6pPOC uHCIA CBEDPXBUTKOB
JIOJI’KEH COCTABJATh BeJnduHy ~m/f10; B paccMaTpuBaeMoOM IIpHMeEpe 3Ta
BeJMYHHA HEeMHOIO NpesbiliaeT 3; BO3MOXKHEIE NMPHUYHHB PACXOXKAEHHUS aHa-
Jauzupylorcs B [12, 14].

Peryasipubie anbTE€pPHUPYIOULIHE NMYPHH-MHPHMUAHHOBEIE NOCJHEA0BATE/b"
toetH d(G—C),-d(G—C)n 1 d(A—T)n -d(A—T), Taxkke NpPEACTABJSAIOT
coBoil coBeplIeHHBI® MAJIHHAPOMbBI M, CJAEJOBATENBHO, B NPHHUHIE MOLYT
o6pasoBrIBaTL Kpecroobpasible CTPykTyphl. OAHAKO TepBas M3 HUX SBJA-

Puc. 2. Kaptuaa aByxMepHoro reab-afaektpodopesza AHK naasmuam pAO3 npu remnepa-
Type okoao 6°C [13]: A — saexTpodoperpamva npenapara, ne COAepXKallero kpecroobpas-
HEIX CTPYKTYpP; B — Tonomsomepsl ¢ 4ucaoM cBepxBHTKoB —10, —11, —12 u T. x. npH ¢o-
pese B IEPBOM HaNpaB/JeHHH (CBEPXY BHH3) coaepxkaanu Kpeetw (moamocst —107, —117,
—12..). Bropoe nanpasjechne dhopeaa — cleBa Hanpaso. Lludpbel y nosoc — HoMmepa To-
nou3zomepoB. OC — OTKPHITHE KOJIbUEBBE MOJIEKY.IBI.

Fig. 2. The {wo-dimensional gel elecirophoresis picture for pAO3 DNA at temperature
about 6°C [13]: A —a sample without cruciforms;, 5 — topoisomers without cruciforms
and with cruciforms (starting from — 10) while separated in the first direction (from
top to bottom). While separated in the second direction (from left to right), the sample
did nol contain any cruciforms due to relaxation of superhelical stress by intercalating
dru]g clhloroquine. Figures mean the order numbers of lopoisomers. OC means nicked
molecules.

eTcsl KJaCCHYECKHM TIPHMepOM il0C/€A0BATENbHOCTH, INepeXoAsdlleit Inpu
NOBLIIICHAK CBePXCNHPaJbHOH muoTHocTH B Z-hopMy [11]. OrtHocHTeanHO
BTOPOH HeZaBHO Obl10 I0Ka3alo, 4To, Oydy4yH BKJIOUEHHOH B CBepXCNHpab-
HYIO0 NJa3MHAy, OHAa Jerdye MnepexoAuT B KpectoobpasHyio (Gopmy, NMpHUeM
IIPH CPAaBHHTENbHO HU3KHX a0COJIIOTHLIX 3HAYEHHAX CBEPXCIHDAABHOH NJOT-
HocTH [14—16]. [loBejenne TakuxX MocC/ael0BaTeILHOCTEH NPEACTABJSET CY-
UIeCTBEHHbIH HHTepeC, 1I0CKOALRY Ol BCTpeualoTes H B npupoausx JHK,
Hanpumep B GYHKUHOHAABIO BaXXHLIX MecTax xXpomartuHa Xenopus'a
[15].

O6pasoBaHue M paspylleHHe KpecToOOpPas3HBIX CTPYKTYD XapakTepusy-
ercsi cBoeobpaszHoill, oueHp Mepsennoll kudgeruxkoll [12, 13]. Bpemeua pe-
JAKCAaLHH 3JeCh MOTYT ROCTHraTh oueHb OoJbIIMX 3HayeHul, cocTap.sid
NPH KOMHATHOH TeMIepaType JecsiTKH YacOB U KPECTOB C AJHHON cTebuis
13 nap HyKA€OTHIOB, Kak B paccMoTpeHHOM npumepe. KuHeruueckas Teo-
pust aTtoro siBaeHusi [17] nosBoausia NOHATh NPHPOAY Takod  MemsdeHHOH
peJlakcalluy KPecToB, IPeNCcKa3asa KOJHYECTBEIHYIO 3aBUCHMOCTb BPEMeHH
peJlakcaluu T OT CBEePXCIHpaJbHON MJIOTHOCTH AJS KPECTOB PA3HOH BeJHUU-
Hel. Onwit [13] HaxoAWTCst B YAOBJETBODHTEJBHOM COLJIACHH C TeOpHei.
Teopus paccMaTpHBaeT KHHETHKY TMPOLECCOB BO3HHKHOBEHHS M HCUYE3HO-
BeHMs KpecToB B cBepxcrupaabHoi JHK. MeanenHocts HcuesHoBenus
KpecTa OOBACHAETCA TeM, YTO KaK/Jblil 3J€MEeHTapHHIH IIar 3TOre npoiec-
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ca 3akJI0yaercss B Nepexolie ABYX HYKJIEOTHJHBIX Ilap H3 cTebJelh kpecra
B OCHOBIYIO CIIHpaJb, a 3TO COIPSXKEHO C BO3PacTaHHUEM 3HEePrHH CBepX-
crnupanuzaluy 6e3 HM3MEHEHHsI SHEPTHH KpecTa. DoJsiee BeposiTeH ob6paTHBIH
nepexod. Takoe cayqaliHoe OJiyKAaHHe NPOAOJKaeTCs OUeHb AOJrO, M0OKa B
KaKOH-TO MOMEHT KpeCT H€ AOCTHIHeT CTOJb MaJblX pasMepoB  {AJHHA
WIIHABKH ~ 5 Map HYKJEeOTHAOB), 4TO ObICTPO pa3pylliHTcs, H ofpasyercs
raaakas ABOHHas cnupanb. MeaneHHOH craiuell npouecca 00pasoBaHHus
KpecTa sIBJSIeTCS, BEPOATHO, GJYKTYyaLH s, IPH KOTOPOH BO3HHKAET JOBOJLHO
obunpuas pachjaBjeHHas objacTe, JOCTaTOuHas AAA (OPMHUPOBAHMS Ile-
TeJb KpecTa H yCTOHUMBHIX cTebJsell, KOTOpbIe NOTOM OBbICTPO BBHIPACTAT AC
Koleunoil cBoeH AJHMHBL. Bpems pesakcauuu RJIs KaXKAOro Kpecra HpoXo-
IUT epe3 MaKcuMyM INPH 3HAaUeHHM ¢, OTBeualollleM cepeidHe Hepexoaa
raajKasi Cnupaab—KpecT.

