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OGobuieHn pe3yJabTaThl HCCIe10BaHHSA MeToXamyu SIMP- u ¥ ®-crnekTpocko-
nuy, KI[ B peHTIreHOCTPYKTYPHOIO aHa/u3a KOMIVIEKCOB KOMIJIEeMeHTapHHX
OJIMFOHYKJICOTHIOB, cojepKaliux oT 2 Ao 15 MOHOMepHHX 3BeHbeB. PaccMorpe-
Ha CTPYKTYPa KOMILUIEKCOB B DACTBOPE H B KPHCTA/IHUECKOM COCTOSHHH, TepMO-
JHHAMYKA (C IPUBJCUSHMEM Da3JHYHHX TEOPeTHUeCKAX Mojedell) ¥ KHHOTHKA HX
o6pazosanns., O6cyXkAaercss BAHsHHE HYKJIEOTHIHOTO COCTABA, NOCJAEAOBATENb-
HOCTH H JAJIMHH OJHIOMEPOB Ha CTPOeHHe H cBOHCTBa KOMILIEKCOB, a TakXe OHO-
JIOTHYECKash 3HAUHMOCTh STHX CHCTeM. YIeseH0 BHHMaHHe BONPOCY 06 YCTOHYH-
BOCTH OTAEJBbHHX HYKJIEOTHIHHX Iap KOMIJIEKCOB B 3aBHCHMOCTH OT HX NPHpO-
IB! ¥ NOJIOXEeHHS B OJHIOMEDHOH IenH.
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1. BBELEHHE

KoMIeMenTaphble KOMIJIEKCH CHHTETHUECKHX IIOJIH (OJIMr0) HYKJIeOTH-
JOB HMIHPOKO HCTOJIB3YIOTCS B KaUecTBE MOJeJell (parMeHTOB HYKJIEHHOBbIX
kucaor (HK) nns pewenust psiga npo6aeM MOJeKyJAapHO# Guosoruu. C ux
MNOMOIIbI0 U3Yy4YalOT TEPpMOIMHAMHYECKHE H KHHETHUECKHE acleKThl 00paso-
BaHUSl KOMIUJIEMEHTAPHBIX Nap, HeoOGXOAHMMbIe /s TOHHMaHHs JIOObX npo-
IleCCOB, BKIKOYAIOIMUX paspylieHHe H ofpasoBaHHe [BOHHKWIX CHHpaJe.
BospacTaeT poJib HYKJIEOTHAHBIX KOMIJIEKCOB B M3YUEHHH OCJKOBO-HYKJEH-
HOBBIX B3aHMOJEHCTBHI, HCCAEJOBAHUU MeXaHH3Ma [JeHcTBHSA (pepMeHTOB
HYKJEHHOBOro o6MeHa #u T. 1. HepaBHO KOMILIEKCH OJIHTO[€30KCHPHOOHYK-
JIEOTHIOB, COAEpKalllHe IMOC/AeA0BATeNbHOCTH, pacllenyseMbie (QepMeHTaMH
PECTPHUKIMY, CTAJNH NPHUMEHSITLCS B HOBOM aCleKTe — [/ KOHCTPYHPOBaHHUSA
pexkom6uHaTHEX Modsekya HHK. Onu cay:xar JumEkepaMu HPH NPUCOEIH-
HEHHH TPHpOAHOH MaAM cuHTeTHyeckoll Momeryas JHK x BexTOpy KIOHH-
POBAaHHS HJH aAANTOPAMH, C NOMOIULK KOTOPHX B DPEKOMOHHATHbIE MOJe-
KyJb BCTPaHBalOT [ONOJHHUTENBHBIE CAHTH DPECTPUKUHH, a TakxKe Npyrue
¢parmentn JITHK, Hanpumep HHHUIMHPYIOUIHH M TePpMHHMPYIOUWIMH KOJOHBI,
nocsegoeareasnocts Hlakin — Jlaserapao u T. 1.

Panee poab momeneii HK BHIIOMHAMH rIaBHBIM 06pa30M rOMONOJUHYK-
JEOTHAB H MOJHMEDHI ¢ MOBTOpsioIefics I (TPH)HYKAEOTHAHOH noc/ei0Ba-
TeJbHOCTHIO. B mocaennvie rogbl B CBS3H CO 3HAUHTEJNHHBIMH YCIEXaMH CHH-
TeTUYECKOH HYKJIEOTHAOH XMMHH H Da3BUTHEM METOJOB FeHHOH HHXXEeHEePHUH
CTaau MOCTYOHH KOMIJIEKCH OJIHTO (TOTH)HYKJEeOTHIOB TeTeporeHHo# mo-
caefnoBarenbHocTH. OCOGeHHO IIHPOKO HCMOJB3YIOTCS KOMIJIEKCH KOPOTKHX
OJIUTOHYKJAEOTHAOB. OHH JAIOT BCIMOMKHOCTb l€JE€HATIPABJIEHHO H3MEHSThb
NJIMHY JABYXCHUDAJbHBEIX YYaCTKOB U BADbHPOBATL HYKJEOTHIHYIO HOCJ]AEIO-
BaTeJBHOCTh. [10CKOIBKY KOPOTKHC OJHIOHYKJIEGOTHAHbIE KOMILTEKCH JIETKO
JUCCOLHUPYIOT B BOAHBIX OydepHLIX pacTBOPAaxX OPH YMEPEHHBIX TemIepary-
pax, ¢ HX TOMOILLI0 YAOGHO H3y4yaTh JOOBIE CBOHCTBA, CBSi3aHHLIE C paspy-
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pleH¥eM [ABYXCIHPAJBHHIX CTPYKTYp, a TepPMOAHHAMHMYECKOE ONHCAHHE Ta-
KHX CHCTEM MOXeT GHTb OCHOBAaHO Ha GoJsiee NMPOCTHIX Moxesnax. Osuromep-
Hbleé CHCTEMH NO3BOJAKT H3YYaThb BJIHMAHHE JJIHMHBL ABYXCIHPAJbHBIX YYacCT-
KOB ¥ HYKJEOTHIHON MOCIeIOBATENbHOCTA HAa TepMOIHHAMHUECKHE M KHHe-
THYECKHE NapaMmeTpbl KOMILIEKCOOOpa3oBaHufA, a Takke Ha ONTHYECKHE
cBolicTBa ABOHHBIX coupaneil. OauromepHsle CHCTeMHB! fIBJASIOTCH Haubosee
yao6HBIME OOBLEKTaMHM st BHISICHEHHS KMHETHKH oOpa30BaHHSI KOMIJIEMEH-
TapHBIX KOMIIEKCOB M BJHSIHHS «OHIHOOUHLIX> OCHOBAHHH HA CTACHJIBHOCTH
¥ CTPYKTYDY ABOHHEIX ciupaJeil.

Bonpocam B3auMOIEHCTBHS KOMIJIEMEHTAPHLIX OJHIOHYKJIEOTHIOB JIO-
CBAILIEHO HECKOJBbKO 0030POB, SIBJSIONIMXCH riaaBamMu MoHorpaduil u yueb-
HHKOB Ha aHrauiickoM siseike {1—4]. B o63ope Pémepa n Pucrepa [1] 06-
CYXK/IAI0TCA B OCHOBHOM TEOPETHUECKHE ACMEKTHl KOMIJIeKCcoo0pasoBaHusa H
TeOPHA O6Pa30BaHUA <«WIIHIEUHBIX» CTPyKTyp. O630p Tco (1974 r.) [2]
NOCBALIEH IVIaBHBEIM 00Pa3oM PaccMOTPEHHIO KOMIIIEKCOB ¢ HEKaHOHHYECKH-
MH IapaMH OCHOBaHHI — camoaccouuatsl oligo(A) [U, C nan G]. B 06-
sope Kanropa u lllummesns [3] paccmarpriBaiorest cTaTHCTHYECKass TEPMO-
JHHAMUKa M KHHeTHKa o6pa30BaHHd AYNJIEKCOB OJHrOPHOOHYKIEOTHAAMH
(BkJOUAA TIAaBHHIM 00pa3oM HINuJAevHble W feTaeolpasHble CTPYKTYPH) H
UCNONb30BAHKHEe STHX MAHHBIX JJIsl NPeACKa3aHUf BTOPHUHOH CTPYKTYDH
PHK, a Takxe kuHeruxku meHartypauuu u penatypanun JLHK. B o63ope
Cumana [4] obcyxaaoTcs pe3yqapTaThl KpucTamaorpaduueckoro HCCJeno-
BaHHA KOPOTKHX OJIMFOMEpPHBIX NYIJeKcOB. Kpome TOro, KOMNJAEKCH OJKro-
HYKJICOTHIOB YNOMHHAOTCA B 0630pax Ha ApPyrue TeMbl: MO B3aHMOJEHCT-
BHIO MOHO (OJINTO)HYKJ/JIEOTH/IOB ¢ NOJHHYKJeOTHIaMH [5]; mo cTpyKType
PHK [6]; no nccaenoBauuio noJuHykaeoTios [7] B oXHOLENOYEUHEIX OJH-
ronykaeotnaoB [8] meromom cnexrpockonnn SIMP. Ilpensaraemeiii 0630p
OXBATLIBACT NMPAKTHUYECKH BCE ACHEKTHI KOMTJIEKCOOGPA30BAHHST OJUTOHYK-
JIEOTHIOB, COAEPXKAMX 0T 2 A0 15 MOHOMEDHBIX 3BeHbLEB (BK/09ast pPaGOTH
no 1981 r.). OcoGoe BHEMAHHE yIeJeHO. IOJYYEHHBIM B NOC/EIHHE TOAH pe-
3yNbTaTaM MCCAEJOBAHHA B3aUMOJCHCTBHS OJIHTOHYKJEOTHAOB ¢ IOMOMIBIO
merona SIMP-CiekTpOCKONHH H AAHHBIM MO CTPYKTYPE OJIUTOMEPHBIX IyiI-
JekcoB. B o63ope ne obcyxaaoTcs nogpobSHo paboThl, B KOTOPHIX paccMmar-
puBaercs o0pasoBaHHe <UINHJIEUHBIX» CTPYKTYP H KOMIJIEKCOB OJIHTOHYK-
JIEOTHAOB, COJAepPKallHX HEKOMIIEMEHTAPHBIE OCHOBAHHS.

1. TAObI U3YYEHHDIX OJTUTOMEPHDIX KOMIIJIEKCOB

OuinroMepHble KOMIJIEKCH MOTYT ObITh 06Pa30BaHBl OJHIOHYKJACOTHIAMH
O/INHAKOBOW MJH Pas3JIHYHOH AJHHH C KOMIJIEMEHTAPHLIME NOCIeI0BaTedb-
HOCTAMH, JHOO CAMOKOMIIJIEMEHTAPHLIMH OJHIOHYKJIeoTHHaMd. B 3aBucu-
MOCTH OT HYKJEOTHAHON NOCAeH0BaTeNbHOCTH H AJHHBI LieMd B 3THX CHCTe-
Max oTMedeHo o6pa3oBaHie HECKOJAbKHX THIIOB KOMIIJIEKCOB.

Han6osee nosHO MCCJEHOBaHB KOMIJIEKCH! JIETKO JOCTYHHBIX CHHTETH-
YecKHX OJIMrOpHGOHYKJISOTHAOB FOMOTeHHOro coctrasa — oligo(A)-oligo(U)
[9—11] (xommaexcw oligo(G) -oligo(C) mo cux nop He uayyanuch). Ouan-
TOMEPH TOMOTEHHON TOCJIETOBATENBHOCTH CKJIOHHB K 00DA30BaHUIO TPEXIle-
NOUEUHKX ChUpanedl, CHOCOGHBIX CJAUNATLCS B GOJlee BEICOKOMOJIEKYJIsSpHbIE
arperath <KOHKaTeMepHoro» tuna (cm. Himxe) [9, 11]. Ilpu BsauMonmeicr-
BUM KOPOTKHX OJINTOMEPOB aAeHHJIOBOH K YPHAHAOBOH KHCJOT CTEXHOMET-
PHST KOMIJIEKCOB HE3aBHCUMO OT BHIOpAHHHIX yCaoBHil ocTaerca 1A.2U [9].
ABtop pa6orst [11] onpemeans, 4to AJNHA UENH OJHIOMEPOB, T. €. YHCJO
MOHOMEPHBIX 3BEHBEB, YYaCTBYIOIIHX B KOMIJICMCHTAUHOHHBIX B3aHMO/1eli-
crBusx (N), Bblule KOTOpOH BO3MOXKHO o0pa3oBaHHe JABOHHBIX cnupaJefl,
pasHo 7. CucTeMHbl, BK/OUZIOUIHE OJHI0Je30KCHPHOOHYKJIEOTHAH, ofpa3sy-
10T, KaK IpaBuJo, AByXuenoueunsle cnupanu [12]. Tak, rubpuausii oauro-
mepnuii komitexe d(pT),s-r[A(pA),] B HeliTpansHoMm Gydepe, conepKraieMm
1 M NaCl, umeer crexuomerpuio 1T-1A [13]. a5 KoOMI/IeKCa OJAUTOAE30KCH-
puCouykaieoTu108 pasHoil AauHB — d(pT) - -d(pA)s [14], Takke xapak-
TEPHO ABYXCUHPaNbHOE CTpOEHUE.
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OnuroMeps ¢ YepeAyiouielics CaMOKOMIJIeMEHTaPHOR HYKJACOTHAHON TO-
C/Ael0BATeAbHOCTEIO OOLIYHO 00pasyloT JHO0 MeXMOJEKYJsIpHBIE JABYXCHH-
pasibHble KOMIJIEKCH, Kak, Hanpumep, oligo[d(pGG—C)], ¢ aaunoi nenn ot 4
210 7 MOHOMEpHEIX OCTaTKOB [15], 1160 BHYTPUMOJEKYIAPHEIE KOMIJEKCH 33
cueT CKJaJAblBaHAs BABOe oJaHroMepHofl uenn — d(A—T), (n>7) [16].
To uiM HHOE CTpOeHHe KOMILJIEKCa ONpefessierTcs, MO-BUANMOMY, AJHHOH
onuromepa. Ilpn KoMNIeKCOOOpPa30BAHUH OJHTOHYK/IEOTHIOB PAa3HOH AJIH-
HEl C YepeAYIOWIHMHCA HEKOMIUIEMEHTADHBIMH OCHOBaHHAMH — oligo-
-[d(C—A)]-oligo[d(T—G)] [17], a TakkKe TPHHYKICOTHAOB H OJUTOME-
POB, COAEpPKAIUMX TOBTOPAIOHIMECH TPHHYKACOTHIHBIE HOCJEA0BATENLHO-
ctt — d(pG—G—T) -d(pA—C—C),-, u ap. [18], BbirogHo o6pasosanue
JABYXCIHPANbHBIX CTPYKTYD C HENPEPHLIBHEIM 3aNOJHEHHEM MaTpHikl GoJee
KOPOTKUMH OJTHTOMEPAMH.

JeranbHoe HCCAEAOBaHHE CTPYKTYPHBIX OCOOEHHOCTEH KOMILIEKCOB ca-
MOKOMIUJIEMeHTapHblX  OJjoxconoiumepos  (Ap).ApU(pU), [19] Busasa-
JI0 32BHCHMOCTh CTPYKTYPBI KOMIUIEKCOB OT coortuomenus A/U B oauro-
‘MeprO#l Uenu. Ilpy m==n obGpasyercss AByXuellodeyHAs] COHPAJb, €CIH M<C
<n — Oosee KPyNHHBE arperarhl, cCOHepiKallide TPeXUenodedHble yYacTKH.

BaauMogelicTBHe OMHTOHYKACOTHAOB. C FeTEPOTeHHON HYK/JIEOTHAHOH 1O-
CJ1e0BaTeNIbHOCTBIO, €CIH OHO He OCJAOXKHEHO caMoarperapmueil KOMIOHeH-
TOB, Kak B ciydae kommiekca G—G—C.G—C—C {20}, upuBoantr x 06-
P230BAHKIO KODPOTKHX ABYXCIHDPAIbHEIX AYIAEKCOB ¢ (DUKCHPOBAMHBLIM IIO-
JIOXKEHHEeM OAHOH HYK/IEOTHAHOH Ienu OTHOCHTeNRHO npyroft [21—26]. He-
AaBHO OblJIO OOHADYXKeHO, 4YTO THOPHAHBIH pHOO-AE30KCHPHOOAYIIEKE
r(C—U,—@Q)-d(C—A,—@G). umeer TpexcoupannHoe (2:1) crpoenne [27].

Ecnd nepBHUHAsl CTPYKTYpa reTepOreHHBIX OJUIOMEpOB HOmycKaer 06-
pazoBaHHe  AYIJEKCOB €  <«JRNKHMH»  KOHUAMH, wHaupumep d-
-(G—A—-T—-C—C—G—-A—-A-T-T—-C—-G) [28], d(T—-G—C—A—
C—A-T-G) [29], {(T—G—G—C—C—A—A—-G—-C-—Tp) [30, 31],
d(A—T),(C—G), [32] u np. [33], To npu camoacconnauuy TAKHX OJH-
romepoB 06pa3yioTcs JBOMHBIE CNHpajd «KOHKaTeMepHoro» tuma. Koukare-
MepHl — JBYXCHHpalbHbie KOMIJIEKCH, COJEp:Kallue HOBTOPSIOLINEcs HYK-
JIEOTHJHBIE Nocaeg0oBaTenbHoCcTH. CTPYKTYPa KOHKaTeMepOoB, 00pa30BaHHBIX
HEePEUYHCHEHHbIMH BHIILIE QJUHIOHYK/ICOTHAAMH, mNOA00HA CTPYKTYpe MOJH-
MEepHBEIX KOMILJIEKCOB, HO OTJIHUAeTCHd OT MOCJHefHEH HaJMHUHeM HecOoBHafa-
JOHIMX Pas3pbiBOB B KOMIIEMEHTAPHBIX IelfX.

1, TEPMOOAUHAMUYECKOE ONMUCAHUE KOMNAEKCOOBPA30BAHUYA
KOMIJIEMEHTAPHbBIX OIHTOHYKJEOTHAOB

1. O6mue NPUHUMILI KOOHEPATHBHOIO B3aAUMOACHCTBUS
OJIUTOMEPOB

CornacHo COBpeMeHHBIM NpeACTaBACHHSM, OCOGEHHOCTH INOBeAeHHS
IBYX (TpeX) CNHpaJbHBX HYKJACOTHIHBIX CTPYKTYP B pPacTBOPe ONpepess-
I0TCA B3AHMOAEHCTBHEM MEXKIY TeTEPOHHKJIHYECKMMH OCHOBAHHIMH, BJHA-
HHEM PACTBOPHTENs M JMEeKTPOCTaTHYeCKMMH addexTamu (ochaTHrix rpynm,
Teopernueckoe paccMoTpenne NPHPOAB CHJI, NPHHEMAOHIHX YIACTHE B KOM-
niekcooGpasoBanuu, gaHo B MoHorpaduu [34]. B KoMIieMeHTapHOM KOM-
1J1eKce H3MeHeHHe COCTOSIHHMS KaXKAOTO KOBAJeHTHO CBSI3aHHOIO MOHOMeEp-
HOrO 3BeHa He MPOHCXOLHT HE3ABHCHMO OT COCEJHHX 3BEHBEB, UTO 00YCJI0B-
JHBAET  KOOMEPATHBHBIH  xapakrep 00pa3oBaHHs W AUCCOUHAUKH
IBYX(Tpex) coupasbhHBIX CHCTEM. B mpolecce MHCCOUMAUHH KOMILIEKCa pes-
KO Hapyliaercsd KOMOAakTHas yNakOBKa TreTePONHKIMYECKHX OCHOBAHHE
IBOHHOH chmupaJj#, 4TO HAXOAHT CBOE OTpaKeHHe B KOONEPATHBHOM H3Me-
HEeHMH Psila DHU3MKO-XUMHUECKHX XapaKTePHUCTHUK CHCTeMbl [5] — cmexTpos
norjoulenuss B Y®- u HWK-obaacrax, napamerpos K/, JOB, curnasos
AMP, a rtakxe ruApOAMHAMUYECKHX NapaMeTpoB W T. A. KpuBble 3aBuCH-
MOCTH 9THX [apaMeTpOB OT TeMIepaTypbl HA3BIBAlOTCA KPHBEIMH IJaBJe-
HMS ¥ JAKI0T BO3MOXKHOCTb OLEHHTb JOJI0 CIlapeHHbIX ocHoBauuil (f) mpw
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JLaHHOH TeMHepaType Hanpuwmep, [19]:
FT) A (T) — A(T)
AT — Ay (D)

rie A (T) u Ay(T) — YO-nornolienre mpu AaHHOH TeMIeparype JeHATy-
PHPOBAHHOTO W HATHBHOrO KOMILIEKca cooTBeTcTBeHHO;, A(T) — Habmwonae-
MOe NpH HAHHOU Temnepatype Y®-morgomeHne pacTBopa (TOYKa Ha KpPH-
BOH I/UIaBJIeHI/IH, puc. 1). Ty, onpejensercs KaK TeMiepaTtypa, 0pd KOTopo#
F=1/2.

