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|. BBEJAEHHUE

.1 AkrtyaabHOCTh

N3BecTHO, YTO CTPYKTYpHBIE W JMHAMHYECKHE CBOMCTBA OMOJIOTHYECKUX
CHUCTEM OMNpeAessitoT uX (yHKOHOHHpOBaHWE. (DYHKIIMOHUPOBAHUE IKUBBIX
OpraHU3MOB — pE3YyJbTaT CJOKHEWIIMX B3aUMOJECUCTBUII MHOKECTBA IPOIIECCOB,
BKJTFOYasi OMO(U3UYECKUE, TIPOTEKAOIINX Ha Pa3HBIX CTPYKTYPHBIX M CTPYKTYpPHO-
GyHKIMOHABEHBIX YpOBHsX >kuBoi Martepun (Bruggeman and Westerhoff, 2007;
Gosak, et al. 2018). BeisiBieHne MeXxaHU3MOB (DYHKITHOHUPOBAHHS M PErYJIMPOBAHHUS
(YHKIIMOHATFHON AKTUBHOCTU MPEJCTABISIET OJIHY W3 CaMbIX CIOXHBIX MPoOJieM
COBPEMEHHOM OMOJIOTHH, KOTOpasi 10 CUX MOp He pelieHa. BaxkHbIM, B CBSI3U C 3THUM,
ABJISICTCSl TOHMMaHUE JUHAMUKA OMOPU3MYECKHX TIPOIECCOB, OIPEACIIAIONICH
JTUHAMHUYECKYIO PEryJsani0 GYHKIIMOHUPOBAHUS OMOJIOTHYECKUX CUCTEM Ha Pa3HbIX
YPOBHSIX CIIOKHOCTH UWX CTpoeHus. PasnuunHble HampaBiieHUsT OHOJIOTHYECKUX
HCCIICIOBAHUM CTPEMSTCS OOBSICHUTH, KaK CJIOKHOE IMOBEICHHUE IIEJIOr0 OpraHu3ma
BO3HUKAET U3 OTHOCUTEIILHO TPOCTHIX 3aKOHOMEPHOCTEH B3aUMOJICUCTBUS MEXKY €r0
byHIaMEHTAIBHBIMA KOMIIOHEHTAMHU TIPH PA3TUYHBIX BO3JCUCTBHUSIX CO CTOPOHBI
OKpY’Kalollled cpelbl Ha pa3HbIX BPEMEHHBIX U MPOCTPAHCTBEHHBIX MacITadax.
B3auMopeiicTBuss BO  MHOTOM  OOYCIIOBJI€HBI HE TOJBKO  CTPYKTYPHBIMU
OCOOCHHOCTSIMU ~ OMOJIOTUYECKOM  CUCTEMBI, HO M  CHeUuPUYHOM  JIst
paccMaTpUBaeMOro  CTPYKTYpHO-(DYHKIIMOHAIBHOTO  Macitaba  JUHAMHUKOU
CTPYKTYPHBIX KOMIIOHEHT, 00yClIaBiIHuBaroiel (QyHKIIMOHATBHBIE CBOMCTBA CUCTEMBI.
Pemienune 3Toil mpobsieMbl BO MHOTOM 3aBUCUT OT YMEHHUSI OTBEUATh Ha CIIOKHBIC
Bonpockl. [Ipumepamu Takux BOMpOCOB SBISIIOTCS: «Kak nTuHaAMUYECKHE CBOMCTBA
OMOJIOTUYECKUX CHCTEM Ha YPOBHE II€JIOT0 OpraHu3Ma (Harpumep, PeCrnrupaTopHOn
WU CEPACUHO-COCYAUCTON CHCTEMBI) OMPEACISAIOT XapaKTepHbIE OCOOCHHOCTH HX
dbyHkmronupoBanusn?», win «Kak guHaMUYECKHe TMPOIECChl, MPOTEKAIOIINE Ha
MOJIEKYJISIPHOM ypoBHE (Hampumep, MemOpanHbix OenkoB uinu JJHK), obecneunBaror

(1)YHKI_II/IOHI/IPOB&HI/IC MOJICKYJI HIJIIM MAaKpPOMOJICKYJIAPHBIX KOMIIJICKCOB, KOTOPELIC
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ONpeAEAOT (PYHKIIMOHAIBHBIE CBOICTBA KJIETOK, KAk 0a30BbIX €IMHUI[ CTPOEHUS
KUBOW MaTepun?». BbIiBIEHHE MEXaHW3MOB CBA3M JUHAMHUKU OHO(PU3NYECKUX
MPOLIECCOB € (PYHKIIMOHAIBHBIMHU CBONCTBAMH OHOJIOTUYECKON CHCTEMBI — 3TO BaXKHAsI
U aKTyajbHas 3ajaya.

OTBETUTH Ha 3TH BOIIPOCHI CI0KHO. JlJI1 3TOro TpedyeTcs CoueTaHue MOAX0A0B
U3 pa3HbIX oOnacteil 3HaHuil. OgHUM U3 Hanboyiee yIauHBIX CIOCOOOB PEIICHHUS
HOJOOHBIX BONPOCOB SIBJISIETCS MCIIOJIIB30BAHME COUYETAHUS SKCIEPUMEHTAJIbHBIX
OHMOJOTHYECKUX METOJIOB C MAaTEMAaTHYECKIUM MOJeIUpoBaHueM. bblio mokaszaHo, 4To
MCIIOJIb30BaHUE MAaTEMaTHYECKUX MOJeNel oka3aslo (PyHJIaMEHTalbHOE BIIMSHUE HA
pa3Butusi ¢pu3uku B 20-M BEKe, U MHOTHE NMPOTHO3UPYIOT, YTO MaTreMaTHKa OyAeT
UTPaTh AHAJIOTUYHYIO POJIb B MPOJBMKEHUH OMOJIOTUYECKUX OTKPHITHH B 21-M Beke
(Cohen, 2004; Hunter, 2010).

B pa3BuTuu OMOJIOrMYECKUX MCCIEOBAaHUN MaTEMaTUYECKUE MOJAEIIA UTPAIOT
Bce Ooisiee BaKHYH pPoiab. OHM NO3BOJSIIOT MPEOJOJIETH Pa3phlB MEXIYy COOPOM
JaHHBIX U MPOBEPKON MEXaHU3MOB, JIEKAIINX B OCHOBE PA3IMYHbBIX OMOJOTMYECKUX
npoieccoB. MaTeMaTuyeckue MOJENIH SIBIIAIOTCS YJIOOHBIM HHCTPYMEHTOM JUIS
BBISIBJICHUS] TUHAMUYECKUX OCOOCHHOCTEH OMOJIOTMYECKUX CHUCTEM M OLICHKH POJIU
JUHAMUYECKUX (PaKTOpoB B (POPMUPOBAHUU OMOJOTMUECKUX (YHKLIHUHA Yy >KUBBIX
OpraHu3MoB. Pe3ynpTaToM 3TOro SBISIOTCS HE TOJIBKO KauyeCTBEHHbIE, HO U
KOJIMYECTBEHHBIE OLICHKH Ojaroaapsi MIMPOKOMY HAOOpy MHCTPYMEHTOB Pa3BUTOTO
AHAJIUTHUYECKOTO U  4YHUCIeHHOro ¢opManuzma. CTpyKTypHO-()YHKIIMOHAIBHBIN
YpOBEHb cOOpa SKCIEPUMEHTAIBHBIX JAaHHBIX M3MEHSAETCS B IIMPOKOM MaciuTade:
Ha4YMHAasg OT MOJIEKYJIIPHO-KJIETOUHOTO, MPOAOJKAasi OPraHU3MEHHBIM M 3aKaHUMBast
MOMYJISIIMOHHBIM, BKIIIOYasi OILIGHKY OSIHIEMHUOJIOTHYECKUX pPHCKOB. Bo MHOTrHMX
CJIy4asiX y4eHbIe U3 Pa3IMYHBIX 00JacTel OMOJIOTUN CTPEMSITCS MMOHATh, KaK IMPOIECCh
Y MEXaHU3MbI, KOTOPbIE OHU HAOIIOAAI0T HA MUKPOCKOIIMYECKOM YPOBHE, IPUBOJAT K
(GOpMHUPOBAHUIO PA3NMMYHBIX (QOPM TMOBEJAEHUS, BKIIOYAas MATOJIOIMYECKHE,
HaO/toJlaeMble Ha MAaKpPOCKOIWYECKOM YPOBHE ILENbIX KOJOHMUW, TKaHEH WIn
nonyysimuit - (Banwarth-Kuhn and Sindi, 2020). Tlpumenenune mareMaTHUECKUX

MOJIEJIEN MOXKET YCKOPUTH 3TO IOHUMAHUE.
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B Hacrosiiee BpeMsi B HCCIETOBAHUSAX OMOJIOTMUYECKUX TPOIIECCOB HA PATY C
MOJICTSIMH ~ XUMWYECKOW  KHHETHKH,  TOMYyJIAIAOHHOW  JUHAMHKH, WK
CTAaTUCTUIECKUMHU MOJIEISIMU BCe OOJIee MMPOKO MPUMEHSIOTCS MOJETH (hU3UIECKUX
aHayioroB. HaumHas OT WCHOJB30BaHUS MOJENCH KBAaHTOBOH MEXaHUKH U
KJIACCUYECKON MEXaHWKH B MCCICIOBAHUAX (DYHKIIMOHATHLHBIX CBOMCTB OMOMOJIEKYII,
3aKaHYMBas THAPOJAUHAMHYECCKUMHU MOJIEISIMU KPOBOOOpAIIEHHUS B OpraHU3ME
gyenmoBeka. Illupokoe wucnonp3oBaHWE (U3MYECKUX MOJEICH B  ONUCAHHUH
OMOJIOTUYECKUX CHUCTEM OOYCIOBJICHO TEM, YTO A (PU3NYECKUX CHCTEM BCE
dbyHAaMEHTaIbHBIE 3aKOHBI M 3aKOHOMEPHOCTH HMEIOT CTPOTYI0 MaTEeMaTUYECKYIO
dbopmanuzanuio 6aroaaps XopoIio pa3BUTOMY MaTEMAaTHYECKOMY armapary.

HMest MaTeMaTH4YeCKOe OMMMCAHNE JIETKO PaboTaTh C pa3TnIHBIMHA CHCTEMaMH, B
TOM 4YHCJIE M C OMOJOTHYECKUMH, MPOBEPSATH U MPOTHO3HPOBATH UX IOBEJCHUE,
BOCITPOM3BOANTH yCIIOBHS dKcriepuMeHTa. OHAKO, B OTJIMYKE OT (PU3HUKH, KOTOpas
MMEET JIeJI0 C HeXKUBBIMU CHCTEMaMH, )KUBBIC CUCTEMbI B OMOJIOTHH SIBJISIIOTCS OoJee
CJIO)KHBIMH, C MHOTOYUCIIEHHBIMH TMPSMBIMU U OOPATHBIMH CBSI3SIMH, BKJIFOHAIOIIUE
HEJIMHEWHBIC B3aMMOJCUCTBUS, M OOJaJalole HEOJAHOPOAHBIM COCTaBOM. OITO
HaKJIaJbIBaCT CrenuduKy Ha BBHIOOP MaTeMaTHuecKuX M (U3HUECKUX MOJeeH,
yYKa3bIBaeT Ha OTPAHWYECHHOCTH OOJIACTH MPUMEHUMOCTH W Ha HEOOXOIUMOCTh WX
aJlanTaIy Mpyu OMUCAaHUU OMOJIOTHYECKHX TTPOIIECCOB.

JluccepTaiysi MOCBSIIEHA BBISBICHUIO TUHAMUYECKUX CBOMCTB PETYJISITOPHBIX
MEXaHU3MOB,  OMNPEACISAIONUX  JUHAMUYCCKYIO  PETYJSIHI0  OWO(U3UIECKUX
MPOIIECCOB B PA3JIMYHBIX OHUOJOTHYECKUX CHUCTEMax B TIOKOE W TPU BHEIIHUX

BOSI[GI\/JICTBI/I}IX C UCIIOJIB30BAHUCM MCTOA0OB MATCMATUYICCKOI'O MOACIIMPOBAHMA.

.2 Hayuynasi HoBU3HA

Jlis MHOTHX OMOJOTMYECKHX CHCTEM Ha Pa3HbIX YPOBHSIX OpPTraHU3allMOHHON
CIIOXHOCTH  crnenuuka MaTeMaThyeckod (Qopmanu3anuu CTPYKTYpHOTO U
(YHKIMOHATBHOTO MHOrooOpasusi JIMHAMHYECKHX CBOWCTB  3aKJIOYaeTcs B

aACKBaTHOM BBI60pe (I)I/I3I/I‘—ICCI(OFO dHaJiora v oI1pcaciICHUN OCHOBHBIX JTUHAMHWYCCKHUX
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XapaKTEPUCTUK IS  MaTEMAaTHYeCKOro  MOJEIuMpoBaHus. B aucceprauuu
IpeACTaBICHbl HOBBIE WJIM MOJIU(DUIIMPOBAHHBIE MaTeMAaTHYECKUE MOJICIH,
OTHCHIBAIOIINE HOBBIE PETYJIATOPHBIC MEXaHWU3Mbl (YHKIIMOHATHHOW aKTHUBHOCTU
OMOJIOTHYECKUX CHCTEM C Y4Ye€TOM JIUHAMHKU HUX CTPYKTYPHBIX KOMIIOHEHTOB M
OLICHKOM WX JMHAMHYECKHX IMApAMETPOB IPU AMEPUOJUYECKHX U MEPUOIAYECKUX
BO3/ICHCTBUSIX B HOPME U MPH MATOJIOTHH.

C moMoI1p10 METOJI0B UMHUTAIIMOHHOTO MaTEeMaTHIECKOT0 MOJICTUPOBAHUSI ObLI
BBISIBJICH HOBBI MEXaHW3M JUHAMHUYECKON pErysiliud pPe30HAHCHO-TI000HOTO
HU3KOYACTOTHOI'O OTKJIMKA CEPIEYHO-COCYJAUCTOM CHUCTEMBI Ha PECHUPATOPHOE
BO3JCHUCTBAE C KOHTPOJIEM YaCTOTHl JbIXaHUs, IPOSABISIEMOrO B MPOLECCE
pecnupaToOpHON CHHYCOBOM apUTMHHM. MEXaHM3M 3aKJII04YaeTCs B CYIIECTBOBAaHUU
oOpaTHOM CTENEHHON 3aBUCHUMOCTH CHMITATHYECKOM M MapacUMIIaTHYeCKOM
pPETYJSIIUM CEPACYHOrO PUTMA OT PECHHUPATOPHOrO BoauTenss purma. Ha ocHoBe
TUAPOJMHAMUYECKON  MOJIETM  COOOIIAIONIUXCS  BJACTUYHBIX  PE3EpPBYapoB
MIPEUI0KEHA TUAPOJUHAMUYECKAs MOJIENIb CEPIAEYHO-COCYAUCTOM CUCTEMBI YEJIOBEKA,
BKJTIOUaroIIas 4-x kKaMepHOe CEPAIIe, JIBa Kpyra KpoBooOpaIieH!uss © MHOTOYPOBHEBOE
nepudepruaecKoe MUKPOIIMPKYIIATOpHOE pyciio. [Ipu moMoru 3Toi Mojienu BIepBbIe
MOKa3aH HOBBIM MEXaHU3M JUHAMUYECKOW CBSI3M MEXIYy HU3KOMHTCHCUBHBIM
CTOXACTUYECKUM BO3JICHCTBUEM Ha CEpAlle U HU3KOYACTOTHBIMH KOJECOAHUSIMU
KpOBOTOKA B IIeprU(EepUIECKOM MUKPOLIMPKYJISTOPHOM PYCII€ B YCIOBHSAX OTCYTCTBHS
KOHTPOJISI CO CTOPOHBI BET€TaTUBHOM HEPBHOM cUCTEMBI. 11oka3aHa npuHIMIIaIbHAS
BO3MOKHOCTh TIPSIMOTO BKJIaJa LEHTPaJIbHBIX PETrYJSTOPHBIX MPOILIECCOB B
HU3KOYACTOTHYIO PEryJISIdI0 MHUKPOTeMOJAWMHAMMKM HapsAy C JIOKAIbHBIMU
MEXaHHU3MaMH.

C mnomomiplo pa3paboOTaHHOM MaTeMaTHYeCKOW wMojaenu 4-X CTaJIuiHOro
(haroruTapHOTrO OTBETA HEUTPO(DUIOB HA MUKPOOHYIO MPOBOKAIMIO, YUUTHIBAIOIIYIO
aktuBauuio U (QyHkiuonupoBanue NADPH-okcumassl mpoBeneHO HCCieI0BaHUE
kuHeTHuKH mnpoaykiuu A®K kak maroreHetwmueckoro (hakTopa, HapyIIAIOIIETO
peryismnuio nepudepuueckoro KpOBOTOKAa IIPU caxapHOM jAuabeTe 2-ro THIIA.

BeIiBIIEeH HOBBIM  MexaHU3M JAuHamuueckoil  perymsaiauun  ADK-3aBucumoro
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¢darouuro3a W MOKa3aHa CBSI3b M3MEHEHUM  KUHETHYECKUX  I[apaMeTpoB
pECIUPATOPHOTO B3pbIBA HEUTPO(DUIIOB C HAPYIICHUSIMH MOJIEKYJIIPHOTO MEXaHU3Ma
BBIPA0OTKH CynepoKcua y OOIbHbBIX.

[Ipennoxxena MaremaTHyeckass MOJENIb BOPOTHOTO MEXaHU3Ma OJUHOYHOTO
MOHHOTO KaHalla B OHOJOTMYecKOW MeMOpaHe, YYHTHIBAIOLIAs TUHAMHUYECKYIO
PETYJIALNIO CKOPOCTH BEITECHEHUS MOJIEKYJT BOJIbI U3 TUAPO(HOOHOI MOphI KaHama U ee
3aBUCUMOCTH OT TPAaHCMEMOPAHHOTO JIEKTPUUYECKOT0 MOTeHIMaNa. B pamkax mojienu
BIIEPBBIE ITIOKA3aHO, YTO 3aBUCUMOCTB IapaMETPOB HEMAPKOBCKOW KUHETUKU HOHHOTO
TOKa OT TpPaHCMEMOpPAHHOIO  3JEKTPUYECKOTO  IMOTEHIuana  Oo0yCJIOBIIEHA
ruApohoOHBIM (HAKTOPOM.

Pa3paboTana Maremathyeckass MOJEJb, ONMUCHIBAIONIASA YIJIOBYIO AUHAMUKY
a30THCTBIX OCHOBAHMW U COJUTOHOMOAOOHYIO KOH(OPMAIMOHHYIO JUHAMUKY
OTKPBITBIX COCTOSTHUH (KMHKOB) B MoJiekysie JIHK u yuuThIBaromias ee HeOTHOPOAHYIO
CTpYKTypy. lIpemnoxeH HOBBIM MaTeMaTHYECKHM METOJ OLEHKH JYHEPreTUYECKOTO
npoduns monexkynasl JIHK u Meron Busyanuszaluu JBUKEHHUS KHUHKOB — METOJ
TpaekTopuii. BriepBbie ObliIa MpoOM3BEEHA OlICHKA WHTEPBAJIa HAYAJIbHBIX 3HAYCHUI
SHEPruM KMHKOB, B KOTOPOM BO3MOXKHO cyliecTBoBaHus 3ddexra Kacmana, a taxke
[I0KA3aHa 3aBUCHMOCTh AaKTHUBAIlMM W JWHAMUKH KUHKOB OT Pa3JIM4HbBIX
(yHKIHMOHATBHO-3HAYMMBIX y4acTKOB mocienoBarensHocTd JIHK Ha mnpumepe
mnasmuael pTTQI18. BrepBrie moka3zaHa peryisiiys TUHAMUKA KUHKOB TEILTIOBBIMU
(GayKTyalusiMd U TMOCTOSHHBIM TOPCHOHHBIM MOMeHTOM. [loka3zaHa nuHaMuyeckas

PEryJsius SKCIPECCUY TeHOB Ha npuMepe miazmuas pPF1.

.3 Crenennb pa3paGoTaHHOCTH TeMbl HCCAET0BAHUS

[Tuonepckue pabOTBI MO MNPUMCHCHHIO METOJOB  MaTEMaTHUYECKOIO
MOJICTUPOBAHUSI C  HWCIIOJIb30BaHWEM  JH(PQPEpeHIMaTbHBIX  YpPaBHCHHH K
UCCIICZIOBAHUIO OHOJIOTHUECKUX CHUCTEM MOXHO OTHECTH K CEpEeIuHE MPOIIOro
cronetuss (Tomlin and Axelrod, 2007). C Tex mop MeTOAbl MaTeMaTHYECKOTO

MOJCIUPOBaHUSI OypHO pa3BUBAINUCH, YTO TPUBEJIO K TMOSBICHUIO MOJEIECH,
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OMUCHIBAIOIINX OMOJOTUYECKUE CUCTEMBI HA PA3HBIX YPOBHSIX OpPraHU3allMU >KUBOU
MaTepuu OT OMOMOJIEKYJI J0 KJIETOK, opraHnu3MoB u 3kocucteM (Schlick, 1996; Karr,
etal. 2012; Ciarletta, et al. 2016). HecmoTpst Ha 60JIbIII0# IPOTPECC B MATEMATHIECCKOM
MOJICTMPOBAaHUM  KUBBIX CHCTEM, MHOTOTpPaHHBIM XapakTep OMOJOTUYECKHUX
MPOIIECCOB TO-TIPEKHEMY TPEACTABISET COOOW OTrpOMHYIO MpOOJIeMy I HUX
MareMaTthdeckoro omucanus. Ocobo ocTpo 3Ta mpobiaeMa CTOUT B KOHTEKCTE HOBBIX
DKCIIEPUMEHTAIIbHBIX [IaHHBIX, IIOJIy4Ya€MbIX B pE3YyJIbTaTE TMOSBICHUS HOBBIX
TEXHOJOTUYECKUX AOoCTIKeHUH. ClielyeT OTMETUTh, YTO MaTeMaTUYECKHE METOJbI
UTPAIOT BCe OOJiee BAXHYIO POJIb B PEIICHUM KIIOYEBBIX BOMPOCOB W MapajurM B
OTHOIIECHUU PA3INYHBIX OMOJIOTMUYECKUX CUCTEM, OCOOEHHO B CBETE MPOTHO3UPOBAHUS
MOCJIC/ICTBUA CUCTEMHBIX BO3JACHUCTBUA W JJIsI UX KOHTpoJiL. B cCBiI3u C dyem
aKTyaJbHBIM OCTAeTCsl pa3padOTKa HOBBIX KPYITHO3EPHUCTHIX ME30CKOMUYECKUX HIIU
TUOPUIHBIX MOJICJICH B ACTIEKTE BBISIBIICHUSI OCOOEHHOCTEN JUHAMUYECKON PETyIsIun
OMOo(U3NYECKUX MPOIECCOB, MPOTEKAIOIINUX B OMOJIOTHYECKUX CUCTEMaxX Ha Pa3HbIX
CTPYKTYPHO-(DYHKITMOHAJIBHBIX YPOBHAX W OMNPEACNAIONMNX HX (YHKIHOHAIHLHOE
MOBEJICHHUE.

OnHoll M3 BaXHEWIIHUX CHUCTEM JIsl )KU3HEACSTEIbHOCTU YEJIOBEKa SIBIIAECTCS
cepaeuHo-cocyaucras cucrema. OHa mnpuUmep CIOKHOM MHOTOKOMIIOHEHTHOM
OMOJIOTUYECKOM CUCTEMBI, KOTOpasi 0ObeAUHSAECT BCE TKAHUM U OpPraHbl 4yejOBEKa B
€IMHOE 1eJioe, JUHAMHUKAa I1apamMeTpoB KOTOPOM HMMEET MPUHUUIINAIBHBIN
KOJIeOaTeNbHbIN XapakTep, OTPaKarOUIMil TUHAMUYECKYIO PEryJisiluio ee (DyHKIIMM,
Ha4yMHAas OT BaprabEIbHOCTH CEPACYHOTO PUTMA, 3aKaHYNBAsI KOJIEOAHUSIMU CKOPOCTH
MUKPOIUPKYJISITOPHOTO KPOBOTOKA, CBSI3aHHBIMU C KOJEOATENLHBIMU TMPOIECCaMHU,
MPOTEKAIOIIMMHA Ha KJIETOYHOM M CYOKJIETOYHOM YpPOBHSIX MHKpococyaoB. Camo
MUKPOLIUPKYJISITOPHOE 3BEHO, IMPU 3TOM, SIBISETCS XOPOIIUM [PUMEPOM
Me3omaciiTaba B ¢usnonorndeckux cucremax (Secomb and Pries, 2011). ITostomy
MaTeMaTUYECKOE€ MOJICITUPOBAHUE CEPACYHO-COCYJUCTON CHCTEMBI BO MHOTOM
OCHOBAHO Ha MHTETPAIIMHN 3HAHUM O Mporieccax, PYHKIUAX U CTPYKTYpax pa3IMuHbIX
ypOBHEH  OHMOJIOTMYECKOM  OpraHu3aiuu:  CyOKJIETOYHOM,  KJIETOYHOM U

opranm3merdHoM (Secomb, et al. 2008; Cheng, et al. 2010). Moxenu cepacdHO-
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COCYJUCTOM CHCTEMBbI, ONMCHIBAIOIINE IMHAMHUKY KPOBOTOKa B pazmepHocTu 0D/1D u
YUUTBIBAIOIINE MHOTOYPOBHEBYIO CTPYKTYPY MHUKPOLHMPKYJSITOPHOIO  pycia,
OCTalOTCA aKTyaJdbHBIMU JI0 CHUX TOp, OCOOCHHO B CBETE MOHUMAHHUS MEXaHHU3MOB
JTUHAMUYECKOMN PETYNSINN €€ PYHKIMOHAIBHOW aKTUBHOCTH.

Ba)xHO MOHMMAaTh TakXe€ W MEXaHHU3Mbl HapyLIEHUW KOJI€OaHWN KPOBOTOKA,
KOTOpPBbIE OTPaXXAIOT MATOJOTMYECKUE HM3MEHEHUs PEryJIATOPHBIX MEXaHW3MOB Ha
CUCTEMHOM U JIOKAJTbHOM YPOBHSX, U MOTYT ObITh 00YCIIOBJICHBI pa3HBIMU (PaKTOPAMH,
BKIItouass Metabonmueckne paccrpoiictBa (Cracowski and Roustit, 2020). DTm
paccTpoiicTBa BO  MHOIOM  CBsi3aHbl C  (DOPMHPOBAHUEM  XPOHUYECKOTO
OKHCIIUTEIIBHOTO CTpecca, B KOTOPOM AaKTMBHOE YYacTUE NPUHUMAIOT KIIETKU
BPOXKJECHHOTO HMMMYHHUTETAa — HEUTpO(WIbI, MPOAYLUUPYIOIIUE AKTUBHBIE (POPMBI
kuciopoaa (APK) (EI-Benna, et al. 2016). N30bitounas npoaykuus ADK sBusercs
pe3yiabTaTOM HApPYIIEHWH MEXaHW3MOB JHUHAMUYECKON peryyisauuu cOOpKH U
aktuBauun NADPH-okcugassl — MeMOpaHHOTO KOMIUIEKCa, KaTaJlUu3UPYIOIIEro
IIPOU3BOJCTBO CYIEPOKCUA-AHUOH paaukana. CyllecTBYIOIINE MaTeMAaTHYECKHUE
MOJEJIA UMMYHHBIX OTBETOB OMHUCHIBAIOT «OOIIYI0» OaKTEpUANbHYIO JTUHAMUKY H/WIIN
MOMYJIAIMOHHYIO TUHAMUKY KJIETOK BpokaeHHoro ummyHureta (Reynolds, et al.
2006; Smith, et al. 2011). B Hux He paccMaTpUBaeTCS MOJCKYJISPHBIC MEXaHH3MbI
reHepaunn ADK rpanynonuramu. [loatomy paspaboTka MaTeMaTUYECKUX MOJIEIEH,
OMHCHIBAIOIINX KUHETUKY PECITUPATOPHOTO B3PHIBA, M YUUTHIBAIOIINX ATAMbl COOPKU
u aktuBa NADPH-okcuaasbl, siBisieTcsl BaXKHOM U aKTyaJIbHOU 3a7a4eil.

Eme omun MeMOpaHHBI O€JOK, TPEICTaBIAIONIMA OJUH U3 CaMbIX
MHOTOYMCJICHHBIA KJIACCOB MEMOpaHHBIX OCJIKOB, W SBISIOMIMICS BaKHEHIITUM
AIEMEHTOM ISl PEryysiiuu (GyHKIMOHUPOBAHUS KUBBIX KIETOK BCEX H3BECTHBIX
OpraHWU3MOB — 3TO HOHHBIA KaHaj. VOHHBIE KaHaubl JUHAMUYECKUM O0O0pa3oM
PETryJIUpPYIOT TPAHCHIOPT MOHOB uepe3 Ouosiornueckue MemOpanbsl. Popmupyemasi B
pe3yibTaTe A3TOr0 KHHETHKAa MOHHBIX TOKOB HMEET CIIOKHBIA CTOXaCTHYECKH-
1no100HbIH BUA. 1715 MX MOJIETMPOBAHUS UCIIONIb3YIOTCS pa3HbIe MMOAXO0bI OT MOJIETeH
MOJIEKYJIIPHON JUHAMUKH A0 MoOJieleil OpOyHOBCKOM TUHAMUKH U CTOXACTHYECKHUX

MapkoBckux mojeneit (Jensen, et al. 2010; I'puneBuy u Acrames, 2010; Chen, et al.
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2019). CoctosiHMsI MPOBOAMMOCTH HMOHHBIX KAaHAJOB XapaKTEPU3YIOTCS HIMPOKHM
BPEMEHHBIM JMANa30HOM OT MHMKPOCEKYH]I /10 JIECATKOB CEKYHI M ONpPEesIOTCS
paboToit BOPOTHOTO MEXaHW3Ma W OCOOCHHOCTSMHU €T0 JWHAMHYECKOW pPETyJISIHAH
(Wawrzkiewicz-Jatowiecka, et al. 2018). Ilocinemnsss MOXET MPHUBOAUTH K
CKOPPEIIMPOBAHHONW HEMapKOBCKOW KWHETHKe WOHHOro Toka (Silva, et al. 2021).
MexaHu3M U TUHAMAYECKHE CBOMCTBA TaKOTO (DYHKITMOHAIBHOTO TIOBEICHUSI O CHX
Op OCTAalOTCSd HE SCHBIMU. B CBSI3W € STUM BaXHO pa3BUBaTh U YTOUYHATH
ME30CKOIUYECKUE MOJCNIH, OIMUCHIBAIONINE CTPYKTYPHO-ITMHAMHYECKUE CBOMCTBA
BOPOTHOTO ME€XaHW3Ma OJMHOYHOTO HOHHOT'O KaHAJIA.

OcHOBa BCEX PETYJSITOPHBIX MPOIIECCOB, MPOTEKAIOIMIUX HA CYyOKIETOYHOM,
KJIETOYHOM M OPTaHU3MEHHOM YpPOBHSX, CBsSI3aHA C (PYHKIIMOHAJIILHOW aKTHUBHOCTBIO
Takoi ¢yHmameHtanpHON Mosekyisbl, kak JIHK. Ona onpenensier cymiecTBoBaHUE
BCEX HM3BECTHBIX (DOPM KU3HU U pa3HOOOpa3ue ux (PYHKIHMOHAIBLHOTO MOBEACHUS.
JluHamu4deckasi peryssiius SKCIPECCUU I'€HOB JICKUT B OCHOBE TaKOTO pasHOOOpa3us
(Bich et al. 2016). buonoruueckue mporiecchl, B kKoTopbix yuactsyet JJHK, nporekarot
B IIMPOKOM JHMala3oHE€ MPOCTPAHCTBEHHBIX MAacIITa0OB OT HAHOMETPOB 0
MHUKpoMeTpoB. CieoBaTeNbHO, JJIsI TOHUMaHUs MEXaHU3MOB, cBsa3aHHbIX ¢ JIHK-
OCJIKOBBIMU  B3aMMOJICHCTBUSIMU, HEOOXOJUMO paccMaTpUBaTh MaTeMaTHYECKUE
monenu JIHK, ocHOBaHHBIE HE TOJIBKO HA KBAHTOBBIX, HO M Ha KJIACCHYECKHUX
npuHiunax. OauH W3 crnoco0o0B u3ydeHHs BHyTpeHHed mnoasuwxHoctn JIHK —
paccmotpenne topcuonHou muHamuku (Yakushevich, 1989, 2004), ssasromieiics
PE3yIbTATOM YIJIOBOM JUHAMUKH a30THCTBHIX OCHOBAHUM BOKPYT caxapo-hochaTHOTO
octoBa. CylecTByromue Mojeau TopcuoHHoi auHamuku [IHK, yuutbeiBaromue ee
HEOJHOPOJIHYIO CTPYKTYPY, MUMEIOT JIUCKPETHOE MNpPEACTaBJIEHHUE, YTO JeJIaeT UX
MaTeMaTUYECKUI aHaIM3 CJ0XKHBIM H3-3a 00JIBIIOro KondecTa ypaBHenui (Cadoni,
et al. 2007). AxTyanbHBIM OCTAaeTCS BOIPOC Pa3pabOTKH KOHTHHYAJIBHBIX MOJEICH

HeonHoponnou /JHK.
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1.4 Ileab u 3a1a4u JUCCEPTALMOHHOTO MCCJIEIOBAHUS

L[CJ'IB: BbIIBUTH JHMHAMHWYCCKHUC CBOMCTBA PETYJLATOPHBIX MCXAHHU3MOB,

OTIPENENAIONUX  TUHAMAYECKYI0 PETYJIni0  OMOPU3MUECKHX IMPOIECCOB B

Pa3INYHbIX OMOJIOrMYECKUX CUCTEMaX B IIOKOE U ITPpX BHCITHHUX BOSHCﬁCTBHHX.

JIis MOCTHKEHUSI MOCTABICHHOW IeMu OBbLIM CHOPMYIHMPOBAHBI CIETYIOIINE

3a4a4U.

1.

N3yunTh 3aKOHOMEPHOCTH AMHAMUYECKON PETYISILUH PUTMOB B CEPJECYHO-

COCYIUCTOU CHCTEME YesloBeKa. B pamkax 3Toy 3amaun:

e licnonb3yss MMHUTAlMOHHOE MAaTEMAaTHYECKOE MOJEIMpPOBAaHME Ha Oaze
Mojsenu «PNEUMA» BBISICHUTh MEXaHM3M JHUHAMHYECKOW pEerysIsiluu
BapUalENbHOCTH CEPACYHOIO PHUTMA B YCJIOBHUSX HABS3aHHOW YacTOTHI
JbIXAHUSL.

e [locTpouTh TMAPOAMHAMHYECKYIO MOJIEIb CEPACYHO-COCYAUCTON CUCTEMBI
YEJIO0BEKa, BKIIOYAOIIYI0 4-X  KaMEpHOE  cepaue, JABa  Kpyra
KpOBOOOpAIIEHUS] 1 MHOTOYPOBHEBOE MUKPOLUPKYJIATOPHOE PYCIIO.

e OmnpenenuTh  IUHAMUYECKYKD  CBSI3b  MEXKIY  HHM3KOYaCTOTHBIMU
KOJICOaHUSIMU KPOBOTOKA B MEpU(EPUIECKOM MUKPOLIUPKYJISITOPHOM pycCIIe
1 (YHKIMOHUPOBAHUEM CepJlla NpPH CIyYalHbIX BO3ACHCTBUSAX Ha
KEITYOUKHU.

N3yuuTh nHHAMHYECKHME OCOOEHHOCTH pETyJIAlMH (DaroluTapHOrO OTBETa

I'PaHyJIOLKUTOB HAa MUKPOOHYIO TPOBOKAIIMIO KaK MATOTEHETUYECKUX (DAKTOPOB,

HapyLIAKLIUX pPETYIALNIO KPOBOTOKA B nepudepuaeckom

MUKPOLMPKYJISITOPHOM PYCJIE TP caxapHOM fuabete 2-ro tumna. B pamkax atoi

3a/1a4N:

e IlocTtpouTh MaTEMaTHYECKYIO MOJENbh 4-X CTaAMHUHOTO (aroruTapHOro
OTBETA HEUTPOPUITbHBIX NOJIMMOPPHOSACPHBIX IPaHyJIOLMTOB
(meiitpodunoB) HA  MHKpPOOHYIO  TPOBOKAIMIO,  YYHUTHIBAIOIIYIO
JUHAMUYECKYIO PETyJSIHUI0 aKkTUBaLMK W (QyHKuMoHUpoBaHus NADPH-
OKCH/Ia3bl, OITOCPEAYIOUIYI0 PECTTUPATOPHBIN B3PHIB.
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e (CpaBHUTH MOJEIIbHBIE KNHETUYECKHE KPHUBBIE PECIUPATOPHOTO B3phIBA C
AKCIIEPUMEHTAIILHBIMU, T10J100paTh MapaMeTPhbl MOJIEIU U ONIPEACIIUTD CBA3b
KMHETUYECKUX NTapaMeTPOB KPUBBIX C ITapaMeTpaMy MOJEIIH, OTBEYAIOIINE
3a pa3jNyHbIe CTAANH OTBETa HEUTPO(DUIIOB.

e BpIiBUTh H3MEHEHUS U HapyLIEHHWs B MEXaHHW3Max JIMHAMHYECKOU
perynsauuu (HaroluTapHOro OTBETa HEHUTPO(UIOB B KPOBHU 3A0POBBIX U
OOJBHBIX CaxapHBIM Aua0eToM 2-T0 TUMNA MPU HOPMAJbHOW M BBICOKOU
KOHIIEHTpaIusax D-riaroko3si.

HccenenoBarh peryiasiTOpHYH0 AMHAMUAKY BOPOTHOTO MEXAHM3Ma OAUMHOYHOTO

MOHHOTO KaHajla B  OHOJIOTMYECKOM MemMOpaHe TIpU  BO3AEUCTBUU

TpaHCMEMOPAHHOT'O AJIEKTPUUECKOro MOoTeHIana. B pamkax 3toi 3agauu:

e PazpaboTtarp MaTeMaTHYECKyI0 MOJENb OJAMHOYHOIO HMOHHOTO KaHana,
YUYHUTBIBAIOIIYI0 JHMHAMHYECKYH) DPETYJSILUI0 CKOPOCTH  BBITECHEHMS
MOJIEKYJl BOABI U3 TUIpPO()OOHOM TMOpHl KaHajla TpaHCMEMOpaHHBIM
ANEKTPUYECKUM ITOTEHLIAATIOM.

e Ha 0aze pa3paboTaHHON MOJETU BBISIBUTH MEXAaHU3M HEMapKOBCKOMU
KMHETHKY MOHHOI'O TOKAa 4epe3 KaHall.

HccnenoBath COMMTOHONOO0HYIO TMHAMUKY a30TUCTHIX ocHOBaHuM B JIHK u

UX CBS3b C (PYHKIMOHAJIBHO 3HAYMMBIMU Y4yacTKaMHd M JUHAMHYECKON

peryJsinuen SKCupeccuu reHoB. B paMkax 3Toi 3agauu:

e [locTpouTh MaTEMaTHYECKYIO MOJIEIb, ONTUCHIBAIOLY IO JIBUKEHUE JTOKAJIBHO
PAaCIUIETEHHBIX YYaCTKOB C TOMOILBIO HEJTMHENHBIX BOJIHOBBIX BO3MYLIEHUI
(xuHkKoB) B HeogHopoaHou JIHK.

e PazpaboTarh MaTeMaTHYeCKUN METOJ OLCHKH SHEPTreTUYECKOro mpoduis
Mozekyasl JJHK n Meron Bu3yanusannu IBUKEHUS KUHKA.

e (C MOMOIIBIO 3TUX METOJOB MOCTPOUTH TPACKTOPUMU ABWKECHHSI KUHKOB B
MCKYCCTBEHHBIX U PEAIBHBIX MOCIJIEI0BATENBHOCTSIX. BBIABUTH 3aBUCUMOCTD
akTUBaIMM W pacnpocTpanenuss kuHkoB B JIHK oT dyHKIMOHATBHO

S3HAYUMBIX YHACTKOB B PAaCCMATPUBACMBIX ITOCJICTOBATCILHOCTSX.
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e lccnenoarh BIMsIHME BHEIIHUX BO3JICMCTBUM HA TUHAMUKY KHMHKA.
e OlEHUTh AVMHAMUYECKYIO PETYJSLHI0 JKCIPECCHH TE€HOB Ha MpUMEpE

masmuibl pPF1.

1.5 OObekT U mpeaMeT UCCIAeT0BAHUS

O6bekToM pganHHOro wuccienoBanus spisioress CCC u  nepudepuyeckoe
MUKPOITUPKYJSITOPHOE PYCIIO YEIOBEKa, TPaHYJIOIUTHI KPOBU UYEJIOBEKAa M (PEPMEHT
NADPH-okcunaza, BOpOTHBIA MEXaHW3M OJMHOYHOIO  KajME€BOIO  KaHaja,
UCKyCCTBeHHbIC U TipupoaHbie MoJiekybl JJHK, Bxirovaronme mnazmuast pPTTQ18 u
pPFL1.

[IpenMeToM wuCCHAEAOBaHUSA SIBIAIOTCA: MATEMaTUYECKOE MOJIEIUPOBAHUE
pPECIIUPATOPHONl CMHYCOBOM apUTMHUU B YCJIOBHUSIX KOHTPOJHMPYEMOIO JIBIXaHUS IS
MMOHMMAaHUSI MEXaHU3Ma JIMHAMUYECKON PETYISIMN PE30HAHCHO-TTOJ00OHOr0 OTBETA Ha
gactore 0.1 T'm; MozenupoBanue KojeOaHUl KpPOBOTOKa B mepUpeprUuIecKOM
MUKPOILIUPKYJISITOPHOM pPYClie KaK B MHOTOYPOBHEBOW THAPOJMHAMHYECKON CETH
CBSI3aHHBIX AJIACTUYHBIX PE3EPBYAPOB ISl ONIPEACIICHUS JUHAMUYECKON CBA3U MEXKITY
HU3KOWHTCHCUBHBIMH CIIy4YalHBIMU BO3JEHCTBUSIMU HA CEpJIlI€ U HU3KOYACTOTHBIMU
KOJICOAHUSIMU ~ KOKHOTO KPOBOTOKA; MOJieIUpoBaHue (HaronuTapHOro OTBETa
IPaHyJIOLUTOB KPOBU YEJIOBEKA HA MUKPOOHYIO MPOBOKAIIMIO Y 3JI0POBBIX U OOJIBHBIX
CI2T nns onpeneneHust HApYyIIEHU TUHAMAYECKOU perysinuu aktuBaunuu NADPH-
OKCHJIa3bl TMPU TMATOJOTUM KaK MMaTOTEHETHYECKUX (HaKTOPOB, H3MEHSIOIINUX
PETYJSIUI0 MUKPOTEMOJMHAMUKN Tepuepuueckoro KpoBOTOKA; MOJACIUPOBAHUE
BOPOTHOTO MEXaHU3Ma OJIMHOYHOTO KaJIMEBOTO KaHaja C Y4eToM TUAPO(OOHBIX
CBOMCTB TOPHl W BIHUSHHS JJIEKTPUUECKOTO TPAaHCMEMOpPAHHOTO MOTEHIMAIa Ha
JUHAMHUKY BOPOTHBIX YaCTHI] JIJIs1 BBIACHEHUSI MEXaHU3Ma HEMapKOBCKOM peryisiiuu
MOHHOI'O TOKa 4Yepe3 KaHajl, MaTeMaTHYECKOe MOJICTUPOBAHUE COJUTOHOMOJA00HOMN
JVHAMUKU a30TUCTBIX OCHOBAHUM B MCKYCCTBEHHBIX W NPUPOAHBIX MoJiekynax JITHK
JUTSl BBISIBJIGHUE 3aBUCUMOCTH aKTUBAIIUU U PACIIPOCTPAHEHUS OTKPBITHIX COCTOSIHUM B

JHK  or ¢yHKUMOHANbHO  3HAYUMBIX  YYaCTKOB B  paccMaTpUBaEMBbIX
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IMMOCJaACAOBATCIBHOCTAX C YUYCTOM BHCIITHUX BOBI[CﬁCTBPIﬁ " BBISIBJICHHUA ,Z[I/IHaMI/IIIGCKOfI

peryjsinun 3KCIIPECCUU I'CHOB.

