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BBenenue

AKTYaJIbHOCTB NIPO0JIEMBbI

B mponeccax ¢ynkumonupoBanus JHK B xuBOH KiIeTKE CYIIECTBEHHYIO POJIb HTPAIOT
B3aumoseiicteus JIHK ¢ OenkoBbIMH KOMIUIEKCAaMH UM JPYTUMH JIMTaHJAMH. OTH
B3aMMOJCHCTBYS, KAK MPABUJIO, PEANIM3YIOTCS [0 IPUHLUIY «y3HABAHWS» MOJIEKYJIAMH -
JUTaHJAaMHU ONpeAeNIeHHbIX caiToB Mojekynbsl JIHK.

Cpenn wMHoxectBa BuaoB JIHK - OenkoBoro y3HaBaHMsI BBLACHSAIOT JBa
IPUHUUIINAIBHO Pa3IU4HBIX THIIA — O3TO TaK HA3bIBAEMOE <«IIPAMOE» U «HEIPSIMOE»
y3HaBaHue. B cioyuyae «mupsMoro» y3HaBaHUs O€JOK pPAclO3HAET OIpPeNeIEHHYIO
nocienosarenbHocTh nap ocHoBanuit JIHK, oOpasys ¢ ux (yHKIMOHAIBHBIMU TpyNIaMu
CeTh KOHTAKTOB, IIPUCYIIYI0 TOJBKO JAHHOW IIOCJIEJOBATEIbHOCTH HYKJIEOTUIOB H
COOTBETCTBYIOILLYI0 T€OMETPUN OEIKOBOM MOJIEKY/bl. B ciyyae ke «HenmpsiMoro» y3HaBaHUSI
U30MpaTeNbHOCTh CBsI3bIBaHUS OenkoBoi Mozekynsl ¢ JJHK ompenensiercs nokanbHbIMH U
3aBUCALIMMU OT HYKJICOTHAHOM IOCIEI0BaTEIbHOCTH KOH(GOPMAIMOHHO-INHAMHYECKUMHU
xapakrepuctukamu JIHK — TakumMu kak THOKOCTh, TE€pMOAMHAMHUYECKAs CTaOMIBHOCTH
JIBOMHOM CIIUpaNH, €€ T€OMETPHS, TOABUKHOCTD ONPEAEICHHBIX MOJIEKYJISIPHBIX TPy U T.II.
Takum 00pazoMm, 3aBUCHUMOCTH JIOKQJIBHBIX KOH()OPMAIMOHHO-TUHAMUYECKUX CBOWMCTB OT
nociaenoBarenbHocTd  nap ocHoBanud B JHK WUTpAacT BAXHEUIIYI0 pOJb IpHU
¢dbyakuunonupoBanuu Mosiekynsl [JHK B kietke. [ToaTomy, n3ydueHne KOHTEKCTHO-3aBUCUMBIX
KOH(OPMAallMOHHBIX W JAMHAMHUYecKuXx cBoicTB Moiekynsl JIHK sBnsercs onnoit wu3
BO)XHEHIINX 3a/1a4 MOJIEKYJISIPHOM OMO(U3HKH.

CymiecTByeT psii SKCIEPUMEHTAIBHBIX MOJXO00B K U3YUYEHUIO CTPYKTYpPHBIX CBOWCTB
moniekynel JIHK. [Insg wccnenoBaHust BIMSHUSA TOCIENOBATENbHOCTH HYKJIEOTHAOB Ha
koH(popmanuio JIHK npuMeHsitoTcs MeTolIbl peHTTeHOCTPYKTYpHOro aHanuza, AIMP, u UK -
CHEKTPOCKONUH. DKCIEpUMEHTAIbHbBIE JaHHble 0 THOKocTH MoJekyiasl JIHK momydator mpu
MIOMOIIM aHaJIM3a €€ MOJABIXKHOCTH B Tesie u uccnenys pacueruienue JJHK HecnenudpuuasiMu
SHJIOHYKJICa3aMH, & U3MECHEHHS T€OMETPUHU Majiol 00po3aKu JBoMHON crimpanu Baojab JJHK
M3Yy4al0T METOAAMH XUMUYECKOTO PACHICIICHUSI MOJIEKYJIbl THAPOKCHIIBHBIMH pPaJuKagaMu U

APYruMHu XUMHUYCCKUMHU arCcHTaMU.



[Ipy moMouM NepeyrcIeHHBIX 3KCIEPUMEHTANBHBIX METOJUK JOCTAaTOYHO CJIOKHO
U3BJIeYb MHPOPMALMIO O JTUHAMHYECKHX XapaKTepUCTUKax Hu3ydaeMbix ¢parmentor JHK.
31ech Ha MOMOIIb MPUXOIAT METOJAbl MOJIEKYJISIPHOTO MOJEIUPOBAHUSA: MOJIEKYJIIpHas
JuHaMuKa, metol MonTe-Kapiio, a Takke KBaHTOBO-XMMUYECKUE PACUETHI.

B HnctutyTre MonekynsapHoi 6nosorun PAH B HacTositiee Bpemsi pa3BUBAETCSI HOBBII
OKCIEPUMEHTAIBHBIA METO/, TO3BOJIAIONIMI HU3y4aThb KOH(OPMALMOHHO-INHAMHYECKHUE
ceoricrtea nBorHOoM cnupanmu JHK. Meron ocHOBaH Ha aHamu3e KapTUH pPacIlEIUICHUs
dbparmentoB JIHK mox nmeiictBueM yibTpa3ByKa BBICOKOWM WHTEHCHBHOCTH. KoHTEKcTHas
cnenuUYHOCTh pAacUICIUICHUs, TO €eCTh 3aBHUCHUMOCTh Mpoduiiell  yIbTpa3ByKOBOTO
pacmerienus pparmentoB JJHK oT WX HYKJICOTHUAHON IMOCIIEIOBATEILHOCTH, ITO3BOJISICT
M3y4yaTh BIMSHUE MOCIEI0BATEILHOCTH Map ocHoBaHui B [JHK Ha ee cTpykTypHBIE CBOIICTBA
B MacIiiTadax OT HECKOJBKUX JIECATKOB JI0 COTEH HYKJIEOTH/IOB.

SIBnenne KOHTEKCTHOM crieruuyHocTy pa3psiBoB JJHK mon neiictBuem ynpTpasByka
IIPEACTABISIET HECOMHEHHBIM HAy4dHbIM MHTEPEC KaK JIONOJHMTEIBHBIA  MCTOYHUK
uHpOpMaIMKM O KOHTEKCTHO-3aBUCHUMBIX xapakrepuctukax J|HK. Tem He Mmenee, ¢usnka
3TOTO ABJICHUS IPAKTUYECKU HE U3YUE€HA, UTO BbI3BIBAET CEPbE3HBIE TPYJHOCTH IIPHU MOMBITKE
MHTEPIPETALMH MOJYYEHHBIX PE3yIbTaTOB.

Ananus u moaenupoBanue pacmerienus JJHK ynbprpasBykoMm, KOTOPBIM MOCBSIIIEHA
JaHHas paboTa, HEOOXOIMMBI T O0Jee TIIyOOKOT0 UCCen0Banusl (PU3UKU ITOTO TpoIecca ¢
LEIbI0 JANbHEHIIEro NMPUMEHEHHS W Pa3BUTHS OCHOBAHHOIO HA 3TOM SBICHHH METOJE

U3y4eHHs KoH(OpMaIMOHHO-TnHaMuueckux cBoiictB JJHK.

enun u 3aga4n 1MccepTalMOHHON PadoThI

I{enpr0 JAHHOT'O UCCIIENOBAHMUS SIBIIIIOCH BBISIBIICHHE OCHOBHBIX 3aKOHOMEPHOCTEN IIpolecca
pacwerienuss JIHK mon nelictBueM ynbTpasByka, pa3zpaboTka (QHU3MYECKHX MOJENEeH,
AZICKBATHO OIIMCBIBAIOIIUX XAPAKTCPHBIC 0COOEHHOCTH DJTOr0 SBIECHUA U IMIPUMCHCHUC
NOJIY4EeHHBIX JaHHBIX 1o pacmeruienuto JJHK misa ananuza ¢pynkunonansasix yuactkos JJHK

YCJI0BCKaA. I[J'I}I JOCTHKEHMS ITHX HeJIek peIAINCh CICAYIOIINE OCHOBHBIC 3a1a1u:

- YCTaHOBUTH XapakTepHble ocoOeHHocTH pacuerienus JJHK ynpTpasBykowm;
- IPOBECTH aHAJIU3 KOHTEKCTHON CIeNM(UIHOCTH PaCIEIUICHUS;
- pa3paboTaTh MOJIeJIb, ONUCHIBAIONIYIO Tpolecc pacieruieHus gpparmentos JIHK;

- CPAaBHHUTH IMOJYUYCHHBIC TCOPETHUYCCKUEC PEIYIIbTATEI C SKCIICPUMCHTAIbHBIMU,;
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- pa3pa60TaTL MOJCJIb, KAYCCTBCHHO OIMMCBHIBAIOIIYIO ABJICHHUC KOHTEKCTHOM CHCLII/I(I)I/I‘IHOCTI/I
pacweruienus JJHK ynprpazBykom.
- HCCJIEI0BaTh OCOOEHHOCTH TEOPETUYECKHX INPOQHICH YIbTPa3ByKOBOIO paclLIeNICHUs,

MOCTPOEHHBIX 11 MPOMOTOPHBIX nocienoBarenbHocTeit JIHK denoseka.

Ha 3alIUTY BBIHOCATCH CJICAYIOINUE MOJOKEHUSN U PE3YJIbTAThI:

- MOJIy4€Hbl OTHOCUTEIbHBIE YAaCTOThI YIbTpa3ByKoBOro pacuienienus gparmentos JJHK B
I~ U TETPAHYKJICOTUIHOM NPUOIMKEHUH;

- BBISIBJICHO YBEJIMUEHHUE CTEIICHU YJILTPA3BYKOBOTO pacuieruieHus GpochoamdGpupHoii cBsi3y,
CJICAYIONICH 3a Je30KCUIIUTHINHOM (B HampaBjieHuu oT 5° k 3° koHIy ¢pparmenta JJHK);

- MpeUIoKeH HOAX0A K MojenupoBaHuio mponecca pacmervienus JHK mox neiictBuem
KaBUTAIIMOHHBIX 3(P(EKTOB, KOTOPBIM IO3BOJSET ONMCATh XapaKTEepPHbIE OCOOCHHOCTU
HaO0JII0JaeMOT0 pacUIeIIICHUS;

- pa3paboTaHa MOJEJb, IO3BOJSIONIAs KAuyeCTBEHHO OIMCATh SBJIEHUE KOHTEKCTHOU
creuu(UIHOCTH yIbTPA3BYKOBOI'O PACILEIUICHUS;

- NPOJEMOHCTPUPOBAHA BO3MOXHOCTb INPUMEHEHHS IOJTYYEHHBIX OTHOCHUTEIBHBIX YaCTOT

YJIBTPa3BYKOBOTO PACILEIUICHHs U1 aHaIM3a IPOMOTOpHBbIX yyacTkoB /IHK uenosexa.

Anpodanusi pe3yJbTaTOB ANCCEPTANMOHHON padoThl

[lo marepumanam muccepTaluu ONMyOJWKOBAaHO 7 HAy4yHBIX paOOT, W3 HUX 5 cTaTedl B
perieH3upyeMbIx HaydHbIx xkypHaitax BAK Poccun:

«buodpuzukarn, «Kypnan Cmpykmypuoii Xumuu», «Journal of Biomolecular Structure &
Dynamics», «In collection: NATO Science for Peace and Security Series B: Physics and
Biophysics, Nanomaterials for Application in Medicine and Biology», «Biophysical

Journaly.

OcCHOBHBIE pe3yNbTaThl HCCIEAOBAaHHM, IpEACTaBICHHbIE B JHCCEPTALMOHHOW paboTe,
JIOKJIA/IBIBAITUCH HA CIIEAYIONIMX MEXIYHAPOTHBIX U POCCHACKAX KOH(PEPEHITHSIX:

13-0if MexayHapoaHOW KoHbepeHuun «Martemaruka, KommbloTep, oOpaszoBanue. (lyOHa
2006), 15-oi1 MexayHapoaHOW KoHpepeHmnu «MaTeMaTHKa, KOMITBIOTEp, OOpa30BaHUE)
(dy6na, 2008), 17 -oii wmexayHapogHoW KoH(pepeHIUMH «MaremaTuka, KOMIIBIOTED,

obpazoBanme» (yona, 2010) u 15-om Cumnosuyme 10 MEKMOJCKYIIPHOMY
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B3anMojieiicTBuio U koHpopmanusm wmoiekyn (IlerpozaBoack, 2010), The second Saint-
Petersburg International Conference on NanoBio Technologies, (NanoBio' 08, Canxt
[Terepoypr, Poccus, 2008), 7" EBSA European Biophysics Congress, (EBSA, I'enys,
Wramus, 2009), Solvation and Ionic Effects in Biomolecules: Theory to Experiment,
(laxxanzop, Apmenus, 2010).

Criucok omyOIMKOBAaHHBIX CTAaTed MO TeMe JUCCepTallMU NPHUBENEH B KOHIIE HACTOSIIETO

aBTopedepara.

Hay4yHasi HOBM3HA U IPAKTHYECKAsl 3HAYUMOCTb PadoThI

Bce mpencraBicHHBIE BBINIE PE3YNIBTATHI MOJYYCHBI BIEpBbIC. [IpenioKeHHBIA MOAXO0I K
monenupoBanuto pacuerienus JJHK mox aeiictBuem ynpTpasByKa BHICOKOM MHTEHCUBHOCTH
MO3BOJIIET ONHUCATh XapaKTEpHbIe OCOOCHHOCTH YibTpa3BykoBoro pacierienus JIHK.
BrisiBieHHas KOppENSAlUsS OTHOCHUTEIBHBIX YacTOT YJIBTPA3BYKOBOTO PpACHICTUICHUS C
UMEIONUMHUCS B JINTEPAType JAaHHBIMH O KOH(POPMAIIMOHHOW MOABMKHOCTH JIE30KCUPHO03bI
MO3BOJIAET TOCTPOUTH MOJETb, KAYECTBEHHO OIMCHIBAIOIIYIO SIBJICHHE KOHTEKCTHOM
cneruduynocT pacuieruienus JJHK. B cooTBeTcTBUY ¢ MpeanokeHHON MOJIENbI0, pa3Inyue
B OTHOCHUTEIILHBIX CTEIICHSX YIbTPa3BYKOBOTO PACHICTUICHUS SBISETCS CICACTBHEM OTIIMIHS
KOH(OPMAIIMOHHON JAMHAMHUKU J1€30KCUPHOO3HBIX Tpynn caxapodocdarnoro ocrora JJHK.
Takum 00pa3oM, OTHOCHUTENbHBIE YaCTOTHl YIbTPA3BYKOBOTO pacIleNIeHHUs, IO Bcel
BUJIUMOCTH, TO3BOJISIFOT OMKCHIBATh BIUSHUE HYKJICOTUAHOW mocinenoarenbHocTd JJHK Ha
MOJABUKHOCTh  ONPENETCHHBIX y4acTKoB caxapodocdarnoro octoBa. [lomydueHHbIE
pe3yabTaThl MOTYT OBITH UCIIOJIB30BAHBI 1)1 BhISBIEHUS (QyHKIIMOHATBHBIX caiiToB JJHK mpu

aHaJn3€ T€HOMHBIX MOCJIEI0BAaTEILHOCTEIA.

JIM4HBIA BKJIaJ aBTOPA

Bce pesynbTaThl OpUTrHHAIBHBIX TEOPETHUUYECKUX HCCIEAOBAHUM IMOJYYEHBI JUYHO aBTOPOM,
au00 TpU €ro HEMOCPEACTBEHHOM YyUYaCTUU. OKCIEPUMEHTAIbHBIE PE3yJIbTaThl OBLIH
nonydeHsl B Jsaboparopun JIHK-OenkoBeix B3ammosmenicTBuii MHCTUTYTa MOJEKYJISIPHOM

6uonoruu uMm. B.A. Durensrapara PAH k.x.H. C.JI. 'poxoBckum.



CTpykKTypa u 00beM QuccepTaAlUT

Huccepranmonnas paboTa COCTOUT W3 BBEJICHUS, ISATH TJaB U 3akiroueHus. Kaxmas riaBa
cHaO)keHa KpaTKOMl aHHOTAIMEl, COCTOUT M3 HECKOJIbKHX Pa3/esioB U 3aKiioueHus. B koHie
paboTel mpuBeneH OubOIMOrpaduUuUecKuil CIHMCOK HCIONb3yeMOIl JHUTEepaTypbl M CIHCOK
nyonukanuii aBropa mo Teme auccepranuu. [lomHBIE 00BEM AHMCCEPTAIIMOHHOW pPabOTHI

cocraiseT 90 crpanul, Bkitodas 30 pUCyHKOB.



I'naBa 1. J/IuteparypHbiid 0030p

1.1. IToaxoabl K M3y4YeHHI0 KOHTEKCTHO-3aBUCUMBbIX (pusuko-xummnueckux cpoiicts JJTHK

B Hacrosimiee Bpems 1 KOMIBIOTEPHOTO aHallM3a CTalM JIOCTYIHBI HYKJIEOTHIHbBIE
MOCJIEZI0BATEIbHOCTH T€HOMOB MHOKECTBAa OpPraHuM3MOB. boublioe 3HadeHHe MpuoOpeTaeT
pazBuTue  3(G(EKTUBHBIX  METOJIOB OoOHapyXeHUS (b yHKIIMOHATIBHBIX caiToB
pacumdpoBaHHBIX mocienoBarensHocTel [Liolios et al, 2006; Wang et al, 2006]. HecmoTps
Ha 3HAYMTENbHBIC YCIEXW METOJ0B OumoMH(OpMATHKH, 3aJadya TOYHOTO ONpPEACICHHS
PEryJIATOPHBIX YYacCTKOB B TE€HOME OCTAe€TCSl OJHOM M3 BAXKHEUMIIMX B MOJIEKYJISPHOU
6uonorun. OnpeaeneHue npomMoTopHbIx odnacreit B JIHK, To ecTh y4acTKOB, OTBEUAIOLIUX 32
PEryNanui0 paboThl TEHOB, BAXXHO HE TOJBKO A7l OOHApY»KEHHS HOBBIX T'€HOB, HO M JUIS
JoKanu3auu o0siacTeil TeHoMa, B KOTOPBIX CIeAyeT MPOBOAMUTH JKCHEPUMEHTAIbHBIN U

TEOPETUYECKHIA TOUCK CATOB, HANOOJIee BAKHBIX JUISl PETYJISIIUH TPAHCKPHIILINH.

M3BecTHO, uTO cBoiicTBa mnpomoTopHbIX ywyacTkoB JIHK, kak mnpaBmwiio, CHIIBHO
OTJIMYAIOTCSI OT CBOMCTB Apyrux obmacted renoma [Florquin et al, 2005]. BompmmHcTBO
CYLIECTBYIOIIUX AJTOPUTMOB IOMCKAa IMPOMOTOPHBIX YYaCTKOB B I'€HOMax OIHpPArOTCs Ha
CBOMCTBa HYKJICOTH/IHBIX MOCJIEI0BATEIbHOCTEN YK€ M3BECTHBIX IPOMOTOPOB U UCHOJB3YIOT
TaKMe METOJbl, KaK JIMCKPUMHHAHTHBIM aHaiu3, Lend MapkoBa M HUCKYCCTBEHHbIE
HelipoHHble cetn [Sonnenburg et al, 2006]. IIporpammsl, peanu3yronye aaropuTMbl TaKOTO
pona, TpeOyroT Ooibiine OOBEMbI JAaHHBIX IS «OOydeHUs», U SBISAIOTCS 3a4acTyIo
OpUEHTUPOBAHHBIMU Ha ONPEICIICHHbIM BHUJ OpPraHM3MOB, a TaKXe JaJeKo He Bcerjaa
CIOCOOHBI OBICTPO paboTaTh NMPHU aHAIM3E Ha YpPOBHE Ienoro reHoma [Bajic et al, 2004;

Sonnenburg et al, 2006].

B mocnegnue rojpl yCHemHO pa3BUBAIOTCS HOBbIE MOAXOMABI K MOUCKY PEryIsTOPHBIX
Y4acCTKOB B T€HOMaX, OCHOBAHHBIE Ha MCIOJIb30BAHUU JAHHBIX O KOHTEKCTHON 3aBUCHUMOCTHU
pasnnyHbIX ¢pusuko-xuMudeckux xapakrepuctuk JIHK [Florquin et al, 2005; Abelev et al,
2008; Dineen et al, 2009]. OcHOBHOI Haeell TaKUX MOAXOMAOB SIBISETCS TEOPETHUECKOE
MOCTPOEHNE U MOCIEAYIOMNA aHaau3 mpoduiis, XapakTepusyoliero n3Mmenenne snonb JJHK
oTpeieNIeHHOro (PU3NKO-XUMHUYECKOTo napamerpa. [Ipu 3ToM ucnosnb3yroTcs caMble pa3Hble

nokanbHble xapaktepuctuku JIHK — ruGkocTs, sHeprust CTOKMHTa, TeMIepaTypa IUIaBJIeHus U



MHOTHE Jpyrue. 3aBUCHUMOCTh HCIONb3YyeMbIX Qu3nueckux xapakrepuctuk JIHK or
HYKJICOTHHOHM IOCIEI0BATENbHOCTH, KaK MPABWIIO, ONKCHIBACTCS B pamMKax AHW-, TPH-, H
TETPAaHYKJICOTUAHBIX MpuOmmKeHnid. CyIIECTBEHHYIO POJIb UTPAaeT BBIPOXKICHHOCTh TaKHX
«hu3MYecCKuX  KOIOB» IO  HYKICOTHIHOM  mocienoBatenbHoctn  JIHK:  pasuble
IOCJICZIOBATEIEHOCTH MOTYT TPHBOAUTH K CXOXKUM HPOPUISIM HM3MEHEHUS JIOKAIBHOTO
crpykrypaoro mnapamerpa JIHK. BrIposkaeHHOCTH Takoro poja MO3BOJIET MHPEIJIOKHUTH
HOBBIC KpPUTEpPUH I aHanu3a (yHKIMOHAJIBHBIX y4dacTKoB reHoma [Parker et al, 2009].
OnucanHbIe TIOJXO/bI MIPEACTABISIOT COO0M BaKHOE JOMOTHEHNUE K OOIICTIPUHATHIM METOAAM

OMOMH(OPMATHKH.

CrouT OTMETUTb, 4YTO TMPU ONHUCAHUU XAPAKTEPHBIX CBOICTB pEryJIATOPHBIX
nocienosarenbHocTedl JIHK pasnuunbie GU3NKO-XUMHUECKHE XapaKTEPUCTUKUA MOJICKYJIbl B
OTpeIeIEHHOM CMBICIE MOTYT AONONHATH JIpyr Apyra [Florquin et al, 2005]. B mpomeccax
B3aumozeiicteus JJHK ¢ perynaropHbIME U CTpYKTYypHBIMU O€lIKaMH Ba)KHYIO POJIb HTPAIOT
JIOKaJIbHbIE KOHPOPMAIIMOHHO-TUHAMUYECKHE XapakTepucTiuku moinekynsl JJHK: B koneunom
uTOTe OEJNOK «y3HAeT» HE OMpENEJCHHYIO TMOociieoBaTeabHOCTh nap ocHoBanuil B JIHK, a
CTPYKTYpPY MOJIEKYJIbI, KaK PAaBUJIO, MEHSS €€ JIOKAIbHYIO0 reoMeTpHio. ONucaHo MHOXKECTBO
BapuanToB JIHK-6enkoBoro y3unaBanus [Becker et al, 2006; Rohs et al, 2009], u nnst pa3HbIx
KJIACCOB OENKOB KIIIOYEBBIMU (DaKTOpaMH, OIPEACNISIOUMMHA «IIPOYHOCTb» CBS3bIBAHUA,
MOryT OBITH caMmble pa3Hble JokaibHble Xapakrtepuctuku JIHK: rubkocts, reomerpus
CIUpaU, CTaOUIBLHOCTh IYIJIEKCA, MOJBMYKHOCTH OIpPENEICHHBIX MOJEKYJISPHBIX IPyNm U
t.0. Kak wu3BectHo, Bce 3t mapamerpsl B JHK 3aBucat ot HykneotuaHoR
MOCNIE0BATENbHOCTH,  IPUYEM  BJIMSHHE  IOCJIEIOBATEIbHOCTM  HAa  JIOKAJbHbIE
xapakrepuctuku JJHK MoxeT BBIXOIUTH Najeko 3a paMKU JH- U TETPAHYKJIEOTHUIHOIO
omucanusa [Faiger et al, 2006]. Takum o0Opa3oM, CIOKHOCTHP U MHOTOOOpa3ue IMPOIEeCCOB
PETyJISIHMY TeHETHYECKOM IKCIIpeccu TpeOyIoT yuéTa HEOAHOPOAHOCTH PA3HbBIX (PU3MUYECKHX
napamerpoB MoJekynbl JIHK npu onmcanum xapakTepHbBIX CBONCTB €€ (YHKIIMOHAJIBHBIX

CauTOoB.



Ocob6ennoctn  JIHK-GenkoBbIX B3auMOJEHCTBUH, Kak MpaBWIO, HU3Y4YalOTCs Ha
MOJEIIBHBIX cucTeMax. [IpuMepom Takoi MOAEIBHON CUCTEMBI, aHAIM3Y KOTOPOH IOCBSALIEHO
MHOKECTBO paboT, SIBISIETCS CHUCTeMa PETYISIIHUH dKcrpeccun Oakrtepuodara ssmOga —

(manee — A—dara) [Becker et al, 2006].

Ha pucynke 1.1. mpuBeneHa cTpykTypa KOMIUIEKca OeliKa-penpeccopa CUCTEMbI PeryIsiuu

sKcnpeccun A—dara ¢ oneparopubiM yuactkom JIHK.

Puc. 1.1. Cmpyxmypa komnaexca benka-penpeccopa ¢ onepamopuvim yuacmxom JHK A—
Gaca, nomyyennas mMemoooM peHmM2eHOCMPYKMYpHO20 aunanusa. Paspewenue cmpyxmypol

1.8 A, ee k00 6 6asze oannvix NDB (http://ndbserver.rutgers.edu/): PDR0I10.

Kak BuAHO U3 pHCYHKa, AAHHBIH KOMIUIEKC XapaKTepU3yeTcs HaJMYHEM JIBYX
yuacTtkoB /IHK, B KOTOpBIX UMeIOTCA crieruduueckie KOHTaKThl ¢ MOJIEKYJI0i Oenka. Mexny
HUMHU HaxXOAWTCA LEHTPAJIBHBIM Y4acTOK, HE BCTYMNAIOIIHUN B IMPSAMOE B3aUMOJEHCTBHE C
OETTKOBBIM KOMILIEKCOM. BbIIO MOKa3aHO, YTO KOHCTaHTa 00pa30BaHUS JaHHOTO KOMILIEKCA
CYILIECTBEHHBIM 00pa3oM 3aBHUCUT OT HYKJICOTHAHOM IOCIEA0BATEIbHOCTH LIEHTPAIbHON
YacTH OINEpPaTOpPHOrO YydacTKa: NpPU BHECEHMM TOYEYHBIX MyTallMi B JaHHYIO 00JIacTh
KOHCTaHTa CBS3BIBAHMSI MOXKET H3MEHAThCS B jAecATku pa3. OcobeHHOCTH 00pa3zoBaHus

JaHHOTI'O KOMIUICKCA ABJISIIOTCA XAPAKTCPHLIMU IJId TAK HA3bIBACMOI'0 «HCHOPSAMOIO» THUIIA
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JIHK-GenkoBoro y3HaBaHus. BbUTO MOKa3aHO, YTO CYLIECTBEHHOE BJIMSHHUE Ha BEIHUUHY
KOHCTaHTBI 00pa30BaHUs JAHHOTO KOMIUIEKCA OKA3bIBAIOT OMpPEeICHHbIE KOHPOPMALIMOHHO-

JTUHAMHYECKHE CBOMCTBA IICHTPAIIBHON YacTH oreparopHoro ydactka [Becker et al, 2006].

Koncranra peakmuu obpazoBanus JIHK-GenkoBoro komruiekca MOXKET OBITH ONKCaHA B
paMKax paBHOBECHOM TEPMOJMHAMHUKU:

AF

K~e T (1.1),
rae K — koHcTaHTa paBHOBecus peakuuu oopazoBanus JJHK-6enkoBoro xomekca,

AF — wu3MeHeHWe CBOOOJHON JHEPrUM CHUCTEMBl IMPU OOpa30BaHWU KOMIUICKCA, k —
nocrosinHas bonbumana, 7 — abcomoTHas Temieparypa. [Ipu pacuere usmeHeHus: cBOOOIHOM
SHEPruM, Kak MpaBWIIO, MPEHEOPEraloT M3MEHEHUSMH B CTPYKType OCIKOBOW MOJIEKYIHI.
OOIenpUHATHIM SBJISIETCA MPEINOII0KEHUE O TOM, YTO Ha CTaIUU «y3HABaHH», H3MEHEHUS
KoH(popManuy OETKOBOW MOJICKYIIbI, KaK MPABHIIO, 3HAYUTEIILHO MEHBIIE, YeM HU3MEHEHUS,

npoucxozsamue B ctpykrype JAHK, uTo MoKeT BbIpa)k€HO ClIe1yIOIIUM 00pa3oM:
AF:AEDNA - TASDNA +V (1 2),

rae AEpy4 — U3MEHEHUE dHEpPruu, cBsizanHoe ¢ m3MeHeHueM koHpopmanuu JIHK, ASpys —
m3menenue sHrporuu JIHK, a V' — norenumansHas sHeprusi B3aumopernctsus JHK c¢
OenkoBoi Mosekynoi. Takum 0Opa3om, U3MEHEHUE CBOOOTHOM SHEPTHH CUCTEMBI B TJAHHOM
NpUOJIMKEHUN — OTIpe/ieNiieTcs TpeMs OCHOBHBIMH  (daktopamu. [lpum wuccienoBanuu
cneunduynoctn obpasosanus JIHK — OenxoBoro xommiekca (Hampumep — IIpH
MCCJIEI0BAHUM BIIUSHUS MOCIEA0BATEIbHOCTH LIEHTPAIbHOM YacTH ONEpaTOPHOIO y4acTKa Ha
3¢ (PeKTUBHOCT, O00pa30BaHUU KOMILIEKCA PEMPEeccop-oneparop), YacTo HCIOJB3YeTCs
CIEeMyIOIIee MPEANOoI0KEeHNEe, KOTOPOE YCTaHABIMBACT HEPAPXHUI0 TEPEUYHCICHHBIX BBIIIE
daktopoB. BzaumoneiictBue Oenka ¢ wmosekynor JIHK mpuBoguTr K H3MEHEHHIO
koHpopmanmu JIHK. BenuunHa KOHCTaHTBI 00pa3oBaHUs KOMIUIEKcAa I JaHHOU
HYKJICOTHUIHOM MOCJIEI0BATENIHOCTH ONEPATOPHOTO y4acTKa 3aBUCHUT OT YHEPreTUUYECKOTO U
SHTPONHUIHOTO Oapbepa, KOTOphIE HYXHO «mpeoaonetb» ansa mepexoma JHK B manmyro
koHpopMmanuto. To ecTh TNOTEHIMANbHAsE DSHEPTHS  B3aWMMOJICHCTBUSI  OTNPEACIISCT
ontuManbHytl0 koHpopmamumio JHK B xommiekce, a BemuuuHbl AEpyy U ASpng
OTIPENIETISIOTCSI UCXOI M3 0OCOOCHHOCTEN TaHHON KOH(MOpPMAIINH, a TaKKe KOH(OPMAITMOHHO-

auHamudeckux cpoiictB JHK 115 manHOM MOCIIe10BATEIIFHOCTH.
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Hns onpenenenust BenuuuH AEpyy 1 ASpn4 , Kak MPaBUIIO, UCTIONB3YIOTCS JaHHBIE O
KoH(popmannonHoit noxsuwxHocTH [IHK, momyueHHble W3 aHanmM3a KpUCTALIOTpaduyuecKux
JaHHBIX U1 CBOOOJHBIX U cBs3aHHBIX osuronykineotunoB JIHK, nanueix SAMP u
pE3yJIbTaTOB KOMIBIOTEpHOro Moaenuposanus. [Ipu onucannn crpykrypst JJHK nocrarouno
4acTO MPUMEHSIETCS MPUOJIMKEHHUE KECTKUX Iap OCHOBAaHUM — B TakoM ciydae, JOKajbHas
koHpopmauus JIHK ompenensiercs miecteio mapamMeTpamMu — TpeMs YIVIOBBIMH U TpeMs
TPAHCISIMUOHHBIMU, KOTOPbIE XAPAKTEPU3YIOT OTHOCUTEIBHOE PACIOJIOKEHUE IBYX MOIPSL

UAYIMX nap ocHoBaHui (cM. Puc. 1.2).

CABHUT CKOJIB2KCHHUC noasrECM

= T A

HAaKJI0H BpaImicHHUEC IIOBOPOT

Puc.1.2. Kongopmayuonnvie napamempur J{HK, ucnonvszyemvie npu ananusze cmpyKmypHuix

ceoticme JIHK 6 npubauscenuu sxcecmkux nap oCHOBAHU.