B oranume OT uCCAeLOBAHHBIX NPHPOAHBIX KPeCcTOB, KHHeTHKa ofpa-
30BaliHst H pachiafa kpectoB u3 nocnenoBaTesbHOCTH d{(A—T),-d(A—T)n
SIB.1SIeTCSl CPaBIUTENbHO ObICTpOIt [14, 15].

Z-dopma. [lepexon nocaenosarenshocteli d(G—C),-d(G—C), pas-
HOH jJiHHB B Z-dopMy HaOJIORAJICH NMOA BAHSHHEM CBepXCHHpaJH3aLUU
METOAOM JABYXMEPHOro redb-aviektpodopesa [11], a Takxke ¢ noMoulbio aH-
ti-Z auturea [18]. B auneitnoii IHK B dusnonoruyeckux ycaoBuax Z-gop-
Ma HHKOTA4 lle BosHUKaeT (mogpolbuee o Z-popme cm. [19]).

C6poc uucja CBEPXBUTKOB npu o6pa3oBaHuH Z-¢popMbl B 0fJacTH
anprepnupyomes GC-nocnef0BaTeTbHOCTH AOJXKEH COCTaBJATL BEJHUKHRY
~ 1,8 m/10, (rae m=2n), NOCKOJbKY 3JeCh IPOHUCXOJHUT HE TOJHKO BBIKJIIO-
yeHHe U3 JABOWHO# crUpaJiu m map OCHOBAHMH, HO M HX Nepexoi B JIeBOCIH-
paJbuyio GopMy ¢ 12 mapaMu HYKJIE€OTHIOB Ha BHTOK. Xopollee cOBNAajeHHe
c6poca, nabuiofaBuierocss Ha OMBITe, ¢ 3ToH BeaHuHHol [11] mocayxwuio
J00aBOYHBIM JAOKAa3aTeJNbCTBOM IepexoAa BCTaBKH HMeHHO B Z-dopmy.
B sTOoM cuayuae B OTJHYHE OT KpeCTOOOpasHOH CTPYKTYPHI PaspbiBBEI NOJ
BJUSIHMEM 3HAOHYKJeasn S1 BO3HHKAJH He B UEHTpPe BCTABKH, a N0 ee
KpasiM, 1a TpaHHuax MexAay B- u Z-ctpyxrypamu [20].

Btopoit 3 aJbTepHUPYIOIUHMX NYPHH-MUPHUMHIMHOBLIX MOCJAEAOBATENb-
HOCTeH, H3YUEHHBIX ¢ IIOMOIUbIO ABYXMEPHOTO 3JekTpodopesa, crana nocJe-
posateabnocts d (G—T),-d(A—C)a, B KOTOpPOH TakXKe Obl1 ofHapyXeh
nepexon B Z-popmy nox AeHcTBHeM cBepxcnupanusaluu. Ilpu stom Obljao
0o6HapyIKeHO, UTO BO BCTABKAX 3HAUHTEJbHOH AauHbl (B [21] anuHa BCTaBKH
cocraBusiia 60 nap HykJeOTHAOB) B—Z-mepexoi NPOUCXOAHT B ABE CTALHHU.
Cnayaja B Z-popMy nepexoXHT KOONEePATHBHO UaCTh BCTABKH; 3TO BHI3HIBA-
€T TAaKOH crnaj HalpsKeHHH CBepXchnupaJausallud, 4To npouecc B—Z-mepe-
xofa npekpauiaercsi. OcrajbHas 4acTb IOCJHEJOBATeNbHOCTH MEPeXOAUT B
Z-hopMy 1IOCTENEHHO, HEKOONepaTHBHO, TOJBKO MO Mepe YBeJHYEHHS INJIOT-
HOCTH CBEPXBHTKOB B TJIa3MHUAE.