1.6 MCTOIIOJIOFI/IH H METOJAbI TUCCEPTALMOHHOTO HCCTICTOBAHUS

MeTto0510THs MCCIeIOBaHMS 3aKII0UYaIach B BRIOOPE aJeKBaTHBIX (PU3UUECKUX
aHAJIOTOB W TIPUMEHEHUH COOTBETCTBYIOIIETO MAaTEMaTHYECKOTO armapara K
OTMCAHUIO TUHAMHYECKUX CBONCTB M YHUKAIHHBIX (YHKIIMOHATHHBIX OCOOCHHOCTEH
OMOJIOTHYECKUX CHCTEM Ha pa3HbIX YPOBHSIX CIOXKHOCTH HMX CTPYKTYpHOH U
(yHKIMOHANBHOW opraHu3auud. BpiOop (u3nueckux aHaloroB 00yCIaBIMBAJICA
YHUKQJIBHBIMH CTPYKTYPHBIMH CBOMCTBAMH HM3y4aeMbIX OHOJIOTHYECKHUX CHCTEM.
beimn paccMOTpeHBI TpU YPOBHS CII0KHOCTH, KOTOPBIC JIaJIeKO HE MCUEPIBIBAIOT BCE
MHOTrooOpasue CI0KHOCTH OHOJOTUYECKUX OOBEKTOB, HO OTPa)k)arloT KIOYEBbHIC
MOAXOJbI K OIHUCAHHI0 HUX OMOPU3HMYECKHX CBOWCTB Ha OpPraHU3MEHHOM U
MOJICKYJIIPHO-KJICTOYHOM ypOBHAX uWepapxuu. IlocTpoeHne MaTreMaTHIeCKuX
MOJIeJIeld OCHOBBIBAJIOCH HA aHAIM3E DKCIIEPUMEHTAIBHBIX U TEOPETUUCCKUX JTaHHBIX
O CTPYKTYpPHOH OpraHu3alMid M JUHAMHYECKON TMOJBM)KHOCTH, a TaK)Ke BBIOOpE
KITFOUEBBIX ~MOMCHTOB, JOCTAaTOYHBIX IS ONWCAaHWS OCHOBHBIX  (DYHKIIHHA
paccMaTpUBaeMbIX CHCTEM. OKCIIEPHUMEHTAJIbHBIE W TEOPETHYECKHUE JIaHHBIC
WCITOJTB30BAJIMCH IS TIApaMETPU3ANK MOJCICH W TPOBEPKH WX aIeKBATHOCTH H
o0JacT TIPUMEHUMOCTH. J[JI1 BBIABICHHS MEXaHU3MOB IUHAMHYECKOW PETyJIIIUN
OMO(U3NIECKHUX MPOIECCOB, ONPEACISIONMNX (PYHKIIMOHUPOBAHUE pacCMaTPUBACMBIX
OMOJIOTUYECKUX CHCTEMaX, MCITOJIh30BAIMChH BO3ICHCTBYS TaKUE KaK: CTAI[MOHAPHEIE,
KBa3UCTallMOHAPHBIE, CTOXaCTHUECKHE U TIepruoandeckre. Bee Moenu mpeacTaBisioT
co00M HEJIMHEHHBIC MMUTAIIMOHHBIC MOJICIH, OMHUCHIBAIOIINE OTPAHUUYCHHOE YHCIIO
crerieHer cBobOoanl. Bce wmomemm, 3a  uckimoueHnueM wmoaei  «PNEUMAYy,
MPEACTABISIIOT CO0O0M  OpUTHMHAIBHBIC pa3pabOTKHM JUCCEPTaHTA C  Y4YETOM

TEOPETUYECKUX HApaOOTOK JPYTUX aBTOPOB.
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.7 Teopernueckasi 3HAUMMOCTb PadOTHI

Juccepranys NOCBSLICHA BBIABICHUIO TUHAMUYECKUX CBOWCTB PETYISTOPHBIX
MEXaHU3MOB,  OMPENEIAIONINX JUHAMHYECKYI0  PEeryjsiuio  OHOoPHU3NUIEeCKHX
IPOLIECCOB B PA3IMYHBIX OHOJIOTMYECKUX CHUCTEMax B TIOKOE W TPU BHEIIHUX
BO3JICMCTBHSIX C MCIIOJIB30BAHUEM METOJIOB MAaTEMAaTHYECKOTO MojenupoBaHusa. Kak
II0OKA3aJIM PE3YJbTaThl MCCIECIOBAHUM, MCHOJIB30BAHUE MATEMATHYECKUX MOJEIEH,
OCHOBAaHHBIX Ha (PU3WYECKUX aHAJIOTax, CYIIECTBEHHO MPOJABUTAET HAC B IOHUMAaHUU
¢byHIaMeHTaIbHBIX MEXaHU3MOB JUHAMUYECKOTO MOBEACHUS U PETYIISIIIMU TIPOIIECCOB
(GYHKIIMOHUPOBaHMsI OMOJIOTMUYECKUX cUcTeM. BMecTe ¢ TeMm, B Xo0Je MPUMEHEHHUS
¢uznueckux MojeNed K JKHUBBIM CHCTEMaM, OOHapy>KUBAIOTCSI OTIpaHUYEHUS,
0OyCJIOBJIEHHBIE HMCIOJIb30BAHUEM aHAJOrOB W3 HEXHUBOW mpupoabl. JlanbHeiliiee
pa3sBUTHE OTOTO HAIIPABIECHUs CBA3AHO C IIOCICAOBATEIBHBIM CHATHEM OTHUX
OTpaHUYCHHUN W ajanTtaiuedl (Qu3nueckux Mojeiell K OMUCAaHUI0 OMOJIOTUYECKHUX

JAUHAMHYCCKHUX CUCTCM.

1.8 IIpakTH4Yeckasi 3HAYUMOCTH PadOTHI

Pa3paboTanHbple MaTeMaTHYECKHUE MOJENIU CEPACUHO-COCYAUCTON CHUCTEMBbI
4esioBeKa, (aroluTapHOTO OTBETa HEUTPO(GUIOB HAa MUKPOOHYIO MPOBOKAIIUIO,
BOPOTHOIO MEXaHW3Ma MOHHOIro KaHaia u HeogHopoaHou JIHK OymyT moiie3Hsl B
HEWHBA3UBHOM OILIEHKE W MPOTHO3UPOBAHMWU COCTOSIHUS CEpPACYHO-COCYIUCTOU
CUCTEMBI B paMKax [EPCOHAIU3UPOBAHHOM MEIULIMHBI, COCTOSHUS HWMMYHHOHN
CUCTEMBI, B Jipar-au3aiiHe U (papMakoJIoruu, a Takke B pa3paboTKe KOMIIbIOTEPHBIX
BbIUMCIUTENBHBIX 4nnoB Ha ocHoBe JIHK. IlocTtpoenHble momenu mno3BOJISIOT
YTOYHUTH MEXAHU3MBI IMHAMUYECKOU PETYJISIIAN CEPJICYHOTO PUTMA U KalTWJUIIPHOTO
KpPOBOTOKa MpPH HHU3KOYACTOTHOM W UIIYMOBOM BO3JCHCTBHM, AaKTUBAIlUU U
¢dbynkmmronupoBanusi NADPH-okcuaasbl B TpaHyIonuTax KPOBH MPU TUIEPTIUKEMUH
u pazsutuu CJI2T, mpoBOJMMOCTH MOHHBIX KaHAJIOB B OMOJOTMYECKUX MeMOpaHax
IIPY Pa3HbIX DJIEKTPUUYECKUX CTUMy’ax M skcnpeccun reHoB B JIHK. Pesynbratsl,

HU3JI0OKCHHBIC B JUCCEpTallik, HCCOMHCHHO, HMCIOT (I)YHI[aMCHTaJIBHYIO n
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NPAKTUYECKYI0 IEHHOCTh M MOTLYT HaWTH NpPUMEHEHUE B YyuyeOHbIe Kypcax st

O6Y‘1€HH$I CTYACHTOB IIpUCMaM U MCTOJaM MOJACIUPOBAHUS JKNUBBIX CUCTCM.

1.9 HOJIO)KCHI/ISI, BBIHOCMMBIC HA 3aIMUTY

1. IlpoBeneHo yrounenwe wmarematudyeckoi mozaenu «PNEUMAy», B pamkax
KOTOPOM  YCTAHOBJIEH HOBBIM  MEXaHW3M  JUHAMHAYECKOU  peryJisaiuu
BapualeIbHOCTH  CEPACYHOTO  pPHUTMA,  3aBUCANIEH  OT  aMILUTUTYJIbBI
pECHUpPaTOPHOTO BOAUTENSI PUTMA B YCIOBUSX KOHTPOJIMPYEMBIX PEXHUMOB
JBIXaHUS.

2. PazpaboraHa ruapoauHaMuuecKkass MOJIETb CEpJIeYHO-COCYAUCTON CUCTEMBI U
MUKPOLIMPKYJISITOPHOTO pycia 4enoBeka. C MNOMOIIBIO MOJEIM IOKa3aHa
JAHAMUYECKAs] CBSI3b MEXKJYy CIy4alHbIMM BO3JCHCTBUSMHM Ha CEpALE U
HHA3KOYACTOTHBIMHU KOJICOaHUSIMU KpPOBOTOKA B nepudepruiaecKkom
MUKPOIIUPKYJISATOPHOM pycie, dopmupyemas 0e€3 ydacThsi BEreTaTHUBHOMN
HEPBHOW CHCTEMBI.

3. TloctpoeHa martemaTudeckas MOENIb (ParormuTapHOro OTBETa T'PAaHYJIOLUTOB
KpOBHM Ha MUKPOOHYIO mpoBokaiui. OOHapYyKEeHbl HAPYIICHUS] JUHAMUYECKOMN
perymsiun aktuBanuu NADPH -okcuiasbl y 00JBbHBIX caxapHBIM 11a0ETOM 2-TO
TAMA TOpU  pa3HbIX  YypOBHSAX  D-TNIOKO3bI, KOTOpbIE MOTYT  OBITh
MaTOreHeTUYEeCKUMU  (pakTopaMu, U3MEHSIIOIIUMH  MUKPOTEMOJAMHAMUKY
KOHEYHOCTEH y OOJBHBIX.

4. TloctpoeHa yTOYHEHHasi MOJIECJIb BOPOTHOTO MEXaHM3Ma OJMHOYHOTO HOHHOTO
KaHaJsia B Omosiornueckoit MemoOpane. [lokasaH HOBBIN MEXaHU3M JTUHAMUYECKOM
PETYISIIMN CKOPOCTH BEITECHEHUST MOJIEKYJT BOJIBI M3 TUPO(POOHOI TOpHI KaHaa,
OOBSACHSIIONINI KOJIOKOJI000pa3HYI 3aBUCUMOCTh MapaMeTpOB HEMApPKOBCKOU
KHHETHUKA MOHHOTO TOKa 4Yepe3 KaHajd OT TPAaHCMEMOPAHHOTO AJIEKTPUYECKOTO
NOTEHIHAJIA.

5. IlpennoxxeHa Mojesb yIiIoBbIX KosieOaHuit a30TUCThIX ocHOoBaHui JIHK ¢ yueTom

€€ HEOTHOPOJHOW CTPYKTypbl. Pa3paboTaH HOBBIH METOJ  OIEHKH
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sHepreruyeckoro npoduis monekyisl JJHK. Tlokazana B3auMOCBSI3b MEXITY
JUHAMUKOW JIOKaJIbHO pacIuieTeHHbIX y4acTkoB (kuHkoB) B JHK ¢
(GYyHKIMOHATBHO 3HAYMMBIMHA  yYacTKAMH  MOJIEKYJIbl ¥ BO3MOXXKHOCTH

I[I/IHaMI/ILI€CI(0ﬁ perysioun 3KCIIPECCUU I'CHOB.

.10 Ctenennb 10CTOBEPHOCTH

[IpenyioxkeHHbIE  MaTEMaTUYECKHE MOJEIH JIMHAMHYECKOW  PEryssiuu
(YHKIIMOHUPOBAHUSI OMOJIOTUYECKUX CUCTEM pa3paboTaHbl HA OCHOBE COOCTBEHHBIX
AKCIIEPUMEHTAJIbHBIX JAHHBIX U JAHHBIX JUTEpaTypbl. UHCIIEHHBIN aHaIU3 MOJAEINEH
npoBojuiics B cpeae Matlab (MathWorks, Natick, Massachusetts, USA) ¢
WCIIOJIb30BAHUEM COBPEMEHHBIX METOJOB KOMIIBIOTEPHOTO aHAIN3a, I[IUPOKO
IIPUMEHSIEMOIO B MHPOBOM IIpakThKe. JUJIsI YHCIIEHHOrO pEeleHUs YpaBHEHUU
HCITOJIB30BAJIMCh CTaHAAPTHBIE CXEMbI YUCIIEHHOIO HHTErpupoBanus: Pynre-Kyrrsl 4
nopsiaka, Dormand-Prince, Kpanka-Hukoncona. OOGOCHOBAaHHOCTH MOJYyYEHHBIX
pEe3yiabTaTOB  MOJATBEPKAAIACH COIIACOBAHHOCTBIO  PE3YJIbTATOB  YUCIEHHOIO
MOJCJINPOBAHUS C MOJYYEHHBIMU SKCIIEPUMEHTAIBHBIMU JaHHBIMH. J[0OCTOBEPHOCTH
TEOPETHUYECKUX PE3YJIbTATOB, MOJYYEHHBIX B padboTe 00OCHOBaHA MPHUBEACHHBIMU
J0Ka3aTeIbCTBAMU U KOPPEKTHOCTHIO MaTeMaTHYECKHX MpeoOpazoBaHuil, u
JOTIOJTHUTENBHO TOJATBEPKACHA pe3ybTaTaMU BBIUMCIUTENbHBIX 3KCIEPUMEHTOB,
MIPUBEJEHHBIX B IuTEpaType. JlocTOBEpHOCTH MOIYYEHHBIX PE3YIbTAaTOB 00YCIOBIECHA
TaK)Ke UX 00CYKI€HUEM Ha HayYHBIX CEMUHAPaxX U KOH(EPEHIMIX U SKCIIePTU30H pU

MyOJIMKaIMU B HAYYHOU MeYaTy.

.11 JInuHbIi BKJIAag

Bce pesynpTathl ObUTM  MOJMyYeHBI aBTOPOM, BKIIOYas: pPa3pabOTKy
MaTEMAaTUYECKUX MOJICIIEi; MOCTAHOBKY YHCIICHHBIX SKCIIEPMMEHTOB M IPOBEICHHE
YHCJACHHBIX PAcyeTOB; y4acTHE B MPOBEACHHE DKCICPUMEHTOB IN VIVO u In Vitro;
pa3paboOTKy METOJ0B OOpabOTKM JaHHBIX W OOpPa0OTKY HSKCIEPUMEHTANIBHBIX M

MOJCIbHBIX JAHHBIX; YY4aCTHC B HAITMUCAHHUN pYKOHHCGﬁ.
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1.12 My6aukamun

Bcero omnybOmukoBano 43 cTaTbu B OTEYECTBEHHBIX M 3apyOEKHBIX
pPEIEH3NPYEMBIX HAyYHBIX JKypHallaX, W3 HHX 10 Teme auccepraruu 20,
uHAeKcupyembix B 0azax nanHbix Web of Science, Scopus, RSCI u PUHII. Kpome
TOTO, OnyOnuKoBaHa 1 MoHOTpadus v MOJTy4eHO 1 CBUACTEIBCTBO O TOCYIapCTBEHHOM

perucTpauuu nporpammel aias OBM.

1.13 Anpobaumusi pe3yjbTaToB

Marepuansl  auccepTraliii  ObUTM  MPEJCTABJICHbI HA  POCCUUCKUX U
MEXIYHApOJAHBIX KOH(pepeHIUsX (cTaTbu B COOpHUKAX — 3, Te3UCHl — 16, JOKIaabl —
16): 193, 205, 215, 225 MexnyHapoaHblie KoHpepeHin «MaremaTtuka. Kommbrorep.
O6pazoBanue.» ([yona, 2012, Ilymuuo, 2013, dy6na, 2014, Ilymwmuo, 2015);
MexayHaponHod KOH(GEpPEHIIMU MOJOABIX YYEHBIX «DKCHEpPUMEHTANbHAS U
teopetnyeckas onodusuka’ 13, 14» (Ilymuno, 2013, 2014); 181 MexnyHapoaHas
[TymuHckas mkona-koH(epeHIus MOJIoAbIX yueHbIX «buomnorus — Hayka XXI Beka»
(ITymuno, 2014); MexayHapoaHas MEXIUCIUIIMHAPHAS Hay4YHash KOH(PEPEHIIUS ¢
AJIEMEHTAMH HayYHOM IIKOJIBI 1711 MOJIOAEkKU « CUHEPTreTUKA B €CTECTBEHHBIX HAyKax»
(TBepn, 2013, 2015); V mexayHapoHoit koHbepeHuu «MaremaTudeckas OMoJIoTHs
u onoundopmatuka» (Ilymuno, 2014); Saratov Fall Meeting 2016: Laser Physics and
Photonics XVII; and Computational Biophysics and Analysis of Biomedical Data |11
(Saratov, 2016); Hayunas xoudepennus «/Jenp JJHK — 2021» (ITymuno, 2021); XVI
MexayHnaponHas Hay4dHas KOH(pEpeHIMsS «AKTyallbHble BOMPOCHI OHMOJIOTHYECKOM
¢bm3ukun u  xumun. bODX-2021» (CeBacromosb, 2021); MexayHapoaHas
koH(pepennus "Camapckue uteHus" (B mamsaTh 00 akagemuke A.A. Camapckom)

(Mockaga, 2021).

.14 O0beM u cTPYKTYpa auccepTaliun

Juccepranss COCTOMT W3 BBEICHMs, 0030pa JMTEpaTyphl, pe3yJbTaTOB U

o0CyX/IeHHsI, 3aKJIIOUYECHHUsI, BBIBOJIOB W CIIMCKa JIUTEpaTyphl, cojepsamero 521
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HNCTOYHHK. J_—[I/ICCepTaHI/IH m3noxena Ha 330 CTpaHHUIaX MAIIHUHOIIMCHOTO TCKCTA,

WUTIOCTpUpOBaHa /6 pucyHkaMu u 21 Tabnurei.

1. OB30OP JIMTEPATYPbI

1.1 Peryasinusi B 0M0JI0THYECKUX CHCTEMAX

B xone pa3BuTHs OMOJIOTHYECKOW HaykKH C(HOPMHUPOBAIACHh TOYKA 3PCHHS, UTO
PETYJISIHS SIBISICTCS OOIICH YepTOi BCEX JKUBBIX CYIICCTB M UTPACT KITIOUCBYIO POJIb
B cyliecTBoBaHMHM >ku3HHM Ha 3emuie (Bich et al. 2016). JleiicTBUTEIHHO, 3TO XOPOIIO
MIPOCIICIKUBACTCSI B UCTOPUIECKOMN TIepCIieKTHBe, HaunHas oT padboT Kiona bepnapa u
KsHHOHA 0 TOMeocTa3e, KHOEPHETHYECKOTO B3TJIsA1a Ha KOHTPOJIb ITPOIIECCOB B )KHUBBIX
cuctemax Bunepa u Dmbwu, npomomxkas padoramu Jxeitkoda 1 MoHO 0 3HAUUMOCTH
pPEeTyJIIIIMA B MOJICKYJIAPHOW OWOJOTHM W 3aKaHUWBas CETEBBIMH TEOPUSMHU |
TEOPUSAMHU CaMOOPTaHU3aIINHU, COCTABJISIONIMMH OJHMH U3 KOHICHTYaIbHBIX B3IJISIOB
Ha PEryJsLnio B COBPEMEHHO# cuctemuoi ouonoruu (Bernard, 1878; Cannon, 1929;
Wiener, 1948; Ashby, 1956; Jacob, 1970; Monod, 1970; Kitano, 2001; Bich et al.
2016). Kpome Toro, B mociiefjHue 15 JIeT CIIOKMIIACh TOYKA 3PCHUS, YTO PETYIISIUS
MPENICTaBIISICT COOOM OMpeIeIstolIee CBONCTBO )KU3HU, WIIH SBJISICTCS €€ a0COTIOTHBIM
kputepueM (Bich and Damiano, 2012; Tsokolov, 2010; Griesemer and Szathmary,
2009).

11.1.1 Obugue npeocmasnenusn o pecyruposanuu 6 6U0102UUECKUX CUCHEMAX

Perynaropaple MexaHU3MBI, OOIIEH IEIbI0 KOTOPHIX SBJSETCS KOMIICHCAITUS
BO3JICHCTBHI, OKa3bIBAEMBIX HA OMOJIOTHYECKYIO CUCTEMY CO CTOPOHBI OKPY KaIOIIeH
cpensl, oueHb pazHooOpasubl (Bich et al. 2016). B oguux ciayyasx 3TH MEXaHH3MbI
OTIPEIENSIOTCS CBOMCTBAMHU PaCHpeeICHHON METabOIMYeCKOM CEeTH, B APYIHX B
OCHOBE JIeJKaT 0o0Jiee CIIOKHBIE 000COOTICHHBIC CTPYKTYpPUPOBAHHBIE MEXaHU3MbI. B
IIEJIOM OHM BKJIIOYAIOT TOMEOCTa3 AaKTUBHBIX METa0OJUTOB, T'E€HETHUYECKHU

KOHTPOJIMPYCMBIC  OHUAYKCUYCCKUC CJABUTU U MeTa6OJ'II/I‘-IeCKYIO aJalraiurlo,

22



aJJIOCTePUYECKOe MHTMONPOBaHKE, IEHCTBUE METEIh OOPATHOM CBS3H, MOJIEKYJISIPHBIC
NEPeKIII0YaTeId W TOPOTOBYIO AaKTHUBAIUIO MPOIECCOB, MOMYJISAIMIO aKTHBHOCTH
(bepMEeHTOB MOCPECTBOM KacKaJ0B KOBalIeHTHBIX Moaudukanuit u 1.1. (Fell, 1997;
Zaslaver, et al. 2004; Monod et al. 1965; Tsokolov, 2010; Chalancon et al. 2012; Ganti,
2003).

Ha ceromusimHuii MOMEHT aKTUBHO Pa3BUBAETCS KOHIICTILHS HEPAPXUUECKU
OpPTaHU30BAHHBIX APXUTEKTYP PEryssanuu (y3KO CIEUATU3UPOBAHHON PETYIISIUIINH,
CM. HHUXKE), KOTOpble Ooyiee CIIOKHBI W OTIMYAIOTCA OT KOJUICKTUBHBIX WIH
pacnpenesieHHbIX MEXaHW3MOB YIpaBlE€HUs, JCHCTBYIONUX B OHOJOTHYECKHUX
cucremax (Bich et al. 2016). BaxxHO y4WTBIBaTH 3TO pa3IUuUC IS H3YUYCHHUS
a/IAMITUBHBIX CTIOCOOHOCTEN KUBBIX CHUCTEM U MPOUCXOXKACHUS X OpPTraHU3aIlMOHHON
cioxHocTd. [Ipobnema cocToUT B TOM, YTO Ha JaHHBIH MOMEHT HCCJIEOBAHO
MHOKECTBO YCIIOBHH, MPH KOTOPBIX >KUBBIE CHUCTEMBI MPOAEMOHCTPUPOBAIN CBOU
YAUBHUTEIbHBIC aJalTallMOHHBIE CIIOCOOHOCTH, HO OKa3ajloCh, YTO O3TOTO
HEJIOCTATOYHO JIJIsi TOHUMAaHMSI TOTO, KaK aJanTallMOHHOE TIOBEICHUE HA CAMOM JIeJie
peain3yloTc B KaXIOM M3 CIy4yaeB, OCOOCHHO KOTJa €ro peaau3anus OYCHb
cnenuuyHa IS Pa3HBIX CHUCTEM M MacmTaboB CTPYKTYpPHO-GYHKIIMOHATHHOM
opranuzaiuu. Pemenue 31oii mpoOaemMbl BO3MOYKHO MPH UCIIOJIb30BAHNUH MTOAX0/1A, T/IE
PETYJIATOPHBIE MEXaHU3Mbl UMEIOT CTIEHU(PUUECKYIO CTPYKTYPHO-(DYHKIIHOHATHHYIO
OpraHM3allfIo, OTBETCTBEHHYIO 3a TaKO€ Pa3InYHOE MOBEACHHE. DTO O3HAYAeT, YTO
aHaJIN3 TaKUX KOMIIEHCATOPHBIX MEXaHU3MOB JOJDKEH MPOBOAMUTHCS HE TOJIHKO HA
JIOKaJbHOM, HO M Ha IIUPOKOM CHCTEMHOM CTPYKTYPHOM YpPOBHE, BKJIIOYAIOIIEM
MEXaHU3Mbl CO  CJIOXKHOW  apXUTEKTypodW  (PYHKIIMOHAIBHBIX  OTHOIICHHH,
cnocoOcTBytomue 3>PGeKTUBHOMY (YHKIIMOHUPOBAHUIO CUCTEMBI MPU BHEIIHUX
BO3JICUCTBHX. B 9TOM KOHTEKCTE BaXKHO Pa3INdaTh PETYyIUPYIONINE U PETYIHPYyEMbIC
KOMITOHEHTBI CHCTEMBI. JTO SBIIsCTCS (PYHIaMEHTAIbHBIM MOMEHTOM B M3yYCHHUH U
MOHUMAHUW  apPXUTEKTYPHO CIPOCKTUPOBAHHBIX PETYJISATOPHBIX MEXaHHU3MOB.
XOopomuM TPUMEPOM TAKOW PETYIISIITUU SBISIOTCS OAKTEpUH, ISl KOTOPBIX XOPOIIIO
M3BECTHHI JBa OCHOBHBIX CIOCO0A MPHUCTIOCOOJIEHUS K M3MEHEHUSM OKpPYIXKaIomIeH

Cpelibl — XeMOTaKCHUC U KOHTPOJIb CHHTE3a OerKa.
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11.1.2 Pecynayus kak Ounamuueckas ycCmoudusocmn

@DyHIaMEHTAIbHBIM ~ CBOMCTBOM  JKMBBIX CHCTEM  SABJISIETCS TO, UTO
onoxuMuueckue/OnoPpu3nIecKiue MpoIecChl, MPOTEKAIONINEe B HUX, MOJICPKUBAIOT
COCTOSIHUS, KOTOPBIE JaJIeKH OT TepMOIMHaMu4eckoro pasHoBecus (Ganti, 2003). Do
MIPOUCXOUT 32 CUYET JIBYX 0a30BBIX TUIIOB KOHTPOJIS: KHHETUYECKUH, ONpeaeIsieMbIi
KMHETUKON ()ePMEHTATUBHBIX pEaKlui, M MPOCTPAHCTBEHHBIN, OIpeaAeIIeMbIi
KOMITAPTMEHTHU3ALMEeH W M30UpaTesIbHONW MPOIYCKHONM CHOCOOHOCTBIO TpaHUIl st
pa3HBIX BEIIECTB. DTU JIBa BUIA KOHTPOJISA, OCYIIECTBISIIONIMX JOKAIbHBIN KOHTPOJIb
IIPOLIECCOB B JKUBBIX CUCTEMAX, IOJKHBI ObITh OPraHU30BAHbI HA CUCTEMHOM YPOBHE
TakuM o00pa3oM, 4TOObl HUX B3aUMOJEWUCTBHUE CIIOCOOCTBOBAJIO IOJAJIEPKAHUIO
HEOOXOTUMBIX ISl JKU3HENEATEIHHOCTH YCIOBUN MO IUKINYECKOMY MPHUHIMITY C
UCII0JIb30BaHuEeM 00paTHBIX cBs3eit (Moreno and Mossio, 2015). Takke 3TO Ha3bIBAIOT
KOHCTUTYTUBHOM WK ceTeBoil peryisiueii (Bich et al. 2016).

Takoii  BHJI  CMEIIAHHOTO  KOHTPOJIA  CIIOCOOEH  pearupoBaTb |
IpUCIIOCaOIUBATBCA TMOJ BHEIIHWE BO3JACHCTBHSA. OTO MPOUCXOAUT MYTEM
nepepacnpeeeHus CBSI3ei MEeX 1y KOMIIOHEHTaMu ceTu. J{pyrumu ciioBamu, cuctema
CTPEMUTBHCS COXPAHUTh CBOE COCTOSIHME, 4YTO, IO CYTH, €CThb MHPOSIBICHHE
auHamuueckoi ycroiunocty (Rosen, 1970). ITpu 3ToM B crcTeMe JTOJIKEH OBITh XOTS
Obl OOMH aTTpakTOp B (ha30BOM MPOCTPAHCTBE. BbIBEEHHAs M3 PaBHOBECHOTO
COCTOSIHUSI BHEIIIHUM BO3JIEHCTBUEM CHUCTEMA CTPEMUTCS K 3TOMY aTTPaKTOpy Kak Obl
«moryomas» BHemHee Bo3mymenue (Waddington, 1968). Oama wu3 cnoco6oB
NpeICTaBUTh NPUMHUTHUBHYIO (POPMY KOHCTUTYTUBHOMN JMHAMHUYECKON yCTONYMBOCTH,
KOTOpasi MOTIJIa HCIOJb30BaThCS MPOTOKJIETKAMU KaK TMPUMUTHUBHBIA MEXaHU3M
agantauuu, Obl1 npeioxkeH Jumepom (Deamer, 2009). D10 Monenb BE3UKYJIbI C
BHYTPEHHUM  METaOOJMYECKUM IUKIOM, CKOPOCTh KOTOPOTO  3aBUCUT OT
MIPOHUKAIOLIUX Yepe3 MEMOPAaHY MalIbIX MOJIEKYJ CyOCTpaTa, KOTOPbIE UCIIONb3YIOTCA
JUIsL CUHTE3a OOJIBIIKMX MOJIEKYJI, CIIOCOOHBIX B3aMMOJIEHCTBOBATH C MEMOpPAHOU U
yBEJIMUMBATh €€ MPOHUIAEMOCTh ISl MOJIEKYJ cyOcTpaTa. bonee crnoxnas monenb

KOHCTUTYTUBHON JIMHAMHYECKOW YCTOWYMBOCTU C 00Jiee CIOXKHBIM MEXaHHU3MOM
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CUCTEMHON opranuzanud — 310 xemoroH [antm (Ganti, 2003a). XemotoH
MpPEACTaBIsACT  COOOM  TI'MITIOTETHMYCCKYI0  CHCTEMY, OPraHM30BaHHYIO  Kak
OMOXMMHUYECKHUN «YacOBOM MEXaHH3M», B KOTOPOM TPH aBTOKATAJTUTHUYCCKUX
PEaKIMOHHBIX TeTIH (METa0OIMYECKUI 1K, MK PEIIMKAIMK I1a0JIOHOB U
KOMITAPTMEHT) HAMpsSMYIO CBS3aHbI APYr C JOPYroM, KaK XHMHYECKHe 3y0darbie

KoJIecCa.

11.1.3 V3k0 cneyuanuszuposannan ne cemeeasn pecynayus

CuuTaercs, 4To Y3KO0 CIIEHUaTU3UPOBAHHBIN PETYIUPYIOLINNA KOHTPOJIb TPEOYET
IIOJICUCTEMBI, KOTOpas JOCTATOYHO HE3aBUCHUMA OT JMHAMHUKU KOHTPOJIUPYEMBIX
IIPOLIECCOB U KOTOPYIO MOKHO U3MEHSATh, HE HAPYIIAsl 3TH IIPOLIECCHI, HO ITPU ’TOM OHA
MOXET OBbITh CBSI3aHA C YAaCTSIMU MEXaHU3Ma, PEryJIUpyeMOW MOJICHCTEMBI, YTOOBI
MMETh BO3MOXHOCTh MOAYJIMpoBath ee padory (Bechtel 2007). Tak obctout nmeno,
HaIlpuMep, ¢ MyTEeM CUTHAJIBHOW TpaHCAyKUuHU (peryiaupyromas, R), neicTByrommm
Ha KOHCTUTYTHBHBIN pexkum (C) OakTepuu (MeTabONM3M U KIYTHK) Ha HpUMEpPE
OakTepuaabHOrO0 XeMoTakcuca. Bmecte ¢ TeM, B MUHMMAJbHBIX UBBIX CHCTEMax
(OakTepur) CIOXKHO pa3leiuTh Y3KO CHEUUATU3UPOBAHHYIO PETYJISTOPHYIO
nojacucteMy R oT koHCcTUTYyTMBHOM C MO BBIpaXKEHHBIM CTPYKTYPHBIM MOTHBAM.
[loaTOMy HCHONB3YIOT AMHAMUYECKOE pa3felieHHe, TJe Mpeanojiaraercsi, 4To
ornepaluudoHHasl (pEeryJjisiTopHas) aKTHUBHOCTb HE OMNPEIECISIOTCS METado0JIM3MOM
KOHCTUTYTHUBHBIX IPOILIECCOB WM «CTEXMOMETPUYECKH CBOOOJHA» OT aKTUBHOCTU
koHcTUTyTUBHOM Toacuctembl C (Griesemer and Szathmary, 2009). AktuBHOCTH R
3aIyCKaeTCs KOHKPETHBIMU W3MEHEHUSMU BHYTPEHHUX W/WJIM BHELIHUX YCIIOBUM,
[Ipu »TOM, aKTUBHOCTH 3aBHUCHUT TOJIBLKO OT COOCTBEHHOW BHYTpPEHHEN KOH(DHUTYpariu
R, a HEe OoT M3MEHEHUs YPOBHEW KOHIEHTPALMH €€ KOMIIOHEHT, OOYyCIIOBIEHHBIX
pabotoii C. Hanpumep, B ciyyae XxeMOTaKcuca KIIOYOM SBIISETCS CTPYKTypa Oerka
CheY u ero nepeMeHHOE CPOJICTBO K PA3IMYHBIM MOJIEKYJIIPHBIM KOMILJIEKCAM (TaKuM

KaK pelenTop M KI'YyTHK), a HE U3MEHEHHUE €ro KOHIEHTpauuu. Takas peryJsius
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(I)YHKHHOH&HBHOfI aktuBHoctt C co CTOPOHBI R kadecTBEHHO OTIMYACTCS OT

peryjsiony, OCHOBAHHOM Ha I[I/IHaMI/I‘IeCKOﬁ YCTOP'IIII/IBOCTPI.

Takum o0pa3oMm, MeXaHU3M Y3KO CHEHUATM3UPOBAHHOW  PEryJIsIHH,

(YHKIMOHAIBFHO HAMNpPaBJICHHBIA Ha MOJYJALMIO (YHKIMOHAIBHON aKTUBHOCTU

peryiupyeMoi KOHCTUTYTUBHOM ITOICUCTEMBI, OIIpeIeNsieTcs psiioM ycinoBuit (Bich et

al. 2016):

Perynsropusie noacuctemsl R opMUpyOTCS SHIOTEHHO: T. €. OHU POU3BOJATCS
KOHCTUTYTHUBHBIM peKUMOM C KUBOW CUCTEMBI,

UYtoO6s1 0051a71aTh Y3KO CHICIMAIU3UPOBAHHON pETYIIAIMei, mojacuctema R gomkHa
OBITH JUHAMUYECKHU OTieNieHa oT C, KOTOPYIO OHA PETyJIUPYeT. DTO 03HAYAET, YTO
R, naxxe ecnu ona sBnsiercss mpoaykroMm C, IEHCTBYET B APYTrOM JTUHAMHUYECKOM
MaciTabe u MpH APYyTrux CTEXMOMETPUUYECKUX TpeboBaHUsX, ueM C;

AxTuBanus R 3amyckaercs KOHKPETHBIMH HW3MEHEHHSMH/BO3MYIICHUSMH BO
BHYTPCHHUX WJIM BHENIHUX YCIOBUAX, a HE HW3MEHCHHEM KOHIICHTPAIIUU
KOMITOHEHTOB B R;

OyHKIMOHANBHAA poiib R 3akmiouaeTcss B mepekimoueHud (0OpaTuMoM WU
HEOOpaTUMOM) MEXKIY OTACIbHBIMU KOHCTUTYTUBHBIMHU/META0OINIECKUMU
pexumamu C, C', C"... [OOCTynHBIMH JJIsi CHUCTEMBI, B 3aBHCUMOCTH OT
BO3JIEHCTBUIA, KOTOPbIE aKTUBUPYIOT R;

HoBbie merabonnueckne/kKoHCTUTYTHBHBIE pexkumbl  C', co3maBaembie R,
CIIOCOOHBI ~ CHPABIATHCS C HOBBIMH  YCIOBHUSMH, PpACIIUpsis — JIUAIa3oH
BO3/ICHCTBUI/CTUMYJIOB, HAa KOTOpPBIE CHUCTEMa MOXKET pearupoBaTh OBICTPO U
abdexTuBHO, a Takxke oOoramarwT cdepy AOCTymHBIX (YHKIIMOHAIBHBIX

BO3MOYKHOCTEU.

11.1.4 /leiicmeue y3xo cneyuanuszupo8anHoul pezyrauuu Ha npumepe IKCHpeccuu

lac-onepona

VY3K0 cnenuain3upoBaHHbIE PETYIATOPHBIE MEXAHU3MbI MOKHO OOHAPYXUTH B

KOHTpoJie TporieccoB cuHTe3a 6enkoB (Davidson, 2006). Opranu3mMam HEOOXOIUMO
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ONpenenuTh, Kakue Oenku/(pepMEeHTsl MNPOU3BOAMTH, HCXOAS W3  HaJIU4us
ONPENCICHHBIX AMUHOKUCIOT W JAPYTHX XAapaKTEPUCTHUK OKPYXKaroled Cpembl.
CuHTE3upOBaTh BCE KOAUPYEMBIE OEJIKM MOCTOSHHO IPOCTO HEBO3MOXHO H3-3a
BHYTPEHHHMX IIPOCTPAHCTBEHHBIX W DJHEPreTHMYECKUX OrpaHuYeHHi. Bor mnodemy
KaK7asi KJIeTKa JOJDKHA OBITh CIOCOOHA MOIYJTUpPOBATh MyTH MPOU3BOACTBA Oelka,
aKTUBUPYS WIM MHIHOMpYsS HMX, B 3aBUCUMOCTH OT €€ KOHKPETHBIX
BHYTPEHHUX/BHEIIHUX YCIOBUH.

Xopomiel MOJENbI0 SBISIETCS PETYJSLUS TPAHCKPUIILMU lac-omepoHa —
Habopa TEHOB, OTBETCTBEHHBIX 3a CHHTE3 TpeX (PEPMEHTOB, YUYacCTBYIOIIMX B
MmeTabonmu3Me Jakto3bl (Jacob and Monod, 1961; Bich et al. 2016). Cunres
AKTUBUPYETCS B IPUCYTCTBUU JIAKTO3bI U, OJTHOBPEMEHHO, IPH OTCYTCTBUU TJIFOKO3bI,
IPEIIOUYTUTENBHOIO UCXOJIHOTO cyOcTpaTa. Y3KO CHEelUaTIM3UpPOBaHHAS PEryJIALus
TpaHcKpunmuu lac-omepoHa mpennonaraeT aKTUBHOCTh CIIOXKHOW ITOJICHUCTEMBI,
BKJIIOYarOIe O€lIKM ¢ TeHbl, CHOCOOHOW  MOAYJIMPOBATH  AKTUBHOCTH
KOHCTUTYTUBHOI'O IIpolecca (B JaHHOM cllydae METa0OoJu3Ma caxapoB), MO3BOJIAA
NEPEKITIOYATHCS MEXKITy Pa3IMUHBIMU caxapamu (TJIFOKO3a | JIAKT03a) B 3aBUCHMOCTH
OT UX HauuuMs B OKpyxarmeh cpexne. IlepeximoueHne Mexay peKUMaMu
TPAHCKPUIILUMK TPOUCXOJUT 3a CYET JACUCTBUS TPAHCKPUMIIMOHHBIX (PAKTOPOB
(penpeccopoB M akTtuBaTOpoB). TpaHckpummus lac-omepona moxasisieTcst lac-
penpeccopoM B OTCYTCTBUE JIAKTO3bl. B NPUCYTCTBHM JIAKTO3bI peEmpeccop
AUIOCTEPUYECKA HMHTHOUPYETCS, W TpaHCKpUIIws lac-omepoHa aKTHBHUPYETCS.
Opnako, UHTHOMPOBaHUs lac-perpeccopa HeIOCTATOYHO JIsl TPAHCKPHUIIIIUH OTIEPOHA,
IIOCKOJIBKY IPU HAJIMYMKA M TJIOKO3bl, M JIAKTO3Bl OIEPOH PENPECCUPYETCs.
CymectByer BTOpoil peryisaropHbiii 0enok CAP (6enok-aktuBaTop KartabosuTa),
KOTOPBIU IMOJIOKUTEIIBHO KOHTPOIUpyeT akTuBHOCT, PHK-nmonmmMmepasebl, cBs3biBasich
C TPOMOTOPOM. ITOT O€JOK aJUIOCTEPUUECKH KOHTPOJIUPYETCS IUKINYECKUM
aageHosnHMoHopocharom (MAMD). B npucyTcTBUU BBICOKUX KOHUEHTpauui tAM®
u3-3a OTCyTCTBUsA IIOKO3bl CAP cBsA3bIBaeTCs ¢ mpoMoTOpoM. B mpucyTcTBHH
rioKo3bl ypoBeHb HAM® cuuxaercs u CAP unrubupyercs. Takas perynsanus

JUAYKCUYICCKUX CJABUT'OB MeTaboau3Ma caxapoB I[eﬁCTBHTeHBHO SABJIACTCA  Y3KO
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CTCIIMATU3UPOBAHHOM, T.K. OHA (PYHKIIMOHAIBHO HE 3aBUCUT OT (DYHKIIMOHUPOBAHUS
peryiupyeMoll  KOHCTUTYTMBHOM  MOJACHCTEMBI ~ MeTabonm3ma  caxapa, a
KOHTPOJIMUPYETCS TOJIBKO HAMYUEM JIAKTO3BI WJIM TIIFOKO3BI B cpefe. Takke oHa HE
3aBHCHT OT KOHIIeHTpanuii lac-penpeccopa u CAP (cTeXHOMETpUUIECKH «CBOOOIHAY),
a 3aBUCHUT CKOpEe OT MOJEKYJISPHOW CTPYKTYpPBhl PETYJSATOPHBIX OCIKOB, T.€. HX

criocobHocTH cBs3biBaThes ¢ JIHK.