OJeMeHTapHbIM 3BEHOM JJIs aHajiM3a B TakoM HNPUOJIMKEHUU  SIBIISETCS
JUHYKJIEOTUIHBIN Onok. YuuteiBas cummerpuio /IHK, Bo3moxub! 10 pa3auyHbIX THUIIOB

JTUHYKJICOTUIHBIX OJIOKOB:
AA (TT), AC (GT), AG (CT), AT, CA (TG), CC (GG), CG, GA (TC), GC, TA,

B ckoOkax yka3aHbl KOMILJIEMEHTApHbIE AUHYKJIECOTHU]IBI B MPOTHUBOIIOJIOKHOMN IIeNH
JIHK, To ecTh B nanHOM citydae 6110k AA u 650k TT B BUIy CHMMETpUHU MIPEICTABISAIOT OJIUH

Y TOT K€ JUHYKJICOTHUIHBIN 070K aBoitHOM crmpanu JTHK.

AHanm3upys JaHHBIE 0 KOH(OPMAIMH PA3IUYHBIX OJUTOHYKICOTHIIOB, ISl KOKIOTO
JTUHYKJICOTHIHOTO OJIOKAa HAXOIAT CPEJHHE 3HAYCHHUS CTPYKTYPHBIX MapaMeTpoOB, a TaKKe
3HaYeHUs KOHCTAHT MECTKOCTH, KOTOphle B TapMOHMYECKOM MPUOIMKEHUH OMHCHIBAIOT
HHEPreTUYECKUe acmeKThl AedopMalu AuHyKiIeoTuaHoro 61oka [Fujii et al, 2007; Olson et
al, 1998]. IlomydyeHHble 3HAUEHUS HCHOJB3YIOT JJS BBIYUCICHUS SHEPreTUYECKUX U

SHTpONHIHBIX OapbepoB nedopmaruu JJHK B komIiekcax ¢ pa3muyHbIME OCJIKaMU C IEJTbIO
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omucaHus HaOmomaemont creuuduuHoct cBsi3biBaHus [Becker et al, 2006]. B paGore
[Koudelka, 1998] moka3zano, Hampumep, YTO KOHCTAHTa CBSI3BIBAHUS OeiKa-pernpeccopa ¢
OTIEPATOPHBIM yYACTKOM 3HAYUMO KOPPEITUPYET C BEIHMYMHOW TOPCHOHHOU IOIBUKHOCTH
[EHTPAIBHBIX  JUHYKICOTUIHBIX  OJOKOB (TO ecTb ¢ BEIMYMHON, OOpaTHO
NPOTIOPIIMOHATIBHON KECTKOCTH 110 OTHOIICHHIO K W3MEHEHUIO YIJIa OTHOCHUTEIBHOTO
MOBOpOTa map ocHoBaHMH (cM. Puc. 1.2.)) a Takke co 3HAYCHHUSIMHU YTJIOB TTOBOpOTa (twist) B

JlaHHOM caiiTe mis cBoboanon JTHK.

HccnenoBanue 3aBucuMocTy KoH(popmannoHHo-quHamuueckux napamerpos JJHK (To
€CTh TapaMeTPOB, XapPaKTEPHU3YIOIMUX KaK PAaBHOBECHYIO JIOKaIbHYIO KoH(popMmarmioo JTHK,
TaK M CIIOCOOHOCTh K €€ HW3MEHEHHWIO) OT TIOCJICIOBATCIIbHOCTEH Iap OCHOBAaHWM, Kak
MIPABHUJIO, IPOBOJAT B paMKaXx J¥- U TETPAHYKJICOTUIHBIX puOmmKkeHuii. [lokazano, 9ro Tumn
Ommkalllux 1O I[eNu  HYKICOTHUIOB  OKa3blBa€T  CYIIECTBEHHOE  BJIMSHHE  Ha
KOH(OPMalMOHHYIO TUHAMUKY nuHykieoTuanbix 6mokos JIHK [Dixit et al, 2005; Fujii et al,
2007]. Crour OTMETUTb, YTO PE3YNbTATHI, IOJYYEHHbIE PpA3IUYHBIMU METOJAMHU
WCCJICIOBAHMSI CTPYKTYPHBIX CBOKMCTB, JAJICKO HE BCETJIA COTIACYIOTCS KOJUYECTBEHHO, YTO
NPUBOJIUT K JIOTMOJHHUTEIHHBIM CIIOKHOCTSM. TeM He MeHee, CYIIeCTBYyeT oOrmas
3aKOHOMEPHOCTh, BBISIBJICHHAs MpH aHaiIu3e CTPYKTypHbIX cBoiictB JIHK paznuunbiMu
METOJJaMH Ha JUHYKJICOTUIHOM YPOBHE OIUCAaHUS, KOTOpas MOXeT ObITh OMucaHa

cnenyromum obpazom: D (PyPu) > D (PuPu) > D (PuPy),

rae noj D moHMMaeTcs oOmias IMOABMKHOCTh JUHYKJICOTHAHOTO Oioka (BeaudrHa,
IPONOpLUHOHATIbHAS 00BeMY KOH()OPMAIIMOHHOI'O MPOCTPAaHCTBa), Py — mUpUMHUINH, TO €CTh
Hykieotuna C mmun T, a Pu — nypun — 10 ecth Hykineotua A wiu G [Fujii et al, 2007].
[TocnenoBarenbHOoCcTh PyPu otBeuaer nunykieotuaHomy Oioky JIHK, B kortopom B

HaIpaBJI€HUU OT 5’ K 3’ KOHILY IIENHU 3a TUPUMHUIUHOM CJIEAYET MyPHUH.

Ba)KHO OTMETHUTH, UYTO CyHIeCTBYIOH_[I/IX JaHHBIX peHTFeHOCTPYKTypHOFO aHaJIin3a n
SAMP wne pocrarouno s wuccinenoBaHus 3¢dexToB mocnegoarenbHoctn JIHK Ha
KOH(OPMAIIMOHHYIO TUHAMHKY Ha TETPaHYKJICOTUTHOM YPOBHE, IIOATOMY JJISl ATOM IENH, KaK
MPABUIIO, MCIOIB3YIOTCS pe3yibTaThl KOMIBIOTEpHOro MoaenupoBanus [Dixit et al, 2005;

Fujii et al, 2007; Packer et al, 2000].

Bo muorux cnywasx cssbiBanus Oenka ¢ JIHK umeer mecto cuibHBI HM3rub
monekynsl JIHK. Ha pucynke 1.3 npuBenena crpykrypa kommiekca JIHK ¢ TATA -
ces3piBatomuM  O0enkoMm ( TATA-binding protein, TBP ). TBP cnenududeckn «y3naer»
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TATA- yuactrox JIHK B mpomorope © BXOAUT B COCTaB OEIKOBOTO KOMILIEKCA,

MHULUHUPYIOIIETO TPAHCKPUIILIMIO.

Puc.1.3. Cmpykmypa xomnnexca /J[HK ¢ TATA — ceazvisaiowum 6enrkom, NOLYYEHHA
Memooamu peHmaeHOCmpyKmypHo2o ananusd. Puonemosvim yeemom uzobpasicen 0enok, a

ocmanvHuiMu ysemamu — monexyna JJHK (PDB code: Icdw).

Ces3piBanne TBP ¢ JIHK npuBomut k w3ruby ocu ABOMHOW CHUpalid Ha Yro,
cocrasrorui okoso 80°. Cunraercs, 4T0 KOHPOPMAIMOHHBIE M3MEHEHUSI, TPOUCXOIANINE
B JIHK B pe3ynpTare oOpa3oBaHHs JaHHOTO KOMILUIEKCAa, B KOHEYHOM HTOT€ MPUBOIAT K
nokanseHoMy muiaBneHuto JJHK — 1o ects pacxoxaenuro nemneit caxapodocpaTHOro octoBa —
00pa30BaHMUIO TaK HA3BIBAEMOTO TPAHCKPHUIIIIMOHHOTO MY3BIPs, HEOOXOAMMOTO HJisi paboThI

PHK- nonumepassbl, oTBeyaromiei 3a npouecc TpaHckpunuuu [ Schramm et al, 2002].

Baxxno otmeruth, 4TO Tak Ha3piBaeMble TATA — conepikamue HTPOMOTOPBI
npUCYTCTBYIOT TObKO B 10-20 % mOpOLEHTOB T'€HOB SyKapuoT, a A1 NMPOMOTOPOB, HE
comepxammx TATA —  mocnemnoBaTreabHOCTh, OCOOCHHOCTH  MPEIIIECTBYIOIIUX

Tpanckpunuuu B3aumoneicteuit JIHK ¢ Genkamu octaroTcst minoxo n3ydeHHbIMHU [ Schramm

et al, 2002].

Opnoii w3 Hambojee WIMPOKO M3BECTHBIX OKCIEPUMEHTAIBHBIX MOJAENEH Juis
uzydeHus u3ruOHou xectkoctu JIHK sBnsercs B3zaumopeiicteue JIHK ¢ depmentom
JIHK3o# 1, ocymecTBistonmm paciierienue caxapodocgarnoro ocrosa JJHK. ITokasano,

YTO B 3aBUCMMOCTH OT HYKJIEOTHJHOTO COCTaBa, CKOpOCTHM peakuuu pacmerienus JHK
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JTaHHBIM (PEpPMEHTOM MOTYT M3MEHSThCS B JecsaTku pa3 [Brukner et al, 1990]. Tak xak ans
pacmerienns JHK depmenty nHeoOxommmo wusorayts JIHK B cropoHy mImpokoit
«O6opo3kmny», pe3ynpTaTsl cneruduuHocT pacieruienus JJHK ucnons3yrores s onucanus
KOHTEKCTHOW 3aBHCHUMOCTH  JIOKQJIbHOM THOKOCTH MOJIEKYNbI, KOTOpas CUMUTaeTCs
MPOMOPLUUOHANILHON  JlorapudMy CKOpPOCTH peakiuu paciiervienus. Ha ocHoBaHuu
pesynbraToB no pacuierienuto JIHK nganabiM depmenTtom Obutn mosydeHbl 3((eKTUBHBIC
napamMeTphl, XapakTepU3yIOIIWe  CHEHU(PHUYHOCTh  pacUIeIUICHHs K  HYKICOTHIHOU
nocienosarensHoctd JIHK Ha ypoBHE nu- u TpuHyKieoTuaHoro npudmmxenus [Brukner et

al, 1990; Brukner et al 1995].

W3BecTHO, dTO Ui OONBIIMHCTBA MONydeHHBIX cTpykTyp JIHK-GenmkoBbix
KOMILJIEKCOB MMEIOT MECTO IIOTHBIE KOHTAKTHI O€JKa C HMIMPOKON WM Y3KOH «OOpO3IKOii»
JHK. Tak, manpumep, B ciy4ae B3auMMOJICHCTBUS omHOro u3 OenkoB cemeiictBa HOX
(cemeiicTBo GenkoB, umeromux JIHK-cBs3pIBatonii JOMEH, U y4acTBYIOUIMX B PErYJISILIUU
TPAHCKPHUIILIMKM Ha SMOpUOHANBHOM cTaguu pa3Butus opranusma) ¢ JIHK umeer mecro
CBSI3bIBAHHME HECTPYKTYPHUPOBAHHOM YaCTH MOJUMETITHIHON Lenu ¢ y3Kkoi 6oposnkoit [IHK 3a
cuer dpdexkra (HOKYCHPOBKH 3ICKTPOCTATHUYSCKOTO TMOTEHIMANIA, MMEIOIIET0 MECTO IPHU

cyxxeHuu 6oposnku [Rohs et al, 2009].

N3menenune napametpoB y3koil 6opo3aku JIHK B pactBope ncciaenyroT npu nNoMOIIH
aHayM3a KapTUH xumudeckoro pacueruienus JJHK paznuusHbiMM areHTamMu — B TOM YHCIIE -
OH — pamukanamu. Cumraercs, uto s¢dextuBHOCTh paciieruienus [IHK onpenensiercs
napamerpamu y3koi 6oposnku JJHK — uem yxxe Oopo3zka, TeM 6osee «TpyaHOIOCTYITHBIM
ABJIIETCS caXapHbI LMK 1O OTHOUIEHMIO K B3aumozeicteuio ¢ OH-paauxanamu
[Greenbaum et al, 2007]. Ha ocHoBe manHbIX no cnenuduunocty pacuieruienus JJHK OH-
panuKanaMu ObUIM IMOJIYYEHbI BEJIMYMHBI, XapaKTEePHU3YIOIINe 3aBUCHUMOCTh PACIICIIJICHUS OT
HyKJIeoTuIHON nocnenosarenbHoctd JIHK Ha ypoBHE 1u, Tpu M TETPaHYKJIEOTHIHOTO
npubimmkennit  [Greenbaum et al, 2007]. Ilpm nomomu NOJYYEHHBIX JaHHBIX OBLIO
POJIEMOHCTPUPOBAaHO, uTO (yHKIMOHaNbHBIE ob6nmactu JIHK oOmagator  cxoxumu

0COOEHHOCTSIMU M3MEHEHUs BeposiTHOCTH pactieruierus Baoib JIHK [Parker et al, 2009].

[lpu ananmu3e ocoOEHHOCTEH MPOMOTOPHBIX OOJacTeif TeHOMa YeJOBEKa TaKkKe
UCTIOJIb30BATMCh YIOMSIHYTBIE JaHHbIe Mo cneunduynoctu pacuierienus JTHK JIHK3oit |
[Pedersen et al, 1998]. Ha Puc. 1.4 nmpuBenen npoduib, XapakTepU3YIOUIUH cpeaHee
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u3MeHeHue JokaiabHoi rnokoctu JJHK Boms mpomoTopHbIX 00acTeil B reHOMe dyenoBeka. B
3TOl paboTe ObUIM O0TOOpaHbBl 624 HYKICOTHUIHBIC MOCIIEIOBATEILHOCTH M3 MPOMOTOPHBIX
obmacteil TeHOB, oONajgarolMe HU3KUM ypoBHEM cxojcTBa. IlocnenoBarenbHOCTH ObUIH
BBIPABHEHBI, TOCJE YEro JJsl KaKIOM M3 HUX CTPOMWICA TEOpEeTUYeCKU Mpoduib CKOPOCTH
pacmeruiennst JIHK JIHKazoii I [Brukner et al, 1995]. 3aBucumocTh, mpeacTaBieHHas Ha

Puc.1.4 ObLIa MoJIy4yeHa yCpeaHEHUEM 624 npoduiei.

lOg ( ](/ko) T T T T T T T T T
(@)
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Puc.1.4. Hzmenenue e6oonv J[HK nocapugma ommuowenus meopemuyeckol 6eiuduHbl
ckopocmu pacwennenus JJTHK noo oeiicmeuem [JHK3b1 I - k - K MAKCUMATIBHO 803MOINCHOMY
3Hauenuto cxopocmu pacujenienusi k,. Ipagux nonyuen ycpeonemuem 624 npoguneil u
xapaxkmepuszyem cpeoHee meopemuieckoe usMeHeHue 2ubKocmu 6007b NPOMOMOPHBIX
oonacmeti JI[HK wuenosexa. Hymepayus 6edemcs oOmHOCUMENbHO MOYKU Ccmapma

mpaunckpunyuu i=+1.

Kak BuAHO U3 puCyHKa, 00JacTh /10 TOYKM CTapTa TPAHKPUIILIUU XapaKTepU3yeTCs
Oosnee HU3KUMU 3HaueHUsAMHU JokanbHOM rubkoctu JIHK, B To Bpems kak obiacTh mocie
CTapTa TPAHCKPUIIMH — OoJjiee BBICOKUMH 3HaueHUsMH TuOkocTu. Iluk, HaOmonaemblii B
paiioHe -30 HYKJIEOTHAAa OTBEYAET PE3KOMY YBEIMYEHHMIO T'MOKOCTH, UMEIOIIEMY MECTO B
TATA — conepxamux npomortopax. [lepuonndyeckoe n3MeHeHre TMOKOCTH B 00JIACTH TOCIE
TOYKH CTapTa TPAHCKPHUIIMH CBS3bIBAIOT C BO3MOXKHOCTHIO 00pa3oBaHUS HYKJIEOCOMBI B
nannou obnactu JIHK, B To Bpemsi kak HM3KOE 3HAUYE€HHME THOKOCTH B O0JacTH 10 HadJasa
TPAHCKPHUIILIMK HHTEPIPETUPYIOT TakKUM o00pa3oM, YTO B TaKOM ClIy4ae YMEHbILAETCA

BEPOSTHOCTH 0Opa3oBanHus komruiekca ¢ JIHK ¢ rucronamm — mporuiecca, HEXENaTelIbHOTO C
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TOYKU 3PEHHUS BO3MOXKHOCTH PETYJSAIUHM SKCIPECCHUHM I'eHa, Tak Kak fgaHHas oOmacts JJHK

COJICPKHT CAlThI CBA3BIBAHUS C peryisTopubiMu 6enkamu [Cao et al, 2008].

JlaHHBI TpUMep TPUBEICH C IEJIbI0 JEMOHCTPALMU HCIOJIb30BAHUS TAHHBIX 10
KOHTEKCTHOW 3aBHUCHUMOCTU CTPYKTYpHbIX cBodcTB JIHK mms ananmmsa (yHKIMOHAIBHBIX
YYaCTKOB U BBISIBIICHUS] KPUTEPUEB TOMCKA TakuX oOnacTeil B reHoMax. B HacTosmiee BpeMs
JUISL pElIeHUs STOW 3a/ayll MCIONb3YIOTCS caMble pasHble Xapaktepuctuku [IHK: sueprus
cTOKMHT-B3auMoieiicTBus [Abeel et al, 2008], Temneparypa mnasnenuss JIHK [Dineen et al,
2009], pa3znuuHble KOHPOPMaAITMOHHO-TMHaAMUYecKue mapameTpsl [Cao et al, 2008; Goni et al

2007].

Ha ocnoBe sBneHus cnenuduvyHOCTH yibTpa3BykoBoro pacmervienus [IHK
HYKJICOTUJIHOM mocieaoBarenbHocTu [["poxoBckuii, 2006] B HacTosiee BpeMsi pa3BUBACTCS
HOBBIU TTOJIXO]T K M3YYCHHIO KOHTEKCTHO-3aBrCHMBIX cBoicTB JIHK [Grokhovsky et al, 2011].
Kak OyneT mokazaHo B JaHHOW pabore, HaOro1aeMast CieliuUIHOCTh, TI0 BCEH BHIUMOCTH,
CBs3aHA C OCOOEHHOCTSAMHU KOH(OPMAlMOHHO-IMHAMHUYECKUX CBOMCTB caxapodocdaTHoro
ocroBa JIHK, nposBisromumucs B mpoiecce pacTsbkeHus: (fparMeHTOB MPU UX JIBHKEHUH B

BBICOKOI'PAAUCHTHOM ITOTOKE JKUIAKOCTH BOJIM3HU KaBUTAIIMOHHBIX ITY3bIPHKOB.

I/ICHOHBSyCMHC B JUCCCpTAllU MOJACIIN OIMUCBIBAIOT ITPOLCCC PACTAKCHUA MOJICKYJIbI
I[HK 1oJ JACHCTBHEM BHEIIHHUX CHJI, IOOTOMY, B KAa4YCCTBC BBCACHHA K HCIIOJB3YyCMbIM
nmoaxoJaaMm B CICAYIOMIEM pa3acii€ MpUBOAATCA HEKOTOPBIC PE3YIbTAThl OKCIICPUMCHTAJIBHBIX

Y TEOPETUYECKUX UCCIEAOBAHUI MEXaHUYECKUX CBOMCTB OTAENIbHBIX MoJieky [JHK.

1.2. ®usuka ynpyrux pacrszkenuii JTHK
Memoowt uccneoosanus ynpyeux ceovicme moaexynsl JJHK

VYopyrue cBoiictBa aByHMTeBOM Mousiekyisl JIHK wuccnenyrorcs pasnuuHbIMH
METOJIaMH, HAalPUMEp, C MOMOINBI0 MarHUTHBIX OycuH [Smith et al, 1992], cTekIsHHBIX UTT
[Cluzel et al, 1996], onTudeckux moBymiek [Smith et al, 1996; Wang et al, 1997] u aromHoO -
cuioBoil mukpockonuu [Binnig et al, 1986; Hansma, 1997]. MarautHsie OycCHUHBI
MPUKPEIUIoT K KoHiaMm moJiekyn JIHK. BremHee MarHuTHOE ToJsie IEHCTBYET HA OYCHHBI,
BBI3bIBAs HATSDKEHHE MOJIEKyN. Vcrnonb30BaHHE TaKOro «MarHUTHOTO MUHIIETa» MO3BOJISIET

JIOCTUTaTh pacTAruBaroImux HanpspkeHuil B nuanazone 0.01 - 10 nkH (nmukonstoToHOB). st
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nonydeHus: Harpy3ok B wuHTepBaie (0.1 - 100 nmkH MoXHO HCHOJIB30BaTh METOIUKY
«ontuyeckoro muHIera» [Ashkin et al, 1986; Svoboda et al, 1994]. Ilpunuun paGoTHI
NUHIIETA 3aKII0YaeTCs B TOM, YTO K HCCIeAyeMoMy OOpasily MpHUKperuisiercs OyCHHKa, Ha
KOTOpyto (hokycupyercst jia3epHblii Jyd. M3MeHssT MOLIHOCTh Ja3epHOro IydkKa, MOXHO
peryiaupoBaTh CHJIy CBETOBOIO JaBJ€HMs Ha OyCHHY, a, CJIeIOBaTelbHO, M HATSDKEHHE
uccienyeMoil Monekynsl. lcronp3oBaHME ATOMHO-CHJIOBOM MHKPOCKONMU  HO3BOJISET

JIOCTHYb HATsDKEHUS MoJiekyn B aAuana3zone 10 - 10000 nkH.

OKCNEPUMEHTBl 110 HUCCIEAOBAHMUIO YIPYrocTH JABYHUTEBOW MoJiekynsl JIHK
MOKa3aJli, 4TO KaXKIOMY THAIa30Hy CHJI COOTBETCTBYET CBOSI IPUPOJA M CBOW KOA(P(UIIEHT
YOPYrUX pacTsDKeHUH. Pa3nnuaror, o KpalHel Mepe, YeThIpe PA3IMYHbIX THIIA OBEICHUS

JnByHHTEBOM MOJeKyJbl JIHK B 3aBUCHMOCTH OT BETMYMHBI CUJIbI HATSKEHHUS.
Peoicumor ynpyaux pacmsowcenuti monexynwt JJHK
DHTpONUHAs KECTKOCTh

Bcenencreue TeroBbix (aykTyanuit aByHuteBas Mosekyida JHK B pactBope
MIOCTOSIHHO HAaXOAMTCA B <«UCKPUBICHHOM» COCTOSHUU. OTO MPHUBOJUT K TOMY, YTO
paccrosinue Mexay kKoHiamu mojekynsl JJHK menbie ee o6mieit anunbl. bygem roBopuTs,
yTOo MakpococrosiHue Monekynsl JIHK xapakrtepusyercs paccTosHMEM MeXAy KOHIIAMH
MOJIEKYJIBI, & MHMKPOCOCTOSIHME - TeM, Kak «uckpusieHa» Mosekyna JIHK. Pactsxenue
mosiekynsl JIHK npuBoauT x yBeNIMYEHHMIO pacCTOSHMS MEXAY KOHIIAMHM MOJIEKYJBI, 4YTO

YMCHBIIACT KOJIMICCTBO MHKpOCOCTOfIHHﬁ, COOTBCTCTBYIOIIUX JAHHOMY MAaKpPOCOCTOSHHUIO.

B sTOoM mpoliecce MpOMCXOAUT yYMEHBIIEHHE SHTPOMUU CHCTEMBI 32 CUeT pPabOTHI
BHEIIHEW pacTAruBamomier cuwibsl. Takum  obOpasom, wmonekyna JIHK — oxaseiBaer
COTIPOTUBIICHUE PACTSHKEHHUIO, YTO B TEPMHHAX MEXAHUKH MOYKHO OIHKCATh KaK MPOSBIICHUE
AKECTKOCTH MOJIeKyJbl. Takyr xecTkocTh Mosiekynsl JIHK Ha3pBaloT >HTpONHITHON

KeCTKOCThIO [ Bustamante et al, 1994].

Jns Tteopernueckoro onucaHus >HTponuiHON xectkocty JIHK mcnons3yrores nse
monenu. B Mozenu «cBOOOJHO COYJICHEHHOW Lenu» mojaraercsd, 4ro mosekyna JIHK
COCTOUT M3 HE3aBUCHUMO OPHEHTHUPOBAHHBIX CETMEHTOB, JUIMHA b KOTOPBIX OMpeaessiercs
KECTKOCThIO MOJIEKYNbl. B momenu «udepBeoOpasznoit nenm» moisekyna JIHK cuwmraercs
crubaeMbIM CTEp>KHEM JUIMHBI L, c1a00 MCKPUBICHHBIM BCIEICTBHE TEIJIOBBIX (UIYKTYaIHi.
JI1s Takoro CTepKHSA MOXKHO BBECTH IOHATHE NMEPCUCTEHTHOMN [UIMHBI P, T.€. pacCTOsHUSA, Ha
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KOTOpOM Ha6JIIO,[[aeTCH Koppeiiaouda MCXKAY Ha4YaJIbHBIM WU KOHCYHBIM CCITMCHTAMH CTCPIKHS.

Onpenenenre NEPCUCTEHTHON JJMHBI BHITIISAUT CIEAYIOIIUM 00pa3oM:

(n,n)y=e'"

(1.3),
rjae: n U n' - BEKTOpPHl HOPMAIM K JIBYM 3JE€MEHTaM CTEP>KHS, HaXOISAIIUMCS Ha
pacCTOSIHUU § APYr OT JApyra, a <((n,n")y CpeIHee 3HaYCHHE ux CKaJISIPHOTO

npousBeneHus. Uem jkectde Moliekyna, TeM Oonbine BenmuumHa P. IlepcucreHTHas MHa
nByHuteBor mosekyinbl JIHK B BogHO-cOEBOM pacTBOpe cocTapiisieT mpumMepHo 50 HM, T.e.

okosio 150 map ocHOBaHUH.

B pa6ore [Bustamante et al, 1994] npuBenena npuOmmkeHHas (Gopmyna pacuera
YIUIMHEHUSI X B 3aBUCUMOCTH OT JUJIMHBI MOJICKYJbl L W neiicTByromeii Ha Hee cuibl F

MoJIyueHHasi Ha OCHOBe 4epBeobOpasznoi moaenu JIHK:

+Eo— (1.4),

rne: kp — koHctanta bonbumana, 7 — temneparypa. Ilpu manoit BennuuHe oTHOLIEHUS X/L

¢dopmymna (1.4) nepexonut B 3aKkoH I'yka:

_ 3k, T x
2P L (1.5),

F

¢ K03((PUIUEHTOM KECTKOCTH Kjrx = 3kpT/2PL, 06paTHO MPONOPLHUOHATIBHBIM 00ILIEH THHE
Y TMEePCUCTEHTHOW JiuHe MoJeKyihbl. s aByHuteBoil monekynsl JJHK nmunoi 10 Mkm

KO2(DPUITUEHT )KECTKOCTH, pACCIMTAHHBIN B COOTBETCTBHH C (1.5), paBeH mpuOIU3UTEITHEHO

10”° nxH/am. Takoe xe BbIpakeHHe Uil Kod(h(ULIMEHTa KECTKOCTH MOKHO IMOJIYYUTh U B
Mojzielan cBoOogHO couwileHeHHOM nenu [Grosberg et al, 1994], nmpunsB pa3smep cerMeHTa

paBHbIM b = 2P.

DKCNEPUMEHTHI MO HCCieA0BaHUI0 ynpyroctu moisiekynsl JIHK mokazanu rpanuiibi
MPUMEHUMOCTH 3TUX JBYX Mozenei. Oka3anoch, 4TO MOJAEIb CBOOOTHO COUJICHECHHON Ienu

XOpOILIO ONHUCHIBAET NTOBEACHUE MOJIEKYJIBI ITpH Harpy3kax 1o 0.1 nkH. BaxHo otmeTuts, 4To
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MOJIENIb 4epPBEOOPa3HOM Lemu MOXKET ObITh NMpHMEHEHa B 0ojee MIMPOKOM JMana3zoHe CHII
0.01 -10 nxH. CpaBHeHHE S5KCHEPUMEHTAIBHBIX JAHHBIX C TEOPETUYECKUMH KpPUBBIMHU

npusBoautcs Ha Puc. 1.5.

CoOcTBEHHAs 3JIACTUYHOCTD

Beiie ynoMuHanoch, 4TO MPENJIOKEHHBIE MOJEIN HE MOTYT OIMCATh ITOBEICHHE
mouiekynsl JJHK npu narpyskax Beiue 10 nkH. JleficTBuTenbHO, pu YBEIMUYEHUN HArpy30K
paccrosinue Mexay Konmamu Mosiekynbl JIHK ganHOW mimHBl  cTaHOBUTCS OoJibliie
paccrostaus Mexxy kKoHmamu mosekyisl JJHK B B — popme. IIpu Takux Harpyskax cTpykTypa
mosiekynbsl JIHK MeHsieTcs, 1 OCHOBHOHM BKJIaJ B XKECTKOCTb MOJIEKYJIBI YK€ HE SBISIETCS
SHTPONUNHBIM. OKCIEPUMEHTHI, IPOACIaHHBIE ONTHYECKMM IHUHIETOM, IEMOHCTPUPYIOT

HAJIMYUe YIPYTUX PacTsHXKEHUM B MHTEpBaie Harpy3ok S5 - 50 nkH.

Ecau B mMoaenu «qepBeo6pa3H017I LOETIN» YUYUTBIBATH BHYTPCHHUC YIIPYI'UC CBOMCTBA
CTCpPXKHA, TO B IICPBOM HpI/I6J'II/I)KeHI/II/I, moJjaras, 4TO 0611_13.5{ AJINHa MOJICKYJIbL I[HK

BO3pACTaeT JIMHENHO C POCTOM IIPUIIOKEHHON CUIIBI, MIOJy4aeM:

x=L—
(1.6),
rae: S — MOAyNb PACTSHKEHHUS CTEPXKHS, CBSI3aHHBIM C €ro TMEepPCUCTEHTHOW JIWHON P
Sr?
cootHomenunem: P = ALT TIE ¥ - PaAnuyC CTEPKHSI.
B

OntumanbHoe cornacue (opmynsl (1.6) ¢ omplTaMu, MPOAETAHHBIMH C ITOMOIIBIO
ontuyeckoro nuHnera [Smith et al, 1996; Wang et al, 1997] B pactBope 150 MM Na+

nosryqaetcs mpu S paBHbIM npumepHo 1000 nxH.
B-S nepexon

DKcriepUMeHTalbHbIE JTaHHbIe, MpejcTaBleHHble Ha Puc. 1.6 , mokasanm, yTo Korjaa
monekyna JIHK ucnbiTeiBaeT Harpy3ku okosio 65 nkH unu 6onblie, oHa pe3Ko MEHSET CBOIO
CTPYKTYpY, pactsruBasich Ha 70% 1o cpaBHeHHI0 ¢ kaHOHHYeckoi B—dopmoii [Cluzel et al,
1996; Smith et al, 1996], To ecTh MPOUCXOAUT TMEPEXO] B TaK Ha3bIBaeMyr S—(opmy,
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pa3linuHbIe MOJIENIA KOTOPOM >KAYT CBOEro 3KCIEPUMEHTAIBHOrO nmoarBepxkaeHus. Ilepexon
3 B B S dopmy mpoucxoaur koomepaTMBHO M B OYEHb Yy3KOM nuamnazoHe cui. [lpu
JaJIbHEWIIEM yBEIMYeHUH Harpy3ok noseaeHue S—/IHK cranoButcs Takum xe, Kak y ABYX
onHonuteBbix Mosiekyn JIHK. Takum o6pazom, S—JIHK pazgemnsiercs Ha nBe HUTH, T.e.

IIPOUCXOOUT €€ IJIaBJICHHUC.

100 -
FoxH
10 -
1 -
0.1 4

il 0.2 0.4 0.6 08 1 1.2
; ' = : x/ L
Puc. 1.5. OKcnepumenmanvhble U MmeopemuyecKue 3d8UCUMOCmU pacmsdiceHus x/L

ogynumesou monexyavl JJHK om npunoscennoti cunvt F [Bustamante et al, 1994].

«X» — IKCNePUMEHMANbHbIEe 3HAYEHUS, 3e/leHds U CUHSASL KPUBble «—» U «—» Omeedarom
meopemuyecKu pacCHumanHbiM 3d8UCUMOCIAM N0 Mooenu yepgeobpasnotl yenu npu P = 53
HM (CUMAA Kpueas cOOMEEemcmeyem MmMOUYHO pPACCYUMAHHOU 3A6UCUMOCTU, 4 3eleHds —
IKCMpanonAyuu  coomgemcmeuu ¢ popmynou (1.4) ); uepnas kpusas «—y» coomseemcmesyem
3a8UCUMOCTMU, NOJYYEHHOL 8 PAMKAX MOOeU c80000HO couneHenHol yenu npu b = 2P = 106

HM, a KopuuHesas Kpueas «—» coomseemcmayem 3axkony I'yka (1.5).
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100 100
F,nxH
10 10
1 1
| a
‘ 1 £ 1 I
0 0.5 1 16 x/. 2
Puc. 1.6. DKcnepumenmanvhas 3as8ucumMocms  pacmsicenust x/L - 0gynumesou  u

oononumesou monexyi JJTHK om npunosxcennoii snewneii cunvt F' [Bustamante et al, 1994].