CraTHcTHUeCKasl TeOpHs Iepexola CNUpaldb — KAYOOK, OCHOBAHHAS HA
mozuduuupoBartoll onnoMeprolt Mosend Mzuura [35], B Hacrosimee Bpems
J0CTaTOYHO Xopowo paspaborada [36] u wucmosbsyercst aist HOJyUYeHHS

Puc. 1. Temneparypuas
3dBHCHMOCTb  OITHYECKOH
IVIOTHOCTH ~ MEXKMOJIEKY-
JAPHOrO KOMILJIeKca, o6pa-
30BAHHOTO (AP)4ApU(pU)
(1 M NaCl, pH 74);
I—A(T), 2—Aq(T)
[19]

W 20 40 40°C

TePMOLHHAMUYECKHX TapaMerTpoB KOMILIEKCOOOPA30BAHHA W3 aHAJIH3A 3IK-
CIEePUMEHTANbHLIX KPHBBIX NMJaBJjeHns. B paMkax 3Toli TeopHH KOOmepaTHB-
HBle CBOHCTBA KOMIIEMEHTAPHBIX OJIHIOMEPHBIX KOMIJIEKCOB, BKJIIOYAIO-
MHUX OJHH THO Nap OCHOBAHHM, MOryT ObLITH ONUCAHBI NPOCTOH MOAENBID C
TpeMs mapaMeTpaMiu: p—TmapaMerp HyKJaealud ABoHHON cnupann (f<K1);
S — KoHcranTa paBHOBecHa 0OPAa3OBaHHs HYKJEOTH/IHOH IIapel psajioM ¢
yixe CcPOpPMHPOBAHHON [ABYXCHMpAJbHOH TNOCIefOBAaTeABHOCTRIO (S>1);
N — uueno nap ocuoBanu#l B aymaexce. Coraacuo [37], obpasoBanne cru-
paJju s TeTpaMepa MOXKHO HPeACTaBUTDh CACAYIOILLH CXeMOH:

4

Bs s
_ — 1S S
+ T e ~—— ~——
rie BS — xoHcranta 06pasoBaHys H30JHPOBAHHOH Mapbl OCHOBaHHE (om-

penessier mpollecc 3apoxmieHus cnupanad). CyIIHOCTL TEOPHH COCTOHT B
TOM, YTO Hapbi OCHOBaHH, HaXOAsHIMECS BHYTPH CTPYKTYPHI, ropasio 6o-
Jiee YCTONYHBAEIL, UeM KOHIEBLlEe [Iaphbl, MO3TOMY 34pOKAeHHEe JBOHHOH CIIH-
padl DNPUBOAUT K OBICTPOMY KOMINIEMEHTapPHOMY CIApPHBAHWIO OCHOBAHWH
BCcell HyKAeOTHAHON uenn. JJas J0OCTaTOYHO ANMHHLIX HYKJAEOTHIHBIX IO-
cJeoBaTeNbHOCTEH, OJHAKO, BBIUTPHII B CBOOOILHONH 3HEPrHH O6YCJAOBJIH:
BalOWMH yAJiHHeHHe ABOUHOH cHnupajd, KOMOEHCHDPYETCS 3IHTPONUIHON BHI-
IOZHOCTHIO HE TOJHOCTBIO CBSI3AHHBIX CTPYKTYp. CTaTHCTHUECKHH BeC TaKHX
CTPYKTYP DPE3KO YBEJHUHBAETCS C POCTOM JUIMHBL LenH. /leficTBUTeJNbHO, B
TO BpeMsA Kak Ajsg o6pasoBaHusl COBEPUIEHHOTO ABYXCHUPAABHOrO KOMIJIEK-
Ca WJIM MOJHOCTBIO AHCCOLHUPOBAHHOIO KAyDKa cyllecTByeT TOJBKO OAHH
cnocof, MOKHO NMpeAcCTaBHTh cefe MHOXKKECTBO HHTEPMeIHAaTHBIX CTPYKTYP,
COLEPKAlUX TIOMOBHHY TEOPETHUCCKH BO3MOXKHBIX HYK/IeoTHAHBIX nap. Kon-
KYPCHIIHS MeKAY NBYMS VKa3aHHLIMH (PAaKTOPaMH IPHBOAHT K KOHEUHO
cpeaHelt JJIHHE COHPANbHBIX CErMEHTOB — L, B palioHe mepexojga cnupasb —
K1yOOK, Uepenylomuxcsi ¢ paciiaBieHHLIMH y4YacTkaMmH; L cocTraBiser
~20—100 nykneoTHAHHX ocTaTKoB [1]. B cayuae nocTaTouno KOPOTKMX
QIMTOMEPHHX TocnaenoBatensroctell, npu N« L mponece kKommnaekcoo6pa-
30BaHHA MOXKHO ONHCATh C NOMOIILID MOAENH <«BCE MJAH HUUEro» {MOJeJb
IBYX COCTOSIHHII), TpeHeOperasg KOJHUECTBOM OJUTOHYKJIEOTHAOB, Y KOTO-
PHIX B COCTaBe KOMIJICKCA CBA3AHBI HE BCe OCHOBAHUA.
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2. Mopenb ABYX COCTOSIHUM

KoMiiekcoo6pa3oBaHie Mo NPUHIUIY <«BCe HJAW HHYETO» HMEET MecTo
fIpM AOCTaTO4HO OONbUIHX 3HAYEHHSIX KOHCTaHTHl pocra cnupanu, S>10
[11] (B 1). B paMKax 3TOfi MOJe/M NMpPEANOJIAraeTcsi, UTO B HHTepBaJe Ie-
pexona cnupaib — KIYOOK KOPOTKHe OJIHFOHYKJACOTHAH CYIIECTBYIOT TOJb-
KO B [JBYX COCTOSIHHAX — [OJHOCTbIO ABYXCHHDAJBHOM HJIH CBOOOTHOM.
Koncranty paBHoBecus (K) KoMmiekcooOpa30BaHHS OJHIOHYKJIEOTHIOB,
colepxallix B cBoeM cocraBe N MOHOMEPHBIX 3BEHbEB MOMKHO 3dlIHCATh KaK
[IPOM3BeJleHNe KOHCTAHT OTARJbHHX cTyneHell peakuuu [15]:

K=pS*

KoxcranTy paBHOBecHs MOXHO TakxKe BHPasuTh uepes [ [23]:
K={f/2(1—f)*c (B3auMogueficTBHe CaMOKOMIJIEMEHTAPHBIX Iienel)
K=2f/(1-—f)?c (B3auMojeficTBHe HEMAEHTHYHLIX KOMIUIEMEHTAPHBIX TO-

CJ1eJOBATeJbHOCTEH OJAMHAKOBOH HAJIMHEI)
rie ¢ — ofuiasl HyKJCOTHAHAs KOHLEHTPAllUsl OJUIOMEPHBIX KOMIIOHEHTOB.

HenaeHo BrIBEIEHA KOHCTAaHTA DaBHOBECHs! TPOLECCA B3aUMOJEHCTBHS
TPHHYKJEOTHAOB C KOMILIEMEHTADHBIMH OJUFOMEpPHLIMH MaTpHLaMu, CO-
JepXKalluMy HOBTODSIIOIMeCcs TPUHYKJ/eOTHJAHble HOcaenoBaTelsHocTH [18],
a’Takke mpolecca o0pa3oBaHHAd KOHKATEMEPOB C CHMMETPHUHO NepeKkphiBa-
oumuMucs 6aokame [29]. Jonsi ciapeHHBIX OCHOBaHHE MOKeT OHITh ONpe-
JieJeHa HENOCPEACTBEHHO ¢ IOMOIUBIO OCMOMETPHUECKHX 3KCIIEPHMEHTOB.
Bosee ynobupifi cnocob ompeieneHds [ 3aKAI0YAETCH B aHAAH3e KPUBBIX
NJIaBJEHHS.

OfpluHO TepMOJHHAMMUECKOe OIMNCaHHe Ipoluecca KoMIIekcoobpasoBa-
HUsA BKAOUaeT B cebsa pacyer AH°, AS®, B uS.

B paMkax MoJenu JIBYX COCTOSIHMH 3HTAJBIHA DCakKHHH MOxkKeT OHTb
onpeie/cHa CJAEAYIOMHUM 006pa3oM.

1. Ha ocHOBaHWH TeMNepaTypHO!l 3aBUCHMMOCTH KOHCTAHTH PaBHOBECHS:

(mo Baur-Toddy):
In K=—AHYRT+AS/R
2. V3 KOHIEHTPAUHOHHON 3aBHCHMOCTH T4y [15, 19]:
VTas = 1/Tan - RJAHO Inc’/c”

OTMQTHM, 4YTO 3TOT CIOCOH NPHMEHHM TOJbKO AJdfA OIMHCAHHA MEXKMOJAEKY-
JAPHBIX peaKum?I, IIOCKOJIBKY BHYTPHMOJIEKYJISIPHOE KOMHJIEKCOOGpaSOBaHHE

He 3aBHCHT OT KOHUEHTPAalUH.
3. M3 gakaoHa KpUBO#l IJIaBNEeHHS B TOUKe, COOTBeTCTBYMomeN To, [21]:

@F/0T)_, = AH*/6R T2

Ecau kpHBasi mjaBieHdst NMpejcTaBieHa B AuddepeniHanbHOl (opme,
BHIpayKeHue, CBSI3HIBAIOINEe HTAJBNHKIO peakUHH ¢ NMOAYIHPHHOH Nepexona
(T,—T,), npencrapisiercs: cnefyomum o6pasom [38]:

AH® = —5,106-R- Ty Ty/ Ty — T,

rae Ty u T,— temneparypul B K, npu kotopsix (0f/07*)=0,5(0f/0T ") \uxe-
durasbius KOMIJIEKCOOOPA30BaHUs, ONpejeseHHas BTOPHIM CIOCO60M, XO-
pouro corsacyercs: ¢ AH®, noayueHHO! NPSIMbIM KaJOPHMETPHYECKHM METO-
.ELOM (mokasaHo anas aymiaekcoB d(G—C), {39] (raba. 1, cucrema 9) u A,U,
40]).

Onpenenenne TemnoBoro sddexra 06pasoBaHus OJHIOMEpPHBIX AyIIEK-
COB C Pa3HbLIM KOJIMYECTBOM IIap OCHOBAaHHMH JaeT BO3MOXKHOCTL OLEHHTb
H3MEHeHHe SHTaJbIMH B pacueTe HA HYyKAeoTHAHyIO mapy [15]:

AH® = AHSs + (N — 1) AHY

rie dugekcsl BS u S 0603HaUAIOT COOTBETCTBEHHO TePMOAMHAMHYECKHE Ma-
paMerps 06pas0BaHUsi MEPBO H MOCIEAYIOIHMX HYKJIeOTHAHBIX nap. Ecan
OPHHATH, YTO YCTOHYHBOCTb OJHIUMEPHOrO AYMNJIEKCa NPONOPUHOHAJNBHA KO-
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JIMYECTBY MOHOMEPHHX 3BeHbeB, TO AH'=NAH," 1 AS®=NAS/’, rae AH,”
H AS," — TepMONMHAMHYECKHE MapaMeTPhi 06Pa30BaHHA HYKNEOTHAHOA na-
pbl B NPeANOJOXKEHNH, UTO BCe NapH OCHOBaHMH HAeHTHYHH [19].

Hocxo.nbxy Tex Dynsiekca uaMmepsieTcss o6uuHo Gosee TOuHO, yeM AH® n
AS®, uenecoo6pasHo paccMOTpPeTh 3aBHCHMOCTh Iy, OT AJMHHH OJIHTOMEpPHO-
ro gyniekca. B paGore [37] npexckasana npamas MpONOPUROHANbHAR 3a-
BHCHMOCTb MeXay 1/Ty, u 1/N:

UTpa = 1/Taa+ R-1n (Bo)/NAHY

rae T*y, — TeMIepaTrypa IJIaBJeHHsT COOTBETCTBYIONIEr0 NOJHMEPHOrO KOM-
IJieKca, ¢ — KOHUEHTPAUHUs OJHIOMepHEIX KoMNoHeHToB. Hakior npsamoi
B KooppuHatax 1/T,,—1/N H oTpe3ok, orcekaeMHfi Ha OCH OpJHHAT, AAIOT
BO3MOKHOCTb OHpPelesuTh NapaMeTp HyK/JAeauu# U T, COOTBETCTBEHHO NIPH
ycaoBuy, yto Af,° n3pectHo. IlpH >ToM mpepmosaraercsi, 4YTO 3HAYEHHS
AH’ ¥ § noCTOSIHHH. B peaNbHBIX HYKJEOTHAHBIX CHCTEMaX 3aBHCHMOCTH
1/T.x ot 1/N uacro orkiousierca ot aunefnoir [13, 15}, uro cBuueTeaber-
ByeT 00 u3MeHeHHH B ¢ TeMmmepatypoli. Ecian 310 cpaBeiHBO, TO 3HTAb-

nun uprunaiue (AHps ) u pocta (AH,") cnupanum [OMKHB OTIHYATHCS.
TeMOepaTypHYIO 3aBHCHMOCThL § YUHTHIBAIOT, BROAS CTIKUHI — dakTop (¥),
KOTOpHIH oupejenseT OTHOCHTEJIbHBI BKJAJ MeXIJIOCKOCTHBIX B3aUMOJefi-
CTBHH B 3HTaJIBIHI pocTa ABofiHofi cumpanu [41]: AH"=—yAH". Monu-
punEpoBaHHoe ypapuenue Anjeksucra # Jamia BHIMISIAT CACAYIOUIHM
o6pasom [1]

YT e = 1/Tra = 1IN — - R-In (BS*0)/AH}

YpaBHeHHe BRIWOUAET ABa NPEJENbHBIX CAyYasi: SHTAJNbNHS HHHNHAUWH PaB-
Ha SHTaJNbOHH POcTa ciuvpanau (y==0) ¥ SHTAJbIHA MHHUHANHH paBHa
(x==1). Has xomnuekcos oligo{A)-oligo(U) maunyuuiee COOTBeTCTBHE C
IKCMEePUMEHTANbHBIME  JaHHBIMI nogaydaetcss npH =07 [11], amnsa
d(pG—C), [15] u rubpununix xomniaekcoB d(pT)s-rA(pA), [13] — npu
y==1, nns psofinnix cnupaiefl oligo(A) B Kucaoft cpeae —npu x=0 [41].

Mojenb BBYX cOCTOSIHHE SIBJASiETCS XODOLIMM INpHOJMKeHUeM JJIs pac-
YeTa TepMOJHHAMHUYECKHX HApaMeTpoB KOMHJIeKcooOpasoBaHHsS OJUroMe-
poB HeGoapuiofl Anuept. OZHAKO B KakKJ0M KOHKPETHOM cjydae IOJIe3HO
OLLEHUTH -CHPABEJJIUBOCTL IPUMEHEHHS 3TOi MOJAEHH. YCJIOBHS KOPPEKTHO-
CTH MOJENM IBYX COCTOSIHHH npuBeaeHs! B 003ope [1].

3. Mojens, yunthisaomas Habop cocTosiHMIA
(Moneab «3acTerHpauieiicss MOJHUH>) !

[Ipu pacuere TepMOAHHAMHYECKMX NapaMeTPOB KOMIIEKCOOGDAa30BaHHs
JOCTATOYHO AJHHHBIX oJuromepon (N L) yxKe Henb3s npenefperath KOH-
LeHTPaLHe#l OJUIOHYKJICOTHIOB, Y KOTOPHIX B COCTaBe KOMILJIEKCa CBH3aHH
He Bce OCHOBaHHA. ISl OMHCARUA TepMOAHHAMHKH TAKHX CHCTEM ANJEKBH-
ctoM u Hamiaom [37] npeanoxesa MoAedb, YIHTHBAOW AR Hab0D YaCTHYHO-
CBSI3QHHBIX CTPYKTYP. Y¥UYHMTHIBASl KOHCTaHTHl DABHOBECHS s KaxKJAOro CO-
crosiuusi, BpS? (2 — YHCHO CHapeHHBIX OCHOBAHKIH), MOXKHO BEIBECTH OOMIYIO
KOHCTAHTY paBHOBECHS KOMIlIeKcooOpa30BaHUsS:

Kzz [:’)X (Z, N)SZ

rae x(2, N) — udc/I0 BO3MOXKHBIX COCTOSHH{I KOMIJIEKCa ¢ 2 HYK/JICOTHIHH-
mu napamu. llpeanoxenHag MOAedb MO3BOJAET NaTh KOJHYECTBEHHYIO
OLiEHKY 3aCeNeHHOCTH pasJHuYHBIX COCTOsiHHE (moApo6GHee TEODHIO CM. B
{371). C nomomgrio 2T0# MOAENH NPOBELEHO TEPMOAMHAMHYECKOE ONHCAHHE
obpaszoBanmus ABOMHOH cmupaan oligo(A) B xuciol cpege [41], a rakke
koMmiekcoo6pasoBanusi d(A—T), [16], oligo(A) +oligo(U) [11] u wu-
poKoro Habopa TreTeporeHHBIX OJHTrOpuGOHYKIeoTHZOB [22] (Tabn. 1).
B oauromepHbix KOMIJeKcax cpaBHHTeNbHO HeGoabwmod mauanl (mo 10 Mo-
HOMEDPHBIX 3BEHbEB) 3JKCNEPHMEHTaJbHble KPHBHIE ILIABJEHHS, KaK YKasbl-

} Ot anrauiickoro staggering zipper model.
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Tepmonuﬁamnqecxue napamerpel KOMHJI&KCOOﬁpﬂBOB&HHﬂ KOMIJIEMEHTAPHBIX OJUTOHYKICOTHA OB

TABAH LA

Yeaosust KoMILIeKcoo6paso-

TemMnepaTtyp-
HEil HHTEPBaA

AHS,

=
Ne QuUroMepHLIC CHCTEMBL BARHS UIAB] SRS WK B, a/Monb S KKa /MOTh AS®, 3. e, AH%, KKaJl [MOJIb AS%, 3. e E
Tan, °C S
1 A(pA) n+U(pU) ., 0,5 M gakogwnartuuii 6y-| 10—35 [5-10-4=10-? 7,9(0%) — — —10,9 —30 {11}
N=T7—17 dep, pH 6,9
2 d(pT)z+rA(pA)s 0,1 M xaxoaumnartmwtii 6y- 5—30 10~4+5-10-* 21(0% —73,5 —218 —11,2 —30,7
d(pT)s+rA(pA); tep, pH 7,0 5-—30 10—4+-5.10-4 21(0°%) —84 —253 —11,2 —30,7 [13]
d(pT)e+rA(pA)s | M NaCl 5--30  |10-%-5.10~4 21(0% —90 —264 —11,2 —30,7
3 GpGpGpC+ GpCpCpC 0,1 M docoharunit 6ydep, 20—40 10-3 ~ 100 —21,6 —50 —6+—7 —12,5 [21]
pH 7,2 (22—39°) i
4 (Ap)sApU(pU)s 0,01 M dochatnnii  6y- 12 1,4.-10—¢ — —54 (—46) — —6,4(—5,8) —19.8
{(Ap)sApU(pU), tdep, pH 7,0, | M NaCl, 23 1,4-10—* — —72(—53) — —7,2(—5,3) —19,8 {19}
{Ap)sApU (pU)s 104 M D/TA; 32 1,4-10-4 —_ —85(—56) — ~7,1(—4,8) —19.8
(Ap)sApU(pU)s c 10—+ M 40 1,4-10—4 — —107(—-72) —_— —7,6(—5,1) —19,8
5 (Ap)aCpG(pU)s 0,01 M docharuuir Gy- 35,3 2,2-10~4 — —65 — —7,6 —_— [49]
(Ap):CpG(pU)s dep, pH 7,0, 1 M NaCl,| 425 2,2-10—4 — —76 — ~76 —
104 M 3TA;
cl0—*M
N=6
A4CGH-CGU;, 0,01 M docharnuir  6y- —1,3 —_ — —26 —175,8 cM. Taba. 2 | cM. Taba. 2 {[23]
U,CGA, : dep, pH 7,0, 1 M NaCij, 11,3 — —_ —37 —112
A,CGU, 10-4 M D1TA; c 104 M 22,1 — — —34 —36,9
AG+CoUy (cimpams A+A) n 2-10~4 22,8 — — —44 —129
A, CGU, (cnwpams A+ B) 28,3 — — —46 —134
N=7
6 | AsCU3+A,GUs TO Ke 16,4 — — —41 —122 TO Xe ro ke |[23]
N=8
A4U4 . » 1 1,5 —_— —_ —51 ———'160 > » x[23]
A4CU3+A3GU4 22y1 -— — —52 —156 > »
A;CGU, 35,1 - — - —b66 —196
A3;GCU;, 42,3 — — —53 —150
N=9
ACU+AGU, » 26,0 — — —58 —174 » » [23]
N=10
AsUs » 24,3 — — —67 —207 » » [23]
AUAU, 27,7 — — ~72 —221
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avl

7**

8*

10

1"

A5CU4+A4GU5
ACGU,
ALGCUy

N=11

A;CUs +AsGUs
N=12

AsUse

N=14

A.U5

A,GCU,
A3GCU;
A,GCU,
AgCG+CGUs
AsCG+CGUs
A4Ge-+Cols
A5G+ ColUs
A4G3+CsUs
AsG3+CsUs

GpApGpC+GpCpUpC
GpApGpC+ ApGpCpUpC

ApGpCpU pC

oligo d (pG—C)
N=4—7

d(G—C)s*
d(G—C)s™

d(A—T—G—C—A—T)

d(T—T—G—T—T) +
+d(A—A—C—A—A)

>
»

»>

0,060 M gagoxuaatieti 6y-
dep pH 7,05 ¢ 10-5 M
(A+A) u 2.10-5 M
(A+B)

0,01 M docdaTHblil oydep,
pH 7,0, 0,1 M NaCl
10—+ MOOATA; ¢ 10— M

{A+A) H 2.107t M
(A+B)

0,045 M gocdaruit Gy-
dep pH 72,1 M NaCi,
2.10-3 DATA

0,045 M KaKOAHJATHEN
6ydep, PpH 7.0; 1
NaCl; ¢ 29-10—° M

0,045 M KaKoKHAATHbIHA
Gydep, pD 73, 1 M
NaCl (D20}

KaKOAWJATHH Oydep, pD
7,0 (D20)

0,1 M docdatinii 6ydep,
pD 7,0, 0,15 M NaCl
(D:0)

50

ol

I

> |

|
@ g e B B

st

— et bt Pt ot ot b b
OOIO

I
=

ocoooCcoo
Ll

1,6-10-*

L

1045
(25%)

—107

—72
—92
—I111
—95
—102
—76
—87
—76
—88

—-94,4(—39,1)
—94,4(—30,7)
—29,3(—25.9)

—988 (N=4)
—38,5 (N=3)
—50,7 (N=6)
—60,2 (N=7)

—56,9(—59,6)

—62,7(—65,8)

—34

34

—1487
—223
—225

—269
—257

—324

—215
—268
—326
—289
—304
—233
—265
—216
—254

»
»>

>

(—14)—15
(—12)—15
(—12)—15
(—15)—15
(— 9)—14
(—16)—15
(—16)—17
(—11)—11
(—1nH—11

—11,1£0,5

—27,9x1

[23
(23
[23

[22

150

[15

[39

(39

(54.