B reopernueckoil paBore no TepMolHHamuke B—Z-nepexona B CBepx-
cugpaapinix JJHK [22] 6bl10 mosyyeHo KOJMHYeCTBeHHOE OOBSICHEHHE 3TOrG
sIBJIEIUs, H U3 ONBITOB C OOCUMH U3yUeHHBIMH aJIbTEPHUPYIOIUMH TTyPHH-ITH-
PUMHAMHOBBIMH IOC/JEAOBAaTEAbHOCTAMH HOJYUEHbl OLEHKH 3HepreTHUeCKHX
napamerpoB B—Z-nepexona. Jueprusi B—Z-rpaHuubl oxaszaJjacb paBHOHR
F;=4—05 KkkaJ/MoJb, NpyuYeM TOUYHOCTL OMNpeAesIeHHsT He NO3BOJSIET I10Ka
VCTAHOBUTH PA3JMUHLI JM €e 3Ha4eHHs AJS PAa3HBIX JIOCTeLOBATeJbHOCTEH.
YToureliHble 3HAUEHUA BEIHUHHBI AFpz — DPa3HOCTH IHEPTHH OAHOH Iaph
ocuoBanuil B Z- H B-dpopmax okasanuch, paBHBMHU: Aasg d(G—C),-d(G—
C) n-nocaegoBarenbHoctTd ~ 0,3 xxan/moab, aag d(G—T)n-d(A—C)p —
~0,5--0,6 xxan/moap. [IpeaBapuTenbHas OLEHKa 3TOH BEJMYHHBI AJAS IO-
caegoBarebHOCTH d (A—T),-d (A—T), npubiauxaercs x | KKajg/MoJb,
4TO 0ODBACIAET, B YACTHOCTH, TOT (AKT, YTO 3T4 NOCJAEAOBATEALHOCTL Jerye
mepexoJHT B KpecroofpasHylo, uem B Z-opmy. Dosapllas sHeprus B—Z-
rpaHullbl Jenaer hnepexof u3 B- B Z-popmy Haubojee KOONepaTHBHBIM H3
BceX 0 CHX MOpP M3Y4YeHHBIX KOH(popMmauHOHHBIX mepexonoB B JHK. [pa
BHJA HCCJEJOBAHHBIX PEryJSIPHBIX aJbTePHUPYIOIIHX NYPUH-THPHMHIAWHOBBIX
nocJen0BaTeJbHOCTeH yacTo BCTpevaoTes B npupoiaHbix AHK: nocaenosa-
teabHocTh d(G—C),-d(G—C)n — B KJETKaX NPOKAPHOT, a [OCJeJ0Ba-
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TebHOCTh 4 (G—T)n-d(A—C), — B 3yKapHOTHUECKHX KJeTKax. Ona Haii-
JAeHa TNPAaxTHYECKH BO BCeX HCC/IeNOBAHHBIX FeHOMax sykapuor [19]

Kax mokaseiBaior skcnepuMmentsl [23, 24], HeperyJsipHble [OCJeL0Ba-
TEJbNOCTH OCHOBAHHH TaKXe MOLYT MePeXOAMTb NIPU ONpPeAeNeHHbIX Yy JOo-
Buax B Z-popmy. Tak, B paGore [24] 6bu10 MOKA3aHO, UTO  OJHMIOHYKJE-
otug ¢ nocaeaoBatenbHocTio GCTAGC, rae uuTo3nHbB GPOMHUPOBAHBL WU
meTHauposanpl no C-5, KpHCTAMAM3YeTCs B BHAE JIEBOCMHUPAJbHOIO KOMII-
JleKca. JKCNEepHMeHTa/NbHOe H3yuYeHHe BJHSHHS M0C/AeNOBATENLHOCTH OCHO-
BaHUH Ha sHepreTHky B—Z-nepexoaa 6wl0 Hayato HeldaBHO {25]. B pa6o-
Te [26] 6vlna moCTpOeHA CTATHCTUKO-MeXaHHYecKas Teopusi B—Z-nepexona
B8 JHK ¢ npousBonsHo# nocnegoBatenbHocTsio. Ilocie skenepuMeHTaJbHOTO
ONpeleJieHdsl nMapaMeTpoB TEOPHH, KOTOpOe ellle He 3aBeplleHO K HacTos-
LleMy BpPeMeHH, MBI MOJYYUM BO3MOKHOCTb NPEeACKAa3blBaTb, KAKHE YUACTKH
IOHK moryr nepexoauts B Z-popMy NOA AeACTBHeM OTPHUATEJ]LHOH CBepX-
CcriMpansinzaiui.