«—o—» - pacmsicenue O0gyHumegou moiaekyavl /[JHK, «— —» - pacuemnas xpueas no
ypaeuenuio (1.6), « A». «my, «O»— pacmsiceHue oOHonumegou moaexyavl JJHK 6 2 uM Na-+,

SmM Mg2+ u 150 mM Na+ coomeemcmeento.
Pa3peiB koBaneHTHBIX cBA3el B Motiekyiie JJHK

Kaxoe HaTspkeHHEe HEOOXOIMMO, YTOOBI pa3opBaTh KOBAJIEHTHBHIE CBSI3U B MOJIEKYJIE
JHK? Teopernueckue OIEHKH MOKa3bIBAIOT, YTO JaHHAas CHia JObkHA mpesbimarh 5000
nkH. OxgHako B ’KkcnepuMeHTax B ABHXKYyIIEMcs MOToke paspbiB Moinekyn JHK npoucxonnn
yxke npu 100-300 nkH. Ennnnunsle nsyHuteBsle Mmoiekynsl JHK, pactanyTsie BOIHBIM
MEHUCKOM, paspeiBaiuck mpu 960 mkH [Bensimon et al, 1995]. KopoTkue nByHHTEBbIE
montekynel JIHK B aromuo-cunoBoii mukpockonuu [Lee et al, 1994] BwimepxuBamu
HaTspkeHue Oosee 1700 nmxkH. Becbma cloKHO YCTaHOBHTH MCTHHHOE 3HAUY€HUE CHIIBI,
HeoOXoauMon Jiyist pa3peiBa AByHHUTEBOM Mojekynbl JIHK, T.k. oHa oka3piBaeTcs 3aBHUCSIICH
OT JUIMHBI MOJIEKYJIBl UM CBOWCTB PAacCTBOPUTENSA. Y NOJMCAXapUIHBIX MOJEKYJI B BOJIHOM
pacTBope cuila, HeoOXoauMmasi JJIsl UX pa3pbiBa, OblIa oInpenesneHa MpU MOMOIIM aTOMHO-

CUJIOBOM MuKpockonuu u coctapisieT okono 1000 nkH [Grandbois et al, 1999].
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1.3. Pacmiensienne noJiMMepoB Noj JelCTBHEM YJbTPa3ByKa.

SIBneHne ynabTPa3BYKOBOI'O pAcCILEIUICHUs IOJMMEPHBIX COEIMHEHHM B pPacTBOpeE
AKTUBHO HCIIOJI3YeTCSI B CaMbIX pa3HbIX TEXHOJOTMYECKUX omepauusx. Baxnoit
OCOOEHHOCTBIO JAHHOIO IpoIecca SBISETCS TO, YTO KPYIHBIE MOJIEKYJIBl PACIIEIUISIOTCS
HAMHOTO J(QEeKTHBHEE, YeM KOPOTKHE, TO3BOJIAA CYIIECTBEHHBIM O0pa3oM H3MEHSThH

pacnpeaci€cHuc KOMIIOHCHTOB pacTBOpaA IO CTCIICHU IMOJTUMEPHU3allN.

XapakTepHble OCOOCHHOCTH IIpOIecca PACIIEIUICHUsS IOJIMMEPOB IOJ ACHCTBUEM
yIbTpa3ByKa BBICOKOW HWHTEHCHBHOCTH CBHJCTEILCTBYIOT O TOM, YTO IAaHHOE SIBICHHE
OTHOCHUTCS K KJIAacCy TaK Ha3bIBAEMbIX MEXaHOXMMUYECKUX PEaKIUid — TO €CTh PEaKIHi,
KaTaJIM3UPYEMBIX JIelicTBHeM MexaHndeckux cuil [Basedow et al, 1977]. MexanoxuMmudeckas
peaKiysi  ABNSETCA  CJIOKHBIM ~ MHOTOCTaJMHHBIM  NPOLECCOM, KOTOPBIH  BKJIFOYAET
MEXaHWYECKyl0 Ae(opManuio MOJIEKYJIbl, MPEAIIECTBYIONIYI0 XUMHYECKOH peakuuu. B
clly4ae yJbTPa3BYKOBOT'O pacUICIUICHUS IOJMMEPOB B pacTBope, AedopManus MOJIEKYIbI
BO3HMKACT B pe3ylbTaTe JACHCTBHS TUApPOIMHAMHYECKHX CwiI. CWibl, NPUBOJAIINE K
pacIIETICHHUIO TTOJIMMEPOB IO/ ISHCTBUEM YIIbTPa3ByKa BHICOKONH HHTEHCHBHOCTH, CBSI3aHBI C
KaBUTAIIMOHHBIMH TPOLIECCAMHU, KOTOPbIE MPOUCXOAAT B 03ByuMBaeMoM pacTtBope [Basedow

etal, 1977].

B coorBerctBUM ¢ Teopuel MeXxaHOXMMHYECKMX peakuuu [byrarun, 1971],
CYLIECTBYET JiBa MNPAMBIX MEXaHHM3Ma IEPEX0Ja MEXaHWYECKOHM DSHEPrUM B DHEPIUIO,
HEOOXOUMYIO0 JUIsl TPOTEKaHHUs XUMHUYecKoW peakuuu. IlepBblii MexaHM3M CBsi3aH C
MEXaHUYECKOH fedopmMalreil XUMHUIECKON CBS3H — M3MEHEHHUEM MEXATOMHBIX PAaCCTOSTHUMN U
nedopmarmen 3JIeKTPOHHBIX OOJAKOB MO/ JCHCTBMEM BHEIIHEH CHJIBI, a BTOPOH — C
BO30Y)XJIE€HHEM KojeOaTeNbHbIX CTeleHel CBOOOABI CBSI3M IPHU JIOKAJIBHOM pa3orpeBe
MOJIEKYJIbI, CBSI3aHHBIM C IEPEX0J0M MEXaHUYECKON SHEpruu JedopMaluu B TEIUIO.

[lepBblii MEXaHHW3M MOXXHO CUYMTaTh PABHOBECHBIM IIPOLIECCOM, €CIIM XapaKTEpHOE
BpeMsl IEHCTBUS BHEIIHEH CHUJIBI HAMHOTO MPEBBIIIAET BPEMsI peslakcallii K paclpeieeHUI0
MakcBemna-bonpiiMana. BTopoil MexaHM3M CBSI3aH C  CYIIECTBEHHO HEPAaBHOBECHBIM
IIPOLECCOM M NPUMEHHMM K ONMCAHMIO pEaKUUi B Cllydae ACUCTBUS HMITYJIbCHBIX CHJI —
HanpuMep, IpH ACUCTBUN YAApHBIX BOJIH. KMHETHKAa MEXaHOXMMUYECKOW pPEaKIIMK B IEPBOM
clIy4ae MOKET OBbIThb ONHMCaHa B paMKaX TEOPHHM aKTHUBUPOBAHHOI'O KOMIUIEKCA — WU Ha
OCHOBE MOIU(MUIIMPOBAHHOTO ypaBHEeHHS Appenuyca [Schmidt et al, 2008], yro Oyzner
MCIIOJIb30BAaHO B TPETHEH IN1aBE JUCCEPTALIUU.
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Akycmuqecmﬂ Kasumayus

ITon sBIEeHMEM aKyCTHYECKOW KaBHUTALMEW IMMOHMMAETCS COBOKYIHOCTH IPOLECCOB,
CBA3AaHHBIX C 06pa30BaHI/IeM B O3BYYMBACMOM pPACTBOPC TaK HA3BIBACMbIX KAaBUTAIIMOHHBIX
ny3bIpbKOB. OOpa3oBaHUE Iy3BIPHKOB SBISETCS PE3yJIbTATOM pas3pblBa JKUAKOCTH O]
JeICTBHEM OTpHUIATENBbHBIX JaBICHUN YIbTpa3ByKa: B (ha3e pa3psHKeHHUs 3BYKOBOM BOJHBI Ha
UMEIOLINXCA B KHUAKOCTH MHUKPOITY3bIpbkax oOpa3yercs pa3pblB B BHUJE IOJOCTH, KOTOpas
3aIoJIHACTCS HACBHIIICHHBIM HapoM M AU(GPYHAUPYIOIIMM B HEe PacTBOPEHHBIM Ta3oMm. B
¢daze cxaTus map KOHACHCUPYETCs, a UMEIOIIMUICS B TOJIOCTH Ta3 MOABEPraeTcs CHIHLHOMY
CcKatuio. B MOMEHT «CXJIOIBIBAaHUS)Y AAaBJICHUC KW TCMIICpATypa rasa JOCTUTAlOT BBICOKHX
3HAYEHUH, YTO MOPOXKJIAET B OJM3KONH OKPECTHOCTH MYy3bIPhKA UMITYJIHC BHICOKOTO JIaBIICHUSI.
AKycTHYecKasi KaBUTAlUS TPEACTaBisSeT co00i A(PQPEKTUBHBI MEXaHU3M KOHIEHTpPALUU
sHepruu. [lpym KaBUTAlMM OTHOCHUTENIBHO HU3Kas CPEAHSAsS IJIOTHOCTh HHEPIrUU 3BYKOBOTO
IOJIsT TPAHC(OPMUPYETCS B BRICOKYIO TUIOTHOCTh SHEPTUU B MaJIOM 00beMe BHYTPH M BOJIM3H
CXJIOIMBIBAIOUICTOCA ITY3bIPbKA. ITomaas SHEPrvd 3axXJIONBIBAIOLICTOCA ITy3bIpbKa HCBCIIMKA,
OJIHaKo cdepuueckas CXOIUMOCTh My3bIphbKa MPUBOIUT K 0OpPa30BaHUIO OYEHb OOIBIIHMX
JIOKAJIBHBIX IIJIOTHOCTEM JHEPIUM, a, CIENOBATEIbHO, BBICOKHX TEMIIEpATyp U JABICHUH

[Brennen, 1995].

Mooenv pacwennenus noiumepos noo oeticmsuem aKyCmuyeckou Kagumayuu.

OKCHepUMEHTAIbHBIE JJaHHBIE, a TAK)KE TEOPETHUYECKHE PacueThl CBUJETENIbCTBYIOT O
TOM, YTO IPU OIPEAEIECHHBIX YCIOBMSIX CXJIONBIBAHME KAaBUTALMOHHOIO Iy3bIpbKA MOXET
BBI3bIBaTh BBICOKOTPAJAMEHTHBIE TEUEHUS B OKPYKAIOLIEH XHUAKOCTU, AOCTAaTOYHBIE IS
paspbIBa MOJUMEPHBIX MOJIeKy [ Dnbrnuaep, 1973; Basedow et al, 1977].

B Hacrosiiee Bpemsi 0OIIENIPUHATON SBISETCS MOJIENb PacIEIVICHUs, TIPeI0KEeHHAS
Tomacom [Thomas, 1959]: mpu CXJIONBIBAHUM KaBUTAIIMOHHOTO ITy3bIpbKa BO3HMKAET
CWJIbHBIM paJUaIbHBI TPAaAMEHT CKOPOCTH TEYEHMsI KXHUAKOCTU, KOTOPBIM MNPUBOIUT K

PaCTSDKEHUIO MTOJIMMEpPa W, B KOHEYHOM UTOTE, K €ro paciieruiennto (cm. Puc. 1.7) .
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Puc.1.7. Unntocmpayus k mMooenu pacujenienus noaumepos noo O0elcmeuem axKycmuyeckoll
kasumayuu. Ilpu cxaonvieanuu KaBUMAYUOHHO2O NY3bIPbKa paduyca R dcuoxkocmo
yempemasemcst K yeHmpy nyzvipvka. CKopocms 08UNCEHUsL HCUOKOCTNU UMeem MAKCUMATbHOe
3HaueHue y nosepxnocmu nysvipvka U=dR/dt u ymenvuiaemcs ¢ pocmom paccmosuus om
nogepxnocmu nysvipvka. Hanuuue epaduenma ckopocmu meyeHus: HCUOKOCMU Npueooum K
MoMy, 4mo CKOpPOCMU MeyeHUs: Ha NPOMUBONOIONCHBIX KOHYAX NOAUMEPA PAa3IudHbl. Mo
npueooum K B03HUKHOBEHUIO pacmseusaioweco ycuius F 6 nonumepe, umerowezo
MAKCUMAbHOE 3HAYeHUe 8 YyeHmpe MOoneKynvl. Takum obpaszom, noaumep, pacnoioHCeHHblll
Ha pAcCmosHUU ¥ OmM YeHmMpa MNy3blpbKd U OPUEHMUPOBAHHBIN NAPANLEIbHO CKOPOCMU
MeYeHUsT HCUOKOCU, NOOBEPIHCEH OCUCMBUIO PACMASUBAIOUIe20 YCUNUSL, KOMOPOEe MOdCem

npueecmu K €20 pacujenieHuro

B Ttperwell rimaBe auccepranuu Ha OCHOBE JAHHOW MOJCIH IPEMIOKEH IOAXOH K
MozenupoBanuto pacmermienus [IHK mon neiictBuem akycTHueckoil KaBUTaUMH. BakHo
OTMETHUTh, YTO JaHHAas MOJEIb II03BOJIIET OMMCHIBATH pacuieruieHne Mmousekyiasl /JHK B
paMKax OCHOBHOTO MEXAaHM3Ma MEXaHOXMMHMYECKOIO PacHICIUIEHUS — TO €CTh Ha OCHOBE
MPENIOJIOKEHNsT O TOHMW)KEHUHM aKTHBALIMOHHOTO Oapbepa peakuuu 3a CHeT JercTBHS
pacTaruBaromero ycuiaus. Takoi MMOAXO0J MO3BOJSET ONUCaTh MO3ULIMOHHBIA 3ddekt
pacwerienuss JIHK ynbrpazBykom (cMm. I'maBy 2), TO €CThb 3aBUCHMOCTb CKOPOCTH

pacmeruiennst pocdoaudrdupHOit CBA3M OT €€ MoNoKeHUs B 1ienu MoJiekynsl [II’icheva et al,
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1999]. Dxcnepumentanbuble npodunu pacmemenus JHK mon neiictBuem ynbTpasByka
JEMOHCTPUPYIOT 3HAUUTEIbHOE yBEIMYEHUE CKOpocTH paciieruienus ¢parmenta JJHK B
LEHTPAJIbHOW 4YacTU MOJIEKYJbl, 4TO CBHJETEIbCTBYET B I0Jb3y BBIOpAaHHOW MoJeNU
pacUIeIICHUs, COIJIACHO KOTOPOH CHIa PACTSHKEHUsS HMEET MAaKCHMajbHOE 3HAUY€HHE B

HeHTpe hparMeHTa.

Crnenyer otrMmeTtuTh, 4TO Habmomaemoe pacuierienne JIHK monx nelictBuem
yIBTPa3ByKa BBICOKOH WHTEHCHUBHOCTU TAK)KE€ MOXET OBITh CBSI3aHO C JICHCTBUEM YIapHBIX
BOJIH, O0pa3yIOMUXCs TIPH CXJIOMIBIBAHUW KAaBUTAIIMOHHBIX MY3BIPHKOB. B ciydae nmeiicTBus
yIapHOW BOJHBI UMIYJIbCHAs MeXaHWuecKas Aedopmaliiusi MOJICKYJIBI MOXXET MPOUCXOIUTH
M3-3a PE3KOr0 M3MEHEHMS JIaBJIICHUSI pacTBOpUTEIIs. bblia npeajiokeHa MoJieb pacilerIeHUs
MOJIMMEPOB TOJ JACHCTBUEM yAapHBIX BOJMH KaBuTanuu [Gooberman, 1960], mo3Bosstomas
OmnHUcaTh TMO3MIIMOHHBIA 3(PQeKT paciieryieHds, HaOM0gaeMblid B JKCIEPUMEHTaX I10
VIBTPAa3BYKOBOM  JIerpajlallud  MaKpOMOJIEKYN mojuctupoia. OnHako, BO3MOXKHOCTb
NPUMEHEHUs JaHHOM MOJeNH JUIsl ONHMCAaHMs paclueryieHus: kopoTtkux ¢parmento JJHK —
JUIMHON OT HECKOJBKUX JECATKOB JI0 HECKOJIBKMX COTEH HYKJICOTHUAHBIX Map — TpeOyer

JOITOJIHUTCIIBHOT'O UCCIICJOBAaHUA.

B nanHoit pabote paccMoTpeHa TpaJIuLIMOHHAsS MOJEJb PACIIETIIEHUs, ONMCHIBAIOLIAs
paspeiB JJHK kak pe3ynbrar B3anMOJECUCTBHS MOJEKYJbI C BBICOKOTPAAUEHTHBIM T€YEHHEM
JKUAKOCTH, BO3HUKAIOIMIMM BOJMU3M  CXJIONBIBAIOIIETOCS KABUTAIMOHHOTO ITy3BIPbKA.
BosmoxHocts pacmieruienus JJHK mox neificTBueM yoapHBIX BOJH KaBUTAIMH TPeOyeT

JOMOJTHUTEIIbHBIX KaK SKCIICPUMCHTAJIBHBIX, TAK U TCOPETUUCCKUX I/ICCHe}IOBaHPlﬁ.
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I'maBa 2. Yastpa3BykoBoe pacmervienne JIHK: oOpadorka m anaams

IKCIEPUMEHTAJBHBIX TAaHHBIX

B nmanHOM rnaBe ommcaHa OSKCIIEpUMEHTalbHas Ipoueaypa pacwmemenus JHK
yIABTPa3BYKOM, METOJMKA IOJy4yeHHs M 00paboTku JaHHbIX. IIpuBeneHbl XapakTepHble
CBOMCTBa HaOJI0aeMOro paclICIUICHHUs, a TaKKe pPe3ylbTaThl CTAaTUCTUYECKOIO aHalu3a

CHEeUPUIHOCTH YIbTpa3BykoBoro pacmierienus JJHK.

2.1. Onucanmne IKCIIEPUMEHTA U NIPOLHEAYPLI oﬁpaﬁoTKn IKCIICEPUMEHTAJBHBIX JaHHbIX.

O®parmentsl JJHK monywanu pacmerienueM A - dara u miazmua pBR322, pUCI18 u
pGEM7(f+) (Promega), coaepkaBmIMX B MOJWJIMHKEpaX  pazIUYHbIE  BCTaBKH,
COOTBETCTBYIOIIMMHU pECTpUKTa3aMH. [l BBeIEHUS paJMOAaKTUBHOM METKM B 3'-KOHeEI
dparmenToB mcrmons3oBamd  [a--P]JdATP wmu [0 -°P]dCTP (“®I'YII” HNucturyr
pPEaKTOPHBIX MaTepuanoB, 3apeunblii, CBepiiioBckast 00i1.), ocrtanbHblie HeMeueHbie ANTP u
¢parment Knenosa JIHK-nonumepassl I Escherichia coli (Boehringer Mannheim, I'epmanus).
Beinenenue ¢parmenros JIHK npoogunu B 5%-HOM monmakpuiaMHIHOM refie TOJIIUHON
IMM, ¢ mocneayroniei amonuen u ocaxaeHuem. [locnenoBaTenbHOCTH GPAarMEeHTOB U IPyTHE

MaTepuaibl, Kacaroulrecs 3KCIepuMeHTa, IpUBeACHbI Ha caiiTe http://grok.imb.ac.ru\en

O0ayuenne pacreopoB ¢pparmenToB JTHK ynabsTpasBykom

Jns mpurorosnenus oopasios 10 mxi pactBopa ¢pparmenta JJHK (mpumepno 10* Bx)
B BoJie cMemmBanuch ¢ 10 mxin 0.2 M NaOAc, pH 6.0 B TOHKOCTEHHBIX MOJIUIPONHUIEHOBBIX
npodupkax Ha 0.2 ™M (N801-0540, Perkin-Elmer, USA). Koneunas xoHIEHTparus
¢dparmenTa cocrapisuia 5 - 10 mxr/mit wium ~10 MkM 11.H.

OO6ny4yeHue MpoBOAMIOCH Ha YibTpa3BykoBoM aucneprarope Y3AH-2T (Ykpauna)
npu vactote 22 xl'u. dororpadust u cxema ycrtaHoBkHM npuBereHa Ha Puc.2.1. IIpoGupku
MOMEeLaIN B Te(JIOHOBOE KOJBIO C LIEHTPAJIbHBIM OTBEPCTHEM 15 MM M C paauanbHBIMU
OTBEPCTUSIMU U TMPOOUMPOK TaK, 4YTOOBI KOHI[BI MPOOUPOK, B KOTOPBIX HAXOIMJIUCH
TECTUPYEMBIE PACTBOPBI, HAXOIWINCHh HA PAcCTOSHUU OK0J0 0.5 cM OT MOBEPXHOCTU TOpLA
U3ITy4yaTels, JUaMeTp KoToporo coctasisl 12 mMm. Konblo m m3inydarens NOMELIAINCH B
0aHIO C BOJIOM M MEJIKOPa3MOJIOTHIM JIbJIOM, KOTOpasi Bpalajlach CO CKOPOCThIO J1Ba 000poTa
B MUHYTY. MOIIIHOCTH YJIBTPa3BYKa OMpPEACIIsIach KAIOPUMETPUIECKU U cocTaBuia oomee 70

Barr.
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Usnyyarenn
A— Cocyn

Bona co nbaom

— TechnoHoBOE KONbLO
Cc npoOupKamu

Puc.2.1. Cxema ycmanosku 015 oonyuenus ppaemenmos /[HK yrompazeykom

JU1s KOHTpPOJIA KaBUTALMU UCIOJIb30BaJIach TECTOBAs MpoOupKa, coaepskaras 20 MK
0.05M KIJ B 0.025%-n0M pactBOpe Kpaxmana. [locine obmydeHus B TeUeHUM 8 MUH CTEIEHb
OKpAIIMBAHKS PACTBOPA ObLTa SKBHBATCHTHA n06aBmenmio mpuMepHo 10 M mepekucu
Bojiopoa. JlJis KOHTpOJIE MEHBIIMX /103 AKCHO3UIMH HCIIOJIb30BAJICS AHAJOTHYHBINA TECT,
cozep xamuii pacteop kpaxmana, HaceimeHHblii CCly npu 20°C. CriemyeT OTMETHTB, YTO
HaOJroaeMblii  BBIXOJ] TMEPEKUCH BOJOPOJA COOTBETCTBYET HM3BECTHBIM U3 JIMTEPATyph
pe3yJspTaTaM, IOJy4YEHHBIM P HOPMAJIbHOM TEMIEpaType U MHTEHCUBHOCTH YJIbTpa3ByKa 2
Barr/cm® [Maprymuc, 1984]. M3BecTHO, 9TO HH3Kas 9YacTOTAa YIBTPA3ByKa M HH3Kas
TeMIepaTypa pacTBOpa MPUBOJAT K YCHJIEHHIO KaBUTAalMOHHBIX 3¢ ¢ekToB [Basedow et al,
1977]

Pa3nenenue ¢pparMeHTOB B J€HATYPUPYIOLLEM reJie

[Tocne obmyuenust k cMecu nob6assian 90 mxn pactsopa 0.15 M NaCl, 50 MM Tpuc-
HCI1 (pH 7.5), 10 mM EDTA, 10 mxr/ma TPHK. Cmecp skxctparupoBanu denomom, JTHK
OCaKIall 3TaHOJIOM, poMbIBau 70%-HBIM 3TaHOJIOM, BBICYLIMBAJIHN, PACTBOPSUIN B 1 MK

95%-noro dopmamuna, coxepxamero 15 mM EDTA (pH 8.0), 0.05% OpomdenonoBoro
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cunero u 0.05% kcunennuanona FF, narpesamu 1 mun nipu 90°C, 6bicTpo oxmasknanu 10 0°C
u HaHocuiu Ha aeHatypupyromuii [TAAT nnunoii 40 cMm ¢ rpaauenTHOM TonnuHoN 0.15-0.45
MM. Dnekrpodopes mpoBoauar 55 mun npu 100 Br (2.5 kB) npu temmeparype 60-70°C.
[lepen sxcnionupoBanueM reib GukcupoBain B 10%-Hoil yKCyCHON KUCIIOTE U BBICYIIHMBAIU
Ha CTeKJe, IpeaBapUTeNbHO 00paboTaHHOM ramma-merakpuinponmiokcucuianom (LKB,
[IIBenys) U 3KCIOHUPOBAIY C JIFOMUHECLEHTHBIM 3KPaHOM C IOCJIEAYIOIUM CKaHUPOBAaHUEM
Ha npubope “Cyclone Storage Phosphor System” (Packard BioScience Company, USA).

AHauu3 rejei

Jns  ananu3a reneil, TUNMYHAs KapTHMHA KOTOPBIX TOKa3aHa Ha Puc.2.1,
UCIOJIb30Baach  KommbloTepHass nporpamma SAFA, paspaGortannas rpynmoil u3
Crenndopckoro ynuBepcutera [Das et al, 2005]. Dra mporpamMma mO3BOJSET TOCIE
KOPPEKTUPOBKU TPEKOB IOPOXKEK Tejsl BBIYUCIATH MHTEHCHBHOCTH BCEX IOJIOC Ha BCEX
JIOPO’KKaX, 1 COOTHOCHUTB 3TH TOJIOCHI C 3aJJaHHOW MOCIIEI0BATEIbHOCTHIO HYKIICOTHIOB TIPU
MOMOIIN JIOPOXKKH, COJEpKalled pe3ynbTaTbl XUMHUYECKOTO PACLICIUIEHUS H3BECTHON
MIOCJIEZIOBATEbHOCTU [0 IypuHaMm. AHalu3 psAja IOJIYYEHHBIX Telel, NMPOBENEHHBIN C
nomotipio nporpammel OptiQuant (Packard Instrument Company), moka3biBasl CXOIHBIE
pe3yJbTaTHI.

3HaueHUE HWHTEHCUBHOCTHM  KaXJO0M TMOJOCHl Ha Trejle  IpOHOPLUUOHAIBHO
KoHleHTpanuu ¢parmenta JIHK omnpeneneHHoW nAMWHBI W, MOSTOMY,  COOTBETCTBYET
CKOpPOCTH paclIeIieHHs omnpeneneHHol ¢ochoanspupHoil CBSA3M HadaIbHOIO (parMeHTa.
Crenens pacuierienust JIHK — 1o ects gons pacuienyieHHbIX (pparMeHToB - MOBBIIAETCS TPU
YBEIIMYCHUU BpPEMEHH OOJy4eHHUs (parMeHTa YIbTpa3ByKOM. Takxke cJlelyeT OTMETHTb
HaOmoaeMbli 3¢ ekt yBenuueHus ckopoctu pacuieruieHuss ¢parmenroB JIHK B unx
LEHTPaJIbHOW YaCTH — TaK HAa3bIBAEMbIH MO3UIIMOHHBIHN 3D (DeKT.

Ha a0conmoTHY!0 BETMYMHY WHTEHCHBHOCTU MOJIOCHI Ha TeJe BIIUSET MHOXECTBO
(baKTOpOB, KOTOpBIE MOTYT MEHSTHCS OT IKCIEPUMEHTAa K OJKCIIEPUMEHTY, MO3TOMY, IPH
aHaJIN3€e SKCIIEPUMEHTAIBHBIX JaHHBIX CIIEIyeT OMEPUPOBAaTh OTHOCHUTEIFHBIMU 3HAUYCHHUSIMA
MHTEHCUBHOCTEH 1M0JI0C, a He a0COTIOTHBIMH 3HAYCHUSIMHU.

B nanbheiimem, aGcoiroTHas BeIMYMHA MHTEHCHBHOCTU MOJIOCHI Ha reie  Oyner
Ha3bIBATHCSl MHTEHCHUBHOCTBIO PACIISTUICHHS /, 2 OTHOCUTENbHAsI BEJTMYHA — OTHOCHTEIBHOM
4acTOTOM pacuieryieHus R.

JUise BBIYUCIIEHHUSI OTHOCUTEIBHBIX YacTOT paclICIICHHs], 3HaYCeHUE MHTEHCHUBHOCTH
KaXI0M TIOJIOCH JIeNWIOCh Ha CpeJHee 3HAYeHWE MHTEHCHBHOCTEH OIpeNeIEHHOTO

KOJIMYECTBA COCCIHUX ITI0JIOC:

29



[ﬂ

n+m N

21

k=n-m

R =(2m+1)

rae n, k — Homepa 1oJoc, m — mapaMeTp, XapaKTepU3YIOIIUN BETUIHNHY «OKHAY, TI0 KOTOPOMY
NPOBOAMUTCA YyCpeqHeHHe. BapbupoBaHue BeNIWYMHBI TaKOrO «OKHa» IOKa3ajlo, YTo
ONTUMAIBHBIM SBJIsIETCS BennunHa B 31 HykieoTua (T.e. B 31 MOJIOCY) - YMEHBIIICHHE 3TOH
BEJIMYMHBI TPUBOJUT K YBEIUYCHHIO pa30poca [aHHBIX, a JallbHEHIee YBEIUYCHHE
MPaKTUYECKH HE CKa3bIBA€TCA HAa COOTHOILIEHWUU TMOJYYEHHBIX 3HAUYEHWUM, HO MPHUBOJUT K
YMEHBUIECHUIO YMCIIa aHAIM3UPYEMbIX 3HAaYCHUN HA BEJTUUMHY «OKHA» JIJISl KaXKJIOTO Telis.

Ota omepauus B JAajbHeimieM OyIeT Ha3bIBaThCsA MPOIEAYypOl HOpMalu3aluen IaHHBIX
pacuieruienus. OnucanHasi mpoueaypa HuBenupyeT d(h(eKTsl yMEHbIICHHS] HHTEHCUBHOCTH
pacuieryieHusl K KOHIIaM (parMeHTa W pa3JIndusi B MHTCHCHBHOCTSX JIOPOKEK Ha Pa3HBIX
rejqsix ¥, TO03TOMY,  HCHOJBb3yeTcs s CTaTUCTMYECKOrO0  aHaliW3a  BIIMSIHUS

MMOCJICAOBATCIbHOCTH I1ap OCHOBaHUI Ha CKOPOCTH YJIbTPAa3BYKOBOI'O pACIICINICHUA I[HK

2.2. XapakTepHble CBOMCTBA yJabTpa3BykoBoro pacuiemiedius JJTHK

Jis Toro 4roObl MPOAEMOHCTPUPOBATH XapaKTEPHBIE KApTHHBI YIbTPa3BYKOBOTO
pacIeneHus], ToJy4YeHHbIE ITPU MOMOIIH 3JIeKTpodopesa B MOIMAKPUIAMUIHOM Tele, Aanee
npuBeneH Puc.2.2, mnpenctaBisOmMA U300pakeHHE Telsd, IMOJYYeHHOTO B PE3yNbTaTe
yabTpa3BykoBoro obmyuenus ¢parmentoB JIHK pasnuunoit mmuubl. ['ens pa3dout Ha Tpu
YacTH, B KaKIOH M3 KOTOPBIX JOPOXKKH COOTBETCTBYIOT paciueruieHuto ¢parmentos JJHK
onpezaeneHHol JuMHbl. CreBa MpUBEIEHBI AOPOXKKH, OTBEYAIOLIME PACIICIUIEHUIO0 CaMOro
qHHOoro ¢parmenta JIHK — nmunoi 311 map ocHoBanuit (nopokku 1-6), B LeHTpe —
JOpOXKH 7-12 — paciieruienue ¢pparMenTa cpeHen JuiHel (251 1.0.) U clipaBa — JaHHBIE 110
pacuierieHuio KopoTkoro ¢parmenta (216 mnap ocHoBanmii) — jgopoxku 13-17.
[TocnenoBaTenbHOCTh HYKJIEOTHAOB KOPOTKOIO (hparMeHTa TakkKe COAEPKHUTCS B CPETHEM U
JUIMHHOM (parMeHTax, a IOCJIeJJOBaTeIbHOCTh CpeaHEero (parMeHra — B JJIMHHOM
¢parmente. BuaHo, 4TO NpU yBETUYEHUH JITUTEILHOCTH OOJIyUeHHs! YyIbTPa3BYKOM OT JABYX
1o 16 munyT U4 Beex (pparMeHTOB HaOII01aeTCs 3HAUUTENBHOE YBEIMUEHHE OOIIET0 YPOBHS

pacmerienns JTHK.
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Puc.2.2 Uszobpasicenue eejs,
NOIYYEHHO20 8 pesyivmame
anekmpoghopesa 001YYEeHHBIX

VIbMPA38YKOM  MEYEHbIX PpazmMeHmos
JHK pasznuunou HauanbHOU Onumbl.

Jopoocku 2 - 6 coomeemcmeyom
00YUeHUI0  OBVHUMEBLIX (DpacMeHmOos
JIHK onuwnotui 311 nap ocunosanuii npu
DA3TUYHBLX e8pemenax obnyuenus.
Jopoorcku 7-12 coomeemcmeyom
obnyuenuto gpacmenmos onunot 6 251
napy ocuoeauil, a Oopooicku 13-17 —
obyuenuio @paemenmos oaunou 216
HyKkaeomuouwix nap. opoowcku 1 u 18
coomeemcmayom Xumuyeckomy
pacwennenuro  ¢paemenmos JHK no

NYPUHAM.



Kaxnas monmoca Ha rene coorBercTByeT (parmentam JIHK onpenenenHoil anuHbl,
00pa30BaHHBIM B pe3yJIbTaTe Pa3pbiBa MEPBOHAYAIBHOIO (PparMeHTa MO COOTBETCTBYIOIIEH
dochomurdupHoit cBsizu. VHTEHCMBHOCTh 3aCBETKH M300pakKeHUs TOJOCHI Ha JKpaHe, TO
€CTh CTENEHb €€ «IOYEPHEHMs», CUHMTACTCS IPONOPLHUOHATIBHOM  KOHILIEHTPALUU
COOTBETCTBYIOIIUX (hParMEeHTOB.