{24
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TeMoeparyp-
Ne Oanromepnble CHCTEMbI Yenasus K(;n;[;.l:xgxcooﬁpaao- ,’Zﬁ;ﬁ:;;g",‘,’j‘m B, a/moas . 'S AHY, kKal Moab [TASY, 5. e. AHOS, KKaJ1/M0J1b AS?S, 9 e g
Tras g
12 d (G—G—A—-A—-T—-T— |0,01 M docharuuit Gy- 463 — —_ —51,8 —151 — —_ 521
C-Q) ¢dep, pH 6,85, 10-3 M
2ATA, 0,1 M NaCl; ¢
5,3-10—3 M
13 dC{pA)spG+dC(pT)spG |0.01 M docparuni Gydep, 27,5 —_ — —4144 — -— — [53]
rC(pA)sG+dC(pT)spG pH 7, 10+ M 3ITA, 22,9 — —_— —48,4 — — .
rC(pA)spG+rC(pU)spG 0,2 M NaCl; ¢ 2. 10—* M 19,1 — — —444-4 — — —
dC(pA)spG+rC{pU)spG <0 — - = — _ -
14*%* A (pA—C—C)o+ 0,004 M JochartHnit 6y- 11(9) 0,5-10-8 35(10°) |—65 (—54) —197 —10,4 —30,6
+d(pG—G—T) ¢ep, pH 73 02 M (—163)
d(pA—C—C)+ NaCl, 6,075 M MgCly; 18(18) 0,5-10-3 20(16°) [—98 (—87) —288 —104 —30,6
+d(pG—G—T) c 08102 M (—262)
d(pA—C—-C) 4+ 22(23) 0,5-10~3 19(23°) |—122(—119) —355 —10,4 —30,6 |[18]
d(ﬁ/—xd(pcG_c?iT) 9(9) 0,5-10-3 can |5
PA—C—C), 5-10- - —(~ —(—138)  —lo, —~
pe S Qe (—138) 10,4 30,6
d(pA—C—C)s+ 18(18) 0,5-10-3 32(16°) —(—78)  |—(—226)| —10,4 306
A ) 21
d (pA—C—C}s+ 1(22) 0,5-10-3 23(22° —(—106 — (302 —~10,4 —30,
+Cd(pg——G»4—G) o (22°) ) (302) 30,6
4 (pC—C—A)s+ ) 0,5-10- 59(9°) | —64 (—58) —198 —10,4 —30,6
sl e Tt 8(9) 0,5-10-3 o0 | iies
d(pG—C—A) o+ ,5-10~ - —{— — (- —10,4 —30,6
; 4 d (pT—G-G) (189 %
(pT—G—G) o+ 3(2) 0,5-10~3 - —(—65) |—(—204 —104 —30,6
d(+ \d(pCC~—C~—A) ( ( (—204) 30,
pA—C—C)o+ 13(15) 0,5-10-8 — —(—53) — (—169) —104 ~30,6
el g (12T OR 0,004 M docd 6 20 740:£24 | —216+8
154*** d(T—-G—~C—A—C—A— | Y ochaTHEE Oy- — — —74,042, —216=% —9,24-0,3 —274-1 2
T—G) dep, pH 7,3, 02 M * * (291
NaCl 0,075 M MgCly;
c10-% M
Hpu.ue»’iamm: B cucrtemax 1, 2 1 8 pacueT TepMOAHHAMHUYCCKHX NAapamMerpoB BBIIOJHEH C YYETOM paspylIeHHs CT3K}IHI"KOH(‘bODMaI[HH OAHOUENOYEUHbIX KOMIOOHEHTOB. HPH pacueTre HC-

HosMb3opata Mofedbs ABYX coctosuuit (cuctemsl 2-6 W 8-15), Mopenb yuuThsaloliad HaGop coctoanu#t (cucrema 1) mau ofe monenu (cucTeMa 7; B ckoOkax 3nauennss AMs®, paccyuTaHHbe mo
MOLENH JBYX COCTOSHWI); COKpalfeuis ¢G03HaueHHH OJMULOHYKJCOTHAOB B3ATHl H3 OPHIHHAJbHBIX cTaTefl.

0 0 0
* Tlpnsencus: anauenus AH? # AHg, BhiyHCAeHHBIC DasHBIMH clocoBamu. ** 3uauenns S° A Hg 1 ASg orHocsiTes k ofpasopanuio G-C-nap. *** Tipusefenn suauenus Tp,, AH® n ASS,
A »
BLUHCAEHHBlE H3 Temmepatypmbix sagucavocTeli mapamerpos KJI, B ckoOkax — 3nauenus,; BHIUcjenubie Ws TemfeRavDHRIX 32BHCHMOCTE Vd-narrarronoe— - —
Aniiebil kel = R




BaJOCh BhILIE, XOPOLIO OMHChIBAIOTCsl 6ojee NPOCTOH MOXEBIO IBYX COCTOS-
HMH, U TepMOAHHAMHYECKHe MapaMeTphl PeakUHH, MONyYeHHBE ¢ NOMOIIHIO
obenx MmozxeJelt, ouenb O6ausku [22]. Ilockoabky mpsaMoe IpHMeHEHHE MO-
IeJH «3aCTeTHBAIOLICHCS MOJHMH» 1NpH  006paboTKe 3KCIEPHMEHTAJbHBIX
JaHHHX J0CTaTOYHO CJOXHO, OOBIYHO JJIs NOJYYEHHS] TePMOJHHAMHYECKHX
HapaMeTpoB B KayecTBe [E€PBOrO NPHOJMKEHHS HCHOJIL3YIOT MOJAENb <BCe
HWJIH HHUero». 3aTeM NPOBOAAT KOPPEKUHIO MOJYUECHHLIX Pe3y/bTaTOB Ha
OCHOBE aHaJIM3a 3aCeNeHHOCTH NPOMEXKYTOUHHIX COCTOSHHI.

4. Beeaenne nonpasox
NpPH pacyeTe TePMOXMHAMUUECKHX NAPAMETPOB

OueBHAHO, UTO B TeMIepaTYpHOM HHTEpBaJe NJABJEHHS OJHIOMEPHHIX
Aynaexcos (OOBIYHO MpH CPABHUTENBHO HH3KHX TeMIepaTypax) HMeeTcs
paBHOBECHE MeX[y ABYXCIHPAJbHBIM KOMIIEKCOM M OJHOIENOUYEUHLIMH
KOMIIOHEHTaMH, B KOTODBLIX JIHIIL YaCTHYHO HAPYUIEHB MEXIJIOCKOCTHBI®
B3aumoneficteua. Co6cTBeHHas BTOPHYHAS CTPYKTypa OJNHUIOMEPHBIX TsixKel
00ycJ/0BJeHA CTIKUHI-B3aUMOeHCTBHSAMU OCHOBaHUH, KOTOpHle OCAABMATIOT-
ca ¢ pocroM temneparypnl [42, 43]. Takum 06pa3oMm, B OJHIOMEPHBIX CH-
CTeMax Ha Mepexo] Chupajb — KJAYGOK HAKMAJbIBAETCS HEKOOMEPATHBHBHIM
npouecc paspylleHHs CTOKHHT-KOH(QOPMaIHH OJHOLENOYEYHLIX KOMIIOHEH-
toB. Jlas TOro uTo6bl CPaBHHBATL TEDPMOJAHHAMHYECKHe MapaMeTphl KOM-
I1eKco06pa30BaHUs B PA3HBIX CHCTEMAaxX, HeOGXOAMMO HCKIXUYHTh CTIKHHI-
B3aHMOJEHCTBHS OJHIOMEpOB, T. €. BECTH OTCUET OT IOJHOCTLIO AECTPYKTH-
POBaHHOIO COCTOSTHYS.

Bk/nan B cBOOOJAHYIO 3HEPTHIO Nepexoja CIHpalb— KIyGoK, O6ycJoB-
JIEHHBIl pa3pyHIeHHEM CTIKHHI-KOH(QODMaUHH OZHOLENOYEYHHIX OJJHIOHYK-
JIEOTHAOB, MOXKHO IIPEACTABUTD ClefyomumM obasom [11, 22]:

Aqgraxﬂnr = RT In (1 - eAG%/RT) (1 + eAG%/RT)

rae AG," 1 AGE® — cBOGOAHAST SHEDPIUA CTIKHUHT-BIAUMOLEHCTBUA COCEJIHHX
OCHOBAHHH B KOMIUIEMEHTaPHBIX OJuroMepHeIX uensix (A um B). Paccun-
tats Beanunuel AG,° n AGg® pgocrarouno TpyzaHo. Jdas atoro Heo6xonaMo
pPACCMOTPETb Mepexo] KaxJIOoro B3aHMOAeHCTBYIOIIErO OJHTOMepa H3 yHo-
PSIOUEHHOr0 B HEYMOPSNOUYEHHOE COCTOSIHHE H PpAacCYHTATh SHTAJBIHIO H
SHTPONHKIO 3TOTC Ipoliecca. bojee MPOCTHIM MOJAXOAOM HBASETCH HCIOAB3O-
BalHe TEePMOJAMHAMHUECKHX T[apaMeTPOB CTOKHUHT-B3aUMOAEHCTBUS M-
nykaeosundocharos [13, 22]. Takoro poia KOpPpeKLUHs TepMOJIHHAMHYe-
CKHX NaHHBIX ObLIA MPOBejfeHa IJsl Psifia OJHrOPHOOHYK/JIEOTHAHBIX CHCTEM
{11, 13, 22] (ra6a. 1). M3 pauHbix TaOAuLIBl CJAELYeT, YTO 3HAUEHHS 3H-
TAJABIHH H SHTPONHH KOMIVIEKCOOODA30BAHHS OAMTOPHOOHYKJIEOTHAOB, BHI-
YHC/eHHble ¢ yueToM ¥ 0e3 yuera paspylieHHs CTIKHHI-KOH(OpMaluu Of-
HOLCIIOYEYHEIX KOMIIOHEHTOB, 3HAUHTENLHO PA3JHUAIOTCS. DTO CBHAETENLCT-
ByeT 0 TOM, 4TO NPH TeMIlepaType NJAaBJCHHA KOMIIEeKca cOOCTBEHHAs BTO-
pHYHAs CTPYKTYpPa OJUTOPHOOHYKNCOTHIHBIX HeNeH HapylméHa He3HauH-
TenbHo. I1OCKOJILKY TEepMHUeCKasi YCTOHUMBOCTL CT3KHHI-KOH(ODMAaUHH B
OJIMr01e30KCHPHOOHYKICOTHAAX FOPa3J0 HHXKe, UeM B OJHIOPHOOHYKJIEOTH-
nax [44, 45], coOTBETCTBYIOIUI SHepreTHYeCKUH BKJIAK He sBJSETCS Cyile-
CTBEHHLIM NPH pacueTe TEPMOJHHAMHUECKHX NapaMeTpoB KoMmJIeKcoobpa-
soBanus JHK-onuromepoB [15]. MurepecHO OTMETHTH, YTO JOJS CTIKHHT-
KOH(OPMaLUN OJHOLENOYEUHEX KOMIOHEHTOB yMeHbUiaeTcs Ipu Aobasie-
HHH B BOAHBIe pacTBOPHE 1o 10% cnupToB, MoueBHHL H Ap. [46].

CraTucTHueCcKast TeOpHusi, passurtas B pabote {47], npenckaseBaer, 4To
CTOKHHT-KOH(OpMAldst OLHOUENOYCYHBIX OJUIOMEPOB SIBJSETCS BaXKHEHIIHM
u3 Tpex (akTOpoB, ONpefeNsIOHUX PAa3HULY B MOBEAEHHM KOPOTKHX [BOR-
HbIX chnupajsed W TOAMMepHBHIX cHcTeM. JIBa Apyrux ¢axTopa — BAHsHHE
KOHILEBbIX HYKJEOTHAHEIX Nap H 3P(EKThl COCeJHHX Nap OCHOBAHHH, Xapak-
TepHble /Il TeTePOreHHBIX OJIMTOMEPHEIX AYTIJIEKCOB.

DJeKTpOCTaTHYeCKHe B3aHMOJGHCTBAS TaKXKe BJMAIT HA U3MeHeHHe
cBOGOJHOH HEPTHH KOMIJIeKcooOpasoBaHus. TeopeTHUeCKOe PacCMOTpeHHE
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B3aUMOIefiCTBHS OTPHLATENbHBIX 3apsij0oB (PochaTHLIX IPYNN KOMIJEMEH-
TapHHIX HYK/JIEOTHJHBIX nenefl ¢ IPOTHBOHOHAMH NpPEJCKA3LIBAET IS NMOJH-
MEDHBHIX CHCTEM JHHeliHOe yBesJHueHHe T., ¢ yBelWueHHeM Jorapudma KoH-
OeHTPalUUH OLHOBaJdeHTHBIX HOHOB [38, 48]. B cayuae o/HroMepHEIX KOM-
NJIeKCOB HaO/I02eTCsl HEKOTOPOE OTKJOHEHHe OT JWHelHOH 3aBHCHMOCTH
(nanpumep, B cucreme oligo(rA)-oligo(dT) [13]. Bruio oTMeueHo Takxke
BAMSHHE JJIMHBL I[eNIH OJIMTOMEDHOro KOMILIeKca Ha 3aBHCHMOCTbL Ty, OT
lgl (I — nour2g cana pactsopa) [14, 15].

Bxnajn snerTpocraTHuecKuX B3aMMOJEHCTBHE B CBOGOAHYIO SHEpPrHIo He-

exoja ClHpaldb — KJIYOOK OOBIUHO ONHCHIBAGTCS CJHEAYIOILHM ypaBHEHHEM
11, 13, 48]: ‘

A‘»GgﬂEKTp == RT (Cl - CQ lg ])

rae C, u C, — smnHpyueckue koHcrauTh. [Io naunbiM asTopoB paboru [13],
KoHcraHTa C, JJ151 OJHIOMEpPHBIX KOMILIEKCOB MOXKeT ObITh OlleHeHa H3 3a-
BUCHMOCTH KOHCTAHTHI YCTOHUHMBOCTH JBOHHON COMpadd OT HOHHOH CHJEBL
pacTBOpa.

Taxum 06pasoM, UsMeHeHHe CBOOOJHON SHEPTUH B pesysbTaTe yBeiue-
HHS JJIHHB JBOHHOH cHHpalNd Ha OAHY HykKJAeoTHIHYIO mapy (AGs") ¢ yuye-
TOM CTIKHHI-B3aHMOJEHCTBHS B OJHOHENOUEYHBIX OJHIOMEpax M 3JeKTPO-
CTATHUECKHX B3aUMOJLEHCTBHH, BRIpaxkaeTcs caelylomuM oGpasom [11, 13]:

LGOS = AGSZ TL' Z‘fG?:'rzl{lmr' "}— AGaOJIOKTP

raie AG’,, — cBoboinas sHeprus O0OpPA30BAHHA JOMOJHUTENBHOR HYKIEO-
THAHOH Naphl M3 CTAaTHCTHYECKOro KJYOKa C He3apsKeHHBIMH (PocpaTHLIMH
TpynIamH. :
AGS/RT
Torjpa koHcranra pocta nenu S =e Paspymenue cTaKUHI-KOH-
$opMaluH OIHOIENOUEYHEIX OJHIOMEPOB U 3JIEKTPOCTATHUECKHE B3aUMOjeH-
CTBHS ox]asmaafor BJHAHHE TaK:Ke Ha IIpollecC 3aPOXKAEHHS NBOHHON CIH-
panu [11]. :

TepMOAHHAMHYECKHEe NMapaMeTphl 00pa30BaHMA OJHUIOMEPHBIX KOMILICK-
€OB Pa3HOOGPA3HOro €OCTaBa H IJIMHBI, BLIUHCICHHBIE C NPHBJEUCHHEM pas-
AMYHBIX MojJeaefi, cyMMHpoBaHbl B Taba. 1. IlepBhle nmetanbusle TepMOH-
HaMHUYECKHE MCCASJOBAHHSA KOMMJIEKCOOGPA30BANHS OJHTOPHGOHYKICOTH-
AOB OblIH mpeAnpuHsaThl B pabore [11] [oligo(A) -oligo(U)] wu paGorax
[19, 491 — [(Ap).ApU(pU), u (Ap).CpG(pU).]. B nanbHefimem 6oy
H3y4eHbl OJHrOMepHHe AYyMJeKcH 6ojee pasHooOpasHoro cocraBa H HyK-
JeOTHAHON NocsaejoBaTeabHOCTH. B paborte [23] coofimaioTes TepMmoanHa-
muueckue napamerpn 19 PHK-nynaexcos, conepxauiux ot 6 10 14 HykJeo-
THAHHX nap. Dbina H3ydena takixke TepMoauRamuka obpasomsamus JJHK-
AYMJIEKCOB: CaMOKOMIVICMEHTAPHBIX OJTMIOMEpOB C MOBTOPSIIOINEHCS NHHYK-
aeotunHof mocaenoparensHocteio — d(A—T), {16] u d(pG—C), [15], ¢
rereporeHHofi  mocsaenoBatespHoctbilo — d(A—T—G—C—A—T) [51],
d(G—G—A—A—T—-T—C—-C) [52] u ap. (rabxa. 1). Hexasuo ocymecrt-
BJEHO TepMOJHHaMHUecKoe oNHcanHe 0oOpas3OBAHHS IBYXCHHPAJbHEIX OJH-
FOJe30KCUPHOOHYKACOTHAHEIX KOMIJICKCOB ¢ pa3phiBaMyu B uenu Qochomu-
3¢hHpHBEIX CBs3eH, BKJIIOYAasd KOMIUIEKCH KOHKaTeMepHoro tuma [18, 29, 30].

IV. OCOBEHHOCTH TEPMOIHHAMHKH KOMNJIEKCOOEPA30BAHUA
FETEPOTEHHbBIX OJIUTOHYKAEOTUA OB

1. Ycroituusocts A+ U(T)-u G+C-nap

TloBninienne tepMuueckoil ycroiiunBocTH npupoiueix JIHK u cuurern-
TEeCKAX [BYXCOUPANbHLIX NOAHHYKJACOTHIOB WPH YBEJAHUEHHH OTHOCHTENb-
soro cofiepxanua G-C-map — XOopowWIO H3BEeCTHBIH SKCIEPUMEHTadbHBIH
daxr [54]. Koppensuua mexay cogepxanneM G-C-nap W ycTORYHBOCTBIO
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cnupadell 6uJI2 IPOJEMOHCTPHPOBAHA ¥ HA YPOBHE OJIHIOMEPHHIX KOMILICK-
coB. Tag, B paGore [49] npu H3yYeHUH YCTOHYHBOCTH KOMILJIEKCOB GJIOKCO-
IIOJIEMEPOB (Ap).ApU(pU)., (Ap).CpG(pU), u (Ap).G(pU,)-
- (Ap)2C(pU)a 6810 NMOKa3aHo, 4To Ty, ABOHHHIX CNHpaJell yBelTHUYMBAETCA
ApAMO ITPONOPLHOHAJNBHO NPOLUEHTHOMY cogepxkanuwo G-C-nap; npu yeeas-
yeHuH cofepxanud G-C-nap Ha 1% Ty, KOMINJIEKCOB BO3PACTAeT B CPEAHEM
“na 0,9°. Oasa npupoxunix JHK n PHK 310 cootnomienue cocrabiser 0,5 u
0,75° cootBerctBeHno. IloBniennas ycroiyusocTs G-C-map B OJHroMep-
HEIX IYIJIeKCaX, II0 MHEHHIO aBTOPOB paloTh [49], MoxeT GHThL BH3BaHA
TeM, YTO HYKJIeOTHIHAs MOCJAEXOBATEJLHOCTb Map OCHOBAHWH B AYIJIEKCAX
JlaJieka OT KBa3HCTATHCTHYECKOrO pAaCHpeleseHHs, XapaKTepHOro AJs1 NpH-
ponubix HK. duranenus kommiaexkcoobpasosanust (Ap).CpG(pU), cyue-
CTBEHHO BHIIIE B3HTaJbNHH KoMmIjekcooBpasomanus (Ap).ApU(pU), —65
H —54 kkan/moab coorBercTBenHo (mpu N=8). TIlo ouenke aBropos [49]}
AH’.¢ npubansnrepHo Ha 3—4 kkaj/Moas Beiule, ueM AH,.q. '

xwealmons
s

~2 ¥ g T———
Puc. 2. AGs® (a) u AHs® (6) o6- L y
pasoBaHMs HYKJSOTHAHHX Nap B °
JHK pasauunoro cocrara mpr ~8 |- x 2
37°C (1 M NaCl pH 7,0); I— } 0 =3
poly[d(A—T)], 2— IHK, dara R
T-2, 3-—oliga[d(pG—C)] [15] -0 ~d

1 | i
z8 50 75 100
“adepaanue 6:C-nap, /o

Msyuenwe JaymjaexkcoB, cOJZEpKANIMX KOMIJIEMEHTAapHBIC Haph OJHOrO
THNA, MO3BOJHIO PAacCUNTaTb TEPMOJMHAMHUECKMe mapaMeTrphl 06pasoBa-

wug A-U(T)- wian G-C-nap. 3nadenne AH&.c , HOAyYeHHOE TIPH H3YUEHHH
koMmaekcoo6pasosanus d(pG.C), [15], —11,1 xgaa/mMoab, 3HAUKTENbHO
BBIIIE, YEM AHg_T , KoTopas ollenHsaercsl B —8 kkaja/Moab [16], a cBoGoa-

Hasa sHeprus oxnodt G-C-mapel npu 37°C cooTBeTcTBYeT cBOOOAHON 3Hep-
run AByx A-T-map. Ha puc. 2 npeacrasieHa 3aBHCHMOCTbh TePpMOJHHAMHYE-
CKHX TapaMeTpoB O0Pa30BaHHS HYKJEOTHAHBIX Iap OT COCTaBa JE30KCHPH-
OGOHYKJIEOTHAHBIX AYIJIEKCOB.