CTpykTypa roMonypHH-rOMONMPHMHANHOBLIX NOCJeioBaTeabHOCTeH, Ta-
KHe CpaBHUTEJNbHO NPOTHAKEHHble YYacTKH, IJe B OJHOH HHTH HaXoAsiTCH
TOJBKO nypuHOBble (A H G), a B Apyrol — ToJabko nupumuaunoBele (T H
C) OCHOBaHH® HIMPOKO pacnpocTpaHeHel B sykapuoruueckux JAHK. Ouu
pacnpenenensl B JIHK ne ciyvaliHo, a 06bl4HO PJIaHKHPYIOT T'eHEI, paclo-
JAarasich nepea 5-KOHUOM. DTH NOCAEA0BATEAbHOCTH BHI3HIBAIOT B NoCjelnee
BpeMsi ocobntil HHTepec, TaK KaK IPH NOHMXKEeHHbIX 3HaueHussx pH u B ceepx-
ciupanpuabix JHK oHH OKa3sbBalOTCA T'HNEPYYBCTBUTENBHB K  THAPOJHM3Y
nykjaeasoit S1 [30] u nekoropwimu apyrumu JHKasamu. Crpykrypa takux
obnacrelt B cBepxcrnupansibix JHK no cux nop se ycranobieHa, XoTs 3TO-
My Bonpocy O6bljl NOCBSIIEH psif uccaenoBaHui [27—29]. HenaBHo opna 3
takux mocaepoBatenpHocTeil — d{(G—A)-d(T—C)46, BHIENEHHAS H3 re-
HOMAa MOPCKOro exa B cocTaBe fofee IJUHHOrO ¢parmMeHTa, Oblja KJIOHH-
pOBaHa B CBEPXCIHDAJU30BAHHOH NJa3MHAe M AeTaJbHO HCC/AeAoBaHa Mme-
TOAOM JBYXMepHOro Trejb-ajekrpodopesa [30—32]. Ilpu stom 6bl1 obHapy-
YKeH CTPYKTYPHBI¥ Mepexoh, NPOUCXOAUBUIHN NPU NOBBIUEHHH CBEPXCIIHPAJb-
HOH NJIOTHOCTH. B oTsinuue OT cayyaeB oOpa3oBaHHs KpecTOOOPAa3HOH WK
Z-popMBbl 3HAYEHHE CBEPXCINIMPAJbHON NJIOTHOCTH, NPH KOTOpOM Habaionascs
repexon, 3aBuceno or pH cpeawt. Uem Huxe pH, TeM Jerue NpOHCXOAHT
9TOT KOH(popMaUUOHHBIA nepexod. Tak, nmpu pH 7,0 nmepexon npoucxoaun
Juwb npu —o=0,08, T. e. mpu cBepXCNHpaNu3aLuM, NpeBbIIAOLEeH 00bY-
HO Hab/0aaeMylo B ¢u3HoJorHueckix ycnaoBusix. [lpu pH 6,0 nepexon Ha-
6mopnancs yxke npu —o=0,055, a npu pH 4,3 — npoucxoaun u 6e3 yuac-
THSI CBEpPXCIUpaau3aUUH. B TO ke Bpemsa cBpoc uyHC/Ia CBEpXBUTKOB OTBe-
yaJ BO BCeX CJAyYasix BBIK/JIOYEHHIO W3 JBOHHOH cIupajaH yuyacTka  u3
32 map HyKJIEOTHJAOB, Kak Npu o6paszoBanuu Kpecra. CpaBHeHHe 3THX AAH-
HHIX ¢ TeopHefll, pa3sutoil B [30], nosBosauao clenars oOnpelesNeHHLIE BHI-
BOABLI OTHOCUTE/JNbHO BO3MOXHOH CTPYKTypbl (HaszBaHHOH aBTOopaMu H-dop-
MOH), BO3HHKawolled B u3yyeHHol mnocnepoBaTteabHocTH d(G—A),X
Xd(T—C), NpH BBICOKHX IJOTHOCTAX CBEPXCINHPAJH3aLNUH H/HJIH HHU3KUX
pH. Ona pmosxua cofepxaTh OJHO NMPOTOHMPOBAHHOE OCIIOBAHHE Ha YeThipe
napel HYKJEOTHAOB. DTOMY YCJIOBHIO MOTLYT COOTBETCTBOBATb pas3Hble MoOje-
an. Han6onee BepositHas cTpykrypa [31] mpedcraBiena na puc. 3. OHa co-
JEePIKHUT TPEXHUTEBYIO LIMHIBKY, OOPa30BaHHYIO ABYMS TOMOIHPHMHIAUHOBDI-
MK H OANOH rOMONYypHHOBOH HUTAMU. OJHa 4acThb NyPHHOBOH BUTHU He BXO-
LUT B CNHMpaJjb M A0JXKiHa OBITh JOCTYyNHa AeficTBHIo S1, obecneyuBas rumep-
YYyBCTBUTENBHOCTE 5TOM CTPYKTYPH. 3DTa CTPYKTypHas MOJAedb B3ATa K3
RaiiibiX paGoTe [33] ¢ CHHTETHYECKMMH IIOJHHYKJEOTHAAMH H HYXKAaeTcs
B nagbheiinel npomepxe. Ocolblii HHTepec NpPeACTaBJIAET  HCCJIELOBaHHE
CTPYKTYPHOTO Nepexoja B APYTHX FOMOINYPHH-TOMONMPHMHAHHOBBIX TPaKTaX.