11.1.5 Jlunamuueckan pecynauusn

TepMuH «IMHaAMHYECKash PETryJslus» aKTUBHO WM IIMPOKO HCIOJIB3YeTCS B
reHHOM 1 MeTabonueckol urmwkeHepuu (Venayak, et al. 2015; Brockman and Prather,
2015; Ni, et al. 2021). On npumensieTcst a1 0003HAYCHHS JUHAMUYCCKOTO KOHTPOJIS
METa0OJIMYECKUX TYyTeH W WX (PU3UOJIOTHYECKOTO COCTOSHHUSA TPH afamnTarlidl |
(YHKIIMOHUPOBAHUY KMBBIX CUCTEM B IMHaMU4YecKou cpefie. Kak mpaBuiio B kauecTBe
KUBBIX CHCTEM pPacCMATPUBAIOTCS MHKPOOPTAHU3MBI, KOTOPBIE E€CTECTBEHHBIM
00pa3oM CTaJIKMBAIOTCS ¢ MHOKECTBEHHBIMHU aIaNTAIIMOHHBIMU KOMIIPOMHUCCAMH U
YOPABJISIIOT MU, TUHAMUYECKH PETYIUPYS SKCIPECCUIO TeHOB. [leficTBUTENBHO, TIPU
aHaIM3¢ TEHICHIMHA JTWHAMWYECKOW TPAHCKPHUIIIIMA B CHCTeMax OWOCHHTE3a
amuHOKMCIIOT y EScherichia coli Obuto mokasaHo, 4To MPUCYTCTBUE aMHUHOKHUCIIOT B
cpene TPUBOJAWT K CHIDKCHHWIO TPAHCKPUIIIIMM TEHOB COOTBETCTBYIOIIETO
MeTtabonmueckoro motoka (Zaslaver, et al. 2004). B cBsi3u ¢ 3TUMH, TEPMHH
«JIMHAMHUYECKasi peryJIAlus B IOJHON MEpe MOKHO TPUMEHSTh K 0003HAYEHUIO Y3KO
CIIECIIMATIM3UPOBAHHOMN PETYJISIIIMN, OIMCAHHOW BBIIIIE.

B wmerabonuyeckoil WHXKEHEPUM YAacTO B OJIHUX CJIydyasx CTaTUYECKOe
BMEIIIATEILCTBO B ONpPENENEHHbIE METAa0O0JMYECKHUE TOTOKH, TIOJIE3HBIC JIS
MPOU3BOJICTBA IEJIEBBIX META0O0JUTOB (TPOJYKTOB), MOKET OBITh BPEIHBIM IS
kinetku-xo3smaa (Ni, et al. 2021). B apyrux caygasx cnenuduueckas mpupojaa
MIPOMEKYTOYHOTO TPOIyKTa Wiau (hepMeHTa TpeOyeT BPEMEHHBIX 3aJeP’KEK IPH €ro
yTWIM3aUMKW WK o0pa3oBaHuu. [l pemieHuss 3TUX NOpoOJEeM  HCHONb3YIOT

JTUHAMUYECKUN KOHTPOJIb, KOTOPBIM MOXET OBITh pealM30BaH JIMOO C TMOMOIIBIO
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cTparerui, cneuuUUHbIX s MEeTa0OJUYECKOro IMOTOKa, JMOO C TOMOIUIBIO
cTpaTeruii, HezaBuCHMMBIX oT motoka (Doong et al. 2018). Cuctemsl peryisium,
cnenu@UIHBIC TSl IOTOKA, KOHTPOJIHMPYIOT IKCIPECCUIO (PEPMEHTOB IMOTOKA B OTBET
Ha MU3MEHEHUS! KOHIIEHTPAIlMU COOTBETCTBYIOUIETO MPOMEKYTOUHOT'O HIIA ITOOOYHOTO
npoaykra. [y peanu3annuy Takoro TMHAMUYECKOTO KOHTPOJIs TpedyeTcst OnoceHcop,
KOTOPBIH MOXKET OOHapyXWBaThb W3MEHEHUE KOHIIEHTpAaIMu cyOcTpaTa WIn
MeTa0oJINTa, a 3aTeM aKTUBUPOBATh OTBET B pe3yibTare oOHapysxxenus (Liu et al.
2015). Crparerus THHAMAYCCKOW PETYJISAINH, HE 3aBUCAIINE OT ITOTOKA, OCHOBAHBI
WIM Ha W3MEHEHHWM COCTaBa IMUTATEIbHOM Cpebl, WM Ha peryJupoBaHUU
yrcaeHHocTr nomyssiun kietok (Li et al. 2011; Bothfeld et al. 2017).

Takum 00pa3oM, KOHIEMIHS TAHAMAYECKOW PETYJSIUH HMEET XOPOIIHE
TEOPETUYECKHE TEPCHEKTUBHl B OOBSICHEHUM M TOHMMAHUHM MIMPOKOTO CIEKTpa
aJlanTaIlMOHHBIX MEXaHU3MOB U CIIOKHOTO TIOBEACHUS KUBBIX cucTeM. CXeMaTH4ecKu

JUHAMUYECKas peryssiuus npeacrasieHa Ha pucyske I1.1.

- ™
OWHAMUYECKASA PEMYNALUS

Perynauus

Perynupyrowwmin Perynupyemsbiii
KOMMOHEHT KOMMOHEHT

+ MpAmas 3aBUCUMOCTL
1

[ ]
1
]
OnocpegoBaHHas 3aBUCUMOCTb '
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Pucynoxk Il.1. Cxema koHUENUIMN JTUHAMUYECKON PETYIIALMH.

Perynupyionuii KOMIIOHEHT HMEET Y3KO CIEUUaIM3UPOBAHHYIO (YHKIHIO —

OCYIIECTBIISATh PETYJISLHIO peryampyemMoro KOMITOHEHTA (Hanpumep,
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KOHCTUTYTHUBHOM METa0OJUYECKONM CEeTH), M MOXKET 3aBHCETh MPSIMBIM WIH
OMOCPEIOBaHHBIM 00pPa30M OT €ro JMHAMUYECKUX MepeMeHHbIX. OHaKO, TUHAMHUKA
CaMOM pEryJSIIIMM 3aBHCUT TOJIBKO OT H3MEHEHHMM B OKPYXKAIOLIEH Ccpene, 4To
NPEACTABISCT PETYJSLMI0 BTOPOrO MOPSAJIKA W SIBISETCS KIOYEBBIM MOMEHTOM B
auHaMuieckol perysinuu (Bich et al. 2016).

Junamudeckast peryJsnus MO3BOJISIET YKUBBIM opraHu3Mam
npucnocadiauBaThCd K 0OoJjiee IMIMPOKOMY KiacCy BO3ACHCTBUH U HM3MEHEHUM
OKpY>Kalolllel CpeJibl, UTO CIIOCOOCTBYET YBEIIMUECHUIO HE TOJIBKO KMU3HECTIOCOOHOCTH
OpraHU3MOB, HO U CIIO)KHOCTU UX CTPYKTYpPHO-(GYHKIIMOHAIBHOU opranu3anuu. Eciu
pPacCMOTPETh CJHOKHYIO BBICOKO PACHpENEIEHHYI0 KOHCTUTYTHBHYIO JUHAMHYECKU
YCTONYHUBYIO CE€Th 0€3 Y3KO CHEIHATN3UPOBAHHBIX PETYJISITOPHBIX MOAYJIEH BHYTPH
HEe, TO TMpPU BHEIIHUX BO3JACHCTBUAX Takas CEThb OYJET CTaJKUBAThCS C
aJanTallMOHHBIMUA TPYJHOCTSMH KaK C TOUKHU 3peHUs d3PHEKTUBHOCTH, TaK U C TOUKH
spenust cioxkaoctd  (Christensen, 2007). B »aToif cuUTyanmuud JOCTHXKCHHE
KOMIIEHCATOPHOTO OTBETA 3aBUCHUT OT PACHPOCTPAHEHUS HU3MEHEHUN MOCPEICTBOM
MHOKECTBa JIOKAJbHBIX B3aMMOACHUCTBUUA MO Bcer ceTu. (ClenoBaTesibHO BpeEMs,
HEO0OXOAMMOE NIJIsl peain3allii OTBETa, MOXKET OBITh JIMTEIILHBIM U, YTO OCOOCHHO
BAXXHO, CTAHOBUTCSI BCE 0oJiee MPOAOTKUTEIBLHBIM MO0 MEpPEe YBEJIMUYCHHS pazMmepa
cUCTeMbl. BMecTo »TOro AuMHaAaMUYECKOe peryJMpoBaHHE CTUMYJIUpPYeT Oosee
3¢ (PeKTuBHYI0O MOJZIETh TOBEJACHUS 32 CYET OBICTPBIX MEPEKIIOUCHUN MEXITy
JOCTYIHBIMHU PEKUMaMU MOCPEACTBOM CIEHMAIBHBIX MEXaHU3MOB, JEHCTBYIOIINX B
OTHOIICHUU KOHKPETHBIX BoO3MyIleHHil. Kpome Toro, cremeHu cBOOOIBI TaKoOi
PETYJIATOPHOM TMHAMUKH HE UMEIOT KECTKOTO OTPAHUYEHUS CO CTOPOHBI CTPYKTYPHO-
(YHKIMOHAJIBHBIX OTPAaHUYEHHUI pEeryiupyeMoi KOHCTUTYTHBHOM ceTu Ojaromaps
OTCYTCTBUIO JKECTKHUX JMHAMHUUYECKUX cBsa3ed. ClreoBarebHO, OHU MOTYT
MOOYMHATHECI COOCTBEHHOW AaBTOHOMHOW IHMHAMHKE M CHOCOOCTBOBATh 0OoJiee
BBICOKOMY YPOBHIO OpPTaHM3allMOHHOW CJIOXKHOCTU. DakThuecku ITUHAMUYECKOE
PETYJIUPOBAHUE CO3/IA€T OCHOBY IS HEpPapXWU CPEACTB KOHTPOJSI U (DYHKIIHA,

dopmupyromuxcs B cucreme (Moreno and Mossio, 2015).
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AHanM3 COBPEMEHHOTO pAa3BUTHUS KOHILIEMIMK JIUHAMUYECKOW pEryssiuu
MOKa3aJl, YTO OCHOBHBIE HUBbIE CHUCTEMBbI, pacCMAaTPUBAEMblE B paMKax I3TOU
MapajurMbl, OrPAaHUYUBAIOTCS KJIACCOM MHUKPOOPraHM3MOB. BaXkHO Kak pacuiupsiTh
ATO TpEeNCTaBlieHHEe Ha O0oJjiee BBICOKUE YPOBHU CTPYKTYpPHO-(YHKIIMOHAJIHLHOM
OpraHu3allid >KUBOM MaTepuM, TaK U HCKATh HOBBIE PETYJSTOPHBIE MEXaHU3MBI,
YTOOBI TPUOIMZUTHCS K TOHUMAHHUIO CII0KHOTO (PYHKITMOHATBHOTO TIOBEICHHSI dKUBBIX
opraHu3MoB. B panpHemux pasjienax pacCMaTpuBalOTCs pa3InyHble OMOJIOTUYECKHE

CHUCTCMBI, CI)}’HKLII/IOHEIJ'IBHOG MMOBCACHUC KOTOPBIX UCCICAYCTCA B AUCCCPTALNH.

11.2 BapuabeJbHOCTH CepieYHOr0 pUTMA U (peHOMEH pPeCIIUPATOPHON CHHYCOBOM

apuTMHuu

BapuabenbHocTh cepaeunHoro putma (BCP) uyenoBeka mpexactaBisier co0oit
M3MEHEHUE MHTEpBaJla BPEMEHHU MEXKIY HayajioM OJHOr0 IHKJIa CEepPIACYHOIrO
COKpAIIIEHHUs] ¥ HAa4daJloM JIPYroro, Cieayromero, nukia. OHa cBa3aHa ¢ 0a30BBIMU
MEXaHU3MaMH YeJIOBEUECKOTO OpraHW3Ma, OINPENCSIONIMMH €r0 aJanTalliOHHYIO
CIIOCOOHOCTh K M3MEHEHWIO BHENIHMX M BHYTPEHHUX (HAKTOPOB, TaKUX Kak
(du3UYeCKrue HArpy3KH, IMOJOKEHHE Tela, IMCHUXO03MOIMOHATIBHBIC COCTOSHUS U Ip.

(baeBckuii u bepcenena, 1997).

11.2.1 Bapuabenvhocmv  cepoeunozo pumma Kak mapkep  HapyuwieHuil

6e2emamuGHOU HEPEHOU Peyaauuu

CornacHo naHHbIM BceMupHOW OpraHu3alvu 31paBOOXPAHEHUS MPUUUMHOMN
Ooonpuieit uvactu (mpubnusutenbHo 70%) Bcex cMmepTreld B MHpE  SIBISIIOTCA
HeMH(pEKIMOHHbIE XpOHMYECKHe 3abonieBaHus. K HUM OTHOCATCS CepJedHo-
COCYIUCTBIC 3a00JICBaHUSs, PaK, XPOHUUECKUE PECITUPATOPHBIC 3a00IeBaHus, TUA0ET U
ap. HecmoTpss Ha MHOTOUYMCIICHHBIE WCCIEAOBAHUS MEXAaHU3MBI, TPUBOMISIINE K
pa3BUTHIO ATHX 3a00J€BaHUl, O CUX MOp OCTAlOTCA HE scHbIMH. Kpome Toro, mx
riobanpHast paclpoOCTPAHEHHOCTh PACTET, M 9TO MPUBOANT K PACTYIIUM COIIMATHLHBIM

1 3koHOMHUYeckuM nociencteusm (Yach, et al. 2004; Fournié, et al. 2021).
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Xponuueckue 3a00eBaHUSI BO MHOTOM CBSI3aHBbl C HapyIICHUSIMU OaliaHca
BereraTBHON HepBHOUM cucrtembl (BHC). CnexcrBueM HapylleHU#t MOXET OBITH
MOBBIIIICHHAS] CHUMIATUYECKasi AaKTUBHOCTh M CHIDKEHHAs MapacuMIlaThyYecKas
akTuBHOCTH (Zalewski, et al. 2018). Takoii gucOamaHc MOKET OBITH KaK Pe3yJIbTaTOM
00J€e3HH, TaK M OCHOBHBIM (DaKTOPOM pHCKa, OOYCIaBIMBAIOIIMM IaTOTEHE3
3a0oneBanus. [laTonoruueckne M3MEHEHHUsI MOTYT OBITh CBSI3aHBI C THIIEPCEKPEIHEi
TOPMOHOB cTpecca (Hampumep, KOPTH30Jia, HOpaJpeHaIMHA), U3MEHEHHEM CHa,
BBICBOOOXKIEHUE TPOBOCTIAIUTEIBHBIX (pakTOpOB (Hampumep, IL-6), runepronueit nim
MMMYHHOM JAUC(YHKLIHEH, KOTOPBIEC, B CBOIO OYEpEb, CIIOCOOCTBYIOT YXY/IIICHUIO
TEUeHHs 3a00JIeBaHUS M Pa3BUTHIO COMYTCTBYIOMIMX ocioxuHeHnui (Chrousos, 2009).

J{nst onieHKH (PYHKIHMOHAJIBHOTO COCTOSIHUSI BETE€TATUBHOM HEPBHOM CHCTEMBI
YeJI0BeKa MCMOJIb3yeTcsl Takoi (hu3nosiornyeckuii mokasaresb, kak BCP (Shaffer, et
al. 2014). IToka3zaHo, yto BCP BennunHa He MOCTOSHHASI, @ U3MEHSETCS BO BPEMEHU U
MPEACTABISIET U3 Ce0sl CIOXKHBIM KOJeOATEeNbHbIN MPOLECC, CHEKTPAIbHBIA COCTaB
KOTOpPOTO BKJIIOYaeT B Ce0S HECKOJIBKO YAaCTOTHBIX JUAMa30HOB: OYEHb
auzkodactoTHeI (VLF, 0.0033-0.04 I'm), mm3kouactotHbiii (LF, 0.04-0.1511m) u
BeicokouacToTHbi (HF, 0.15-0.4 ') (Berntson, et al. 1997; Kleiger, et al. 2005).
OueHb HU3KOYACTOTHBIM KOMIIOHEHT HAUMEHEE U3YUYEeH C TOUYKU 3PEHUS] MEXaHU3MOB
ero (opmupoBanus. CuuTaercsi, YTO OH CBSI3aH C pEryjsiluen CepAedyHOro puTMa
pa3IMYHON MPHUPOJBI, BKIOYas T'yMOpaiabHy0 U TepMmaibHyto (Task Force, 1996).
HuszkouacTOTHBIN KOMIIOHEHT B OCHOBHOM XapaKTepU3yeT CHUMIIATHUYECKYIO W,
OTYACTH, NAPACUMIIATUYECKYIO CHUCTEMY pPEryJiSiliUd CEpAECYHOrO0 pUTMA, a
BBICOKOYACTOTHBIM KOMIIOHEHT OOYCJIOBJICH MMapacUMIIATUYECKOW PETyJIsIHen
(Shaffer and Ginsberg, 2017; Task Force, 1996). B nporHocTHYeCKHX LEISIX OOBIYHO
paccMaTpUBAIOT TOJIBKO HHU3KOYACTOTHBIM U BBICOKOYACTOTHBIM KOMIIOHEHTHI,

otHomenue kotopeix LF/HF ompenensier cumnaro-Baranpublii 6ananc (Shaffer and

Ginsberg, 2017).
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11.2.2 Csaze BCP ¢ pecnupamopnoit cucmemoii

Ycranosneno, uyro BCP tecHo cBszana ¢ mpixanuem (Angelone and Coulter
1964; Bernardi, et al. 2001; Cohen and Taylor 2002; Gang and Malik 2003; Tripathi
2004). Dra cBA3b 3aKJIIOYACTCS B IMKIMYECKOM YBEIHMUCHHHM YACTOTHI CEPICUHBIX
cokpamennit (HCC) B a3y Baoxa u e€ ymenbliennu B ¢asy Beinoxa. Cesass BCP ¢
IbIXaHUEM HAa3bIBAIOT pecnupartopHoil cuHycoBoil aputmuer (PCA). Ilpu stom B
CHEKTPE MIIOTHOCTU MOIIIHOCTU (POPMUPYETCS CIIEKTPabHAsE KOMIIOHEHTA C YaCTOTOM,
COBIIAJIalONIEH C 4acTOTOM AbixaHus. [Ipy CIOHTAaHHOM €CTECTBEHHOM JIbIXaHUU OHA
xapakTtepusyercsi BbicokouacToTHOW HF cnekrpanshoit komnonentoit BCP. PCA
SBJISIETCSI YaCTOTHO-3aBUCHUMBIM (u3HojorudeckuMm ¢denomenom. Ilpu uzmeHeHUH
YacTOThl JbIXaHUA BbIpaKEHHOCTh PCA wu3mensiercda. CTeneHb BBIPAKEHHOCTH
neixarenbHoro putMa B BCP HocuT HeTpuBuHanbHbI xapaktep. OHa CHHIKAETCS C
YBEJIIMUYCHUEM YaCTOThI M U3MEHSIETCSI pE€30HAHCOIMOJOOHBIM 00Pa30M C YMEHbBIIICHUEM
yacToThl Abixanus (Berger, et al. 1989; Kromenacker, et al. 2018, Taylor, et al. 2001;
Song, et al. 2003; Kucenes u ap. 2005; Tropuna u ap. 2011; Krasnikov, et al. 2013).
JIpiXaHue OTJIMYHOE OT CIOHTAHHOTO €CTECTBEHHOIO JbIXaHHWS HA3bIBAIOT
KOHTPOJIUPYEMBIM JbIXaHHEM. Eciii 4YacToTa KOHTPOJIMPYEMOIO IbIXaHUS HHXKE
YaCTOThI CHOHTAHHOTO JIbIXaHus B 1okoe (mpudauzutenbHo 0.25 '), To ero Ha3bIBatOT
MEIJIEHHBIM KOHTPOJIMPYEMbIM JibIXaHueM. Hanpumep nokasaHo, 4To npu MeJjICHHOM
KOHTPOJIUPYEMOM JIbIXaHUH IIPH HaBs3aHHBIX yacTtoTax nbixanus 0.03, 0.05, 0.07, 0.1,
0.16 1 0.25 I'1, a Takxke IpU KOHTPOJIE TITYOUMHBI U (POPMBI SKCKYPCUI TPYTHOM KIIETKH,
3aBUCHUMOCTbh CIEKTPaIbHBIX KOMIIOHEHT BCP Ha 4acToTe JbIXaHUsS OT 3TOM YaCTOTHI
IPEICTaBIsICT KyIoJI000pa3Hyo KpuByio ¢ mukoMm Ha dactote 0.1 I'm (Krasnikov, et
al. 2013). Dra xpuBasi, 1Mo CyTH, ONUCHIBACT 3aBUCUMOCTh PCA OT 4acTOTHI JIbIXaHUSI.

CyliecTByeT [BE€ OCHOBHBIC THIOTE3bl, OOBscHsOmUEe (Gernomen PCA: 1)
IICHTPOTCHHAsI TEOpUs; 2) MeXaHu3M oOpatHoi OapopedekTopHoit netinu (Bernardi,
et al. 2001; Cohen and Taylor, 2002; Kucenes u I'pugnes, 2011; Clemson, et al. 2022).
[Tocnenuuii BKItOYaeT B ce0s1 HEMUHEHHBIE KOMIIOHEHTHI, KOTOPHIE MOTYT TIPUBOJIUTH

K HeluHeWHbIM 3¢pdextam 3aBucuMoctd BCP ot wactotel npixanus. Kpome Ttoro,
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BEreTAaTUBHBIN KOHTPOJIb CEPJIEYHOTO PUTMA CaM MOXET U3MEHSATHCS C U3MEHEHUEM
yactotel apixanus (Taylor, et al. 2001; Kucemes u ap. 2005). Hanpumep,
SKCIIepUMEHTaIbHO ObLTO mokaszano (Taylor, et al. 2001), yTo moMuMo OOIIEIPUHATOM
TOUYKHU 3peHus, paccMatpuBatonieii PCA kak BaroreHnsiii penomen (Kromenacker, et
al. 2018), 3Haunmyto poib B €€ HOpMUPOBAHUY UTPAET U CHMIIATHYECKAst UHHEPBAIIHS,
O0COOEHHO MPU PEIKOM JIBIXAHHH.

SlcHoro ¥ OJHO3HAYHOTO TOHUMAHUS  MEXaHU3MOB  (popMUpOBaHUS
KOJIOK0JI00Opa3HoM 3aBucuMocTd BCP 0T 4acToThl JAbIXaHUS B YCJIOBHSX
KOHTPOJIMPYEMOT'O JIbIXaHUsl HET. BhllieHa3BaHHBIE TUIIOTE3bl HE OOBICHAIOT (hopmy
3TON 3aBHUCUMOCTH. Hampumep, 10 cux mop He SICHO, SIBJISIETCA JIM KYIIOJIO0Opa3HBbIi
BUJI KPUBOW CJIEICTBUEM HETOCPEICTBEHHOTO KOHTPOJS CO CTOPOHBI LEHTPATbHOU
HEPBHON CHCTEMBI UJIM 3TO PE3YJIbTaT YUCTO (PU3NYECKOTO B3aUMOJACHCTBUS IBYX WIH
HECKOJIbKUX K0JiIeOaTeNbHbIX CUCTEM. BO3MOXXHO, MPUUUHOMN SIBISIIOTCS 00a (pakTopa,
TOTJa KakoB BKJAJ Kakaoro m3 HUX? UTo KacaeTcsi BEreTaTUBHOTO KOHTPOJIA, TO
XOTEeJNOCh Obl 3HaTh, MOAYJISLMS KAakKOro M3 OTHEIOB — CHMIIATUYECKOTO WM
MapacUMIIATUIECKOTO — MOXKET MPUBOJIUTH K CTOJb HETPUBUATIBHON 3aBUCUMOCTH?

OcoOb1ii mHTEpec mnpeactaniaseT yacrota 0.1 T, Ha KOTOPYHO MPUXOAUTCS
MaKCHUMYM  PE30HAHCHO-MoJ00HOTO  u3MmeHeHuss BCP  npu  memieHHOM
KOHTPOJIMPYEeMOM JbIxaHuu. CyuTaercs, 4To KoJieOaHWsl Ha YacToTax OJIM3KUX K
yactoTe 0.1 I'1y SBISIOTCS OJHUM M3 OCHOBHBIX IoKazaTeneit coctosuuss CCC. Jleno B
TOM, 4TO 3TH KoyieOaHusi mupoko pacnpoctpaHeHbl B CCC U 4yBCTBUTENbHBI K
pa3nnuHbiM (paxTopam. OHU NPHUCYTCTBYIOT B BapHaOEbHOCTU CEPIEYHOI0 PUTMA
(Malpas, 2002; Cohen and Taylor, 2002), B u3MeHeHusIX qaBieHus (BoJHBI Maiiepa)
(Cohen and Taylor, 2002) u B aunammke kpoBoroka (Bernardi, et al. 1997,
Stefanovska, et al. 1999). Cocrapnsiornias KojaeOaHHH KPOBOTOKA MIIM JaBJICHHIA Ha
ATOW YaCTOTE XOPOIIIO YyBCTBYET Pa3IMYHbBIC MO MIPUPOJIC BO3ICHCTBUS Ha OPTaHU3M
YyeloBeka B TOM uucie BiausHue wmarnutHoro moisi (Yan, et al. 2011), wm
ncuxosMonuoHansHbele  nepexxuBanus  (Bernardi, et al. 2009). MexaHu3MbI
dopmupoBanus 0.1 T'm xomebGaHmii Takke OOBICHSIIOT —BBIINICO3HAYCHHBIMU

TUINOTE3aMH, XOTSA TOT BOMPOC BO MHOTOM OCTAaeTCs JUCKyTUpYeMbIM. OCOOEHHO
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MaJI0 U3YyYeH STOT BOIPOC Ui HAOIIOAaeMON CHHXPOHM3AIMH KOJCOAHWHA MEXTY
pa3IMYHBIMU  (PU3NOJIOTUYECKUMHU CUTHAJaMH, BKJIIOYAs CHHXPOHHU3AMUIO MEKITY
KOJICOAHUSIMU TTOKA3aTeNIell MUKPOLMPKYJISIMKA Ha PAa3IMYHbIX ydacTkax koxu (Liao
and Jan, 2012; Kupwmuna u ap. 2009), naBieHuss KPOBH W BapuaOCIbHOCTH
cepaeunoro purma (Karavaev, et al. 2009), naBmeHust kpoBu, BapuaOeIbHOCTH
cepaevyHoro putMa M pecrimpartoproro putMma (Prokhorov, et al. 2003), nanenus

KPOBH M IoKa3ares nepudepuueckoit mukporupkyiuu (Kiselev, et al. 2012).

11.2.3 Mamemamuueckoe mooenuposanue 0.1 I'y konevanuit ¢ CCC

Cpenu OOJBLIOTO KOJMYECTBA MOJENEH, ONMCHIBAIOIIUX MEXaHU3MBbI
dbopmupoBanus 0.1 I'm konebanuit B CCC, MOKHO BBIICIIMTH HECKOJBKO MOJIXOJIOB.
Psn aBTOpOB CUMTAIOT, YTO TO HU3KOYACTOTHBIE BO30Y>KIEHHS CTBOJA TOJOBHOTO
mo3ra (Seydnejad and Kitney, 2001), apyrue HCHONB3YIOT s OOBACHCHHS
HU3KOYacTOTHBIe (uykTyanmu nepudpepudeckoro comporusienus (Ursino and
Magosso, 2003a), TpeThH 1oJIararoT, 4TO 32 3TO OTBETCTBECHHBI HETMHEHHBIE 3P (EKTHI,
Bkimovyas  Oudypkammto  Xonda ([puruenko u  Pynmuunkuii, 2006) wu
mynbsTH(pakTansHoe noBeneHue (Kotani, et al. 2005), a 4eTBEpThIC OCHOBBIBAIOTCS HA
HU3KOYaCTOTHOM COCTaBISIIOLIEH JIbIXaTEJIbHOIO pUTMA, KaK CIEJACTBUE €ro
HepasHomepHoctH (Yildiz and Ider, 2006). B niennom, mexanusmser popmupoanus 0.1
I'y konebanunii B CCC paccmaTpuBaroTCs, Ha CETOAHSIIIHUN MOMEHT, C TOUYKH 3PEHUS
aBToHOMHOTO KOHTpOJs (Kucenes u I'punnes, 2011). Bonpoc, cBA3aHHBINA ¢ POJIBIO
CTPYKTYPHBIX U TUAPOAMHAMUYECKUX CBOMCTB CAMOTO CEpJCYHO-COCYAUCTOTO Pycia
B mupokoir pacmpoctpaHeHHocTH 0.1 T'm konebanmit B CCC, moka octaercs
OTKpBITHIM. B yacTHOCTH, mapaMeTpbl AJIaCTUYHOCTH M PE3UCTUBHOCTH COCYAOB U
0c000€ pAaCIOJIOKEHUE COCYA0B B OOJIBLIOM Kpyre KpPOBOOOpAIEHUS MOTYT OBITh
OCHOBHOW TPEINOCHUTKOW K (OPMHUPOBAHUIO KOJEOAHHMI CKOPOCTH KPOBOTOKA U
JaBieHus ¢ yactotamu, Omm3kumu K 0.1 I', KoTOphle MPUHSTO HA3BIBATh BOJTHAMH

Mariepa.
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B cnenyromem pasnene OyAayT paccMOTpeHbI KojiebaHusi B nepudepuyeckom

KpPOBOTOKC H UX CBA3b C THAPOINHAMHUYCCKHUMU ITapaMCTpaMHn COCYIHUCTOIO pycCJa.

11.3 KoJiebaHusi MUKPOUMPKYJSITOPHOTO KPOBOTOKA

MUKpOLMPKYJISIIUS SBIASETCS BAXKHEUIIMM 3BEHOM COCYIOUCTOM CHCTEMBI U
COCTOUT U3 COCYJIOB MaJoro KamuOpa (apTepuoli, KamwusipoB U BEHYII).
KonebarenbHbIil XapakTep KpOBOTOKa B MUKPOCOCYJIHCTOM pyciie OOYCIOBJIEH HE
TOJBKO CEPAECYHON NEATEIIBHOCTBIO, HO M PA3JIMYHBIMU PETYJIATOPHBIMU CUCTEMAMU.
YacTb U3 HUX CBSI3aHBI C TVIAJIKOMBIIIEYHBIMU KJIETKAMU, OKPY>KAIOLIIUMHU apTEPUOIIBI,
OTBETCTBEHHBIMU 32 PETYJSIIUI0 UX TOHyca. Perymsanus MHKpPOIUPKYISATOPHOTO
KPOBOTOKa SIBJISIETCS OJHUM M3 CIOCOOOB MOJAJEp)KAaHUS TOMEocTa3a CepAEeYHO-
COCYAUCTON CHCTEMBI.

Mukpouupkyisauus — 3TO  XOpOLIMH  mpuMep Me3omacitaba B
¢usnonornyeckux cucremax. OHa SBISIETCS COEAUHSIOIMIMM 3BEHOM MEXIY
MaKpOCKOITUYECKUMH (CepALle, KPYITHbIE COCYbl, pECIIUPATOPHAs CUCTEMA, HEPBHAA
CUCTEMA, JPYTUe OpraHbl U TKAHW) U MUKPOCKOMYECKUMU (KJIETKU U CyOKJIETOUHBIE
AJIEMEHTBhI) CHUCTeMaMd M Ipoueccamu B opraHusme. McciemoBanue
MUKPOLMPKYJISIIMM ~ TPEACTaBIseT CcoOOM mpumep Noaxoda K  HM3YyYEHUIO
ouonornyeckux (yHKUMM He "cBepxy BHM3" wiM "CHU3Y BBepx', a "U3 cepeAauHbI
Hapyxy" (Secomb and Pries, 2011). BerauciauTenbHble 1 MATEMAaTHICCKUE TTOIXOIbI
MOTYT OBITh MCIOJB30BaHbI JIJIs aHAIN3a (DYHKIIMOHUPOBAHUS MHUKPOIMPKYJISIIUNA U
YCTAHOBJICHUSI ~ KOJMYECTBEHHBIX  OTHOLIEHUW  MEXIYy  MHUKPOCOCYIUCTHIMU
npoueccaMu U SIBICHUSIMH, MPOUCXOISAIIMMU Ha pas3HbIX Maciutadbax. IOTo Aaer
ITOHUMaHUE NPOUCXOJAIINX SBJIEHUN, KOTOPOE CIO0KHO MOITYYUTh TOJIBKO C TOMOILBIO
Y3KO  CHEUUAJU3UPOBAHHBIX  OMOJOTMYECKUX  OKCHEPUMEHTOB.  YUHUTHIBAS
WHTETPATUBHBIN MOAXOJ K IIpoIieccaM, MPOTEKAIOIIMM B pa3HBIX MaciiTabax, u jaenas
aKIIEHT HAa KOMIUIEKCHOM HCIOJIb30BaHUM TEOPETUYECKUX U HKCIIEPUMEHTAIBHBIX
MOAXO0/0B, UCCJENAOBAHMUS MHUKPOLUUPKYJISIUU  OTHOCSATCS K  COBPEMEHHBIM

OTIPEICIICHUSM CHCTEMHON OMOJIOTHH.
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11.3.1 O6wan anamomus mukpoyupkynayuu

MUKpOLMPKYJIATOPHOE PYCIO TPEACTABIACT COOOW pa3BETBICHHYIO CETh
COCY/IOB, 3aMBIKAIOIIYI0 OOJBIION KPYyr KpOBOOOpAIIEHUS MEXIYy apTEepUsIMH U
Benamu (Guven et al. 2020). Mukpococyabl, IPEACTaBISAIOT COO0H COCYAbI MaJIoOro
kanmuOpa nuamerpomM <20 MkM. OHH COCTOST U3 apTEpHOi, KaluUIIpOB,
MOCTKANMMUISIPHBIX BEHYJ, U MX KIIETOYHBIX/CYOKJIETOUYHBIX KOMITOHEHT (PHcyHOK
11.2.1). MuKkpouupKyJasamuss SBJISICTCS KOHEYHBIM  (YHKIIMOHAIBHBIM  3BEHOM
CepJICYHO-COCYIUCTOM CHCTEMbl M OTBEYACT 3a MEPEHOC KUCIOPOJa OT KpPaCHBIX
KPOBSIHBIX Tejel (PPUTPOIMTOB) B KaMWUIAPAaX K MapEHXUMATO3HBIM KIIETKaM.
Kucnopon HeoOX0auM 1711 YOBJIETBOPEHUSI YHEPTETUUECKUX MOTPEOHOCTEN KIIETOK
TKaHeH B Tporecce WX (PYHKIIMOHUPOBaHMsS. Kpome TOTO, MHUKPOIUPKYIISAIUS
o0ecreunBaeT JO0CTaBKy PaCTBOPEHHBIX B KPOBU FTOPMOHOB U MUTATEIIbHBIX BEILIECTB
K KJIETKaM OKPY’KaloIIMX TKaHEH M OTBOJA METAa0OJIUTOB, a TaKXKe OMOCPEIOBaHHE
(GYHKIIMOHATTFHOW aKTUBHOCTH MMMYHHOH CHCTEMBI M Te€MOCTasza. JTO, BO3MOXKHO,
cambiii BakHbli otnen CCC, MOCKOJIbKY OH HaXOAWTCS B TMPSAMOM KOHTaKTe C
MapeHXUMATO3HBIMHU KJIETKaMH, KOTOPBIE MOJIATal0TCsl HA €r0 MPAaBMIIbHYIO (DYHKIIUIO
JUTSL TIOJZICP’KaHUs CBOEH KU3HECTIOCOOHOCTH U HOPMAJIBHOTO (PYHKIIMOHUPOBAHUS

opraHa(oB).
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MepuunTtol

MapKkoMbIWeYHble

\ NumdaTtnyeckue \f
Kanunnsapbl
BeHynbl ApTepuonk! Heps

Pucynox 11.2.1. AHaTroMuyeckasi CTpyKTypa MUKPOIUPKYJISITOPHOTO pycia.

Cocyapl  MUKPOIMPKYJSITOPHOTO  pyclia  BBICTIAHBI  DHAOTEIHUATbHBIMU
kietkamu (OK). OTu kieTku cosepkat heHecTpaliy U Mophl U yACPKUBAIOTCS BMECTE
Pa3JIMYHBIMU MOJICKYJIaMH, B TOM YHCJI€ KaJrepuHAMU, a TAKKE TOKOMPOBOISIIIUMU
IEJIEBBIMA KOHTaKTaMU, KOTOPbIE 00ECTIEUNBAIOT BOCXOIAIILYIO SJIEKTPUUECKYIO CBSI3b
Mexay OK. DT sHA0TeNHAIbHBIE CTPYKTYPbl MOTYT Pa3iMuaThCs MO TJIOTHOCTU U
MOp(OJIOTHH B pa3HBIX OpraHax U cocyaax. DK COBMECTHO C TraJKOMBIIIECYHBIMU
KJIETKAMH PETYJIUPYIOT MUKPOLUUPKYJIATOPHBINA KPOBOTOK MPEUMYILIECTBEHHO 3a CUET
Ba30MOIIHMI apTEepPHOJ U TpeKammLIApHbIX chuakTepoB (Cracowski and Roustit, 2020).
Kpome Toro, B oOmHMYME OT MUKPOUUPKYJSALMU BHYTPEHHUX OPraHOB,
nepudepruieckas KoXHas MHUKPOIUPKYIISIUS UMEET aHATOMHUYECKHE OCOOEHHOCTH,
KOTOPBIC BBIPAKAIOTCS B HAJIMYWE apTEPUOBEHO3HBIX aHACTOMO3. DTH CTPYKTYPbI
TaKxke pEryJIUpYyIOT MHUKPOLMPKYISTOPHBIN KPOBOTOK, obecrieunBas
TepMOperyJisauio  koxu. Cuurtaercs, 4YTO PEryisius MHUKPOIUPKYIITOPHOTO
KpPOBOTOKAa OCYIICCTBJSICTCSI 3-Ms OCHOBHBIMH MEXaHW3MaMH: MHOTEHHBIM,

MEeTa0O0JIMYECKUM B HEUPOTYMOPATLHBIM.

38



MUKpOIMpPKYJISLMs HUMEET KII0UeBOe 3HayeHue s (PYyHKIHMOHUPOBAHMS
pa3NMYHBIX OPraHoB, HampumMmep, IMo4yeKk. B cioydae mnouyek 3HAYUMOCTh
MUKPOITUPKYJISIITAN CBsI3aHA C BaKHOHN POJIBIO KUCIOPOJa B (DHIBTPYFOIIeH QyHKIHH
noyek (Zafrani and Ince 2015; Post et al. 2017). Bonbias gacts (>80%) kuciaoposa,
JIOCTABJISIEMOTO B TOYKH, UCIOJB3yeTcs: st mpousBoactBa ATD, meoOxomammoro
Na*/K*-HacocaM, akTHBHOCTb KOTOPBIX HEOOXOMMA Il KAHAIBIICBON peadcopOimu
Hatpus (Welch, 2006). Takke, MHKPOIMPKYJSAIUS WIpacT Ba)KHCHINYIO pOJIb B
(YHKIIMOHUPOBAHUH KOXKH, KOTOPAS SIBISETCS CAMBIM OOJIBIITAM OPTaHOM B OPTaHH3ME
yenoseka. OHa 3aHMMaeT npuMepHO 1.8 M? momamu m cocrapiser 6%, TO €CTh
npuMepHo 1/16 ot obreli macchl Tena (Leider, 1949). Kosxa BBITOTHSACT Ps BAXKHBIX
GyHKIMA, HEOOXOIUMBIX TSI HOPMAJIbHOM KU3HEAEATESILHOCTH YeIIOBEKA: 3alluTa U

IuaApou30Jii0usd BHYTPCHHUX OPraHoOB; CCHCOPHOC BOCIIPUATHC, TCPMOPCTYJLAIINA.

11.3.2 Anamomusn KoicHoil MukpouupKyaayuu

B HOpMeE KOKHAsi MUKPOITMPKYJISAIHS OpraHW30BaHA B BHUJIE JBYX CIUICTCHUH,
napajuieNIbHbIX noBepxHocTH koku (Pucynok 11.2.2) (Braverman, 2000). Bepxuee
CIUIETEHHE, PACIIOJIOKEHHOE B COCOYKOBOM CJIO€ AEPMbI, 00YCIAaBIMBAECT MUTAHUE
KOkHU. OHO COCTOUT M3 MEJIKUX apTEPHOJI U BEHYJI, HAPY>KHBIM JUaMETPOM OK0JIo 20
MKM, C KalWUIAPHBIMH TE€TISAMH, KOTOpPBIE HaNpPaBJICHBI MEPICHINKYIISIPHO
noBepxHocth Kok (Yen and Braverman, 1976). Bee ato HaxoauTcs B mipeneiax 1 Mmm
OT MOBepXHOCTU. HimkHee crteTeHne paciosoKeHo Ha TPAHUIIEe IEPMBI U THIIOIEPMbI
Y COCTOUT M3 apTE€pUN M BEH, OTXOIAIIMX OT IMOJJIEKAIIEH MBIILICUHON U KUPOBOU
TKaHu W nepdopupyommx Gacuuo ¢ o0pa30oBaHUEM BOCXOMSIINX apTEPHUOT H
HUCXOIAIIMX BEHYJ, COSAMHEHHBIX C BepxHUM crutetenreM (Braverman and Keh-Yen,
1981). Bocxoasiue apTepuoabl pacioiaraloTcs ciiydailHbIM 00pa3oM, HO IPUMEPHO
yepe3 Kaxable 1.5 MM, pa3BeTBISsACH, 00pa3ylOT MHUKPOCOCYIHCTHIE CETH BOKPYT

MTOTOBBIX JK€JIe3 U BOJIOCSHBIX (POJITUKYII.