W3 pucynka BUAHO, 4TO [00aBICHHWE THOMOYEBHMHBI HE OKa3bIBa€T 3HAYMMOTO
BIMSHUSA Ha KapTUHY paciieruieHus ( cMm. Jopoxku 11 u 12). Taxke He oka3bIBaeT BUIUMOTO
BIUSHUS JOOABJICHHE JIPYIMX CKEBEH/KEPOB AKTHUBHBIX PaJUKAIOB (TO €CTh COEIWHEHUH,
OJIOKHpPYIOIUX JEHCTBHE aKTUBHBIX PAJAMKAIOB) - ackopbara HATpuUs WU AUTHOTPEUTONIA
(nannble He mnpuBeneHbl). Hamportus, noGaBienue 50% raunepuHa, TPUBOASIIECE K
YBEJIMUEHHUIO BSI3KOCTH PacTBOpa, MPUBOJAUT K PE3KOMY YBEJIMYEHHUIO YPOBHS pacCIICTIICHUS
(mopoxku 3,8 u 14). Jopoxku, coorBercrBytomue pacieruienuto JJHK npu moGasnenuu
[VIMLEPUHA, BBIMISIAAT TakKe, Kak JOpOKKU 0e3 THIlepuHa, COOTBETCTBYIOLIME Oolee
JUINTEIbHOMY BpeMEeHM oOiiydeHus. TakuMm o0pa3oM, yBEIMYEHHE BSA3KOCTH pacTBOpa
NPUBOJIUT K YBENMWUeHUIO oOmed crenenn pacmieruienus [IHK, ocraBisgs Hem3MeHHBIMU
OTHOCHUTEIIbHBIE YaCTOThl paclleIUieHus. DTOT 3(PQeKT sABIseTcs OJAHUM U3 XapaKTEPHBIX
IIPU3HAKOB MEXaHOXUMUYECKUX PEAKIUH.

Pucynok 2.2 Ttaxxe IeMOHCTpUPYET MO3UIUOHHBIN (P (EKT paciienyeHusi — TO eCTh
ocnabnenue crenenu pacuierienus JJHK k koHnam ¢parmMenToB. OTa BakHasi 0COOEHHOCTh
yapTpa3sBykoBoro pacmerienus JHK Taxke sBisgercs XapakTEpHBIM — IIPU3HAKOM
MEXaHOXMMHMUYECKOW TPpUpOAbl HabmogaeMoro pacuerieHus. Crenyer OTMETHTh, UTO
CyIIIECTBEHHAs] BEJMYMHA TO3UIUOHHOTO 3 (dekTa, a TakKe Majoe BIHSHUE T00aBICHUS
CKEBEH)KEPOB aKTHUBHBIX PaJMKaJIOB Ha HaOJIOJAaeMble KapTUHBI PaCILEIICHUs, TO3BOJISIIOT
3aKMi0unTh, 4to paciuerienne JIHK, cBsizaHHOE C JEHCTBHMEM AaKTHBHBIX PAJUKalOB, B

OMMMCAHHBIX 3KCIICPUMECHTAX HpeHe6pC)KI/IMO MaJio.

Ha Pucynke 2.3 mpencraBieHbl pe3yibTaTbl KOMIIBIOTEpHOM 00pabOTKH rens,
n3o0pakeHHoro Ha Puc.2.2. 3nech npuBOJATCS MPOPUIN MHTEHCUBHOCTEH paclieruieHus /,
MOJIy4YEeHHBIE Ul HECKOJIBKUX Mosioc rens. [Ipodmim oTHOCHTENBHBIX YacTOT PACIICTUICHUs
R, pacuuTaHHble IS JBYX IOJIOC, JEMOHCTPUPYIOT pe3yjibTaT HOpMaju3aluuu mnpoduiei
WHTCHCUBHOCTH.  BenMYMHBI  OTHOCUTENBHBIX  YaCTOT  pPAcCIICIUIEHHs, a  TaKkKe
MIOCJIEIOBATEIbHOCT Iap OCHOBAHWHM (parMeHTa MpPEACTABISAIOT BXOIHbBIC JaHHBIC IS
CTaTUCTHYECKOTO aHalIM3a CIeuu(pUYIHOCTH yiabTpa3BykoBoro pacieruienuss JHK

HYKJICOTHTHOHM TTOCJIETIOBATEIHLHOCTH.
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Puc.2.3. [Ipoguru ynempasgykosoco pacujenienus, noayieHnvie 8 pesyibmame 0opabomxu
VKA3aHHbIX 00pOdHCEK Ha 2elle, npusedeHHom Ha Puc 2.2. Bvicoma cmonbya nponopyuonaibra
KOHYenmpayuu coomeemcmeylowux emy @paemenmos /JJHK, a ezco ysem — muny
HYKIeomuoda, 3a KOMOpbIM NPOUCX00um paspeleé (8 nanpasienuu om 5° k 3’ Kouyy yenu,
cooepocaweii memky). Huoicnue ouazpammvl nonyuenvl nymem HOPMAIU3AYUU HAYATLHBIX
OAHHBIX C Yenblo YCMPAHeHUs NO3UYUOHHO20 3Pgekma, HaAbI00aemo20 HA Nepevlx mpex
ouazpammax.
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2.3. Craructnyecknii ananu3 cnenupuanoctTu pacmenenns JHK yasTpazsykom

bblIM mpoaHanuM3upoBaHbl KapTUHBI pacuieruieHus 48 pasiuYHbIX paguo-MEYEHHBIX
dparmentoB JIHK, umeronux mmuasl ot 150 no 500 map ocHoBaHui. J[J11 CTaTHCTHYECKOTO
aHaJIM3a WCIOJIB30BANIMCh I[EHTPAJIbHBIC YacTU Telied, B KOTOPBIX IOJOCHI OBLIM YETKO
pa3nenenbl. Tak Kak AKCIEPUMEHTHI MO OONy4YeHHIO (ParMeHTOB OJHOW U TOH IKe
MOCJIE0OBATEIHHOCTH JEMOHCTPUPOBAIM HEKOTOPBIM pa3Opoc TaHHBIX, OHHU HPOBOJAMIUCH
HECKOJBKO pa3. Cienyer OTMETUTh, 4YTO MAKCUMalbHblE W MHUHUMAaJbHbIE 3HAYECHUS
WHTEHCUBHOCTEW YJIbTPa3BYKOBOI'O pacIleIieHus (TO €CTh TOYKH, COOTBETCTBYIOIIHE
rpaHHIlaM  pacHpelesieHus TIOJ0C 10 HHTECHCHUBHOCTSIM) HE YYHUTBIBAJIUCH TIPH
cTaTUCcTUYeCKOM aHanuie. OO0IIee YuCiIo TaKUX BHIOPOIIEHHBIX 3HAYEHHUH COCTaBUIIO OKOJIO
4% oT moMHOro yKcia Touek. [ pymma MakcuManbHBIX 3HaU€HUH, OTOPOIIEHHAs [IPH aHATU3e,
SIBIIICTCSL CIICACTBHEM JACPEKTOB Ha TeJe WM NPHUCYTCTBHEM YYXEPOIHBIX (DparMeHToB
(mpumep Takoro jgedexTa BUACH B JIEBOM HIKHeM yriry Puc.2.2). Bropas rpynmna, - rpymnmna c
MUHHUMAJIbHBIMUA 3HAYEHHUSIMU MHTEHCUBHOCTH PACLICIUVIEHUS SIBJISETCS CIIEICTBEM HEBEPHOU
alpOKCUMAallUM CYMMapHOM HMHTEHCHUBHOCTM IIOJIOCHI H3-3a €€ MCKPUBJIEHUS WIHU
NEPEKPHIBAaHUS C COCEAHEH MOI0CON (TaKue NePEeKPhIBAaHUS TaKkKe MOXKHO YBUAETh B BEpXHEH

4yacTH JOpokeK Ha Puc.2.2).

OO11ee yuCiio MPOAHATM3UPOBAHHBIX MOJIOC cocTaBuiao okoso 20500. [lnst ananusa
3aBHCUMOCTH OTHOCHUTEIIBHOM 4acTOThl pa3pbiBa (ochoanspupHOil CBSI3UM OT JIOKAIBHOU
HYKJIIEOTH/IHOM  TOCJIE0BAaTEIIbHOCTH  HUCMOJB30BAINCH M- U TETPAHYKJIECOTHIAHOE
npuOmkenus. s uccieqoBaHMs BIUSHUSA THUNA TU- U TETPaHYKJICOTHIA, B KOTOPOM
IPOUCXOOUT PpacUICIUIEHWE, Ha BEJIWYUMHY OTHOCHUTEIBHONW YacTOTHl  pacCILENICHUS
OpUMEHSUICS  OAHO(AKTOPHBIN AMCIIEPCHOHHBIA aHaidu3, HelapaMeTpU4YecKHe KpUTEepUu
(Kruskal-Wallis test, Brown-Mood test). Pe3ynpTaThl aHamm3a mo3BOJISIOT ClielaTh BBIBOJ O
TOM, YTO BJIMSHHUE THUIA JUHYKJIEOTHZA HA OTHOCUTENIbHYIO YacTOTY €ro YJIbTPa3ByKOBOTO
pacuienjeHus CTaTUCTHYECKH 3HaYyMMO Ha ypoBHe p<<0=0.05. B Tabmuue 1 u nHa Puc.2.4
NPUBE/ICHBI 3HAUYEHUS] BBIOOPOUHBIX XapaKTEPUCTUK U 95% OBEpUTEIbHBIE HHTEPBAJIBI IS

CpEaAHUX 3HAYCHUN OTHOCHTEIBHBIX YaCTOT pacCiCIiICHUA.

Kax Bugno u3 Tabmuiel 1 u Pucynka 2.4, 3Ha4eHHs] CPETHUX OTHOCHUTEIBHBIX YaCTOT
YJIBTPA3BYKOBOI'O PACIICIUIEHUS KOMIUIEMEHTAPHBIX JUHYKICOTHUIOB Pa3IMYatOTCsl 3HAYUMO.

9T0 YKa3bIBaOT Ha HE3aBUCUMOCTD paCHICIINICHUA KOMIITICMCHTAPHBIX ueneﬁ.
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Tab6nmuma 1. 3HadeHust  BBHIOOPOYHBIX ~ XApAaKTEPUCTHK  OTHOCHUTENBHBIX  4acTOT

YJIBTPa3BYKOBOI'O PACILEIUICHUS IUHYKICOTUIOB.

O6o03HaueHus:
N — 00BEM BBIOOPKH;

R — cpennsis BenuunHa;

S — crangapTHOE OTKJIOHEHUE;

N R S
AA 1636 0.919 0.129
AC 1076 0.913 0.128
AG 1028 0.900 0.124
AT 1374 0.904 0.119
CA 1265 1.160 0.209
cC 1141 1.007 0.144
CcG 1230 1.444 0.334
CT 1077 1.130 0.198
GA 1153 0.970 0.133
GC 1317 0.954 0.146
GG 1168 0.922 0.145
GT 1101 0.952 0.126
TA 1065 0.973 0.120
TC 1173 0.912 0.131
TG 1305 0.979 0.126

TT 1672 0.932 0.127
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Jyis  Toro, 9ToOBl BBIACHUTH [UISI KaKUX JUHYKICOTHAOB WX HHTEHCUBHOCTH
YIBTPAa3BYKOBOTO pACIICIUICHUs] 3HAYUMO HE paBHbl, M U1 Kakoro JUHYKJICOTH[A
OTHOCHUTEJIbHYIO YaCTOTY pACIICIUICHHUS MOKHO CUMUTaTh MaKCUMalbHOM (MHUHHUMAJIbHOW),
ucrnonb3oBaiauch mapamerpudeckue (Tukey-Kramer, GT2-, T'-) m HenmapameTpuuecKuit
(Kruskal-Wallis test) MeToapl MHOXECTBEHHOTO CpaBHEHHS. Pe3ynbTaThl MPOBEICHHOTO
MHOKECTBEHHOTO CpaBHEHHUS IIOKA3bIBAlOT, 4YTO CPEJAHHE 3HAYCHUS YIbTPa3BYKOBOTO
pacuieruienus B aunykieotunax CC, CT, CA, CG cTaTUCTUYECKU 3HAYUMO OTJIMYAIOTCS IPYT
OT JIpyra ¥ OT CPEeIHUX 3HAUCHUU JUIs BCeX OPYTUX AUHYKICOTHI0B. BribopouHoe cpennee
st CG sBhsieTCS MaKCUMAJIbHBIM 3HAUYE€HUEM OTHOCHUTEIBHOW YacTOTHI YJIbTPAa3BYKOBOI'O

PACHICIUICHUA TUHYKIICOTUI0B.

WccnenoBanue BIMAHUS TUIA JUHYKJICOTHA BO BTOPOM IOJIOKEHUH (3’ -KOHLIEBOTO)
Ha OTHOCHUTEJIbHYIO YacTOTY YJIbTPa3BYKOBOTO paCLICIUICHUSI B KaXJOW U3 YETBIPEX IpyMIl
JUHYKJICOTHJIOB, pa3IMYyalomUXcs MO IMepBoMy (5’-KOHLIEBOMY) HYKJIEOTHIY, HMO3BOJSET
cleNaTh BBIBOJ, YTO B KaXIOW W3 YETHIPEX IPYIMIl TAKOE BIUSHUE 3HAYMMO HA YpPOBHE

p<<0=0.05. TlpuMeHeHue METOJOB MHOXKECTBEHHOTO CpPAaBHEHUS JUIS KaXKIO0H M3 YeThIpex

TPy AMHYKICOTUA0B AACT CICAYIOIIUC PC3YIbTaThl:

a) B rpymnme auHykineotunoB AN (AA, AC, AG, AT) Henb3sl BBIICTUTh TUHYKICOTH]I,
CpelHee 3HaYeHHUE YJIbTPAa3BYKOBOI'O PaCUICIIEHUSI KOTOPOTO 3HAYUMO OO0JIbILIE U MEHBIIIE,

4YCeM Yy BCEX NPYTHUX;

b) B rpymme munykieotunoB CN (CA, CC, CG, CT) Bce cpeaHue 3HauCHHS
pasnuuarotcsi 3HauuMo, npudeM cpeanee B rpynne CC muHuManbHO, a cpeaHee B CG —

MaKCHUMAaJILHO;

c¢) B rpynne aunykieotunioB GN (GA, GC, GG, GT) cpennee B GG MUHMMANBHO, a

cpennee B GA — MakCUMaJbHO;

d) B rpynne qunykineotunioB TN (TA, TC, TG, TT) cpeanee B TC MUHUMAIBHO.

HeoOxomumMo ~ OTMETHTb, YTO  pe3yJabTaThl, IMOJyY€HHbIE TPU  IOMOIIH

NapaMCeTpUICCKUX MCTOHNOB aHAJIM3a, MOATBCPKAAOTCA W HCIAPAMETPUUCCKUMHU MCTOdAMU.
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Puc.2.4. BuvibopouHnvie cpeOnue OmMHOCUMENbHBIX Yacmom pacujenienus u ux 95%

dosepumenvivie unmepsanvl. O6o3nauenus: o, A, w, O - cpeonee, 1 - 95% dosepumenviuiii

uHmepsall.
AHanu3 BAUSHUS QIaHKUpPYIOMUX HyKiIeoTHaoB N; (5’-xonmeBoro) u Nj (3°-

KoHIeBOro) (rae N — mroboi u3 mykineotunoB A, C, G, T) ana Bcex TETpaHYKICOTHUIOB
NiN>‘N3Ns Ha OTHOCUTENBHYIO 4YacTOTY YJIbTPa3BYKOBOIO pACHICIUVIEHUS B HMX LEHTPE
qTO 3J3TO BJIIUSIHUC

nokasajn (IOJIOKEHHE pPa3pblBa YCIOBHO OTMEUYEHO ILUTPUXOM),
CTaTUCTHUYECKH 3HauMMO (p<<a=0.05) B kaxmoi u3 16 rpynn TerpanykieoTunoB. [lns

yetbipex rpynn terpanykieoTuaoB — NCAN, NCGN, NTAN, NTTN — M0OXHO BBIJIETUTH
CTATUCTUYECKU JOCTOBEPHBIE MaKCHUMAJIbHBIE CPEIHHE 3HAYCHHS] OTHOCHTEIHHOW YaCTOTHI

paspeiBa. OHu cootBeTcTBYIOT TeTpanykieornaam GCAG, GCGA, GTAG u GTTA.

Ha Puc.2.5 u B Tabmuue 2 mnpuBeneHbl 3HAYEHUS BBIOOPOUYHBIX XapaKTEPUCTUK
HeHTpalbHbIX  (ochonndpupHbIX CBA3SIX 256

OTHOCUTCIIBHBIX YaCTOT pa3pbiBa B

TETPaHYKJIEOTUIOB.
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Puc.2.5. (a-d) BvibopouHnvie cpedHUue OMHOCUMENbHbIX YACOM PaCcujenieHus YeHmpaibHOll

docghoouspuprnoti ceszu 6 256 mempanyxkieomudoe NiN,N3N (monokeHHe paspbiBa

YCIIOBHO OTMEUEHO IITPUXOM) u ux 95% oosepumenvrvie unmepsanvt. Obo3HaueHus: o, A, m,

0 - cpeonee, 1| - 95% dosepumenvuviii unmepsan.
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Tabauua 2. BriOopouHble XapaKTEPUCTUKUA OTHOCHTEIBHBIX YAacTOT YJIbTPa3BYKOBOTO

paciieruieHust eHTpanbHoi GochoamdhupHoii CBs3H B 256 TETpaHYKICOTHIAX.

O6o03HaueHus:

N — 00bEM BBIOOPKH;

R — cpennss BenuuuHa;

S — craHgapTHOE OTKIIOHEHUE;

S — CTaHIAPTHOE OTKIIOHCHHE CPEHETO.

N R S Sk -

AAAA | 232 | 0.894 | 0.132 | 0.009 R

AAAC | 151 0.883 |0.139 |0.011 AATA 1 110 0925 10.121 10.012

AAAG |93 0915 0107 10003 AATC | 65 0.913 [0.117 |0.014

AAAT |96 | 0951 |0.142 | 0.013 AATG |98 0913 |0.127 |0.013
s 117 TooaT Toie Toos AATT | 129 |0.875 | 0.115 | 0.010
: : : CATA |75 | 0910 |0.137 |0.016

CAAC |80  0.877 |0.118 |0.015 CATC |67 | 0.801 |0.189 | 0.023

CAAG | 77 0.938 | 0.142 | 0.015 CATG 70 0879 10103 10002

CAAT | 77 0.935 [0.126 | 0.015

GAAA | 119 | 0921 |0.113 |0.012 CATT |88  |0.863 |0.108 |0.011

GATA | 91 0.907 10.083 |0.009

GAAC | 49 0.887 10.117 ]0.019

GATC | 92 0.950 |0.120 |0.012

GAAG | 88 0.936 | 0.113 | 0.014 GATG 7 0.020 10.113 10.013

GAAT | 132 0.917 10.127 ]0.011 GATT | 76 0913 10107 10012

TAAA | 108 0.952 ]0.125 |0.013

TAAC | 73 0916 |0.097 |0.015 TATA | 67 0913 10.129 10.016

TATC | 89 0.858 |0.114 |0.012

TAAG |55 10997 |0.155 |0.018 TATG | 69 | 0.946 |0.106 | 0.013

TAAT | 95 0.929 10.124 |0.013

TATT | 115 0914 10.132 ]0.012

N R S Si
AACA | 96 0.938 ]0.112 ]0.011 N R S Sk
AACC | 77 0.881 |0.131 ]0.015 AAGA | 70 0.905 10.098 |0.012
AACG | 100 0.923 10.128 |0.013 AAGC | 91 0.845 |0.142 ] 0.015
AACT | 78 0919 10.127 ]0.014 AAGG | 72 0.924 10.133 | 0.016
CACA | 58 0.943 | 0.151 |0.020 AAGT | 79 0.899 10.108 |0.012
CACC | 85 0.820 |0.130 |0.014 CAGA | 81 0.935 [0.146 | 0.016
CACG | 46 0.871 [0.174 |0.026 CAGC | 100 0.846 |0.136 |0.014
CACT | 73 0.900 |0.116 |0.014 CAGG | 82 0.932 | 0.128 ]0.014
GACA | 59 0.935 ]0.166 |0.022 CAGT | 92 0.897 10.137 ]0.014
GACC | 34 0.921 [0.117 |0.020 GAGA | 50 0.880 [0.118 |0.017
GACG | 83 0913 [0.156 |0.017 GAGC | 59 0.889 [0.109 |0.014
GACT | 61 0914 10.129 |0.016 GAGG | 48 0914 |0.117 ]0.017
TACA | 38 0.986 |0.094 |0.015 GAGT | 50 0.874 10.107 ]0.015
TACC | 79 0.887 10.113 |0.013 TAGA |41 0.935 10.082 |0.013
TACG | 71 0.921 ]0.101 |0.012 TAGC | 50 0.907 10.114 | 0.016
TACT |43 0973 10.114 |0.017 TAGG | 40 0.886 | 0.145 | 0.023
TAGT | 26 0.975 10.197 |0.039
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Ta6auna 2 (npoxonkenne). BeiOOpouHbIe XapaKTEePUCTUKA OTHOCUTEBHBIX YaCTOT
yIBTPa3BYKOBOTO PaCIICIICHUS IIEHTpaIbHON PochoamdupHoii cBsi3u B 256
TETPaHYKJICOTHIaX.

O06o3HaueHus:

N — 00bEM BBIOOPKH;

R — cpennss BenuuunHa;

S — cTaHgapHTOE OTKJIOHEHHUE;

S — CTaHIaPTHOE OTKIIOHCHHE CPEIHETrO.

N R S S N i S S
ACAA | 57 1.103 | 0.176 | 0.023 ACGA | 86 1.537 | 0.331 |0.036
ACAC | 53 1.108 | 0.177 | 0.024 ACGC | 96 1.362 |0.309 |0.032
ACAG | 86 1.183 ]10.213 | 0.023 ACGG | 61 1.483 ]0.283 |0.036
ACAT | 67 1.116 | 0.181 |0.022 ACGT | 53 1.381 |0.369 |0.051
CCAA | 73 1.025 ]0.178 | 0.021 CCGA | 63 1.432 ]0.309 |0.039
CCAC | 45 0.989 10.149 |0.022 CCGC |91 1.257 ]0.220 |0.023
CCAG | 96 1.190 | 0.213 | 0.022 CCGG | 91 1417 |0.311 |0.033
CCAT | 81 1.073 ] 0.168 |0.019 CCGT |55 1.328 |0.246 |0.033
GCAA | 126 1.223 10.204 |0.018 GCGA | 100 1.783 |0.577 |0.058
GCAC | 71 1.174 10.215 | 0.026 GCGC | 87 1.462 |0.358 |0.038
GCAG | 89 1.356 | 0.263 | 0.028 GCGG | 102 1.549 |0.334 |0.033
GCAT | 73 1.186 | 0.203 | 0.024 GCGT | 72 1.427 ]0.324 |0.038
TCAA | 93 1.127 10.171 |0.018 TCGA | 47 1.543 | 0.371 |0.054
TCAC | 94 1.112 | 0.144 | 0.015 TCGC | 104 1.300 | 0.282 |0.028
TCAG | 84 1.231 ]0.266 | 0.029 TCGG | 65 1.543 ]0.265 |0.033
TCAT | 80 1.129 ]0.200 | 0.022 TCGT | 58 1.263 | 0.227 |0.030

N R S Sz N R S Si
ACCA | 78 0.975 |0.112 | 0.013 ACTA | 44 1.160 |0.210 |0.032
ACCC | 72 0.986 |0.147 | 0.017 ACTC | 74 1.064 |0.134 [0.016
ACCG | 79 1.064 |0.143 | 0.016 ACTG | 58 1.157 [0.243 [0.032
ACCT | 45 1.012 | 0.101 | 0.015 ACTT | 69 1.060 [0.158 [0.019
CCCA | 45 0.930 |0.093 |0.014 CCTA | 23 1.031 |0.145 |0.030
CCCC | 107 0912 | 0.115 ]0.011 CCTC | 73 0980 |0.128 10015
CCCG | 103 0992 10.147 ]0.014 CCTG | 73 1.118 10.157 10.018
CCCT | 59 0.941 |0.138 | 0.018 CCTT | 67 1.029 [0.120 |[0.015
GCCA | 118 1.080 |0.153 ]0.014 GCTA | 40 1.227 10.166 |0.026
GCCC | 50 1.085 |0.223 | 0.032 GCTC | 90 1.256 [0.227 |0.024
GCCG | 48 1.130 |0.130 | 0.019 GCTG | 112 1.303 [0.216 |0.020
GCCT | 61 1.086 |0.150 | 0.019 GCTT | 88 1210 [0.225 [0.024
TCCA | 53 0.999 10.127 | 0.018 TCTA |31 1.098 [0.068 |0.012
TCCC | 88 0.943 | 0.113 | 0.012 TCTC | 56 0.992 [0.131 [0.018
TCCG | 70 1.035 10.149 |0.018 TCTG | 101 1.149 [0.195 [0.019
TCCT |70 0.966 |0.130 | 0.016 TCTT | 81 1.042 [0.188 |0.021
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Tab6auna 2 (npoxonkenne). BeiOOpouHbIe XapaKTEPUCTUKA OTHOCUTEIIBHBIX YaCTOT
yIBTPa3BYKOBOTO PACIICIICHUS IIEHTPaIbHON PochoamdpupHoii cBsi3u B 256
TETPAHYKJICOTHIAX.

O06o3HaueHus:

N — 00bEM BBIOOPKH;

R — cpennss BenuuuHa;

S — cTaHgapHTOE OTKIOHEHUE;

S — CTaHIaPTHOE OTKIOHCHHE CPEIHETrO.

N R S Sz N R S Sk
AGAA | 96 0986 |0.117 |0.012 AGGA | 37 0.943 | 0.100 | 0.016
AGAC | 30 0.979 |0.137 |0.025 AGGC | 70 0.905 |0.150 |0.018
AGAG | 48 0.956 |0.144 | 0.021 AGGG | 89 0.989 |0.153 |0.016
AGAT | 69 1.003 | 0.127 | 0.015 AGGT | 46 0.921 |0.155 |0.023
CGAA | 100 0.982 |0.205 | 0.020 CGGA | 89 0.962 |0.112 |0.012
CGAC | 84 0.914 |0.150 | 0.016 CGGC | 69 0.831 |0.133 | 0.016
CGAG | 52 0.962 |0.102 |0.014 CGGG | 63 0.902 |0.159 | 0.020
CGAT | 61 1.008 |0.223 | 0.029 CGGT | 100 0.925 ]0.148 | 0.015
GGAA | 102 0.968 |0.123 | 0.012 GGGA | 76 0.939 |0.165 |0.019
GGAC | 26 0.979 |0.136 | 0.027 GGGC | 71 0.881 | 0.155 |0.018
GGAG | 31 0.898 | 0.175 | 0.031 GGGG | 84 0.958 |0.160 | 0.018
GGAT | 98 0.998 |0.155 |0.016 GGGT | 71 0.948 |0.121 |0.014
TGAA | 88 0.936 |0.124 | 0.013 TGGA | 54 0.944 | 0.152 | 0.021
TGAC | 87 0.964 |0.117 |0.013 TGGC | 93 0.859 |[0.142 | 0.015
TGAG | 77 0.997 |0.106 |0.012 TGGG | 65 0.885 [0.134 |0.017
TGAT | 105 0.987 |0.123 | 0.012 TGGT | 93 0.922 ]0.130 | 0.013
N R S Sz N R S Sz
AGCA | 95 0975 |0.136 |0.014 AGTA | 36 0.972 |0.083 |0.014
AGCC | 46 0922 |0.136 | 0.020 AGTC | 38 0.909 |0.170 | 0.028
AGCG | 73 1.029 |0.136 | 0.016 AGTG | 59 0.972 [0.099 |0.013
AGCT | 84 0974 |0.145 | 0.016 AGTT | 112 0.965 |0.125 |0.012
CGCA | 99 0.969 | 0.115 |0.012 CGTA | 60 0.987 |0.081 |0.010
CGCC | 106 0.886 | 0.173 | 0.017 CGTC | 57 0.908 |0.165 | 0.022
CGCG | 92 0974 |0.171 |0.018 CGTG | 32 0.981 |0.178 | 0.031
CGCT | 82 0.929 |0.146 | 0.016 CGTT | 91 0.940 |0.138 |0.014
GGCA | 75 0913 |0.128 | 0.015 GGTA | 87 0.959 ]0.123 | 0.013
GGCC | 68 0.868 | 0.121 | 0.015 GGTC | 30 0.904 |0.139 | 0.025
GGCG | 104 0.967 |0.169 |0.017 GGTG | 88 0.966 |0.134 |0.014
GGCT | 58 0.982 |0.144 |0.019 GGTT | 103 0.938 |[0.118 |0.012
TGCA | 88 0.931 |0.134 |0.014 TGTA | 76 0.967 |0.126 |0.014
TGCC | 55 0.958 |0.143 |0.019 TGTC | 62 0.921 |0.127 | 0.016
TGCG | 94 1.016 |0.174 |0.018 TGTG | 83 0.960 |0.135 | 0.015
TGCT | 87 1.008 | 0.155 |0.017 TGTT | 89 0.925 ]0.138 | 0.015
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Tab6auna 2 (npoxonkenne). BeiOOpouHbIe XapaKTEePUCTUKA OTHOCUTEIIBHBIX YaCTOT
YIBTPa3BYKOBOTO PaCIICIICHUS IIEHTPaIbHON PochoamdpupHoii cBsi3u B 256
TETPAHYKJICOTHIAX.

O06o3HaueHus:

N — 00bEM BBIOOPKH;

R — cpennss BenuuuHa;

S — cTaHgapHTOE OTKJIOHEHHUE;

S — CTaHIaPTHOE OTKIOHCHHE CPEIHETrO.

N R S Sz N R S Sz
ATAA | 103 0974 |0.109 | 0.011 ATGA | 85 1.017 |0.105 | 0.011
ATAC | 94 0963 |0.148 |0.015 ATGC | 82 0979 |0.116 |0.013
ATAG | 49 1.020 | 0.164 | 0.023 ATGG | 66 1.006 |0.123 |0.015
ATAT | 98 0945 |0.136 |0.014 ATGT | 80 0951 |0.137 |0.015
CTAA | 30 1.005 |0.077 |0.014 CTGA | 89 1.008 | 0.141 | 0.015
CTAC | 19 0.895 [0.073 |0.017 CTGC | 101 0973 10.139 |0.014
CTAG | 24 0.998 |0.065 |0.013 CTGG | 82 1.008 | 0.109 |0.012
CTAT | 64 0.948 |0.128 | 0.016 CTGT |71 0993 |0.135 | 0.016
GTAA | 93 1.001 |0.127 |0.013 GTGA | 86 1.026 | 0.125 |0.013
GTAC | 43 0986 |0.130 | 0.020 GTGC | 73 0929 |0.139 |0.016
GTAG | 28 1.068 | 0.157 |0.030 GTGG | 55 1.011 |0.121 |0.016
GTAT | 92 1.002 | 0.100 |0.010 GTGT | 49 0968 |0.124 | 0.018
TTAA | 103 0925 |0.111 |0.011 TTGA | 97 0983 |0.125 |0.013
TTAC | 84 0915 |0.106 |0.012 TTGC | 82 0917 |0.118 |0.013
TTAG | 53 1.012 | 0.113 | 0.016 TTGG | 102 0960 |0.132 |0.013
TTAT | 86 0960 |0.104 |0.011 TTGT | 110 0932 [0.118 |0.011
N R S Sz N R S Sz
ATCA | 104 0967 |0.165 |0.016 ATTA | 107 0908 |0.105 |0.010
ATCC | 79 0.877 10.096 |0.011 ATTC | 95 0908 |0.122 |0.013
ATCG | 69 0942 |0.101 |0.012 ATTG | 95 1.004 | 0.116 | 0.012
ATCT | 64 0941 |0.110 |0.014 ATTT | 105 0938 |0.123 | 0.012
CTCA | 95 0.892 [0.109 |0.011 CTTA | 48 0910 |0.108 |0.016
CTCC | 73 0.842 |0.166 | 0.019 CTTC |90 0.895 |0.098 |0.010
CTCG | 51 0.937 |0.107 | 0.015 CTTG | 67 0954 |0.119 |0.014
CTCT |71 0.864 |0.123 | 0.015 CTTT |97 0926 |0.152 |0.015
GTCA | 70 0983 |0.129 | 0.015 GTTA | 81 1.041 |0.145 |0.016
GTCC | 36 0.932 |0.080 |0.013 GTTC | 66 0954 |0.133 | 0.016
GTCG | 48 0970 |0.132 | 0.019 GTTG | 111 0966 |0.127 |0.012
GTCT | 30 0962 |0.144 | 0.026 GTTT | 138 0945 |0.125 |0.011
TTCA | 81 0917 |0.115 |0.013 TTTA |93 0937 |0.117 |0.012
TTCC |97 0.845 |0.131 |0.013 TTTC | 127 0.890 |0.133 |0.012
TTCG | 100 0920 |0.136 |0.014 TTTG | 117 0932 [0.119 |0.011
TTCT |99 0905 |0.136 |0.014 TTTT | 236 0.897 |0.140 | 0.009
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CraTucTUYeCKWA aHanM3 TOKa3aj, uYTO BIMsHHE (IaHKupyommx (TO ecTh
OJIKalIIKX 1O LeNn) HYKJICOTUIOB Ha BEJIMYUHY OTHOCUTEIBHON YacTOTHI YIBTPA3BYKOBOTO
pacuweruienuss JIHK sBisiercs 3HaYMMBIM 711 BCeX AMHYKJICOTUAOB, MPUYEM KaK BHIHO U3
PUCYHKOB 2.5, 3TO BIHSIHHE MOIYJIUPYETCS TUMAMHU (DIAaHKUPYIOMUX HYKICOTHIIOB CXOXKUM
00pa3oM U1l pa3Iu4HbIX JUHYKJICOTH]IOB.