B pabore [22] mpoBeleHO conocTaB/iieHHe 3HAUCHUH 3HTaAbnuH 00paso-
panus G-C- u A-U-nap, NOAYYeHHBIX ¢ yueToM H 6e3 yueTa CTIKHHI-B3aH-
MojelicTBHH B onuromepax. IIp¥ HccaedOBaHHM KOMIJEKc00Opa3OBARHA
Gonbmoro HaGopa OMHIOPHOOHYKJIEOTHAOB TeTepOreHHOr0 cocraBa Oblio
ycranosaeno [22], uto antanbnus ob6pasoBanuss G-C-mapnl H3 NOJHOCTHIO
JeCTPYKTYPHPOBAHHOrO KaAy6Ka (—15 KKajJ/MOJb) Bbillle COOTBETCTBYIOUIEH
Beauungh gas A-U-napw (—10,7 xkaja/mons). Ecan npu pacuere sHTaNb-
[IHK He BBOAWTH MOMPABKY, YYHTHIBAIOILYI0 TeMIepPaTypHYIO 3aBHCHMOCTh
CTOKHHI-KOH(POPMAaNHK OJHOLEMOYeUHHX OJHrOMepOB, TO Pa3HHLIA MEXKAY
AHY% . (—b5+—6 kkaa/moar) u AHS  (-——5--—6 kkan/Monb) upakrHde-
CKH Hcue3aer H3-3a TOro, 41o oba ocuoBanusa B (-C-nmapax B3auMoAeHCTBY-
10T ¢ COCeIHHMU OCHOBAHMSIMH, B TO BpeMsi Kak B nape A-U cTI3KUHr-B3an-
MOReHCTBHS ¢ YUaCTHEM ypalnja He3HauHTeJbHEL.

st psina pu6o (e30KCHpHO0) HYK/IEOTHAHBIX KOMIJIEKCOB ObIM PaCCYH-
TaHel KoHcTauTH ycroiunBoctr (S) G-C- u A-U(T)-nap (rabn. 1). Cpas-
uBaa Sg.c (100—200) ¢ S,y (~10), MoxkHO Buaerb, uto G-C-mapa B
cpenneM B 15 pas Goaee ycrofiuusa, vem A-U(T) -napa.

2. Banguve HYKJeOTHIHOH NOCAeI0BATENbHOCTH U APYTHX PAKTOPOB
Ha YCTOMYNBOCTD AYIIECKCOB

W3 anagusa panuwix ta6a. 1 (cucreMa 7) ciaeiyet, 9To Sg.c 3aBHCHT OT
HYKJIEOTHIHOH TOCAeI0BATENLHOCTH OJMIOMepHBIX KOMIIOHEHTOB, T. €. Ha
YCTOHUKBOCTL OJUTOMEPHBIX KOMIIEKCOB BJAHUSET HE TOJbLKO JJIHHA CHOHDPZ-
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I¥ ¥ HYKACOTHAHBIH COCTAB, HO H MOCAEAOBATENBLHOCTh Nap UCHOBAHUH B
Henn (HYKJEeOTHAHOE OKDPY:KeHHe). BrepBele 3aBHCHMOCTb TepPMHUYECKOH
YCTOHYHBOCTH HYKJCOTHAHBIX KOMIJIEKCOB OT IIOC/IELOBATeJbHOCTH IIap Oc-
HOBaHM{ HabawooAanach AJAS CHHTETHUECKHX [OJHMEPHBIX CHCTEM C NOBTO-
patowteiicss o (TPH) HYKJAEOTHIHON NOC/AeI0BATENbHOCTRIO [55, 56].

CorsniacHo COBpEeMEHHBIM JNpejcTaBienuam [23], pasiwude B yCTOHUYM-
BOCTH H30MEPHBIX KOMILIEKCOB OOYCIOBNEHO PA3HOH reoMmeTpuefl <«CT3KMH-
ra» COCeIHHX Nap OCHOBAHHH B CIIHPAJbHBIX CTPYKTYpax. TeopeTHUecKHe
pacueThl NPEACKAa3biBAOT, YTO BKAAK KaXKJ0H Mapbl OCHOBAHMA B cTaOHIbL-
HOCTh KOMILJIEKCA 3aBHCUT [VIaBHBIM 00DPa3oM OT OJMKAHIIHX COCeJHHX muap,
XOTsl B peaJbHBbIX CHCTEMax 4acTO HeJb3s HpeHebperatb BKJIAJAOM AaldbHHX
B3auMofeficreulii. OueBHAHO, uTO HauboJiee APKO BJHAHHE HYKACOTHHHOH
HOCNeOBATENBHOCTH JOJIKHO IPOSIBAATECA B CBOHCTBAX KOPOTKHUX OJIHIO-
MEepHBIX KOMIJeKcoB. JleficTBUTENBHO, €C/lH CPABHHTD NSITh H30MEPHHIX CIIH-
paiefi, cogepxkamux ase G-C- u gernipe A-U-napw, 1o sennunna T, 3THX
KOMIIJIEKCOB B YC/OBHSIX OAMHAKOBOH HYKJIEOTHAHOH KOHIEHTPAUHH H3Me-
agerca or —1,3 no 28,3° C [23]. Ynnuuenne HyKJIeOTHIHOH HENM NPUBOLHT
K IOCTeNeHHOMY YCPEeAHeHHIO TePMOAMHAMHYECKHX NapaMeTpoB H B npefe-
Je Il NOJHMEPHBIX CTPYKTYD CO CTaTHCTHYECKHM pachpelefeHHeM OCHO-
BaHUH BAOJAD LeNu 3TOT 3P PHeKT He NPOABISETCS.

PaccmarpuBass TosbKO YOTCOH-KpHKOBCKHe A-U(T)- u G.C-B3aumoped-
CTBHS, MOXHO Hanucath 10 pa3nMYHBIX cOUeTaHHH H3 JABYX HYKJICOTHIHBIX
pap, T. . 10 pasJuyHLIX cHOCOO0B MEXIIOCKOCTHHX B3aHMOAeHcTBHE ABYX
Hap OCHOBAHMH B ABOHHOH cHHpaJIH:

AA AC AG AU €A @ Ca GA GC Ua
UU UG UC VA GU GG GC CU CG AU
e el e . R o = S R =
1 2 3 4 5 6 7 8 9 1o

Astopn pabots [57] BEIenuaM Tpu KOMOMHAUMH ABYX Nap OCHOBA-
HHi — nBe cocenuue A-U-napu B awo6oM nopsinke, e coceanue G-C-na-
pH B Jq060oM nopsake u ase cocegnHe A-U- u G-C-napu B mo6oM mopsiz-
Ke, ¥ IOJYYMJIH TPH PaBHOBeCHBIE KOHCTAHTH JJI ONHCAHHUS PAaBHOBECHS
caupaib — KIy0OK Ha OCHOBe B3aHMOJEHCTBHS cocelHMX map. HMayuenue
TEPMOAHHAMHKH DANA OJMHIOMEDHBIX AYIUIEKCOB PA3HOTO COCTABa H HYKJIEO-
THAHOM TOCJeN0BATENBHOCTH NMO3BONIWIO [23] paccuMTaTh TepMOJMHAMHYE-
CKHe BKJAaJbl IUECTH cOYeTaHHH HYKJICOTHAHBIX map. B rtabu. 2 mpuseieHnl
snavenuss AHg’, ASs® u AGs® 06pa3oBaHts KOHKPETHOH HYKJIEOTHAHOH na-
pH pAfoM ¢ yxke chopmupoBanHol napoii. M3 nanueix TaGauus BHALO, YTO

- —

cc G
HAyGaer &6 6oJee crabuiaeH, yem o KOTOPHIl B CBOIO OuUepeiib ycToliunBee
- —

—

G .

. ., & KoMaJexc, cocTosmuil ua 610ka G-C-nap, 3a KOTOPLIM clefiyeT 640K
GC

-
A.U-nap, 6onee ycTofiueB, yeM jABOHHAas cHpaJdb, cOAepKallasi IOBTOPAIO-
nmecss A-U- 1 G-C-napu. OTMeTHM, YTO HEIaBHO ¢ TNOMOIIBID METOJ2
AMP-crieKTPOCKONUK yAaA0Ch ONpeNeNUTh PABHOBECHLIC KOHCTAHTHI AHMe-
pH3alMK JTHAEe30KCHPUOOHYKJIEOTHAOB pasHOH mocsaenoBaTeabHocTH [58].
Hopsiiok cTaBuibHOCTH COOTBETCTBYIOIHX MHHHCHHpaJeH HOJTHOCTBIO COOT-
BETCTBYeT MNpPEACKAa3aHHOMY  aBtopamMu  paborel  [23]: d(pG—G).
-d(pC—C) =d (pG—C) - d(pG—C) >d (pC—Q) -d(pC—G). C nomouwpw
PacCUMTaHHBIX TepMOJAMHAMHYECKHX NapaMeTpoB poCTa LelH MOXHO [A0-
BOJILHO TOYHO IPEACKa3aTb YCTONYMBOCTh KOPOTKHX ABYXCNHPANBHBIX KOM-
IJIEKCOB H MPHOJH3UTENbHO OUEHUTh Iy, MOJIMMEPHBIX CTPYKTYP H3BeCTHOH
HOCJeJ0BaTeAbHOCTH.

B pabore [59] o6uapyxeno, uto Ty, ABYXLENOYEYHBIX TETPAHYKJICOTH-
10B C—A—U—G, U—G—C—A n A—G—C—U, coaepxaliux paBHoe YHC-
40 G-C- u A-U-nap, pasauyaores (25, 33 u 34° cOOTBETCTBEHHO), T. €. Ky-
miexcbl ¢ A-U-mapamu na xonuax Oojee cTabHAbHLI, 4YeM Te, KOTOpLle

150




TABJIHIIA 2

TepMoAUHAMUYECKHE NAPAMETPLI 06Pa30BAHHA HYKICOTHAHOR Naphl, PANOM C yiKe
copMupoBAHHO# napoil ocHOBaHWE (ANA Bcex BO3MOXKHBIX KOMOHHauuii H3 ABYX
YOTCOH-XPHKOBCKHX map) * [23]

Peakugs AH%. Asg, 9 e. AG(.)S'
KKaJl/MOoab KKaJI/MOJIB, 25°C
A
—A7 —A—A—
q ~ oy —8,2 —235 —1,2
\U\
v’ A
v —A—U— —uU” —U—A—
0T oA i T iy —6,5 —16,4 —16
— A —U—A-, — W —A—
C ¢’
Ve —A-—C~ —A —~A—G—
- —
iy b s
N G—, U\C ¢
AN N
—59 —12,7 —21
A’ A~
-/ —C—A— —G7 —G—A—
— —
— —G—U—, —C—U—
N G N
G
_c/ e C—G—
. - —13,0 —33,5 3,0
—G —G—C—
c
N
c”
—c —G—C— ‘
_ - —147 —349 —43
—¢ —C—G—
NG
AN
e’
—c/ —C—C—
_ L —137 —29.8 —48
~G —G—G—
AN

- . * Pacyer [POBEeLeH Ha OOHOBAHHH TepMOJAHHAMUYECKUX JIAHBHX, NPEACTABACHHHX B Tatvi. 1 AJAs51 CHCTFEM
1231, e
okanuupBarpTes Ha G-C-mape. Astopnl [59] nosmaraioT, uTO LeHTpaabHOE
siipo («cores) u3 G-C-nap NpUBOAHT K YBENHUYCHHIO CTAOHIBHOCTH.

OxnuM H3 (PAKTOPOB, NMOBHIIAIOIKMX YCTOHYHBOCTL AYNJIEKCOB, SBJSET-
csl GIaHKHpPOBaHHe ABOHHOH CHHpAaJHd HeCnapeHHLIM (BHCALIMM) HYKJEO-
THAHEM ocTaTkoM [19, 59], npuyeM nypHHOBBle HYK/JIEOTHAB HPHBOAAT K
goabiuedl crapuiuzauud Ha (~ 11°), ueM MUpUMHIHHOBBle (Ha ~5°) [59].
Jlokanusanus JONOJNHATEIbHBIX HYKJIEOTHAHBIX OcTaTKOB (3'- mim 5’'-KoHew)
He ¥MeeT GoJbiuoro sHauenus [59]. IlpuunHa BO3paCTaHHsi NMPOYHOCTH LY-
nJaekca A0 KoHLa He sicHa. OxHo u3 oObsicHenn#l [6] COCTOHT B TOM, HYTO
JIONOJIHUTENbHBIH «CTOKHHT» C BHCSIIUMU OCHOBAHUSIMH CTAGWJIH3HPYeT KOH-
ueBble mapbl AYIJIEKCa, KOTOPhle B HPOTHBHOM CJyuae YacTo pasMBIKaioTCs
npu temmeparype HuKe Ty (eM.crp. 161). Ecan nsnna HEKOMIIEMEHTaPHBIX
lJIeY COCTABJAET HECKOJbKC HYKJIEOTHIHEIX OCTATKOB, TO, HAaNPOTHB, YCTOH-
YHBOCTh OJIHFOMEPHBIX AYyIJIEKCOB yMeHbulaercs. Hampumep, cmech ABYX
HKO3aHYKJIEOTHAOB, CIOCOOHLIX 00pa3oBelBaTh 10 HYK/IGOTHAHBIX Hap, BO-
o6ile He HMeeT upodHIs KOONepaTHBHOro niasieHus [60].
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[lpu CpaBHEHHH YCTOHYHBOCTH pPsjfa CEMH3BEHHBIX AYMJEKCOB (CHCTe-
ma 13, taba. 1) me3okcH-psiga, pubo-psra U rHOPHAHBIX CXOAHOTO COCTaBa
H mocjefoBaTelbHOCTH (B osnuropubouykieorunax T samensiercss na U) o0-
Hapyxeno, yro aymiekc dC(pA);pG-rC(pU);:pG, c oligo(dA-rU) nocaeno-
BATEABHOCTBIO B OTJIHYHE OT OCTaJbHHIX upe3Bhualino Hecrabuaen [3]. Io-
puauMoMy, dA-kjgacTephl IAJHHOH ~O nap HNPeANOUHT2I0T KoH(opMauHio
B-IHK, Bcaenctsue 3TOro He MOTYyT OOpa30OBbIBATbH YCTOHYHBLIE THODPHJIBL
IOHK—PHK. 310, no muendo asropos [53], obieryaer TepMHHALHIO TPaHC-
kpunuui. B paGore [46] paccMOTpeHO BJHSHEE PACTBOPHTENS HAa TEPMOAHM-
HaMHKy KoMiviekcooGpasopanns d(G—C),. [HobOapienue NepBHYHBIX CHMP-
TOB, popMamuLa, AuMeTHAPOPMAMUAA WK MOUYEBHHB K BOAHOMY GydepHo-
my pactBopy d(G—C), npHBOAHT K NecTabuauzauuy ABOHHOH cnHpanu.

V. KHHETHKA OBPA30BAHNYA
U JUCCOUHAIUYU OJTUTOMEPHBIX KOMIIJIEKCOB

Kunernueckne napameTpsl 06pa3oBaHHs HJM JMCCOUHAUMH HYKJICOTHI-
HBIX KOMIIJIEKCOB OOBIYHO INOJYYaloT C HOMOIIBIO METOJAA TeMIIepaTypHOoro
CKayka. B ocHOBe 3TOTO MeTola JIeXHT (PUKCHDOBaHHE H3MeHEHHH BO Bpe-
MeHH pPa3/JHuYHbLIX (QH3HKO-XHMHYECKHX I1apaMeTPOB CHCTEMEBI, HampHMep
Y®-nornomenusi, nocje CKaykooOGpasHOTo NOBHIIEHHs TeMmepatypsl. Ilpn
3TOM NOJYYalOT TaK HasblBaeMble PeJAKCALHOHHEBIE KDHBBE, XapaKTePHUCTH-
KO pesijaKCallHOHHBIX KDHBBIX CJAyXXaT BpeMeHa penaxcauuy —1. Bo Bcex
H3YYeHHBIX MeXXMOJeKYJsAPHHX OJHIOMEPHHIX KOMILIeXcax peaxuust ofpa-
30BaHHA KOMIIEMeHTAapHHIX map npelcTaBiser coGoffi mpollece BTOPOTO HO-
psigka, XapaKTeDH3YIOMHics eAHHCTBEHHBIM BpeMeHeM peaakcauun (0T

C107° mo 1 ¢) [22, 61], npuueMm TeMmMmepaTtypa, NpH KOTOPOH NOCTHTAETCH
MaKcHMaJibHas aMIJHTYAA pelakcauloHHON KPHBOH, GJIH3KO COOTBETCTBYeT
T., aynnexca [21].

BpeMs penakcalyi, XapakTepuayiolllee MPOUECC KOMIIEKCO06pa3oBanus
OJHIOMEeDPOB, HEMOCPEJACTBEHHO CBfI3aHO ¢ KOHCTAHTAMH cKopocred o0paso-
Bauusa (k.) u zuccoudauuu (k;) ZBOHHOH CHHpaJH H DABHOBECHHIMH KOH-
LeHTpalHsAMH KOMIJIEMEHTaPHBIX Leneli — ¢, H ¢g [ 13, 22]:
l/r=4k.ca+k; (KOMNIEKCOOGpA30BaHEE CAMOKOMILIEMEHTADHEIX OQJHIO-

kg
l/t=Fk.(ca+cs) +kRs (KOMIIEKCOOOpa30OBaHHe HEHIEHTHUHBLIX OJHIOMEPOB:

k('
HYKJACOTHIOBIA & AA)

kl’
A+ B2 AB)
ka

Koncranter ckopocTeil mpaMofi u 06paTHOR peaKUHH MOTYT OBITb OUEHEHH
¢ NOMoUIpl0 rpadHKa 3aBHCHMOCTH }/T OT KOHUEHTPAUHH CBOGOLHBIX Uenel.

Komniekcoobpa3oBaHHe OJIHTOHYKJIEOTHAOB MOXKHO paccMaTpHBAaTh Kak
npolecc NMOCJAeAOBATENbHOTO 3aMbIKaHHSI KOMIJIeMeHTapHHX nap. Iockosib-
Ky o0pa3oBaHHe 3aPOALINIEBOH HYKJEOTHAHOH napsl (HJIH HECKOJBKHX map)
ABJIsieTCA PeaKuneil BTOPOrO NOPAJAKA, 3Ta CTalus sBAsSeTCS 0oJiee CI0KHBIM
1 MeIJeHHBIM INIPOIECcCOM, UeM IocjaeAylouuil pocT ABOHHOA cmupaan [62].
Econn o6pazoBanue nepBofl HyKJeOTHAHON Naps sSIBJAsETCA CTajHell, JHMUTH-
pymolllefi KOMILJIeKcoo6pa3oBanHe, TO SHTANbIHA AKTHBAINH MNpolecca
(AH,*) nonxHa COBNajJaTbh C SHTAJbIMell aKTHBALUMH HJIEMEHTAPHOH Deax-
HHH, CKOPOCTb KOTOPO# orpanuyena IudQysneli KOMIOHeHTOB— + 2--6 kraJ/
/Mo [22]. Onnako AH,*oligo(A) B kuciaofi cpeme [41], oligo(A)-oli-
go(U) [61] u oligo(rA)-oligo(dT) [13] orpunarteanna. [lns paspemienus
storo nporuBopeuuss Jiren H [lopmke [41] npeamonoXUMA, U4TO CTajHeH,
JUMHTHPYIOUIeR npouecc pekoMOHHALHMH, sBJIgeTcs 06pasoBaHHe yCTOHUH-
BOTO s1/lpa M3 HECKOJNbKHX HYKJIEOTHJAHBIX nap. [lpuuem o6pasoBanuio ycTofi-
YHBOTQO 3aPOAbINIA CIHHPAJAH TPEAIecTBYeT CTAIHA NPedpPaBHOBECHS MeXIy
OLICTPO 06pa3yIONUMHCA W PACMafalOMHMUCT HEYCTOHYHBHIMH HYKJIACOTH-
HBIMH napaMd. HaJjpHe#iinii pocT ABOHHOH COHpadH MNPOHCXORHT OUEHb
6rictpo. Ilpu 3T0M ofmasg KOHCTAHTA CKOPOCTH PeKOMOHHANHH He 32BHCHT
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oT AnuHH uenu oguromepa [13]. Ha ocuoBannw amanuza Beawunn AH.*
OBIIO YCTAHOBJEHO, YTO B CJyyae KOMIJIEKCOB, COAepIKAIUUX TOJbBKO A-
-U(T)-napei, 3apojplll CAHPANH BKAOYaer ~ 3 mapel ocHoBanuit [13, 41,
61, 62].