B nacrosiniem 0630pe Mbl IPOAEMOHCTPHPOBAAH GoraTele H pa3Hoobpas-
Hble KOH(opMaluoHHHe BoaMoxHocTH ITHK, nmposBaswomuecs in vilro nop
BJHSHHMEM CBepXCIHpaJH3amuH. BoIpoc 0 HeKaHOHHYECKHX CTPYKTypax if
Vivo B UX OHOJOrHYecKHX (YHKLHAX H3yUeH B 3HAUHUTEJNBLIO MeHbIIeH cTe-
nend. OH HAXOAUTCSL B CTAJAHM HHTEHCHBHBIX HCC/IEAOBAHMH. 3jeCh Mbl NpH-
BeJleM JHIIb HEKOTOpble (DaxThl, TOBOPALIME O NepPCIeKTHBHOCTH 3TOrO Ha-
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Puc. 3. Beposithast crpykrypa H-dopme, oOpasyiouieiicss B I'OMONYPHH-TOMOTHRPIIMIARHO-
som yuactke JHK d{(G-— A)s-d(T—C)is [31, 32] (A) u Tpuanm ocHOBaHHH, 00pazyio-
ulHeCs] B TPOHHOM KOMILIEKCe, cocrosiviem 3 asyx Hurteit d{(T —C)n H ouHoM HHTH
d(G-—-A)n [33] (B). Hapsimy ¢ YorcoH-KpukoBckumu napamu (@) B wnuibke oGpasy-
101cs XyrctuHoBckHe AT-mapel {(O); wacTb nurtosuHos nporonuposana (Ct) u Toxe ofpa-
3yeT ¢ I'YaHHHOM XYICTHHOBCKHe mapel. M3o0paKenbt nBe H30MepHHe (hOPMbl IIMHILKH, B
KOTOPHIX YOTcOH-KDHKOBCKHH RyNJAEKC NPOCTHPAETCS JAO LEHTPa TOMONYPHH-TOMONMHPHMHE-
JHHOBOTO yyacTka 6o ¢ onHolt, Mu6o ¢ APYroil CTOPOHLI.

Fig. 3. The probable structure of the H form [31, 32] (A). The major element of the
structure is the triple helix. In it, along with the normal Watson-Crick pairs (@) the
Hoogstcen AT pairs (O) are formed. Protonated cyfosines form Hoogsteen pairs with
guanines {+). Two isomer forms of the structure are shown. Base triads which form
the triple helix [33] (5). Note that two homopyrimidine chains are antiparallel as it
should be in the case of the hair-pin structure in A.

npasjenus. Kak yxe oTMeuyanoch, BCe IOCAETOBATEJNBHOCTH, CHOCOOHbBIE
06pa3oBLIBATh HEKAHOHHYECKUE CTPYKTYPBI, uMmeloTcss B npupofubix JIHK.
TlepBble MONMHITKH OBHAPYXHUTb KpecToOOpasHLie CTPYKTYPH (N U{UO aafu
orpuiaTeabHelll peayabrar [34]. Onuako 6B10 BCKope NMOKa3aHO, 4TO nocJe-
poBatedpHOCTh d(A—T), -d(A—T),, BrIOYenHass B CBEPXCHHPAJH3OBaH-
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HYi0 maasMuay, obpasyer BHYTpH OakTepHasJbHOH KJAETKH Kpecroobpas-
Hyl10 CTPYKTYPy NPH YCIOBHH NoAaBJeHHs OenkoBoro cuHresa [35]. Pa-
nee OblJO NOKAa3aHO, UTO H Z-pOpMa MOXET BO3HHKATh in Uivo NpPH NO-
Japjenun cunresa 6eaka [36]. YuacTkn Jesocnupanbnoll Z-hopmbl HabJro-
JAJHCh ¢ NOMOIILIO aHTH-Z aHTHTe] B NpOLecce TOMOJOrHYHOH pekoMmOuHa-
MU B NPUCYTCTBUH recl-Genka [37]. BaxHBIM CBHAETENLCTBOM B I0Jb3Y
6uoNOrHuecKoil poJaH HeKallOHHUECKHX (opm siBasiercss obnapykKeHue Oen-
KOB, cnenuduueckyu cBA3biBawouinxcs ¢ Z-popmoit [19, 38], © OeakoBbIX
$hakTOpOB, TaKkKe creunbHIeCKH CBA3BBAIOUIMXCS C THIEPUYYBCTBHTEbHBIMH
K HyKJieazaMm 006JacTsMi B TPAHCKPHMIHOHHO AKTHBHBIX reHaX B-rjaobu-
Ha LBINJIEHKA, COAEPIKAILMMH TOMONYDHE-FOMOMHPHMHAHUIIOBEE IOCJEH0B2-
TEJNLHOCTH, a TaKXKe HeCOBepPLUeHHEI! naanuipom [39].

ITepeuuc.ienibie falilibie CBHAETENbCTBYIOT O BAXION posiu GesKoB mpu

obpasosannn nexkanonndeckux cTpykTyp HHK B xserke: fenku B 0oxHUX
cayuyasix MOIYT CTHMYJ#pOBaTe o6pasoBaliie TAKHX CTPYKTYP, a B  ApPY-
HX — 3aTPY/IHSITH WJHM NpeAoTBpallaTth ero. Ilocaeinee, BepoaTio, npouc-