[TomyueHHble B JAaHHOM TIJIaBe pe3yJbTaThl HCIOJB3YIOTCS B CIEIYIOUIMX TIJlaBax
JqUccepTaiuu mpu mnoctpoeHuu Mmoxenu pacueruienus JHK mo nmelictBuem ynbTpasByka
(I'maBa 3), mnsa uHTepriepranuu crneurdpudHoctu pacuiervieHus (['maBa 4), a taxke npu
UCCJIEJOBaHUU TEOPETUUECKUX npodueit pacIieTIeHHs MIPOMOTOPHBIX

nocienoBarenbHocTeit JIHK wenoseka (I'maBa 5 qucceprarumn).

HccenenoBanue xXapakTepHbIX CBOWMCTB  yibTpa3BykoBoro pacuierenus JHK,
OCHOBHBIE PE3yJIbTaThl KOTOPOTO MPUBEJCHBI B pa3jiese 2.2 3TOW IJIaBbl, IO3BOJISIET CAENATh
onpeneN€HHbIE BBIBOABI O MexaHu3Me pacuiersieHus ¢pamentoB JIHK mon nelictBuem

YJIbTpAa3BYKa. Huxe NMPUBCACHBI XapaKTCPHBIC CBOMCTBa Ha6J'IIOI[aeMOFO pacCIICIlNICHU:

1.YBenuuenue crteneHu paciiernieHuss (GocPoaudpUpPHBIX CBsI3ed, HAXOIALIUXCA B
neHTpaiabHoi yactu pparmenta JJHK;

2.YBenuyeHue oOIIEro YPOBHS PACHICTIIICHUS MPU YBETHMUEHHH JUIMHBI 00Tyd4aeMbIX
(bparMeHToB;

3.YBenuueHue o0IIero ypoBHS paclleIUIeHUs [IPH YBEIMUEHUU BA3KOCTU PAcTBOPA;

4. JloGaBneHue  COeAMHEHUH, CIMOCOOCTBYIONIMX  HEWTpaau3allMk  CBOOOIHBIX

paauKaJioB, HC OKAa3bIBACT BJIMUAHUA HA Ha6J'IIO,Z[aCMBIC KapTUHBI paCIICTIIICHUA I[HK

Yka3aHHBIC CBOMCTBA CBHJICTEIILCTBYIOT O MEXaHOXHUMHYECKOH TIPUPO/IE
HaOmogaemoro pacmerienus pparmentos JIHK [Basedow et al, 1977]. JlanHblit BBIBOX
UCTIONB3YETCSI B CIEAYIOIIEH TTaBe IuccepTaluy mpu Beioope Mmoaenu pacuieruienus JJHK

oJ AeMCTBUEM YJIbTpa3ByKa.
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I'maBa 3. MopaeaupoBanue pacwemienus ¢parmentos JIHK mnoa

AefiCTBUEM aKyCTHYECKON KABUTAIUMHU

Kak yxe Obu10 oTMedueHO B ['naBe 1, B Hacrosiee BpeMs paciierieHHe IMOJIMMEPOB
1OJ JICUCTBHEM YIbTPa3ByKa BBICOKOW WHTCHCHUBHOCTH CBSI3BIBAIOT C KAaBUTAIIMOHHBIMU
sbdekramu B oOiydaeMoMm pactBope. OOIIENpUHATON SBISETCS MOJENb pPaCHICTUICHUS,
npemioxkenHas Tomacom [Thomas, 1959], B COOTBETCTBHM C KOTOpPOW pacIIeIUICHUE
MMOJIMMEPOB IMPOUCXOJUT B PE3YyJbTaTC HUX BBaHMOHCﬁCTBHﬂ C BBICOKOI'PaAUCHTHBIMHA
TEUYECHUSIMH JKUJKOCTH BOJIM3HM CXJIOTIBIBAFOIIUXCS KaBUTAIIMOHHBIX MY3BIPHKOB (CM. pasfel
1.3). OnucanHas MoJielb, KaK MPaBUJIO0, UCTIOIB3YETCS ISl OIICHKH PACTSATUBAIOIINX YCHIIHH,
ﬂeﬁCTBYIOMHX Ha JJIMHHBIC ITOJUMCPHBIC LCTIN - IIJH/IHOﬁ OT HECKOJIbKHUX COTCH IMOJIMMEPHBIX

3BCHLCB.

B T'maBe 3 Ha ocHoBe Mozaenu Tomaca paspabaThiBaeTcs MOAXOA K OIHCAHUIO
npouecca pacuerienns mosnekyn JJHK moa geiictBueM akyCTHYECKOW KaBUTAIMU, KOTOPBII
06’BG)II/IH$I€T THAPOANHAMUYCCKYIO MOJC/IIb KaBUTAOWMOHHBLIX ITPOLIECCOB, MEXAHWYCCKYIO
monensb JIHK, a Takxke craTucTHYecKyro MOenb paciieryieHus (hocGoaudpupHbIX cBs3ei
MO/ JIEMCTBHEM PACTATHBAIOIIETO YCHJIMS Ha OCHOBE TEOPUU MEXAaHOXMMHUYECKHX PEeaKlUi

[Basedow et al, 1977].

3.1. MoneaupoBaHue JMHAMHKH KABUTAIMOHHOIO NMYy3bIPbKa.

g Toro, 4yToObl MOJMYYUTH OLIEHKY BEJIMYUH TPAJUEHTOB CKOPOCTH TEUEHUs
’KHUJIKOCTH, BO3HUKAIOIIUX MPHU CXJIONBIBAHUU KaBUTALIMOHHOTO IMYy3bIpbKa, OBLIO MPOBEAECHO
MOJICIMPOBAaHNE TUHAMUKH €ro ABIMKeHHs. OCHOBHOM L1€IbI0 TAaHHOTO MOJITUPOBaHMS OBLIO
MIOJIyYEHUE OLIEHKM BO3HHMKAIOIIMX TI'PAJUEHTOB «CHHU3Y» — TO €CTh pacueT MUHUMAaJIbHO
BO3MOXKHBIX 3HAQUEHUN I'PAJHEHTOB CKOPOCTH TEUEHUS, UMEIOIINX MECTO MPHU CXJIONBIBAHUU
KABUTALlMOHHBIX Iy3bIpbKOB B OINMCAHHOM OJKclepuMeHTte 1o pacmermenuo  [JHK

YJIBTPa3BYKOM.
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Jis  MoaenupoBaHUs JUHAMHKM  KaBUTAlMOHHOTO MY3BIPS  HCIOJIb30BalIOCh
ypaBHeHue Panes-Ilneccera:

5 2
Rdf+§(d—R _1 B—Pw—2—0—4—“(d—R (3.1,
drv 2\ dt yo, R R

rae R — paauyc KaBUTalMOHHOTO Iy3bIpbKa, ¢ — BPEMsl, p — IJIOTHOCTb >KUJKOCTH, 0 —e&
MIOBEPXHOCTHOE HATSKEHUE, U — BSI3KOCTh )KUJKOCTH, P; — aBJI€HHUE ra3a BHyTpU IIy3bIpbKa, a
P, - naBneHue okpyarouei my3bIpeK KUIKOCTH.

JlanHasi MoJenb OCHOBaHa Ha CIEAYIOIIMX HpUOIMKeHusX: (¢opMa Iy3blpbKa B
npolecce ero JBUKEHUS HEe U3MEHSETCS M ONUCHIBAeTCA Cepoil ONpe/esIeHHOro paauyca.
XKunkoctb, OKpyKarolias my3bIPEK, CUUTAETCAd HECKUMAEMOM, a TepMOJAMHAMHUYECKOE
COCTOSIHUE Ta3a BHYTPHU Iy3bIpbKa XapaKTEpU3yeTCs HAJIMYUEM ONPECIIEHHOTO IaBJICHUS,
MMEIOIIETO OHO M TO YK€ 3HAYCHHE /IS JII000H 00JIacTH BHYTPH ITy3bIpbKa.

[lapameTpsl xuAKoOCTH, BXoasmue B ypaBHeHue (3.1) ObuIM  B3ATHl U3
9KCIIEPUMEHTANbHBIX JAHHBIX, OTyIEHHBIX IIPH TeMiepaType Bombl 0-5 °C i IpHBEICHHBIX B
CIIPAaBOYHMKAX:

=75 107 H/™m, p=1,7 mlla ¢, p=103 Kr/M.
W3meHeHne  fmaBlieHUsT — OKpYy)Kawolled  My3bIpeK  JKUIKOCTH  OMNMCHIBAIOCH

TapMOHHUYCCKHUM 3aKOHOM:

P, = B~ P, cosQt)

3
roe Py =10° Ila - atMocdepHoe nasienue, Py =2.4 10° Tla — aMIUTUTYyJla W3MEHEHUS
yIbTpa3ByKoBoro gamienus, [ =22 kl'1 — yactora ynbTpa3Byka. Bennunna Py cBsizaHa ¢
WHTEHCUBHOCTBIO YIBTPa3BYKOBOU BOJIHBI YPABHEHUEM:

Py =+2Ipc

B KOTOPOM / — HHTGHCHBHOCTB YJIBTPa3BYKOBOIl BOJIHBI, IPUHATAs paBHOi 2 Bart/ cm” (oM.
pasnen 1.1),a ¢ = 1480 M/c — ckopoCTh 3BYKa B BOJIE.

ﬂJ’IH OIMMCAaHUSA CXKATH ra3a B ITy3bIPEKE UCII0JIb30BaJIOCh anna6amqecxoe HpI/I6J'II/I)KeHI/IeZ

3y
P= P(%j
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rae Pip— naBieHUe HACBIILIEHHOIO Mapa B My3bIPbKE B MOMEHT, KOI/Ia €r0 paguyc IPUHUMAET
MaKCHUMajbHOe 3HaueHue R,~80 MKM, a y — SKCIIEpUMEHTAIbHBIA NOKa3aTeNb aauadaThl 1Jis
BOJSIHOIO napa, paBHbIl 1.3. JlaBieHue HACBILIEHHOrO Iapa BOJbl JOCTAaTOYHO CHIIBHO
3aBUCUT OT €€ TeMIlepaTyphsl: Tak mnpu 0 °C ono cocrasmsier 0.61 xIla, a ipu 7 oc - yxe 1
klla. Tem He MeHee, Kak OyJeT MOKa3aHO HUXKeE, JaBJICHUE ra3a BHYTPU My3bIPbKa SBISETCS
onpeAensomuM (akTopoM €ero AWHAMHUKH JIUIIb HAa KOHEYHOW CTaJuU CXJIONBIBAHUS,
KOTOpasi MO yKa3aHHBIM HUKE MpHUYMHAM B paboTe He paccMaTpuBaliach. AnnabdaTHuecKoe
npUOIMKEHNE, UCIONIB3YEMOE MPU pacderax, MO3BOJIAET IMOIYYUTh OLEHKY «CBEPXY» IS
BEJIMYMHBI BHYTPEHHETO JaBJEHUS Ta3a B Iy3blpbke. CieayeT OTMETUTh, YTO BHYTpPEHHEE
JaBJICHHE Tapa B IMYy3bIpbKE SBISIETCS  €AMHCTBEHHBIM  aKTUBHBIM  (pakTOpoM,
MPOTUBOACUCTBYIOIIMM CXaTHIO My3bIipbka. Kak moka3zano B pabote [Flynn, 1964], yuer
SBIICHUH TEIUIO- M MacCcOIlepeHoca PH CXJIOMBIBAHUH My3bIphbKa MPUBOJIUT K 00Jiee BHICOKUM
3HAYCHHUSM CKOPOCTH CXJIONBIBAHUS, a 3HAYUT, W OOJNBIIMM BEIMYMHAM PaTUATBEHOTO
rpagueHTa TeYCHHUS.

B 3aBHCHMOCTH OT 3Hau€HHUs HayalbHOI'O paguyca KaBUTALMOHHOIO My3bIpbKa R
BO3MO>XKHBI JIBa BapHaHTa €r0 JUHAMUYECKOIO IOBEIEHHUS: B IIEPBOM Cllydae, €CIU paauyc
My3bIpbKa MEHbBIIIE KpUTHYecKoro 3HaueHus: R, =20/(P4-Py+P;)~1 MxM,

My3bIPEK CXJIOMHETCS (B pe3ybTaTe JOMUHUPOBAHUS CUJI TOBEPXHOCTHOTO HATSHKEHHUS), & BO
BTOPOM CJy4ae, - €ClIi paguyc My3blpbKa Oobllie R, , TO My3bIpEeK HAYHET Pa3ayBaThCs MOJ
JICUCTBMEM OTPHUIIATEIBHOTO BHENIHEro AaBjeHus. BaxxHo oTMeTuTh, 4to npu Ry > R, ,
MaKCUMAaJIbHBIN paJnycC My3bIpbka R,, c1a00 3aBUCUT OT HAYAJILHOTO 3HAYEeHUs R,
VYpasuenue (3.1) pemanock metogoM Pynre-KyTTel 4 oro nopsijka ¢ maroM no BpeMeH!
A=10"" ¢c. Ha pucyHke 3.2 mpencTaBiieH rpaduk 3aBUCHMOCTH pajuyca KaBUTAIIMOHHOTO

My3bIpbKa OT BPEMEHH.
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100 1 Ry MKM

80 -

60 -
—_ R0=1.1 MEM
_— R0=S MEM

40 R=10 mxm

20 -

O T T T T T T T T T
2 4 6 8 10 12 14 16 [, MKC

Puc.3.2. 3asucumocms paouyca xagumayuoHHo20 ny3vipbka R om epemenu t 01 pa3iuyHulx

3HAYeHUll HayanrbHo20 paouyca Ry.

IIo gocTMKeHMHM MAaKCUMAaJIbHOTO 3HAYEHHUs R, HAYMHACTCS IPOLIECC CXJIONBIBAHMS,
KOTOPBIA MOJKHO YCIIOBHO pa3JeiIuTh Ha TpU OTala: Ha IEPBOM IJTAle IPOUCXOAUT
MEJUICHHOE YMEHBILICHUE PAaJnyca IIy3bIPbKa B CBS3U C CXKMMAIOLIUM JIEHCTBUEM BHEIIHETO
JIaBJICHMsI. 3aT€M CKOPOCTb CXJIOINBIBAHMS HAYMHAET PE3KO YBEIUYMBATHCS, UYTO CBSA3aHO CO
BTOPHIM WI€HOM YypaBHEHHs (3.1), KBagpaTUYHBIM MO CKOPOCTH CXJIOTBIBAHUS MY3bIPbKa.
CKOpOCTh CXJIONBIBAHMS 332 KOPOTKHM HPOMEXYTOK BPEMEHM YBEIMYMBAETCA [0 COTEH
METPOB B CEKyHAY. lIpy IOCTHMKEHMU CKOPOCTH CXJIONBIBAHUS BEJIWYUHBI, PABHOMN 10° m/c
pacyer IpeKparaics.

Ha pucynkax 3.3 u 3.4 mnpuBeneHbl pe3yslbTaTbl PACUETOB CKOPOCTH CXJIONBIBAHUSA,
COOTBETCTBYIOIIIMX JWHAMHMKMA KaBUTAlMOHHOTO ITy3bIpbKa C MHWHUMAJIbHBIM HadaJbHBIM
panunycom Rp=1.1 mxMm. Ha Puc.3.3 npuBeneHa 3aBUCMMOCTh CKOPOCTH CXJIONBIBAHUS OT
BPEMEHHM, YCIIOBHO COOTBETCTBYIOIIAs IIEPBOMY JTally CXJIONbIBaHMA. BpemeHHas mkana B

JTAHHOM CJIy4ae COOTBETCTBYET IIIKaje Ha PUCYHKE 3.2.
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50 - drR , M/c
dt

0o+~

_5[) -
-100 -

2 4 6 8 10 12 14 16 f, mkc
Puc.3.3. 3a6ucumocmb CKopocmu CXJIONbl6AHUA d_R KasumayuoHHO20
dt
ny3elppxka om epemenu t. Ilpugedenvr  pesynbmamol MOOenupoB8aHusl onst

Ro=1.1 mxm, umo coomeemcmeyem nudcueti kpusou na Puc.3.2.

Pucynok 3.4 nemoHCTpupyeT nanbHEHIIee U3MEHEHUE CKOPOCTH CXJIOINBIBAHUS, HO
YK€ Ha JApYrux BpeMEHHbIX Macmitabax. Takum oOpa3om, Puc.3.4 sBusercs nponoKkeHuemM
Puc.3.3 u oTpaxkaer 3aBUCUMOCTb CKOPOCTH CXJIOTIBIBAHMSI OT BPEMEHHU Il BTOPOMl CTaguu
CXJIOIIBIBAHUS KaBUTALMOHHOTO My3bIpbKa.

10 20 30 40 50 60 70
O T T T T T T T t L] Hc

-200
-400 -
-600
-800

-1000 -

dR , M/cC
dt

-1200 -

Puc. 3.4. 3asucumocmo CKopocmu CXJionvl6arusl KasumayuoOHHO20 Ny3vlpbKad Oont 6pemerHu Ha

emopoﬁ cmaouu Cx10nbléAHUSL.
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W3 Puc. 3.4 BUIHO, 4TO M3MEHEHHE CKOPOCTU CXJIOMBIBAHHS HA HECKOJIBKO COTEH
METPOB B CEKYH]ly JOCTUraeTCs Ha BPEMEHHOM HHTEpBajle MOpsAJKa JECITKAa HAHOCEKYH]I.
AHanu3 BpPEMEHHOTO MOBEJCHUS PA3IMUHBIX WiIEHOB ypaBHeHus (3.1) mokaszan, 4to Jyist
BTOPOW CTaJMM CXJIONBIBAHUS BJIUSHUE JABJICHHUS Tra3a BHYTPHU My3bIpbKa Ha JUHAMUKY
CXJIOTIBIBAHUS SIBJISICTCS MPEHEOPEKUMO MaJIbIM.

SIBnenHust, IpoOUCXOAsIINe Ha KOHEUHOH, - TPEThEil, CTaJIuN CXJIOMBIBAHUS, KOTOPHIE B
JAHHOU paboTe HE pacCMAaTPUBAIKNCh, MMEIOT XapaKTEepHbIE BpEMEHA MOPSAKAa HAHOCEKYH U
CBSI3aHBI C KaTaCTPOQUICCKUM POCTOM TEMIIEPATYPHI U JAaBJICHUS BHYTPH ITy3bIpbka. Ha 3Toii
CTaJMU CXJIONBIBAHUS BAXXKHYIO POJIb UTPAET yNPYrocTh Mapa, 3aKJIIOUYEHHOTO B IMY3bIPbKE U
aBieHusl TeronepeHoca. C KOHEUHOUM cTaauel CXJIONbIBaHHUS KaBUTALMOHHOTO MY3bIPbKa
CBS3aHBl XUMUYECKHE M onTHUeckue 3(G(eKThl KaBUTAIUM, 00pa3oBaHUE YIApHBIX BOJIH, a
TaK)Ke€ MUKPOCTPYH, BBI3BAHHBIX OTKJIOHEHUEM (HOPMBI My3bIpbKa OT cepuueckoil [Brennen,
1995].

Pe3ynbrarhl 4ncIeHHOTO0 HHTETPUPOBAaHUS ypaBHEeHUs (1), MpUBEACHHBIC BBIIIE, Jajiee
WCIIOJIH30BAIUCH JIJISl BBIYMCIICHUSI PAIUaIbHOTO T'PAJIUEHTa CKOPOCTU TEUCHUS KUIKOCTH B
OKPY’KaIOILIEM ITY3bIpEK MPOCTPAHCTBE. M3 yCIOBUSA HECKUMAEMOCTHU KUAKOCTH CIEYET:

dR
dt

oV

2
| _, R
or

G= (3.2),

3
r

rae G — paauanbHbId T'PAAUEHT CKOPOCTU TEYEHHUS KUAKOCTH, V — paauaiibHas CKOpPOCTh
YHUJIKOCTH Ha PACCTOSIHUHU 7 OT LIEHTpa Mmy3bIpbKa ( >R).

Ha pucynke 3.5 npuBeneHsl pe3yibTaTbl pacdyeTa IpaJueHTa CKOPOCTH TEUEHUs
KUAKOCTH U1l BTOPOM CTaJuMU CXJIONBIBAHMS KAaBUTALMOHHOIO ITy3blppka. BuupHo, 4ro
IPaJUEHT CKOPOCTH TE€YEHHS] YMEHBILIAeTCS C POCTOM PAacCTOSHUS JO0 LIEHTpa Iy3bIpbKa U

pAacTeT MO Mepe ero CXJIOMbIBAHMUS.
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R e o

10
0 2
Puc.3.5. 3asucumocms paouanvhoco epaduenma ckopocmu medenus dcuokocmu G 6o6au3u
KABUMAYUOHHO20 NY3bIPbKA HA  6MOPOU  CMAOUU  CXJIONbIBAHUSL OM  PACCMOSHUA 00

nosepxHocmu ny3vipvka d u epemenu t.

3.2. MoaeaunpoBanue B3aumojeiicreus pparmenta JJHK ¢ kaBuTanmoHHBIM Te4eHHEM.
Jns unccnenoBanus nuHamuku (parmenta JIHK npu ero ABM>KEHHUH B JKMJIKOCTH C

BBICOKMM TPAJIMEHTOM CKOPOCTH TE€UEHHUS MCIOJIh30BaJlach cieayromas mojaens [Doi et al,

1986]: dparmeHT npeACTaBIsIICS CUCTEMON IIAPUKOB OMPENEIEHHOIO THAPOJMHAMUYECKOTO

panuyca Rp=1 HM, COEAMHEHHBIX NPYKMHAMHU C KOHCTaHTOM »kecTkocTh k=6000 mH.

e T e T
!
OMOMONC

Puc.3.6. Unniocmpayus k mexanuueckou mooenu ¢ppazmernma monexyavt JJHK.

R-2udpoounamuueckuii paouyc wapuxa, m — e2o macca, k — sxcecmrocms npyscuHbi.
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Cunna B3aMMOJICHCTBHSA Ka)KJIOTO 3BEHA TaKOW MOJIEIBHON CHCTEMBI C JKHIKOCTBIO
onpezaenserca 3akoHoMm CTokca:
F=6muR,V (3.3),

rae F — Monyib CUJIbl B3aUMOJCUCTBUA, Rp - TMAPOAUHAMHYECKUN paauyc mapuka, V —
MOJYJIb CKOPOCTHU LIAPHKA OTHOCUTENBHO KHUAKOCTH, i — TUHAMUYECKAs BA3KOCThb KUIAKOCTH.
VYpaBHenue aBwkeHus HproToHa A i - Oro 3BeHa MOJIENBHOW CHUCTEMbI OYAET HMETh
CJEeIYIOIIUNA BUI:

. k(xy —x—1) _ k(x; —x,, —1,)
mxj - lO lO

+aV,—x) (3.4),

I7ie m — Macca i-oro IIapHuka, X; — €ro KOOpJAuHaTa, k — JKeCTKOCTb NPYXKUH, [y — JJIuHA
HEpPACTSIHYTOM NPYXHUHbI, 00 — KOHCTaHTa, XapaKTepU3yIOIasi CUIy BSI3KOI'O TPEHUS MEXIY
HIAPUKOM ¥ JKUIKOCThIO (a=0muRp ), V, — mpoekius abCONMIOTHOW CKOPOCTH TCUYCHHS
KUJAKOCTH Ha HampasieHue ocu x. Ocb X HampaBieHa BIOJb CHUCTEMbl 3BEHBEB U
COOTBETCTBYET HAIIPABJICHUIO UX YCIIOBHOM HyMepaluHu (T.€. X;+; > X; ).

CoOcTBeHHass JUIMHA /) 3JIEMEHTApHOIO YINPYroro CerMeHTa — TO €CTh NPYKUHBI -
ObL1a mpuHATa paBHOU 2Rp, 4yTO Kak BUIHO U3 Puc. 3.6. cooTBeTCTBYET OJ0KY JIMHON OKOJIO
6 HYKJIEOTUJHBIX map. B TakoMm ciiydyae 3HaueHHME KOHCTAHTHI 0. COOTBETCBYET BEJIMYMHE,
noJy4eHHOM n3 aHanu3a nupdysun onuronykiaeorunoB JJHK [Fernandes et al, 2002].

Cuctema «momeranacb» B 00JacTh C OJHOMEPHBIM TEYEHMEM BIOJIb OCh X U
MMEIOLIUM TOCTOSIHHBIN U OJHOPOJHBINA TPAJAUEHT CKOPOCTH TE€YEHMsI BJIOJIb OCcH. JlMHaMMKa
¢parmenta JIHK paccunuTtbiBanach 4uCICHHBIM UHTETPUPOBAHUEM CUCTEMBI YPABHEHMH THIA
(3.4), cocraBneHHBIX s BCEX 3BEHBEB, MPU MOMOIIM MOAU(PUIMPOBAHHOIO AITOPUTMA
Bepie, nocie yero Haxoauics npoduiib, XapakKTepU3yIOLUIN U3MEHEHUE CHUIIbI PACTSKEHUS
BJIOJIb CHCTEMBI, TO €CTh 3aBUCUMOCTb BeNUYUHBl F=k (x;+; — X; - [)) OT HOMepa 3BeHa i.
Ha pucynke 3.7 npuBeieHbl pe3yabTaThl pACUETOB JIJII CUCTEMBI, COCTOAIIECH U3 52 3BEHBEB,

TO €CTh UMeroIIel Y3 PEeKTUBHYIO JUTMHY BJI0JIb OcH X nopsaka 300 map ocHOBaHUiA.
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F, nxH
5000

G=1.5-10%¢1

G=0.5-10"c"

Puc.3.7. 3asucumocms cunvi pacmsdicenus F 36ena mooenvHoll cucmemvl om e20 NOJ0HCEHUS
6001 yenu i . Ilpusedenvl Oanuble pacuemog O0Jisi mpex 3HAYeHUull epaoueHma CKopocmu

meyenus socuoxocmu G.

[TonydyeHHble pe3ynbTaThl MOKA3bIBAKOT, YTO NPU 3HAYEHUU TPATUEHTA CKOPOCTH
Teuenns 6omee 10° ¢! Ha dparment AHK, nBuxymiuiicss BMecTe ¢ KUIKOCThIO JEHCTBYIOT
pPACTATUBAIOIINE YCUJIUS BEJIIMYMHON HECKOJBKO THICSY MUKOHBIOTOHOB, YTO MO TMOPSAKY
BEITMYMHBI COOTBETCTBYET Tipeaeny npouHoctu moiekynsl JIHK Ha paspeiB (cMm. pasmen 1.2.
I'mager 1).

CTOUT OTMETUTH, UTO MPOLIECC PACTSHKEHUS MOJECIBHOM CUCTEMBI UMEET HEJIMHEUHBIN
XapakTep: NpH YMJIMHEHUH IL€NU CHJIA PACTSIKEHUS YBEIMYHMBAETCS, 4TO MPUBOAUT K
JIOTIOJTHUTEIILHOMY pacTsDKEeHUI0. TakuM 00pa3oM, HaTu4He TOJI0KUTEIIbHON 00paTHOM CBS3H
MIPU PACTSHKEHUH TIOJIMMEpa TIPH €r0 JBWKEHUH B 00JIACTH U CUIILHBIM TPAIUEHTOM CKOPOCTH
TE€UYEHUs1, MPUBOJUT K HETMHEWHON 3aBUCUMOCTHU CHJIBI PACTSKEHUS OT BEJIUYMHBI TPAJUEHTA

CKOPOCTH TCUCHUA. OTa 3aBHCUMOCTD INpHUBCACHA HA Puc. 3.8.
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Puc. 3.8. 3asucumocmv cunvt pacmaxcenuss F 6 yenwmpe ppacmenma om eenuuunvl

nPOO00ILHO20 epaduenma ckopocmu meyeHus sHcuokocmu G.

Benuunna cuibl pacTspDKeHHST TMOJMMEpPA, BO3HUKAIOMIAS TPU €ro JBUKCHUU B
JKUJIKOCTH, B KOTOPOM CYIIECTBYET T'PAJUEHT CKOPOCTH TEUEHMUsI, 3aBHCHT OT OPHUEHTAIUU
MoJIMMEpa 10 OTHOIIEHWIO K HaMpaBJICHUIO BEKTOpa J3TOr0 TpaaueHTa. Pe3ynbrarsl,
MOJTyYEHHBIE BBIIIE, OTHOCATCS K CIIy4ar0 MmapajuiensHoro pacnonoxenus ¢pparmenta [JHK u
BEKTOpa IpaJIM€HTa CKOPOCTU TEUEHHUS, MPU KOTOPOM BEIMYMHA PACTATHUBAIOLIETO YCHIIHS
MMEeT MaKCUMYM, TaK KaK TpPaJUEeHT CKOPOCTH TEYCHHS B JAHHOW MOJENIH SIBIIACTCS
MPOJIOJIBHBIM, TO €CTh COHAIpaBJI€H C BEKTOPOM CKOPOCTH TEUEHUsS B JIOOOH TOUKe
KUIKOCTU. CTOUT OTMETUTH, YTO B JAHHOM MOJENIU LENb MOJIMMEpa U3HAYAIbHO SIBIISETCA
npsMonuHeitHo. Tak kak mnepcucteHTHas anuHa Mosekynbl JIHK cocraBnser Benmuuny
nopsaka 150 map ocHoBanuii (cM. paszznen 1.2 T'massl 1.), To 11t pparmMeHTa ATUHONW OKOJIO
300 map ocHOBaHU# Takoe MPUOIMKEHHE HE COBCEM OIpaBAaHO. TeM He MeHee, B Cilydae
BBICOKHX TPaJIMEHTOB TEUEHUS, UMEIOIIUX MECTO BOJIU3U CXJIOMBIBAIOIINXCS KAaBUTAIIMOHHBIX
My3bIPbKOB, PACTSHKEHUE TMOJUMEpa, OUYEBUAHO, MPUBOJUT K €ro «IMHEeapu3alum».
CTpyKTypa TE€UEHHUS TaKXKe CIOCOOCTBYET «BBIPABHHBAHHWIO» (PAarMEHTOB BIOJIb BEKTOPA

CKOPOCTH TCUCHUA )KUIKOCTH.
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Cuna pacTshkeHUS MOJIETIbHOM CHCTEMBI TaKkKe CYIIECTBEHHBIM 00pa3oM 3aBHCHUT OT
TaKUX [apaMeTPOB MOJEIH, KaK BSI3KOCTh >KUIKOCTH, )KECTKOCTh CETMEHTOB U KOJUYECTBO
3BEHbEB B ILEMU. BA3KOCTh XUAKOCTH B MOJEIM COOTBETCTBOBAJA BSI3KOCTH BOJIBI MPHU
temneparype 0 °C: u=1,7 mlla, a koHcranTa »ectkoctd, k=6000 nkH — monydena mpu
MOMOIIN MOJIETHPOBAaHUS pacTsbkeHus: kopotkux ¢pparmentoB JJHK B pamkax monexymsipHo-
JUHAMHYECKOT0 MoAXo/a (HeonyOIMKOBaHHbBIE PE3yIbTaThl), U MPUHUMAET MIPOMEKYTOUHOE
3HAQYEHHE MO OTHOUICHUIO K SKCHEPUMEHTAIbHBIM JIaHHBIM [0 PACTSKEHUIO EAMHUYHBIX
mosekyn JIHK (cm. pasmen 1.2 Tmaeer 1) (k=~1000 mkH ) [Bustamante et al, 1994] u
SKCIIEPUMEHTANIBHBIM JIaHHBIM O ompeneneHuto ckopoctu 3Byka B JIHK (£A=8000 mnkH)
[Hakim et al, 1984]. BasxxHo 0TMeTUTh, YTO OTyYEHHbIC 3HAUCHUS PACTATUBAIOILIETO YCUITHS,
NEHCTBYIOIEro B HEHTPanTbHOH wacTH (parMeHTa u cocrapisiomero mpu G > 10° ¢!
BEJIMYMHY B HECKOJBKO THICSY IMHUKOHBIOTOHOB MOTYT TIPHUBOJAWTH K 3HAUYUTEILHOMY
U3MEHEHHI0 KOHpOpMaluu MnoiuMepa. B sKcrepuMeHTax M0 pacTsHKEHUI0 eAMHUYHBIX
monekyn JIHK [Smith et al, 1996] xondbopmarnmonnsiit nepexon AHK u3 B B S — dopmy
npoucxoamn yxe npu 70 nxkH. OpHako, B OnMMCaHHBIX JKCrepuMeHTax (cM. pazaen 1.2)
MPOLIECC PACTSHKEHUS XapaKTepU30BajICsl BpeMEHaMH MOPsIKa IECATKOB CEKYH]I, B TO BpeMsl
kak pactsokenue ¢parmentoB JHK mon neiictBuem akycTHUecKod KaBUTAllMM, B
COOTBETCTBUU C MOJYYECHHBIMU pe3yJlbTaTaMH, MPOUCXOAUT HAa BPEMEHAX IMOpsAKa JeCsITKa
HanocekyHa. Ilepexon JJHK B S-dopmy, compoBoxaaromuiicss pe3KuM U3MEHEHUEM JIJTHHBI
MOJIEKYJIbI O0JIee YeM B MOJITOpPA pa3a B TAKOM CIIy4ae MOXKET ObITh 3aTPYIHEH U3-3a HAIUUUs
MHOkecTBa cBsi3aHHbIX ¢ JIHK monekyn pactBoputens. Mojaens, npeaiaraemMas B 4eTBEPTOI
TJIaBe JUCCEpTallMd CTPOUTCA Ha mnpeanonoxenun, uyto ¢parment JJHK Bce xe He
IIpEeTEepPeBaeT CEephe3HbIX KOH(OPMALMOHHBIX MEPEXOJO0B B IpOIEcCEe B3aUMOJCHCTBHUS C

BBICOKOIPAIUCHTHBIM TCYCHUEM KU AKOCTH.