Hockoabky Koucrauta accounamuu G-C-map npumepno B 15 pas 6oJib-
me, yeM A-U(T)-nap, npouecc peKOMOHHAINH OJHIOHYKJIEOTHAOB CMeEIUAH-
HOTO cocTaBa OyieT nmauwHaThest ¢ ob6pasoBanus G-C-map [22]. B stux cu-
cremax k. waMensercs or 10° mo 107 a/moan-c [21, 22, 25, 51]. Haa (A),-
(U),[(T)] crmpaneit &, cocrapisier Beqnuuny Toro e nopagka (10° af
/Moab-c) [61]. Mopmke w ap. [22], H3yunB KHHETHKY KOMIIEKCOOGpa3oBa-
HHSL B TCTEPOTEHUbIX CHCTEMaX, BhIACJIMAH TPH XapaKTepHbIe KHHETHYCCKHe
ocoberrHocTi: 1) B JaHHON CePUH OJMHIOMEPOB CROPOCTL PeKOMOHHANUE
6BHICTPO YMEHbIUAeTCd ¢ YBEJAHUEHHEM MJIHHBI Henu; 2) CKopocTh PeKoMOH-
HALUKU OJHIOMCPOB C OAMHAKOBOH HJHEON zenu B 6 pas GoicTpee, KOraa nBe
G-C-napur HaxoJATCH WA KOHIle CHIDAJH, a He B cepelune; 3) 3HTANbIHA
AKTHBALHU 06pa30Balius OJUFOMEPHBIX AVILJIEKCOB, cojsepxramux G- C-napwl,
HOJIOKHUTE/bHA.

IlepBrle aBe 0COGeHHOCTH, IO MHEHHIO aBTOpPOB [22], obbscusioTess pas-
anynoil accrynaocthio G-C-map, HHUHAHPYIOIMX DEKOMOHHANHIO B QJIHIO-
MEPHBIX CHCTEMAax C pasHod HYKJAECTHAHON NOCAEIOBATENLHOCTBIO W IJIH-
Holl. Hannune nosoxuresbHoll 3HTAABNNHE aKTHBALHI KOMHIJeKcoo6pa3oBa-
HHSI TeTepoTeHHbIX onroMepoB [21, 221 cBs3ano ¢ TeM, 4TO cTajHEl, JUMH-
THPYIOULCHT Ipolece peKkoMOUHALMK, sBJsieTcst 00pasoBaHHe OAHOH WMJaH,
Bo3MOxkHO, ABYX G-C-map. B 3TOM ciayuae HeT HeOGXOAMMOCTH HCIOJB3O-
BaTb MOJeJb, BKAIOUAIONIYIO CTAJHIO NPeAPABHOBECHS HECKOJbKHX Iap oc-
HOBaHHI.

Juccoquanys oHrOMepHEIX AYIJIEKCOB IIPOUCXO/IIT TOpasno MelJseHHee,
ueM Hx o6pasoBanue {21, 22, 25, 51, 61]. KoncranTa CKOPOCTH AHCCOHUATIHH
IYIJAEKCa B OTJAHYME OT K, CHJABHO 3aBHCHT OT JAJMHH CHOHPAJH, T. €. OT KO-
JHUECTBA HYKJXCOTUIAHBIX Map, KOTODHE MOJKHB PA30PBATHCH, IIPeXKae YeM
OynerT NOCTHTHYTa KpUTHUecKasi HHTepMenuatHas cuupaas [13, 22]. Du-
TaNbusl AKTHBAUMH Tpoiecca muccouuaunud, AH,*, yBeawunsaercs ¢ po-
cToM JuuHE nenu [13, 62].

VI, KOMIIJIEMEHTAILTHOHHBIE B3AAUMOIOENCTBUA NUHYKJAEOTUAOB

XapakTepHeIM CBOHCTBOM [BYXCHHPAJbHBIX OJIUTOHYKJEOTH/IOB SBJSET-
CA 3aBHCHMOCTb YCTOHYMBOCTH KOMIWIEKCA OT JJIMHBI LeNH U HYKJIEOTHIHOM
rkoHuentpanuu, Casb MeXAY Ty, N W ¢ JaeTcs ypaBHeHHeM ATJeKBHCTA M
Hamna (cTp. 143). Uem Menplle AJHHA OJMIOMEPOB, TeM Bbllle JOJXKHA
OBITh UX KOHIEHTPAILHs, A% TOro utobn HaGMI0Ianoch 00pasoBaHUe KOMII-
JeMeHTapHoro Kommiaekca. Tax, npa cyMMapHOH HYKJEOTH/HO! KOHIEHTDA-
muy 10~* M oadroMepsl, cliocOOHBIE K KOMIJIEMEHTAUHOHHBIM B3anMoOel-
CTBHAM, JOJKHE COJEprKaTh He MeHee ceMH MOHOHYKJEOTHIHBIX 3BEHbLEB
[10, 14]. TToBpluleHde HyKJgeOTHAHOH KouUeHTpaunu B 10 pas cmocoGerByer
o6pazoBann0 KoMniekcos TerpaMmepos [10]. B mocnennme rofgs B ¢BsI3u ¢
pasBuTHeM TexHUKH $IMP-CUEKTPOCKONHH BBICOKOTO pasdpellleHHsi Y1aJ0Ch
06HApYKHTHL B BOAHOI cpefe B3aUMOAEHCTBHS MeXJAY KOMIITEMEHTADHBIMH
AHIYKJICOTHRAMH, NPEACTaBASIOMHME co00H caMple MadeHbKUe CTPYKTYP-
Hble efuHHIB, colepXKaliue 3—5"-pochonnadupurie ceazu. B paborax
[58, 63, 64] 6blio MOKa3aHO, 4TC B BOAHBIX PAacTBOpPaX BHICOKOH HYKJIEOTHX-
Hofi Kounentpanun (no 0,1 M) camMoKoMIUIeMeHTapHbie AHHYKJIEO3HIMOHO-
¢dochars pubo-cepun — CpG u GpC [63] m ux pesoxcuananoru [58], a
takxKe aunykmeotuas d(pC—G) un d(pG—C) [58, 64] obpasyioT npu HU3-
KuX TeMmneparypax ZuMepsl, cradunnsuposannsle H-cBazsmu. O6paszoBanue
KOMIJIEMEHTAPHBIX T1ap HAGJMI0AAI0Ch TaKKe B KOHIEHTPUPOBAHHEIX PACTBO-
pax cmeceit CpU-++ApC [53], d(pG—G)+d(pC—C) u d(pG—T)+
+d(pA—C) [58]. CreAyeT OTMETHTBb, UTO yKe HA YPOBHEe KOMIINEKCOB JIH-
HYKJACOTH/IOB TIPOSBJISIETCS] 3aBHCHMOCTD TePMHYECKO! YCTOHYHBOCTH MHHUA-
TIOPHBIX ABOAHBIX crupaned ot conepxanusg G-C-nap. Tax, B cmecn GpU+
+ApC ofipasyercs MeHee TPOUHBI KOMIJEKC, YeM KOMIIIEKC, BO3HHKAIO-
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HiKit B KOHUEeHTpHpoBauHLX pactBopax GpC (CpG) 3a cuer camoacconua-
nHn JHHYKJIeoswiMoHobochaToB, a B pactBope UpA, Kak M B KpHCTaaUye-
CKOM COCTOSIMIIN {CM. HHXKe) KOMILJIeKcooOpa3oBaHHS BooOlle He Habuona-
erca [63].

VII. UBYYEHHUE CTPYKTYPbI OJIHTOMEPHLIX KOMNJEKCOB

1. PeHTreHoCTPYKTYpHBIX aHAIU3

Haunbonee ucuepnriBarouwas uHGOpManus 0 NPOCTPAHCTBEHHOH CTPYKTY-
pe ABYXCIHDAJbHBIX OJNHUTOHYKJCOTH/IOB MOMKET OblTh MOJYYEHA MyTeM HX
Kprcraagorpadudeckoro HecJejoBanns. K Hacrosiemy BpeMeHH MeTOZOM
pentredocTpykTypHoro anaJsnsa (PCA) Bricoxoro paspemenns (<2 A),
NO3BOJAILCTO CAEIUTh 32 HHAMBHAYAJbHBIMH ATOMaMH, H3yYeHbl MOHOKDH-
CTaMJBl CAeAYIONIUX CAaMOKOMIJIEMEHTAPHBIX OJHIOHYKJAeotunos: UpA [65,
661, ApU [67], GpC [68, 69], d(pA—T—A—T) [70] u d(C—G—C—-G—
C—@G) [71]. C neckonbKo MeHBHIHM paspemlenxeMm (2,25—2,7 A) mposene-
HO uccaenosanue monoxpucraaios d(C—G—-C—G) [72, 73], d(C—G—
C—G—-A—-A—-T—-T—-C—-G—-C—G) [74, 75] u d(G—G—T—A—T—A—
C—C) [76]. KpoMe Toro, B 1976 r. GLlIM MOJYYeHH PEHTIEHOrPAMMEL elle
onnoro jaumepa — TpdA [77]. OpgmHako H3ydajiHCh HE MOHOKPHUCTAJJIBL, a
«OpHeHTHPOBaHHBIe» 06pasuel TpdA, B xotopsix Mosekyasl TpdA BoicTpau-
BaJIUCh B CNHpaJbHEIE CTPYKTYPHl (Ipenes paspeuiennst npu PCA BoJOKOH
ofbino ne npesbimaer 3—4 A). .

V3 nepeuncneHHBIX CaMOKOMIJIEMEHTADHEIX AuMepoB Toabko ApU u
GpC 006pasyiorT B KPHCTAJIHYECKOM COCTOSIHHM YOTCOH-KPHKOBCKHE Taphi,
Kpucranmnueckas crpykrypa UpA Beaemcrsue cnenuduueckoit kongpopma-
uun dochorusabupHoli ¢Bsizu Mopeaupyer meraeobpazuuie yuactky PHK,
a TpdA o6pasyer YHHEKANLHYIO JEBOCTHPANBHYIO CTPYKTYDY, B KOTOPOH OCTAT-
KM aJleHHHA W THMHHA COCEJHHX MOJIEKYJ COeJIUHEHHl BOAOPOAHBIMU CBS3S-
Mu «no XyrcrtuHy». OcraHoBHMcs HOApOOHee Ha ONHCAHUM KpPHCTAJIHYe-
ckoit crpykTypet ApU u GpC, cnenaunom Puuem u corp. [67, 69], nockoss-
Ky 3TO mepBble JaHHble 00 YOTCOH-KPDHKOBCKHX Napax B aTOMHOM paspelle-
Hun. pe Mogexyam ApU (uam GpC) o6pasylor B XKpUCTadde CerMeHT pa-
Bo#i aBoiiwofi cnupasn PHK ¢ anTunmapajsiesbHeiM HamnpaBiesueM Iemneil.
KomnaemeHnTapHuble OCHOBAHHs He J€XXaT TOYHO B OAHON MAOCKOCTH, a cJjer-
Ka MOBepUYTH. B KamIoH 1nent 0CHOBAHHUS VJIOXKEHBI B CTONKY M MaKCHMaJb-
HO HepekpHIBAlOT ApYyr aApyra. Taxofl TOJHOUEHHE <«CTIKHHTS ABASETCH
CJAefCTBHEM TYPHH-THPEMIAMHOBOH MOCTEIOBATEJILHOCTH IHHYKJIe03uadoc-
tdaros. Paccresunne mexay C(l7)-atromamMu ocraTkoB pHOO3R B mnapax
A-U nemHOro Kopoue, yeM aHajJormyHoe paccrosHie B G-C-mapax. 3to
03HauaeT, yTo ABYXCIHDPAJBHBIH OCTOB HE COBEPUIEHHO pPeryJspHas CTPYK-
TYpa, a CTPYKTypa C CHCTeMATHUECKUMH <«BapHAUMAMH», 3aBHCAUIMMH OT
Hpupoan ocHoBaHu#. Y HakoHel, MecTa CBSI3bIBAHUSI NPOTHBOHOHOB 3aBHCST
0T COCTaBa ¥ NOCJAeAOBAaTENLHOCTH ocrioBauuii. Ceasvisanue nonos Nat npu-
BOAUT K M3MEHEHHIO CTEPUUYECKHX M 3AEKTPOCTATHUCCKHX XaPAKTEPHCTHK
ABOUHOK cnupafu B yuacrkax, cogepmamux ApU-mocnezoBaTebHOCTE.

d(pA—T—A—T) [70] B KpPHCTANIHUECKOM COCTOSIHMH oOpasyer cer-
MEHT NpaBofl JBOMHON CHUpAAH ¢ AHTHNIAPAJIeNbHBIM HAIPABJIEHHEM Lenei
H JBYMSA MapaMH OCHOBaHHH, cTaGHIM3UPOBAHHEIMH BOAODPOJAHBIMH CBSI3SIMH
MeK/1y MepBLIM aJeHHHOM H BTODBIM THMHHOM OAHOH M YETBEPTHM THMHHOM
H TPETbHM aJIleHHHOM JApYrofi MoJjexyJabl. IHe BcTymuBuIMe B KOMIJeMeHTa-
LIMOHHbIE B3aUMOAEHCTBUS MOHOHYKJIEOTH/AHBIE 3BeHbs YyAaJeHB APYr OT
JApyra B HPOCTpaHCTBe. XapaKTepHO#i yepTol MPOCTPAHCTBEHHON CTPYKTYDH
d(pA-—T—A—T) aBadloTCsA Pa3JHUHBIC AN OCTATKOB TUMHAMHA H aJeHO-
3uHa KoHdopmauun aesoxcupubosw (C(3")-audo nas A u C(2)-ando pas
T) u yras moBopoTa BOKPYr TAHKO3HAHHX cBasell. Kondopmanua docdo-
nusdupHoii cBasm Bo ¢parmenrax ..ApT.. u ..TpA.. Takke pasiHuaercs.
OTH JaHHBE TMOCAYXKHJIH OTHPABHON TOUKOH JJS ONMHCAHHS HEeOOBIYHOR KOH-
dopMalnK u, KaK cJeACTBHe, ocoboil Gromornueckolt poan poly[d(A—T)]-
-poly[d (A—T)] yuactkos HOHK. Kayr u ap. [78] npeanosoxuiu, 4To B
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pactBope poly[d(A—T)]-poly[d(A—T)] npuHuMaeT Tak Ha3LIBAEGMYIO Ye-
pepywoutyiocs B-popmy. B orauume ot kaaccuueckoin B-¢opme JHK mo-
BTOPSIOIIKACA CTPYKTYPHBEIH MOTHB 3TOH ABOHHON CHHDAJH — JBE HYKJeO-
‘THAHbIE HapHL.

HauGonee mopasutesbHBle Pe3yJbTaThl, NPHUBEAIIHE K OTKDPHITHIO J1€BO-
ckpydennoit apofinofi cnupany JHK, 6uiin nonyuenw B rpynme Puua mpu
penTreHorpagpuueckoM Hccaenosaunu kpucramios d(C—G—C—G-—-C—QG)
(paspemenne 0,95, kpHCTANIH3ALNSA B YCJOBHAX BHICOKOH HOHHOH CHJBI)
{71]. TosropsiomuMcst CTPYKTYPHBIM 3JeMeHTOM 3TOH CNUpaJH, colepiKa-
me#t 12 G-C-nap Ha BUTOK, SIBJSIOTCA JBe HYKJCOTHAHBIE maphl. Uepeayio-
IIHEeCst OCTaTKM TYaHO3WMHA W UHTHIWHA HMEIOT pPa3JMYHYI0 KOHGOpPMAUHIO
TJIHKO3UIHON CBSA3H U $ypaHosHoro uukaa: cun- u C(3")-sndo mana G, anru-
u C(2)-ando pna C. Ovuvenb HeoOwnUeH XOR yIryeBoio-(pocHaTHOTO OCTOBA:
tdocdaTHble TPYONB HAYT 3HT3arOM. 3TO Aajqo moBoj aBropaM [71] HasBath
HOBYIO CTPYKTYPY Z-hopmoit JAHK. Bexope nesockpyuennas Z-dopma 6uiia
obnapyxena y d(C—G—C-—QG) (upu KpHCTaAnHM3aUUH B YCJAOBHAX BHICO-
Koii monuoi cuam) [72] u B Bosoxnax poly[d(G—C)]-poly[d(G—C)]
[79, 80]. Usyuvas kondopmanuonnywo sapuabenpnocts d(C—G—C—G) B
KPHCTAJHMIGCKOM COCTOSIHHM aBTOpH [73] crmesmann 3aknaoouenne o 664b-
uielt KoudopMmauuouuol rubkocru Z-popmur JHK no cpasrenuio ¢ B-dop-
Moft. OHM OmucaJNu CTPYKTYpHEI Nepexoj u3 Z B Z/, cBI3aHHBIH C H3MeHe-
HHeM KoHdopmaunu dyparosHoro uumkaa ryanozusa [C(3")-ando—C(17)-
9K30], a Takke nepexon Zr—+Ziy, XapaxTepH3yIOWNi H3MeHeHHe OpHeHTa-
nuu ochoruaduproit csa3u B yaae ..GpC... ABTOpPH AeNaI0T BHBOJ O TOM,
uro Z’, Z; u Zy; — KOH{OpPMALHOHHEIE BapHAHTH B upenenax Z-dopmel. Ma-
Tepecso, uyro pomekamep d(C—G—C—G—A—A—-T—T—C—G—C—QG)
CyllecTByeT B KPHCTAJJINYeCKOM cocTtosfiHud B B-popme c 10,1 ocHoBanus
Ha BUTOK cnupaqy, T, e. KoHueRwe C-—~G—C—G-yuacTKM He 3aKPyUMBAIOT-
cs1 B Z-cnupanp [74].

B 1981 r. Tukepcon u Hpio [75] npoBesd neranbHOe UCCAENOBAHUE Me-
torom PCA ¢ paspeumenneM, GJIM3KHM K ATOMHOMY JAOAEKaHYKJEOTHIA
d{(C~—~G—C—-G—-A—-A—-T—T—C—G—C—Q), KoTOpHH B KpHUCTANIHUE-
CKOM COCTOsIHHH 00pa3yeT HOJHBEIH BUTOK JBOHHOH cmupand B B-dopwme,
3a cuer addexra KpHCTANINYECKOH YIAKOBKH OCh CIIHPANH 3TOT0 AYIIEKCA
HEMHOTO H30THYTa H OTKJCHAeTcd OT BepTuxaad Ha 19°. BuepBue cTporo
NOKa34aHO, YTO JOKaJbHble NapaMeTpn ABOHHOH CHHPadH 3aBHCAT OT HO-
CJIEJOBATELHOCTH OCHOBAHUH, OTKJIOHASACH OT KJacchuueckoft B-dopmm, npn-
yeM BJIMSIHHE HYKJIEOTHAHOH HOCACAOBATEIbHOCTH Ha CTPYKTYPY IAyiJaeKca
ropazao Gojiee CYLUIECTBEHHO, UeM BJHSHMe KPHUCTANIRUYECKOH YNAKOBKH H
APYTUX BHeWHHX (axTopos. XoOTA JNOKaJbHble H3MeHeHHs KoHpopManuu
Jyijiekca IPOHCXOAAT B nipefenax B-Gopmul, ObLIM OOHapYIKEHB YYACTKH
JIBOMHO CIMpAJH, FeOMETPHS KOTOPHIX 0oJee xapakrepra ist A- wau D-
dopv JHK. Okasagock, 4T0 B NyPHH-TUPHMHUANHOBOM 6/10Ke NJIOCKOCTH OC-
HOBAHHH «OTKPHTH B GOJBUIYIO DOPO3JAKY ABOHHON cHpany, B TO BPEMS KaK
NJIOCKOCTH NHPUMHIHH-YPHHOBOTO §JIOKA 3KCHOHHPOBaHH B MaJayio Jo-
PO3/KY; OCHOBAHHSA B KOMIJIEMEHTAapHBIX HapaX IOBEPHYTH KaK JOMacTH
nponesiepa, npudeM B O0apideli crenenn B A-T-mapax. Baxumii BbiBOZ,
KOTODPHI JeaalT aBTopsl cratell [75, 81] Ha OCHOBaHUH KOPpeJsSUNHH 3KCHO-
HUPOBAHHOCTH YY4aCTKOB YIJIeBOAO-(OC(HATHOTO OCTOBA CO CKOPOCTBIO pac-
menaenns stux yuactkos $epmentom OHKaszol I, sakmouaercs B ToMm, 4TO
CTPYKTYPA JOAEKAHYKJEOTHJHOTO AYIJIeKCa HAGHTHIHA B KPHCTAJJIHYECKOM
COCTOSIHHH U B PACTBOpE.