39



Anupgepmuc

Oepma

MNnopepma

Pucynox 11.2.2. Anatomudeckas CTpyKTypa KOKHOM MUKPOIIUPKYJIALNUU (OT TTyOOKHUX
CJIOEB K IMOBEPXHOCTHBIM): TIyOOKHUE TOPU30HTaNbHBIE cruieTeHus (/[]), mapamienbHbie
MOBEPXHOCTH KOXKH HA TPAHUIIC JEPMBI U THUIIOJCPMBI; BOCXOAIINE apTeprobl (B);
noBepxHoCTHbIC ciuieTeHus (B), BhICTymaromme B aepMy; KamuuIapHbIe meTian (A),
pacroJiararonuecss TNEpHeHANKYJISIPHO TOBEPXHOCTH KOXH, 3a HUCKIIOUYCHHEM
OTIpeNeICHHBIX 00JacTeil, TaKMX KaK HOTTEBBIC CKIAIKH. APTEPHOBCHO3HBIC
anactomo3bl (I') mpoxoasaT yepes moBepXHOCTHOE crieTeHrue. OHU MOTYT UMETh Kak
KITyOOYKOBYI0, TaK M MPOI0JIToBaTyio hopmy. J[pyrre 0cOOEHHOCTH KOKH BKITIOUAIOT

ITIOTOBBLIC KCJIC3bI (BGJ'ICHBIG) H BOJIOCAHBIC (1)OJIJII/IKYJ'II>I.

[magkas (He comepxkaiias BOJOCSHOTO MOKPOBA) KOXa YEIOBEKA COACPIKHUT
apTEPUOBCHO3HBIC AHACTOMO3bI, CIEIU(PUUESCKUE TEPMOPETYIATOPHBIC CTPYKTYPHI,
COCTOSIIIME W3 CHOHPAIBHBIX COCYJAOB C TOJCTHIMA MBIINICYHBIMH U IUIOTHO
WHHEPBHUPOBAHHBIMU CTCHKAMHU, KOTOPBIE COCAMHSIOT apTEPHUOJIBI C BEHYJIAMH B JIEpME
(Pucynoxk 11.2.2) (Flavahan, 2015). Onu nexar riry0oko B COCOYKOBOM CIUIETEHHH, HO
Ommke K IOBEPXHOCTH, YeM TOTOBbIe kene3bl (Sangiorgi, et al. 2004).

ApTEpUOBEHO3HbIE AHACTOMO3bl MPUCYTCTBYIOT B KOXE YIIEH, JIaJOHHBIX
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MOBEPXHOCTEH KHUCTEM W CcTom W HamOosiee MHOrouuciieHHsl (okoso 500/cM2) B
HOTTEBBIX JIOKax. OJIHAKO B KOXKE MPEAIIEUNd WIN UKP OHU HE OOHAPYKEHBI.

[Io cpaBHEHHIO C IPYTMMU TKaHSMHM IOBEPXHOCTHBIM CJIIOW apTEpHUi KOKHOTO
MUKPOLIUPKYJIATOPHOTO pPyClia HMEET BBICOKYIO IUJIOTHOCTh CHMIIATUYECKUX U
napacUMIIaTHIECKUX HEPBOB, KOTOPHIC HE MPOHUKAIOT B cpenuuii cioit (Oaklander and
Siegel, 2005). Mexay TeM 3TH HEpBHBIC BOJIOKHA MIPOXOJAT BOJU3H CPEIHETO CIIOS,
KOTOPBIA COJIEPKHUT MHOTO TiagkoMmbimeuHbix kietok (I'MK), uro oGecrneunBaet
HEPBHYIO PETYIISIIHIO TOHYca MUKpococytoB koxku (Roustit and Cracowski, 2013).

[To Mepe yMeHBbIIEHNS AMaMETPa apTEPUI A0JIS CTEHKH cocyla, 3aHsaras I MK,
COXpaHseTCs M3-3a yMEHbIIEHU KonudecTsa ciioeB ['MK 110 0THOTO €105 B caMbIX
MaJjieHbKHX apTepuonax. Onnako paktuyeckas oobemuas noist MK B cpene 00bI4HO
MOkeT yBenuuuBatbesi 10 70-85% or oOmero obbeMa cpenbl, YBEIUYHUBAs
CIIOCOOHOCTh MUKPOLUUPKYJISITOPHBIX apTepUil MOAYJIMPOBATh JUAMETP COCYJI0B, TEM
CaMbIM KOHTPOJIMPYsI BHYTPUCOCYIUCTOE JABJIEHUE U, CIEA0BATENIbHO, MOAIEPKUBAs
onTUMalibHyI0 KoxHyto niepdysuro (Mulvany and Aalkjaer, 1990).

BHyTpeHHMI CIIOM COCYIOB BBICTJIAH HENPEPBIBHBIM OJWHOYHBIM CIIOEM
SHAOTETUATBHBIX KJIETOK (IHAOTEIHI ), KOTOPBIM KPEMUTCS K BOJHUCTON BHYTPEHHEH
AIACTUYHOM IIACTUHKE, OKPYKAKOIIENH COCYAUCTYIO CTeHKY. COCYyAMCTBIN S3HAOTEINN
4acTO BBICTYNAeT uepe3 (PeHeCcTpalru BO BHYTPEHHEH 3JIacCTUYHOW IUIACTHUHKE,
koHTakTHpyss ¢ 'MK cpennero crmos (Mulvany and Aalkjaer, 1990). Dta BakHas
0COOEHHOCTh 00ECIeUrnBaeT TECHOE B3auMoiecTBIE MexX Iy sHAoTenrneM u [’ MK, uto
MMEET PEIIAoIlee 3HAYCHNE I PETYIISIUU COCYAUCTOrO TOHyca. B Koxe sH1oTenuit

u 0a3zanbHas MeMOpaHa cocy10B HerpepsiBHBI (ONO, et al. 2017).
11.3.3 H3mepenue KoxcHOl MUKPOUUPKYIAAUUU MEMOOOM JIA3EPHOU OONIEPOBCKOU
¢roymempuu

JlazepHasi gormiepoBckas (BIOyMETpUsi — 3TO METOJ| ONTUYECKUX HU3MEPEHU,
KOTOPBIM TO3BOJISIET HM3MEPSITh KOJIMYECTBO M CKOPOCTh 4YAaCTHIl, MEPEHOCUMBIX

moTokoM kuAKOCTH. C omHOM cTOpoHbI, YacTUIbl (1-20 MKM) MOJDKHBI OBITH
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JOCTAaTOYHO OOJBIIMMH, YTOOBI PACCEMBATHh JOCTATOYHO CBETA MJIsi PETUCTPAIUU
CUTHAJIa, C IPYTrOil CTOPOHBI, OHU JIOJDKHBI OBITh JOCTATOYHO MAaJICHHKUMHU, YTOOBI
TOYHO cienoBaTh 3a motokoM (Albrecht, et al. 2003). [lns peructpamuu HCIOIB3YIOT
KOTepeHTHbIN cBeT (nasepnl). [Ipum paccessHMM KOTE€peHTHOTO CBETa JBUYKEHUEM
COCTaBHOM CpeJlbl MPOUCXOUT CIABUT 4acTOThl. [Ipu BO3necTBUM Ha KUBYIO TKaHb
MaJIaloIMil CBET PACCEUBAETCS JBHXKYIIMMUCS KPACHBIMU KPOBSIHBIMU TEIbLIAMHU U
npeTeprieBaeT JOIUIEPOBCKUN CABUT. OTHU CABUTH YacTOThI, MPOUCXOMASIINE B
30HIUPYEMOM 00BEME KOXKH, MOTYT OBITh COOTHECEHBI CO CKOPOCTHIO JIBHKCHHUS
sputpounToB. [lo cornameHuo, Ja3epHbIM JOMJIEPOBCKUM CHUTHAN JA€T OIHO
3HAUYCHUE — BEJIMUMHY Tepdy3uu, BIPAXKEHHOE B MTPOU3BOJILHBIX €IUHUIIAX, KOTOPOE
COCTOUT W3 KOHIIEHTpAaIMd SPUTPOILMTOB B TKAHH, YMHOXXEHHOW Ha HMX CPEIHIONI0
ckopocTts (Stern, 1975).

OnnoTtoueuHasi JazepHasi jgoruiepoBckas (uoymerpus (JIAP) cocrour wu3
OJIHOTO MEPEAIOIIETO U OJHOTO MPUHUMAIOIIIETO ONTUYECKUX BOJIOKOH, pa3IeIeHHbIX
pacctostHueM 250 MKM B OOJBIIMHCTBE KOMMEPYECKH JOCTYMHBIX YCTPOMCTB. ITO
PacCTOSIHUE MOXKET OBITh YBEIWYEHO ISl YBEIUYEHUS TIIyOMHBI U3MEPEHUS 3a CUET
Oosee BBICOKOTO OTHOIIEHUS curHain/myMm. JIJI® maet TOYHYIO KOJIUYECTBEHHYIO
OIIEHKY OBICTPhIX HW3MEHEHUM KOXHOro KpoBOoTOKa. OpHAKO peruoHaIbHas
HEOJHOPOJHOCTh  Mep(Py3un  KOXKM NOPUBOAUT K  OTHOCHUTEIBHO  IIJIOXOMU
BocnpousBogumocT Mmetoiauku (Roustit, et al. 2010). [laxxe npu KOHTpoOJE
MECTOIIOJIOKEHMS JaTUMKa MCCIEAOBAHMS C HCIIOJb30BaHHEM OJHOTOYeuHOU JIJID
MOKa3bIBAIOT OYCHB IIOXYIO BOCIIpon3BoauMocTh (Shi, et al. 2014).

Hcnonb3oBanne 30HI0B, COCTOSIIUX M3 HECKOJIBKUX COOUPAIOIIUX BOJIOKOH,
yJIydlliaeT BOCTIPOM3BOAMMOCTD 3a CUET YCPEAHEHHUS CUTHAJIA OT Pa3IuYHbIX 00HEMOB
paccesiHus, TEM CaMbIM yMEHBIIasl MPOCTPAHCTBEHHYIO M3MEHUYMBOCTH 3a cueT Oosee
HU3KOTO MPOCTPAHCTBEHHOTO Pa3pellieHus U yBenndeHus oobema Tkanu (Agarwal, et
al. 2010; Tew, et al. 2011). Ba>kHO OTMETHTb, YTO BBICOKAsi KOHIICHTPAIUS MEITaHUHA
B KOK€ HE OKa3bIBAET CYLIECTBEHHOTO BIUSHUS Ha JOIUIEPOBCKUI CUTHAI Jla3epa, yTo

ACJIaCT €ro nNoAXOAJgIMMUM HHCTPYMECHTOM JIsI UCITIOJIb30BaHUS Ha HHFMGHTHPOB&HHOﬁ

koxe (Abdulhameed, et al. 2019).
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11.3.4 Cnekmpansnutit ananu3 Konebanuii MUKpOUUPKyIamopHo20 KpoeomoKka u

UX C6:13b C Pe2yIAMOPHBIMU MEXAHUIMAMU

N3yyeHne CUTHAJIOB KOKHOTO KPOBOTOKA B CIEKTPAILHOW OOJACTH BBISBISICT
neprouYecKre KojieOaHusl, KOTOPble MOXHO MCCIIEIOBATh C MOMOIIBIO Pa3IMYHBIX
¢usmuecknx meronoB (Wacker and Witte, 2013). B orimune oT KIacCHYECKOTO
npeoOpa3zoBanus Dypbe, OKOHHOE TmpeoOpazoBanne @Dyppre WIN BEHBIET-
npeoOpa3oBaHUE YUYUTHIBAET BPEMEHHYIO COCTaBISIONIYI0. BpeMeHHO-4acTOTHBIE
METO/Bl SBJISIFOTCS CJOKHBIMH. Hambosiee YacTo WCHONMB3YeTCS HEMPEepPhIBHOE
BeWBIIET-TIpeoOpa3OBaHue I BBISBICHUS BKJI3Ja OTACIbHBIX MEXaHU3MOB
peryisinuu. J[pyrue MeToabpl aHajdu3a BKIIOYAIOT: PA3joKEHHWE MO HEJIWHEHWHBIM
MOJIaM JJIsl OLIEHKHU OTJEIbHBIX OCHUJUISTOPHBIX KOMIIOHEHTOB, BEUBJIET-OUCIIEKTpP U
KpOCC-OMCTIEKTp Il BBISBIICHUS HEJIMHEWHBIX CBSI3€M MEXIY OTIEIbHBIMU
OCIWJUISITOPHBIMA ~ MOJIaMH, BEUBJIET-aMIUIUTYJAHO€ H  (ha30BO€ KOTEPEHTHOE
npeoOpa3zoBaHue [JIsi M3YYEHUs] B3aMMHON JMHAMHUKH, a TaKXke JIUHAMUYECKUN
OailecOBCKUN BBIBOJ JIJIsl ONpesesieHus] PYHKIUN CBS3M U B3aUMOJCUCTBUS MEXKIY
OT/ICJIbHBIMU OCLIMJUIATOPHBIMU MPOIIECCAMH.

Perynauust KOXHOTO KpPOBOTOKAa CJIO)KHAa UM OOYCJIOBJIEHA  BIIMSTHUEM
CUMIIATUYECKOM W  CEHCOPHOW HEPBHOW pPEryJsillMM C  B3aUMOJECUCTBUEM
SHAOTENUATBHOM, MUOTEHHOM M MeTaboiumyeckod peryisauud. Cuurtaercsd, 4Tro B
nuanazone yactot ot 0.005 mo 1.6 'l cymiecTByeT 1mIeCTh YaCTOTHBIX MHTEPBAJIOB
(Kvandal, et al. 2006; Kvernmo, et al. 1999, 2003), npuueM ux XxapakTepHbIC YaCTOTHI
U3MEHSI0TCsT co  BpemeHeM. Konebanusi ¢ caMbIMU  BBICOKMMH  4acCTOTaMU
npunuceiBatorcsa cepaneduenuto (oxono 1 T'm), aeixanuto (0.3 T'), mMuOreHHOM
aKTUBHOCTHU, Takke Ha3zbiBaeMon Bazomouuei (0.1 '), 1 HeMpOreHHON aKTUBHOCTHU
(0.04 I'r). Kpome Toro, ObLI0 BBICKA3aHO MPEIITOI0KEHNE, 4TO Koebanus okoo 0.01
—0.02 I'm u B unTepBane 0.005 — 0.0095 I'u sBasitoTCS YHAOTENUM-3aBUCUMBIMU, NO-
onocpeaoBaHHbiMH U1 NO-He3aBucHMBbIMH, cooTBeTcTBeHHO (Kvandal, et al. 2006;
Kvernmo, et al. 1999). Honodope3 ¢ ameTHIXOIMHOM, DHIOTEINI-3aBHCHMBIM

Ba30JIMJIATATOPOM, W  HUTPONPYCCHUJOM  HATpHUs, DSHIAOTEIUI-HE3aBUCUMbBIM
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Ba30/IMJIaTaTOPOM, HE TOJIBKO YBEIMUYMBAIOT CPEAHUIN KPOBOTOK B HECKOJIBKO pa3, HO
U OCHWJUIATOpPHBIE KOMIIOHEHTh. O0a yBEIMYMBAIOT AaMIUIMTYIbl BCEX IIECTH
YIOOMSHYTBIX KOJICOAHWW TI0 CPAaBHCHHIO C HECTUMYJIUPOBAHHBIM KPOBOTOKOM
(Kvernmo, et al. 1999). Ognako pa3Huiia B OTHOCUTEIBHOM OTBETE Ha 00a BelIeCTBa
Ha0IroaIach B MpeeNnax IBYX CaMbIX HU3KUX MHTEpBaIOB. [1o 3T0i# mpuumHEe OBIIO
BBICKA3aHO TMPEANMOJI0KEHNE, YTO 3TH KOJICOAHUS SBJISIOTCS HIO0TEINI-3aBUCUMBIMH
Y YTO HEMHBAa3WMBHAsI METOMKA, OCHOBAHHAS Ha CIEKTpaJIbHOM aHanu3e naHHbIX JIJID
B COYETAaHWH C HOHO(POPE30M, MOXKET OBITh TECTOM Ha (QYHKIHUIO SHIOTEIHS
(Kvernmo, et al. 1999).

MexaHu3Mbl, 00YyCIaBIMBAIONINE HU3KOYACTOTHBIE KOJICOAHUS, CIIOKHBI U
TECHO B3aMMOCBsI3aHbI Ha KiieTouHoM ypoBHe (Cracowski and Roustit, 2016; Goodwill
and Frisbee, 2012; Roustit and Cracowski, 2013; Shibasaki, et al. 2008; Smillie and
Brain, 2011). Dra cBs3b (Gopmupyercs Oiaromaps TOMY, YTO TUIAJKOMBIIICUYHBIC
KJIETKH COCYOB SIBJIIIOTCS OOUMMHU 3P deKTopamMu B MpoIeccax SHAOTEIHAIBHON 1
HelporeHHo# perysiiuu. Kpome Toro, cymecTByeT NpsiMoe B3auMOJICHCTBUE MEKITY
MPOLIECCAMH SHJIOTEIMAIIBHON U HEMPOT€HHOM PETYJIISLMU C MMOMOIIBI0 OKCUAA a30Ta
(NO) u mentuma, cBsi3aHHOTO ¢ TeHOM KanbiuToHnuHa (Shibasaki, et al. 2008; Smillie
and Brain, 2011). Ha ceromusniHnii MOMEHT CYIIECTBYET HEKOTOPHIC IPOTHBOPEUHS B
(M3HOIOTHYECKON TPAKTOBKE HU3KOUYACTOTHBIX KOJCOAHWH MHUKPOIMPKYJISITOPHOTO
KpPOBOTOKa KOXH. APryMEHTOM B TIOJIb3y DHJIOTEIMAIBHON OMOCPEIOBAaHHOCTU
konebanuit B mHTepBase 0.005-0.021 I'm sBisiercs TOT (akT, YTO aMIUIMTya Ha
gactore 0.01 T'm Obuta BbIIIE TPU  CTUMYJSIIUM  AlETUIXOJIHMHOM, YeM
HUTPOIIPYCCUIOM HATpPHs, 9Ta pa3HHUIIA Ucye3ana Mpu MHruoupoBanuun NO-CHUHTA3bI
(NOS) 1 BHOBB MOSBIISIACH ITOCJIC BBEACHHS |-aprMHIHA, YTO yKa3bIBaCT HA yIaCTHEC
NO B stux konedanusax (Kvandal, et al. 2003). JlanpHelinie qoKka3aTeIbCTBA TOTO, YTO
OCHWJIISAIINY B HU3KOYACTOTHOM JHANa30HE 3aBUCAT OT SHIOTEIHS, OBLIH ITOTyUYEHBI B
WCCICAOBAHMM C  WCIOJB30BAHMEM  BHYTPUKOXKHOTO  MHKpOJHANHM3a IS
uarnoupoBanus NOS, KOTOpoe BBISSBUIO 3HAYUTEIHHOE MOJABICHUE OCIIIISIUN B
nuana3zone 4actoT oT 0.0095 1o 0.021 'y mpu cTUMYISUNUKA AaETUIIXOJIUHOM, a TAKXKE

Py HECTUMYJIMpOBaHHOM KpoBoToke (Stewart, et al. 2007). B apyrom ucciieoBanuu
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BIMSIHIE WHTHOMPOBAHMS I[MKJIOOKCHUTEHA3bl Ha KOJEOAHHWS H3Y4aJloCh ITyTEM
BHYTPHUBEHHOTO BBEJCHHSI acCMHUpHHA, HHTHOMPYIOIIETO 00pa30BaHUE MPOCTAHOWIOB
(Kvandal, et al. 2003). Oanako, He ObUTO 0OHAPYKEHO 3HAYNTEIIHHOTO BIIMSIHHS HU Ha
HECTHUMYJIMPOBAaHHBIH KPOBOTOK, HM Ha OTBET Ha HOHO(OpPE3 HU B OJHOM U3
4acTOTHbIX HHTepBajoB. Kosebanus c¢ yactoramu okono 0.1 I'm Takxke uMeroT
HEOJITHO3HAYHYIO TPAKTOBKY. OJTHU aBTOPHI CYUTAIOT, YTO OHU MOTYT OTPaXKaTh CTATyC
cuMmmarnyeckoil HepBHo# cucrtembl (Meyer, et al. 2003; Stirban, 2014). [dpyrue ¢
MOMOIIIEI0 CUMITATIKTOMHHU M JICHEPBAIMH MTOKAa3bIBAIOT, 4To 3TO He Tak (Krupatkin,
2009). Takum 00pa3oM, MPOUCXOMKICHUEC HU3KOYACTOTHBIX KOJCOAHUN 1 MEXaHU3MbI
PETYJISIIMHA KOKHOTO KPOBOTOKA OCTAIOTCS IUCKYTUPYEMBIM BOIIPOCOM, UCCIICIOBAHHE
KOTOpPOTO BENETCS Pa3lIWYHBIMH METOJaMH, BKIIOYas METOJbI MaTeMaTH4YEeCKOTO

MOACIUPOBAHHUA.

11.3.5 Mamemamuueckue mooenu MuKkpouupKyiaAmopHozo Kposomokxa

Ponp TeopeTrueckux MojeNe MHUKPOIUPKYISIUM OblLla OomucaHa B paboTe
(Secomb, et al. 2008). B stoii paboTe cka3aHO, YTO MATEMATHYECKOE MOJICIMPOBAHNE
MUKPOITUPKYJISIITAM BO MHOTOM OCHOBAaHO Ha HWHTETpAllMM 3HAHWUK O TMpoIleccax
GYHKIUSAX W CTPYKTYypax, OIMCHIBAIONIMX CHCTEMBl Ha pPa3jMYHBIX YPOBHAX
OMOJIOTUYECKON OpTaHU3aIu: CYOKJIECTOYHOM, KIIETOYHOM M OpraHU3MEHHOM. B Hei
JaHa TpocTas  KiacCHpUKAMs ~ MOJEICH, KOTOphle TOJPa3feisIioTCsS  Ha
(heHOMEHOJIOTHYECKHE, KadeCTBEHHBIC, KOJIMYECTBEHHBbICE W MPOTHOCTHYECKUE. B
o03ope (Arciero, et al. 2017) wucmonp3yercs aHagOrM4Has KiaccuHKaius, HO
JOTIOJTHUTEJIBHO BBIJICISIFOTCS MIPOCTPAaHCTBEHHOE m3MepeHue moenei (ot 0D mo 3D)
U X MaTemaTudeckue ocooennoctu. Ha pucynke 11.2.3 nmpencraBnena cxemarnyeckas
WUTIOCTpanusl  KjJacCUpUKarMu W MacmTaba  MaTeMaTHYeCKHMX  MOJEICH
MUKpOIUpKyysiu. Mogaenu pasmepHoctd OD/1D mo3BonsitoT moayduTh OYEHBb
MOJIE3HYI0 MH(OPMAIIMIO O COCYIMCTOM pyclieé B MacmiTadbe IeIoro opranumMa Win
OpraHoB (HampwMep, MO3T WJIM MOYKa) HECMOTPS Ha TO, YTO OHH HE OIMMCHIBAIOT

JETaJbHO MPOCTPAHCTBEHHO-pacHpeaeieHHbie mnpoueccbl. C  Ipyroid CTOPOHBI,
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TpEXMEpPHbIE MOJEIM MOTYT OTpakaThb JeTalbHble U choeuuPuueckue s
WUHANBUYYMOB KOMIIOHEHTBI COCYAUCTOW aHATOMUU, HO IIEHOM 3a 3TO SBJISIETCS POCT
BBIUMCIUTENBHBIX 3arpaT. [lomsslii cnektp wMomenenn wexay 0D wu 3D
NPEICTaBICHUSAMH TpeJiaraeT HeoOX0AuMbI OanaHC MHPOPMALUU U MOXKET OBITh

WCIIOJB30BaH ISl U3y4eHUs O0JIBIIOT0 CIEKTPa MacIiTaboB.

Knaccudukauma mogenen

oD 1D 3D 3D
MCTI1 KM  ynpouleHHble aHaTtoMuyeckue
2 | [o6poeonbubl, D D
& &S | nayueHTsl, —_—— —_— —— = - — ——— H -
22| cumntombl
0 =
= 5 | Cucremsl,
S | opraHbl
TkaHn ———————————————— ————— h————— —
1
g S
o] ¥
= g | Monynspgwn _ | | N
o Z | knetok
Qrc
Z 0
= 2
s § | OayHowHore ___
KNeTOKU

Pucynox 11.2.3. JleMoHCcTpamus pa3ivdHBIX IIKaT CTPYKTYPHO-()YHKIIMOHATHLHOM
OpraHu3alvu CCC, paccMaTpuBaeMbIX MaTeMaTH4YECKUMU MOJIETIAMU
MUKpOIUpKysiiuu (B3sTo u3 Arciero, et al. 2017 ¢ usmenenusmu). MCIT — moaenu ¢

COCPCAOTOUCHHBIMHU IMapaMCTpaMH. KM — KOMITIapTMCHTAJIbHBIC MOACIIH.

Teopernyeckoe MOAECIUPOBAHNE MHUKPOCOCYIUCTHIX CETeH OOBIYHO BKIIOYAECT
HECKOJILKO 3TarnoB. Bo-niepBbix, HEOOXOAMMO OMPEACIUTh TeoMeTputo ceTu. Ha aTom
ATane ONMPEACISIIOTCS JUTMHA U JuaMeTp (uiu (opma MorepeyHoro CeUeHuUs) COCYIOB,
a TaK)Ke CBSI3HOCTh CETH. 3aTeM 0OBEAUHSIOTCS MOJEIN THAPOIMHAMUKHA U PEOJIOTHH
KpPOBH JJIsl IPOTHO3UPOBAHUS paclpeiesieHUs] TOTOKa, JaBJICHUS U TeMaTOKpHUTa TI0
BCEil ceTu. 3aTeM U3y4yaeTcs TPAHCIIOPT PAaCTBOPUTEIICH U UX JOCTaBKA B OKPYIKAIOIIUE
TKaHU BJIOJIb CETH. ['eOMEeTpusi COCYJIOB MOXKET MEHSATHCS M3-3a B3aUMOJICHCTBUS C

MMOTOKOM KpoBU (mpobiieMa '">KUIKOCTh-CTPYKTypa') WM U3-3a MOCTYIUICHHUS
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CUTHAJIOB aBTOperyssiiuu. HakoHel, BBIYMCIEHHbIE YPOBHU PACTBOPUTEIIEH U IpyTHE
CTUMYJIb (HEMpOHHBIE, MEXaHWYECKHUE) MOTYT YUYUTHIBATHCA B MOJECIMPOBAHUU
pEryJsiiuu COCYOB.

OcHOBOM MOJEIMPOBaHHUS MHUKPOLMPKYJsinuu, kak U Bceil CCC, sBisercs
MOJICIUPOBAHUE TUHAMUKH KPOBOTOKA MO cocylaMm. KpoBb mpencTaBiseT coOoi
IJIOTHYIO B3BeCh KJIETOK B 1uia3me. Kpacuwie kpomsiHbie Tenblia (KKT) sBasitorcs
OCHOBHOM KJIETOYHOM COCTaBIIAIONIEH KPOBH, OOBEMHAs J10JIsI KOTOPBIX (FEMaTOKPUT)
00b19HO cocTaBiseT 40-45%. XoTd mra3ma SBISCTCS HBIOTOHOBCKOM KHIKOCTHIO,
B3aUMOJICCTBUE MEXIYy KIETKAaMH M TUIa3MOM MPUBOJIUT K CIOXXKHOW TUHAMUKE,
XapaKTEepHOM IS HEHBIOTOHOBCKOM JKHUJIKOCTH. DTO OCOOCHHO TMpPOSIBISETCS B
MUKPOIMPKYIISIIIAH, TIOCKOJIBKY Pa3MepPhI COCYZIOB COTIOCTABUMBI C AUAMETPOM KIIETOK
(Popel and Johnson, 2005). Jlokamu3amus KKT B okpecTHOCTH ILieHTpa cocyla B
KPOBOTOKE MPOUCXOAUT B PE3YJbTaTE€ THUIPOJUHAMUYECKUX B3aUMOJCUCTBUN. B
pe3ynbTaTe BAOJh CTEHKH cOocyna oOpa3yeTcsl CIOW ¢ HHU3KUM T€MaTOKPUTOM WU
obennennbiit kiaetkamu (Cristini and Kassab, 2005). Oto siBieHUE JIGKHUT B OCHOBE
HECKOJIbKUX BaXKHBIX PEOJOTHUYeCKuX 3¢ ¢deKToB, HabMOAaeMbIX iN Vitro m in vivo
(Gould and Linninger, 2015): 1) addexr Popeyca-JInHAKBUCTA, COTIIACHO KOTOPOMY
KaKYIIascs BA3KOCTh KPOBH YMEHBITIACTCS MMPH YMEHBIIICHUH JHAMETPA COCYyIa MCHEES
1 MM; U 2) CKHMMHHI IUIa3Mbl B OMQypKalUsaX COCYJOB (TaKKe M3BECTHBIM Kak
"cereBoit apPext Dopeyca"), mpu KOTOPOM reMaTOKPHUT B IOYEPHUX COCYJ1aX MEHBIIIE,
4eM B MaTepUHCKOM cocyae. CKUMMUHT IUIa3Mbl TPUBOAWT K HEOJHOPOJIHOMY
IIPOCTPAHCTBEHHOMY pacCIpeIC/ICHHI0 reMaTokputa B cocyaucroit ceru (Pries and
Secomb, 2003).

KpoBoTOK B MUKpPOCOCY1aX CYIIECTBEHHO OTIMYAETCS OT KPOBOTOKA B KPYITHBIX
cocynax. B Mukpococymax, kak mpaBuiio, IpeHeOperaroT MHEPITMOHHBIMU d(PdeKkTamu.
B mnopammstoriem  OONBIIMHCTBE MOAENEH  KPOBOTOKA, MPUMEHSIEMBIX IS
MCCJIEIOBaHMS CETel, KPOBb paccMaTpHuBaeTcsi Kak (MHorodasHasi) HerpepbiBHAS
KUAKOCTh. B mpocreiimeM MOAXOAE O5TO HBIOTOHOBCKAS >KUIKOCTh, JIMHAMUKA
KOTOpOW omnuckiBaeTcsa ypaBHeHUsiMH Ctokca. 3akoH Ilyaseins TpaauiimoHHO

UCIIOJIB3yEeTCS B KAaueCTBE IEPBOrO MPUOMIKEHHUS TakuX YypaBHeHWil. B 3ToM
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KOHTEKCTEe 00BEMHBIN MOTOK Q B cocy/ie MPONOpIUOHANICH Niepenany naBieHus AP

BJI0JIb COCY/J1a M YETBEPTOM CTENEHU pajuyca cocyaa R:

1 R*AP
Q=220
8 Lu

(11.2.1)

[TapameTp @ — 3TO BSI3KOCTh BCEM KpPOBU. B KOMILIEKCHBIX MOJENSAX CHUCTEMBI
KpoBooOpamieHus | 00bIYHO 3amaeTcst kak koHctanta (Muller and Toro, 2014). bornee
(U3MOOTUYECKN 3HAYMMBIC BBIPXKCHHS U |1 OBUIM TOJYYECHBI M3 dMITMPHYECKUX
ypaBHEHUH, cooTBeTCTByomux dhdexry Dopeyca-JlunakBucrta i psga
reMoJuHaMuueckux u3aMepenuit  (Secomb, 2017). IlepBoHadanbHO JaHHBIC
UCTIONB30BATMCH IN VILrO mis ompeneneHus: 3aBUCUMOCTH Mexny 3(hdekTuBHOM
BSI3KOCTBIO, TEMAaTOKPUTOM M JUAMETPOM CTEKIIsTHHOW TpyOku (Secomb and Pries,
2013; Pries and Secomb, 2005). BmocmemcTBuu 3Ta B3aUMOCBS3b  OblIa
Mo (HUIIIPOBaHA HA OCHOBE JIAHHBIX, KOTOPBIE IMOKA3aJId OOJIBIIYIO CTAOMIBHOCTS IN
VIVO. B 4acTHOCTH, |1 COOTBETCTBYET MOHATHIO 00beMHOM ("KaxyIiencs'") BA3KOCTH U
(dbopMaIbHO MOTyYaeTCs U3 SKCIEPUMEHTABHBIX TaHHBIX C MCIIOJIH30BAaHUEM 3aKOHA
Ilya3enns:

on R*‘AP
Mapp _g LQ .

(11.2.2)

OOBIYHO TMPHUBOAMTCSA OTHOCHUTEIBHOE 3HAYCHHE KAXKYIICHCS BS3KOCTH (T.C.
HOPMAJIM30BaHHOE 10 OTHOIICHHWIO K BS3KOCTH I1Ia3Mbl). CyIIecTBYyeT TaKkKe
yIIydIlleHHAs MOJEIb BS3KOCTH, BKIIOUaronias 3(GQEKTsl MOBEPXHOCTHOTO CIIOS
sumorenuss (Pries and Secomb, 2005). AnbTepHaTHBHBIC MOJEIH HCIHOIB3YIOT
SMITMPUYECKOE YPABHEHHUE ISl KAKYIIEHCS OTHOCUTEIBHOU BA3KOCTH KakK ()YHKIHH
reMaTokpuTa, u kak pyukuuu paguyca (Lipowsky, et al. 1980; Takahashi, et al. 2009).
JlanbHewIme HOTBITKH pa3paboTathb busnuecku HETPOTHBOPEUHBHIC
KOHCTHUTYTHBHBIE MOJICIIA KPOBH, PACCMATPHBAEMOM KaK HEHBIOTOHOBCKAS JKUIKOCTD,
MPUBEJM, HANpUMEp, K HUCHOJIb30BaHuI0 Mmoaenu Kaccona-KBemanel, B KOTOpOU

BSI3KOCTB 3aBUCHT OT ckopoctu casura (Neofytou, 2004).
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3HayeHWE  remMartokpura,  ¢urypupyromiee B (HEHOMEHOJOTHYECKUX
COOTHOIICHUSIX JUIA BS3KOCTH, MOXKET OBITh 3aJaHO SIBHO, WJIH MOXKET
paccMaTpuBaThCs Kak Hem3BecTHoe mpu MozaenupoBanuu (Liu, 2009; Linninger, et al.
2013; Ganesan, et al. 2010; Hellums, et al. 1996). IIpu BeIYKCIIEHUH TEeMAaTOKPHUTA B
CUCTEMY HEOOXOMMO JTOOABHUTH JOIOJIHUTEIIPHOE YPAaBHEHHE IS COXPAHCHHS MACCHI
HenpepbIBHOM kuakocTy, npeactasisiomei KKT, u yuects o0bemuble gomu 11 a3
mw1a3mbl 1 KKT B cootBeTcTBUU ¢ Teopueii cmecu (Hellums, 1977).

[ToMHMMO KOHTHHYQJIBHOTO OIMCAHUS KPOBH, JOCTATOYHOTO IS TOJYdYCHUS
JTaHHBIX O MOTOKE KPOBH, CYIIECTBYIOT MOJEIH, YYUTHIBAIOIINE KOPIYCKYJISPHYIO
PUPOTY KPOBU. DTO OoJiee JeTaabHBIE MOJICIH, KOTOPhIC MO3BOJIIOT CPaBHUTH U
MPOaHAIM3UPOBATh  MEXaHU3MbI,  OTBETCTBCHHBIC 33  DKCIICPUMCHTAILHO
HaOII0/TaeMbIe PE3yJIbTaThl PEOJIOTUM KPOBHU. Takwe MOJIenW MPHUHITO Ha3bIBATh
ME30CKOIUYECKIUMH MOJICIISIMA MUKPOIUPKYJISHA. ONMrcaHue OCHOBHBIX TOJX00B,
BCTPCUAIONMIUXCS B ME30CKONMHMYECKHX  MOJCIAX, MOXXHO IIOCMOTPETh B
cootBeTcTByOmUX 0630pax (Cristini and Kassab, 2005; Secomb and Pries, 2011;
AlMomani, et al. 2012; Chung, et al. 2007; Ye, et al. 2016).

Hopmanbnoe dynkuuonupoBanne CCC denoBeka HEBO3MOXHO 0e3 ee
B3aUMOJCUCTBUA C APYTMMU CHCTEMaMu opranusma. OJHOW W3 TaKUX CHUCTEM
SIBJIICTCS MMMYyHHAsl CHCTEMa M, B YaCTHOCTH, KJICTKH BPOXKICHHOTO MMMYHHUTETA
qenoBeka. M3BeCTHO, YTO MMMYyHHAs CHCTEMa pealiu3yeT 3alluTHYI (DYHKIHIO Ha
YPOBHE BCETrO OpraHu3Ma. JDTO JIOCTHIaeTCs 3a CYET TOr0, YTO JEMEHTHI HMMYHHOU
CUCTEMBI (KJIETKA M aHTHUTEJIa) MOTYT PaCIpPOCTPAHATHCS 10 OPTaHU3MY C TTOMOIIBIO
KpOBOTOKa. BMecTe ¢ TeM, Ipu MaToJIOTHSAX, CBI3aHHBIX C aHTHONATHSAMH, BIHSHHUC
UMMYHHOH CHCTEMbl Ha PETYJSIHI0 MEePHUPEPUICCKOr0 MHUKPOIUPKYIATOPHOTO
KPOBOTOKa Urpaet pemaroryio possb (Cracowski and Roustit, 2020).

B cneayromem paszgene OyayT pacCMOTPEHBI y4dacTHE KIIETOK BPOKICHHOIO
MMMYHHTETA B Pa3BUTHs CaxapHOro guadera 2-ro THIA M €r0 OCIOKHEHUH U UX

BITUSIHUS HA PETYJISIUIO KOJICOaHUI B MUKPOITUPKYJISTOPHOM PYyCJie KOXKHU YeJIOBEKa.
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1.4 Knerkn BpoOXIEHHOT0 HMMYHHMTETA 4YejlOBeKa MNPH MeTad0JIMYecKHX

HApPYLIEHHUsX

11.4.1 HHonumopgnosnoepuwvie neitmpoghunvnvie cpanynoyumasl (Heiimpogpuoy)

OnHUMU U3 HanboJIee MHOTOYUCIICHHBIX MPEICTABUTEIICH KIETOK BPOXKICHHOTO
UMMYHUTETa  YelOBEeKa  SBIAIOTCA  HOJUMOP(HOSACPHBIE  HEUTPO(DHUIbHBIC
rpanyionuTsl (HeWTpoduael). OHu cocTaBisior Ooinee 60% Bcex JICHKOIMTOB
(Summers, et al. 2010; Caielli, et al. 2012). OHu UrparT LEHTPAIBHYIO POJIb BO
BPOXICHHOM UMMYHHUTETE M PETYJIUPYIOT aaantuBHbe nmmyHuTeT (Mantovani, et al.
2011; Nauseef and Borregaard, 2014; Mocsai, 2013). VX »kKM3HEHHO Ba)KHOE 3HAYCHHE
B 3allUTe OpraHu3Ma OT OakTepuii W TPUOKOB OBLIO HM3BECTHO HA MPOTIKCHHUU
JECATUIETUH, IMOCKOJABKY TaKHe MATOr€Hbl NPUBOIAT K OMACHBIM I KH3HH
undekusam (Kannengiesser, et al. 2008). Heitpoduibl UTparOT BaXKHEHIITYIO POJIb B
pa3BUTHU 3a00JICBaHUM, COMPOBOXKIAIONIMXCS BOCHATUTEIbHBIMU peakiiusimu (Segel,
et al. 1996). CymecTByeT MHOTO MCCIICOBAHNM, TOKA3BIBAIOIINX KIIOYCBOC YUaCTHE
HelTpopuIOoB B (HOPMHUPOBAHMM BOCHAJICHHS M XPOHHYECKOTO OKHCIUTEIBLHOIO
cTpecca pu TaKUX COLMAILHO 3HAYUMBIX 3a00JICBAaHUSX, KaK: PaK, ajuIeprus U quadeT
(El-Benna, et al. 2016; Wculek and Malanchi, 2015; Jonsson, et al. 2011; Battaglia,
2014).

VY 310poBBIX JHOJIed HEUTPO(UIBI CBOOOJHO HUPKYJIHPYIOT B KPOBEHOCHOM
pycie B HEAKTHBHOM ITOKOSIIEMCS COCTOSIHMM. [lpu monamaHuu HWHQEKIUU B
opranu3m ¢GopmupyeTcs (GHU3HUOIOTHYECKAsT BOCIAJIMTEIbHAS PEAKIUs, B XOJe
KOTOPOH B oOyare BOCHAJCHUS BBICBOOOXIAIOTCS MPOBOCHAIUTEIbHBIC AareHTHI
(Meauatopsr). OHM IPOAYIIUPYIOTCS TAKUMH KJIETKaMH, KaK Pe3UIeHTHBIC Makpodard,
pE3UIEHTHBIC ICHAPUTHBIE KICTKH, TYYHBIC KIETKH M DIHTEIHAIbHBIC KIETKH, a
TaKXKe B pe3ysbraTe aktuBaiuu komruiementa (Witko-Sarsat, et al. 2000; Rabiet, et al.
2007; Ley, et al. 2012). Meauatopbl HHAYIHUPYIOT U3MEHEHHUS CBOWCTB 3HIOTEIIHUS
COCY/IOB, KOTOPBIE CHTHATU3UPYIOT IUPKYJIUPYIOIUM HEHTpOodUIaM aare3upoBarhb K

CTEHKaM COCYJIOB M MPEOJ0JeBATh YHIOTEIHAIBHBIN Oaphep. 3aTeM HEUTPODUIIBI
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MUTPUPYIOT K o4ary MHGEKIUH M0 IPAUEeHTy XeMOATTPAKTAHTOB U BOCHAIUTEIbHBIX
areHToB, Takux kak uHTepiehkun 8§ (IL-8), dakrop akTuBammu tpomoonuToB (PAF),
neiikotpuer B4 (LTB4), dpakums xkommiementa CS5a u  GakTepuaIbHBIA
xeMoTakcudeckuit mentua N-popmunmernonmuiennmipenunaianut (fMLF). Takum
o0pa3oM, HEUTPO(UIBI TEPBBHIMU JOCTUTAIOT ouara HMHQPEKIUH W BOCHAICHUA
(Soehnlein, et al. 2009).