3.3. MopenupoBanue KHHeTHKH pacmervienus ¢parmento JHK mon neiictBuem

aKyCanecxoﬁ KaBUTallMH.

Kak u3BecTHO, HaMM4YMe MEXaHUYECKOTO HANPSHKEHUSI B MOJIEKYJIE MOXKET IPUBECTH K
ee paspblBy. XUMHYECKas peakUHs JUCCOLMALMU  MOJIEKYJbl, KaTaJu3upyeMas
MEXaHUYECKUM  BO3JEHUCTBHEM, SBJIICTCS  YacCTHBIM  CIyd4aeM TaK  Ha3bIBAEMbIX

MEXaHOXUMHNYCCKUX peaxunﬁ. Kunernka MeXaHOXHMHYECKHX peaKHHﬁ, KakK IIpaBHIIo,
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ONMCBHIBAETCSI B paMKaxX TEOPUHM AKTUBUPOBAHHOIO KOMIUIEKCA WM K€ 3MIIMPUYECKUM
YPaBHEHHEM, CX0KHM C ypaBHEHUEM AppeHHyca.

B cootBercTBUM ¢ MOAM(PHUIMPOBAHHOW TEOpUEH AaKTUBUPOBAHHOTO KOMILIEKCA,
CKOpPOCTb MEXaHOXMMMUYECKOW PEaKIUU B CIIy4ae HAIMYUS «KATAIM3UPYIOLIETO» PEAKLHUIO

yCHIIHS f MOKET OBITh BBIpaXKeHa clieayronum obpazom [Schmidt et al, 2008]:

AS AE,
kT % =
—e " e

P 207 h (3.5),

rae k, — CKOpOCThb peakiMu, k- nocrtosiHHas bonbnmana, 7 — aOCONIOTHAs TEMIIEPATypa,
h —mnocrosinHas [lnanka, AS — M3MEHEHHE SHTPONHMM NpPU OO0pa30BaHMM AKTHBHPOBAHHOTO
KoMIuiekca, AE; - sHepretuueckuil 6apbep 00pa30BaHUs aKTUBHPOBAHHOTO KOMIUIEKCA HPH
HAJIMYUN yCUIHSA f (SHEPTHS aKTUBALIUN ):
AE; =E" - Ey— f'Ax (3.6),

rae E' - SHeprus aKTHBHPOBAHHOTO KOMIUIEKCA, Ej — SHEPrHs OCHOBHOTO COCTOSHHS
(HayanbHasE HHEPIUsi peareHToB), f — MPOEKIUs BHEIIHEH CUIbl Ha HalpaBJeHHUE,
COOTBETCTBYIOIIEE YCIOBHOW KOOpAMHATE peakuuu ( B claydae peakmuu JUCCOLUALNU WIN
THJPOSIN3a 3TO HANpABICHHE COBMNANAET C HAIMpPABICHHEM KOBAJICHTHOW CBS3M), "Ax —
U3MEHEHHE YCIOBHOW KOOpAMHATHI peakiuu Ipu 00pa3oBaHUM AKTHBHUPOBAHHOIO

KOMIIJICKCA.

B cnyuae peakuum ruaponmsza dochomamdpupHoit cBszu caxapodocdarHoro ocrtora JIHK
BEIMUHMHA AKTHBAMOHHOTO Gapbepa AE~ B OTCYTCTBHH BHEIIHEH CHIIBI COCTABIISET BEIMUHHY
OKOJIO 26 KKaJ/MOJb, a SHTPONUIHBIN Oapbep — okoso 34 kan/( K momns). Takum obpazom,
ckopocth rugaponausa JJHK mo C3°-0O3’ cBs3u npu HOPMAJBHBIX YCIOBHSIX COCTaBJISET

BeTMUnHy mopsiaka k=210 ¢

HpI/I HAJIMYUKU pacCTATUBAOLICTO YCUIIHA F, CKOPOCTh pe€akKuuu, B COOTBCTCTBHU C

ypaBHeHUsAMH (3.5) u (3.6) MoxeT ObIThH 3aIIMCaHa B BUJIE:
JAx
— kT
ky=hoe (3.7,
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r7e f— BeJIMUYMHA CUJIBI, IEHCTBYIOINIEH Ha pacTshKeHne KoBasieHTHOU cBsi3u C3°-03’°, koTopas
3aBHCUT OT paclpeiesieHus] «Harpy3Ku» F Mo cTeneHsM cBOOObI MOJIEKYJIbL, - TO €CTh B TOM
YHUCJIE€ OT OPUEHTAIMU CBSI3U MO OTHOIICHHWIO K HAMpPAaBIICHUIO JIEUCTBHS PaCTATUBAIOIICH
cuibl F. BennuuHa "Ax npeacTasisieT U3MEHEHHUE JUIMHBI KOBAJIEHTHON CBSI3U, HEOOXOAMMOMN
uisi ruAponn3a cBsa3u. [lpeamomaras, 4yTo OCHOBHYIO 4YacTh aKTHBAllMOHHOTO Oapbepa
peakuuu TuUapoin3a (ocPoaudUpHON CBA3M COCTABIAET HHEPrusi, HeoOXoaumas s
IocTaTouHOM  «ireopmammm» KoBaieHTHOW cBs3u  C3°-03°, BenmuuuHy ‘AX  MOXKHO
ONPENICTUTh U3 YCIOBHUSL:
Vu(Ax)=AE" (3.8),

rae V,(Ax) — norenuuan Mop3e, onmuchIBarOnIui Aedopmanuio KopaieHTHOU cBsizu C3°-03’
[Basedow et al, 1977]: V,(Ax)=D (1 — ™"y,

U1t KoToporo D=83 kkan/moub, f=2.58 A s ypaBHeHus (3.8) crmemyet, 94To BelMYUHA ‘Ax
cocrasser okoio 0.3 A.

[Ipy momommM NOTYyYEHHBIX COOTHOLIEHUH MOXKHO OIICHUTH JIOJIIO Pa30pPBAaHHBIX
dparmentoB JIHK 3a oamH 1UKI CXJIONBIBAaHWS KaBUTAIMOHHOTO MY3bIPbKA: PE3YJbTAThI
MOJICIUPOBAHUsA, TOJNy4eHHbIC B pazgenax 3.1 u 3.2, Moryt ObITh OOBEIUHEHBI C IEIBIO
pacuera kuHeTuku paciersienus JJHK Ha BTOpo#l cTaguu CXJIONbIBaHUST KaBUTALIMOHHOTO

My3bIPbKA.

[lycTb B HEKOTOPBIF MOMEHT BPEMEHM ! CTaJMU CXJIOMBIBAHUS I'PAJUEHT CKOPOCTU
TEUEHUS JKUAKOCTH B OKPY)KAIOLIEM Iy3bIPEK MPOCTPAHCTBE ONMUCKHIBaeTCs QpyHKIue G(r,?).
Ecnu konnentpauuto ¢parmentoB JJHK n(r,f) cautaTh mOCTOSIHHOM BeNIWYUHON n(r,f)=ny, TO
B cpeprUecKOM CJIO€ pajuyca » W TOJIIMHBI dr OyJeT HaXxOIUTCS 4rrdr ny (dbparMeHToB
JHK. Cuuras, yTo HEKOTOpas MUX 4YacTh [ OPUEHTHPOBAHA MO CKOPOCTH TE€UYEHMSI, MOXKHO
ONpeAeNUTh JACUCTBYIONIYI0O Ha 3TH (DparMEeHThl CO CTOPOHBI XUAKOCTH PACTITHUBAIOIIYIO
cuity F, KoTopas 3aBUCHUT OT BEJIWYMHBI IPAJIUEHTa CKOPOCTU cKopocTu TeueHus G(r,t), To
ectb F(G(r,t)). 3nech mon F MOHUMAaeTcs CHlla PacTsDKEHUs, JEHCTBYIOMIAs B IIEHTPE
dparmenta JIHK. OOmas cuna pactspkeHuss F pacmnpenernsieTcss Mo CTENEeHsIM CBOOOIBI
MOJIEKYJIBI M YacTUYHO TMepeAaercs Ha Kaxayio (ochoaudpupHyo CBs3b, yBETUUYHMBAs
BEPOSTHOCTh €€ Truapoimn3a. TakuM oOpa3oM, 3a Bpems df TUIPOJIU3 ONpEAETICHHOM
dochonnrbupHOIi CBA3M B IEHTPATIBHOM YacTh ()parMeHTa MPOU30MIET B CPEIHEM B

dN= 3 4mr’dr ny ky dt
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¢parmentax JHK, rne mom ks moHMMaeTcs CKOPOCTb MEXAHOXMMHYECKOH peakuuu
TUAPOJIN3a, KOTOpasi ONpenaessieTcss B COOTBETCTBUM ¢ ypaBHeHHEM (3.7). CyliecTBEeHHBIM
IYHKTOM B JIaHHOM MOJENM ABISAETCS IEepexoa OT oOlel cuibl pacTsikeHus F K ee
COCTaBIISIONIEH f, neiicTByromei Ha ypoBHEe (oconudpupHoii cszu C3°-03’:
J=F (3.9),

rae y — 3p(peKTUBHBIN MHOXKHUTENb, 1ajiee Ha3bIBAEMbIN TPAHCMUCCHOHHBIM KO3 GUIIUECHTOM.
Kak BunHo 13 (3.9), maHHBI MHOXKHTENb XapaKTEpU3yeT OO0 PACTATHBAIOLIETO YCHIUSA f,
npuxozsmerocss Ha (GochoaudPUpPHYIO0 CBA3b, MO OTHOIIEHHIO K BEIMYMHE CYMMAapHOTO
HaTsbkenus F. Tak xak caxapodocdarusiii octoB IHK cocrout u3 nByx ueneit, to y<0.5.
Cymmupys, nonst pazopBanubix ¢parmentoB JIHK Ha ompeneneHHOlN cTaauu CXJIOMBIBAHUS

MOJKET OBITh BBIPAXKECHA CIICIYIOIIMM 00pa3oMm:

W (G(r.1))
[[ 470, ke 7 drdr
k, =t (3.10),
I 47’ nydr

I/Ie UHTETPUPOBAHUE BEAETCA M0 COOTBETCTBYIOLIEMY MPOMEXKYTKY BPEMEHHU, a I KaXKI0TO
MOMEHTa BPEMEHHU ¢ MHTEIPUPOBAHME BEAETCS MO 1Uana3ony R(1)<r<R,. ,Tnae

R(t) — pagnyc KaBUTAILIMOHHOTO Iy3bIpbKa B MOMEHT BPEMEHU 1, a R, = R(¢)+AR. Ilapamerp
AR Obi1 mpuHAT paBHBIM 50 MHUKPOH M HMMEET CMBICH OrpaHUYEHUs Iuarna3zoHa
UHTETPUPOBAHUS B CHITY OBICTPOrO YMEHBIIEHUS BETUYMHBI IPAJUEHTa CKOPOCTH TEUEHHS C
POCTOM PAcCTOSHUS 7 OT LIEHTpa My3bIpbKa (CM. ypaBHEeHuUe 3.2).

Jlns pacdera BeTUYUHBI Ky, UCTIONB30BAINCH PE3YIBTATHl MOJIETUPOBAHUS JUHAMUKU
KaBUTALIUOHHOTO My3bIpbKa. PaccmarpuBancs BpEMEHHOU MIPOMEXKYTOK
MPOJOKUTENHHOCThIO 80 HC, COOTBETCTBYIOIIMNA BTOPOW CTaauM cxJomnbiBaHUs (cM. Puc.
3.4). Kak yxe ObU10 OTMe4eHO, 3HaueHUs: (G(7,f) BBIYUCISINCH MPU MOMOIIM COOTHOIIEHUS
(3.2). 3aBucumocts F(G), monyueHHas B pasnene 3.2 u npuBeAeHHas Ha Puc. 3.4. Obuia
anpOKCHMUPOBAaHA IOJIMHOMOM YETBEPTOW CTENEHHM METOJOM HaMMEHBIIUX KBaJpaToB.
Wnterpan (3.10) Borumcisics OpsMbIM CYMMHUPOBAHHEM C IIAroM [0 BPEMEHHU A=10"" ¢ u
marom Ar=10" M 110 rapameTpy 7.

Huxe mnpuBeneHsl pe3yibTaThl pPacueTOB BEIMYUHBL Koy, IS PA3IMYHBIX 3HAUYCHHUH ).

I'paduk, npencraBnennbiii Ha Puc.3.9, nonyden mis f=1. [lpuBeneHHbIe BETUIHHBI IS Koy
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COOTBETCTBYIOT BEpOSTHOCTH paspbiBa (ochonudpupHON CBSI3U B IEHTPAIBHON YaCTH

dparmenTa JIHK 3a cexyHmy, To ecth 3a 22000 1uKia CXJI0MbIBAHHMS.

k o
omH ’ c
0.003
0.002 -
0.001
0

01 015 02 025 03 035 04 045 05 055 06 065 07 y

Puc. 3.9. 3asucumocmv oonu pacwennennvix ppaemenmos JHK  komy 6 nepecueme na 1
cekyHoy ( mo ecmv 22000 3¢pghexmusHbIX YUKIO8 CXNONBIGAHUS KABUMAYUOHHO20 NY3bIPbKA)
Om 3HAYeHUs MPAHCMUCCUOHHO20 KOIPDduyuenma 7y .

DKCIIepUMEHTAIbHOE  3HAU€HHE YCPEIHEHHOW BEpPOSATHOCTH  YJIBTPa3BYKOBOTO
pacwernnenus pparmenta JJHK niounHoi 312 nap ocHOoBaHMI 3a CeKyHy ObUIO IIOJTYyYEHO NPU
TMOMOIIM AHAIN3a IaHHBIX 3IEKTpo(ope3a M COCTAaBIseT BeaHumHy mopsaka 107, Takum
o0pa3oMm, TeopeTHueckue pe3yabTaTtbl s y=0.4  COOTBETCTBYIOT 3KCIEPUMEHTAIbHBIM
JTAHHBIM, €CJIH TIPEAIOI0XKHUTh, YTO BEPOSTHOCTH OOpa30BaHMs KaBUTALIMOHHOTO ITy3bIPhKa 32
IMKTT Pa3psDKCHAS YIbTPa3ByKOBOH BONHBEI COCTABISIET BENMUMHY mopsiaka 107 — To ecTb

KOHIICHTpAanu-d 3apom>1me171 KaBHUTallUU COCTABJIACT BCIIMYUHY ITOPAAKA 103 MJ'I-I.

JlanHble pacueTroB, mnpuBeneHHbIE Ha Puc.3.9., MOXHO TakXke CpaBHUTh C
SKCTIEPUMEHTAIBHBIMA JTAHHBIM TI0 YJIbTpa3BykoBoMy pacimierienuto ¢parmentoB JIHK,
COo/IepXalluX HW3HAYaJIbHBIM pa3pblB MO oaHOM w3 1meneid. [lokazaHo, 4yro wyacrota
pacmieruienust  hochoaudbupHbIX CcBs3el mpotuBomnonoxkHoi menu JIHK, Haxomsmmxcs
HaMnpoTUB pa3pbiBa, yBennuuBaeTcs B 10-30 pa3, B 3aBUCMMOCTH OT MECTa PACHOJIOKEHHUS
HUKa (TO eCTh HauaIbHOTO pa3phiBa) B ¢pparmente [Il’icheva et al, 2009]. Hanuune pa3priBa B

onuoit w3 ueneit JJHK mpuBogutr k TOoMmy, uro Oousblias 4acTh Harpy3KH, CBS3aHHOW ¢
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NEHCTBHEM CHJIBI PACTSDKEHUS, IEPEHOCUTCS Hepa3opBaHHYIO Lienb caxapodocdaTHoro
OCTOBA, YTO MOXHO MPUOIMKEHHO OMUCATh CIEAYIOIUM 00pa3oM:
Yn=2 o, (3.11)

rae y, U yp — TPAHCMHUCCHOHHBIC KOIPQPUIMEHTH B Cllydae HaJIW4us pa3pbiBa B
MIPOTUBOINOJIOKHOM LEMU U MPHU €ro OTCYTCTBUU, COOTBETCTBEHHO.

OTHoLIIEHHE TEOPETHUECKUX KOHCTAHT CKOPOCTEH pa3pbiBa k, pacCUMTAaHHBIX HA OCHOBAaHUU
ypaBHeHus (3.10), 1is 3Ha4YeHU y, ¥ Yy, U nostydeHHbIX TpH y=0.2 , 7y=0.3 u y,=0.4, paBHbI
COOTBETCTBEHHO: 16; 7 wW 6, TO eCThb HaxOOIATCI B KayeCTBEHHOM COIJIACHH C

OKCIICPUMCHTAJIbHBIMHA JaHHBIMHA, IIPUBCACHHBIMHA BBIIIC.

VpaBuenne (3.10) moxeT ObITh MOAMGMUIMPOBAHO C LEIBI0O HAXOXKICHUS TEOPETHUYECKOTO
npouIsl yJIBTPA3BYKOBOTO PACHICIIIICHUS, TO €CTh 3aBUCUMOCTU BEPOSITHOCTU PACIICTICHUS

dparmenta JJHK mno mannoit gochoansdpupHOii CBSI3U OT MONOKEHHS] 3TOM CBSI3U B IIETH

nmojaumepa:
7 (G(r.1)
H dar’n,B ke T drdr
k' omn =2~ (3.12),
I4ﬂr2n0dr
r

rae [ —HOMEp 3B€Ha MOJEIbHOM CHCTEMBI, B KOTOPOM HPOMCXOAMUT pacUIETNIEHUuE
dochonurdupHoii cBs3H, a F; — cuia pacTsbkeHHs 3Toro 3BeHa. [lokazaHo, 4TO OTHOIIEHHE
CHUJIBI PACTSKEHUS LIEHTPAIbHOIO 3B€HA MOJIEIIBHON CUCTEMBI K CUJIE PACTSKEHUS I-0T0 3BEHA
MPAKTUYECKHU HE 3aBHCUT OT BEJIMUYMHBI IPAJUEHTa CKOPOCTH TEUEHUS KUIKOCTH (JIaHHBIE HE
MPUBOJATCS), TOSTOMY JUIsl ONMCAHUSA TO3UIMOHHOW 3aBUCHMOCTH CHJIBI PACTSKEHUS

JIOCTaTOYHO BBeCTH (DyHKIHIO 0(7):

Fi=Fuax a(i), (3.13)
A€ Finax — CHIIA pACTSHKEHUS IEHTPATBHOTO 3BEHA MOJIETFHOM CUCTEMBI, TO eCTh ai) < 1.
Ha pucynke 3.10 mpencraBieHbl pe3ysbTaThl pacye€Ta OTHOCUTEIBHBIX CKOPOCTEN pPEAKIIHHU
TUIPOSIN3a Ha OCHOBaHMHU ypaBHeHUs (3.11), B KOTOpOM OpUEHTAMOHHBINA (PakTop [ TaKxke

IPUHAT PaBHBIM €AUHULIBL, a y =0.4 .
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36eHbe8 MOOENbHOU CUCmeMbl ¢ JKCnepuMeHmanivhviM npoguiem pacwenienus [[HK
VIbMPA38YKOM.

Kak BuAHO M3 pUCYHKA, TOJyYCHHBIE TEOPETHUECKHE PE3YNIbTAaThl IMO3BOJSIOT KaueCTBEHHO
onucaTh MO3UIMOHHBINA 3¢ ¢dekT, HabmromaeMblii pu aHanm3e KapTtuH pacmervienus JJHK

YIABTPa3BYKOM.
3.4. O0cyxknenue

[lonydyeHHble pe3ysibTaThl CBHUJETENIBCTBYIOT O MPUMEHHUMOCTH Mojaenu Tomaca K
ONHCAHUIO YIbTPa3ByKoBOro pacierieHus ¢parmentoB JHK niauHOM 0T HeECKONIbKHX
JIECATKOB 10 COTEH HYKJICOTHUAHBIX map. IIpemnoxkeHHBII MOAXOJ K ONMCAHMIO Ipolecca
pacIernIeH!s] OCHOBBIBAETCS HA 3TON MOJENU U OOBEAUHSIET:

1. TuIpOAMHAMHYECKYIO MOJIETh TUHAMUKH KaBUTAIIMOHHOTO MY3bIPbKa;

2. MEXaHMYeCKYyl MOJielb, OINKCHIBAIOIIYI0 B3ammojencTBue ¢parmenta JIHK ¢
BBICOKOT'PAJJUEHTHBIM TEUEHUEM JKHUJKOCTH, BO3HUKAIOIIMM B IIPOLECCE CXJIONBIBAHUS
KaBUTALIMOHHOIO ITy3bIPbKA;

3. CTaTUCTHYECKYIO MOJEJIb KMHETHKHU Ipoliecca paciierieHus ¢GochonnspupHbIX CBs3el

dbparmenTa JIHK nox nefictBrueM BOSHUKAOIINX CHJT PACTSKCHHUSL.

[Tonmy4yeHHbIe pe3yabTaThl JEMOHCTPUPYIOT BO3MOXKHOCTD pacuieruieHust JJHK Boau3u
KAaBUTALIMOHHOTO ITy3bIPbKa y)K€ Ha MPOMEXKYTOYHOM CTaIWM CXJIONBIBAHUSA, IPU KOTOPOH

BCJIIMYMHA I'paadCHTa CKOPOCTH TCUCHUA XHUIAKOCTH MOXKCT COCTABJIATH BCIIMYHHY IIOPAAKA
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10° ¢!, a pacrsruBaromme MOIEKyTy YCHINS, BOSHHKAIONIHNE TPH €€ B3aHMOJICHCTBHH C
OKpYXKarolle >KUIKOCTbIO, - MOPSAIKAa HECKOJbKHUX ThICAY MUKOHBIOTOHOB. OCOOEHHOCTH
pacrpeneneHusl pacTArMBAIOLIEr0 YCWJIMS BJOJIb IIOJIMMEpa TakKe II03BOJISET OIUCATh
HaOmromaeMblid  3QQPEKT  MO3MIUOHHOW  3aBUCUMOCTH  BEpPOSTHOCTH  PACIICTUICHUS

dbochoamddupnbix cBsazeit JJHK oT ux monoxeHus: BIOJIb LETH.

[TomrydeHHBbIE pe3yabTaThl HOCAT KAYECTBEHHBIM XapakTep B CWIy psga (hakTopos,
YCIOXKHSIOMMX 00Jee TOYHOE OlnucaHue Habiomaemoro mpoiecca pacuerienus JJHK mox
neiicTBueM ynbTpa3Byka. [IpennoskeHHbIE MOJENM ONUPAOTCS HA MPUOIMKEHHE CHUIBHO
pa3basnennoro pactBopa [IHK, xortopoe He BmomHe mpaBomepHO: KoHIeHTparus JIHK,
UMEIOIasi MECTO B JKCIEPUMEHTE, COCTaBisieT BenmuuHy S5 - 10 MKr/mun, a Hamudme B
6ydepHOM pacTBOpe pPa3IMYHBIX KOMIIOHEHTOB (HampuMep, Na') MOXeT NPHBOIMTH K
M3MEHEHHUIO OOJBIIMHCTBA MTaPaMETPOB, UCIOJIB3YEMBIX IIPHU pacueTax.

[IpunsiTOoe MpU MOAETMPOBAHUU 3HAYECHHUE WHTCHCUBHOCTH YIBTPA3BYKOBOUW BOJIHBI
[=2 Bart/cM® MOXeT GbITh 3aBBIIICHHBIM, TAK KaK OBLIO OTIpeIeJICHO KOCBEHHBIM 00pa3oM —
MIPU TTIOMOIIU CPABHEHUS C DKCIIEPUMEHTATHHBIMH JAHHBIMH IO BBIXOY TIEPEKUCH BOJIOPOA,
MONlyYeHHBIM TIpH OoJiee BBICOKOM Temmeparype. Tem He MeHee, NpPEICTaBICHHBIC
pe3ynbTaThl MOAEIMPOBAHUS MPEJIaraloT CKOpee HWKHHUM Tpefen 3HA4eHWil TpaJueHTOB
CKOPOCTH TEUEHHUS JKMJKOCTHU, TaK KaK HE YUYUTHIBAIOT Pl (PAKTOpOB, MPUBOASAIINX K
YBEJTUYCHUIO CKOPOCTU CXJIOMBIBAHUS MY3bIPbKa, HE TOBOPS YK€ O HAJTMYUU TPEThEU CTaaUHN
CXJIOIIBIBAHUA, KOTOpas B NPEIJIOKEHHOW MOJENN HE paccMaTpuBaiach. Takxke ocTaercs
«OTKPBITBIM» BOIPOC O KOH(OpMalMK TMOJMMepa NPH HAIWYUU 3HAYUTEIBHON CHIIBI

PpacTsAXKCHUA, HeﬁCTBYIOIHeﬁ Ha BPEMCHHBIX Macmradax nopsAaKa HECKOJBKHUX HAHOCCKYH/I.

3HavyeHne KOHCTaHTHI kecTkocTu k=6000 mxH, mpuHSATOE B MEXaHHMYECKOE MOJETH
MOCTOSIHHBIM, 3aBUCUT OT cuiibl pacTsikeHus JJHK, uro B cBoo ouepenb BAUsSET Ha JUHAMUKY
ee pactsokeHusa. CTOUT TakKe OTMETHUTbh, YTO MOJYyYEHHbIE BpPEMEHA pellaKcallii MoJIuMepa K
CTAIlMOHAPHOMY COCTOSIHMIO PACTSDKEHUS TPU €ro JBMIXKEHWHW B KHUJIKOCTH C BBICOKUM
3HAYEHUEM TMPOJOJIBHOTO TPAJAMEHTA CKOPOCTH TEUEHHWs, COCTABIISUIM BEIHYMHY TOPSIKA
HECKOJIbKUX HAHOCEKYHJ (IaHHbIE HE MpUBEACHBI). TakumM o00pa3oM, HCHOIL30BAHUE
pPaBHOBECHBIX 3HaueHUH cui pactskeHus F(G) B ypaBHenuu (3.10) kak ¢pyHKIui rpagueHTa
ckopocTH TeueHHs G, Takxke SBISICTCS  MPUOIMKCHUEM, MPUBOIAIIMM K 3aBBIIICHUIO
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3HAYCHUHN pacTAruBapmux ycuinuid. PacraruBaromye ycuims F TakkKe CyIIECTBEHHBIM
00pa3oM 3aBUCAT OT BSI3KOCTH OKPY)KAIOLIEH MOJUMEp KHUJIKOCTH U THAPOJUHAMHYECKOTO
paavyca 3BE€HAa MOJEIBHOM CUCTEMBbl — IIapaMEeTPOB, 3HAYECHHUS KOTOPBIX HM3BECTHBI JIMIIb
npuOmkeHo. Bee 3TH BenuuMHBI, BKIIOYask TPAHCMUCCHOHHBIM MHOXWTEIb ), BIUSAIOT Ha
3HA4YE€HUE CWJIbl PACTSDKEHUS f, NEHCTBYOIIEH HAa ypOBHE KOBAJICHTHOM CBSI3U U SBISAIOLICHCS
ONpEACIAOEN I KUHETHMKM IpOoIecca PACIICIUIEHHS B CHIy OJKCIIOHEHIUAJIBHON
3aBHCUMOCTH CKOPOCTH PACHLICIICHUs OT BeNW4HHbI f. TakuMm o0pazom, U3MEHssl BETUUUHY
Y, MOKHO MOJEIMPOBATH BIMSIHHME HAa TEOPETUYECKYIO CKOpocTh pacmeruieHns JIHK Takux
[IapaMeTPOB KaK BS3KOCTb JKUIKOCTH, THIPOJUHAMUUYECKUN paguyC CETMEHTa LIENH, JJIMHA
(dparMeHTa M €ero >KeCTKOCTb. Takke CTOUT OTMETHUTb, YTO NPEIINOJI0KEHUE O THUAPOIIN3E
JHK B kadecTBe OCHOBHOIO MEXaHM3Ma pa3pbiBa LENU NOJUMEPA MO JCHCTBUEM
paCTATHBAIOIIETO YCHJIUS MOXET OBITh JIOTOJHEHO PAaCCMOTPEHHEM pEeaKIuu MPSIMOii
JUCCOLMALMY KOBAJEHTHOW CBSA3M O]l JAEUCTBHEM HKCTPEMAIbHO OOJBIINX 3HAYCHUH
pacTArMBalOIUX YCWINH, IO BCEH BUAMMOCTH, MMEIOIIMX MECTO HAa KOHEYHOW CTaauu
CXJIOIIBIBaHNS KaBUTAIIMOHHOTO IY3bIPbKA, a TAK)XKE B CIyd4ae PacCIICIUICHHs O] JECHCTBHEM
yapHBIX BOJIH KaBUTAIUH.

Cnepyer  OTMETUTb, 4YTO  CpaBHEHHE  DPE3yJIbTaTOB  MOJCIHUPOBAHHUA  C
DKCIEPUMEHTAJIbHBIMUA JaHHBIMM 10 ckopocTu paciuerienus [IHK, npuseneHHoe Bbime
HOCHUT YCIIOBHBIM XapakTep, TaK KaKk KOHUEHTpalus 3apojbllliell KaBUTALIMU B OMUCAHHBIX
HKCIIEPUMEHTAaX HEU3BECTHA. DTOT MapaMeTp MOXKET NMPUHUMATh 3HAYEHHUS OT €AMHHUIL JI0
COTEH ThICSIY 3apojbllliell Ha MUJUTMIIMTP pacTBopa [Arora et al, 2007], u cyleCTBEHHbIM
00pa3oM 3aBHCUT OT €ro (pU3MKO-XUMHUYECKUX CBOMCTB. [losyueHHas olleHKa KOHIEHTpaIuu
3apoJIbIIen - 10° Mn'l, MIPU KOTOPOW TEOPETHYECKUE 3HAUeHUsI CKOpOocTH pacuierienus [JHK
(y=0.4) KaueCTBEHHO COOTBETCTBYIOT IKCIIEPUMEHTAILHBIM JJAHHBIM, — TAKXK€ CYIIECTBEHHBIM
00pa3oM 3aBUCHUT OT BEJIMYMHBI TpaHMHCCHOHHOTO Koadduuuenta y. Ilpu y=0.2 omenxka
KOHIGHTPAIIMK 3apOJbIlIeH KAaBHTALMA MPUBOAMT K Benmumue mopsuka 10 mor'. Taxum
o0pa3oM, TMOJIyYeHHBbIE OLEHKH COOTBETCTBYIOT JIOCTATOYHO BBICOKMM 3HAYCHUSAM
KOHIEHTpAlluu 3apojbllieil KaBUTAaUMU. BaXHO OTMETUTh, YTO HMEIOTCS JIaHHBIE,
CBHJICTEIBCTBYIOIME O TOM, 4TO mpucyrcrBue wmoisekyn JHK wmoxer mnpusoauts k

YBEJIMYEHUIO KOHIIEHTPAIIMH 3apo/bllell kaBuTauu B pactBope [Lentz et al, 2005].
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I'naBa 4. llogxoab!l k uHTepnperannu cnenudpuuHocTu pacuemnienus JTHK

YJbTPa3ByKOM

Cpenu ocobenHoctel Habmomaemoro pacmerienus JJHK ynbTpasBykoM MOXHO BBIJCIHUTH
JIBE OCHOBHBIE YEPThl — 3TO HAJIMYHE MO3UIIMOHHOW 3aBUCUMOCTU YaCTOTHI PacHUICILICHUS U
CHEU(PUIHOCTh PACHICIUICHUS K HYKJICOTHIHOW IOCIIEOBATEILHOCTH  00IydaeMbIX
¢dparmenToB. JlaHHas TJiaBa TOCBSIIEHA WCCICAOBAHUIO OOHAPYXEHHOW CHEIHM(PUIHOCTH
ynbTpa3BykoBoro pacuerienns [JHK, a takke nOCTpoeHMIO MOAENIH, Npeiiararomen

UHTEPIPETALNIO ITOTO SIBJICHHS.
4.1. OcodennocTu koHpopMmanuoHHoi TuHamuku B- popmbl JHK

Kak yxke ObUIO OTMEYEHO paHee, CYIIECTBYET MHOXKECTBO (U3HKO-XUMHUYCCKHIX
xapaktepuctuk JIHK, 3aBucsammx oOT mnOCIEAOBAaTEIbHOCTH HYKJIEOTHUIOB B MOJIEKYJIE.
OcHOBHas 3ajaya JAHHOTO pas3fesia — BBISIBICHUE TakuX CTPYKTypHbIX cBoicTB JIHK,
KOTOpbIE B HauOOJbIIEH CTENEHU COTJACYIOTCSI CO CTAaTUCTUYECKHMMH JaHHBIMU 10

cnenuduunocTH pacienienus JHK ynprpazBykom.