B caenyiomeit pa6ore 37105 cepun [82] nano omucanme rugpatHoil ofo-
goykn d (C—G—C—G—A—A—-T—-T—-C—-G—C—G) B kpucranne. BuLio
HalileHO, YTO BOKPYI KaXKACOH MOJIEKYJH JAYIJeKca PacuooXeHo 72 MoJe-
KyJB BoAb, 50 U3 KOTOPHIX HaxoAsTes B OOPO3AKAX CHHPAdR HJU B NEPBOM
koopauHanuonuoM caoe docdaruwix rpynn. Cresnana IONHITKa OIEHUTH
BKJaj 3Toro ¢akropa ma crabuapHocTh ABofiHOH cnupann. Ha ocnoBanuu
PEHTTeHOCTPYKTYPHBIX AaHHbix Ouiil  paccudTtansl [83] siextpocrtathue-
CKHH TOTEHIMAA W CTEPHUECKAs JAOCTYIHOCTb PeaKUHOHHOCIOCOOHHIX ydact-
KOB CaMOKOMILIEMeHTapHOrc fofekaMmepa. OKazanoch, 9TO B IeHTPe OJHIO-
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HYK/JEOTHAHOTO AYHJIEKCa COCpPefoTOoYeH Ooabldfl OTPHUATENbHHH MOTeH-
LHaJ, 1eil Ha KOHLaX. DTo MoxeT OBITh obilelf 4epToll TAKMX KOPOTKHX CITH-
paJeil, 1ic3aBHCHMOH OT HX HYKJEOTHIHOH MOCJe0BATENBHOCTH.

Boasiluge KoHGOPMAUHOHHBIE BO3MOXKHOCTH OJHUTOHYKJIEOTUIHRIX AYyT-
JICKCOB AR30KCHDSa CBUJIM NPOJAEMOHCTPHPOBaHH B pabore [76], nmoceamien-
Herx  Kpucradaaorpadudeckomy usydenuro d(G—G—T—A—T—A—-C—-C),
coepxauiere dparmMeHT NpoMoTOpHOTO paiioHa sykapuor. Okaszajock, 4TO
9TOT OKTaMep 06pazyer UPaByI0 ABOHHYI0 cuupank B A-dopme, Las xesox-
CUDHOOHYKACOTUHLIX AyTIeKkcoB, cofepxkamux G-C-nA.T-naph, Takoh ne-
o6binnbl darr Habmojaercs BrepBrie. CynlecTBOBaHHe OJUTOMepa Takoil
MO/ 20BATCISHOCTH B CTAaOHIbHOR A-hopMe MOXKeT OHITH JOTHUHO CBA3AHO
¢ @VIXIHAME (IPOMOTOPHOIo pafioHa. ,

VimexH B pEHTreHorpadHueckoM HCCIAeL0BaHHH MOHOKPHCTAJJIOB CaMO-
KOMILIEMEHTADHBIX OJMHTOHYKJACOTHAOB OTKPLIBAIOT HOBYIO CTPAHHLY B H3Y-
Yenuil ToHKOH CTPYKTYPH H KoHbpopmaimonubsix BosMoxuocTell HK. Hecoum-
HeHLI0, UTO YHCJO 0OBeKTOB, H3YUeHHBIX 3THM MeTOJ0M, OYZeT HelpephIBHO
pacrii, HCCKONBKY HHAOPMALHA 0 CTPYKTYPHBEIX ocobennoctax HK upeaswr-
yaflHO BajkKHa Ha COBPeMeHOM 3Tale NJsl BHIACHEHHS Ha MOJEKYASIPHOM
ypOBHE MeXanuama OeiKOBO-HYK/AESHHOBOFO Y3HABAHMSA, DeryJisiiiii TeHHON
AKTHBIOCTH H MyTareHesa.

2. Y®-cnekrpockonns u KJ (LOB)

Orntaveckne Metoins — ¥ P-cuextpockonus # K (JOB) nauman wuno-
KOe NPHMeHeHHe TPH HCCIAeJOBAHHH KOMIJIEMEHTAIHOHHBEIX B3aUMOAeHCTBUN
QIUTCHYRKJCOTHEOB B pacTBope. C HOMOIIBIO 3THX METONOB ONPedeNsaioT cTe-
XUOMETPHIO CBA3BIBAHUA B OJUIOMepHHX cHcreMax [10, 20]. Tlo uaMenenuio
Buga cnexkrpoB K/l KOMIjieMeHTAPHHX (CAMOKOMTJIEMEHTAPHBIX)  OJHTO-
HYKJAEOTINOB CcyAsaT 06 obpasoBanuu nynnaexca [18, 29, 84}, HMuoraa, no6u-
Basich Gosee 3aMerHbix naMenenuit K/, no6aBisior jauraia, u3bHpaTebHO
B3aHMOZEHCTBYIOWHN ¢ ABYXCUHPATLHBIMH CTPYKTYPaMHu, HANpUMep XHCTa-
muuun A [84]. Msyueune teMnepatypHux 3aBucuMocTell ¥ D-morsomenns u
napamerpos KO (JIOB) nossoasier onpegeuts Ty, ¥ BOHIUHCAUTD TEPMOAK-
HaMHyecKHe napaMerphl ofpazoBanHs KoMIjeMeHTapHux map (raba. 1).
Usmencuite Y@-novolleHHa OJHTOHYKICOTHAOB B Tpouecce obGpasoBanus
(muccounauun) ABOUHOR CcOMpPAdW JEKHT B OCHOBE HNOJYUEHHUS KUHETHYE-
CKHUX XapakTepHCTHK KoMmIjiekcooGpasosanus [13, 21]. Kpome roro, Metonn
Y®-cnextpockonun u KJ (JIOB) nawot nonesnyw HHbOPDMalLHO O BTOPHU-
HOH CTPYKTYpE OJIHIOMEPHBIX 1YIIEKCOR.

Crpyxrypustil acnext upociexupaerca B paGore Ilona [85], mocea-
IIEHHOI HCCIEeNOBAHUI 3ABHCHMOCTH FHINOXPOMHUH KOMILIEKCOB, 06pa3oBaH-
BeiX d{pG—C),, OT 4Yucaa Map OCHOBAHHI B.ABOHHOH cnHpasu. Anasus Ta-
KO 3aBHCHMOCTH NO3BOJIHJ aBTOPY CAeaaTh BHIBOJ 0 OJH30CTH TeOMeTpHue-
CKHX MapaMeTpPOB VKa3aHHBY, OJUIOMEpPHBIX AYMIekcoB u npupoasoit JTHK,

Bonee nmonuast nHGopManisg O CTPYKTYpe ONHTOMEPHBIX KOMIUVIEKCOB MO-
XKet ObITe MOJiyyena ¢ nomolubio Meroga KJI. Bejeacrsue BoicOKoOH wyB-
creutesnpHocTH KL K B3auMHOMY pacnoJozKeHHIO TeTePOLHKIUIECKHX OCTaT-
KOB H KOH(GODMAIUM MOHOMEPHBIX 3BeHbeB, ¢x0ncTBO crektpoB K] nozmo-
JfleT CYIHTh O 6JH30CTH FeOMeTPHUECKHX NapaMeTPOB CPAaBHUBAEMEIX CTPYK-
typ. Tag, 8 paore [9] ¢ mOMOMIBIO 2TOTO MeTOha IOKa3aHa CTPYKTypHad
aHaJjiords TpexTskeBwix cnupaneii (Ap);A-2(Up),U u oligo(A)-2poly(U).
Ocobuit uuTepec npeactaBagetr conocrapiaetne K oauroMepHbIXx KOMIJIEK-
coB u npupoaubix HK ussectnoit crpykrypsl. Oxasanocsk, uto cnektper KII
KOMIIICKCOB OJIRTOPHOOHYKJACOTHAOB APYT ¢ APYTOM HJH C OJHIO/e30KCHPH-
GouyKNeoTHAAMH HMeIOT HeKOHCEePBATHBILHI Xapakrtep, cBOHCTBeHHBI A-
topne PHK B Boano#i cpene {10, 53, 861, B To Bpems kaxk cnexrput K oau-
roJe3cKCHPUOOHYKICOTHIHE Y KOMIJIEKCOB CXOMHBI CO CUEKTPAMH HaTHBHOHN
IOHK p B-dopme [53, 87]. Ipuuem cnexrps KIL xommiekcos, o6pazonan-
ueix d(pG—C), B pactBopax caaboii wonmoin cuau [69] n d(pG—G—T)-
-d{(pA—C—C),—, [18, 89], 6ausxn x cuekrpam K/ JIHK B B-dbopme ¢ ol
cokuM cogepkanneM G-C-nap, a crnexrp KIL d(pA),-d(pT),. [89] noxox
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Ha cnektp KII IHK c conepxanuem G-C-map ~30%. Meron KII naer
BO3MOZKHOCTb JIETKO PasjHYuTh GOPMBI JBOHHBIX OJUIOMEPHBIX COHpAaJeld B
pacreope. Cnektp KI d(C—G); B BoZHOM pacTBOpe ¢ HH3KOH KOHLEHTpA-
nueit NaCl [32] nmoxox na cnekrp poly[d(C—Q)]-poly[d(C—G) 1, cuaTwi
B Tex Xe YCJOBHSX M cooTBercTBylomnii B-bopme [90]. HobGasaenne NaCl
(10 5 M) npuBOAMT K HHBEPCHH 3HAKA JJIMHHOBOJMHOBOro sddexra Korro-
Ha, YTO CBS3aHO C NIEPEXONAOM OJIMTOHYKJIEOTHJIHOrO AyIJeKca B JEeBO3aKpy-
yeHHyio Z-popMy [32] (cymectBosanue Takoit dopmul aas d(C—G). B ye-
JIOBUSIX BBICOKOH MOHHOW CHJH fgoKa3aHo ¢ nomomsio PCA). Ilo nannwmm K1,
aaa d(C—G), Z-popma B pactBope He crabumbma [32]. B cayuae
d(A—T),;(C—QG),, ofpasyoliero XOMILIeKC KOHKATEMEDHOTO THIIA, B KO-
topom 6a0k d(C—G), ¢aaHkupoBan uepenyoiieiics A—T-nocaesoBarenb-
HOCTBIO, Tiepexol B Z-hopMy, Kak caexyer us janubix K], He Habaonaercs
[32] - (cp. ¢ camokommmementapsem  d(C—G—C—G—A—A—T—T—C—
G—C—G), usyuennnm merogom PCA, cm. Bhie).

1.
16

Puc. 3. Crexrpst KI matu gsyx- §
CIHPANbHEIX M30MEPHEIX KOMII-
JIEKCOB,  COJEPXKAUX  YeThIpe
A-U- u aBe G-C-napu ocnoba-
wut (1 M NaCl, pH 7,0, ¢—
10~ M Ha MOHOMepHOe 3BeHO);
1 — A,GCU;, 2— A,CGU,, 88—
UsCGAy, 4 — AGy+-CoUy, 5 —
A,CG4-CGU, [86]

1 1 I L.
220 260 300 hnm

Heaasno 6binn paccuutanbl cnekTpsl K/ fjg MHOTOYHCICHHLIX BO3MOXK-
HBX  KoHpOpMauui H{r-6G—G—-C—-G—-T—A—-T-T—C—T)-d{A—
G—A—A—T—A—C—G—C—C—A) u 6buio 10Ka3aHO, YTO aMIJIMTYAA
KA npu 275 EM suHel{HO 3aBHCHT OT YIJIa 3aKDYYHBAHHS CUHpasd H «TBH-
cta» ocHoBaHu#i B mape [91]. ¥YcramoBaenue Takofi KoppessiniM BaXKHO
AUl necaeoBanus 3aBHCHMOCTH KL HYKJIeHHOBBIX KHCJOT OT CTPYKTYPHBIX
11apaMeTpoB.

CoraacHo coBpemedHBIM npeActaBaenusaM, cnektpsl K/ HK zasucsar He
TOJIBKO OT BTOPHUYHO{ CTPYKTYPEL MOJEKYJ, HO W OT HYKJCOTIHON nocaemo-
patenpHoCTH. I'psit 1 Tunoko [92] passuam Teopuio, cornacio KOTOPoH BHA
cuekrpa KA JHK o6ycioBien B3auMojeficTBHEM IaBHBIM 06Da3oM Coce-
HBX HyKJIeoTnannx nap. OueBuano, utroe 3asucumocts KJT ot nocnejnosa-
TEeJLHOCTH OCHOBAHMH JOJXKHA OCOGEHHO YETKO TNPOABJSTBCS 112 YpOBHe
OJIMTOMEPHEIX AYHJIEKCOB, MOCKOJbKY B HEHX, B orauude ot JIHK, wacrors
BCTPCUAGMOCTH ONPEACJEHHBIX COYETAHIH H3 JABYX HYKJICOTHAHBIX 1ap He
OvayT ycpeauatsca. Ha pHe. 3 B xauecTBe NpHMepa UPHBEIEHBI CHEKTPHI
KJI nzomepneix pUGOHYKJEOTHAHBIX Ayniekcos [86]. B nByx pa6orax [86,
93] oauromepuble AVIJIEKCH H3BECTHOH NOCJAeAOBATENLHOCTH OBLIH HCMOJb-
30BaHBl JJi NIPOBEPKH BO3MOKHOCTH ONPEeNeNEHHsT HYKJICOTHAHON IoCHe-
nosatenpnoctd HK ¢ nomompro KJ. Ha ocnoBaunu awanusa cnextpo KJI
CepUM OJHIONYKNCOTHANBIX AYIJIEKCOB GblIM Bblienenbl [86] Bkmainl Beex
10 couerannit H3 ABYX YOTCOH-KPHKOBCKHX HYKJEGOTHAHBIX nap. [loayueHHke
CTICKTPHI H30MEPHBIX IHMEPOB AUHYKJICOTHI0B DE3KO OTAUYAITCA M no Pop-
ve u no amiuryae. Crnextpel KL nonmvepHbix cnupadeil, CKOHCTPYHPOBAH-
HbIC ¢ YUeTOM BBIJEJEHHBIX CHEKTPAJbHBIX BKJAJAO0B, NJIOXO COTJACYIOTCS €
SKCNEPHMEHTAJbHBEIMH KPHBBIMH., ABropaMn pabotel [93] 6bina npesnpnua-
Ta NOibITKAa paccuutaTth cnekTpel KO 12 pecTpuxkuuoHHmX dparmentos
HAHK pomnoit or 12 o 360 mykaeortninsix nap. Jlag 310ro 6uA HCIOMB30-
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BaH ualop CHeKTPAa/JbHBIX BKJAJ0B OIpe/e/eHHbIX COUeTAHHI H3 [BYX
HYKJIE€OTHAHBIX T1ap, B3ATBLIX H3 CHEKTPOB CHHTETHUECKUX ABYXCIHPAJIbHBIX
NOJMHHYKACOTHAOB (TOMOTEHHBLIX WJIH C HOBTOPSIIOLIEHCH AH- W TPUHYKJIEO-
THAHO' N0C1e10BaTebHOCTDIO). PacueTHEle H 3KCIIEDHMEHTAaNbHbIE CHEKTPH
YVAGBJICTBOPHTENBHO COBMNAJAlOT, 332 HCKJIOUEHHEM MOJOKHTEJbHOH TOJOCH
K/ np: 270 uM, KoTopas 0COGEHHO YYRCTBHTENbHA K KOHQOPMAUHOHHBIM
usMeHeHusiM. HecoBmajgenue oco6eHHO 3aMeTHO B cJyuae AYIJISKCOB, CO-
Jepxaiuux Medee 43 HYKJIEOTHAHBIX Hap, NO-BHAUMOMY, 32 CUeT KOHIEBHIX
5(hdeKToB.

3. Cnekrpockonusa SIMP

Hapsay ¢ paccMOTpPeHHBIMH ONTHYECKHMMH METOAAMH B MOCJE[Hee BpeMs
JJI H3YUeHHsST OJHIOMEPHBIX KOMILIEKCOB CTas IMHPOKO HCIOAb30BATHCS Me-
to SIMP-cnexrpockonuu [24—27, 39, 46, 52, 58, 59, 87, 94—106]. dtor
MeTO/ NO3BOJSIET 1aTh JeTaJbHOe ONHCAHHe NPOCTPAHCTBEHHOH OpraHusa-
UM KOMIJIEKCOB B PacTBOpe, BBHIACHHTb JIHHAMHKY TIPOIlecca AHCCONHALHH
JBYXCTIHPAJBHBIX CTPYKTYD U OLEHHTH CTENEHb CTPYKTYPHOH aHAJOTHH OJH-
roMepubix AymaexkcoB ¢ npupoadsiMu JHK u PHK. C nomomnio ontHue-
CKMX METOJ0B DPErHCTPHUPYIOT cyMMapHsie 3deKTh, CONPOBOKIAIONNE Te-
pexojx cuupafdb — KJAyOoK, a Meron SIMP faer BO3MOXHOCTBL caAeIUThL 3a
[OBeIeHUEM HHJHBUAYAJBHBIX IAD OCHOBAHHH,

K wmacroamemy BpeMenu uHa npufopax BHCOKOTO Kisacca (270, 300, 360,
500 u 600 MI'm) cTa0 BO3MOXKHBIM pAa3pelIUTb H IPOBECTH OTHECeHHe
GOJLIIHHCTBA PE30HAHCHBIX CHI'HAJOB IPOTOHOB OCHOBAHHH M CAXapHHIX KO-
Jel B ABYXCURPAJbHBIX OJUTOHYKJEOTHIAX, cofepxamux fo 12 map ocuo-
BaHMH, U C/1eJ1aTh 3aKJIIOUEHHE O JIOKAJbHOM OKPYMKEHHH KaXKIOTO IIPOTOHA.
D710 obecneyusio BO3MOXKHOCTL HE3aBHCUMOTo HAGJIOAEHHS 32 M3MeHedneM
XapakTepa OKPYXKeHHs Ka:KIOH HYKJeOTHAHOH mapel AymJaeKca MPH H3Me-
HeHWH KOHUEHTpalMH, TeMuepatypsl, pH u T. 1. B caydae RauHHBIX HYKJEO-
THAHBX AYNJEKCOB NPOMCXOAHT YIIUPEHUE De30HAHCHHMX JUHUHN, CBA3aHHOe
¢ KecTkocrpio noauMepubix HK, xoropas mpensitcTByer GbICTPOMY [IBHiKe-
HHI0 CerMenTOB HYKJEOTHAHLX Hemed B pactsope. [oayuenw TTMP-cnexr-
PHL psiia Taknx AYMIeKCoB: Ass- U,y [107]; d(CysAys) - d(TsGes) [108]; dG,-
:1Cyy, dG,-rC,;dCy, dG,-dC, (#>70) [109] B HBYX peCTPHKIUIOHHBIX
tdparmentoB JHK, comepxamunx 43 u 69 map ocuosaumit [102], oanako
OJs HUX He ObIH OTHEeCeHbl CHTHAJB MPOTOHOB HHAHBHAYAJBHBIX OCHO-
BaHUii. ’

Henasuo noayuenw crnextpnl IMP OJNTOHYKJICOTHAHBIX AYIAEKCOB Ha
aapax *P (145,7 MTI'u) [52, 98]. Ot cunexkTpsl cOMepPKAT AaHHBIE O KOH-
tbopmManuu yriaeBono-PochaTHOTO 0CTOBA OJHTOMEPCB, 00pa3yOIMHUX ABOH-
By crupags. C ux noMoupl 3aUKCUPOBAHO HAPYIIEHUE «CTIKAHra» OC-
HOBAHHU{l IIPH TeMNlepaTypax, npeBuawinx Iq, Ayniaekca. B 1980 r. Kosn
[103] npoananusuposan nosyuenssle panee FMP*P-crnextpn oligo d{G—
C) u TpeanosOXHJ, YTO HAJHUHe [BYX XOPOIIO pPAa3pelleHHHBIX CHTHAJOB
P B 4 M LiCl u onHoro curHaja npH HM3KOH KOHIEHTPAUUH COJH CBHJE-
TeALCTBYET .0 JeBo3akpydenuofi Z-popMe CHHpaiH y 3THX OJHIOMEpOB B
KOHIEeHTPHPOBAHHOM COJIEBOM PacTBOpE.

Hna nmonyuennsi nHGOPMANHH O CTPYKTYPE OJHTOMEDHBIX KOMILIERCOB
UCCJIAYIOT ABE Pa3/HYHBIC TPYNIB CHUIHAJIOB NPOTOHOB.