[Ipu BcTpeue c MaToreHoM, HEUTpodUIbl B TEPBBI MOMEHT pPACMO3HAIOT
HBOJIIOIIMOHHO ~ KOHCEPBATUBHBIE  MOTHBBl  WJM  «ATOTC€HACCOIMUPOBAHHBIC
MoJiekyJispHble nartepHe» (PAMP), oOHapykeHHbIE Y MHOTHX MUKPOOPTaHHU3MOB
(Prince, et al. 2011; Hayashi, et al. 2003). /Iyist aToro 3ameicTByETCs psAl PEICTITOPOB
pacrio3HaBaHusi TaTTepHOB KieTouHoM moBepxHOocTH (PRR), Takme kak Toll-
nosio6nble peuentopsl (TLR). 3aTeM HEHTpO(UIBI TPOUHO CBA3BIBAIOTCS C TATOT€HOM
Y TIOTJIONIAIOT €r0. DTOMY MPOIECCY CIIOCOOCTBYIOT ONICOHUHBI — MMPUCOETNHEHHBIC K
natoreny ummyHornoOyiuasel G (IgG) m Oenku C3b u C3bi, Bo3HUKaronme Kak
NPOAYKIIUS aHTHTE]T M aKTHBALMU CHUCTEMbI KOMIUIeMeHTa coorBeTcTBeHHO (Witko-
Sarsat, et al. 2000). B xome moryomieHus IIa3MaTHYECKass MEMOpaHa OKpYIKaeT
NaToreH, 3akioyas ero B garocomy. daronuros 3amyckaeT NporpaMmy akTHBalUU
HEUTPOPUIIOB, YTO TPUBOAUT K BHYTPU(ArOCOMAIBHOMY  BBICBOOOKIEHUIO
aHTHOAKTePUATBHBIX MENTUIOB, MPOTEa3, MUEIOMEPOKCUIA3bl U CYNEPOKCHUI-aHUOH
pagukana (O27), KoTopbld BbIpabarbiBaeTcs mocpenctBom aktuBaiuu NADPH-
okcuaaspl. CymepoKCHA-aHMOH paJuKal B pe3ylbTaTe XUMUYECKUX PEaKIIHid
npeoOpasyercs B ADK, Birovatonue nepekuck Bogoponaa (H2O2), runpokcuiabHbIif
paaukain (OHe) u xnopHoBatuctyto kuciory (HOCI), koTopsie ciocoOCTBYIOT rudesu
U paspylieHuto Oaktepuu BHyTpHu (harocombl (Hampton, et al. 1998; El-Benna, et al.
2005). IIpousBoacteo ADK daronuramu BriepBbie OBUIO Ha3BaHO "PECIIUPATOPHBIM
B3pbIBOM" UJIU "OKUCIUTENBHBIM B3phIBOM" U3-3a OBICTPOTO M HEUYBCTBUTEIBHOTO K
[IMaHUIaM yBEIWYCHHS TOTIIOMIEHUS KUCIOPOa, YBEIMUEHUS MTOTPEOICHUS TIIFOKO3BI
1 HeMmemIeHHoro BbicBoOOkaeHUs ADK. B 3aBepmenun mporecca ¢arommrosa
HEHTpO(UIIBI TOTHOAIOT ¢ 3aITyCKOM MpOorpaMMbl anonrto3a wim Heto3a (El-Benna, et

al. 2005). B nocneanem cirydae nmorubarouuii HeiiTpodua BeiopacsiBaeT cBoro JJHK
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BO BHEKJIETOYHOE MPOCTPAHCTBO, (GOPMUPYS, TaKUM O0Opa3oM, BHEKIETOUHBIC
JIOBYIIKH, COJAEpXKAIlde XPOMAaTHH M MPOTeasbl. DTO TO3BOJSET 3aXBaThIBaTh U
yOMBaTh KJIETKH MHUKPOOPTAHNU3MOB.

NADPH-okcunaza  ¢aromurtoB,  Katanusupymomas  Bbeipabotky Oz,
npuHaIeKuT cemeirictBy 0enkoB NOX. Ee Taxke HazeiBaror NOX2 (EI-Benna, et al.
2005; Groemping and Rittinger, 2005). OHa cOCTOHUT W3 MIECTH CYOBEAWHUII, TBYX
TpaHcMeMOpaHHBIX OenkoB (p22phox u gp91phox), obpazyromux (raBoUTOXpOM
b558, u yetbipex pacTBopuMBIX OeikoB: p47phox, p67phox, p40phox u mansie G-
Ooenku — Racl/2. B mnokosimuxcs HeiTpoduaax MeMmOpaHHBIE M ITUTO30JIbHBIC
koMroHeHThl NOX2 pa3znenedsl. B MOMEHT akTUBAIMK [IUTO30JIbHBIE CYyOhETUHUIIBI
dbochopunupyroTcs U TPaAHCIOMUPYIOTCS K MEMOpaHHBIM, TJ/I€ MPOUCXOAUT cCOOpKa

BCCT'O KOMILJIICKCA.

11.4.2 Memab6onuueckue napywienus u caxapHsiit ouadem 2 muna

Metabonuyeckue HapylIeHHs, BKIIOYAIOIINE HApyLIEHUS YTJIEBOAHOTO U
JUMUIHOTO OOMEHa NPUBOAAT K CHUCTEMHBIM [AaTOJIOTMYECKUM HW3MEHEHUSM B
OpraHu3Me, KOTOPbIE XapaKTEepPU3YIOTCs Kak caxapHblil auadet 2 tuma (CJ] 2 tuna).
210 XPOHUYECKOE MeTab0INIECKOe 3a00J1eBaHUE CBSI3aHHOE c
MHCYJIMHOPE3UCTEHTHOCTBIO, B CIEJICTBUM KOTOPOUM pa3BUBAETCSl TMIIEPIIIMKEMUS, a
TaKkke cekperopHas auchyHkuus Oera-kieTok. CuMraercs, 4yTo 3ToM (opme
3a00€BaHUsI B OCHOBHOM TIOJIBEP>KEHBI JIMIIA CPEIHEH W CTapIiiel BO3pacTHOU
KaTeropuu, XoTs 1o gaHHeIM BO3 eii MOryT ObITh MOJIBEPAKEHBI IETH U JIULA MOJIOAOTO
BO3pacTa C OTHOCHUTENHbHON (a HE aOCOJIOTHOM) HEAOCTaTOYHOCTHIO MHCYJIMHA U
nepudepruieckol pe3sucTeHTHOCThI0 K Hemy. [lpu CJI 2 Tuma HE TPOUCXOAUT
ayTOMMMYHHOTO  paspylueHust  Oeta-kieTok. OmgHUM W3 XapaKTepHBIX
¢dusnonornueckux nposiinennit CJ1 2 tumna siBisieTcs n30bITOUHBIN BEC W OKUPEHUE
narentoB (Introduction: Standards of Medical Care in Diabetes, 2021). Muorue
OCJIO)KHEHUSI W CMEpPTHOCTh IMAlIMEHTOB CBf3aHa C Pa3BUTHEM MaKpo- H

MUKpococyaucThix Hapymienuin (Madonna, et al. 2017, 2018). D10 npuBOAMT K
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Pa3BUTHIO  COIMYTCTBYIOIIUX  CEPJACYHO-COCYIUCTHIX  3a00JIeBaHMiA,  BKIHOYAs
aTepOCKJIepO3, HIIEMHYECKYyl0 O00Je3Hb cepiama W 3aboyieBaHus TepudepuIecKux
apTepuii, a Takxke SABISIETCS (PAKTOPOM, OTATOIIAIONIMM TEYCHHUE KOPOHABHPYCHOU
oonesnu (COVID-19) (Illectakosa u ap. 2020).

Hapymenne mnepudepudeckodl MHUKPOIUPKYJSIUA  SBISICTCS  OCHOBHBIM
naToreHHbIM (hakTopoM y 60sbHBIX CJI. DTO MPUBOIUT K PSAAY OCIOXKHEHUHN, B UUCIIE
KOTOPBIX: SI3BBI CTOIl, PETUHOMATHS, HEHpomaTHs, NTUaOCTHUYECKON aepMoriaTvus u
ocnabnennoe 3axuBinenue pan (Fuchs, et al. 2017; Carrizzo, et al. 2018).
HenocpencTBeHHbIN BKIIa[ HapylieHHA mepudeprudeckod MHUKPOIUPKYIISIUN B
natorene3 CJ] cBsi3aH ¢ TakMMHM H3MEHEHHSIMH B OpraHM3Me OOJBHOTO, Kak
n3MeHenne: meradbomm3ma (Cameron, et al. 2001; Greenman, et al. 2005), yuactus
okcuma  asora  (NO)  (Sokolnicki, et al. 2007), mnepudepuueckoit
mukpoBackysipusanuu (Tooke, 1996), koxxHoit HeiipoBackysipHoi ¢pyrkimn (Vinik,
et al. 2001), mukpococymuctoii ¢yuknum (Kozlov, et al. 2021) u BeHo3HOrO
pactsoxenus (Ward, et al. 1983).

CocyaucThie TIATOJIOTUU  CBsI3aHBl C  HapylIeHUEM (QYHKIIMOHUPOBAHHUS
SH/IOTEJIMOIUTOB, KJIETOK, SIBIISIOIIUXCS OCHOBHBIMH CTPYKTYPHBIMH 3JICMCHTAMHU
CTEHOK cocyA0B. DyHKIIMOHAIbHAS aKTUBHOCTh 3TUX KJIETOK BO MHOTOM 3aBUCHUT OT
ypoBHs ADK, KOoTOpbIe MPOAYHHUPYIOTCS B HUX Pa3IMYHBIMA UCTOUHUKAMHU, TAKUMHU
kak NADPH-okcunasel, ngpixaTeiapHas Ielb  MUTOXOHApHH, NO-CHHTa3bI,
KCaHTHHOKCHU/1a3bl, IEPOKCUIA3bl, IMKJIOOKCUTEHA3bl U JUNokcurenassl (Goncharov,
et al. 2017; Kadlec and Gutterman, 2019; Knock, 2019). Cuuraetcs, uto NADPH-
OKCHJIa3a, KaTaJIM3Hupylomias oOpa3oBaHHE CYIEPOKCHII-AHUOH pajfKaia, SBISICTCS
OCHOBHBIM HCTOYHHKOM A®MK B »HIOTEIHAIBHBIX KIETKAaX, TaKKe Kak M B
HelTpodmiax. B HOpMabHBIX YCIIOBUAX CYIIEPOKCH]T aHUOH PaIUKal M IPOAYKT €ro
JAMCMYTALUU IEPOKCHUJT BOJIOPOJIA PETYIUPYIOT YHIOTEIHI-3aBUCUMYIO PEIAKCAIIHIO 1
COKpPATHMOCTb TJIQIKMX MBIIII] COCYA0B. [Ipy maToIoTHsAX MOBBIIICHHAS SKCIIPECCHUs U
aktuBHOCTh NADPH-okcunassl npuBoauT k nmoHmxeHuto ypoBHs NO, ocimabieHuto
(bYHKIMH SHIOTENNS, 3HAYUTEILHOMY TOBbINIeHHO cokpaTumocTu (Knock, 2019). Ha

paboty ’H10TENMONUTOB BIUAIOT 1 ADK 3K30TeHHOTO NporcxoxaeHus. X ypoBeHb
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3aBUCUT OT aKTUBHOCTHU HEUTpOpUiIoB, koTopast MmeHsercss npu CJI. Dtu usmeHeHus
MOTYT MPUBOAUTH K HAPYUICHUIO OKHCIUTEIbHO-BOCCTAHOBUTEIBHOIO OallaHca U
MOCIIeAYIONMEMY OKHCIUTENILHOMY cTpeccy (Johnson, et al. 2022).

B paszButun CJ] 2 Tua OKUCIWTENBHBIA CTPECC HIPAET BAXKHYIO POJIb:
NOBBIIIEHHBI ypoBeHb A®K B KpOBM SBISETCS BAXKHBIM IATOTCHETHYECKUM
dbakTopoM, CIIOCOOCTBYIOMUM AUCHYHKIIMUA IHAOTENNS U TIaAKOMBIIICYHBIX KIETOK
cocymoB (Strain and Paldanius, 2018). Oo6pazoBanne A®DK, momudummpyrommx
COCTOSIHHE COCYJOB B PA3JMYHBIX OpraHax, SIBJIIETCS pPEe3yJbTaTOM aKTUBHOCTU
MHOkECTBa (DEPMEHTOB M OMOXMMUYECKHX MyTeH KaK B CaMHUX KJIETKax, Tak U B
KJeTKax KpoBU. OCHOBHbIE MCTOYHHUKHM 0Opa3oBaHus ADK mpu runeprivkeMuu u
nuabeTe — ayTOOKHCIIEHHE TJIIOKO3bl, MOJIMOJBHBIA IyTh METa0o0Jiu3Ma TIIOKO3bI,
oOpa3oBaHME€ KOHEUHBIX MpoAykToB  TiukupoBanus, NADPH  okcunassi,
MUTOXOHJpPHAIIbHAS 3JIEKTPOHHAsI TPAHCIIOPTHASI LENb, HECONPSIKEHHAs] aKTUBHOCTD
eNOS, xcantunokcumasza (Schaffer, et al. 2012; Newsholme, et al. 2016; Oguntibeju,
2019). INoTeHIMpOBaHUE SHIOTCHHOW AHTUOKCHUIAHTHON CHUCTEMBI M NPHUMEHCHHE
TEpPANEBTUYECKUX NPENaparoB, NOHMWXKAOIMKUX ypoBeHb ADK, MoxkeT yiy4ymarh
COCTOSIHHE COCYAMCTON CHCTEMbI B yciaoBusax runepriukemun (de Haan and Cooper,
2011). B wactHOCTH OeTanH, CIIOCOOCTBYIOIIHIA BRIPAOOTKE IIyTaATHOHA, MHTUOUPYET
MaTOJIOTHYECKYIO HEeOoBacKyJisipu3anuio poroBuiel Tiasza (Park, et al. 2017).
bnaronpusiTHoe nelcTBUE HA COCTOSIHME COCYIOB OKa3blBaeT TaKke MET()OPMHUH,
MMEIOLINN MHOKECTBEHHOE TepareBTudyeckoe nercrsue npu CJ1 2 tuna, B TOM 4HCIIe
B Ka4€CTBE aHTUOKCUAAHTA, OCYILECTBIISASA IPSIMOM 3aXBaT THIPOKCUIIBHOTO PaJvKaia,
YCUJIMBasi aKTUBHOCTb IIyTaTHOH PEAYKTa3bl, KaTana3bl U CYNEPOKCUAIUCMYTA3bl U
nonansis aktuBHocTh NADPH-okcunaser (Apostolova, et al. 2020).

NADPH-okcuaza siBAsieTCSl MHUIIEHBIO THUIEPIIIMKEMHH, KOTOpas BbI3bIBAET
HapyllleHUs B MEXaHW3MaxX akTUBalMK (epMEHTa, CBSI3aHHbIE C (PArouuTo30M U
COCTOSIHUEM BHYTPUKIIETOYHBIX CUTHAJIBHBIX CHUCTEM, B TOM YHCIE 3aBUCUMBIX OT
Ca2+ (Tikhonova, et al. 2020). M3yuyeHre GpyHKINOHATBHBIX CBOWCTB HEHTPODHIIOB,
UX U3MeHeHHe, Kak u wu3MeHeHue axtuBHocth NADPH-okcupaszsl  mpu

MaTOJIOTHYECKUX HAPYIICHUSX, SIBISETCS BaXHOM 3amaueit. D(HPEeKTUBHOCTD PEIICHUS
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ATOU 3aJa4uu 3aBUCHUT OT Pa3BUTUA HC TOJIbKO OKCIICPUMCHTAJIbHBIX IMOAXOOJ0B, HO U

MAaTCMaTHYCCKUX MOI[E?J'ICﬁ.

11.4.3 Mamemamuueckoe Mooenuposabue dynkyuonanoHvix ceolicme

Heuimpoghunos

CHOXXHOCTh JKCIIEPUMEHTAa ¥ MPOTHBOPEYMBOCTH JIAHHBIX 3aTPyAHSCT
MMOHMMaHKue MeXaHu3MOB reHepannu ADK B KpOBHU TOJIBKO HA OCHOBE SKCIIEPUMEHTOB.
B cBs3u ¢ uyeM, maTeMaTH4YeCKOE MOJCIMPOBAHUE IIMPOKO MCHIOIB3YETCS MJis
M3Y4YEHUS UMMYHHBIX PEaKIIUi MPHU 3a00JICBAHUIX.

MHOTOYHCIIEHHbIE MOJIETN TOBEICHUS WMMYHHOW CHCTEMBl Y KUBOTHBIX U
YeJIOBeKa OCHOBAHBI Ha OMUCAHUU TMOMYJAIMOHHON JUHAMUKH KIETOK UMMYHHOU
CUCTEMbl W WX OTBETAa HAa MATOTCHHBIC BMEIIATEIHLCTBA B OPTaHWU3M XO3SMHA.
Hampumep, Mopenu OakTepuaibHOW KUHETUKHM M BOCHAIMTENBHBIX IPOIIECCOB
MIPEACTABIISIIOT KOHIENTYAJIbHYIO OCHOBY JUIA M3YUYCHHUS TAaKUX SBJICHUN KakK MOPOT
Ha4YaJIbHOW JI03BI MAaTOTeHa W OO0YCIIOBJICHHBI UMMYHHBIM OTBETOM HCXOJI. TIOJHOE
n30aBJICHUE OT MAaTOreHa; ycTon4ymBbId poct matorena (Lauffenburger, 1985; Rudnev
and Romanyukha, 1995; Pilyugin and Antia, 2000; Reynolds, et al. 2006; Smith, et al.
2011).

Jns  onucaHusi OakTepUabHOIO  TATOr€HE3a  HCMOJB3YIOT  CHUCTEMBI
OOBIKHOBEHHBIX JU(PPepeHINalbHbIX YypaBHeHHUWA. [Ipy 3TOM KIETKM [eniT Ha
MHOKECTBO pa3inyHbIX cyomonyssimuid. B pa6ore (Pilyugin and Antia, 2000)
nonyysiius  MmakpodaroB Obula paszfeieHa Ha CBOOOJHBIC KJIETKM M KIIETKH,
Y4acTBYIOIIME B aKTUBHOM (haromuToze OakTepuid. belio nmpeanonokeHo, 4to Bpems
«00paboTkM» OakTepuil JTUMUTHUPOBAIO CIOCOOHOCTH MakKpo(haroB MOJHOCTHIO
YHUYTOXKATh OaKTePHATBHYIO TIOITYJISITHIO.

B npyrux Moaensx ucrosib3yroTCs 1Ba OTACIBHBIX TTOJIMHOXKECTBA (DaroIuTOB:
Heitpodunsl 1 makpodaru (Lauffenburger, 1985; Rudnev and Romanyukha, 1995).
[ToxazaHo pa3IMYHOE MOBEJACHHE MMMYHHBIX KJICTOK B 3aBUCHMOCTH OT HAYaJbHBIX

YCJ'IOBI/II;‘I. OILHaKO qamc MOACIN BKIIFOYAaKOT TOJIBKO OAHO IMTOAMHOXKCCTBO (I)aFOI_II/ITOB.
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Hanpumep, B moaenu (Reynolds, et al. 2006) onuceiBaiuch TOJIbKO Makpodart, 4ToObl
OLICHUTHh POJIb JUIMTEIBHOCTH BOCHAJICHUS B pa3BUTHUM cernicuca. llpu 3ToM
MPOTUBOBOCTIATTUTENIbHbIE LUTOKUHBI W CTENEHb IOBPEXKACHUSA TKaHEH Obun
TJIaBHBIMU (PAKTOpaMHU, BIUSIONIMMH Ha UCXO UH(PEKIIUU.

CyIecTByIOT MOJENM, ONMUCHIBAIOIINE KUHETHKY HECKOJBKHX MOJMHOKECTB
MMMYHHBIX KJIETOK M UX CTaiuil (pyHKUMOHAIBHOTO OTBeTa. Hampumep, B momenu
Cwmura (Smith, et al. 2011) onuceiBaeTcs TpeX-CTaAMMHBINA OTBET KJIIETOK BPOKICHHOTO
MMMYHHUTETAa Ha MHEBMOKOKKOBYIO MH(EKIMIO JIETKUX OakTepusamu Streptococcus
pneumoniae. B Mozenu paccMaTprBarOTCs AIbBEOJISIPHBIE MaKpodaru, HeHTPODUIIbL,
Makpodary, NpoU30LIEINIME W3 MOHOLMTOB M LUTOKMHBL. Ha mnepBoM »sTtame,
IMHAMHUKA aJTbBEOJSIPHBIX Makpo(daroB OMpeAenseT MOpOor HAYalbHOW O3Bl
MH(EKINU, XapaKTEePU3YIOLUH MOTHOE YHUUTOKEHHUE albBEOIIPHBIMU MaKkpodaramu
OakTepuil WiIM HMX JadbHEWIIUMd pocT. Ha BTOpoM 3Tame, mpoBOCHAIUTENbHBIE
IIUTOKUHBI, TPOU3BOJUMBIC  AIbBEOJSIPHBIMH ~ Makpodaramu, peKpyTUPYIOT
HEUTpOQWUIIbI, MOMYJALUS KOTOPbIX MPUBOJUT K JBYM MCXOJaM: I10/ABJICHUIO
MH(DEKIMU WM YCTOMYMBOMY pocTy Oakrepuil. Ha mocnennem stame, B O00ppOy ¢
uHpeKuue BCTyHmaroT Makpodaru, MpOUCXOISIINEe M3 MOHOUUTOB. Mojenb
MO3BOJISIET MOHATH BKJIAAbl AJIbBEOJISIPHBIX MaKkpodaros, HEUTpopuIOB, MaKpoQaros,
MPOUCXOSAIINX U3 MOHOIIUTOB, TPOBOCTAIUTENHHBIX IMTOKUHOB U aTONTOTUYECKOTO
KJIETOYHOTO MaTepHala B U30aBJIeHUE JETKUX OT THEBMOKOKKOBOM MH(EKIUH.

Psin aBTOpOB HMCMONB3YIOT MAaTeMaTHYECKOE MOJACIMPOBAHUE IS OMHMCAHUS
MEIUIIMHCKUX JUAarHOCTHUYECKUX TOoKa3aTesei mojHoro ananusa kposu (Chaudhury,
et al. 2016). B monenu omnuchiBaeTCs MOMYJSIMOHHAS JWHAMHMKA JICHKOIIUTOB,
MOHOIIMTOB Y HEUTPOPWIOB, UYTO TO3BOJIACT TPEJCKA3BIBATh paclpeieiIcHIe
BEPOSITHOCTH KJIETOK B 3aBHCUMOCTH OT TIEPEMEHHBIX OCEBOI0 paccesiHus ceta (axial
light loss (ALL)) u WHTEHCHMBHOCTH pACCESIHHS O] MPOMEKYTOUHBIM YIJIOM
(intermediate angle scatter intensity (IAS)) ¢ y4eroM HHTEHCHUBHOCTHU
noJisipu30BaHHOro O00okoBOro paccesHus (polarized side scatter intensity (PSS)). s

ATOro0 Ucnoab3yercsa ypaBHenne Pokkepa-ILianka:
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aPi(XALé_t; X|As’t) Z—V(Pi (XALL;X|A31t)Hi)+V(DiVPi(XALL’XIAS’t))’ (1.3.1)

rmae pi(PSS) — BeKTop caBura, D

. — kxoapdumment muddysun, a wHAEKC |
WHACKCUPYET TUN KJeTok: L — nefikorutel, M — monoruTsl, N — HeliTpoduisl. Moennb
KOJIMYECTBEHHO OLIEHUBAET JIOKAJIbHbIE YPPEKTHI KIIETOUHOTO (PYHKIIMOHUPOBAHUS HA
ATamnax co3peBaHus, akTUBAIIMU U cTapeHust. C MOMOIIBI0 MOJIENHN ObLIIO TOKa3aHo, YTO
y MalMEeHTOB B OCTPOMl (a3ze 3a0o0sieBaHUs JUHAMHKA JEUKOLIUTOB CYIECTBEHHO
OTJIMYAETCS OT 3I0POBbIX. MO€Ib MOKET OBITh MOJIE3HA NP BBISIBJICHUH MALIIEHTOB,
MPOXOASIIUX OOCJIEIOBAHUE HA HAJM4HME CEPACYHO-COCYIUCTBIX 3a00JIEBaHM, B
YaCTHOCTH, Ha BbISIBIEHHUE UH(paApKTa MUOKap/a.

MHorue u3 3TUX MOJENIEH ONMUCHIBAIOT «OOIIYI0» OaKTEpUATBbHYIO TUHAMHKY
W/WIM TOMYJSIIMOHHYIO JUHAMMKY KJIETOK BPOXKICHHOIO MMMYyHUTeTa. B HuX He
paccMaTpuBaeTCs MOJIEKYJIIpHbIE MeXaHu3Mbl reHepauuun A®PK rpanyionuramu.
N3ydenne Takux MEXaHU3MOB BaKHO KaK C TOUKHU 3pEHUS KUHETUKH NpoayKunu ADK,
TaK U C TOYKHU 3pEHUS MOHMMAHUS JUHAMUUYECKUX OCOOEHHOCTEW MHOTOCTAaIUIHOTO
(YHKIMOHUPOBAHUS KJIETOK BPOKJIEHHOTO UMMYHUTETA.

Eme ogHuM U3 MHOTOYHMCIEHHBIX KJIacCOB  MEMOpaHHBIX  OEJIKOB,
PETYJIUPYIOIIMX OTBETHl PA3JMYHBIX KIETOK, BKJIIOYAas 3HIOTEIHAIBHBIE WU
IJIaJJKOMBIIIEYHbIE KIETKHM COCY/IOB, KapAHOMHUOLMUTBI, TPaHYJIOLUUTHI, KIETKH
BO30y/IMMBIX TKaHEeH U T.A., HA BHEIIHUE CTUMYJIbI, SIBJISIFOTCS MOHHBIE KaHasbl. OHU
IIMPOKO TPEIACTaBI€Hbl W UIPAlOT BaXHYK (QYHKUMOHAIBHYIO pPOJb B
KU3ZHENIEATEIbHOCTH PA3JIMYHBIX THUIIOB KJIETOK pa3ju4HbIX OpraHu3MoB. B
CJIeyIOoIIEeM pasjiene OyAyT pacCMOTPEHbI CTPYKTYPHO-(DYHKIIMOHAJIbHBIE CBOMCTBA
MOHHBIX KaHAaJOB, KaK OJHUX M3 OCHOBHBIX DPETyJSITOPOB MOHHOW MPOBOJUMOCTH

OMONOTUYECKUX MEMOpaH.

1.5 MonHble KaHAJIBI B 0MOJIOTHYECKUX MeMOPaHaxX KJIETOK

CIII/ITaeTCSI, 4qTO IMPUMCPHO OAHA TPETh BCEro rcHoMa KOJUPYCT MCM6paHHBIe

Oenku, u Ooyiee NBYX TpEeTell HWMEIOIIMXCA HAa PHIHKE JICKAPCTB HAIICJICHBI Ha
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MeMOpaHHbIe OCJIKH, KOTOpBIE CIy)KaT B KauecTBe MUIeHed ux aeiicteust (Liu and
Caffrey, 2005). Benku, oOpasyole HOHHBIC KaHAIbl, SBISIOTCS BTOPBIM IO
pacnpoCTPaHEHHOCTH KJIACCOM MEMOpAaHHBIX OEJNKOB, KOTOpPbIC, B YHCIE MPOYETO,
HCIIOJIB3YIOTCS B pa3paboTKe JeKapcTBeHHBIX cpeactB (Hutchings et al.2019).

WoHHble KaHAIbl MPEACTABISAIOT COOOH KpYyMHbIE TJIHKOMPOTEHHOBHIC
KOMILIEKChI, BCTPOCHHBIC B JIMIHIHBIA OHMCIOW MeMOpaHbl KMBBIX KIETOK. MX
OCHOBHasl (DYHKITHSI — TPAHCIIOPT HOHOB Uepe3 KICTOYHYI0 MeMOpaHy. OHU SBISIOTCS
HEOOXOJUMBIM DJIEMEHTOM JIJISl JKU3HEACITEIBHOCTH BCEX JKUBBIX KJIETOK, TaK Kak
HWOHHBIC TOKH Yepe3 KICTOYHBIC MEMOpaHbl MIPAIOT PEIIAOIIYI0 POJIb B IIMPOKOM
CHeKTpe (PU3HOTOIMYCCKUX MPOIIECCOB: BO30YIMMOCTH HEPBOB U MBIIIII, TeHEPAIMN
MOTEHI[NAIOB JCHCTBHS, ACHCTBHM BTOPHUYHBIX MECCEHKEPOB, CEKPEIHUU KIECTOK H
t.1. (Lipscombe and Wyllie, 2018).

B  ngamHO#i rmaBe  OyayT — MPEACTABICHBI  OCHOBHBIE  CTPYKTYPHO-
(byHKIMOHAIBHBIE 0COOCHHOCTH MOHHBIX KAaHAIOB, B OCHOBHOM KAJIMEBBIX, a TAK)KE

IMoAX0Abl K MAaTCMATHYCCKOMY MOJCIIMPOBAHNIO dKTHUBHOCTHU KaHAJIOB.

11.5.1 Cmpyxkmypno-gpynkyuonanvnvie ocobennocmu uOHHbIX KAHAI08

Emé B 1890 rony Bunbrensm OcTBanbj Mokaszani, YTO AJIEKTPUUYECKUE TOKU B
KUBBIX TKaHSAX MOTYT OBITh BbI3BAHBl MOHAMH, KOTOpBIE IMEPEMEIIAIOTCS Yepe3
KJIETOUHYI0 MeMOpany. B Hauane XX-ro cronetust bepHIITElH BBIABUHYI TUIIOTE3Y
(Bernstein J., 1902), coryiacHO KOTOpO# KJIeTOYHass MeMOpaHa MpOIYCKaeT BHYTPh
KJIeTKH MOHbI K' M OHM HakarmMBalOTCS B IUTOIUIa3Me. TakuMm 00pa3oM, MEXITy
BHEUIHEN 1 BHYTPEHHEH CTOpOHAMU MeMOpaHbl JOPMUPYETCS pa3HOCThb MOTEHILIUAJIOB,
KoTopyto bepHiuiTeiiH BhepBele Ha3BaJl TpPaHCMEMOpPAHHBIM  MOTEHIIMAJIOM.
bpuranckue ¢guznonorn XopkkuH U Xakeau B 1939 r., ucnonb3yst METOT BBEICHUS
ANEKTPOAa BHYTPh TMTAHTCKOIO aKCOHA KalibMmapa, OTKpbiToro furom B 1936 r.,
MPOBEJIM  CEPUID  DKCHEPUMEHTOB, TIJ/IE  BIEpBbIE  HM3MEPUIM  3HAUYCHHE
TpaHCMEMOpPAHHOTO MOTEHIMaa, coctaBisBiiero ~—7/0 MB. DToT Tak Ha3pIBaeMbIi

«II0TCHILIMAJA IIOKOA» TUIIMYCH HC TOJIBKO AJIAI HCPBHBIX KIICTOK, HO Ha6J'IIOI[aeTC}I BO
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MHOTUX JpPYIMX KJE€TKaX, HalmpuMep, B IPUTPOLUTAX. B MBIIIEUHBIX KIETKAX OH
nocturaer -90 mMB. W3 runore3sl bephiureiina B mocineactsuu copmupoBanach
MeMOpaHHasi Teopus BO30YXKACHUSA, OJHUM U3 TIOJOXKEHUH KOTOpOl ObLIO
(dopMHpOBaHUs MOTEHIMANIa JEHCTBUS, BO3HUKAIOILETO MPU NEpexoie MeMOpaHbl B
BO30Y>XKIEHHOE COCTOSIHME TpPU BO3ACUCTBUM HAa HEE pa3fpa)xarolifuX CTUMYJIOB:
ANEKTPUYECKON, XUMUYECKOM, NI MEXaHUYECKOU IPUPOIBI.

JanbHetinme uccienoBanus Xomkkuaa u Xakcean (Hodgkin and Huxley, 1952,
1952a, 1952b), cBs3aHHBIC C M3YYCHUEM MOTCHIIMANA JACUCTBUS, IPUBEIN K MEPBHIM
NOMBITKAM ONKCAaHUS HMOHHBIX TOKOB 4Yepe3 KIeTouHylo MeMmOpaHy. OnHu
MPEINOJIOKUAIN, YTO HOHHBIM TOK TEYET Yepe3 HEKOTOpble TpaHCMEMOpPaHHBIE
CTPYKTYpbl, KOTOpble (OpPMUPYIOT B MeMOpaHe HOHHYIO TOpYy, OOJaJaroIlyIo
MEXaHU3MOM YNpPABICHUS MPOXOIAIIMX Yepe3 HeE HOHOB. OTH CTPYKTYpHI,
OTBEUAIOIINE 32 MPOBOJUMOCTh OMNPECICHHBIX THUIIOB MOHOB, OBLIM Ha3BaHBI UMU
WOHHBIMU KaHasamMu. OHM cuurtany, 9To y Na’-KkaHamoB CyIIECTBYET JBa COCTOSHHS
NPOBOJAMMOCTH — akTHBHpOBaHHOe (MoHbI Na* mpoxomsar uepe3 KaHam) W
WHAKTHBHpOBaHHOE (MOHBI Na* He TPoXOoIAT Yepe3 KaHall). DTH COCTOSHHS OBLIH
OMUCAHbI UMM TPH MOMOIIM Oe3pa3MEpHBIX BEIUYMH M U N, MOTYHHSIONIMXCS

KNMHCTUYCCKHUM YPAaBHCHUSAM BH/JA:

M g, @—m)— g
3; | (11.4.1)
E:ah(l_ h) - g,h

rne o u [ - NOTEHIIMATIO3aBUCUMbIE KOHCTAHTHI CKOPOCTH TPSIMOW W OOpaTHOU
peakuuii. Cama e MNPOBOAMMOCTb MEMOpaHbl Jii MOHOB HATpHsl ONUCHIBAIACh
ypaBHeHHEM: (y, ngam3h, rae Jy, - MakCHMaybHas IPOBOAMMOCTh HA €IHHUILY
TJIOILAM TTOBEPXHOCTH MEMOpaHBI.

B orimumne oT HaTpUEBBIX KaHAJIOB KAJIHMEBBIE KaHAJbI, IO MHEHUIO XOJKKHUHA
1 XaKciav, HE UMEJIM MEXaHW3Ma NHAKTUBALMU U OCTABAINCH OTKPBITHIMU B TEUEHUE

BCETO Mpoliecca jaenospusaiuu. [I[poBoguMocTh MeMOpaHbl 1O KAJIUIO U KUHETHUKA

AKTHUBAIIMKU KaHalia, OIIMChIBAJIaChb UMW YPABHCHUSAMHA BUJIA:
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¢ = gKn4

dn ,
—=a,(1-n)—-4n
dt an( ) ﬁn

rae §, - MakCHMaJbHas MPOBOJMMOCTh MeMOpaHbl mo K' Ha equHUIy IUTOIAIu

(11.4.2)

MOBEpXHOCTU. TakuM 00pa3oM, MU OBLJIO BIEPBbIE MPEITIOKEHO CYIIIECTBOBAHNE HE
TOJIbKO MOHHBIX KaHAJIOB, HO U JIJAHO MaTeMaTUYECKOE ONMKUCaHNe PYHKIIMOHUPOBAHUS
MX TaK Ha3bIBAEMOI'O «BOPOTHOT0» MEXaHU3Ma.

Jainee, 6xaromaps cepun ombiToB Xumte (Hille B., 1975), 6bl10 mokazano
HaJIM4YUE CEJIEKTUBHOTO (DUIIBTPA JJI1 HATPUEBBIX KAHAJIOB U MPEAJIOKEH BO3MOKHBIN
MeXaHu3M ero padbotel. OH onpenenun CpeHui pa3Mep KaHaia, COCTaBIIONUN 3-5
A, u npumén k BEIBOI, YTO IOpa KaHala OKPY’eHa KOIBLOM aTOMOB KHCIOPOJa,
BXOJISIIIIMX B COCTaB KapOOKCUIIBHBIX IPYII MeMOpaHHOro Oenka. Xuuie CYUTal, 4To
CEJIEKTUBHOCTD 3aBUCUT HE TOJIBKO OT Pa3MepOB MPOHMUKAIOIIMX MOHOB, HO U OT MX
CHIOCOOHOCTH 00pa30BBIBATH BOJOPOJHBbIE CBsi3U. Ha OCHOBaHMM 3TUX U JpPYyrux
JaHHBIX XUJUIE 3aKJIIOYMII, YTO HOHBI HATPUS MPOHUKAIOT B KaHAI HE MYyTEM MPOCTOM
auddy3un, a B pe3yibTare MocieJ0BaTeIbHbIX CTaANN JAeTUApaTallii U CBA3bIBAHUS
C KOMIIOHEHTaMH KaHaja. JTO O3HA4YaeT MPeo0JIEHNE SHEPTEeTUUECKUX 0apbepoB, U3
KOTOPBIX HauOoJiee CyleCTBEHHBIN Oapbep popMuUpyeTcst B PUIbTPE CEIEKTUBHOCTH

(Pucynoxk 11.4.1).
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Pucynok 11.4.1. Mogens Xwujie MOHHOTO TpaHCIOPTa 4Yepe3 HATPUEBBLIM KaHal.
CpoOoanbii moH (1) cBsi3piBaercs (2) u geconmbBatupyetrcs (23). 3arem OH
pecobBaTUPyETCS Ha BHYTPEHHEH cTopoHe MeMmOpaHbl (3) W AUCCOIMUPYET U3
OTKpBITOTO KaHana (4). BHu3y — sHepreTudeckuil mpoduib JaHHOTO Ipoliecca:
CTaJuel, OMNpPEeNeNSIIolEeld CKOPOCTh, SBIISIETCS MPEOJOJECHUE SHEPreTUYECKOTO

Oapbepa (23), pyHKIMOHUPYIOLIUH KaK CEIEKTUBHBIN (QUIBTP.

OmHUM W3 apryMEHTOB B TIOJb3Y CYIICCTBOBAHWE HOHHBIX KaHAJIOB B
KJIETOYHBIX ~MeMOpaHax paccMaTpuBajach TIpocTas oOIleHKa KoddduimenTa
pacnipenenenus K, MOKa3bIBAIOMIETO COOTHOIICHWE KOHIICHTPAIIMM BEIISCTBA BHE
MeMOpaHbI ¥ BHyTpH He€. CorytacHo Teopun bopHa, BeICOTa MOTEHIIMAIBHOTO Oaphepa,
KOTOPBIH HEOOXOAMMO TPEOI0JIETh OJHOMY MOJIIO HOHOB MPH MEPEX0JIe U3 PacTBOpa

C JUIEKTPUYECKOW IPOHULAEMOCTBIO & B MEMOpaHy C &, ONpEenessercs
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_@PN (11

cootHotenueM: AW
Areyr & &

, TIe e - 3apsij DJIEKTpOHa, a I - paguyc

nona. J{ist monoB Na* u K* Bemunna AW cocrasiset 350-400 x/Ix/MOITb, IIPU 3TOM

sHeprus TeroBbix kosiebanuit ais 300 K cocraBnser Bcero RT =2.4 x/[»K/MoJb.

AW
BepoaTHOCTh IIepexoja MOHOB M3 PacTBopa B IHMOHaHylo (asy P ~e RT ~e™%0

CJIEIOBATEILHO B ATOM cirydae KodddumueHT pacnpeneneaus K odeHb Man. Takum
00pa3oM, HEMOCPEICTBEHHBI MEPEHOC MOHOB 4Yepe3 JIMMUAHBIN OUCIION TOJIBKO 3a
cuét nuddy3un, MaToOBEPOSTEH.

JI1st MHOTHMX MOHHBIX KaHAJIOB XapaKTEPHOU OCOOCHHOCTBIO SIBISIETCS] HATUIUE
«BOPOT», WM «BOPOTHOIO» MEXaHU3Ma, KOTOPBIM, 3aKPhIBAACh WJIM OTKPBIBASCh,
perynupyeT TPaHCHOPT HOHOB YEpe3 MOpy KaHajga MO0 JIECKTPOXUMHUYECKOMY
rpagueHty. BopoTra M3MEHSAIOT CBOE€ COCTOSIHUE B OTBET HA Pa3JIMYHBIE CTHUMYJIbI
(BO3ICUCTBUA): DJICKTPUUECKOM, XHMHUYECKOH, TEIUIOBOM, WM MEXaHWYeCKOM
MPUPOJIBL.

HonHbie kaHAIBI UMEIOT CIEAYIONINE 00IIHUe CBOMCTBRA:

1) mpOBOAMMOCTh KaHAJIOB pasjiMyacTcs JJIs pa3HbIX HMOHOB, COOTBETCTBCHHO
pasmuuaror K*-, Na*-, Ca?*- u 1pyrue TMIBI KaHAJIOB;

2) xaHaJlbl 00ECTICUYNBAIOT MACCHBHBIA TPAHCIIOPT MOHOB IO 3JCKTPOXUMHUECKOMY
rpajieHTY;

3) kaHambl (YHKIMOHHPYIOT IO MPHHIMIYY «BCE WM HHYETO», BPEMS MEKIY
NEPEKIIIOYEHUSIMU BaPbUPYETCS B IMAMA30HE OT 3 MKC JO HECKOJIBKUX CEKYH];

4) BepOSTHOCTh Tepexoja KaHala MEXKIy CTalHOHAPHBIMH  COCTOSIHUSMHU
IPOBOJUMOCTH (OTKPBITBIMH M 3aKPBITBIMU) M3MEHSIOTCS TOJ] JICWCTBHEM
BHEITHUX YTMPAaBISAIOMUX (DAKTOPOB, HANIPUMEDP, U3MEHEHHUS TPAHCMEMOPaHHOTO
MOTEHIIMANIa, MEXAHUYECKOTO BO3JICUCTBHUSA, CBS3BIBAHUS JHMTaHaa (Hampumep,
Ca?"), COOTBETCTBEHHO Pa3/INyarOT MOTeHIUat03aBucuMele, Ca?* -ympasisiemble u
JpyTHE TUITHI KAHAJIOB.

B cooTBeTcTBUM C BBIIICHA3BAaHHBIMU CBOMCTBAMH W Ha OCHOBAaHHUU

MHOI'OYHCJICHHBIX 3SKCIICPUMCHTOB ObL1a pa3pa60TaHa MCXaHHUCTHYCCKAasA MOACIIb
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nonHoro kaHana (Pucynok 11.4.2). OHa ocHOBaHa Ha MPEINOJIOKEHUH O TOM, YTO 3a
Ka)K7I0€ CBOMCTBO KaHalla OTBEYAET YaCTh €r0 MOJICKYJISIPHOH CTPYKTYpHI. [Ipu sTOM
BBIJICIISIIOT CIICAYIOUINE CTPYKTYPHBIE 3JIEMEHTHI: 10pa — 3aII0JTHEHHAs BOJIOU MOJIOCTh,
KOTOpasi MPOHMU3BIBaeT MeMOpaHy M oOecreynBacT NMaCCHUBHBIA TPAHCIIOPT WOHOB B
HAIPaBIICHUU  DJIEKTPOXUMHUYECKOTO TPAIUCHTA;  CENeKMUSHull  uibmp  —
OTO3HaBaTeJIbHAas ~ AMUHOKHCIOTHAs  TOCJEIOBAaTENbHOCTh, OTBEYAromias  3a
n30UpaTenbHOE TPOIYCKaHWE TMPOHUKAIOMIUX HWOHOB; GOPOMHbLIU MEXAHUIM —
MEXaHU3M «OTCEUKH» MOTOKA MOHOB, (DYHKITMOHAIEHO CBSI3AHHBIA C YNPAGIAIOUUMU

CMPYKMypamu Kanaia, TAKAMH Kak cencop Hanpsidcenus i peyenmop nuranna (Hille,

1992).