OpHoil u3 Haubosee YCHNENIHBIX M aKTUBHO MCIOJb3YEMBIX MapaMeTpU3aIfii
KOHTEKCTHO-3aBUCHUMBIX  cBoMcTB JIHK  sBiusercs  omnmcaHue  TEPMOJMHAMMYECKUX
napamerpoB JIHK B pamkxax Moxpenu Ommkalmx cocened — TO €CTb Ha YypOBHE
JUHYKJIEOTUIHOTO NpuoOinxkeHusi. CTOUT OTMETUTh, YTO MapaMeTpbl CBOOOIHOM 3HEpruu
oOpazoBanus aymiekca JIHK, xapakrepusyroniye TepMOAMHAMUKY IUIaBIECHUS IBOWHON
CIUPAJIU MOJEKYIbl, HE COIJAcylOTCid C TOJIYYEHHBIM JAaHHBIMH II0 YJIbTPa3BYKOBOMY
pacumerennto JIHK — tak, Hanpumep, nunykineoruasl d(CpG) u d(GpC) xapakrepusyroTcs
MPAKTUYECKH OJMHAKOBBIMHU 3HAYEHMSIMH CBOOOJIHBIX HEpPrHil 0Opa3oBaHus AyIUIeKca, B TO
BpeMsl KaKk OTHOCHUTEJIbHBIE YaCTOThI UX YJIbTPa3BYKOBOI'O pacIlEIUIeHHs] OTIMYaloTcs Oosee

yeM B 1.5 pa3za.

Takxe u3BeCcTHO, 4TO oOpa3zoBaHue HEOOBIYHBIX CTPYKTYp B JHK, Takux kak KWHKH
(M3710MBI) ¥ ITY3BIPH (JTOKAJTBHOE PACKPBITHE AYIUJIEKCa), HanboJee 4acTo MpoucXoauT B A-T
OorareIx yyacTkax MOJIeKyJbl. TeM He MeHee, yacToTa yibTpa3BykoBoro pactiervienus JJHK

B TaKHX 00JIACTAX 3HAYMMO HE OTJIMYAETCI OT CpCAHCTO YPOBHA PACIICIICHUA.
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Kaxk 6p110 IOKa3ano B ['aBe 3, mo BCeil BUAUMOCTH, CYIIECTBEHHYIO POJb B MPOIECCE
pacuweriennss JIHK mox aeiicTBMeM aKyCTMYECKOW KaBUTALlMM WIPAET paclpe/iesiCHUE
pPACTSATHUBAIOIIETO YCWJIHMS 10 CTEHCHSIM CBOOOJBI MOJIEKYNBI: B 3aBUCHMOCTH  OT
KOH(pOpMaIlK ¥ TUHAMHYECKHX OCOOCHHOCTEH caxapodochaTHOTro OCTOBA, pacTATHBAIOIICE
yCUJIE MOKET TO-pa3HOMY IiepenaBathcsi Ha (ochoamdPpupHyro CBsS3b, HPUBOAS K
YBEJIMYEHUIO, WIIK HA000POT — YMEHBIIEHUIO BEPOATHOCTH €€ pacuieruieHus. Takum o6pazom,
B mnpouecce pacuierienus JHK mnox npeilictBueM ynbTpa3sByka MOTYT MPOSBISTHCS

KOH(OpMallMOHHO-AMHaMUYeckue ocodbenHoctu caxapodocdarnoro ocrora JJHK.

B B-dpopme [HK cymecTByeT psii JIOKadbHBIX KOH(POPMAIIMOHHBIX JBH)KEHUH,
JUHAMHUKA KOTOPBIX OMPENENSIeTCs HYKJICOTHIHBIM COCTAaBOM MOJIEKYJIbI, a Takke (PU3HKO-
XUMHUYECKHMH TapaMeTpaMu pacTBopuTelss. Hanbonee M3ydeHHBIME CpEy HUX SIBISICTCS S
< N wuHTepKOHBepcus ae30kcupuOo3bl [Isaacs et al, 2001], a takxxke Bl—BII mepexomst

caxapogocdarnoro ocrosa [Heddi et al, 2006].

+
WHTEepKOHBEpPCHS CaxapHOTO MHKJIA CBSI3aHA C TPAHC<«~TOII  BapUAIUsIMH yria o (CM.
Puc.4.1), Bnusromero Ha opueHtanuio GochoamddupHoit cesizu C3°-0O3°, a Takke ¢

BpaIlICHHUEM HHUKJIIA 10 OTHOHICHUIO K TJIUKO3UAHON CBS3HU (HSMeHeHI/Ie yriia X)

-

03

Puc.4.1. ®paemenm caxapopocgamuozo ocmosa B-gpopmet JJHK ¢ 0b603nauenusmu yenos

GHYMPEHHECO 6pAUEHUSL.
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Kak yxe ObUIO OTMEYEHO, OJHMUM U3 OCHOBHBIX PE3YyJIbTaTOB CTATUCTUYECKOTO
aHaiM3a CHelu(pUUHOCTH YIbTpa3BykoBoro pacmeruienus JHK sBusercs 3Haunmoe
YBEJIMUEHUE OTHOCHUTEIBHOW YacTOTH pacieruieHus (HochoaudupHoil CBsI3HU, CIEAyONeH
3a JE30KCULIMTUIAMHOM, TO €CTh CBSI3M, COCIMHSIONICH CaxapHbIA LMKJ, IIPUMBIKAIOMUNA K
UTO3UHY, ¢ (ochaTHON TPYNIION CIEAYIOUIETo 1Mo Ienu Hykieotuaa (cM. Puc.2.4 u tabnuiy
1). Tak kak Ha Puc.4.1. npuBeAcHBI ABA MOAPSA UAYIIUX JIE30KCHIIMTHINHA, TO CKa3aHHOE

BBIIIIE OTHOCUTCS K 00euM cBsi3siM C3°-03°, n300pakeHHBIM Ha PUCYHKE.

Takum 00pa3oM, MOKHO HPENOI0KHUTb, YTO HEKOTOPOE CTPYKTYpHOE CBONCTBO
y4acTKa, COCIUHAIOIIEIO JE30KCUUUTUANH CO CIEAYIOUUM 110 LENU HYKICOTUAOM, AOIKHO
UMETh OCOOEHHOCTb, OTIMYAIOUIYI0 3TO COWICHEHHE OT IOXOXHX CalTOB, 0Opa30BaHHBIX
JPYTMMHU TUIIAMU HYKJIEOTHJIOB. DTO MPEIINOJI0KEHNE OITBEPIKIAETCS KaK TEOPETUUECKUMU,

TaK U SKCIICPUMCHTAJIbHBIMHA JaHHBIMU.

KBaHTOBO-XUMHUECKUE pacueTbl Ab initio NEMOHCTPUPYIOT YHUKAJIbHBIE CBOICTBA
ne3okcunutuauHa [Foloppe et al, 1999]: oGnacte MUHUMaNbHONW MOTEHIMATBHON SHEPrUU
Kak npu S, Tak W npu N KoHPopMamuu [e30KCUPUO03bl COOTBETCTBYET YyIiaMm J,
otHocsimmmest Kk A-¢popme JIHK. Bonee toro, konpopmanus, cooTBeTcTByomas N-THITY
J€30KCUpHO03bl B JI€30KCULIUTUIMHE O00JIajaloT MEHbIIEeH »HHeprueil, yem i S-Tuma
caxapHOro mukia, kotopelii cBoiictBeHeH B-dpopme JHK [Foloppe et al, 1999]. Takum
00pa3oM, KOH(pOpPMAIlMOHHbIE MPEANOYTEHUS E€30KCUIIMTUANHA HE BIOJHE COOTBETCTBYIOT
B-popme JIHK, wuyrto Moxer mnpuBOAUTH K KOH(OPMALMOHHBIM IEPEX0oJiaM €ro
ne30kcupr0o3bl. B neiicTBUTENbHOCTH, 3TH Tepexopl ObUIM OOHApY>KEHBI MPU MOMOIIU
SIMP-MeTO0B M MOJEKYJSIPHO-IUHAMHUYECKUX PACUYETOB: IMOKAa3aHO, YTO JI€30KCHpHO03a,
NPUMBIKAIOIAs K IIUTO3UHY, MOJBEpkKeHa S<>N MHTEPKOHBEPCUU B 3HAUUTENIBHO OOJIbIICH

CTETIeHH, YeM JIe30KCUpHO03bl Apyrux HykiIeoTuaoB [Duchardt et al, 2008; Wu et al, 2003].

Hpyroii Tun koHpopmaunonuslx nemxeHuil B B-/IHK — Tak nHaszpiBaembiii Bl—BII
Nepexo/l — OMpEeNsaeTcs COIVIaCOBaHHBIM H3MeHeHueM yrioB € U ( (cm. Puc. 4.1) u
MoJipa3yMeBaeT MepexoJl OT KaHOHUYECKOTo cocTossHUus Bl (coOTBETCTBEHHO TpaHC W ToII
koH(popMmanus yriaoB € u { ) Kk cocrosHuto BII (3HaueHwss yrioB - rom — W TpaHC).
BeposiTHOCTh Tepexo/loB, a TaKKe 3aceICHHOCTh KOH(pOPMAIMOHHBIX COCTOSHUU TakKke

3aBUCUT OT JIOKalbHOro HykjieotuaHoro cocraBa JIHK. CymectByromias craTUCTHKA I10
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PaBHOBECHBIM  JIOJISIM  KOH(OpMEPOB BI/BII  nmns  pa3iuuHbIX  HYKJICOTHIHBIX
nocienoBareinbHocTed [Heddi et al, 2010] He HaxoAUT 3HAYMMOM KOPPETSALIUU C BETUIMHAMHI
OTHOCHUTEIIBHBIX 4acTOT yJbTpa3BykoBoro pacweminenus JIHK. Bsicokuit npoueHt
koHpopmepoB BII tuna B aunykneoruaax d(CpG) u d(CpA), UMerOmmX BHICOKUN yPOBEHb
yIBTPa3BYKOBOTO pacIISIUICHHs, Takke umeer mecto B muHykineorunax d(TpG), d(GpG),
d(GpC) m d(GpA), co 3HAYHWTEIbHO MEHBIIMMH 3HAYEHUSIMH OTHOCHUTEIBHBIX YacCTOT
YJIBTPa3BYKOBOTO paclleryieHusa. boriee Toro, OTHOCHUTENbHAs 4YacTOTa pAacIlEIUICHUs B
munykineotune d(CpT) Bbicoka, B TO BpeMs Kak AJisg 3Toro aunykiaeoruna BII coctosuuit He
ObLI0 OOHapykeHo. Takum oOpazoM, ckiioHHOCTh K Bl«-»BII mepexomam st onpeieieHHOTO
cairta JIHK, mo Bcell BHAMMOCTH, HE OKAa3bIBACT 3HAYMMOIO BIIMSHUS Ha BEPOSTHOCTH

yIBTPa3BYKOBOro pacuierieHus GpochoandGpupHoii CBsI3U B 3TOM 001aCTH.

[TonBogst wTOr JaHHOMY pas3fely, MOXHO 3aKIOYUTh, YTO €IMHCTBEHHOU
ocoOeHHOCThIO  KOH(opMmarmonHo  auHamuku B-JIHK, kortopas cormacyercs ¢
NOJYYEHHBIMU JaHHBIMHU IO CHEHU(PUUHOCTH YIbTPa3BYKOBOTO pAaCILICIICHHs, SBISETCS
SN uHTEepKOHBEpPCHSI I€30KCUPHUO03BI, MPUMBIKAIONICH K IUTO3UHY. B cienytomnem pasnene
Ha OCHOBE JIaHHOT'O 3aKJIIOYEHHsI ITOCTPOEHA MOJENb, IPH IOMOIIM KOTOPOM HJaeTcs
uHTepnpetanus crnenupuyHocty pacuierienus JJHK nox nelictBueM ynbTpasByka BbICOKOM

HNHTCHCHUBHOCTH.

4.2. Bausinue KOHGOPMALMOHHOI MOJABUKHOCTH 1e30KCHPHO03bI Ha IPPeKTHBHOCTD

yiabTpa3BykoBoro pacuenenus AHK.

Kak yxe Obuto oTMedeHo, npu SN HHTEPKOHBEPCHH JE30KCUPUOO03BI MPOUCXOIUT
nepeopuentanuss C3’-03’ cBsa3u. [ns Oonee nertanpHOro aHaiau3a ocoOeHHocTed N-
KOH(pOpMaluu Je30KCUpUO03bl OBbLTM HUCCIIEOBaHbl KpUCTAJUIOrpauuecKkue CTPYKTYpbI
cBoOomubix  omuronykieorunoB  JHK, comepkammx C3°- »9HO0  KOH(pOpPMAIHMIO
J1e30KCUPHO03BI (TO €CTh MUHOPHYIO — N-KOH(opMaIuio). Belii paccMOTpeHbI CTPYKTYPHI C

kKonoBeIMU uMeHamu 1fq2, 1jgr, 2fih u 355d, mpuBeneHHble B CTpYKTYypHOH 0a3e TaHHBIX
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HYKJIEMHOBBIX KHUCHOT http://www.ndbserver.rutgers.edu/, mnpuyem B KaKI0Hl U3 CTPYKTYP

CoJIepkKanoch HecKoJIbko C3’-eH10 KOH(GOPMAIHMK TH30KCUPHOO3HI.

AHanu3 kpucramuiorpapudeckux cTpykryp omuronykieotunoB JHK, comepxkamux
N—xondopmanuio ae30Kkcupubo3bl mokazai, uro B C3° sxao koHdopmanuu (TOo ecTb B
MHUHOPHOH, N-KOH(QOpPMAIIMHN), YMEHBIIACTCS YroJl MEXIY OChIO CIUpPAIM U HaIlpaBICHHEM

C3’-03’ cBs13u, Kak noka3zaHo Ha Puc. 4.2.

3!

o3
c3*

Puc.4.2. Pacnonoxcenue gpocgoouspupnoii céazu no omuoutenuro x ocu cnupamu JJHK 6
ciyyae C2° snoo u C3’ 3HO0 KoHGopmayuu Oezoxkcupubosvl. C3° sHO00 KoHngopmayus

usobpasicena menee apko. Ocw z — ocv 0sotinou cnupanu J{HK.

Jns N xoHpOpMaIUU MOTYyYeHO CIEAYIolee 3HaYeHUE CPETHETO yria MEXIY OChIO
criupanu z U "HanpasieaueMm C3°-03° cs3u: ay =64° = 3 °, a qna S-xordbopmanmu (TO eCTh
p p N s p

C2’ — 5u10 KOH(pOpPMAIIUK CaxapHOTro 1UKIIa, cBolcTBeHHOM B-popme THK): as=81°+5°,

Kak 6puto ormeueHo B ['maBe 3, 3HaueHHE TPAHCMUCCHOHHOTO Kod(duIlMEeHTa 7,
XapakTepU3yIOIero  JOJI0  PAcTATMBAIOUIETO  YCHIUS  f,  NPUXOJSINErocss  Ha
dbochoandGupHYIO CBSA3b, MO OTHOIICHHIO K BEIMYMHE CYMMAapHOTO HATSOKEHUS F, 3aBUCUT

OT paclpeeiCHUs] TOCIETHEr0 IO CTEMeHsAM CBOOOABI MOJIEKYNBI. [Ipenmonoxxkum, 4To
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JaHHas 1emnb caxapodochaTHOro 0cToBa UMEET HEKOTOPOE HaTsDKeHUe F, , COHAIPaBIEHHOE
¢ ocpto crupanu (cm Puc.4.2.), TO ecTb HampaBlieHHOE BEpPTHUKAJIbHO. PaccMmoTpum
pacnpezneneHue cui, AecTByronmx Ha atoMm O3’ B pamMkax MOJIEKYISIPHO-IMHAMUYECKOU
MOJIENIY, BKJIIOYAIONICH BUOPAIIMOHHYIO YHEPIeTHYECKYI0 KOMIIOHEHTY ( TO €CTh SHEPTHIO,
CBSI3aHHYIO ¢ JedopManueil BaJIEHTHOM CBSI3M) M SHEPIHIO, CBA3aHHYIO C Jaedopmanmen
BaJICHTHBIX YIJIOB. OJHEPreTHYecKas COCTaBIAIONIAs, CBs3aHHAs ¢ JAeopMaiuedt yrioB
BHYTPEHHETO BpallleHHUs, a TAK)KE C HEBAJICHTHBIMH B3aUMOICUCTBUAMU, HE PACCMAaTPUBACTCS
B CWJIy MaJlOCTU 3HAUYEHUH CHUJI, BBI3BIBAEMBIX TAaKOTO poJAa B3aUMOJCHCTBUSAMH IO
CPaBHEHHUIO C CWJIAMH PACTSIKEHUs, MPUBOAAIIUMU K Pa3pbiBy MOJIEKYJbI. [Ipoekius cuiibl
pacTsDKEHHs OCTOBAa Ha HAlpaBJIEHHE CBS3M, JEHCTBYIOIIAs CO CTOPOHBI HMXKHEM dYacTu
monekynasl Ha aromM O3’(cm. Puc.4.2) moxer OBITH CBsi3aHAa TONBKO C jaedopmarment
BasieHTHON cBaA3u (C3°-O3°, Tak kak cuibl, jAelcTtByromue Ha atoM O3’, cBS3aHHBIE C
nedopMarueil BaJeHTHBIX YIJI0B, 00pa3oBaHHbIX aromamu X - C3’- O3 (X-nro6oit atom),
OYEBHU/IHO, HAINpPABIEHbl NEPHEHAMKYJISAPHO K HaNpaBleHHIO BajlleHTHOM cBs3u C3°-03°.
[ToaTOoMYy, [J1s1 CHITBI pacTsKEHUs f, MeHCcTBYyIoEelH Ha ypoBHE dhochoamddupHoii csa3u C3’°-

03’ MOXHO 3amucaTh MPOCTOE COOTHOIIEHUE:
f=Fy cos(a) (4.1),

TJIe o0 — YOIl MEXKAY HaIlpaBJIeHUEM JEHCTBUS CUIIBI F, M HampaBleHUEM CBsI3U. UeM MeHbIIe
b b

yroa Mexay cBs3bio C3°-O3° u ochbio criupaiy, TeM OOJIBIIYIO BEIHUYUHY COCTABISIET CUIIA f,

U, CJICIOBATEIIbHO, TEM BHIIIE BEPOSTHOCTH THAPOJIM3A ITOW CBsI3U. TakuM oOpazoM, Jyis

TPAHCMHUCCHUOHHBIX KO3(DPHUIIMEHTOB B Cllydae pa3IHMYHbIX KOH(POPMAIMOHHBIX COCTOSHUN N

u S 1e30KCUPUO03bI , MOYKHO 3aITUCATh:

yn= Y0 cos(an),

ys= Y9 cos(as) (4.2),
e K03()(UITUEHT )y OMMUCHIBAET IOJIIO HATPY3KH, PUXOISIICHCS Ha TaHHYIO IETTh OCTOBA.

VYkazaHHBIE B JUTEpaType  NPOIEHTHBIE J0dM N — KOH(POpPMAIUH JIe30KCHPHUOO3HI
nesokcurutuanHa B auHykieotuae d(CpG) cocraBistoTr BennuuHy okosio 30 % [Wu et al,

2003].
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[IpeamnonoxuM, 4YTO TpPH HAIMYUHM PACTATHUBAIOIIETO YCHIIUS, JAE30KCHpHO003a,
NPUMBIKAIOIAs K IUTO3MHY, OCTAETCS B TOM € COCTOSHHH, YTO M /10 Hero. B takom ciydae
JUISL TIOJIHOM CKOPOCTH MEXaHOXMMMYECKOW peakiuu ruapoinsa ¢ochoanspupHoil cBsi3u B

muaykineorune d(CpG) MOXKHO 3aMucaTh:
kcG = Ps ks + Py ky (4.3),

rne kcg — NMOMHAs CKOPOCTh MEXaHOXMMUYECKOW peakuuu rujaponmsa no ¢ochoaunddupnoii
CBSI3U, IPUMBIKAIOIICH K IE30KCUIIUTUANHY, Ps - BEpOSTHOCTH MPEOBIBAHUS JE€30KCHPUOO03bI
JIe30KCULIUTHINHA B S — COCTOSHUH, ks — CKOPOCTh peakuuu ruapoimnsa ¢pochoandpupHoit
CBsI3M, TPHUMBIKAIOMEH K ne3okcupubo3e B S koHdopmammu, a Py U ky - aHAJIOTUYHBIE
BEPOSITHOCTb M CKOPOCTb TMApOM3a sl N COCTOSIHUS, COOTBETCTBEHHO. B cOOTBETCTBUM €

YKa3aHHBIM BbILLIE ITpeanosoxenuem, Ps=0.7; Py=0.3.

st ckopocTH ruaponu3a HeHTpanbHOU (ochoamddupHoil cBa3u B aunykiaeotunae d(ApA)

MOXEM I10 aHAJIOTHUU 3alluCaTh.
kA 4= kS (44),

TaK Kak sl 1e30KCUpuOo03bl afgeHnHa N-koH(opmaiuu He OblIo 0O0HapykeHo. Mcmonb3ys
HKCIIEPUMEHTAJIbHOE COOTHOIIeHUE kcg = 1.6 kyy, omyueHHoe u3 Tabmuubl 1 I'maBer 2, a

Takke (4.3) u (4.4), nonygaem: ky =~ 3 kg

C nmpyroi#t CTOpOHBI, B COOTBETCTBHH ¢ ypaBHeHUEM (3.10) u (4.2) nyst BenuuuH ky U ks MOXKHO

3alnucCarhb:

Yo cos(ay) F(G(r.t))

J] 4rr’n, B ke K dtdr
kN _ L

j47z7f2n0dr
r (4.5)

70 c0s(as ) F(G(r.t))

ﬂ dr’n, B ke K dtdr
kS — t,r

I4ﬂ72n0dr
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BbruncieHue BeluuuH ky ¥ ks Ha OCHOBE YpaBHEHHS (4.5) NPH Pa3IMYHBIX 3HAYCHHUSIX
napaMerpa yy) U 3HaYCHHH YIJIOB, COOTBETCTBYIOIIMX KPHCTALIOrPahUICCKUM JaHHBIM, JacT
BennuuHy OTHomeHus ky / ks > 10. EcTecTBEHHO NpEANONIOKUTh, YTO TPU BBICOKUX
3HAUEHUSAX PACTATHBAIONICTO YCHIIMS, YTrOJl MEXAY OChIO CIHpAIM W HAIPABICHUEM CBS3U
OyJeT yMEHBIIAThCS — B TOM YHCIE U IS S-KOH(MOpMAalUU J1€30KCUPHOO03bI, - YTO MOMKET

YMEHBIIUTH TEOPETUUECKOE 3HAUCHUE OTHOIICHHUS ky / ks .

Taxke HesCEH BOMPOC O BO3MOXKHOCTH KOH(OPMAIIMOHHBIX IIEPEXOJIOB CaXapHOTO
IIMKJIa, WHAYIUPOBAHHBIX JICHCTBUEM DPACTATUBAIOLIETO YCHIIUS — TO €CTh NPABOMEPHOCTh
UCIIONIb30BaHUs [UIsl BeMMYMH Py U Pg 3Ha4eHMid, COOTBETCTBYIOIINX AIKCIIEPUMEHTAILHBIM
JAaHHBIM, TOJYYEHHBIM NPU OTCYTCTBHM JEHCTBUS BHEIIHEH CHibl. TeM He MeHee,
MIOJTyYCHHBIE PE3YJbTAThl MO3BOJISIOT 3aKIIOUNTh, YTO MPEAJIOKEHHAS MOJETh Ka4eCTBEHHO
onuceiBaeT 3(peKT yBenmuueHus: BEPOSTHOCTH pacuieruieHus GpochoandpupHoii cB3M Tpu
YBEIMYCHUH KOH(OPMAIIMOHHON IOJBWXHOCTH NPUMBIKAIOIIEH K HEH J1e30KCHPUOO03bI.

I[anee KpaTKO IMOABCACHBI UTOT'K pa3/iciia.

B nmamHOM pasmene  ommMcaHa < MOAENb, IpeUIararonias  MHTEPIPETALHUIO
cneunuyHoCcTH ynpTpa3BykoBoro pacieruienus JIHK u ocHoBanHas Ha pesynbraTtax ['maBsl
3 u pasgena 4.1. OcHOBHas Hjes NPEIJIOKEHHONM MOJENN 3aKJI0YacTCsl B TOM, YTO IIPU
HAJIMYUM PACTATHUBAIOLIETO YCUJIMs, HampaBieHHoro Boib (gparmenta [IHK, ymenbmienue
yIJjla MEXKJly HallpaBJICHUEM XHMHMYECKOW CBA3M U OCBIO CIIMPAIM IPUBOJMUT K YBEINYEHUIO
SHEepruM JedopManuu 3TOM CBA3M. B cBowo ouepenp, 3TO NPUBOAUT K YMEHBIICHUIO
JHEpPreTHYecKoro  Oapbepa THIpONM3a, a 3HAYUT, K  YBEIHMYEHUIO  CKOPOCTH
MEXaHOXMMHMUYECKONW peakiuu, NpuBoJdAIIed K pacmeruienuto ¢parmenta JIHK. Takum
o0pa3oM, Tpd  YBEIWYEHHH  KOH(POPMALMOHHOM  MOIBMIKHOCTH  JE€30KCHPHOO3BI
YBEJIMYUBAETCSl BpeMsi NpeObIBaHMs caxapHOro nukia B N KoH(opmamuu, mpu KOTOpOW
BEPOSITHOCTh OCYILECTBICHHUSI MEXAHOXUMUYECKON PEAKIMU BBIIE, a 3HAYUT OTHOCHUTEIIbHAS

JacToTa paCHICIUICHUA YBCIINUUBACTCA.
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4.3. O0cyxnenue

OTnpaBHBIM MYHKTOM MPEUIOKEHHONW MOJENH SIBJISETCS MPEAIOIOKEHHE O BIUSHUH
yria MeXIy OCbI0 CIHpaId U HallpaBICHUEM KOBAJCHTHOMW CBS3H, MOJIBEP)KEHHOMN pa3phIBY,
Ha BeposTHOCTh pacierieHuss [JHK. BaxHo oTmeTuTth, 4TO JaHHas TMIIOTE3a MO3BOJISET
omnucarh Crneuu(UYHOCTh paclleruieHuss 0e3 JIOMOJHUTENbHBIX MPEeANoNIoKeHU 00
0COOEHHOCTSIX KOH()OPMAIIMOHHON AMHAMHUKHU AE30KCHPHOO3BI. YTON MEXIY HaIllpaBICHHEM
dochonnrupHO CBA3M M BEKTOPOM PACTATHUBAIONIETO YCHIHS SBISETCS TUHAMHYECKON
NIEPEMEHHOM, 3aBHUCSIIEH HE TOJIBKO OT COCTOSIHMSI CaXapHOro LUKJIa, HO M OT APYTrux
OCOOCHHOCTEH JIOKaJIbHON KOH()OPMAIIMOHHOM JAMHAMHMKH MOJIEKYJIBI, OIpEaeIsieMbIX
MOCIEAOBATEIbHOCTRIO HYKJICOTUZOB. BaxHo oTmetuth, uto SN HHTEPKOHBEPCHUS
Ne30KCUpUO03bI, 10 BCEH BUAMMOCTH, TAaK)KE€ MMEET MECTO U B JIE30KCUTUMHUIUHE: B paboTe
[Wu et al, 2003] monss N-xondopmammmii ansi mepBoi jae3okcupu6o3sl B d(TpT)
TUHYKJIeoTHae coctaBuia 6omnee 20%, B TO BpeMsl Kak 3HAYEHUE CPEHEW OTHOCHTEIbHOU
YacTOThl  yJABTPA3BYKOBOTO DACLICIUIEHHUS JJI JAHHOTO JIMHYKJIEOTHAA COCTaBJIsieT
HeOoublIyto BenmuuuHy - 0.932. [lo Bceil BUOMMOCTH, CYIECTBEHHBIM SIBISIETCS HE TOJBKO
COCTOSIHUE JI€30KCUPUOO03bI, HO U MOJBUKHOCTh caxapodoc(aTHOro octoBa B LEIOM. DTO
OpPEINoNIoKEeHNe TOAKPEIUIsIeTcss TeM, 4YTO paccMaTpuBas OTHOCUTEIbHBIE YacCTOTHI
yIbTPa3ByKoBOTO pacmiemienuss B aunykieotuaax tumna d(CpN) m d(TpN) (cm. Puc.2.4)
MOKHO YBMJIETh XOPOLIO H3BECTHYIO 3aKOHOMEPHOCTb, CBS3BIBAIOLIYIO JIOKAJbHYIO
KOH(OPMAaIMOHHYIO MOJIBI>KHOCTD JHK ¢ TUTIOM MypUH-TUPUMUTAHOBON
MOCJIEIOBATEIbHOCTH: €CJIM B HANpaBJIEHUH OT 5’ K 3’ KOHILY LIeNH BCIe 3a MUPUMHUINHOM (
Cumu T ) cnenyet nypuH (A wiu G ), TO KOHPOPMALMOHHAS TOABMKHOCT OYZIET BBILIE, YEM
€CJIM 3a MUPUMHUIUHOM ClIe/ToBaji Obl MUPpUMUIANH. B 00111eM cirydae 9Ta 3aKOHOMEPHOCTD, KaK

ObUTO0 OTMEueHO B ['maBe 1, 3amuchIBaeTCs CIeAYIOMIMM 00pa3oMm:
D (PyPu) > D (PuPu) > D (PuPy),

rae mox D moHuMaeTcs o0Inas MOABMXKHOCTh JAMHYKJICOTHIHOTO OJOKa - BEITUYHHA,
MPONOPLUUOHANIbHAS 00beMY KOH(POPMAIIMOHHOTO MpocTpaHcTBa, Py — mupumunus, a Pu —
nypuH. [locnenoBatenpHocTh PyPu oTBewaer nunykneorumnomy 6moky JIHK, B xoTopom B
HampaBjJeHUH OT S5° K 3’ KOHIly M[enud 3a NUPUMHUAUHOM cienyer nypuH. Ecnm
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IPOCYMMHPOBATh BEIUYUHBI OTHOCHTEIBHBIX YaCTOT YIBTPAa3BYKOBOIO PACIICIUICHUS R

npuBefeHnble B Tabnume 1 ['maBer 2, paccuuThiBast Al KaKAOTO JUHYKICOTHIHOTO OJ0Ka
CyMMy OTHOCHUTENBHBIX 4YacTOT pAaCIICIUICHUs KOMIUIEMEHTApHBIX JIHHYKICOTHIOB,

BXOJISAIINX B OJIOK, TO MOYKHO IOJYYHUTh CICIYIOIIHA PE3yIbTaT:
R ( PyPu)=2.32;
R (PuPu)=1.92;
R (PuPy)=1.86,

cornacyrouuiics ¢ psgom D (PyPu) > D (PuPu) > D (PuPy).

[TosryueHHbIE BENMYMHBI OTHOCHUTEIBHBIX YacTOT YJIbTPa3BYKOBOI'O pacCILEIICHUS
JHK nns 256 TeTpaHykJI€0THI0B TAK)Ke€ MO3BOJISIIOT MPOBECTU UX CPABHEHUE C HEKOTOPBIMU
SKCHEPUMEHTAJIbHBIMU JITAHHBIMH, IOJy4YeHHbIMM Ipu nomou SIMP cnekrpockonuu u
MOJIEKYJsIpHOM  nuHamuku. Hanpumep, Obulo TMOKa3aHO, YTO  KOH(OpPMAalMOHHAs
MNOJBWKHOCTh leHTpaibHoro Osioka d(Cp(G) Bbllle B KOHTEKCTE TETPaHYKIEOTHIA
d(TpCpGpA), uem B d(ApCpGpT) [Lefebvre et al, 1995]. Bennuunbl OTHOCUTETBHBIX YaCTOT
yIbTPa3ByKOBOIO  paculelieHusi LeHTpaidbHOW  (ochonudpupHOil  CBA3M B ITHUX

TeTpanykieoTuaax coctapustor 1.543 u 1.381, coorBercTBeHHO (cM. Tabnuiy 2 B ['nase 2).