1) CurHanwe oT HeoGMeHHBAIOIIHXCA MPOTOHOB, CBS3aHHBIX C YIIeDPOf-
HBIMH aTOMaMH TeTEepPOIMKANYeCKHX OCHOBaHW# HJAM caxXapa, — NyGierH
H(5) 1 H(6) npoToHcB nupuUMUAHHOBLIX OocHOBauuit (cuuriaer H(6) B cay-
yae trMnna), cuardetn H(2) u H(8) npororoB nypHHOBBIX OCHOBamuIf,
cunraer nporonoB CH,-rpynnel THMHHA ¥ CHTHAJH TPOTOHOB CaXaproro
Kojpla, raaBueiM o6pazom H(1’). Bce oum nokanusoBanml B obmaacria 4-—
9 M.z, OTHOCHTENBbHO 4,4-IUMeTHJ-4-CHJanieHTaH cyabpoHaTa mBarpus
(ACC). Crexrpsr mayuatorest 8 D,O unu 8 6ydepunx pactBopax ¢ D,O.
Onpenestenne NOJOMKEHHST CHTHAJOB OJHTOHYKJIEOTHIOB OCYLIECTBJSIIOT, Kak
HPaBHAD, ¢ HOMOIbIO CTAHAAPTHON METOLMKH «HHKPEMEHTHOTO OTHECEeHHs»
[26, 27, 110, 111], usamepsast § nUMEPOB, TPUMEPOB ¥ APYrHx GpParMeHTOB
JAHHOTO OJINTOMepa H NpeAalnojarasi, UTO BeJIHUHHE 8 B OCHOBHOM He Mems-
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J0TCA 1pH Nepexoje K HHTAKTHOMY oJuroMepy. Ha BesHuHHYy XHMHUeCKOTO:
taBura (§) cHrmajJa Kax/oro IpPOTOHA OKa3hIBAlOT 3KpaHHpYylollee BIHAHUE
CoceaiHHe OCHOBAHHS, a TaKXe OCHOBAHHS B KoMIieMeHTapHo# uenu. Kpome
TOrO, MONIOXKEHHe cUrHaja ompefensercd Koadopmaluedt GypaHO3HOTO HUK-
Ja, [OBOPOTOM OCHOBAHUS BOKDYr TJHKO3UAHOH CBsS3H, aHH30Tponued doc-
(aTHOM TPYNIH H MeXKIEeNOYeYHHIMH BOXOPOAHBIME cBa3amu. CienoBaresib-
HO, § 3aBUCHT OT CTPYKTYpHl ABOHHOH cnupanu. Ilpu Tepmuuecko#l aucco-
HHALME KOMILTEKCA CHTHAJH HeoOMeHHBAIOUIMXCH INPOTOHOB OCHOBAHHH
CMeUIATCsl KaK B 06JacThb ¢iaabhlX, Tak ¥ B 06JacTh CHABHBIX noJaei [27].
KpuBrie 3aBHCHMOCTH XMMMYECKUX CHBHTOB CHTHAJOB HeOOMeHUBAIOIIMXCA
IIPOTOHOB OT TEMIePaTyphl AAIOT BO3MOXKHOCTb HENOCPeJCTBEHHOTO NOJyue-
HUS TEPMOAUHAMHYECKMX XaPaKTePUCTHK TIipollecca Mepexoja CNHpaib—
kayGok. TIpy 3TOM MOMKHO CJIeJUTh 32 AUCCOUUALNEN KAXKA0NH HYKJICOTHAHOMN
napH AyNJeKca, XOTS OTHECEHHE H PerdcTpalusd H3MeHeHHH CHTHAJOB ¢ TeM-
nepaTypol ocTaeTcs cJA0KHOH 3ajaueil.

2) Curmannl MeLileHIO OOMEHHBAIOUINXCS KOJbLIEBLIX NMPOTOHOB HMHHO-
rpyan N(1)—H ryawnna u N(3)—H ypaunaa (tuMHHZ), TPHHHMAIOUIHX
HeMmoCPeICTBEHHOe yHacTHe B 06pa30BAHHU BOJOPOJAHBIX CBA3EH MEXAY OC-
HOBaHHUSAMH (yOTCOH-KDHKOBCKHe maphl). CrmekTpnt perucrpupyiorcs B H,O
HIH B BOAHBIX Oydepubix pacTBopax. Pesonancuwii curtan N(1)—H rya-
nuna xapakrepusyer G-C-mapy, curaan N(3)—H ypamuaa (TaMuHA) —
A.-U(T)-mapy. OTMernMm, uTO pe3OHAHCH TPOTOHOB HMHHOTPYNN CBOGOZ-
HHIX OJIMTOMEepOB He HaGJIOKAIOTCS B BOAe H3-3a GwnlcTporo of6MeHa npoTO-
HOB ¢ pacrtBoputesem. O6GpaszoBaHHe BOAOPOAHOH CBA3HM NMPHBOIHT K 3aMell-
JieHnlo o6MeHa TPOTOHOB C BOJOH U TOSIBJEHHIO PE30HAHCHBIX CHTHAJIOB B
obnactu cnabweix mogael (12—15 m.x. ornocurenpuo JICC). Hanwume Ta-
Kux curHagoB B cmektpe [IMP cMecH KODOTKHX OJIMTOHYKJAEOTHIOB SBJSI-
eTca yOeIUTeJbHHM JO0KAa3aTeJbCTBOM 00pazoBaHug aynaekca. C pocrTom
TEeMIepaTypsl HabJIofaeTcsl, KaK NPaBUJO, CABHT B CHJBHOe 1O]e, yHIupe-
HHe M HCYe3HOBEHHE CHTHAJOB, CBS3aHHOE C YBeJNHUCHHEM OTHOCHTEbHOTO
COJCPKAHUSA OTKPBITBIX (POPM U OHICTPBHIM O0OMEHOM MPOTOHOB HMHHOTDYIH
B OTKpHITO# QopMe ¢ Bonoli. Temneparypa HCUe3HOBeHHs CHTHaJla He
CBsI3aHa C TEPMOAMHAMHUYECKOH YCTOHUMBOCTBIO ABOHHON cnMpanH, a Aaer
JUIIL CPABHUTEJBHYIO XaPAKTEPHCTHKY YCTOHUHBOCTH pPa3HBIX HYKJICOTHI-
HBIX Tap IyMJIeKCca, MOCKOJAbKY De30HaHCHble cHrHafasl mpotonos N (1) —H-
rpyan G u N(3)—H-rpyon T (U) yXe DpH KOHIEHTpPALHU OTKPHITHX (PopM
~10% cusipHO YIIHPEHH W He MOryT AaJdee mpociexusartbes. Habnronenne
3a TOBedEHNEM OT/e/MbHEIX CHTHAJOB IPH NMOCTENEHHOM IOBEILICHHU TeMIe-
parypu ToMoraer HX OTHeceHuwo [27, 52, 99, 112]. Ilpu arom yuurwiBawr,
YTO PEe3CHAHC MPOTOHA UMHUHOTPYNIH «H30JaKpoBaHHOM» G-C-mapu mnabmo-
naercs B Gomee cuabHOM Toge (13,6 M.A.), ueM COOTBETCTBYIONHE pe3o-
Hane A-T-mapm (14,6 M) [96]. VMHorna npu OTHECEHHWH HCTOJIb3YETCS
npHeM Xumuueckoli Moxucurauny [99] mau nmpoBoauTCsS CcpaBHeHHe pac-
YETHBHIX U 3KCHEPHMEHTaJNBHBIX XHMHUeCKHX caBHroB [27]. B cayuae 006-
pasoBaHus TPeXCHHPAJbHBIX OJHIOMEpIBIX KOMIIJIEKCCB HOMHMO CHTHAJOB
o0MeHHBAIOIIHXCS TPOTOHOB YOTCOH-KPHKOBCKHX mnap B pafione 14,6—
15 M. 1. HaGm0gamTCs CHIHAJB NMPOTOHOB MMHHOTPYIIN, OTBevamlnile 00-
pascBauio «oGpaTubixy xyreruuosekux A-U-nap (27, 104].

Hapsny ¢ cursanaMn TPOTOHOB HMMHOTPYIN PacCMaTpPHUBAIOT CHrHAMLL
oOMeHMBAIOIKXCS NPOTOHOB aMuuorpymnn ocnopaunfi C(4)—NH, wurtosn-
Ha u C(2)—NH, ryaunna, jgexamue B obmactH 6—9 M.JI. OTHOCHTEJIBHO
OCC. das stux uporoHce ofMel ¢ PACTBOPUTENEM TDOHCXOINT MejlJIeHHee
10 CPaBHEHHIO ¢ nporoHaMu uMmuHorpynm [98]. Hactuuno nmoecBszanubIf
xapaktep C-—NUH, cBs3n nurosyHa orpaHnuHBaeT BpallleHWe AMHHOIPYI-
IIBl, TO3TOMY TIDH HM3KHMX TemNepaTypax Hab/10faloTcs OTAeNbHBIE LIHPO-
KHe CHTHaJAbl AJsi KaxkAoro #u3 nporoHoB NH,-rpymmw untozuna. Ilpu
KOMIIJIEMCHTALIOITHEIX  B3aHMO/IEHICTBHAX CHTHAJ TIPOTOHA, YUaCTBYIOLIETO
B o6pasosanun sonoporuoit cessu (H, Ha cxewme), capuraercss B cnaboe
nose, B TO BPeMs KaK /[Js CUrHana NOPOTOHA, MOCTYNHOTO pacTBOPUTENIO
(H.), naGmojaaercs CHJIBHONOJBHBIA cHBHT. B ciyuae ryamuna Ha6.miona-
€TCA OJHH DEe30HAICHBI FUTrHAJA OT 2 NPOTOHOB aMHHOTPYNNH, uTo oftdc-
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HfeTCsi OBICTPHIM BpalleHHeM mnocteaHell BOKpyr cBsish C—NH,. Hpu 06-
Pa3oBaHUM KOMIJIeMEHTapHOH naphl YCPeIHEHHBIH CHTHAJ OT INIPOTOHOB
NH,-rpyunsl ryaHHHa cMelllaetca B caaGoe moae, 3aBUCHMOCTL XHMHYe-
CKOTO CJABHTA 3TOI'0 CHIHAJa OT HYKJEOTHJHOH KOHIEHTPALHH MOXKeT ObTh
HCNIOAb30BaHa: AN OLEHKH BeJHUMHBI KOHCTAHTH DPaBHOBECHS KOMIJIEKCO-
cOpasoBanuss AHHYyKJeoTHA0B [58, 63]. KpoMe Toro, ananusupys 3aBHCH-
MOCTb LIMDHHEBI CUIHAJOB HPOTOHOB AMMHOTPYIN NHTO3HHa M IyaHHHa OT
TeMIepaTyphl, MOXKHO CYAHTb O OGBICTPOM HJIM MeIJEHHOM BpalleHHH aMH-
norpynnel BOKpyr C—NH,-cBssu B osuromepumx aymiexkcax [98]. Cie-
JyeT OTMEeTHTb, YTO 3TH CHIHAJBl uallle UCHOJb3VIOTCS JJIS AeTeKTHPOBAHU
06pasoBanysl KOMIJIEMEHTaDHBIX KOMIJAEKCOB MeXAy RHHYKJIeo3uadocha-
TaMu (nunykgaeoruzamu) [58, 63, 64].

HeranpHoe H3yueHHe ¢ TNOMOLILIO chnekrpockonuu [IMP cTpyxTypHBIX
ocoBeHHOCTEH pPAZ2 QUHIOMEPHBIX CHCTEM [OKA3aJI0, YTO KOMIIEKCHI, CO-
JAcpxaimye aesokcupuonyrieotuansie  3Bednd — d (A—T—G—C—A—T)
(96, 113], d(pG—C)., d(pT—A);,, d(pA—G),-d(pC-T), [112], d(A—
A—A—G—C—-T—=T-—T) [114], d(C—C—G—@G), d(G—G—C—C) [98],
d(G—G—A—-A-T-T-C-C) [52], d(A—T—C—-C—-T—-A—-T—-A—-G—
G—A-—-T) [99], d{(C—T;—G)-d(C—A,—G) [27] u d(A—A—-T—-T—G—
C—A—A—T-T) [106], npunuMator B pactBope KoudoOpManuio, GAHIKYIO
x B-dopme JHK, B TO BpeMs Kak AJas KOMILIEKCOB DPHOONPOH3BOJTHHIX
A—A—-G—-C—U-U [26, 97], C—C—G—G [96] u A—G—C-—U [105],
a rakxke rubpuannx d(C—T,—QG) .r(C—A,—QG) [27] =xapakrtepHa reo-
merpua A(A’)-dopmmr PHK. 3tor BbiBoA OB clesan B pesyabTaTte Co-
MOCTABJACHHS PACUETHBIX BEJIHYMH XHMHUECKHX C/IBHTOB U BEJHYHH XHUMH-
YECKUY CABUIOB, HalalolaeMblX KCIEePHMEHTAIbHO AJs 0OMeHHBAWOUINXCS
Il HeCOMEHUBAIOUILIXCH HPOTOHOB OCHOBAHWH NAHHOH HYKJIEOTHAHOH HapH
OJINTCMEPHOTO KOMILIeKca. [1pH pacuere XHMHUYECKHX CJBITOB OMNpene/s-
JU BJAHAHWC MATHHTHLIX NOJEH KOJbUEBBIX TOKOB HA CHIHAJNB COOTBETCT-
BYIOUIHX HIPOTOHOB (6e3 yueTa BJHAHHS JPYTHX (AKTOPOB) NHDPH BCEX BO3-
MOMKHBIX KOMOHHALHAX COCETHHX NAp OCHOBAHHH C YUeTOM H3BECTHHIX reo-
MerpHyeckux napamerpoB A-, B- n D-dopm JHK [112, 113, 115]. Caeny-
€T MMeTb B BHLY, YTO COOTBETCTBHE PACUETHHIX M 3KCIEePHMEHTAJNBHEIX XU-
MHUYECKHX CJBHTOB CHIHAJOB COMEeHHBAWOUIHXCS MPOTOHOB HabJ0aaeTcs
Jasiexo ne Bcerga [27] n uallle TOJLKO JUisi BHYTPEHHHX Iiap OCHOBaHHMI
aymaexcos [95, 96, 98, 112, 114]. CurHanst MPOTOHOB KOHIIEBBIX Map Ha-
xongarcss B Gosee CHabiIOM TOJe, ueM 1o TpebyeTcs mo paciery. [To MHe-
HIlo asTopos [95, 112, 114], 215 KOHUERHIX HYKJEOTHAHBIX Nap AYIIEKCOB
XapaKTepHO paBuHoBecHe Mexay FH-CBsizaHHBIMH ¥ OTKPHITBIMH (dopMaMu
(cUrHAABL OTKPBITHX GOPM NPOABAAIOTCHE B foee CHABHOM IOJE) H XHMHU-
YEeCKHHl CABHMI CHIHAJIOB MPOTOHOB HMHHOTDYIIN ONpeleNseTcss COOTHOLIe-
HueM nonyasiuli 2tHx JByX GopM. AbTepHATHBHHIM OOBACHEHHEM CHJIb-
HOIMOJBHOTO CABHIA CHTHAJOB OOMEHMBAIOWHXCA NPOTOHOB  KOHLEBHIX
HYKASOTHANBIX Map aBjigercs o0pasobanie MeXKMONEKYIAAPHBIX CTPYKTYD
34 CYET «CT3KHHTa» KOHLOB omuroMepuslx aymaexcoB [98]. Hecosnanenue
pPacyeTHBIX H IKCOEPHMEHTANbHBIX § OblJI0 OTMEYEHO B s HeOOMeHHBAIO-
IHXCS TPOTOHOB KOHIEBHIX nap U NPUINCAHO CT3KWHI-B3aHMO/EHCTBHIO
KOHLOB Jymaekcos [52, 98]. TIpn wceiaefoBamMM ABYXCHHPAJbHBIX A—
G—C—U u A—C-—G—U 6p1 3HAUHUTETHHO 6onee CTpPOTO MpOBeJNeH pac-
yer § HeoOMeHHBAMOWNXCH NpoToHoB ocHoBanui [105]. B caysae A—C—
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G—U B orauyne OT ero H30Mepa He COBMAJH pacYeTHbiE H HSKCHEPHMEH-
TaJbHele § GOJBUIMHCTBA HeOOMEHHMBAIOMIMXCS NPOTOHOB OCHOBaHHi#, ABTO-
pHl CleJanH BHIBOJ O HecTanAapTHo#t ¢opMe ABoiHo#f cmuupaan B A—C—
G—U, noguepknyB BaXHOCTb 3TOTQ 3aK/IIOUEHHS] AJs OUEHKH KOHPOpMa-
UHOHHEIX BoaMoxkHocrell PHK-aynnexcos.

- C nomowpto ganHbix IIMP 6bina Takke ycraHoBieHa KOH(OpMaiHs
$ypaHO3RBIX KOJIel, HYKJNEOTHJHBIX 3BeHbEB KOMILIEKCa, Onpenensioulas
dopMy aBofiHo# cnupansd. C 3ToH Uesdbio OBIIH U3MEPEHH BHIHHAJbHBIE
KOHCTaHTHI CIHH-CIHHOBOIO B3auMopelicTsus nportonHoB y C(1) u C(2) u
CcpaBHEHB! ¢ BeNHYHHAMH, NPEeICKAa3aHHBIMH [JsA Pa3/uyHbX KoudopMauui
¢ypaunossl. Okasanoch, 4To AJisi Bcex yriaeBoiubix octarkos d (A—T—G—
C—A-T)[113], d(C—C—G—G) u d(G—G—C—C) [98] B ycaoBusx
rKoMIieKcoo6pasopanus xapakrepHa C(3')-7x30-koHbOpManHs, CBOHCTBEH-
Haa AHK B B-popme. B aynaekce d(C—T,—G)-d(C—A,—QG) nBa ocrar-
Ka Ae30KcHpHO03w, npuHamnexalve d(C—A,—G), sa 90% naxoastcs B
C(2')-on00-koHdOPMALHH U, CJAELOBATEJIbHO, NBOHHASN CIHPaJb HMeeT Feo-
merpuio B-dopmut [27]. B orauuue or 3THX cucteM QYpaHO3HBE KOJbla
BCeX MOHOMeDHHIX 3BeHbeB KOMILlexca, obpasoBanHoro A—A—G—C—U—
U [26] nan Bcex mMoHoMepHBIX 3BeHbeB pubouenn xommiekca d(C—T,—
G) -1 (C—A,—G) [27] uaxomarca B C(3’)-3ndo-xondopMaunH, Xapakrep-
uwoi aas PHK B A(A’)-dopme [26]. Ha ocHoBaHuH aHanu3da TeMNepaTyp-
HBIX 3aBucumocrteit J, ,” Obu1 chenaHn BwiBoj o npeobaaganun C(3%)-3ndo-
KOH(popMauul (ypaHO3HBIX KoJjel, i, clegoBatennho, (A(A”)-bopme cnu-
paan B Aymiaexcax, obpasoBanupx C—A-—U—G [111] u A—G-—-C—-U
[105], a Takxe B G—A—-G—C-G—-C—-U—-C [110].

Hononunrtenvuast nudopMauus G BTOPHYHOH CTPYKTYpPe OJHIOMEPHBIX
KOMIJIEKCOB 6blia MOJYUYeHA NPUH H3YyYeHHH B3aUMOILEHCTBHA ABOHHHX COH-
paneii, oboramennsix G-C-napami, ¢ aHTUOHOTHKOM AKTHHOMHUIMHOM-D.
XapakTepHbIM CBOHCTBOM 3TOro aHTHOHOTHK2 SBJAETCH ChHeuHpHIecKoe
ceasuiBanre ¢ JAHK B B-dopme u orcyrcrue cpoacrsa Kk PHK u rubpra-
HeM cnupadam [116]. C nomombio Merona crnektpockonuu [IMP Geiio no-
Ka3aHo, yTo (PEHOKCA30HHEBOEe KOJbLO AKTMHOMHIMHA-D BHeapseTcs Mex-
ay G-C-napaMi ABYXCHHPAJAbHBIX OJHIOAE30KCHPHOOHYKAeOTHAOB [96,
112, 117, 118}, uro csuperensctByer o JAHK-nogobuolt kondopmanuu Ta-
KHX KOMILJIEKCOB B BOJHOM PacTBOpe.

Ilpu o6pasoBanuu aymaekca A—G—C—U wumn A—C—G—U [105]
OpOHCXoRuT u3MeHeHde (Ha 20° u Gogblie) [VIHKO3HIHOTO TOPCHOHHOTO
yria B aJeHO3HHOBBIX M ILHTHAMHOBHIX OCTaTKax. JTO OHJO I0Ka3aHO Ha
ocHoBaHuH aHaau3a & anomepueix H(1”)-nporonos.