XOLHT BCJeJCTBHE CHSITHS CBEPXCIHPAJbHBLIX HaNpsKeHHH 3a cueT 3amblKa-
HHS CBEPXBUTKOR Ha O€JNKOBBlE MOJIEKYJbl NOA0GHO TOMY, KaK 3TO HMeeT
Mecto B HykJeocomaX. Ho B nmacTosimiee BpeMsi cTaso O4YeBHAHO, UTO TpPaH-
CKDHIILHOHHO aKTHBHbIA XpoMaTuH, BAepBble obuapy:xennwtii B [40] n nox-
pobuo uccaegoBanusiil B pabortax {41, 42], comep>XuT CBepXCMHPaNH30BaH-
uyio [IHK B HanpsiikeHnHOM COCTOSIHHH, KOTAa oiia cnocofHa 06pas3oBhIBATH
HeKaHOHM'eCKHe CTPYKTYpel. BoJee Toro, us HepaBliefl pabotbl [2] creayer,
uTo cneurdHyeckHe OeNKOBble TMOJOXKHTENbHble (PAKTOPbl TPAHCKPHUIILKHK B
KOMIilekce ¢ Tonousomepasoil Il crnocolibl oCcymlecTBAATE U3OUPATRABHYIO
CBEDXCIIHPAJH3alHI0 OTAEJbHbIX I'€HOB WJH TI'PYNN I'€éHOB B OAHOM JOMEHe
(rnetsie) B ayKapHOoTHUeCcKHX kaeTkaX. [1pu atom B JIHK BO3HukaoT nanps-
YKellMsi CBepPXCNHpaJu3allii U OLHOBDEMEHHO PE3KO YCHJIHBAETCS TPAHCKPUDN-
uusA. BrosHe BO3MOXKHO, YTO B TAaKOM MeXaHM3Me DEryJslLHH 3KCIPECCHH
reHoB CYLIECTBEHHYI POJb HMPAIOT BO3HHMKAWIIHe TPH CBEPXCIHpaNH3alluu
HEKAaHOHHYEeCKHe CTPYKTYpHl. BblsicHeHHe pONH HeKAHOHHYECKUX CTPYKTYP
JHK B peryisiuuu reHeTHUeCKHX NPOUECCOB —- OXHA M3 BaXKHHX 3ajal
AaJbleHNIUX HCCaedoBallui.

Aprop 6marogapen A. B. Bosoroackomy, C. M. MupkuHy u
M. 1. ®pank-KameHeuxoMmy 3a o6CyaeHe CTATbH K IOJE3HbIe 3aMeYaHHsA.

DNA: SUPERCOILING AND ALTERNATIVE STRUCTURES

Yu. S. Lazurkin

Institute of Molecular Genetics, Academy of Sciences of the USSR, Moscow
Summary

The effect of superhelicity of DNA on its structure and properties is reviewed. The su-
perhelicity is shown to induce in the DNA double helix three alternative structures: cru-
ciform, the Z form and the H form ({a novel structure formed in homopurine-homopyri-
midine tracts). Convincing evidence of these structures in wvitro is obtained in recent
years by the method of two-dimensional gel electrophoresis. Their occurrence in vivo is
closely related fo specific proteins which stabilize them. These proteins are believed
to play an important role in regulation of the gene activity.

1. I'pacepos A. H., Muprxun C. M. BiusiHuHe CBePXCIHPAJNK3alUH Ha OCHOBHHE reHerHuec-
Kiie npoueccsl y mpokaprot // Mosekyasp. Guonorns.— 1980.—14, Ne 1.— C. 8—34.
2. Kmiec E. B, Worcel A. The positive transcription factor of the 58 RNA gene indu-
ced a bS DNA-specific gyration in Xenopus oocyte extracts // Cell— 1985.—41,

N 3.—P. 945—953.

3. Ppank-Kameneyxwii M. J., Bonoeodckuii A. B. Tonoaoruueckue acmekThl (GU3WKH M0-
JUMCPOB: TCOPHS M ee OHODH3HuUecKHe NpPHJIONKeHHs // Ycnexu ¢u3. nayk.— 1981,—134,
Ne 4. — C. 641—673.

4. Bedenos A. A, Huxne A. M., ®panx-Kameneyrxuid M. . Tlepexon chupaib—KaIy6oK
B JIHK // Tam xe.— 1971.—105, No 3.— C. 479—510.

290 BUOMOJMMEPL U KJETKA, 198, t. 2, N 6



~No >

14.
t5.

16.
17.
18.

19.
20.

21.

22.
23.

24.

25.

26.
27.
28.
29.
30.

31
32.

33.

34.

35.

. Fluctuations in superhelical DNA /A, V. Vologodskii, A. V. Lukashin, V. V. Anshe-

levich, M. D. Frank-Kamenetskii // Nucl. Acids Res.— 1979.—6, N 3.—P. 967—982.
Hsieh T.-S., Wang J. C. Thermodynamic properties of superhelical DNAs // Bioche-
mistry.— 1975.—14, N 3.— P. 527—535.

. Statistical-mechanical treatment of violations of the double helix in supercoiled

DNA /V. V. Anshelevich, A. V. Vologodskii, A. V. Lukashin, M. D. Frank-Kame-
netskii // Biopolymers.— [979.—18, N 11.— P. 2733—2744.

. Vologodskii A. V., Frank-Kameneiskii M. D. Theoretical study of cruciform states in

superhelical DNAs // FEBS Letters— 1982.—143, N 2.— P. 257—260.

. Lilley D. M. The inveried repeal as a recognizable structural feature in supercoiled

DNA molecules // Proc. Nat. Acad. Sci. USA.— 1980.—77, N |.—P. 6468—6472.

. Panayolatos N., Wells R. D. Cruciform siructures in supercoiled DNA // Nature.—

1981.—289, N 5797.— P. 466—470.

. Wang I. C., Peck L. I, Becherer K. DNA supercoiling and iis effects on DNA struc-

ture and function // Cold Spring Harbor Symp. Quant. Biol.— 1983.—47, pt 1.—
P. 85—91. .

- Lyamichev V. I, Panyulin 1. G., Frank-Kamenetskii M. D. Evidence of cruciform

structures in superhelical DNA provided by two-dimensional gel electrophoresis //
FEBS Letlers— 1983.—153, N 2.— P. 298—302.