Shwmasel ducaoi

CHCOD HAMDDKEHTA

HurormasMarigeckas
CTopoHa

P

Hapysras cropons
MEMOPEIEE

CoraTkH <«
caxapos

benxsy, GHECHPYIOEIHE KaHal
Ha CTPYKTYPHBIX DASMEHTAX
HHTOILIASMbBE

Pucynoxk 11.4.2. ®ynkunonansHas cxema nonHoro kanana (Hille, 1992)
CornacHO BBIIIIECKA3aHHOMY, WOHHBIE KaHAIBI OINPEACTSIOT KakK KpYyITHBIS

TJIMKOTIPOTEMHOBBIC KOMITJIEKCHI, UHTETPUPOBAHHbBIC B JUMUIHBIA OMCION MeMOpaH

ZKHNBBIX KIICTOK H O6GCH€‘-II/IBaIOIHI/Ie ynpaBHHeMbeI MaCCUBHBIN TPaHCIIOPT HOHOB,
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Ojlaromapss 4eMy OHHM WIrparoT KIIYEBYIO pOJIb B IMpoleccax MEMOPaHHOIro

QJICKTPOICHEC3a U KJICTOYHOM CHUTHAJIM3alluH.

11.5.2 Cmpyxkmypno-gpynkyuonansuvie ceoiicmea Ca**-axmueupyemozo u Ky

Kanaioe

K* -kaHaipl, KaKk W JApyTrde THUIBI KaHAJIOB, OPraHW30BaHbl B MEMOpaHe 10
MoayiasHOMY THIy. OHU SBISIFOTCS TeTpamepaMu M OOBIYHO 0Opa30BaHBI U3 JABYX
BUJIOB CYOBCIHMHHMII: KaHAIOOOPA3yIOIMUX O-CyOBEIWHUII M PETYIATOPHBIX [3-
cyowrenuuut (Hille, 2001).

CrpoeHnue mopooopa3yoImux CyobeIMHUIL BceX TUIOB K* -KaHI0B MIMEET MHOT'O

o6mrero (Pucynok 11.4.3).

<

h
Z

B

out U \ ANA fU \

in | | |
2T™M 6TM 7T™M
Pucynox 11.4.3. Apxwurektypa ¢opmupoBanus TpaHncmemOpanHou (TM) wactu o-
cyobenunnn; K*-kananos (¢ msmenenusmu u3 Hille, 2001). a — 2TM-apxurekrypa,
npucymas KcsA- u Kig-kananam. 6 — 6TM- apxurtektypa, xapakrtepHas mias Ky-,
KCNQ-, CNG- u TRP-kananos. ¢ — 7TM- apxurekrypa BK-kamamnos (Ca®-
3aBUCHMBIX K'-KaHaJIOB OO0JIBIIION TPOBOIMMOCTH ). UepHBIC IMHUN — «SAPO» KAHAJIOB,

cxoxee ¢ KcsA-kananom. Cepble TMHUU — TOMOTHUTEIbLHBIE CETMEHTHI.

[Ipocreiimas cTpykTypa KaHaja, HalpuMmep, OakTepuaabHOro PH-4yBCTBUTEIHLHOTO
KcsA-kanana u3 Oakrtepum Striptimyces lividans, BkiodaeT aBa 0-CHHUPATbHBIX
TpaHcMeMOpaHHbIX cerMeHTa (2TM-apxuTekTypa), COCTMHEHHBIX (POPMUPYIOIICH
cenexkmusnbiti Quromp netnéi (P-loop), mpu 3toM N- u C- KOHIIBI MOJMIIENTHIA

obpamiensl B 1uro30ib  (PucyHok 11.4.3a). Ky —KaHaabl HUMEIOT YeThIpE
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JOTIOJTHUTENbHBIX TPAaHCMEMOPAHHBIX CerMeHTa, MpUucoeqUHEHHBIX K N-koHIy. OHM
(bOpMUPYIO ceHcop Hanpsadcenus N OKPYKAIOIIYI0 €r0 BCIIOMOTATENIbHYIO CTPYKTYPY
(6TM-apxurektypa, Pucynok 11.4.36). ITopoobpa3yrorias yactb o-cyobenuHuIbl Kea-
KaHaJla o oTHoueHuto k 6TM-apxutektype Ky-kaHana uMeeT IOMOJIHUTEIbHBIN
cermeHT Ha C-xonme (7TM-apxurtektypa, Pucynok 11.4.36) u nomomHUTENbHBIC
CETMEHTBHI IUTO30JIbHONM YacTh (cermeHThl S7-S10, Pucynok 11.4.4). [lopa

dhopmupyeTcsi B MEMOpaHe U3 YEThIPEX 0-CYyOBEAMHHUII.

OGnacts
nopet P

I

NH;'

cencop Vi

f -cybnemunuua o -CyOBeanHNULA

CoOor
Ca”'-cencop
[louka KpoJauka, Memie 883 TELVNDTNVQFLDQDDDDDPDTELYLTQ
Myxa 988 TELVNDGNVQFLDQDDDDDPDTELYLTQ
HemaToma 960 TELVNDSNVQFLDQDDDDDPDTELYLTQ
Uesosex 945  TELVNDTNVQFLDQDDDDDPDTELYLTQ
Pucynox 11.4.4. Cxema  MOCIENOBATENBHOCTH  TPAaHCMEMOpPAaHHBIX |

[UTOIJIA3MAaTHYECKMX CETMEHTOB o- M [-cyObeaunui Makch-Kcs-kanama (¢

n3MeneHusmu u3 Vergara et al., 1998). Kanan popmupyercs mpu CBepTKe B MeMOpaHe
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YETBIPEX CTPYKTYP, IOKA3aHHBIX HAa PUCYHKC. 3elIeHbIM OBETOM IIOKa3aHbI CCTMCHTHI,

XApPAKTCPHBIC IJIA Kv-KaHaJ'Ia.

11.5.2.1 O6racmo noput

Kaxk monaratot, K*-kanan oopa3yercst myTéM CBEPTKU YETHIPEX CyObeAUHUIL (B
ciydae Makcu-Kcp-kaHana 310 4 0-CyObeIMHUIBI), TaK 4YTO BHYTPH oOpa3yercs
MOHONIPOBOAAIIAST TIOJIOCTh (nopa). BhICTHIIKA 3TON TOPBI CO3MAETCS YETHIPHMS
METISAMHU — TIO OJTHOM OT Kakaou cyobeauHuilbl. Kaxknas netis coaepxut okojo 20
AMUHOKHCIIOTHBIX OCTaTKa, COCTUHSIONIMX B CYOBEIWHUIIE CETMEHTHI S5 u S6
(Pucynok 11.4.4). DTy 4YacTh CTPYKTyphbl KaHala Ha3bIBAIOT oOaacmbio nopwi (P-
obnacmyv). OHa MISHTUYHA B pa3nuuHbX K*-kananax (Heginbotham etal., 1997). B P-
00JacTi UMEIOTCS § MOCIICIOBATEILHO PACIIOIOKEHHBIX aMIUHOKHCIIOTHBIX OCTATKOB
BecbMa CX0xuX Mexay coooit. s K™-xananos Shaker, Shab u ip. sto TMTTV G
Y G, ms fSlo u mSlo coorBerctBeHHO TNSTVGY GuTMSTV G Y G. Beuny
OOJIBIIIOTO CXOJICTBA ATy MOCJIEIOBATEIHLHOCTD OMPEACIISIIOT KaK «OIMO3HABATEIBHYIO»
(“signature sequence”) mis K*-kananos. IlomararoT, 4To0 MMEHHO OHa BO MHOTI'OM
orpeieNisieT HOHHYI0 celleKTUBHOCTh K'-KaHalloB. B mosb3y 3TOro CBHIETEILCTBYIOT
naHHbIe, moiydeHHble Ha Shaker K'-kaname. A WMEHHO, MyTallii HEKOTOPBIX
aMUHOKHCIIOT HapymaroT K*-u3oupartenbHocTh KaHana (Heginbotham et al., 1997).

[TpopbiBOM B TMOHMMAaHUHM CTPYKTYpbl W (QyHKInoHHpoBanus K'-kaHanoB
sBuiack padora [loiina u coart. (Doyle et al., 1998), koTopbie BriepBbIe, UCTIOIB3YSI
METOJlT PEHTICHOCTPYKTYpHOTO aHaimu3a, TONYyYWIH TPEXMEPHYIO CTPYKTYPY
0akrepuanbHoro K'-kanama (KCSA-kaHama). DTO HaAaMMEHBIIMHA IO CTPYKType W3
M3BECTHBIX KaHalloB (M.M. cyObemamuunbl — 16-17 xJla (Schrempf et al., 1995). B
OTJIMYUE OT MOTEHIMAT03aBUCHMbBIX K'-KaHAIOB 3yKapuOT KaXKaas M3 YeThIPEX
cyobenuaui KCSA kaHana uMmeeT He 6, a TOJIbKO 2 TpaHCMeMOpaHHBIX cermenTa: TM1
u TM2 (Heginbotham et al.,, 1997; Cortes et al., 1997). AMHHOKHCIOTHBIC
nocienoBareabHocT TM1 11 TM2 umerot He60IbIII0e CXOACTBO C AMUHOKUCIOTHBIMU

MOCJICZOBATELHOCTAMU HACHTHYHBIX CETMEHTOB (MPEAMOIOKHUTENIbHO S5 1 S6)
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MOTEHI[MATI03aBUCUMBIX KaHAJIOB 3yKapHOT, OJHAKO P-001acTh y HUX Takas e, Kak U
y Ipyrux ka"aioB. Hanpumep, ona Ha 67% unentuyna P-o0nactu kanamna Kyl (tun
Shaker). Dto nemaer KCSA TpHUrOgHBIM IS WCCIICIOBAHHUS OOIIUX IPHHIIMIIOB
OpraHu3alyi UOHHOM ITOPHI.

Kanan KcSA mpencraBnsier coOoit TeTpamep ¢ cUMMeTpuei 4-To Topsaka,

OKpYy>Karoliuii HoHHYI0 1opy (Pucynox 11.4.54,6).

Pucynok 11.4.5. Crpykrypsl mnpocteiimux K'-kaHamoB. a-6 — CTpyKTypa
oakrepuanbHoro KcsA-kanana u3 Streptomyces lividans (Doyle et al., 1998). a — Bun
cOoky. OpaHxeBbIM 1[BeTOM 0003Ha4YeHbl HOHBI K* B celleKTHBHOM (UIIbTpE KaHaa.
6 — BUJ] HA KaHaJI C BHEKJIETOUHOM cTOpoHbl. KaHal mokaszaH B 3aKpbITOM COCTOSIHUU.
¢ — cenektuBHbli  QuiabTp  K'-xaHama ~— oOpa3oBaH  KOHCEPBaTHBHOI
nocienoBaTeabHOCThIO -TVGYG-, dopMupyronieii BOKPYr HWOHOB KalHs KOJbIA
aTOMOB KHCJIOpo/ia (MaJIeHbKHE KpacHbIE IMIApUKH), IHEPTeTUUECKH SKBUBAJICHTHBIX
TUApaTHOM 000JI0uKe atomMa B BOAHOM pactBope. CeleKTHBHBIN (QuiabTp umeer 4

MECTa CBA3BIBAHUA K+, OJHO MJIM HECKOJIbKO MCCT CBA3BIBAHUS MOI'YT OBITH 3aHATHI
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MOJIEKYJIaMU BOBI (OOJBIIION KPACHBIN MIAPHK BO BTOPOW CBEPXY MO3HIIMH, TPOTOHBI
He MOKa3aHbl). 2-0 — CTPYKTypa KanueBoro Ca?*-axtusupyemoro MthK-kanana us3
Methanobacterium termoautrophicum (Jiang et al., 2002). 2 — Bux Ha kaHalm cCOOKY.
3eneHBIM IIBETOM 0003HaueHa 1MTo30j6Has Ca?*-ceasbiBaromas «damay». KpacHbie
mwapuku — uoHel Ca?* B Mecrax cBsaspiBaHuMsa. CTPyKTYphl HOCTPOEHBI Ha OCHOBE

PEHTTEHOCTPYKTYPHBIX JaHHBIX ¢ caiita Www.pdb.org. daiiner 1b18(KcsA) n 1LNQ
(MthK).

CyObenuHMIIBI B TETpaMepe pacloioKeHbl TakuM o0pa3oM, 4YTO OJiHA
TpaHCMeMOpaHHas o-CIupalib oOpailieHa B 00J1acTh MOPhI (BHYTPEHHSIA CIHMPaib), a
Apyras, BHEIIHSS O-CIIApalh — K JUIOAJHOMY MaTpPUKCy  MEMOpaHBI.
TpancmemOpaHHbIE CETMEHTHI COEAMHEHBI BO3BPATHOM METIEN, cojepKaien
«OTIO3HABATEIIFHYIO TIOCIEIOBATEIBHOCTEY («Signature sequence»). BryTpeHHme
CIUpaJId HAaKJIOHEHBI K HOPMaJIM MeMOpaHbI 1O yriioM 25°, Tak 9To mopa oopasyer
KOHYCOOOpa3Hyl0 CTPYKTYpy, OOpaméHHyr0 IMIMPOKOM YacThl0 K HapyXHOU
MMOBEPXHOCTH MeMOpaHbl. HapykHO€ yCThe H CEICKTHUBHBIM (UIBTP HECYT
OTPHIIATEIIbHBIC 3JICKTPOCTATHYECKHE 3apsi/Ibl, oOeceunBaroniie cpoactso K k mope
(Pucynox 11.4.56). BeicTuiaky mopsl QopmupyeT meTias W OmmKalmmid K
KapOOKCUJILHOMY KOHILYy Oi-CIIUpaJIbHBIN TpaHCcMeMOpaHHbIM cerMeHT. OO0mas JaiuHa
nopsI 0KoJI0 43 A 1 eé nuamerp u3MeHseTCs BIOJb OCH.

BHyTpeHHss mopa (e€ auameTp JOCTaToO4eH Ui mpomyckanus HoHoB K* B
TUAPATUPOBAHHOM COCTOSIHUM) HMMEET THAPO(GOOHYIO BBICTHIIKY, OTHOCHUTEIHHO
WHEPTHYI0 K TPOHUKAIONIUM TUIAPATHPOBAHHBIM uoHaM. [Ipeamonaraercsi, d9TO
BBICTHJIKA YBCJIIMYMBAET IIPOIYCKHYIO CIIOCOOHOCTh TOPBI MYyTEM CHIDKCHUS
B3aMMOJICHCTBHSI HOHOB CO CTPYKTYpOM KaHalla B T€X MecCTax, K KotopsiM K' nmeer
cpoacteo (Doyle et al., 1998). Buytps mopsi oOparieHsl 4 meTiu (1o OAHON OT KaXKa0M
CyOBEIUHUIIBI), KOTOPHIC COCTOAT W3 19 aMUHOKHCIOTHBIX OCTaTKOB Kaxkias, W
coequHsAOT cerMeHThl TM1 u TM2. Iletns siBisieTcsli BBICOKO KOHCEPBATHBHBIM
y4acTKOM. B mocimenoBaTtebHOCTH MNETIM €CTh 8 aMUHOKHUCIOTHBIX OCTAaTKOB,

KOTOpbIE  MpHUCYIIM npakThdecku BcemM  K'-kanmamam. Ona  Has3bIBaeTCs
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«OIO3HABATEIbHON MOCJIEIOBATEIHLHOCTHIO. MyTanuu B JaHHOM
nocseaoBareIbHOCTH HapymaroT K¥-cenekTuBHbIe cBolicTBa KaHaia (Heginbotham et
al., 1997).

PeHTreHOCTpyKTypHbBIEC JaHHBIE MOATBEPKIAIOT BAXKHOCTh «OIMO3HABATEIHLHOM
MOCJIEIOBATEILHOCTHY I 0OCCIICUEHMS BRICOKOM CcelIeKTUBHOCTH KaHanoB (Doyle et
al., 1998). bbuto 0OHapy>KEHO, YTO 3Ta MOCIECIOBATEIIHFHOCTh O0palleHa BHYTPb MOPHI
B caMol y3ko# e€ yactu u popMHUpyeT BOKpYT HOHOB K* (IIOCTOSHHO yIepyKUBACMBIX
BHYTPH CEJICKTUBHOTO (PMIIHTPA) KOJIbIIA U3 AaTOMOB KHCIIOPOa KapOOKCUITLHBIX TPYIIIT
OCHOBHOM T1ienmu. Takasi CTpyKTypa OHEPreTUYeCKH OKBUBAJCHTHA THIPATHOU
obosouke aroma K* B BogHom pactBope (Pucynok 11.4.56). Tlostomy mony Na',
HaIrpuMep, JUIsl MPOHUKHOBEHHSI B CEJICKTUBHBIN (PIIIBTP HEOOXOIUMO IPEO0JICTh
NoTeHIMAIbHBIN Oaphep Ha 18 KT Oonee Bbicokuii, yeM noHy K*, 4To mpHUBOAUT K
BBITCCHCHHIO HAaTpus U3 cejektuBHoro ¢uibtpa (Allen et al., 1999). CenexTuBHBIM
buIbTp BMeeT 4 MecTa cBA3bIBaHUA K, 0JTHO MJIM HECKOJIBKO MECT CBSI3BIBAHUS MOTYT
OBITh 3aHATHl MOJIEKyJaMu BOAbl. B cpemHeM ke, B CEJIEKTUBHOM (QUIIBTpE
yaepxxuBaetcs 2 moHa K™ (Zhou and MacKinnon, 2003). Dto oOecrieynBact
MoJ/JIep>KaHNe TIOCTOSTHHOTO JuamMeTpa (QuibTpa W MPEMSTCTBYET €ro CMBIKAHUIO.
Kpome Toro, cuctema W3 pacrojOKEHHBIX IOCIEAOBATEIbHO MECT CBSI3bIBAHUS
o0ecIieunBaeT «CHHXPOHHYIO» Mepeaady HOHOB BJIOJIb CEJIEKTHBHOTO (PUIIBTPA, KOT1a
JeTuIpaTalusl MOHA Ha BXOJIE€ COBMAJAET MO BPEMEHH C THApaTalMed Ha BBIXOJIE
CEJNICKTUBHOTO (UIIBTPA, YTO CHUKACT DHEPTETUUYCCKUE 3aTpaThl HA BECh MPOIECC B
nestom (Morais-Carbal et al., 2001; Chung et al., 2002).

Takast cTpyKTypa MO3BOJISIET KaHaJTy COBMEIIATh JBa YHUKAIBHBIX U, KA3aJIOCh
OBI, B3aMOMCKITIOUAIOIINX CBOWCTBA — BBICOKYIO M30MPATEILHOCTh K MOHAM KaJIHs
(oxomo 1:1000 mast HEKOTOPBHIX KaHAIOB MO oOTHOmIeHHIO K Na') u BBICOKYIO
IPOHMIIAEMOCTb ISl HUX (CKOPOCTH TIepeladll HOHOB Yepe3 OJMHOUHYIO mopy ~ 10’
HMOHOB B CEKYHAY).

B mienmoM mopa umeeT CI0KHBIN Npodwib BAOJIb KaHaja, TJIe caMas y3kas e

YaCTh — CENIEKTUBHBINA (QHIBTP — COCTABIAET B TUAMETPe Bcero 3 A, a camas mupokas

69



(B 3aMoJIHEHHON BOJOW MOJIOCTH, PACIOJIOKEHHOW MPUMEPHO MOCEPEIUHE TOIIIUHBI
MeM6Opansl) — B auamerpe 10 A. Kpome Toro, cermentsl KCSA KaHana cXOAATCS K
[IATOTUTA3MATHICCKOMY BBIXOAY TIOPHl M HMMEIOT TaM OOJBIIOE KOJMYECTBO
ruipooOHBIX AMUHOKHUCIIOTHBIX OCHOBAaHUH, YTO JAET OCHOBAHUE MPEIoJiaraTh, YTo
Ommmkaimas K IUTOIUIa3ME 4YacTh cerMeHTa TM2 sBisSeTCs BOPOTHOW YaCTHUIICH

(Pucynok 11.4.5q).
11.5.2.2 Ca?*-peyenmop

[TokazaHo, uto Kca-kaHanel Oonbmiod npoBoaumoctu (BK-kanamer) moryt
OTKpEIBaThCA U B orcyTcTBuu Ca?*, Ho npu Vi, 6omee 100 MmB (Cox et al., 1997; Cui et
al., 1997). IlpucyTcTBre Bo BHyTpeHHel cpesie noHoB Ca?* cHMKaeT Nopor akTHBALUK
kaHaioB. B  crpykrype o-cyOenununnbsl BK-kananoB o00Hapy>KeH  BBICOKO
KOHCEPBATUBHBIN Y4acTOK U3 28 aMHUHOKHUCIIOT, HAXOIALIUICS MEeX Ay cerMeHTaMu S9
u S10 (Pucynok 11.4.4) u npumeikaromuii HermocpeacTBeHHo k cermenty S10 (Morita
et al, 1997). O coumepxuT OONBIIOE YHUCIO OTPUIATCIBHBIX 3apsI0B
(mpeuMy1IeCTBEHHO, Ha acnapTarte). [lokazaHo, 4TO 3TOT y4acToK sIBJIsieTCsl Hanbosee
sepoatHeiM Ca®*-cencopom (Schreiber and Salkoff, 1997; Schreiber et al., 1999).
OcHoBaHMEM Ul 3TOTO MOCIYXMJIM 3KCHEPUMEHThl C TOYEHYHBIMH MYyTalUsIMU B
nocneaoBareasHocTd DQDDDDDPD, npuBOAsSIIMMY K CyIIECTBEHHBIM H3MEHEHHUSIM
B aKTHBalUM KaHana noHamu Ca?*. Hampumep, 3aMeHa B 5TOM MOCIEN0BATEIEHOCTH
Ja’ke OJIHOTO acrapTaTa Ha acliaparuH WK €ro yJajieHHue B MOAYEPKHYTHIX MO3UIUAX

NPUBOJWIA K  CMEIICHWIO moTeHmmano3aBucumoctn  P,(V,,) B  cropony

TIOJIOKHUTENbHBIX 3Ha4eHuit Vy Oonee, ueM Ha 50 MB (mpu konuentpamusx [Ca']i B
nuariazone oT 4 1o 100 MmM). MyTtanuu 3a npenenamu Ca2+-ceHcopa MaJIO BJIHSIJIHA HaA
YyBCTBUTEIBHOCTh KaHaa K KaJbLHIO.

JlonoaHUTENBHBIM JI0Ka3aTeIbCTBOM B MOJIb3Y TOTO, 4TO
MIEHTHOUIMPOBAHHBINA YYACTOK JEHCTBUTENBHO SBIISETCS MECTOM CBsizbiBaHus Ca?t
U YIPaBIISET aKTHBHOCTHIO KaHalla, SIBJISIOTCS IKCIICPUMEHTHI ¢ KaHaioM MSI03 —

CTPYKTypHBIM  aHamoroM  kanmama mslo, me  3aBucammm  or  [Ca®'];
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MOTEHIIMAJI03aBUCUMBbIM KaHAJIOM OOJIbIION mpoBoguMocTH. 3ameHa B mslo C-
KOHIIEBOT'O y4acTKa, cojepkainero Ca2*-ceHcop, Ha aHaJOTMYHEIHA ydacTok 13 mslo3,
npespamana ucxonno Ca?*-zapucumeiii BK-xanan B He ynpasnsemsiii nonamu Ca*
HoTeHI[MaI03aBruCcUMbIi KaHai (Schreiber M., et al., 1999). 13 sToro MoXxHO caenarhb
BeIBOA, uTo Ca?*-cemcop B orcyrctBuum Ca?*  sgBusgeTcs  MHIUOMTOPOM
MOTEHIMAI03aBUCUMOr0 Makcu-K*-kanama. CoriacHO aljIOCTEPUYECKON MOIeH
(Cox et al., 1997), npucoenunenne Ca?* usMeHseT (CHUXAET) CBOOOIHYIO SHEPIHIO
AG mepexoaa KaHala U3 3aKPBITOTO COCTOSHUS B OTKPBITOE, U KaHANl OTKPHIBACTCS
1pu GU3HOJIOTUYECKUX 3HAYCHUSX MEMOPAHHOTO MOTEHIMAA.

Ca**-cBs3bIBaOIMI y4acTOK Makcu-K*-KaHana UMeeT HEKOTOPOE CXOJICTBO C
Ca?*-ceaspiBaromeii nporeasoii (Moss et al., 1996), no ue ¢ 6enkamu tina “EF-hand”.
K Oemkam paHHOro Tuma ckopee oTHocuTcs Ca?*-zapucumblii K'-xaman wmanoii
MIPOBOJAMMOCTH, UMEIONIMK B CBOeH CTpyKType Kambmomynuu (Xia et al., 1998;
Persechini A., et al, 1989). Kak mnpasuno, B Monekyine Oenka uoHel Ca?*,
KOOPJAUHUPYIOTCS ¢ 6-8 KHUCIOPOIOCOAEpKAIIMMU JUraHAaMu. ATOMBI KUCIOPOJa,
y4acTBYIOIIUE B CBs3bIBaHUK Ca?*, 0OBIMHO NMPUHALIEKAT KAPOOKCHIBHBIM IPYIIIAM
acnaprara (D) u rnyramara (E). Kak Bugno u3 pucyrka 11.4.4 Ca?*-cencop comepur
oko1o 10 Takux rpymm. Kpome Toro, B cBsaspiBannu Ca?* yuacTBYIOT aTOMBI KHCIOPOA
amuanbix rpynn (-CO-NH;) acnaparmna (N) u rmytamuna (Q), COUPTOBBIX TPYIII
(-OH) B cepune (S) u Tpeonune (T), a Takke KapOOHUIBHBIN KUCIOPONCITHIHON
e (-CO-NH-) (T'yce 1998). Ipu csa3biBanmu ¢ Ca?* mporCXOaUT IIepeOpPUEHTALUS
AMMHOKHCIIOT, CBS3bIBAIOIIMX 3TH HOHBL. C OHOM CTOPOHEI, 3T0 cTabunusupyer Ca**
B €T0 «UaIliey», a C APYyrod — BHI3BIBACT MaJIble U3MEHEHUS B OJTHOM U3 KOHIIOB Oelika,
YTO MO MPUHIUITY TOMHHO MPUBOIUT K TJI00ATFHBIM U3MEHEHHSIM B CTPYKTYpE BCETO
6enka. CTOUT 3aMETHUTh, YTO CMEILEHUE TMOJIOKEHUS OTIENIbHBIX aMUHOKUCIIOT MPHU
cBs3biBaHuK Ca?* MOryT ObITh ManbiMu (MeHee 1 A), 0/lHAKO OHM MOTYT HepeiaBaThCs
Ha Oousblue paccTosHus (mecsatku anrcrpem) (Bajorath et al., 1989). DT1o B cBoMO
ouepellb MPUBOJAUT K CHUKEHHMIO CBOOOJHOM SHEPruu Mepexona KaHaia (ceHcopa

HaIpPSHKEHUS) U3 3aKPBITOTO COCTOSIHUS B OTKPBITOE.
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Takum  00pa3oM, COMJIACHO  PEHTICHOCTPYKTYPHOMY  HCCIIEIOBaHUIO
oakTepuanbHoro Kcgp-kanama (MthK-kanana), detbipe ero CyObeIMHHUIBI CBOMMHU
IINTO30JIbHBIME CETMEHTaMu 00pa3yroT Ca®*-CBA3bIBAIOIIEE YIPABISIOMIUE KOJIBIIO.
OTa CTpYKTypa He SBJISETCS CaMOCTOSATEILHBIM BOPOTHBIM MEXAaHU3MOM, HO CITIOCOOHA
YIPaBJISITH BOPOTHBIM MEXAaHU3MOM MOPBL. Kaxkaas a-cyObennHnIIa CIoCOOHA CBSA3ATh

nBa nona Ca®*, Takum 06pa3oM, KaxIblii KaHAIl cIIOco0eH cBA3aTh 10 8 nonos Ca?

(Pucynok 11.4.50).
11.5.2.3 Cencop nanpsocenus

OmHMM W3 HAWMBLKHEHUIIUM CTPYKTYPHBIM 3JIEMEHTOM HMOHHOTO KaHala,
YIPAaBISIONIAM €T0 aKTUBHOCTBIO, SIBJIISICTCS CEHCOp HamnpsokeHus. B cBo€ Bpews
XOMKKAH M XaKCIY TMPEANOJIOKWIA, YTO HOHHBIM KaHal JOJDKEH COAEPKATh
KOMITOHEHT, KOTOPBI B 3aBUCUIMOCTH OT IIPHUIIO’KEHHOTO TIOTEHITHAA JIN0O OTKPHIBACT
KaHaJl IS KATHOHOB (YTO O3HA4YaeT aKTHBAIMIO B 3JCKTPO(OH3HOJOTHICCKOM
CMbICJIE), 70O OJOKUpPYEeT €ro (MHAKTUBalMs). 3aBUCUMOCTh OT MOTEHIMaIa
YKa3bIBAET Ha TO, YTO KOMITOHEHT HECET AIIEKTPUICCKHN 3apsiy (B BHJIE ITOIBUKHOTO
3apsfa WM JUIOJNSA) W MOXKET CMEINAThCAd IPHU W3MEHEHUH TpaHCMEMOpPaHHOTO
MOTEHIIMAaIa TOJ NSHCTBUEM KYJOHOBCKHX CHJI. DTH MEPEMEIICHUS 3apsaJ0B MOTYT
OBITH PKCIIEPUMEHTAIBHO 3a)MKCHPOBAHBI, €CITH U3MEPEHUS TIPOU3BOAUTH Uepe3 1 MKC
Mociie  JEHOJIApH3allid B BHJC OYCHb HCEOONBINUX IOJIOKUTEIBHBIX TOKOB,
HATPABJICHHBIX W3HYTPU HApyXy MEMOpaHbI M HE UyBCTBUTCIBHBIX K JICHCTBHUIO
OOBIYHBIX MHTMOMTOPOB MOHHBIX TOKOB. BriepBbIc OHU OBUIM 3apETHCTPHPOBAHBI B
ckenerHor Mermie (Schneider and Chandler 1973) u B akcone kambmapa (Armstrong
and Bezanilla 1977), u ObTd Ha3BaHBI «8OPOMHBIMUY Mokamu. IIpu COBMECTHOM
MCIIOJIb30BAHUU METOJIOB PETUCTPAIlMd BOPOTHBIX TOKOB M aHajiu3a mmyma Ha K'-
kanase Shaker-IR yaamock u3MepuTh BOPOTHBIN 3apsi/i OJMHOYHOTO KaHaja, KOTOPbIi
cocraBmws oT 12 no 13 snemenTtapubix 3apsgoB (Zagotta and Aldrich 1990). Kak
MOKa3aJIl MHOTOYHCJICHHBIC SKCIIEPUMEHTHI, B CTPYKTYpE MOTSHIIMAI03aBUCUMBIX K*-
KaHAJIOB CeHCOpoM HampspkeHusi sBisiercs cermeHt S4 (Noda et al., 1984). On

COJICP)KUT B TOCJIEAOBATEILHOCTH (parMeHT C MOBTOPSIONIUMUCS 4Yepe3 Kaxiple 3
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MO3UIIMHU apTUHUHOM WiH Ju3uHoM R362, R365, R368, R371, K374, R377, K380 s
nocinenoBarenbHocTd  ShakerB-xanama (Tempel et al., 1987). Jlannas
MOCJIETIOBATEIBHOCTh O0OECIEUMBAET CETMEHTY IOJIOKHUTENbHBIN 3apsa. Takum ke
00pa3oM ycTpoeHa IMoCIeIOBaTeIbHOCTh CEHCOPA HAPSDKEHUS MTOTCHIINAI3aBUCHMBIX
Na* u Ca®* -kananos (Bezanilla, 2000).

Panpmie cumtanm, uyto Kca-KaHambl OTHOCSTCS K THITY JIUTAH]I-YIIPABISIEMBIX
KaHAJIOB, B KOTOPHIX IIOTEHIMAIO3aBUCUMOCTh jelicTus Ca?*  oOycloBieHa
YBEITUYCHUEM €ro KOHCTAHTHl CBS3BIBAHHUS C KaHAJIOM TIpH yBenwdeHun Vp
(Moczydlowski and Latorre, 1983). ITo3xe myTéM XuMHUYeCKOH MOIU(DUKAIIUN OBLIO
nokasaHo, 4to Kcy-kaHan MOKET OTKphIBaThcss B orcyrcTBuu Ca’* B oTBer Ha
nenonspusyromuii nmotennuan (Pallotta, 1985). Bosiee Toro, ObUTO MOKa3aHO, YTO B
nuanaszone 1072 - 107 M [Ca?*]; akTuBHOCTB KaHana ¥ noTeHIuan Vi, Ipu KOTOpOM
Po=0.5, He 3aBucur oT KoHuUeHTpauumu Ca?*, 4To He COBHNAgAET C OXUAAEMOMN
nuHeiHo! 3aBucuMocThio Vi, ot [Ca?*]i B ciyuae nmurang-ynpasnsemoro kanana (Cui
etal., 1997). Takum 00pa3oM, TaHHbBIC YKA3bIBAIOT HA UCXOIHO MOTCHIMAI3aBUCUMYO
IpHUPOJY BOPOTHOIO MEXaHM3Ma KaHana, rjae ponb Ca?t 3akiarodaercss B CHMKECHUH
CBOOOJHOM DJHEPruu TMepexoja KaHajlla M3 3aKPBITOTO COCTOSIHUSI B OTKPBITOE
(MomyJsALIN).

B ctpykrype a-cyobenuHuisl Ke-kaHana uMeeTcs TpaHcMeMOpaHHbIN CETMEHT
S4 (Atkinson et al., 1991; Wallner et al., 1999), ananoruunslii cerMeHTy S4 B ceHCOpe
HaIpPsHKEHUS TOTCHITHAI-YIIPABISIEMBIX HOHHBIX KaHAJIOB. B mocienoBarensHOCTH S4
Kca-KaHama uMeeTcsi TpU TMOJOXKUTEIBHO 3apsDKEHHBIX aMHUHOKHCIOTHBIX OCTaTKa
(aprununel R207, R210, R213) u orpumarenbHo 3apsukeHHBINA TioyTamat E219 (B
CEeHCOpe HampsDKeHHs KaHana HaxoauTcs 4x4=16 3apsKeHHBIX aMHUHOKHCIOT).
Toueunbie MyTanMy aMUHOKUCIOT B S4 TIOKa3alid, YTO TOJIBKO JIBE aMUHOKHUCIIOTHI
(R210 m R213) maroT BKJIaJ B MOTCHIIMAIO3aBUCUMOCTh BOPOTHOIO MexaHu3ma Kcg-
kanana hSlo (Diaz et al., 1998). Ilpu 5TOM SKBHUBaJCHTHBI BOPOTHBINA 3apsi (Zeg)
coctapisin 1.6€p. Mytamun R210N win R213Q chHuxanu Zeq mpuOIU3UTENBHO B 2

pasa.
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UyBCTBUTENBHOCTD KaHAJIa K TOTEHIIMAITY B LIEJIOM 3aBUCUT OT YKCJIa BOPOTHBIX
3aps/IOB U CTEIICHH KOOIIEPaTUBHOCTH X B3auMoeicTaus (Sigworth, 1994). O0bruHo
OHa OIpeAeAeTCS KaKk BeIMUYnHa cMereHus: Vi, pu KoTopoM Po m3MeHsercs B € pas
(AVe). Hnsa Kca-xananoB AV Bappupyercs B auamna3zoHe ot 8 no 17 mMB kak mis
HaTUBHBIX KaHaioB (Latorre et al., 1989), Tak u a1 3KCHpecCHPOBAHHBIX KIIOHOB
(Hanaoka et al., 1999). Ognako mms Shaker K*-xamama, MMEIOLIETO 3HAYNUTEIHHO
OOJNBIINIT BOPOTHBIN 3apsii, AVe Takke JIEKUT B 3TOM AHana3zoHe. ITO MOXKET ObITh
OOyCIIOBJIEHO T€M, YTO TOTEHIMAJI03aBUCUMOCTh XapaKTepUCTHK KaHala
o0ecrieuynBaeTcs He TOJBKO 3apsiiaMu S4, HO U IPYTUMU HE UICHTUPUITUPOBAHHBIMU
3apsimamu (Sigworth, 1994).

MyTanuu Ipyrux 3apsHKeHHBIX aMUHOKHUCIIOT B S4 kaHana hSlo mokaszanm, 4to
R207 co3naét BbICOKUI MOTEHITMANBHBINA Oaphep IS Mepexo/ia KaHalla U3 3aKphITOrO
cocrosiHUs B OTKphiToe (MyTtammu R207Q wmm R207E cHmxkaioT 3TOT Oapwep
npubnusurenbHo Ha 30 kJDx/monb). Hamportu, R210 (mpeAmnosioxUTENTbHO 3TOT
apTMHUH TaK)Ke MOXET OBITh BKIIIOUEH B CTPYKTYpy S4) u E219 nokanuzoBansl, mo-
BHJINMOMY, BHE 30HBI ICHCTBUS MEMOPAHHOTO MOTEHIIMAJIA, TAK YTO WX MYyTalllH HE

BBI3BIBAIOT 3HAYMTENIBHBIX U3MEHEHUH B akTMBHOCTH KaHana (Diaz et. al., 1998).

11.5.3 Bopommnuwtit mexanusm K*-xkananoe
11.5.3.1 Axmusayus

PaboTta KaHajia MpEACTaBISAET coOoi oOpaTumoe U3MEHEHUE
KOH(OPMAIMOHHOTO COCTOSTHUS KaHalla, KOTOPOE MPUBOJAUT K U3MEHEHUIO CUJIBI TOKA
MIPOHUKAIOLIMX HOHOB OT HYJIEBOTO 3HAYEHUS (3aKPBITOE COCTOSIHUE) /10 HEKOTOPOTO
MIOCTOSIHHOTO 3HAY€HUs (OTKPBITOE COCTOSAHME). [[ns1 peanuzanuum Takoro noBeaeHUs
BOPOTHBIA MEXAHU3M JOJDKEH MMETh «3aCJIOHKY», CONPSDIKEHHYIO C YIPABIISIOMIEN
CTPYKTYpOil (CEHCOPOM TpaHCMEMOPaHHOTO TOTEHIIMANA, PEIENTOPOM JIUTAHA).
OU3NYECKON UHTEPHPETALMEN TEPEXOAOB KaHajla MEXAY CTalMOHApPHBIMHU
COCTOSIHUSIMM SBJISIETCSI MOJIEJb JIBUKECHHUS YACTULBI B MOTEHIHAJIBLHOM TOJIE CHII,

DHEPTeTUYECKUM MPOPIIH KOTOPOrO MMEET HECKOJIbKO MHUHHUMYMOB C OapbepaMu
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MEXAY HHUMH. YTOPABISIOUME KOMIIOHEHTHI BOPOTHOTO MeEXaHU3Ma JOJIKHBI
o0OecrieunBaTh M3MEHEHHE JTOro MNpoduis JUisi BO3HUKHOBEHHS BO3MOXKHOCTU
KOH()OPMAITMOHHBIX TIEPEXOI0B WU U3MEHSITHh AKTUBAIIMOHHBIN Oaphep.

HcrounrkoM cBOOOIHOM SHEPTHUH AJI OCYIIECTBICHUSI BOPOTHOIO Tpolecca B
MOTEHI[UATI03aBUCUMOM KaHaje SABJISIETCS MOTEHIIUAJIbHAS SHEPTHUS
ANEKTPOCTATUYECKOTO B3aUMOJACHCTBUS 3apSKEHHBIX AMUHOKHUCIOTHBIX TPYHI C
TpaHCMEMOpaHHBIM TOTeHHHAIOM (rpuMepHO 10 kJ[K/MONb I 3JE€MEHTApHOTO
3apsiia mpu pazHoctu noteHuanoB 100 mB). [[ns oTKpbIBaHUS JTUTaH/-3aBUCHUMBIX
KaHAJIOB HCIIOJIb3YETCsl SHEpTUs CBsi3u Jmranga ¢ peuentopom (Hille, 2001). Ipwu
CHUKECHUU aKTHUBALIMOHHOTO Oaphepa J0 ONpeneiaEHHOr0 YPOBHS OTKPBIBAHUIO HIIA
3aKPBIBAHUIO KaHAJIA CIOCOOCTBYIOT TEIIOBBIE (DITYKTYyal1H.

B crpykrype Ca**-aktuBupyembix Makcu-K'-kaHamoB mHpHCYTCTByeT Kak
ceHcop HampskeHus, Tak u peuentop Ca?*. Hamuume penentopa Ca?* B cTpykType
kaHama B OTcyrcTBUM Ca’* CHMIIBHO YBEIMYMBAET JHEPIHIO, HEOOXOOUMYIO IS
OTKpPBIBAHMSI KaHaJIa, 1 OH OTKPBIBAETCS TOJIBKO MpHU 04eHb Oonbimux (Vi > 100 MB)
3HAYEHHUAX TPaHCMEMOPAaHHOTO noTeHnuana. [Ipucoenunenue nona Ca* k perenropy
cHkaeT 31oT nopor Ha 30 k/Dx/mons (Diaz et al., 1998), BcieacTBue yero kaHai
OTKPBIBACTCS MPU (PUZHOJOTHUECKUX 3HAYCHUAX V.