HayueHde TeMuepaTypHOH 3aBHCHMOCTH XHMHYECKHX CABHTOB H HIHDPH-
HBl CUTHaJOB OGMeHHBAIOMIMXCA NPOTOHOB OJHIOMEPHBIX JYILIEKCOB IIDH-
sesjo [Mareas u ap. [52, 94, 117] k 3akni0ueHHIO, UTO AJS TAKHX CHCTEM
(He3aBUCHMO OT HYKJEOTHAHOTO COCTaBa H MOCJEAOBaTeJbHOCTH) B YCJO-
BUAX TEPMOAHHAMHYECKOH CTaGHIBHOCTH CIOHPANH HMeEeTCsi BepOSATHOCTh
HENOJIHOTO CBS3LIBAHUA KOHIEBEIX HYKJEOTHAHBX nap. I pyrumMu cioBamy,
npeanoJaraercss ObCTpoe ofpasoBaHHe H pa3pyllieHHe BOJAOPOAHBIX CBf3el
MeKAy OCHOBAHHSIMH KOHLEBBHIX HYKJGOTHIOB, MpHYEM C POCTOM TeMiepa-
TYpbl PaBHOBECHE CABHIaeTCst B CTOPOHY yBeJMUEHHS OTHOCHTEJbHOTO CO-
Aepxanus OTKpHThIX (GopM. ITpouecc GuicTporo o6pa3oBanHs M JHUCCOLMA-
LHH HYKJACOTHAHBIX AP Ha KOHUAX IABORHON crupann («o6TpenbiBanHe»)®
IPOHCXOAUT ropasio GhicTpee U NpH Oosee HH3KOM TemiepaType, 4eMm Tep-
MOJHHAMHYEeCKOe IJaBJeHye — PacXOKJAeHHe TsKell Aynjiexkca, W IPHBO-
AHT K yCPeAHEeHHOMY DEe30HAHCHOMY CHIHAJAy, XHMHYECKHH CABHI H NIHPUHA
KOTOPOTO ONpeesifieTcss COOTHOMIEHHEM OTKPHITHIX GopM # (opm, cTabuian-
suposannpx H-ceassimu. Ha puc. 4 npeacrasien cuektp TIMP aynaexca,
oGpasosaunoro C—C—G—G, npu 0°C. JIuHuAMH OTMeueHO pacCHHTaHHOE
MOJOKEHHe CHTHAJOB NPOTOHOB KOHUEBHX W BHyTpennux G-C-map. Ecam
NPHHSTh, UTO CABHI B CHJBHOE NOJe H YIIHPeHHe CHIHAA0B OT NPOTOHOB KOH-
ueBblx G-C-nap 00ycaoBJeHbt YyBedHUEHHEM OTHOCHTENLHOTO COAEpKaHHs

2 Or auraniickoro fraying.
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OTKPHITHIX QOpM, TO moJayyaercs, 4to npu 0° C KoHUEBbe napnl OCHOBaHHA
C—C—G—G-C—C—G—G «pacunasyens» Ha 8% [95]. Aunanoruusbii
ananus cnektpa [IMP  pynaekca, o6pasoBaHHOTO do(A—T‘—G~—C?-
A—T), npuBOAMT K BHIBOAY, 4YTO B YCJAOBHAX YCTOAUMBOCTH [BOH-
HOM cnHpaaM OCHOBaHHA KoHLeBhix A-T-map 15% BpeMenn naxomaTcst
B oTKpHTOit opme [96]. Ilpu moHHKeHHH TeMIEPATYPEl CHTHAJBL IPOTOHOB
umunorpynn A-T- u T-A-map nasyxcnupassgoro d(A—T—G—C—A—T)
CMEIaloTCs B CTOPOHY cJaboro moJisi, IpHyeM CMellleHHe CHTHAJOB MPOTO-
HOB KomueBHx A-T-map ayniexca uaGaionaerca go —30°C  (Bomno-mera-
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Puc. 4. Cnextp fMP (220 MIn) o6MenMBaIOINMXCS NPOTOHOB MMHEHOTPYNN TYaHWHOBHIX OCTAT-
KOB B JYyIVIEKCe Zzzl;zp? npu 0° C B Boge. JIWHHAMH NOKaSago PaCCYHTAHHOE NMOAOKEHHE D30~
123 4

HAHCHWX CHTHaloB NpPH YCJOBHH, 4TO CTPYKTYpa jpyxcmupansworo CpCpGpG cootsercTsyer
crpykType PHK-11 [95]

ApApGpCpUpU
Puc. 5. Cnektp SMP (220 MI'n) npoToHOB MMHHOTPYHN AYIAEKCA - -+ « + + » 0pH paziyg-
| pogrcsgraen

HbIX Temmepatypax B H;O (1M NaCl, pH 7,6 [97])

HOJIbHasA cpena), a BuyTpenHux T-A-map—gpo —20°C. Asrtopn paGoTer
[94] uutepnpernpoBasu 310, KaK yBenudenue foaH H-cBszauunx gopM npu
nonuKenuy tremneparypsl. Cornacro ux pacuerad, npu 3° C ppakuns OTKpH-
THX (opM cocraBisier A4 KoHueBnx A-T-nmap — 22,5%, suyrpenuux T-A-
nap—1,1%, a nas nenrpasnpimx G-C-map orcyrcrsyer. Ilpm noswime-
HHMH TeMIepaTypH AJisl KOMIIJIEKCOB OJIMTOHYKJIEOTHJOB JI060r0 coctaBa H
focJiel0BaTeNIbHOCTH HabMI0faeTcsl OOpPaTHHIR INPOLECC — NOCAEA0BaTENb-
HOe yBeJHMYeHHe OTHOCHTEJBHOTO COJEPKAHHHA OTKPHTHX (opM (cHavana
PACKPHIBAIOTCsi KOHIEBHE, a NOTOM BHYTDEHHHE HYKJEOTHIHBE napu) [27,
94, 95, 99, 112]. Ha puc. 5 npencrasnens cuekrpul IIMP xoMnnekca, o6pa-
3oBaHHOro A—A—G—C—U—U, Bo6aactet ¢1aforo NOJS NPH PA3HBIX TeM-
neparypax. Ilpuy 1°C mabniofaoTcss JUHHAM NOIAOIUEHHS NPOTOHOB HMHHO-
rpynn npu 13,2, 13,5 1 14,2 M.A. (KaXKIblft CHIHAJI COOTBETCTBYET ABYM HIeH-
THYHBIM DE30HAHCAM IIPOTOHOB MMHHOTDYNN SKBUBAJEHTHBIX HYKJIEOTHAHBIX
nap). C pocToM TeMuiepaTyphl Bce TPH CHIHaJla YVIIHPSIOTCA H HCUe3aloT B
clefyollleM NOPsiAKe: cHAadaka CHrHaa npH 13,2 M.A., KOTOPOMY COOTBeT-
cteyior kKonuesnie A-U-maphl, 3ateM curran npH 14,2 M. — BHYTDeHHHE
A.-U-napu wu, nakonel, curiaj npu 13,5 m.A. — nentpanvise G-C-naps
[97]. Takum o6pasom, curHasbl MeHee MPOYHBIX (32 CUET HEMOJNHOIO Cla-
puBanust) KouueBnlx A-U-map ymwupsiiorcd U ucye3aloT OHICTpee, YeM CHT-
HaIh 3KPAHHPOBAHHBIX OT NeHCTBUA pacTBOpHTeNs BHYyTpeHHux A.U- w
G-C-nap. B aynaekce d(A—T—C—C—~T—A—~T—A—G—G—A—T) nnas-
JIeHHe TaKXXe HAYHHaeTcs ¢ KOHUOB ABOHHOMA cnupasau. IlpeaBapHrenpHOro:
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NaaBaeHNs LenTpanabHoro A—T-¢pparMenra He TMPOVMCXOJHUT, T. €. NMOCJERO~
BatesqbHOCTh U3 4 A-T-nap, samumiennas G-C-mapaMH, CAHIIKOM KOpPOTKa
IJist IOKAJNbHOH AecTabHan3aunnu Aynaekca [99].

I1pH H3yueHHn TeMnepaTypHOi 3aBHCHMOCTH § HeOOMEHHBAIOUIHXCS [IPOTO-
HOB OblH onpeaeeHB Ty OTACNBHLIX HYKJEOTHIHLIX Hap AYNJEKCOB H GBUIO
TIOK23aHO, 4TO 3TH Try 3aBHCAT OT COCTABA H HOCJENOBATEJILHOCTH OCHOBAHMH,
Ilpu fucconuanun JBYXCNHPAJLHBIX OJHTOHYKJIEOTH OB, HE COAEPKAIHX KOH-
ueBnx G-C-nap—d(A—T—G—C—A—T) [51] u A—A—G—-C—-U—-U
[26], ycTORYHBOCTD HYKJIEOTHAHEIX Map BO3pacTaeT B CJIEAYIOLUleM MOPSAKE:
koHueBuie A-U(T)-napui<<suyrpenuue A-U(T)-napu<<uenrpanbunie G-C-
napel. TerjeHUHs: KOHLEBHIX Hap K <«AH(Q(depeHIHAaJAbHOMY» MJaBJIEHHIO
(1. e. 10 nuaBieHHsI OCTaJNBHOM YACTH AYNJIEKCa) CHJIBHO NOHMXKEHA AN
LyujexcoB, B KOTOPHX A.U-napu gBASIOTCS BHYTPEHHMMH, a 6oJiee NpOY-
Hele G-C-napsl — KOHUeBHMH. Tak, mas aymiekcoB C—A—U—G [111],
G—A—-G—C-G—C—-U—-C [110], d(G—G—A—A—-T—-T—C—C) [52],
d(C—As—Q) -d(C—T;—G) [27], a Takxe C—C—G—@G, B cocTaB KOTOPO-
ro Bxogar uckawunressio G- C-napsl [95], He Habumwopaercs CTYHEHYaTOR
JHccouHauuu (nepexofd cnupafb — KAyOOK HIeT MO MPHHUHIY «BCe HJIH HH-
yero» [27)) u Tp, MHAMBHAYAJNBHEIX HYKJIEOTHAHBIX Nap, onpelesteHHas ¢ No-
mompbio ITMP-cnekrpockonun (Ha HeoOMeHHBAIOUIMXCS NMPOTOHAX), COOTBET-
cTByeT T, CIHpasy, NOJYUeHHOH onTHYecKMMH MeTtozamu. C Ipyro# cropo-
HBl, YKa3aHHas TeHAEHIHs pe3ko BospacTaeT unas aymiexkca d(pT—A),: npu
5°C HyKJeoTHIHHE LHENH YAEPKHBAIOTCA TMaBHHIM 06pa30oM 3a CHET JBYX
nedtpanbibix A-T-map [100]. B HekoropoMm npoTHBOpedYHH C 3THMH HaHHBI-
MH HaXOAATCA Pe3yJbTaThl HCcegoBanua AyniekcoB A—G—G—A-U—C—
C—U u U—G—~—C—A, xonuesuie A-U-napn KOTOPHX NJAaBHJHChH NPH TOH
Ke TeMnepatype, uTo ¥ BuyTrpennue G-C-napw [59]. Ilpn onynakoBoM HyK-
JIEOTHIHOM COCTaBe M OLMHAKOBOM uMcae BHyTpenHux G-C-map B nyniaexcax
A—G—C—U n U—G—C~A, B nepBOM — KOHLEBble OCTATKH IHCCOILMHPO-
BaHBl, a Bo BropoMm —Her [59]. HakoHel, Auccoumanus KOHIEBHIX Hap
yMeHbllaeTcs NPH HAJHYHH HeCNapeHHHX (BHcAWMX) ocHoBauui [59]
[eM. Boiwe]. dra undopManus noJjesHa AJs noHuMaHus npHpoRn PHK—
PHK s3anmozneiictBuii B KJeTke. [IpH nccresoBanny Aynyexcos, o6pa3oBaH-
upix camokomnaementapupmyu d(G—G—C—C) u d(C—C—G—G), Ilarteasn
nabaonan pasjinude MeXAy XOIOM TeMIeDaTyPHBIX 3aBHCHMocTell § Heol-
MEHHBAOWUXCS NPOTOHOB BHYTpeHHUX M BHewHuX G-C-map [98]. ITo wmue-
HHIO aBTOpa, 9TH pa3NH4Hs OGYCJOBJEHHl arperaiHei AyNJIeKCOB «KOHeN B
KOHel» 3a cueT CTIKHHI-B3aUMOJACHCTBUH KOHLEBHIX Iap, NPHBOAALEH K
6onblieMy 5KPAaHHPOBAHHIO NPOTOHOB 3THX nap. B peayabTaTe cHrHaABl OT
npotoHoB Kounesuix G-C-nap nabnwpaalorcst B 6oJiee CHIBHKIX Noasix. Ilpu
HOHHKEHHH TeMIepaTyphl OHH NPOAOJXKAIOT CMELlaThCsi B CHIbHOE noJe (He
BHIXOJSl HA IJIATO), W ONpeJieJieHHast ¢ X NOMOUIBIO Tp; OKa3HBAeTCs] MEeHb-
uie, yeM T, BHyTpesHUX pap. ClefyeT OTMETHTb, 4TO HYXXHO NOJXOJHTH C
OCTOPOXKHOCTBIO K KOJHUECTBEHHBIM aCMeKTaM aHajud3a TeMIepaTypHBIX 3a-
BUCUMOCTEH, TAK KaK Tnx, ONpefeseHHble N0 TeMIEepaTyPHLIM 32BHCHMOCTSAM
CUTHAJMIOB PA3JHUHBIX HeOGMEHHBAlOIIHXCA NPOTOHOB B IIpefieslax OJHOTO H
TOTO e HYKJEOTHIHOTO OCTaTKa, HHOTAa 3aMeTHO oTanuaiorcs [7]. Omub-
Ka B onpegenenuu Ty, MeHbLIE B cayyae AYN/JIeKcoB, 06Da30BaHHBIX HecaMo-
KOMIJIEMEHTADHBIMH OJIHTOHYKJEOTHAAMH, TaK KakK B 3TOM CJydae MOXKHO
VUHUTHIBATb TeMIEepaTypHbIE 3aBHCHMOCTH TIPOTOHOB KaXKJAOH M3 demeit [27].
[Ipu onucanuu «AupPepeHiuaJbHOrO» MJIABJICHHS KOHIEBBIX HYK/JICOTHAHBIX
nap oJIHrOMepHLIX AYMIEKCOB HEKOTOPHIE aBTOPH HEONPAaBAAHHO ynorpe6.is-
10T TepMHUH «0fTpentBanHe» KoHUOB [59, 100, 110], xoTopsie oTpaxaer KH-
HeTHYecKHi 5G(dekT (CM. Bblllle) H HUKAK He CBA3aH C PaBHOBECHOH KOH-
LeHTpalMell OTKPHTHX U 3akpHTHX dopM [27]. Hanpumep, B d(C—T,—G) -
-d(C—A;—G) nMeer MecTO «06TpenniBaHHe» KOHIOB, HO AYIJeEKC NPH 3TOM
He paapylieH, a COAepKaHHE YACTHYHO DacIJiaBJEHHHX (OPM OUEHb MaJjo
(27}

Xopome#i maaocTpaudef BosMoxkHocTe#t Meroga JMP  aBasercs
pab6ora [99], B koropoit usyuaaca aymrekc d(A—T—C—C—T—A—-T—
T—A—G—G—A—T), comepxamuii oxny HexomnaeMenTapuyrwo napy T-T.
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Doiio MoKazaro, YTO TPHAEKAHYKJIEOTHI 00pasyeT Pery/sipHyi0 CTPYKTYPY,
nogobuyio JAHK B B-dopme, npHueM Hekanonuyeckas T-T-mapa He BHIXO-
nuT U3 cudpanau. MurepecHo, oarako, uto Bkpanaense T-T-napsl npHBOAUT
K 3HAYHTEJbHOMY MOHHIKEHHIO O0Uleli YCTOHUHBOCTH ABOHHOH cnupajau 3a
CueT BO3HUKHOBEHHUS [ONOJHHTENBHOIO HeCTaOHMbHOTO yyacTKa, ¢ KOTOpo-
rO, KAK BHJAHO 110 HCUE3HOBEHWIO CHTHAJOB OGMEHHBAIOIUXCS NPOTOHORB, OJ-
HOBPEMEHHO ¢ KOHHEBLIMH yYacTKaMH HaulHaeTCs NJAaBJeHHUe.

Henasuo meronom SIMP-crieKTpOCKONHH OBIJIO BIEpPBHE HCCAEIOBANO pe-
JAKCAUHOHHOEe TOBeJEHHEe PEe30HAHCOBR OOMEHUBAIOUIHXCHA HPOTOHOB OCHOBA-
HUH OJMrOMEpHOro Aymjekca — 12-3BeHHOTO pECTPUKIHOHHOrO ¢parMenrta
d(C—C—-G~-C—-A-C—-T—-G—-A-T—-G—-G) - d(C—C—~A-T--C—A—
G—T—G—C—G—G) [101]. Ananuz ckopocrell pefakcaldu H HX TeMmIie-
PaTYpPHHIX 3aBHCUMOCTEH TIO3BOJHJA PaccMOTPeTh COBEPIUEHHO HOBHIH aCHeKT
TIOReICHUS JVIJIEKCOB — KOHGOPMALHOKHBe GAYKTYAUHH cnoupanad. Driio
00HADYIKEHO OTCYTCTBHe BHYTPeHHeH AuHaMukd B [2-3BeHHOM (parMedte
HHK, o xpaiineit Mepe Bo BpeMenno#l mkage 10—100 se [101]. [Toxkasano,
UTO He NPOHUCXOJHT TMepeopHeHTAalHd OCHOBAHHH (OTHOCHTEJSbHO OCH crupa-
JIM) H 3TOT GparMeHT MOMKHO HPEACTaBHTbh KaK XeCcTKyIo majouky. Kpome
Toro, OBJIO CHeAaHo JiobonbiTHOe HaOAIOAeHHe, Kacalolieecsd MexanuaMa
PACKDHITHA OTAeJbHHIX nap ocHobaHuf. OKa3anoch, YTO NPOHCXOISIUIMA NPH
30—40°C o6MeH NPOTOHOB MMUHOTPYIN THMHHOBBIX OCTATKOB C PacTBOpH-
TeJeM He CONpoBOXKAaercss packpoitueM coceinux G-C-map. U3 sroro asro-
pat [101] 3akaouuau, 4970 CKOPOCTH cJayuaidnHoro packpruitus A-T-map B
aob6uix JHK He sapuesaT or HYKJeOTHAHON HOC/AEAOBATEABHOCTH H AJHMHBL
|, cjaenoBaTedbio, ogunakoBu aag Bcex AHK. Drtor suBoa namesn sxcme-
PHMEHTAJbHOE NOJATBEpPKACHUEe NPH U3YUEHHU PEeCTPUKIMOHHHIX ¢parmed-
roB JAHK, cocrosuux us 43 u 69 ssennen [102].

B paje palor, DOCBAUIEHHBIX HCCAEA0BAaHHIO KOMIIEKCOO6Pa30BaAHHSA OTH-
rOMepoB ¢ HoMouipio crnextpockonuu [IMP, noapo6Ho H3yueHnW KHHeTHYe-
CKHe aCNeKTH npoliecca ofMeHa NPOTOHOB UMHHOTPYNN ¢ Bojo# [24, 25, 97].
ATy AaHHBE NO3BOJIHJIM OLEHHTH BPEeMs JKM3HH NAap OCHOBAHHH B CHMpaib-
HOM KOMIIJEKCE M He3aBUCHMBIM 06Pa3oM HOJAYUHTh KHHETHUECKHE mapamer-
PH 3aPOXKIEHHS U pocTa OAHTOMepHOH nBofinoh cnupaau [25]. Paccunran-
Hble BeJIMYHHBl SHEPIHH aKTHBAlUH{, KOHCTAHTH CKODOCTH HYKJACAUWH M JHC-
COIMALHH XOPOMIO COTNACYIOTCA C COOTBETCTBYIOIUHMH [NaHHBIMM, MOJyYeH-
HbIMH JJi5 PHOOOJUTOHYKJCOTHAOB C [OMOHIBID METOAa TeMIepaTypHOTo
cxauka (pasgen V). Ofuiee onucanue npouecca o6MeHa, OTBETCTBEHHOrO 3a
yiIupeHde DE30HAHCHHIX JIHHHHA, MOXHO BEIPAa3HTh cJelyloumuMm obpazom
[24, 114]:

ky

NH, = NH, <82 .0

=~
kep

Corsacuo 3To# cxeMe, TPOTOH HMHHOTPYIINH MOXKET HaXOLHTbCS B OJIHOM
H3 Tpex COCTOSHHH: BHYTPH JBYXCNHDaJbHOH CTPYKTYpH — NH,, B OTKpHI-
Toli popme — NH, u B cocraBe Mosnexrynn H,O. PaBHoBecnas koHcTanTa
nepexona u3z H-csasarsoro (k) B cBoboanoe cocrosnue (¢), Koun=Eu/Ea.
XapaKTepPHCTHKH 3THX OOMEHHBIX NPOLECCOB ceHyac XOpOLIO H3BECTHHI
{119]. Dbinn BuiBeAeHB ypaBHeHHS, ONHCHIBAIOUINE OTHOLIEHHS MeXAY IIH-
PUHOH M NOJOXEHHeM DE30HAHCHBIX JHUHHHA JBYXCHHMPAJbHOTO KOMIJIEKCa H
cKopocTsiMu oOMeHHBIX peakuuil [52, 97, 119]. Bosee noapobHo o MexaHH3-
Me oOMeHa NIPOTOHOB HMHHOTPYNNI ¢ BO#OH cooblllaercss B pabortax [24,
119].
4, Xpomartorpads Ha KOJIOHKax

OnuronykjeoTuasl, IMMOOHJIH30BAHHBE HA HOCUTeNe, CNOCOGHE! 06paso-
BLIBATH KOMIJEKCH ¢ KOMILJIeMEHTaPHBIMH TOMOTeHHHIMH [120—122] u re-
reporeduniMu [ 121, 123] onuronykiaeorunamu (BrJyas o6pa3zoBaHHe I'HG-
puARbIX pHOOAE30KCHPHOOHYKIEOTHANBIX KoMIiekcoB) [120, 121]. B kauect-
Be HOCHTeJel HCHoJb30Bajd uessmoqaody [120, 121, 123], rekcaMerusennua-
muncedaposy [123], K KOTOPHIM KOBAJEHTHO NPHUIMBAJCS OJHIOHYKJEOTH,
7 JIDA-neamono3a, Ha KOTOPOH NPOUCXOAHJIA HeobpaTuMas copOUHs OJH-
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TOHYKJEOTHIA, KOBaJeHTHO CBA3aHHOIO C PAaCTBOPHMBIM NOJAHMePOM (MOJIH-
BHHHJIOBHIM ciHpTroM) [122]. B ycioBuax TeMnepaTypHOTO TpaiHeHTa
IPOHCXOAHT AECOPOLHA KOMIIEMEHTAPHOIO OJIHFOHYKJIEOTHAA, U IO TeMIepa-
Type BHXOJa NMHKA MOXHO NPHOJM3UTENbHO OUCHHTb YCTORYHBOCTD KOMILJIEK-
ca. [lokasaHno, uto B o6pa3oBanuu H-cBsizelt yuacTBYIOT BCe OCHOBaHHUS HM-
Mobusin3oBanHoro oauromepa [120, 121] u atoT npoilecc BHCOKOCTeIHH-
ueH: JOCTATOYHO OJHOH HeKOMILIeMEHTapHOH Mapel, 94TO0BI OJUIOHYKJICOTH)
" He copbupoBaacs [124). Xpomarorpadus Ha HOCHTENAX, HECYLIMX OJHIO-
HYKJIEOTH/B, 06CyA/IaeTcst B JUTEpPAType B OCHOBHOM KaK MeTOJ AJf Das-
JAeJICHHS OJUIOHYKJAEOTHAHBIX cMecelt [ 120—123].
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