Kak wu3BecTHO, 3aBHCHMOCTb JIOKQJbHBIX OCOOEHHOCTEH KOH(POPMAIMOHHOMN
quHamukn JIHK oT HyKJI€OTMAHOM NOCIENOBAaTENIBHOCTH MOXET BBIXOJIUTh 3a PAMKHU
TETPAHYKJIEOTUIHOIO YPOBHsS ONHCaHHA. B KauecTBe IpuMepa MOXKHO PpPacCcMOTPETh
noJABMXKHOCTh 1eHTpanbHOro d(Cp(G) JMHYKIEOTHIHOrO OJoOKa B TEeKCaHYKJIEOTHIax
d(GpApCpGpTpC) u d(ApApCpGpTpT), xotopas no npanueiM SAMP-cnexrpockonuu
COBMECTHO C MOJIEKYJISIPHO-AMHAMUYECKUMHU pacyeTaMd B TIEPBOM T'€KCAaHYKJICOTH[E
3HAYUTENbHO BhIIE, yeM Bo BTopoM [Cordier et al, 1999]. B nmpoananu3upoBanHOil BEIOOpKE
[0 YJIBTPa3BYKOBOMY DACIIEIUIEHUIO, JaHHbIE T€KCAaHYKJIEOTHbl BeTpedaroTess 11 u 9 pas,
COOTBETCTBEHHO, @ CpEJHHE BEJIWYMHBI OTHOCUTEIBHOM  YacTOThl  pacCILEIIICHUS
neHtpansHoro aunykieoruna d(CpG) s AaHHBIX KOHTEKCTOB cocTaBisitoT 1.61 u 1.32

COOTBETCTBCHHO, UTO TAKXEC KAQYCCTBCHHO COIIACYCTCA C OKCIICPUMCEHTAJIBHBIMH JTaHHBIMHU.
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Takum o0Opa3oM, crequpUUHOCTh YJIBTPAa3BYKOBOIO PACLICIIIIEHUS MOXET OTpakaTb
HE TOJIBKO OCOOEHHOCTH KOH()OPMAIMOHHOW JMHAMUKU JAE30KCHPHOO03bl, HO U OOILYyIO
NOJABMXHOCTh caxapodocdarnoro ocroBa JIHK, Tak kak u TO, W Jpyroe MOXeT
CYIIECTBEHHBIM 00pa30oM BIIMATH HA pacIpeielieHUe PACTATHBAIONICH HArpy3Ku 1O CTEIECHAM
cBOOOIBI MoJieKynbl. Clieayer OTMETUTh, YTO C TOYKHM 3pPEHHs OCHOBHOM THIOTE3BI,
0003HauEHHOH B Hayajie JaHHOTO Pa3JieNa, TAK)Ke He BAKEH MEXaHU3M pa3pbiBa KOBAJIEHTHON
CBSI3U (3TO MOXKET OBITh HE TOJBKO I'MIPOJIN3, HO U MpsIMas IUCCOLMALIUS CBSI3U), U €€ THUIl —

TO €CTh 3TO MOXeT ObITh Kak C3’-03’, tak u O3’-P cBs3b.

CrnenyeT mOAYEpKHYTh, YTO B CIIy4ae PeaKIMH THIPOJIN3a CYIIECTBEHHBIM (aKTOPOM,
OTIPECIISAIONIMM CKOPOCTh PEAKIUH, SBISETCS NOCTYHMHOCTh (GocGoaudPpupHOil cBsI3u a7
MOJIEKYJ pacTBopuTens. BenwmumHa gocTymHOW s pacTBopuTens (P GEeKTUBHOU
noBepxHOCTH (pochoaudPUpHON TPyMIIBI aATOMOB BIHUSET HAa IHTPONUHHBI MHOXXHUTEIH B
BBIPQXEHUM JJI1 CKOPOCTH XUMHUYECKOW peakuuu (3.5) u MOXKET 3aBUCETh OT JIOKAJIbHBIX
KOH(OpPMallMOHHO-AMHAMUYECKUX CBOMCTB caxapodocdaTHoro octoa. Takum obpazom, npu
OTHMCAaHUU HAOMI0AaeMOl Crieu(UIHOCTH PACIIEIUICHHUS BAXKHYIO POJIb TaKXKe MOXKET UTPaTh

BKJIa/1 SHTPOMUIHOTO (akTopa rujponnsa pochoanspupHoii cBs3H.
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I'maBa 5. UccaenoBanue 0C00EHHOCTEH YJbTPA3BYKOBOIO pacuienieHus

¢pynkuuonaabubix odgacreit JHK

B naHHON raBe paccMOTPEHBI SKCIIEPUMEHTAJIbHBIE JaHHBIE YIbTPa3BYKOBOTO
pacuieruienust perynsaropubix obnacteit JIHK A-dara, a Taxke mnpoBeneHO HccleI0BaHUE
npoduieil ynbTpa3ByKOBOTO pacUICIICHUs, OCTPOEHHBIX Ajsl mpomoTopoB MY C—kiactepa
FeHOMa 4YeJIOBeKa C  TIOMOIIbI0  CTATUCTHYECKUX  JAaHHBIX TI0  crenu(puuHOCTH

yibTpa3BykoBoro pacuerienus JHK.
5.1 Ocobennoctu yabrpa3BykoBoro pacmenenus JJHK A-¢ara.

Kak Obi10 mnoka3aHo B THpeAblAylled TIjaBe, JaHHbIE [0 YJIbTPa3ByKOBOMY
pacmeriennro  JIHK, mnmo Bcell BUAMMOCTH, OTPaKarOT 3aBUCUMOCTb  JIOKAJIbHBIX
KOH(OPMALMOHHO-TUHAMUYECKUX  CBOWCTB  caxapodocdarnoro ocroBa JIHK ot
MIOCJIEIOBATEIBHOCTH HYKJIEOTHIOB, NPUYEM B HEKOTOPHIX CIIydasX 3Ta 3aBUCHMOCTHh HE
MOJET OBbITh OIMCaHa Ha YPOBHE TETPaHYKJICOTHIHOro mpuoOmmkeHus. Huxe npuBeneH
npopwib  yiabTpa3BykoBoro pacuieruieHus ¢parmenta JIHK, coxmepxamero 610k

perynstopaoit nocnenoBatenbHocTH JJHK A-dara.

E 15 1 OR1 OR2 OR3

14
12 1

14
08 -
0F -
04 -
02 -

D TCAACAAARCTTTC  TTOGTATTTTE ATACAATGETATC TTGTTTOGTCAAATAC AGTTTTTCTTOGTGAAGATTG
o)

Puc.5.1. Hopmanuzosannwiti npouns yiempaszeykogoeo pacujenienus ¢ppaemenma /[HK,
codeporcaweco  peynAmopHsill - yuacmok  nociedoeamenvhocmu  JJHK  A-¢paca.  Tpu

onepamopuvix yuacmka — ORI, OR2 u OR3, ¢ komopwvimu ceazviearomcs Oeiku —

pezyiAamopbl mpanCKpunyuu, OmmedeHbl Cepobim Y6emom.
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Habnromaemass  mepHOAWYHOCTh  NMPHUBEAECHHOTO  MpOodWIs  yIbTPa3BYKOBOTO
pacIIeTUICHHsI, COCTABJISIIONIAS BEMMYUHY 0KOJI0 20 HYKJICOTHIOB, HE MOXKET OBITh ONUCaHa B
paMKax TEeTpaHyKJICOTHIHOTO MpuOmkeHus. Hioke mpuBeneH rpaduk, XapakTepus3yromui
OTHOLIEHHE HKCIIEPUMEHTAIbHBIX CTENEHEH pacuieruieHus (npuBeneHHbIXx Ha Puc.5.1)
CPEIHUM 3HAYEHHUSM OTHOCUTEIBHBIX YACTOT YIbTPA3BYKOBOI'O PACHICIICHUS, MOJIYYCHHBIM
B paMKax TETPaHYKJICOTHIHOTO YPOBHS ONMHUCAHUS W NpuBeneHHbIM B Tabmuie 2 ['nmaBsl 2.
DKCIepUMEHTaIbHOE 3HaUYE€HHWE OTHOCHUTEIbHOM 4acToThl pacmieruienns JJHK (MaccuB atux
3HaYeHWil mpeacrtaBieH Ha Puc.5.1) ngenunoch Ha  OTHOCHUTENBHYIO — BEIHUYHUHY

YJIBTPA3BYKOBOI'O PACHICIINICHUSA COOTBCTCTBYIOIICTO TCTPAHYKIICOTH AA!

R () _ Rexp(l)
omn\l) = E (51),
Ni—lNiNi+lNi+2
rae Reyp, (i) — OSKCIepUMEHTaJbHAs BEIUYMHA OTHOCHTEIBHOW YacTOTHI PACIICIUICHUS,

R NANNyNiy CpCAHAA OTHOCHUTCIIbHAA YaCTOTaA YJIIbTPa3BYKOBOI'O PACHICIICHUA HCHTPAJIIbBHOU

pochommdbupnoii cea3u Terpanykneoruna N, NN, N, . Ilocne BelumcieHns maccua

3HaueHuit o ¢opmyne (5.1), cOOTBETCBYIONIHMI MPOQPIIIL OB CTIaXEH METOJIOM JIMHEHHOM

(I)I/IJ'ILTpaI_II/II/I C OKHOM B IIAATbh HYKJICOTUOB. Ha Puc.5.2. MMPEACTAaBJICHBI PC3YJILTATHI paCyYCTa.

14 -
ROH‘!H

13 4
12 4
11

1
09 -
0.8 -

0.7 -

0.6 T T T T T T T T T T T T T T i

Puc. 5.2. Ilpoguns, xapakmepuzyrowuii OmHoueHue KCNePpUMEHMATbHOU OMHOCUMENTbHOLUL

yacmomsl paciyeniienus Rexp K oofcudaemomy 3HAYEHUIO OMHOCUMETbHOU YACmMOmbl

YIbMPA36yKo8020 pacuennenus Ry . ., NOIYUEHHOMY 6 PAMKAX MEMPAHYKIeOMUOHO20

1+1Ni+2
npubIudCeHUs, 8 3asucumocmu om Homepa ¢ocgoousrpupnoii ceazu i. Ilpusedennas
HyMepayusi coomeemcmayem nopsoKy ciedosanus nonoc Ha Puc. 5.1.
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Kak BumHo u3 Puc.5.2, Hanuuue nmepuoOJUYHOCTH B SKCIIEPUMEHTAIBHOM Mpoduie
paclleruieHuss He MOXET OBbITh ONHMCAHO TMpPU TOMOIIM CTAaTHUCTUYECKUX JaHHBIX I10

PacCliCIJICHUIO, ITOJTYUYCHHBIX B paMKaX TCTPAHYKICOTUAHOI'O HpI/I6J'H/I)K€HI/ISI.

MO>KHO MPEANOI0KUTH, YTO HAOII01aeMBblii TPO(UITE YIBTPA3BYKOBOIO PACILICIIIICHUS
OTPaKaeT HEKYI0 CTPYKTYPHYIO OCOOCHHOCTH oOmnepaTopHoro Ojoka. B Takom ciydae
OoOHapyXeHHasi IEepPUOJUYHOCTh CTENEHU YIbTPA3BYKOBOIO pacuierjeHuss okoio 20
HYKJICOTHIOB MOXET OTpa)xaTh CHenu(puKy U3MEHEHHs ONpEIeNICHHBIX KOH(pOPMAIMOHHO-
JTUHAMHYECKUX CBOMCTB BHoib naHHoro yyactka JIHK. CrouT oTMeTuTh, 4TO JaHHAs
NEPUOAUYHOCTh HE COOTBETCTBYET OCOOCHHOCTH DPACIIOJNIOKEHHS OINEpPATOPHBIX YYaCTKOB:
OmnepatopHbiii yuacTok OR2 pacronoxkeH Ha «pacCTOSSHUKM» B 22 HYKJIEOTHAA OT y4dacTKa
ORI1, a OR3 — Ha «paccTtosHun» 23 HykneotuaoB oT OR2. D10 X0poIIo BUIHO U3 PUCYHKA
5.1. — B KOTOpOM MEPBbIII MUHUMYM pacIICIUICHUs] TPUXOAUTCS Ha cpeanioro yacte ORI, a

nociaenuui — Ha Havaio OR3.

AnbTepHaTUBHOE OOBSCHEHHE BBISIBICHHON NMEPUOJUYHOCTH OTHOCUTENIBHBIX YacTOT
VIBTPA3BYKOBOTO PACHICIUICHHUSI CBSI3aHO C OCOOEHHOCTsIMU mpoiliecca pacmerienus JJHK.
CornacHo mnpeanoxeHHodl B I'maBe 4 rumotese, OCHOBHBIM (DaKTOpOM, BIHUSIOIIMM Ha
BEPOSTHOCTh paciieruieHuss ¢dochoanspupHoil cBA3M, SABISETCI €€ OpUEeHTaluus 1o
OTHOILIEHHUIO K PaCTATHMBAIOLIEMY ycuwinio. BaxkHo oTmeruTs, uto i cBoboanoit JJHK B
pactBope yroi Mexay ¢ochoandPUpHON CBSI3bI0 M JIOKAJTBHONW OCHIO JBOWHOMN CHUpaiv
ABJISIETCSl TUHAMHWYECKOW NEPEMEHHOM, a HampasieHue JiokanpHOM ocu JIHK moxker nHe
COBIIAJaTh C HANPaBJICHHUEM ITTOOAIBHOM OCH JBOWHON CHHMpad, OIpe/essseMoil B MaciTadax
JIECATKOB HYKJICOTHUAHBIX Map. B KkadecTBe WIIIOCTpallMM K CKa3aHHOMY BBILIE Jaiee
npuBefieHa cTpykrtypa ¢(parmenta JJHK A - ¢ara, moctpoeHHas Ha OCHOBE HM3BECTHBIX
KOHTEKCTHO-3aBUCUMbIX KOH(popMannoHHbIX MapamerpoB JIHK, monydeHHBIX NMpu momMomu
aHaiamza JTAHHBIX AMP (cepBuc IIPEICTABIICH Ha caunre

http://hydra.icgeb.trieste.it/dna/model it.html). [laHHas CTpykTypa NpHBEAEHAa B KayecTBE

WUTIOCTpallMM, TaK KaK OTpa)kaeT HEKOTOPble OCOOEHHOCTH W3MEHEHUS CTPYKTYPHBIX
napameTrpoB BAoab JIHK, xopoiio uzBecTHble Kak U3 JaHHBIX KpucTtaorpadpuu u AMP, tak

N MOJICKYJIIPHO-IUHAMHUYCCKUX pacCyCTOB.
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Puc. 5.3. Opaemenm cmpykmypor /JHK, nocmpoennou ons nociedosamenvHocmu A-ghaza

pamkax napamempuzayuu CmpyKmypHulX Napamempos, Noiy4eHHbIX npu NOMOwju OAHHbIX
AMP. [Ipusedennas cmpykmypa 0eMOHCMpupyem usmeHenue yena mexncoy JOKAIbHOU 0CbIo
060UHOU cnupanu (Hanpasnenue KOMOPOU MONCHO CUUMAMb NEePNeHOUKVIAPHbIM K

NIIOCKOCMU, 0OPA308AHHOL NAPAMU OCHOBAHUIL) U 2100abHOU ocbio JTHK.

Huxe nns ogHo# M3 nenei mojay4eHHOM CTPYKTYpBI NPUBEEH rpaduK 3aBUCUMOCTH
yriia o Mexay HarpasieHueMm ¢ocponudupHoit cBsizu C3’-O3° u riaaBHON OChIO JIBOMHOIM
cnupanu JJHK ot HoMepa 1aHHOM CBSA3M BJIOJIb LIETIH.

O ° w0

El

85

80

70 4

65

GO T T T T T T T T T T T T T T T T T
1 2 3 4 5 6 7 8 9 10 11 12 13 14 15 16 17 18

T T T T 1
19 20 21 22 23 Z

Puc.5.4. 3asucumocmo yena o medncoy HanpaegieHuem ghocghoousgpuprou ceéazu C3°-03° u

0CbI0 CRUPAIU OM HOMePaA C8:3U 80016 OAHHOIL Yenu caxapogochamnozo ocmoaa.

Kak BugHO u3 rpaduka, NaHHBIA Yroll H3MEHSETCS ¢ NepuoJU4HOCThI0O B 10

HYKJICOTHJIOB, UTO U CJIEI0BAIO OKHUAATH OT CTPYKTYphI cBoOoaHo# JTHK.

[Ipu pacTspkeHUM MOJIEKYNBI yroil Mexay (ochoaudGupHOi CBSA3bI0 U CUIIOH

pacTshKeHHs BIUSET Ha CTENEHb JedopMaldd CBSI3UM M, CJIEJOBATENbHO, BEPOSTHOCTH €€
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paspbiBa. [loaTOMy, BBISIBICHHAs MpU aHAIU3€ KapTUHBI YIbTPa3BYKOBOI'O paCIICTICHUS
JHK A-dara nmeproanyHOCTh BEIUYUHON OKOIO 20 HYKJICOTHIOB MOXKET OBITh CBSI3aHA C
U3MEHEeHHeM o01Iel nepuoauaHocTy cTpykTypsl JJHK — Tak kak M3BECTHO, YTO IPU HATUYHU
pactsruBatomiero ycunusi JJTHK mosxer wactuuno pacrerarbes [Gore et al, 2006]. B Takom
ciydae nepuoa B 20 HYKJICOTHIOB MOXKET OBITh CBSI3aH C U3MEHEHHEM TapaMeTPOB JIBOHHOM

criupanu JJHK nipu neficTBun pacTAruBaromero yCuims.

5.2. IlpuMeHeHHe JaHHBIX MO cnenu@uuHOCTH yabTpa3BykoBoro pacuenenust JHK

AJIsl aHAJIN3a MIPOMOTOPHBIX o0J1acTeii reHoMa 4eJIoBeKa.

Kak yxe ormewasioce B ['maBe 1, B Hacrosimiee Bpemsi i pEIICHUs 3a/1auul
JoKaM3anui (PYHKIIMOHAIBHBIX 00JIACTEH B T'€HOMAax BCE Yallle MCIOJB3YIOTCS JaHHBIC O
KOHTEKCTHOM 3aBUCUMOCTH Pa3iudHbIX Pu3nko-xuMmuueckux cBoictB JIHK. lanubril pazmen
MOCBSIIEH HCCIEIOBAaHUIO BO3MOXXHOCTH TNPUMEHEHHS JaHHBIX M0 CHenu(UIHOCTH
pacmeruienuss JIHK ynbpTpazBykom sl BBISIBIEHUS OCOOEHHOCTEH MPOMOTOPHBIX oOjactei
reHOMa YeJIOBEeKa, KOTOPhIE 3aTeéM MOTYT OBITh UCIOJIb30BAHbI B KAU€CTBE JOMOJHUTEIHLHOTO

KpUTEpHUS IIPU MOUCKE QYHKIIMOHAIBHBIX CAiTOB B TEHOME YEJIOBEKA.

B JAHHOM  paszele JUTS TEOPETHYECKOTO aHalii3a  MPOMOTOPHBIX
MOCJIEIOBATEIFHOCTEN TeHOMAa YeJIOBEKa MCIOJb3YIOTCS MPUBEICHHBIE B [ 71aBe 2 JaHHBIE O
cnenuduunoctu  yaprpasBykoBoro  pacmerienus  JHK. TlomyuenHple  BETWYUHBI
OTHOCHUTEINIbHBIX YacTOT paclleryieHus, Kak OblJIo MmokazaHo B ['aBe 4, mo Bcelt BUAMMOCTH,
OTpaXXarT JIOKATbHYI0 KOH()OPMAIMOHHYIO MOABMKHOCTE caxapodocdarnoro ocroa JJHK:
yeM OoJipllle  OTHOCUTENIbHAas  4YacToTa  yJIbTPa3BYKOBOIO  PACLIEIUICHUS  JaHHON
dbochoamdGupHO CBsA3M, TeM Oojee TMOIABMIKHBIM SBISIETCS caxapodocdaTHbII OCTOB B

COOTBETCTBYIOIIEM YUAaCTKE MOJICKYIJIBI.

Crnemyer  OTMETHTh, 4TO  TIOJyYEHHBIE  BEIMYMHBI  OTHOCHTEIBHBIX  YacTOT
yIABTPa3BYKOBOTO  PACINEIUICHHS MO3BOJIIOT — Pa3iIn4aTh OCOOCHHOCTH  CTPYKTYPHOH
JUHAMUKU caxapodocdaTHoro ocroBa B kaxaoi u3 ueneit IHK: B I'maBe 2 Obu1o mokasaHo,
YTO BEJIWYMHBI OTHOCHUTEJIBHOM YacTOTHl pacuierieHus ¢GochoandpupHbIX CBs3eH B

KOMIUIEMEHTApHBIX TUHYKJIEOTHIaX MOTYT 3HaUMMO pazinudarbes (cM. Paznen 2.3 T'massl 2).
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[ToaTOMy, TIpH HCCIEAOBAaHUM T€HOMHBIX ITOCIIEIOBATEILHOCTEH MOSBISAETCS BO3MOXXHOCTD
aHAJIM3UPOBaTh KOH()OPMAIMOHHO-TMHAMUYECKHE OCOOCHHOCTH O0O0eMX IIereld JBOHHOM

cnupanmu JJHK.

Wcnonb3ys 3HaueHHs, IpUBElIeHHbIE B Tabmuie 2 [1aBel 2, ObUIM pacCUYUTAHBI TIPOPHITH
YIBTPAa3BYKOBOTO pacIIEIJICHUsT JJIg IoclieoBaTelbHOCTe 648 mpoMOTOpOB reHoma
yenoBeka (MYC kmactep, B3aThIM W3 0a3pl JaHHbIX Transcriptional Regulatory Element

Database: http://rulai.cshl.edu/cgi-bin/TRED/tred.cgi?process=home).

Bce nocnenoBaTenbHOCTH M3HAYAIBHO OBLITH BEIPOBHEHBI: pACCMATPHUBAJICS OJIOK JITUHON
B 1000 Hyks€0TH10B, conepskauuil 700 HyKJI€0TUI0B 10 TOUKH cTapTa TpaHckpumuu u 300

— IIOCIJIC.

JUist Kax/10# MOCIIeI0BaTeIbHOCTH CTPOMIICS TEOPETHYECKHI MPO(UIH YIbTPa3ByKOBOTO
paclleruieHdssT Ha OCHOBAaHUM JAHHBIX [0 OTHOCUTENIBHBIM YacTOTaM paCHICTICHUS
terpanykieoTunioB (Tabnuma 2 ['maBel 2), mocie 4ero noixy4eHHble NPOQUIN CTIaKUBAIUCh
METO/I0M JIMHEHHOU (PUIBTpPAIIMM C OKHOM B IATh HYKJIEOTHIIOB. [ mocTpoeHus npodumei
MCIIOJIb30BAINCH 00€ IeMH: BBIYMCIAIACh CyMMapHas OTHOCUTENbHAs YacTOTa pacUIeIIeHUs

o obeum 1ersivm JIHK.

Ha Puc. 5.5 mpuBemen mnpoduib yiabTpa3BYKOBOTO pAacCIICIUICHUS, TOJYYCHHBIN

ycpenHennem 648 npodurei.
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Puc. 5.5. 3asucumocmv omHOCUMENLHOU HACMOMbL YIbMPA38YK08020 pacujenienus (R )
om nosuyuu coomeemcmeyrouen. Gocodoouspuprou césazu (n) no OMHOWEHUI K MOUKe
nauana mpanckpunyuu (0). Ilpuseden cpednuti onsa 648 nocredosamenvrocmell npoghuis

Yibmpa3eyKo60c0 paculenieHusl.

N3 Puc.5.5 BunHO, 4TO paccMaTpuBacMas XapaKTEPUCTHKA MMEET SIBHYK) AHOMAJIUIO B
paiioHe crapra TpaHckpumiuu. [lomyueHHbI npoduas COOTBETCTBYET OOHAPYKEHHBIM paHee
pe3yJbTaTaM - BO3pacTaHUEM K MECTY caiTa crapTa TPaHCKPHUILMU YacTOThl BCTPEYaeMOCTH
IIMTO3MHOB W TyaHMHOB B mocienoBaTensHocTH [Abeel et al, 2008; Cao et al, 2008]) u
SIBIISIETCSI CIICICTBUEM YBEITMYEHUSI OTHOCHTEIBHOW YaCTOTHI YIBTPa3BYKOBOTO PACIICTIICHUS

dbochoandPUpPHBIX CBSA3EH, CISTYIOMINX 32 T€30KCUITUTHTUHOM.

Jly1g Toro, 4ToObl HUBEJIHWPOBATh BKJIAJ 3TOro (pakTopa, Oblia MCIOJB30BaHA BEIMUYMHA,
KOTOpasi XapakTepu3yeT BIUsSHUE (IAHKUPYIOUMX (TO €CTh OMMKallMX MO LEenHu)
HYKJICOTHIOB Ha YJIbTpa3ByKoBoe paciuerienue ¢ochoansdpupHoil CcBS3M B JTaHHOM

JAUHYKIICOTUC!

Emn-an*N Nn+2 )_E(Nn*NnJrl)

n+l

E(Nn-an*N N +2 )

n+l" "' n

S(n) =

(5.2),
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rae R (N, ;N,*Nu+iN,+2) — cpenHsis OTHOCHTEIIbHAS YacTOTa pacIICTUICHHs IIEHTPaTIbHON
dbochoamdpupHoii cBsizu Terpanykieotuna N, ;NyN,+iNy,+2 , a R (N,*N,+;) - cpenuss
OTHOCHUTEIIbHAs YacTOTa paclieuieHuss auHykiaeotuna N,N,.; 3Be3gouka o003HayYaeT

YCJIIOBHOC IT0JIOKCHHEC pa3phbiBa.

[Tpu S(7)<0 ¢dnaHkupyrONIKE HYKICOTHIBI TPUBOAIT K YMEHBIICHHIO YJIBTPa3BYKOBOTO
pacuieIyieHuss 10 CPaBHEHHIO CO CPEJHHM JUIS JIAaHHOTO JMHYKJICOTHIA 3HAYCHUEM W,
CJIEZIOBATENIbHO, K YMEHBIICHUIO JIOKAJIbHOW MOJBM)KHOCTHU caxapodochaTHOro ocToBa, a mpu
S(n)>0 — HaobOpOT, - K YBEIUYEHUIO YJIBTPA3BYKOBOTO PACHICIUICHUS 1O CPABHEHUIO CO
CpPEIHMM 3HAYCHHEM I JaHHOTO JIWHYKJICOTH/A, a 3HAYUT, K YBEIMUYCHHIO JIOKAIBHOM

IIOABHUKHOCTH OCTOBA

Ha Puc.5.6 npencraBieHn ycpeaHEHHbIN Npoduib, MOTYYSHHbIH aHATIOTUYHO MEPBOMY

PHUCYHKY, HO JJIs1 BEJMUUHBI S(7), COOTBETCTBYIOILIEH KOJUPYIOLIEH HUTH.
S 0006
0,004 -

0,002

-0,002

-0,004

-0,006 r

_0,008 1 1 1 1 1 1 1
-700 -600 -500 -400 -300 -200 -100 0 100 200 n

Puc. 5.6. 3asucumocmv OmHOCUMENbHO2O USMEHEHUS 4acmombsl VIbMpPa3eyKo8020
pacwennenus (S) npu nepexode om  OUHYKIEOMUOHO20 K MEMmpaHyKieoOmuoOHoOMy
NPUONUINCEHUIO OM  NOJIOXMCeHUss coomeemcemeayrouel  ocgoousghuprnou cesasu (n) no
omuoweHuro Kk mouke Hayana mpanckpunyuu (0). Ilpuseden cpeonuti oaa 648

nociedosamenvHocmetl npoghunv eeruyunsl S(n).
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N3 Puc. 5.6 BumHO, 4TO 00MacTh 70 caiiTa crapTa TPAHCKPHUIIIIUA B CPEIHEM
xapakrepusyercs BeauunHamu S(n) <0, mpuyem mepexoa K 6osee BRICOKMM 3HadeHUsM S(7)
JIOCTUTAETCA Ha CPaBHUTEIHHO HEOOJBIIOM y4yacTke — B obmactu oT -150 no 1 mykieoTuaa,

10CJI€ YEeTO BEIMYMHBI S(71) MPUHUMAIOT 3HAYCHHS, OJTM3KHE K HYJIEBOMY.

[TosrydeHHBIN pe3ysbTaT MO3BOJIAET MPEANOJIOXKHUTH, YTO B IMIPOMOTOPHBIX y4acTKax
JIHK denoBeka HYKICOTHIBI JBOJIOMHUOHHO OTOOpAaHBI TaKMM OOpa3oM, YTO MUMEET MECTO
TEHJEHIMSI K YMCHBIICHHIO TOJBM)KHOCTH caxapodocdaTHoro ocroBa. YMeEHbIIECHHUE
KOH(OPMALIMOHHON MOABMXHOCTH MPOMOTOPHBIX yyacTkoB JIHK mMoxeT nMeTh cBOEH 1enbio
YBEJIMYEHUE JIOCTYIIHOCTH PEryJIsSTOPHbIX CalToB A  (aKTOpPOB, PETYIMPYIOLIUX
9KCIPECCHUIO T'€HOB, TaK KaK I10 Mepe YMEHBLICHUS MOJIBUKHOCTH caxapodocdaTHOro octoBa
JHK, xak U3BECTHO, IPOUCXOAUT YMEHbILICHHE BEPOATHOCTH 00pa3zoBaHus komiuiekcos JJHK

¢ rucronamu [Pedersen et al, 1998].

YmMmenbienne rubkoctu u crabunpHoct JIHK B mpoMOTOpHBIX ydyacTkax ObLIO
HGOI[HOKpaTHO HOI['—ICpKHYTO paSJ'II/IqHI)IMI/I aBTOpaMI/I nu I/ICHOJ'II)BYGTCH B IIaKCTax HpOl"paMM
10 HpCHCKa3aHI/IIO CaﬁTOB CTapTa TpaHCKpI/IHIII/II/I B TCHOMHBIX ITOCICIOBATCIIBHOCTAX
[Florquin et al, 2005; Abeel et al, 2008; Dineen et al, 2009; Cao et al, 2008]. Kak yxe
OTMEYAJIOCh, KJIIOYEBBIM 3BEHOM MHOTHX aJTOPUTMOB SIBIISIETCS MOCTpOeHHUe Mpoduieit
pa3nuuHbIX (pusuko-xumudecknx xapaktepuctuk JIHK. Kak mpaBumo, Takue anropuTMbl

MCIIOJIB3YIOT TTapaMeTPU3AIIUIO, MOTYYEHHYIO B paMKaX JUHYKJICOTHUTHOTO TPUOJIKEHHUS.

[IpoBenennslit aHaIu3 CBUJIETEIBCTBYET 0 HaJU4IuH «ddexToB
MOCJIEIOBATEIILHOCTHY» B MPOMOTOPHBIX ydYacTKaX TeHOMa YeJIOBEKa, IMPOSBIISIONINXCS Ha
YPOBHE TETPAHYKJICOTUIHOTO TPUOIMKEHHUS, a TaKK€ O BO3MOXXHOCTH BBISIBJICHHS JTHUX
3¢ (}PEeKTOB TpH TMOMOIIM TMOJYyYEHHBIX JIaHHBIX MO pacmemiennto (parmentoB JIHK

YJIBTPa3BYKOM.
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OcHoBHbBIE PeE3YyJIbTATBI U BbIBO/AbI

1. TIlonmydeHsl cpegHUE OTHOCHUTEIBHBIE YAcCTOThI yibTpa3BykoBoro pacuierienus JJHK,
OTKCHIBAIOIIME 3aBUCHMOCTb BEPOSTHOCTH pacCIICIUIeHUsi caxapodocdaTHOro ocroBa OT
MOCJICIOBATEIbHOCTH  HYKJICOTUJIHBIX Map B paMKax JAU- U TETPAHYKICOTHUIHOTO

IpUOIMKEHUH.

2. XapakTep U3MEHEHUS YacTOThI pacuierieHust (pochoaudPpupHBIX CBA3el OT UX MOJOKEHHS
B I[enu ()parMeHTa, a TakkKe Crernuduka 3aBUCHMOCTH 0011ero ypoBHs pacmeruieans JJHK ot
(U3NKO-XMMHYECKMX  MapaMeTpoB  OO0JydaeMOro  pacTBOpa  CBHJICTEILCTBYIOT O
MEXaHOXMMHUYECKOW TpUpojIie HaOmromaeMbIXx pa3pbiBoB B ¢parmentax JIHK mon nefictBuem

yIBTpPa3ByKa.

3. Pa3zBur nmoxaxon K MonenupoBaHuto pacuiersieHus ¢parmentoB JIHK mon neiictBuem
KaBUTAIIMOHHBIX 3((eKkToB B 001ydaeMOM pacTBOpE, Ha OCHOBE KOTOPOIO IOKa3aHO, YTO
BO3HHUKAOIIKME BOJIM3U KABUTALIMOHHBIX Iy3bIPHKOB BBICOKHE IPaJIME€HThl CKOPOCTH TEUEHUS
xuakoctn (mopsyzka 10° ¢ ) crocoGHbI mpuBOMTE K paspeiBy ¢parmentos JIHK amunoi B

HECKOJIBKO COTCH HYKJICOTUAHBIX I1ap.

4. TlpennokeHa MoJieIb, KAYECTBEHHO OIMCHIBAIOIIAS SIBJICHNE KOHTEKCTHOW Crienu(pUIHOCTH
pacmerienus JIHK  ynbrpasBykoM. B cooTBercTBHMM ¢ pa3paboTaHHOM MOjENbIO,
Ha0Jr01aeMoe yBeJIMYeHHE YacTOThI pacuienieHus GochoaudpupHoi cBA3H, MPUMbIKAIOIIEH
K JIC30KCHULIUTUAMHY, CBA3aHO C OCOOCHHOCTbIO  KOH()OPMAIMOHHOW  TUHAMUKHU

}II/I3OKCI/IpI/I603H 9TOIr'0 HyKJICOTHUA.

5. Ilpu oMol NMOJy4YEHHBIX CTaTUCTHUECKUX JAHbIX IO YJIbTPa3BYKOBOMY PAaCUIETNIEHUIO
JIHK nokaszaHo, 4To B HpoMOTOpHBIX oOnactax reHoB MYC- kinacrepa yenoBeka, UMEET
MECTO TEHJEHIMS K YMEHBIIEHUIO YIbTPa3BYKOBOTO pAaCUIEIUIEHUS IO CpPaBHEHUIO C

KOAUPYIOIIUMHU OOJIaCTSIMH.
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