CyI1mecTByeT MHOTO THITOTE3 00 ycTpolicTBe BopoTHOro Mexanusma (Unvin and
Zampighi, 1980). DTto MoxxeT OBITh HEKas MOBOPOTHAS MM IEPEMEIIArOIIAsCs
3aCJIOHKA, T.€. IEPEMELLIEHUIO NIOIBEPraeTcsl HE BECh KaHall, HO JIUIb Majas ero 4acTh.
Bo3moskHO, cama nopa kaHala nmoaBepraercs aedopmaiiui Ha CKaThe Wik KpydeHHe.
Kanan mor Obl OJI0KHUPOBATHCS YaCTHIICH, MO0 PACTBOPEHHON B IMTOILIA3ME H
CBOOO/THO TJIABAIOIIEH, TMOO CBSA3aHHON ¢ KaHAJIOM (MEXaHU3M «IIIapUK Ha LETIOYKE)
(Armstrong and Bezanilla, 1977)). Kanan MoKeT 4aCTHYHO HITH MTOJHOCTHIO BHIXOAUTH
13 MeMOpaHbI UM COOMPATHCS 1JISI KaKI0T0 CpadaThIBaHUs U3 CyOhEAUHUIL, CBOOOTHO
mubyHaupyommux B MeMOpane. Bo3MokHO, Tak:ke M YaCTUYHO MOJIEBOE YIIPABICHHE
MIPOHUKHOBEHUEM HOHOB YEpPE3 MOpPYy, KOrAa EKTPOCTATHUECKOE MO0JI€ OTTAIKHUBAET

MIPOHUKAIOUIUN HOH, KaK B MOJIEBOM TPAH3UCTOPE.
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Hcnonb3oBaHue MeToJla TOYEHYHOM (UKCAMKM TOTEHIMala (MATY-METoAa),
PEHTIC€HOCTPYKTYPHOTO aHain3a, (PIIyOpecleHTHBIX U CIHUHOBBIX METOK IMO3BOJIUJIO
COCTaBUTh MPUMEPHYIO KapTHHY KOH(POPMAIMOHHBIX HM3MEHEHH# mpu padore K'-
KaHaia. B yacTHOCTH, ObUIM HMCCIIEIOBaHbI CTPYKTypHBIC M3MeHeHus B Shaker-K*-
ka"ayie. B aTom kaHaiie cerMeHThl S2 ¥ S4 UMEIOT 3apsKCHHBIE aMHUHOKHCIIOTHI (J1Ba
ocTaTKa TiayTamara B S2, MSTh OCTaTKOB aprMHHWHA W JIBa OCTaTKa JH3WHA B S4),
KOTOpBIE COCTaBJISAIOT ceHcop Hampsbkenus (Seoh et al., 1996; Aggarwal and
MacKinnon, 1996). Beiio moka3aHo, 4TO TpW Tojade Ha MeMOpaHy CTYNEHBKH
HaIPSHKEHUS HUMEHHO 3TH CTPYKTYPHI IOJABEPTalOTCs MEPBUYHBIM KOH(POPMAIIMOHHBIM
HU3MEHCHHSIM, KOTOPBIE 3aTeM paclpocTpaHsatoTcs Ha Bech kaHan (Cha and Bezanilla,
1998), u, B 9aCTHOCTH, HA CETMEHT S6, KOTOPHIH, BEPOSTHO, SBIISICTCS aKTHBAITMOHHON
BopotHo# dactumerr (Holmgren et al., 1997). MerogoM aHTaHUA-3aBHCHMOTO
[IEpEHOCAa SHEPruu OBLIO YCTAHOBJIEHO, YTO MEMOpAHHBIM MOTEHIMAN BbI3BIBAET
cMmenneHne cyobeauann K*-kaHama OTHOCUTENBHO JIPYT Jpyra Ha pacCcTosiHUE 10 3.2
A, ipu 5TOM cerMeHT S4 OTKIIOHSAETCSA OT OCH KaHajla M nojsepraercs Bpamenuio (Cha
et al., 1999). MeromoM (GIIyOpPECIICHTHOTO PE30HAHCHOTO IMEPEeHOca SHEPTruu OBLIO
MOKa3aHO, YTO CErMEHT S4 B 3aKpPHITOM COCTOSIHUM HAKJIOHEH K OCHU KaHalla U TpH
MepPexo/ie B OTKPHITOE COCTOSIHME M3rndaetcs B1oJib cooctBenHoi ocu (Clauner et al.,
1999). B uienom naHHbIe COBIANAOT B TOM, UTO MPU aKTUBALIMKM KaHaja MPOUCXOIUT
CMEILIEHNE CerMeHTa S4 K Hapy)XHOM CTOpOHE MeMOpaHbl ¢ OJHOBPEMEHHBIM €ro
3akpyunBannemM Ha 180°. Ilpum 3TOM CMeELIEHHS OTAENBHBIX AMUHOKHCIOT HE
npesbimaior 5 A. TlpeamonararorT, 4To 5TO KOH(OPMAIMOHHOE H3MEHEHHE
pactpocTpaHsieTcsl Jayibllle Ha BOPOTHBIN CETMEHT S6.

MeTooM peHTreHOCTPYKTYPHOIO aHaiu3a ObUIM UCCIEIOBAaHbl CTPYKTYpPHBIE
u3MeHeHus npocroro PH-3aBucumoro bakrepuanpaoro K -kanama KcsA (Doyle et al.,
1998). I1pu HeiiTpanbHbIX PH 3TOT KaHaN 3aKPHIT, a IPU 3aKUCICHUU Hapy>KHOU CpeIbl
OH OTKpPBIBAETCS. DTOT KaHAJI SIBJISICTCS JIMTaH/I-YIIPaBIsIEMbIM U CaAMbIM MPOCTBHIM U3
M3BECTHBIX KaHaOB. Kaxknas u3 4eThIpéx ero cyOhequHUI] COCTOUT He U3 6, a u3 2
TpaHcMeMOpaHHbIX cerMeHTOB TM1 n TM2, koTopble aHAJIOTUYHBI CETMEHTaM S5 U

S6 K'-kaHamoB sykapuoT. MeTOI0M CIHHOBOW METKH OBLIO IMOKAa3aHO, YTO MU
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nepexoje KaHalda W3 OTKPBITOTO COCTOSIHMSI B 3aKpbITOoe, KOH(OpMaluOHHbIE
M3MEHECHHUS €r0 CTPYKTYpPhI, HaunHasch B H'-perientope Ha Hapy>KHOM YacTH KaHaja,
pactpoCTpaHsIOTCSl 3aTeéM Ha BeCh KaHaul. TakuM o0pa3oMm, CTpPYKTypa KaHaia
IpeTepIieBaeT CYIIECTBEHHbIE M3MEHEHHUS, MPU KOTOphIX cermMeHThl TM1 u TM2
TBYKYTCS KaK TBEPAOE Temo. /[BIKeHHS BKITIOUAIOT KaK CMEIICHUS CyOheTUHUIL, TaK
Y BpAIllCHUE CErMEHTOB. VI3MEHEeHUsT HEe 3aTparuBarOT JUIIh CEICKTUBHBIA (QUIBTP U
Hapy>KHOE YCThe KaHaja. B pesynbTrare mepecTpoek COMMKEHHbIE KaK B BEPILUHE
KoHyca THIpOoPOOHBIE KOHIBI CETMEHTOB TM2 pacxomarcs # OTKPBIBAIOT
THIpAaTUPOBaHHBIM KOHaM K* 1ocTym BO BHYTPEHHIOK TIOJIOCTH TOPHI M K
cenexktuBHOMYy (ubTpy (Perozo et al., 1999). Bosee Toro, peHTT€HOCTPYKTYPHBIH
AHAIM3 II0Ka3bIBAET, YTO TPAHCMEMOpaHHAs CTPyKTypa OakTepuanbHoro Ca'-
3aBucumMoro MthK-kaHana B OCHOBHOM MOBTOPSIET CTPYKTYPY, NMPEACKa3aHHYIO IS
oTkpeiToro KcsA-kanana (Pucynok 11.4.52). AnanoruyHas MoJENb IMEPBUYHOTO
BOPOTHOT'O MeXaHu3Ma mpeyioxkena u s Shaker-kananos (Cha et al., 1999; Clauner

etal., 1999).
11.5.3.2 Unaxmusayus

B HEKOTOpBIX THIAaX KaHAJIOB BCJE] 3a aKTHUBalMel (OTKpPhIBAHUEM KaHAJIA)
pa3BUBAETCS MHAKTHUBAIMS (3aKphIBaHUE KaHAIA), KOTOpas MOYKET OBITh IMOJTHOW WM
YaCTUYHOM.

CornacHo npeacrabineHusM Xopkkuaa 1 Xakean (Hodgkin and Huxley, 1952),
y KaHaja MpEeanojiarajioch HaIWYWE OJHOM WHAKTUBALlMOHHOW 4YacTuilpl. B
nanbHeleM ObUla BBISBJICHA CBSI3b MHAKTHUBAIIMOHHOTO IMpoOIlecca C aKTUBAIlUEH
kanana (Kortis and Goldin, 1997; Marban et al., 1998) u cyriectBoBanue OBICTPOit U
MeJIJIeHHOM (Da3 WHAKTUBAIIUH.

B notennuanosaBucumbix K*-kananax (Shaker, Shot) 6eicTpyro HHAKTHBAIMIO
(N-THI1) OCYyImIECTBISICT CTPYKTypa THIIA «IIAPUK HA LEMOYKE», COCTOSIIAs
MPUOJIM3UTEIIBHO W3 JBAJIIaTH AMHHOKHCIOTHBIX OCTaTKOB W HAaXOAAIIAsICT C
IUTOILIa3MaTHUECKOM CTOPOHBI KaHaia Ha N-koHie cyobeaunuiis (Hoshi et al., 1990;

Zagotta and Aldrich et al., 1990). ITockonbKy KaHaJI HpeACTaBIsIeT COOOW TeTpamep,
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COCTOSIIIIAN W3 OJMHAKOBBIX CYOBEIMHMII, y KaHAJIAa €CTh YEThIpe WHAKTUBUPYIOIINE
YaCTHIBI, XOTsA g OJIoKaael AoctaToyHo Jjuinb oxuHoi (Gomez-Lagunas and
Armstrong, 1995; MacKinnon et al., 1993). Ilpu noGaBieHn: B pacTBOp IENTH/A,
COOTBETCTBYIOIIETO OJIOKHPYIOIICH YacTuIle, HaOIroaaeTcs 0J0Kaa u Ipyrux TUTIOB
kananoB (Toro et al., 1992; Hoshi et al., 1990). Penenropom mis GJIOKHpYFOIICH
YJaCTHIIBI SIBJIICTCS TIeTiss Mexay cermentamu S4 u S5 (Isakoff et al., 1991; Holmgren
et al., 1996). MnaktuBaius N-tumna conpspkena ¢ uHaktuBaiueit C-tuma (Hoshi et al.,
1991), koTopast pa3BUBaETCS MEIJICHHEE U 3aBUCUT OT aMUHOKHUCIIOTHOTO cOCTaBa B P-
00JacTu U HapYXKHOM yacTu cermMenTta S6. [IpeanonoxurensHo nHakTuBaius C-tuma
BKJIFOYAET MEPECTPONKY IKCTPAKIETOYHOTO YCThS MOPHI, IPOUCXOISAIIEH B pE3yIbTaTe
KOOIIEPaTUBHOTO KOH(MOPMAIIMOHHOTO M3MeHeHus cyOobeannaull kanana (Ogielska et
al., 1995; Panyi et al., 1995; Liu et al., 1996).

Bo mHormx thmax TkaHed makch-Kcg-KaHambpl HE UMEIOT WHAKTUBAIIMOHHOTO
Mexanu3Mma. OIHAKO KJIETKHM HAIIMOYCYHWKOB M HEWPOHBI THUINIOKAMIIA COJEp)Kat
makcu-Kc,-kanassl ¢ OsicTpoii nnaktuBanueii (Wallner et al., 1999; Solaro et al., 1992;
Solaro et al., 1997; Hicks and Marrion, 1998). beuto ycranoBieHo, uTo B Makcu-Kca-
KaHaJIax KJIETOK YeJIOBeKa ObICTpast MHAKTUBAITUS BBI3BIBACTCS MEMTHIOM, COCTOSIIINM
13 19 aMMHOKUCHOT U BXoa41uM B cocTaB N-KoHIa P-cyObe IMHUIIBI OIPEIETIEHHOTO
TAMIAa, a  MEXaHW3M  WHAKTUBAIMW  HamomuHaeT  N-wHaKTHBamWiO B
MOTEHITNATI03aBU3UMbBIX KaHaJaxX.

Taxkum 00pa3om, UCXOS U3 MPUBEAEHHBIX BBIIIC TAHHBIX, MOXXHO CKa3aTh, 4TO
crpykrypa K*-kanamoB, Oyap TO Kca-KaHallbl WM HPOCTO MOTCHIMATIO3aBUCHMBIE
KaHaJIbl, CJIO’)KHA U OPTaHU30BaHAa 10 MOJYJIbHOMY MPUHIUITY. BOpOTHBINM MexaHU3M
TaKkoOW CTPYKTYpbl MpEACTaBIsieT coOOW I1enb KOH()OPMAIIMOHHBIX W3MEHEHUH,

PacpoCTPaHSIOMINXCS IO BCeH Tio0yie.

11.5.4 Kunemuxa eéopomnozo mexanuszma K*-kananos

MoHHBIM KaHaAll MOXKET HaxoAuTbCd B JIBYX OCHOBHBLIX COCTOSHHUAX

IIPOBOAMMOCTH — 3dKPBITOM H OTKPBITOM. Hpouecc nepexoga MCxay COCTOSAHUAMU
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POBOJUMOCTH OIpeNessieT KUHETUKY BOPOTHOTO MexaHu3Ma. /s ero omucanus
UCIoNb3ytoT quarpammel coctostauii (Hille, 2001). B mpocreiiiem ciyvae nuarpamma

uMmeeT J1Ba coctosiaus: 3akpbitoe (C) n otkpbiToe (O).

C=——=0

[Tepexoabl MEXIy TaKUMH COCTOSIHUSIMH OIHUCBHIBAIOTCS KWHETUKOMN IMEpPBOro
nopsJiKa U, CJIEI0BATEIbHO, OJJHOIKCIIOHEHIIMAIIBHON pellakcaliueit Ipyu CTyneHYaToM
Bo3mymierunn (Eigen and Hammes, 1963):

P(t)=P,— (P, —P,)exp[-(k, +k )t], (11.4.3)
rae Pi — BeposATHOCTh HaxOXJACHUS KaHajia B OTKPBITOM (3aKPHITOM) COCTOSIHUM;

1/(k,+k ;) - mocrosHHas BpeMeHu penakcanuu. KaHamam B OHMONOTHYECKUX

MeMOpaHaX COOTBETCTBYIOT 00Jie€ CJIOKHbIE KHHETHUYECKHWE AuarpaMmbl. ITO
00yCJIOBJIEHO OOJBIIMM YHUCIOM KHHETUYECKUX TOJICOCTOSIHUM M CYIIECTBOBAaHHUEM
TOTIOJTHUTEIBHO K aKTUBAIUM JIPYTUX MPOIECCOB (HAMpUMep, 3aJepiKKa aKTHBAIUH,
WHAKTHBAIKA, JcakTuBanus). Tak, Makcu-K'-kaHaia B CKEJETHOW MBIIIIE XOPOIIO

OIMMCBLIBACTCS KHUHETHKOM C 5-10 3aKpPbITBIMU U 3-ma OTKPBITBIMH COCTOSAHHUAMU

(McManus and Magleby, 1991):

Ca* Ca?* ca® ca?
cg% Q(Ca”)% C¢(2Ca*") % Cs(3Ca*") % Ca(4Ca*")

Ca2+ Ca2+
0s(2Ca2) =N 0,(3Ca2) == 0,(4Ca")

Yuca B ckoOKax 0003HAYAIOT YUCIIO CBA3aHHBIX ¢ KaHanoM HoHoB Ca?*.

C yCOBEepIICHCTBOBAHMEM pa3pelIaIONIei CIIOCOOHOCTH METOAa TOYCYHOMH
¢bukcarmu norernuaia (Hamill et al., 1981) ynaércst uamepsite 601€ OBICTPBIC CTAIMN
BOPOTHOTO TPOIIECCa, TaK YTO YHMCIO PETUCTPUPYEMBIX KHHETHYCCKHX COCTOSHHN

MOET Bo3pacTtaTh. Hampumep, mo MeHsblIeil Mepe, TpyU JTONOJHUTEIbHbBIE OBICTPHIC
79



CTaJuyd BOPOTHOro mpoiiecca HaOmogamu Potdepr m Mareou (Rothberg and
Magleby, 1998) B makcu-Kca-kanaie ckeaeTHOR MbIIbsl 1 Mocc ¢ coaBT. (MO0SS et
al., 1999) B dslo Kcs-xanase. B HEKOTOPBIX KaHajgaX YACI0 KHHETUHICCKUX COCTOSTHHIM,
MCTIONB3YEMBIX JJIsS ONTUCAHMsI BOPOTHBIX MPOIECCOB, MOXKET OBITh OYCHH OOJBIITUM
(Liebovitch and Krekora, 2002). 3Oto uYwnciaO oOmNpeneisIeTcs KOJIUISCTBOM
AKCIIOHEHITUATBHBIX KOMIIOHEHT, COCTAaBIISIONIMX paCHpenesieHus BPEeMEH KU3HU

KaHalla B OTKPBITOM (7,) WJIH 3aKpbITOM (7,) COCTOSHUSAX. {7 Takoro aHamuza

CO3/IaHbI AocTaTOYHO ToYHbIe MeTo a6l (HOrn and Lange, 1983; Ball and Samson, 1989;
Colquhoun et al., 1996; Rothberg et al., 1997; Moffatt, 2007).

KananooOpasytomas o-cyobeaununa Makcu-Kcea-kanano npeacraBisieT coOoi
TeTpamep, IMOITOMY MHOTHE U3 MOJeleil BOPOTHOTO IMpolecca MOTJU  Obl
COOTBETCTBOBATh QNIOCTEPUUYCCKUM MEXaHW3MaM, paHee TMPEIOKEHHBIM IS
TEeTpaMepHBIX OelIKoB. B ATUX Moaensx Kaxnas CyObEeIWHUIIA MOXKET CBS3bIBAThH
nurang. Amioctepuyeckass Mozenab Mono-Yaitmena-lllanxo (Monod-Wyman-
Changeaux (MWC)) (Monod et al., 1965) umeet 10 coCTOSIHMI ¢ COrIaCOBAHHBIMU
nepexogamu Mexay Humu (Pucynok 11.4.6a,6), a monens Komnuianma u coasr.
(Koshland et al., 1966) — umeer 5 cocTOsSIHMIA C MOCJICAOBATCILHBIMU TEPEX0IaMH
Mex 1y HuMu. O0e MoIe Il HaXxosTCs B paMKax 00o0IeHHoM cxeMbl Diirena (Eigen,
1968) c 35 cocrosHUAMH, OPEIJIOKEHHOM JIs1 TeTpamepHbIx OenkoB. CoriacHo
nanueiM  (Rothberg and Magleby, 1998), momens Mono-Yaiimena-Illamxo wu
Komutanga ¢ coaBTopamMul He BITOJIHE COOTBETCTBYET IKCIIEPUMCHTABLHBIM JJAHHBIM.

bonee anexkBaTHBIMU SIBJISIOTCS pacIIMpeHHbIE Mojenu. Hampumep, AByX-
apycHass wmognenb ¢ 50 cocrosHusmu (Pucynok 11.4.66), BocmpousBosias
3aBHCHMOCTh AKTUBHOCTH MaKCH-Kcy,-KaHAIOB OT BEIMYMHBI TPaHCMEMOPaHHOTO
norenimana Vi 1 ceasbiBanus Ca?t B MIMPOKUX NpejieNiax 3HAUEHUH HanpsKeHUs Ha

MeMOpaHe U KOHIEHTpauuii ynpasisitomero juranaa (Ca?t).
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Pucynox 11.4.6. Monens amnocrepuueckoi aktuBanuu BK-kanana (¢ m3MeHEHUSIMH
u3 (Latorre and Brauchi, 2006)). a — cxema aJijIocTepuIecKOro MeXaHu3Ma aK THBAIMH

KaHaJia ITp1u U3MCHCHHUU TpaHCM€M6paHHOFO IIOTCHOMAaJIa Vm , IOCTPOCHHAA Ha OCHOBC

MWC-monenu ¢ 10 cocrossHusimu. 3aech D — amnocrepuueckuit daktop u J —
paBHOBECHASI KOHCTAHTA. O — CXeMa aJUIOCTEPUUYECKOTO MEXaHN3Ma aKTUBAIINK KaHasa
npu ces3biBanun nuranaa (Ca?'), Taxxe noctpoena Ha ocaobe MWC-mozenu ¢ 10
cocTosHMAMH. [l Kaxmoro akra csa3biBaHus Ca?* paBHOBecHas KOHCTaHTa
OTKpbIBaHM KaHaia L ymMmHOkaeTcs Ha ayutoctepudeckuit pakrop C. ¢ — nByxsipycHast
MoJieNb ¢ 50 COCTOSIHUSAMH, SIBIISIONIMECS KOMOUHAIUEH (a) U (). 2 — moJHask MOJACTIb
¢ 70 COCTOSHMSIMM, BKIIIOUAIOLIAs B3aUMOJIEHCTBHE MEXKIY AaKTHUBALUEHW CEHCOpa
HanpsoKeHHs ¥ cBssbiBanneM Ca?* (ammocrepudeckuii gpakrop E). ITpu E = 1 nonnas

MOJIeIb peAyIUpyeTcs K Mojieaun ¢ 50 cocTOSHUAMM (8).

Mogenb XOpOoIlIo OMUCHIBAET BOPOTHYKO KHUHETHKY MakcH-Kci-KaHanoB, gaxe npu

OuYCHb HM3KOH akTMBHOCTH KaHama (P, ~107°). B HekoTopbhIX ciydasx (Hampumep,

(Orio and Latorre, 2005)), a1t onrcaHuy BOPOTHOU KMHETUKH Kca-KaHAIOB ¢ y4ETOM
B3aMMOCBSI3M MEXKIy [BIKCHHEM CEHCOpA HANpsHKEHHMs W CBsa3biBaHueM Ca?’,

UCIIOJIB3YIOT 00JIee MOJHYI0 MoJelb, yike ¢ 70 coctossausmu (Horrigan and Aldrich,
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2002) (Pucynox 11.4.62), rme E - HekoTOpelli aimocTepuueckuii  (akTop,
00yCIIaBIUBAIOINI 3Ty B3aUMOCBSI3b.

[Ipu moctpoeHNM Mojenell aKTMBHOCTH OJWHOYHBIX HMOHHBIX KaHAJIOB Ha
OCHOBE KHHETHYECKHX CXEeM, (PHU3NYCCKYI0 MPUPOIY BOPOTHBIX IPOIECCOB, KaK
MpaBuUjIO0, HE YYUTHIBAIOT M PAcCMaTPHBAIOT KaHA KaK «4EPHBIN SIIUK», T.C.
KOPPEKTHOCTh MOJICIIA OIICHUBAIOT TI0 COBIAJCHUIO KaKUX-THOO €€ BBIXOIHBIX

I[MapaMCTpOB C SKCIICPUMCHTAJIbHBIMH JaHHBIMU.

11.5.5 Mamemamuueckue modenu 6opomnozo mexanusma u  GOPOMHOU

nPOBOOUMOCU UOHHBIX KAHAIO8
11.5.5.1 Mooenu na ocnose maprosckozo npoyecca

Kaxk paBujIO, 1 OIIMCaHWsdg BOPOTHOIO IIponecca B COOTBCTCTBUM C
HU3JI0OKCHHBIMH BBIINIC KHHCTHYCCKHMMHU CXCMaMH HCIIOJBb3YCTCA AOIIYHICHHUC, YTO
mepexodbl KaHalla MCKAY COCTOAHUAMH SABJIAIOTCS CﬂyqaﬁHBIMH, IIpu  3TOM
BCPOATHOCTL IICpPEXoaa B APYroc COCTOAHUC HC 3aBUCHUT OT IPCAbICTOPHH, T.C.
BpeMEHH NpeObIBaHUS KaHala B TpeAmecTByrommx coctosuusx (Colquhoun and
Hawkes, 1981; Aldrich et al., 1983; Horn and Lange, 1983; Sine et al., 1990; McManus
and Magleby, 1991; Auerbach, 1993; Bezanilla et al., 1994; Zagotta et al., 1994;
Rothberg and Magleby, 1998; Moss et al., 1999; Chen et al. 2019). B 1ie;iom, BOpOTHBIH
MPOIECC B MAaPKOBCKOM MPHUOJMKEHUHM OCHOBAaH Ha CICAYIOIIMX MPEACTABICHUIX
(Liebovitch and Krekora, 2002):

1) Genok MOHHOTO KaHajla KMEET HECKOBbKO (2-20) cTaOMIBHBIX KOH()OPMAITMOHHBIX
COCTOSIHUHU C (1)I/IKCI/IpOBaHHI>IMI/I N HCU3MCHHBIMH BO BPCMCHHU SHCPI'CTUICCKUMHU
OapbepaMu MEXy HUMH,

2) mepexobl MEXKIY COCTOSHHUSAMH OOYCIIOBJICHBI CIIy4allHBIMH COOBITHSIMHU:
TCIIJIOBBIMU (I)J'IYKTyaHI/IHMI/I I/I/ NI CBA3BIBAHHUECM JIMT'aH/A,

3) KaK CJeICTBUE, BEPOATHOCTh Iepexoja MEXKIy COCTOSHHUSIMH MOXET OBITh
onpcacicHa, HO MOMCHT IEpexoJa HE MOKCT OBITH npeacKazaH, TaK KakK

MOCJIEAYIOIIUE COOBITUSL HE 3aBUCAT OT IPEIIIECTBYIOLIUX.
82



I[J'ISI MAapKOBCKHUX CTAllMOHAPHBIX IMPOLCCCOB IMEPEXOJAbl MEKAY COCTOSHHUSAMU
OIMNCBIBAIOTCA 3KCIIOHCHIIHMAJIbHBIMH (I)YHKHI/IHMI/I. HaHpI/IMCp, ecim ka"Haia umeeT N
3aKPBITBIX (OTKpBITBIX) COCTOHHHﬁ, TO CI)}’HKI_II/DI IIJIOTHOCTHU BCPOATHOCTH HAXOXKICHUA

KaHayia B 3TuX coctostausax f (t) sBisercs cymmoit N 3KCIIOHEHT:

f(t) =§;(ai I7.)exp(-t/ ) (11.4.4)

31ech 7j — MOCTOSTHHBIE BPEMEHH SKCIIOHEHT, 0 — BECOBbIE KOA((DUIIUEHTHI.

NmeroTcs creytonme 3KCIepuMeHTalIbHble 000CHOBAHMS TAKUX MO/IEICH.

1. Pacnpenenenusi KMHETHYECKUX IMapaMeTpoB (To M Tc) JOCTATOYHO XOPOIIO
anMpPOKCUMUPYIOTCS CYMMOM SKCITOHEHT.

2. B skcriepuMeHTax C ONpeAesieHUeM YCIOBHOW BEPOSATHOCTH JUIsSl TTApbl COCETHUX
coobiTuii (T, W 1T.) HaOmOAaIach HE3aBUCUMOCTh KOHCTAHT CKOPOCTEH
MOCEAYIONUX TEePEX0J0B OT JUIMTEIBHOCTH MPEIIIECTBYIOMIETO COOBITHUS
(McManus and Magleby, 1989; Gibb and Colquhoun, 1992).

3. Yucno perucTpupyeMbIx COCTOSHUMN (IKCTIOHEHT) OTPaHUYEHO.

4. Habmomaetcsa KaxyIuieecs TepMOAMHAMUYECKOE PABHOBECHE TPoIIecca: XapaKkTep
YCJIOBHBIX pacrlpe/iejIieHUI He 3aBUCHUT OT HaIpaBiIeHUs (IPSMOTO WM 0OpaTHOTO),
B KOTOPOM IIPOU3BOJUTCS 00pabOTKa JaHHBIX.

YacTHpIMU CITy4asiMd, TIOJTBEPKAAOIIMMH CITy4ailHOCTh BOPOTHOTO Tpoliecca
(OTCYTCTBUE BpPEMEHHON KOppensiiuhd B COOBITHSIX), SBIsSETCS Takke: 1)
HE3aBUCHUMOCTh MOCTOSTHHON BPEMEHH Cliajia TOKOB KoHIeBoW ruractuHku (Magleby
and Stevens, 1972) u penakcaruu HenHakTuBUpYytomierocs Na*-roka (Hahin, 1988) ot
MPEIIECTBYIONIET0 MEeMOpaHHOTO MOTEHIMada (T.€. aKTUBHOCTH KaHala) U 2)
HE3aBHUCUMOCTH OBICTPBIX MEPEX0/I0B B 3aKPHITOE COCTOSTHUE OT CTENIEHN MHAKTUBAIIUN
B Makcu-K*-kanasne (Pallotta, 1985).

Bmecte ¢ Tem, Hapsay ¢ TOpHUBEACHHBIMH BBIIIE OKCIICPUMEHTATbLHBIMHU
JTAHHBIMH, TOBOPSIIUMHU B TOJb3y MAapKOBCKOTO TOJX0J1a, CYIIECTBYET TOCTATOYHO
00JIbIIIOE KOJTMYECTBO TEOPETUUECKUX PACUETOB U DKCIIEPUMEHTAIBHBIX HAOII0ICHU,
KOTOPBIE CTaBSIT 1I0JI COMHEHHE 0000IIIEHNE TOTO MPUOIMHKEHUS Ha BCE TUITBI HOHHBIX

KaHaJIOB.
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Kak Obulo mokazaHO BbIlIE, B CTPYKTYPY HOHHBIX KAaHAJIOB BXOJST THICSYH
AMUHOKHUCJIOTHBIX OCTATKOB W COTHHM VYIJIEBOJHBIX TPYyNIl, OPraHU30BaHHBIX B
CyOBbenMHUIBI U JOMeHbl. Kaxaplii aToM Takoil CTPYKTYphl B3aWMOJEHUCTBYET C
IPYyrUMU  aroMaMu  OJMKHETr0 U JIaJlbHETO  OKPYXEHUST C  TOMOIUIBIO
AIIEKTPOCTATUYECKUX, TUAPO(OOHBIX U APYTHX CHII, a TPETUYHAsl CTPYKTypa Oenka
CTOJIb THOKa, YTO aTOMbl MOTYT MMETh OrPOMHOE YHCIO IOYTH HJIEHTUYHBIX
HYHEPreTUYECKUX COCTOSIHUM. B Takoii cucteme H0KHO ObITh MHOTO IyTeH nepexoaa
OT OJHOrO0 KOH(OPMAIIMOHHOTO COCTOSIHUSI K JIPyrOMy, BCIEACTBHE YErO
MaJOBEpPOATHO, UTOObI OEIKM HUMENIH TOJBKO HECKOJIbKO (PUKCHPOBAHHBIX
SHEPreTUUecKux OapbepoB. B cuiy 3THX ke NPUUMH KaXIblil Oojiee WM MEHee
BBIPOXKECHHBIA Oapbep JOJDKEH paclIeIUIAThCS Ha cepuio 0ojee MENKUxX Oaphepos,
o0pasys TeM cambIM (pakTaibHyto cTpykTypy (Lopez-Quintela and Casado, 1989).

HenpepblBHOE IBM>KEHHE aTOMOB, aMHUHOKHUCIIOTHBIX OCTaTKOB, OOKOBBIX 1€l
U JOMEHOB HE COOTBETCTBYET MPEJACTABICHUIO O HEU3MEHHBIX BO BPEMEHH,
CTaTUYECKUX AaKTHUBAIIMOHHBIX Oapbepax. Merogamu ¢mdm-poronuza, AMP,
MPOTOHHOTO OOMEHa, (PIIFOOpPEeCUEeHUIMH U Jp. MOKAa3aHO, YTO TIIOOYJISpHbIE OenKu
ABIIIIOTCSL OYEHb THOKUMH CTPYKTypaMH, KOMIIOHEHTBbl KOTOPBIX COBEPIIAIOT
JIBWKEHUS B IIMPOKMX MaclmTabax BPEMEHHOM M MPOCTPAHCTBEHHBIX KOOPIMHAT.
CnenoBaTenbHO, OETKM HMMEIOT MHOIO KOH(OPMAIMOHHBIX COCTOSSHUM C OJM3KO
PacnoJIOKEHHBIMA SHEPreTUYECKUMH MUHHMYMaMH. Y HHX HMEETCS MHOXECTBO
napajuieIbHbIX Pa3BETBIEHHBIX IMyTEH NMEPEXOJ0B YEpe3 aKTUBAIMOHHBIE Oapbephbl.
[Tpu 5TOM BBICOTa OAPHEPOB MOXKET U3MEHSATHLCS U (ITyKTYHPOBaTh BO BpeMeHH (Austin
etal., 1975; Careri et al., 1975; Karplus and McCammon, 1981).

B psane cnydaeB HSKCIEpUMEHTANbHBIE pACHpEAeNieHUs KUHETUYECKUX
napaMeTpoB NPECTABISLIN COO0M HE CyMMY 3KCIIOHEHT, a CTEIICHHbIE WM HHOTO pPoja
¢yukumu (Blatz and Magleby, 1986; Liebovitch and Sullivan, 1987). Kpome Ttoro,
AKCTIOHEHIUATBHBIMU (DYHKIMSIMU MOTYT ONUCBHIBATHCS HE TOJIBKO MapKOBCKUE, HO U

Apyryue TpOIecChl, HampuMmep, AeTepMHHHpOoBaHHBIA Xxaoc (Liebovitch and Toth,
1991).
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HNmeercs TOBOJIBHO MHOIO JaHHBIX O TOM, YTO NMPOHUKAIOIIME Yepe3 KaHal
MOHBl MOJAU(PUIUPYIOT KUHETUKY BOPOTHOTO MPOIECCa, YTO O3HAYAET COMPSKEHUE
KOH(pOPMaIIMOHHBIX U3MEHEHHUI B KaHalle ¢ HIOHHBIM noTokoM. Hampumep, Puxapn u
Mumnep (Richard and Miller, 1990) mokasanu, uto B Cl-kananax mepexombl MExKIy
TpeMs OJCOCTOSTHUSIMH MPOBOJIUMOCTH, BO-TIEPBBIX, SBIAIOTCS TEPMOIUHAMUYECKH
HEPABHOBECHBIM TPOIIECCOM, a BO-BTOPBIX, OHH CONPSDKEHBI C TPaHCMEMOpaHHBIM
IIEKTPOXUMUYECKUM TpaaueHToM noHoB Cl. Meromom DI1P mokaszaHo comnpsbkeHue
KOH(OPMAllMOHHBIX M3MEHEHH B cenekTuBHOM ¢uibTpe KCSA-kaHama ¢
KOH(OPMallMOHHBIMU MEPEX0JJaMHU «BOPOT», 00pa30BaHHbBIX MyYKOM cerMeHTOB TM2
(Perozo, 2001).

B psine paboT TeopeTHuecKHd HCCIEAOBAHO B3aUMOJECHCTBHE MPOHHUKAIOIINX
HMOHOB C MOHHOM Mmopoit kaHaima. Yuxapos u coasT. (Chinarov et al., 1992) nokazainu,
YTO TPU HEKOTOPHIX 3HAUCHUSAX IMMapaMEeTPOB MOJECIM HOHHAs MOpa HAXOAUTCSA B
CTAIlMOHAPHOM DPEXHUME C HEKOTOPHIMU (IyKTyanusMu cocTosHus. [lpu apyrux
3HAYEHUSIX MapaMeTpPOB cUCTEMa OMCTAOMIIbHA: OHA MEPEXOAUT MEXY 3aKPBITBIM U
OTKPBITBIM COCTOSIHUSIMHU OJiarozapst Bo3jaericTBuio noHoB. YeH ¢ coast. (Chen et al.,
1992, 1995) mnokasamy, 4YTO NPOHUKAIOIIME dYepe3 KaHal HOHBI OOMEHHBAIOTCS
3HAYUTENIbHBIM KOJIMYECTBOM DHEPTUU CO CTEHKAMU MOPHI, B PE3YIbTATE YETO MOXKET
IIPOMCXOAUTH €€ HArPeEB.

beilo moka3zaHo, 4YTO KHHETHKAa HWOHHBIX KaHAJIOB TMPOSBISET CJIOXKHOE
MOBEJICHHE, XapaKTepU3yeMOoe HATMINEeM J0JIroBpeMeHHbBIX Koppersuii (Nogueira et
al. 1995; Varanda et al. 2000; Siwy et al. 2001; Bandeira et al. 2008; De La Fuente et
al. 2017; Wawrzkiewicz-Jatowiecka et al. 2018). Hanuuue Takux Koppemnsiuid B
KMHETUKE MOHHBIX KaHAJIOB WM MaMsTH O3HAYaeT, YTO TMEepexo]] KaHalla B OTKPHITOE
WIM 3aKPBITOE COCTOSIHME HE MPOMCXOAUT CIy4dallHbIM 00pa3oMm, a MOJUUHSIETCS
HEKOTOPBIM JIeTepMUHUCTHYEeCKUM 3akoHaM (Silva et al. 2021).

Takum oOpa3om, TpHUBEACHHBIC MaHHBIC YKAa3bIBAIOT Ha TO, YTO CJIOXKHAsS
CTPYKTypa MOHHOTO KaHajia, JUHAMHUKA TETUIOBBIX (DIYKTyarii KOMIIOHEHTOB 3TOH
CTPYKTYpHhI, B3aUMOJICHCTBHE MOHHBIX MOTOKOB CO CTPYKTYpOH KaHaja M HaJU4He

AOJTOBPEMCHHBIX KOppGJ’I}IHI/Iﬁ B €TI0 KMHCTHUKC B HCJIIOM HC OYCHL COINIACYIOTCA C
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IMMOJIOKCHUAMHU MAPKOBCKOI0 Ioaxoaad. 910 ,Z[aéT OCHOBaHUA AJIi1 CO3JaHHA

aJIbTEPHATUBHBIX MOJICJICH BOPOTHOTO MPOIIECCa.
11.5.5.2 Juppy3uonnvie mooenu

B »THX Momensx KaHal paccMaTpuBaeTcs «IU(PPYHIUPYIONIIM» BIOJb
OOJIBIIIOTO YHCIIA 3aKPBITHIX COCTOSIHUN, B KOTOPBIC OH NIEPEXOIUT U3 SAMHCTBECHHOTO
OTKpBITOrO coctosiHus. KpaTko paccmMorpum jBa Tuna Juddy3HOHHBIX MOJCIICH:
omnomepuyo (D1) momens Munbxaysepa (Millhauser et al., 1988) u tpéxmepnyio (D3)
moens Jletirepa (Lauger, 1988).

D1-monens mnpezacraBiser JuHeiHyro 1enodky u3 N (N >50) 3akpbIThix

coctosiauii (C) u ogHoro otkpeitoro (O) cocTosHUS:

A A A A B
_~ =~ N
C,=C, =+ —(C,—C=0
Y BV A TR p

rae B — KOHCTaHTa CKOPOCTH OTKpPbIBaHUSl KaHalla, a A — KOHCTaHTa CKOpPOCTH
B3aUMOIIEPEXO/I0B MEXAY 3aKPBITBIMH COCTOSHUAMHU. CTpOro roBops, 3TO €I
MapKOBCKHI Tpolecc ¢ OONBIIMM YHUCIOM COCTOSIHUM, MOATOMY MOXHO TOYHO
ONpEAEIUTh MAaTpPULly NEPEXOJ0B MEXIY 3aKphITBIMU COCTOSHUSAMU (Qcc)
paccuntath KoHcTaHTBI o ¥ Ti (1 = 1,...,N >50, cm. yp. (11.4.4). OgHako 3Ta MoEb
Na€T CTENEHHYI0 3aBUCUMOCTh (PYHKIMHU IUIOTHOCTH BEpPOSITHOCTH OT BPEMEHH
(Millhauser et al., 1988).

Mopnens D3 ananoruuna mozaenu D1 (A u B onpenensitoTcsi aHaJOTUYHO), HO B
HEW 3aKpbITbIE COCTOSIHUS OPTraHHM30BaHbl B TPEXMEPHYIO pewweTKy. HMcmonpsys
CUMMETPUYHOCTh MaTtpullbl Qcc, TPEXMEPHYIO MOENb MOXKHO PEAyLHUpOBATH 0

nuHerHo# D1 ¢ Tem e unciiom cocrosiHuid, uto ¥ B D3, u paccuuTats o u T; (Lauger,

1988).
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11.5.5.3 Mooenv Bunvama-Yomma

DTOT KJ1acc MOI[CJIeﬁ HCITIOJIB3YCTCS AJIAA HHTCPIIPCTAIINH HGBKCHOHGHHI/IaJIBHoﬁ
peiaaKkcanuu B CIIOKHBIX TBCPAOTCIIbHBIX CUCTCMAX, HAIIPUMCP, ITOJIUMEPAX U CTEKJIaX
(Shlesinger and Montroll, 1984; Klafter and Shlesinger, 1986). Kak ormeuanoch
®dpayndenpaepom u coaprt. (Frauenfelder et al., 1988), cTekno m Oenku HMEOT
CXOIHBIC KOHqDOpMaLII/IOHHLIe IHOACOCTOSAHMUA, IIO9TOMY YMCCTHaA IIOIIBITKA
HCIIOJIB30BATh JAHHYIO MOACIIb OJIA OIIMCAHUA PCIAKCAIIMOHHBIX IIPOICCCOB B Oenkax.
Mopens BuiibsiMa-YoTTa ONUCHIBAET INPOLECCHI, XAPAKTEPU3YEMBIE «PACTSIHYTON»
(stretched) »skcnoHeHIManbHONW KHUHETHKOW. @DYHKIMIO IUIOTHOCTH BEPOSTHOCTH
pacipcaciCHuAa BpeMéH KU3HH KaHAJIOB B OTKPBITBIX (3aKpI>ITBIX) COCTOAHHUAX MOXKHO

3a1mcaTb CJICAYIOIMIUM o6pa30M:

f(t) :ﬁ%ﬂ)exp[—(t/r)ﬂ] (11.4.5)

3mece 0<f<1, a I sBmsercs ramma-¢pyHkmuei. [lpu =1 f(t) sBusercs

OJIHOAKCIIOHEHIIMATbHOU (DYyHKIIMEH, a IPH YMEHBIICHHUH £ OHa KaK Obl pacTsIruBaeTcs,

MTOKPBIBasi BCE OOJIBININK Trana3oH f.
11.5.5.4 Dxcno-skcnonenyuanvras mooens

[lepBoHauanbHO ATa MoJeNb OblIa mpeayioxkena Mcronom (Easton, 1978) mis
onvcaHus KHHETHKH Makpockomnuueckux Na* m K* -TokoB B akcoHe kanbpMapa. B eé
OCHOBE JIGKUT 3aBUCHMOCTh KOHCTAaHT CKOPOCTEH OT BpEMEHHU HAXOXK/ICHUS KaHasa B
IPEIIECTBYIOIIEM COCTOSIHUM:

k()
C=——=0

rae k(t) = Aexp(—Dt) (11.4.6)
A u D — xoHCTaHTBL. DTa MOJIEIb UMEET CXOJACTBO C (PpaKTaIbHOW MOACIBIO (CM.
HUXke), a 0003HaueHus A u D BbiOpaHbl, 4TOOBI MOJYEPKHYTh 3TO CXOJICTBO. XOPH
(Horn, 1987) mpenmonoxwui, 4to 3aBUCUMOCTE (11.4.6) MOKHO OOBSICHUTH TEM, YTO

CKOpPOCTh  OTKpBIBaHMSA  KaHajga MpPONOPLMOHAIbHA  YPOBHIO  HEKOTOPOIO
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mubQyHIUpYIOIEero  BEIIECTBA, KOHIEHTPALMs KOTOPOro  AKCIOHEHIUATBHO
CHUKAETCs MOcle 3aKpbIiBaHUs KaHaia. OYHKIUS TUIOTHOCTH BEPOSTHOCTH JJIsi ATOU

MOACIN UMECT BUA:

f (t) = Aexp(—Dt)exp[(Aexp(-Dt)-1)/ D] (11.4.7)
11.5.5.5 @®paxkmanvras mooenw

Mopnens OblTa AOCTaTOYHO MOAPOOHO HccienaoBaHa JleiboBUUeM W COABT.
(Liebovitch et al., 1987; Liebovitch, 1989; Liebovitch and Todorov, 1996; Liebovitch
and Krekora, 2002). B »Toii Mozmenau, Kak U B JKCIIO-3KCIOHEHIIHAIBHON MOJIEIIH,

CKOpPOCTh OTKpbIBaHUs KaHana K(t) 3aBHCHT OT BpeMeHHU ero MpeObIBaHUS B 3aKPHITOM

COCTOSTHUH:

k(t) = At™P (11.4.8)
3nech A — KOHCTaHTa, onpeaessieMas U3 KHHETHYECKUX yCIoBHi, a D — gpakTanbHas
pasmepHocTh (1<D<2). [Ipu D = 1 k(t) = A, 9TO COOTBETCTBYET MPOCTEHIIICH

MapKOBCKOf/'I MOACIN C OOAHUM 3aKPBITBIM U OAHUM OTKPBITBIM COCTOAHHUCM. cI)yHK]_II/I}I

IIJIIOTHOCTHU BECPOATHOCTH UMECT BU!:
f (t) = At*P exp[-At> P /(2—D)] (11.4.9)

[Tpu yBenmuuenun D f(t) mokpeiBaeT Bcé OoubImii qrana3oH 3HaAYCHHIA L.
11.5.5.6 Mooenu oemepmunuposanroeo xaoca

[TonsiTue  «IECTEPMHUHUPOBAHHBIA  XaoC»  OMpENEISieT  HEperyJsipHOE,
Xa0THYECKOE JIBIDKCHHE, MOPOKIAEMOE HETMHEHHBIMH CHUCTEMaMH, ISl KOTOPBIX
JTUHAMUYECKHAE 3aKOHBI OJIHO3HAYHO OMPENETISIOT BOJIOIHMI0 BO BPEMEHH JTaHHOU
CUCTEMBI MPU HM3BECTHHIX HAYAIBHBIX YCIOBUSAX. [IepBONMPUYMHON HEPETYISIPHOTO
MOBEJICHUSI TaKMX CHCTEM SIBIIICTCS WX BBICOKAS YYBCTBUTEIBHOCTh K HayaJIbHBIM
YCIOBHSIM, B  pe3yJbTaTe€ 4Yero TMepBOHAYAIbHO  ONU3KHWE  TPACKTOPHH
OKCIIOHCHIIMAJILHO PacXoaTcs Bo BpeMmMeHH. OmHcaHUE «IEeTEPMHUHHUPOBAHHOTO
Xaoca» 1 (pu3nyYecKue MpUMephl TPUBEACHBI, HarpuMep, B MoHOorpadusax Ilycrepa u
Myma (Illycrtep, 1988; MyH, 1990).
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KopoTtko  paccMoTpuM  aBEe  MonenH,  OONajarolie  CBOWCTBaMHU
JICTEPMUHUPOBAHHOTO Xa0Ca, KOTOPhIE MOTYT OBITH HCIIONH30BAHBI ISl OTMHMCAHUS
HEpEryJIIPHOW BOPOTHOM KHHETUKHA HOHHBIX KaHAJIOB.