. Panyutin 1. G., Klishko V., Lyamicher V. [. Kinetics of cruciform formation and

stability of cruciform structure in superhelical DNA //J. Biomol. Struct. Dyn—
1984 -1, N 4— P, 1311—1324.

Panyutin 1., Lyamiches V., Mirkin S. A slructural {ransition in d{AT).-d{AT), in-
serts within superhelical DNA // Ibid.— 1985.—2, N 6.— P. 1221—1234.

Greaves D. R., Pafient R. K., Lilley D. M. J. Facile cruciform formation by an (A —
T)ss sequence from a Xenopus globin  gene //J. Mol. Biol.— 1985.—185, N 3.—
P. 161—478.

Haniford D. B., Pulleyblank D. E. Transilion of cloned d(AT), tract to a cruciform
in vivo // Nuel. Acids Res.— 1985.—13, N 12.— P. 4343—4363.

Vologodskii A. V., Frank-Kamenetskii M. D. The relaxation time for a cruciform
structure in superhelical DNA // FEBS Letters— 1983.—160, N 1, 2—P. 173—176.
Negatively supercoiled plasmids conlain lefi-handed Z-DNA segments as detected by
specific antibody binding / A. Nordheim, E. M, Lafer, L. J. Peck et al.//Cell.—
1982 —31, N 1. — P. 309—318.

Rich A., Nordheim A., Wang A. H.-J. The chemistry and biology of left handed
Z-DNA // Aun. Rev. Bioclhiem.— 1984.—53.— P. 791-—846.

Left-handed Z-DNA is induced by supercoiling in physioclogical ionic conditions /
C. K. Singleton, J. Klysik, S. M. Stirdivant, R. D. Wells // Nature.— 1982.—299,
N 5881.— P. 312—316.

Haniford D. B., Pulleyblank D. E. Facile transition of poly(d(TG)-d(CA)) into a
left-handed helix in physiological conditions // Ibid.— 1983.—302, N 5909.— P. 632—
634.

Frank-Kamenetskii M. D., Vologodskii A. V. Thermodynamics of the B — Z transiti-
on in superhelical DNA // Ibid.— 1984.-—307, N 5950.— P. 481—482.

Singleton C. K., Klysik I, Wells R. D. Conformational flexibility of junctions bet-
ween contiguous B- and Z-DNAs in supercoiled plasmids // Proc. Nat. Acad. Sci.
USA.— 1983.—80, N 9.— P. 24472451,

Crystal structure of Z-DNA without an alternating purine-pyrimidine sequence /
A. H-J. Wang, R. V. Gessner, G. A. van der Marel et al. // Ibid.— 1985.—82, N 11.—
P. 3611—3615.

Sequence dependent energetics of the B-Z transition in supercoiled DNA containing
non-alternating  purine-pyrimidine sequences /M. J. Ellison, R. J. Kellcher,
A H.-J. Wang et al. // Ibid— N 24— P. 8320—8324.

Boaoeodckuii A. B. Teoperndeckoe onucanue B — Z-nepexoga B JTHK ¢ npoH3BOJbHOI
nocaenoBaTeNpHoCThIO // Monekyasp. 6Guonorusa.— 1985.—19, Ne 4. — C. 1062—1071.
Cantor C. R, Efstratiadis A. Possible structures of homopurine-homopyrimidine S-1
hypersensitive sites // Nucl. Acids Res.— 1984.—12, N 21.— P. 8059—8072.

Nickol J. M., Felsenfeld G. DNA conformation at the 5 end of the chicken adult
B-globin gene // Cell.— 1983.—35, N 2. P. 467—477.

Pulleyblank D. E., Haniford D. B, Morgan A. R. A structural basis for S1 nuclease
sensitivity of double-stranded DNA // Cell.— 1985.—42, N 1.— P. 271—280.
Lyamichev V. I, Mirkin S. M., Frank-Kamenelskii M. D. A pH-dependent structural
transition in the homopurine-homopyrimidine tract in superhelical DNA //J. Biomol.
Struct. Dyn.— 1985.—3, N 2.— P. 327—338.

Lyamichev V. I, Mirkin S. M., Frank-Kamenetskii M. D. Structures of homopurine-
homopyrimidine tract in superhelical DNA // Ibid.— 1986.—3, N 4.—P. 667—699.
Januges B. H.,, Muprun C. M., Ppanx-Kameneyxud M. Z. pH-zasucumuiii cTpyKTYD-
HHIA TIepexXol B TOMOMYPHH-TOMOMUPHMHAHHOBOM Gioke B cBepxcnupaawioir ITHK //
Buonoanmepst d KTeTka.— 1986.—2, Ne 3.— C. 115—124.

Lee I. S, Johnson D. A, Morgan A. R. Complexes formed by (pyrimidine),- (puri-
ne), DNAs on lowering the pH are three-stranded // Nucl. Acids Res.—1979.—8,
N 9.—P. 3073—3091.

Lyamichev V., Panyufin 1, Mirkin S. The absence of cruciform structures from
pAO8 plasmid DNA in vivo //J. Biomo]. Struct. Dyn.—1984.—2, N 2.—P. 291—
301.

Obunapiysicente KPecToobPAa3HBIX CTPYKTYD B CBepPXCNUpaNbHbLIX mnaasmugueix JTHK in
vivo /C. M. Mupxun, 1. E. Hyxuii, Y. T. [Tanorns, B. W. Jlsmuues // Ous.-xum.

BUOITOJMHMMEPBI M KJIETKA, 198, t. 2, Ne 6 201



cBoiicTBa GHONMOJMMEPOB B PacTBOpe M KJaeTkax: Tes. AOKJI. MexAyHap. cumnos.— Ily-
muuo, 1985.— C. 89.

36. Haniford B. D., Pulleyblank D. E. The in vivo occurrence of Z-DNA //J. Biomol.
Struct. Dyn.— 1984.—1, N 3.— P, 593—610.

37. Kmiec E. B., Holloman W. K. Synapsis promoted by ustilago rec! protein // Cell—
1984.—36, N 3.— P. 593—598. .

38. Azorin F., Rich A. lIsolation of Z-binding proteins from SV40 minichromosomes:
evidence for binding to the viral control region // Ibid.— 1985—41, N 2—P. 365—
374.

39. Emerson B. M., Lewis C. D. Felsenfeld G. Interaction of specific nuclear factors
with the nuclease-hypersensitive region of the chicken adult B-globin gene; nature of
the binding domain // Ibid— N 1.— P. 21—30.

40. Elastic torsional strain in DNA within a fraction of SV40 minichromosomes: rela-
tion to transcriptionally active chromatin / A. N. Luchnik, V. V. Bakayev, 1. B. Zbars-
ky, G. P. Georgiev // EMBO J.—1982—1, N 11.— P. 1353—1358.

41. Worcel A., Ryoji M. Chromatin accembly in Xenopus oocytes: in vifro studies //
Cell.— 1984 —37, N 1.— P. 2]1—32.

42. Glikin G. C., Ruberti I, Worcel A. Chromatin assembly in Xeropus oocytes: in vivo
studies // Ibid.— P. 33—41.

Wn-1 Monekynsp. renetnkn AH CCCP, Mocksa [Noayueno 10.03.86

HOBbIE KHUIMM U3AATESIBCTBA «HAYKOBA AYMKA»

Crapoay6 H. ®@., Hasapewko B, H. TETEPOFTEHHASl CHUCTEMA FEMOIIOBMHA (cTtpyk-
Typa, c¢BOHCTBA, GuocuHTes, Guonoruueckas pone).— 18 n.—2 p. 90 . [Mnaw 1987 r.
Ne 311 (I «s.).

Mororpagpursa nocssuleHa ORHOMY M3 cneumguueckux 6eNKoB — remornobuHy, umerowemy
BaXHoe 6Guonoruuyeckoe 3HauyeHre M oBNagarollemMy YHWUKANbHBIMKM CBOMCTBAMM, CBA3aH-
HBIMKM C TPaHCNOPTOM KMCNopoaa M yrnexkucnotel, Paccmarpusalotcs obuime 3akoHomep-
HOCTM M OcOBEeHHOCTH (POPMAPOBAHMA MHOXKECTBEHHbIX (opm 3Toro 6Genka. [lokasaw
XapaKTep NEepecTPONKM HEOAHOPORHOCTM FemornobuHa B OHYOTEHede OPraHM3Ma W Npu
natonorud. O6cyxpaercs Enonornueckas 3HAUMMOCTD CUHTE33a MHOMKECTBEHHBLIX (DOPM
AaHHOTo Gesika B npouecce BUOXMMWUYECKON aBZanTalMM OPraHK3ma, KNeTOouHble M mone-
KYNfipHbIE OCHOBbLI 3TOTO Npouecca. [lpuBeaeHbl QOKA3ATENbCTBA TECHON CBA3M NEperIo-
YeHMA CuHTe3a THMNOoB remornobuHa ¢ ocoBeHHOCTIMKU AUPhEPEHUMPOBKH KPOBETBOPHBIX
KNeTOK Ha PasfAuyHbLIX 3Tanax uX pasBWUTHA.

Ansa BuoxuMnKoB, (PU3MONOTrOB, MEOWKOB, a TakXKe npenojasaTened, aciMpPaHTos M CTy-
AEHTOB BY30B.

3akasats 370 M3jaHMe MOXHO B marasuHe uagartenscrtsa «Haykosa aymka» (252001
Kues 1, yn. Kuposa, 4), KOTOpPbLIF# BbICHINAET KHUFM MHOFOPOAHWMM 3a3KAZUNKAM HANOXKEHHBIM
nnaTtemom.

MuauBuayantHele NOKYNaTenu HoMKHbI OOPMANATE 33Ka3wl Ha MOUTOBLIX OTKPLITKAX, rae
YKa3blBAeTCR AaBTOP M HA3BAHWE KHWUIM, HOMEP MO nnaHy, Heobxoaumoe KOMMUECTBO
IKIEMNIAPOB M afpec, No KOTOPOMY AOMKHA 6biTb OTNPABNEHa 3aKa3aHHaR nMTepaTtypa,
Opranuzaumn & NpeanpuATHA ohoPMIAIOT 3aKa3kbl raPaHTHIHLIMM MUCLMAMM,

llprem npeABapuTenbHbiX 3aKa30B B MAarazuHe MW3NATENLCTBE NPEKpallaetcs 3a Tpw
Mecaua OO BbIXOA4d M3NAHWA B CBET.

292 BUOTIONIMMEPBI M KJIETKA, 198, T. 2, N 6