OnHa u3 >THX Mojesei Obuia npemioxkena Jleitdosuuem u coart. (Liebovitch
and Czegledy, 1992). Onu mnpemIOXWIN MPOCTYIO JACTCPMUHUPOBAHHYIO (HE
BKJTFOYAIONIYI0, KaKUe-TU00 CTOXACTUYCCKUE DJIEMEHTHI) MOJEbh, OCHOBAaHHYIO Ha
(dbu3nYecKUX MPUHIMIIAX Kilaccuyeckor Mexanuku. Ha pucynke 11.4.7 cxematuuecku
MIPE/ICTABJICH MOHHBIA KaHaT B JIBYX KOH(POPMAIMOHHBIX COCTOSHUAX (OTKPBHITOM U
3aKpeITOM). B 3TOM Momenu Tepexo] KaHajda MEXIy KOH(OpMAaIMOHHBIMU
COCTOSIHUSIMM ~ TIPOUCXOJUT  HEMPEPBIBHBIM  00pa3oM, JWHAMHUKa KOTOPOTO

onuckiBaeTcs nmepemeHHon X(t).

e

e TTOITT | | (T
BE8884Y | | |BB88848

L[

T | e
aose SBBEELY | |BELEELS

Pucynok 11.4.7. CxemaTudeckoe n3o0paxeHne HOHHOIO KaHaja B Mojaenu JleiiboBruua

B OTKPBITOM M 3aKPBITOM COCTOSHHAX.

[Ipeanonaraercsi, 4To TOK 4Yepe3 KaHal, B 3TOH MOJENIH, NPONOPLHOHAJIEH
BenmunHe X. JluHamuka koHpopmanuoHHoW mnepemenHoi X(1) momumMHsETCS
YPaBHEHUIO:

d2x/dt? =—ydx/dt—oV (x)/ ox+ f cos(et) (11.4.10)
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371ech TEpBBIA uiIeH B MPaBOdM YacTH OMKMCHIBAET CHJIYy TPCHHSA, KOTOpas
nponopimonansHa ckopoctu dx/dt (Welch, 1986; McCammon and Harvey, 1987) ¢
KO3 PHUIIMEHTOM POMOPIIMOHATIBHOCTH Y; BTOPOH YJIEH OMUCHIBACT BO3JCHCTBHE Ha
BOPOTHYIO YacTHIy KaHajla IOTEHIMAJIbHBIX CHJI CO CTOPOHBI BCEH OEIKOBOM

rio0yJiel, ompenesieMbx (yHKIUeH MmoTeHnuanbHo sSHepruu V(X) ¢ aByws

JOKAJIbHBIMM MHMHUMYMaMH; TPETUW WIEH SBJISETCA YHPABIAIOIIEW CHIIOH,
ONMCHIBAOIIEH BO3/ICHCTBUE HA KaHAJ BHEIIHETO OKPYKECHHUS.

Mogens JleiiboBu4a M COaBT. MO3BOJIAET MOJIYYUTh IOCIEAOBATEIBLHOCTU
BpEMEH JKM3HM MOJIETBHOTO KaHalla B OTKPBITOM (3aKpBITOM) COCTOSIHHH,

pacrpeeieHns: KOTOPhIX alMmpOKCUMHUPYIOTCS OHOM 3KCcIoHeHToM exXp(—kt).

Bropas monenb Obuia npemiokerna Kapanskant u @antanassu (Cavalcanti and
Fontanazzi, 1999). Ouu npeanoxmim GU3NIECKYI0 TeTEPMUHIUCTUICCKYIO MOJICTb, B
KOTOPOM Xa0THUYECKOE MOBEJCHUE CUCTEMbl BOZHUKACT NP JACHCTBUM HAa BOPOTHBIM
MEXaHU3M BHYTPEHHHX CWJI, OOYCJIOBJIECHHBIX 3aJep)KaHHBIM BO BpPEMEHU
B3aMMOJCHUCTBUEM TOKA MPOHUKAIONIUX HMOHOB CO CTPYKTYpPOW MOHHOW MOpPHI. DTa
MOJIEIh JOCTAaTOYHO XOpPOIIO HMMHUTHUPYET BUIMMYIO CIYy4YaHOCTh AaKTUBHOCTH
MOHHOI'O KaHalla, 3KCIIOHEHILIMAJIbHBIE PACIPENCIICHUS BPEMEH JKU3HU KaHala B
3aKPBITOM UJIM B OTKPBITOM COCTOSIHHSIX, (PpakTalibHbie CBOMCTBA. OTpaHUYEHHOCTh
MOJICJIA B TOM, YTO OHA OMHUCHIBACT TOJILKO aHTUIIEPCUCTEHTHBIN MpoIlecC (3HAYCHHE
nokazarens Xépcra H = 0.2).

B uenom, pyHKUMS MIOTHOCTH BEPOSTHOCTH JJIsi KHHETHUUECKUX MMapaMeTpOB
«JIETEPMUHUPOBAHHOTO  XaoCa» MOXET ObITh OJKCMOHEHIMANIbHOW (Kak B

CTOXaCTUYECKOM IPOLECCE) WIH «PACTSIHYTON» 3KCIIOHEHTOM:
f(t) ~exp(—t*), O<a <], (11.4.11)
OHa TaKKe MOXeET OBITh MpornopimonansHoii t~2 (Liebovitch and Toth, 1991).
B cnenytoniem paznene OyayT pacCMOTPEHBI CTPYKTYpa U PYHKIIUU MOJIEKYJIbI
JNHK, xotopas sBusiercs ¢yHIAMEHTAIBHON MOJEKYJIOW C TOYKH 3PCHHUS
CYIIECTBOBaHMS BCeX M3BECTHHIX popm xu3HM Ha 3emiie. JIHK onpenenser 6a3oBnie

PETYJIIATOPHBIC MCXAaHHN3MBbI (1)YHKI_[I/IOHI/IpOBaHI/I$I JKUBBIX KIICTOK, W IIPCACTABJIIACT
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HECOMHEHHBIN HMHTCPEC KaK AMHAMUYCCKaA OuoJjiornueckasi CHcTeMa MOJICKYJIAPHOT'O

YPOBHS CTPYKTYpHO-GYHKIIMOHATILHOM OpraHu3aIiiy sKMBO MaTepuu.

1.6 Moaekyaa JJHK

Mounekyina JIHK, kak yHUKaIbHBIN 3JIEMEHT XPAaHEHHUs], pEAIM3aLUY U IIEpelauu
IreHETUYECKON NH(POpPMALMHU B )KUBBIX KJIETKAX, IPEICTABISAET HECOMHEHHbBI HHTEPEC
JUIA IIMPOKOTO Kpyra HCCIeAoBaTeNeil M3 pa3iIuyHbIX o0jacteil Ouosioruud u
meauuuHbl. OcobeHHocTeio crpoeHuss JIHK sBisieTcss ee OTHOCHUTENBHO HPOCTOE
YCTPOMCTBO.

CtpyKTypa 3TOro GMoIoIMMepa, COCTOSILEr0 BCErO U3 YEThIPEX MOHOMEPOB,
pa3aMyaroluXxcss MeXay co0Oi TUIaMHu a30THUCTBIX OCHOBaHWM (aJ€HMH, T'yaHUH,
TUMWH, IIUTO3WH), IPEACTABISAECT COOOM NBYIIENOYEUHOE CIUpaibHOE 00pa3oBaHUE,
KaXzas Lernodyka KOTOpOro oOpaszyeTrcsl MOoJMMEpU3aluell COOTBETCTBYIOLIUX
HYKJIEOTHI0B 1O (PochoausrpupHbIM CBA3SIM MEXKIAY 3 —THAPOKCUIBHON Tpynmoi
J€30KCUPUO03bl OJTHOTO HYKJIEOTHIa U 5’—(pocdaTHON Ipynnon Ipyroro COCEIHEro
Hykineotuaa. O0beIMHEHUE 1IEN0YeK B JBOMHYIO CIIUPallb IPOUCXOIUT MO MPUHIIUITY
KOMILJIEMEHTAPHOCTH A30TUCTBIX OCHOBaHUM (aJE€HUH-TUMHUH, TYaHUH-IUTO3WH),
COeIUHSAEMBIX MEXIy coboit BomopoaubimMu cBs3simu (Watson, Crick, 1953; Ghosh,
Bansal, 2003). ITocnenoBaTelbHOCTh a30THCTHIX OCHOBAHUH B IICMOYKAX YHUKAJIbHA
JUISL KaXZ0ro >KMBoro opranusma. Cucrema u3 yetelpex ocHoBanud JIHK ¢ nx
MPOCTPAHCTBEHHBIM U BPEMEHHBIM PETYJIIMPOBAHUEM YIMpaBIseT OMoJIoTHel Ha Beel
IIKaJie YPOBHEH OpraHu3aluy >KUBOW MaTEpPUH, HaUYMHAas C (PEpMEHTATUBHBIX PEAKIIMI
BHYTpH OakTepwii, 3akaHuuBas 3MOpUOTeHE30M Yy Jojei. B HacTosiiee Bpems
CYILECTBYET TOUKa 3peHus, uTo kiatoueBblie pyHkiuu JJHK 00yciaoBneHbl He TOJIBKO e
CTPYKTYPOH, HO U BHYTPEHHEW JUHAMUKOU €€ CTPYKTYPHBIX DJIEMEHTOB: OCHOBAHUM,
caxapoB, pocaToB U pparMeHTOB MONKMHYKICOTHAHBIX Henoyek (Parker and Tullius,
2011; Duzdevich et al. 2014).

B nanHom pasznene OyayT moOKa3aHbl OCHOBHBIE CTPYKTYpPHbIE OCOOEHHOCTH

ctpoenus mosiekyibl [IHK kak uaeansaoro 6mononumepa. byayT onmcansl oOCHOBHBIC
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MoMeHThl JIHK-0enkoBbIX B3aMMOACHCTBHM C TOYKHA 3PEHHUS DSHEPreTHUYECKHUX
nanawapToB u gusmdeckoro noseneHus JHK ¢ yuetoM BHemHHX BO3AEHCTBUIL.
ByayT nponeMoHCTpUpOBaHbI 001IME MPEACTABICHUS O MPOLIECCE TPAHCKPHIILINU, KaK
00 OCHOBHOM IIPOLIECCE PEANU3aLMU TE€HETUYECKON MH(POpMaluu C TOYKU 3PEHUs
¢buznueckoro u 6moxumuueckoro Bzaumoeiictsust PHK nomumepassr ¢ IHK. byayt
MIPE/ICTABICHBl OLICHKM OCHOBHBIX MexaHndeckux napameTpoB JIHK-0enkoBbix
B3aUMOJEUCTBUI: CUJI U MOMEHTOB cuJjl. Takxke B IyiaBe OyAyT ONMCAaHbI OCHOBHBIE
TEOpeTUIECKHe MoAXoAbl U Mojenu pusudeckoro noseaenus JAHK mpu pazmudnbix

BBaHMOIIGfICTBI/IfIX.

11.6.1 Cmpyxkmypa /ITHK

CoBpemennoe npejncrasienue o crpoenun JIHK B ocHoBHOM Oaszupyertcs Ha
peHTreHOCTpYKTYypHbIX naHHbIX (Watson and Crick, 1953; Siggers et al. 2005).
®u3noNoruyecKky npeodnanaroneil oopuHO cuntaerca B-popma nBoitHON cripani.
Kaxnplii BUTOK cniMpany MMEET AuaMeTp 2 HM M BbICOTY 3.4 HM. BUTOK BKIItOUaeT
npubnusutenbHo 10.5 ocunoBanuit. B cnmpanu wutn JIHK 3akpyumBarorcs apyr
BOKpPYT JIpyra B NPOTUBOIOJIOKHBIX HampapieHusix. [Ipu stom o0pa3yrorcs nBe
Oopo3nku: Manas mupuHOH 1.2 HM u Oosbmras — 2.2 HM. Baxno, uto JIHK-
CBSI3BIBAIOIIMECS OCJIKU Yepe3 3TH 00PO3AKK MOTYT MOJIy4aTh pa3Hy0 HHPOPMAITHIO O
ITOCJIEA0BATEIPHOCTH OCHOBaHMM. Hampumep, aTroMHbIE CUTHATypbl OCHOBAHUM B
00JBITI0i 0OPO3/KE MO3BOJISIOT Pa3INyaTh BCE KOMOMHAIIMY Map OCHOBaHMi (11.0.), B
TO BpeMs Kak B Masoit 6opo3ake nmapsl G-C u C-G wiu A-T u T-A He pa3nngaroTcs 1o
atoMHbIM curHarypam. Cumtaercs, yro JJHK mo rubkoctu u hopMe coOTBETCTBYET
uaeanbHOMy TosimMepy. [losromy Ga3zoBasi ¢u3nMKa MOJIMMEPOB JA€T ONTUMAILHOE
npeacTrasiienne o pusznueckom noseaennu JJHK npu BHemHNX BO3AEHCTBUSIX.

B kietke u3-3a auHaMu4yHOM BHyTpuKieTouHOM cpenbl, JJHK moasepraercs
BHEIIHUM BO3AEHCTBUAM NOCTOsIHHO. Cuiibl, Bo3aercTByromue Ha JJHK, nuamenstorces
B JMaria3oHe OT €IMHUI] JI0 JIECSITKOB MUKOHBIOTOHOB. OHM MOTYT (hOPMHUPOBATHCS

Omaromapsi pasnu4HbIM mporieccaM. Hampumep, pactsokenne JHK  moxer
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IPOUCXOJUTH B MPOLECCE NIEJICHUS KIETOK MPHU BBITECHEHUHM JOYEPHEU XPOMOCOMBI
yepe3 MEepPeropojKky MOTOPHBIMU OelKaMu WM BO BpPEMsl CErperaiud XpoMOCOM
(Reyes-Lamothe, et al. 2012; Ferraro-Gideon, et al. 2013).

Baxnpiii momeHT B dyHkiumonupoBanuu JIHK wurparor mexanumdeckue
BO3JICHCTBHS MOJIOKUTENBHO (YBEIMYMBAIOIINE CHUPAIA3ZALMUIO) WM OTPULATEIBHO
(ymenbiiaromue crnupanuzaiuio) ckpyuuBawomnme JHK. [laxxe nHeOonbiive Takue
BO3JEUCTBUA WU3MEHAOT cTpykTypy HAHK, mpuBons, Hanmpumep, K OTpULIATEIBHOMN
Cylepchupain3alii, 4YTO CHIDKAeT CTAOWIBHOCTh BOJIOPOJHBIX CBSI3EH MEXIY
KOMIJIEMEHTAPHBIMM OCHOBAaHUSMHM M YBEIMYMBACT BEPOSITHOCTb BPEMEHHOIO
JIOKaJBHOTO pacIUieTaHuss MOJeKysnbl. B OakrepuanbHbix Xpomocomubix JIHK
JIOKaJbHasl CYNEPCKPYUYEHHOCTh CHUKAET SHEPreTHUECKUM Oapbep s AoCTyna K
uH(pOpPMaLUH O MOCJIE0BATEILHOCTH OCHOBAaHUHM BO BpeMs ITPOLIECCa TPAHCKPHUIILIUH,
peryimpys, TeM caMbIM, 3Kcrpeccuto reHoB (Sobetzko, 2016; Pyne, et al. 2021). B
Ipoleccax  TPAHCKPUIIIIMM  WIM  pEeIUIMKauMd  00A3aTeNbHO  Yy4YacTBYIOT
TOTNOU30MEPAa3bl, KOTOPbIE OCIAOISAIOT JIOKAIbHO MOJOXKHUTEIBHO CYyNEepCKPyUYEHHBIE
y4acTKH, opMHpYoIHecs rnepeln akTuBHbIMU noimmepasamu (Chen, et al. 2013;
Kouzine, et al. 2013; Ganji, et al. 2016). CiexyeT OTMETHTD, YUTO CyNEPCIUPATU3AIHS
ATO JIOKaJbHOE TomoJiornueckoe m3meHeHue cTpykrypsl JIHK u He moxer ObITh
YCTPAHEHO BpalleHUEM BOKPYT OCH IO JJIMHE MOJIEKYJIbI.

OO0beauHeHre TOTUHYKJICOTHIHBIX 1IETIOYEK B ABOWHYIO CIIUPAJIb UMEET CBOIO
¢dbyHKIMOHATBHYIO crielupuky. C 0HOM CTOPOHBI, 0OeCIeueHre 3alUTHON (QyHKIIMN
JUISL COXpaHEHUs TeHeThdeckod wuHopmarnuu. B 1BOIHONM cnupain a30THUCTHIC
OCHOBAHHUSI HANpPAaBJIEHbl BHYTPb, YTO OTPAHUYMBAET K HHUM JIOCTYIl Pa3IUYHBIM
COCIMHEHUSIM, B TOM YHCJIE€ W TMOBpexJamimuM myrtareHam. C Apyroil CTOPOHBI,
HallMyue JABYX TMOJUHYKICOTUIHBIX LIENel SBIsSETCS KIOYEBbIM MOMEHTOM B
nporeccax pernapaiuu u perumkanuu JJTHK [Razqallah, 2008; Bell and Dutta, 2002].

Cunraercs, uro Bce ¢pynkuuu [IHK nanpsimyto cBsizansl ¢ npoueccamu JJHK-
oenkoBoro B3aumojeiicteus (Ptashne and Gann, 2001). A umeHHO, Mpoleccamu
penapainuu, perivkanuu, Tpanckpunuuu (npu cunrese MPHK) u pexomOunanmm.

VY3HaBaHue ompeneneHHbIX y4dacTkoB Ha Mouiekyie JIHK pazmuunpiMu GenkoBo-
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(GbepMEeHTHBIMU KOMIUIEKCaMu — 93T0 kiatoyeBoil wmoment JIHK-6enkoBoro
B3auMoperncTeus. Hampumep, npu tpanckpunuuu renoB PHK-nonumepasa nomxHa
3HaTh,  OTKyJa  HA4YMHATh  TPAHCKPUNLUMIO  (y3HaBaHUE  MPOMOTOPHOM
MOCJIEIOBAaTEIbHOCTA) W Tlle €€ 3aKkaHyuBaTh (y3HaBaHHWE TEPMHUHATOPHOMU
nocnenoBareiabHocTr) (Cheetham, Steitz, 2002).

duszuko-xuMudecke (HakTopbl, OMPEACIIAIONIUE MPOLIECCHl Y3HABAHUS, 10 CUX
nop 10 KOHIIa HEe packpbiThl. Haunbonee mMUpPOKO pacnpoOCTpaHEHHAs] TUIIOTE3A,
0O0BSICHSIOIIAS CIIOCOOBI B3aUMOJECHCTBUS MPOTEUHOB (manpumep,
TPAHCKPUIIIMOHHBIX (pakTopoB) ¢ Mosekynon JJHK, npennonaraer Hecnennduyeckoe
CBSI3bIBAHUE ONPECICHHOTO O€lIKa C OJHOM M3 HUTEH OTKPBHITOro (PacrjieTeHHOIO)
y4yacTKa JIBOWHOM CHOUpaiiy, o0O0pa3yrolierocs B pe3yJbTaTe €€ CIOHTaHHOrOo
OTKPBIBaHMS U3-3a TEIUIOBBIX (DIYKTyaIuil. DTH e TeTIOBbIE (UIyKTyallud CIIOCOOHBI
nepedpachlBaTh CBS3aBIIMKCA OEJIOK € OJHOIO OTKPBITONO YyYacTKa Ha JpYroi,
IIPUBOJIA K €T0 «CKOJIBKEHUIO» BIOJIb MOJIeKyJIbl JIHK. Takoe nBrxeHne nponcxoaut
J0 TeX Top, IMOoKa OEJOoK HE BCTPETUT COOTBETCTBYIOIIYIO OIEPATOPHYIO
MOCJIC0BATEILHOCTD, TJIe OH MOXET peaan3oBaTh cBoro ¢yHkiuio (Berg, et al. 1981;
Berg and von Hippel, 1985; von Hippel and Berg, 1989; Shimamoto, 1999; Halford
and Szczelkun, 2002; Gerland, et al. 2002; Halford, et al. 2004). B skcniepumenTax ¢
OJIMHOYHBIMH MOJIEKYJIaMU OBLJIO TOKA3aHO, YTO B Ipoliecce nmoucka npomoropa PHK-
nojimMepasa TpPaTUT okoso 85% BpeMeHU Ha Hecnenu(puyeckoe B3auMOJEUCTBUE C
JIHK (Stracy and Kapanidis, 2017).

B koopaMHaTax «CTPYKTypa»-«IOCIEI0BAaTEIbHOCTY, TAE «CTPYKTYpa»
noapaszymMmeBaeT KoHpopManmonHsle cocrosHus JIHK, a «mocmemoBarenbHOCTEY —
TEKYIYI TOCJIEeI0BATeIbHOCT, OCHOBaHUM paccmarpuBaeMoro yvactka JIHK,
nporecc JIHK-OGenkoBoro B3aumMojaeicTBusi pa3OuBaeTcs Ha JBa JaHamadTa:
nanamadT cy4aHbIX BCTped, u Janamadr ces3piBanus (Duzdevich, et al. 2014). Otu
JaHAMA(TH B3aUMOCBSI3aHbI U XapaKTEPU3YIOTCSd KUHETUKOW U3MEHEHHSI CBOOOTHOM
sHepruu  B3ammoxecteus JIHK ¢ OeakoM, koropas 3aBHCHUT KakK OT
KoH(popMaImoHHbIX cocTosiHuid Oenka u JIHK, Tak u oT mocienoBaTeabHOCTH

OCHOBAHMUII.
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JAHK B kneTke He SBISIETCS «TOJOM», a ¢ OOJBIION BEPOATHOCTHIO MOKPHITA
pa3IMYHBIMU O€JIKaMU, HalpUMEp, HYKJIEOCOMaMH Ui OeNTKaMHU, CBA3bIBAIOIIUMUCS C
nykieotugamu (NAPS), y aykapuoT u poKapuoT, COOTBETCTBEHHO. M0HO CKa3aTh,
YTO B KOHIEHIMH JIaHadTOB caMy JTaHAIA( Tl MEHSIOTCS P CBS3bIBAHUU OEJIKOB
¢ JAHK, 4yTOo, B CBOIO OuYepeib, MEHSET YCIOBHS IJIsl CBSI3bIBAaHUSA JIPYTUX OEJIKOB.
[Tokazano, uto mpu cBsizpiBanuu 6enkoB ¢ JIHK ee cTpykTypa uckaxaercs B MecTe
CBSI3BIBAHMS U MOKET CHIILHO OTJIMUYAThCS OT Kitaccuueckoit B-hopmer (Gaudier, et al.
2007; Chen, et al. 2008; Montano, et al. 2012). Hanpumep, cBs3biBanune ¢ JJTHK
($U3HONIOrMYECKU 3HAYUMBIX O€JIKOB MOXKeT npuBoauTh K n3rudoam JJHK no n paguan
(Moure, et al. 2002; Kim, et al. 1993; Rice, et al. 1996).

Kakum o6pazom nmpoucxoaut Hecnenupuueckoe csizpiBanue 6enkos ¢ [JHK Ha
sTane JjaHAmadra BCTped — HE BIIOJHE $CHO. VI3BECTHO TOJNBKO, YTO OHO B
3HAYUTENBHOMN CTENEHN 3aBUCUT OT KOHIEHTPALUH COJIEN B OKPYKAIOIIEM PACTBOPE U
BO MHOTHX CJIy4asx o0JiagaeT koonepatuBHBIM ¢ dekrom (Barkley, 1981; von Hippel,
2007). Taxxe, U3MEHCHHUE KOHICHTPAIIMH COJEH MOXET HPUBOJUTH K M3MCHCHHIO
CTAOMJIBHOCTU JBOMHOW CHOUPAJIA U, COOTBETCTBEHHO, K (DOPMHPOBAHUIO JTOKAJIBHBIX
pacmierennsix yuactkoB (Podgornik, et al. 2000; Yakovchuk, et al. 2006). Kpome
TOT0, HE 10 KOHIIA MMOHATHO, YTO UTPAET PELIAIOIIYIO POJIb B U3MEHEHUU CTPYKTYPBI
JHK, ee pusnyeckas n1aOUIbHOCTH UM CUIIOBOE JEHCTBHE CO CTOPOHBI Oeika. Ho uTto
0ojee Ba)XXHO, HET TMOJHOIO IMPEJICTaBICHHUS O POJM BHYTPEHHEH JHWHAMUKU
cTpyKTypHBIX 31emMeHToB Mosekynbl JIHK B JIHK-6enkoBbix B3aumoneiictsus. Bee
9TO TOBOPUT O TOM, YTO IIOHMMAaHUE MEXAaHHU3MOB, CBSI3aHHBIX CO CTPYKTYpPHO-
dbyHkMoHaIbHEIME 0coOeHHOCTIMH JIHK-0eMK0oBBIX KOMITJIEKCOB, SBIISIETCS] BAXKHOM
M aKTyaJbHOW HA CETOAHSIIHUI JIeHb MPOOJEeMOM MOJNEKYJISAPHON M KIETOYHOU

OHOJIOTHH.

11.6.2 Omkpvimoie cocmoanua /IHK

I[J'ISI IMOHMMAaHuA CBA3HM MCXKAY AWHAMHWYCCKHMMH U q)YHKHI/IOHaJIBHBIMI/I

cBoiictBamu JJHK HeoOxoaumo n3yuenne KoH(HOPMaMOHHON TUHAMUKNA MOJEKYJIBI,
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KOTOpasi CBOJAMTCSI K BHYTPEHHEW JUHAMHUKU €€ CTPYKTYPHBIX 3JeMeHTOB. OJIHO U3
HaumOoJiee UHTEPECHBIX NPOSBICHUN BHYTPEHHEW AMHAMUKU SIBISIETCS OOpa3oBaHUE
OTKpPBITBIX COCTOSSHMM WJIM JIOKQJIBHO PACIUIETEHHBIX YYaCTKOB WJIHM ITy3bIpel
JeHaTypallii, XapaKTepU3yeMbIX  pa3pblBOM  BOJOPOAHBIX  CBSI3EH  MEXKAY
KOMIUTHMEeHTapHBIMU ocHOBaHusMu (Hanke and Metzler, 2003; Altan-Bonnet, et al.
2003).

B  ¢Jusuonornyeckux yciaoBHSX JIOKAIbHOE pacIUICTaHUE MPOUCXOJUT
CIIOHTAaHHO H3-3a (QUIyKTyalui, «aeixanus» naBynenodeunon /IHK, uro mpuBoguT k
00pa30BaHUIO OTKPBITHIX COCTOSHUI U3 JiecsiTh U Ooliee map ocHoBanuii (Guéron, et
al. 1987). ®yHKIHMOHATBHO, OTKPBITHIC COCTOSHHUS (DOPMUPYIOTCS, HampuUMep, B
Mpolecce TPAHCKPUIIMU TMpuU OOpa30BaHUU TPAHCKPUIIIMOHHOTO TYy3bIpSd B
pesynbrate B3aumoxeiictBus PHK mommmepassl ¢ NpPOMOTOPHBIM — y4acTKOM
nocnenoBarenbHoctn JIHK. M3BecTHO, 4TO KMHETHKAa (POPMUPOBAHMS IIy3bIpS H
CKOPOCTb €ro ABMXKEeHUS BA0Jb MoJieKyibl JIHK B mporiecce TpaHCKpUMIIUY SIBIISIIOTCS
KJIIOYEBBIMH  (paKTOpaMH, OOYCIIOBJIMBAIOIIMMU BapHUallMi0 B YPOBHE HKCIIPECCUU
pa3anuHbIX reHoB B auanasone 10000 pas (Record, et al. 1996). ®opmupoBanue
TPAHCKPUIILIMOHHOTO MY3bIPsI — ’TO MHOIOCTAAMMHBII MPOLECC, COMPOBOXKIAFOIIHICS
00pa30oBaHUEM MPOMEKYTOUHBIX COCTOSHUM W TOPCUOHHOM TUHAMHUKOW OTIEIbHBIX
ocHoBanwmii (Boyaci, et al. 2019; Chen, et al. 2020; Ruff, et al. 2015; Winkelman, et al.
2016).

B o0pa3oBaHue OTKPBITHIX COCTOSHUM, POPMUPYEMBIX B PE3YJIbTATE «IbIXaHUSD)
JIHK, MoryT JOmOJHUTEIBHO Yy4YacTBOBATh OEJIKH, KOTOPBIE CBSA3BIBAIOTCA C
OJIHOIIETIOYEYHBIMU  Y4YaCTKaMH, TEM  CaMblM  CHIDKasg  CTaOWJIBHOCTH
komruieMeHTapHo# mapsl ocHoBanuit JIHK (Revzin, 1990). I1y3bipbku qeHATYypaIyu
TaK)Ke MOTYT OBITh BBI3BAaHbI 3aKpyunBaHueM naBoiHO# crimpanu JJTHK (Strick, et al.
1996). MccnenoBanue JUHAMUKHU Ty3bIPCH, BEI3BAHHBIX CKPYUYHMBAHHEM, B CIIydalHON
nocinenoBareiabHoct JIHK mokasano, 4ro maneHbkue my3blpu (MEHEe HECKOJIbKUX
JIECSITKOB TIap OCHOBaHUM) pacnpenenstorcs Baoab [HK, Torma xak Gonee kpymHbie
y3bIPH JIOKAIHU3YIOTCS B 001acTsix 6orateix AT mapamu (Hwa, et al. 2003). Hakorer,

npu HarpeBanuu B AByrenouedHoi [JHK B mporecce mnaBnenus o0pazyroTcs my3bIipu
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JI€HATypalliy, YBEIUYMBAIOLIUECS B pa3Mepax U KOJIMYECTBE, B PE3YJIbTATE JBE HUTH
noiHocThio pasnenstorces (Poland and Scheraga, 1970; Wartell and Benight, 1985).
Tak, uccnenoBaHue AWHAMHUKU Iy3bIped B OAMHOYHOM JAByunenodeynon JIHK c
HOMOIIbIO (PIyOPECLHEHTHOW KOPPEISLUOHHON CHEKTPOCKONMHM I0Ka3ajo, 4YTO B
«JIpIIIAIIEM» IOMEHE CKOHCTpyupoBaHHoU nocinenoBarensHoctd JJHK (psin u3 18 map
ocHoBanuii AT, 3anedaranHblx Oonee craOuiapHbIMM napamu ocHoBaHuii GC) mpu
TEMIIEpaType HWXKE  TeMmmeparypbl 1iaBieHuss AT-yuactka  oOpa3syroTcs
GIIyKTyanmoHHBIE MTy3bIpEKU pazmepoM oT 2 1o 10 map ocHoBanuii (Altan-Bonnet, et
al. 2003).

W3ydeHne nMHaMUKU My3bIpeil IpeaCTaBIsIeT HHTEPEC C TOUKH 3PEHUS Ty YILIEro
MMOHMMAaHUS MPOIECCOB B3auMoaecTBus OenkoB ¢ ogHorenoueunbiMu JIHK. Takue
B3aMMOJICHCTBHUS BKJIIOYAIOT 3aBUCHUMOCTH MEXIY pa3jIMYHbIMH BpPEMEHHBIMU
MacmTadamu, HaIpUMepP, BPEMEHEM PEIAKCALIUU ITy3bIPEH U BPEMEHEM CTEPUUYECKUX
nepecTpoek OenmkoB B mporecce cpsa3piBanus (Karpel, 2002). Takxum o6pazowm,
JMHAMMYECKHUE MCCIIEAOBAHUSA, TAKUE KaK CHJIOBasl CIIEKTPOCKOMHMS OJMHOYHBIX
moutekyn (Williams, et al. 2002) u ananu3 monekysspabix Maskos (Krichevsky and
Bonnet, 2002), MoryT mpojuTh CBET Ha OHMOXMMHIO, JICKAIIYI0 B OCHOBE TaKHX
nporeccoB. Ocoboe mecto B JIHK-GenkoBwix B3aumojeiictBusix 3anumaer PHK-
MoJIMMEepasa, KOTopas SBJISAETCS IJIaBHbIM (DEPMEHTOM B MPOLECCE TPAHCKPHUIILUU
reHeTUYecKo uHpopManuu. OTOT MpoLecC ABIAETCS (QyHIAMEHTAIbHBIM JIs
CYIIIECTBOBAHMSI M PA3BUTHUS >KUBBIX OpraHU3MOB. [loaTomMy u3ydeHHE ITWHAMUKU
OTKPBITBIX COCTOSIHUI Ba)KHO, B TOM YHUCIIE, W JUIsl Jy4IlIero MOHMMaHUs Mpoliecca

TPAHCKPHUIILUH.

11.6.3 Tpanckpunyusn

Tpanckpunius — npoiecc, Ipy MOMOIIU KOTOPOro reHeThYecKas nHpopManus
s Kaxaoro reHa B mosekysie JJHK mnepenuceiBaeTcsi Ha COOTBETCTBYIOUILYIO
mouekyiy nocpeaauk PHK, koropast nazeiBaercst matpuunoit PHK (MPHK). [anee, B

mpoiiecce TpaHCsAuu reHetudeckoi wuHbopmanuu MPHK  wucmonsisyercs kak
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uH(pOpMAIIMOHHAST MaTpUla JIJIs CUHTe3a OENKOB, pEeaM3YIOUX pa3Hble (QYHKIIHH,
HEOOXOIUMBbIE JIJIS )KU3HEACSITEIbHOCTH KIETKU. TpaHCKpUOMPOBAHNE T€HETUUECKON
uHpopManmu npoucxoaut mnpu mnomou PHK-momumepassl U cOMyTCTBYIOIIUX
O€JIKOB, HAa3bIBAEMbIX TPAHCKPUIIIMOHHBIMU (akTOopaMu. TpaHCKPHUIILIUOHHBIE
(dakTOphl CBSI3BIBAIOTCS € ydacTkamu TmocienoBatenpHocTH JIHK, HaspiBaembiMu
DHXAHCEPhl M TPOMOTOPBI, H PETYIHPYIOT (CIOCOOCTBYSI WJIM TIPEHSTCTBYS)
cesa3biBanne PHK-momumepassl ¢ mpomoropom (Alberts, et al. 2002).

JIJI IpoKapruOTHIECKUX KJIETOK cymecTByeT oaHa PHK-monmmmepasa (RNAP).
st aykapuotnyeckux kietok ux tpu: RNAPI, RNAPII, RNAPIII, u3 xoTopsix 3a
TPAHCKPUIIIMIO reHeTndeckoil nnopmainmu u coznanue MPHK orBewaer RNAPIL.
Jlns TpaHCcKpuOUpoBaHUsS TeHeTudecko wuHpopmanuu HeoOxoauma cBsi3zb PHK-
nosuMepasbl ¢ mpomoTopHsiM  yuyactkom JIHK. 3Oty cBsa3p oOecrneunBaroT
TPAHCKPUTIIIMOHHBIE (aKTOphl. [Ipw CBA3BIBAaHUM TPAHCKPUIITMOHHBIX (DAKTOPOB H
PHK-nomimepass ¢ JIHK o6pazyercs komruieke nautmanu Tpanckpunimu (\Watson,
et al. 2013).

JInsi mpoOKapUOTHUYECKHX KJIETOK MPOLECC TPAHCKPUIILMU SIBISETCA Oojee
MPOCTHIM M HanboJiee M3YYEHHBIM MO CPAaBHEHUIO C DYKAPUOTUYECKUMU KIIETKAMH.
OcHoBnast ctpyktypa (simpo) RNAP mnpencrasnsier coOoit 5-T CyObeAUHUYHBIN
dbepMeHT: nBe o-CyObenuHMIlbI, B-cyObenununa, [’-mpaiiM cyObeauHUIIA U ©-
cyopenunanna (Murakami and Darst, 2003). ITo dopme RNAP npencrasiser coboit
kiemHio kpaba. CesaspiBanue RNAP ¢ mpomoTopom ocytiecTBisieTcs: npyu NOMOILH G-
¢dakropa. M3BecTHO, YTO CYILIECTBYIOT MPOMOTOPHI, JIi KOTOPBIX CHelu(HUueH CBOU
o-akrop. Hampumep, y Escherichia coli (E. coli) cymectByer He MeHee cemu G-
(aKTOpOB, OCHOBHBIM M3 KOTOpBIX siBnsgeTcs 6'° (Gruber and Gross, 2003). B THK E.
coli umeercs npubamsurensno 2000 67° cnenuduunkix mpomoTopos (Shimada, 2014).
OTH  NOpOMOTOPHI  COCTOSIT K3  OCHOBHOW  MOCIEAOBATENbHOCTH  JUIMHHOU
npubau3uTesbHo 40 1M.0. U ABYX KOPOTKHMX KOHCEHCYCHBIX TOCJIEIOBATEIIHLHOCTEH:
TTGACA u TATAAT, pacnonoxeHHbix B 35 no3uruu Beie (-35) u B 10 nmo3uimu
Bbiie (-10) caiita Havyaslia TPaHCKPUIILMU, COOTBETCTBEHHO. B COBOKYMHOCTH 1O

JUTMHE 5TH IPOMOTOPHI COCTABIIIOT He 001ee 2% ot Beeit mauanabl JJTHK (Wang, 2013).
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3TO TOBOPUT O TOM, 4TO sl moucka npomoropa RNAP nomkHa ymeTh OTau4aTh
cnenupuyueckre caiThl cpeau OrpoMHOro konuudectBa Hecnenudpuyeckon JJHK.
Kaxnapiit o-pakrop momoraet cBszarbest RNAP co cBoeit rpymnmoii criernuuaHbIX 1S
HEro MPOMOTOPOB, AKTUBUPYSI TPOMOTOPHI, OTBETCTBEHHBIE 32 SKCIPECCUIO TE€X FEHOB,
KOTOpBIE TIO3BOJISIIOT OaKTEpUANbHBIM KIIETKaM MPUCIIOCAOIMBATHCS K PAa3IUYHBIM
CTpeccoBBIM yclloBUAM okpyskatomeit cpeapl (Feklistov, et al. 2014). [Tpucoeauaenne
o-(hakTopa k RNAP o6pasyer xonohepMeHT, KOTOPBIH, B CBOIO OU€pe/ib, CBSI3bIBACTCS
C IPOMOTOPOM, 00pa3ys 3aKpHITHI KOMIUIEKC HHAIMAIMU Tpanckpuniuu (Murakami
and Darst, 2003; Karpen and deHaseth, 2015; Stracy and Kapanidis, 2017). OtmeTtum,
41O MeXay OakTepuanbHbiM Xonodepmentom u komiiekcoM RNAPII ¢ dakTopom
tpanckpunmuu 1TFIIB B sykapuoTndeckux kietkax uMeeTcst MHoOro oomero (Decker
and Hinton, 2013).

[locne QopmMupoBaHusl 3aKpbITOrO KOMIUIEKCAa (OPMHUPYETCS OTKPBITHIN
KOMIUIEKC HWHULHALMK TPAHCKPUIILMHM, B KOTOpoM JBoMHas cmupans JIHK
packpbIiBaeTcs, 00pa3ys TPaHCKPUIILIMOHHBIHN My3bIpb pa3zMepom 12—14 m.o0. (Siebenlist
and Gilbert, 1980; Kirkegaard, et al. 1983; Sasse-Dwight and Gralla, 1989; Karpen and
deHaseth, 2015). /Tanee RNAP Hauunaet cuntesupoBats PHK, nBurasce ot 3’ k 5’
KoHIly MarpuyHod Huth JHK, Kotopas sABnseTcs KOMIUIEMEHTApHOM K
cuntesupyemoir PHK nutu (Basu, et al. 2014). Bropas mute JJHK Ha3biBacTCs
KOAUpYIOIIeH, Tak KaKk €€ IOCJIeAOBAaTEeIbHOCTh OCHOBAaHUN  MJIEHTUYHA
nocienoBarenbHoCTH cuHTe3upyemor PHK ¢ To4HOCTBIO 10 3aMEHBI THMWHOB Ha
ypauunel. Cama PHK-nocnenoBaTenbHOCTh CHHTE3WpyeTCa OT S5’  KOHIA
MIPUCOEANHEHUEM HOBBIX HYKJIEOTUIOB K 3’ KOHILY.

B nepBbie MoMenThl Tpanckpuni RNAP cuHTE3upyeT KOPOTKHE MOJIEKYJIbI
PHK nnunHo# 2-8 HyKI€OTHIOB, TaK Ha3bIBaeMble a0OPTHBHBIE TpaHCKPUNTHI (HSU,
2002, 2009; Goldman, et al. 2009). Takast abopTHBHAsI HHUITHALIMS MOXKET BKJIFOUATh
1o coter noBropoB (Gralla, et al. 1980; Hsu, 2002, 2009). Eciii TpaHCKPHIIT JOCTUTACT
MOPOTOBOM JUIMHHBI, MPUOIM3UTEIbHO 10 HYKI€OTHAOB, HAacCTynaeT ¢a3a uzberanus
npomoTtopa (Hsu, 2002, 2009). Cunrtaercs, 4To aOOPTHBHAS WHHUIMALIMS M TPOIECC

n30eranus MPOMOTOPA IPOUCXOIAT 3a CUET MeXaHu3Ma cxxarus (cmopmuBanus) [JHK
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BuyTpu RNAP (Revyakin, et al. 2006). Umenno sHeprust cxxaroii B RNAP JIHK
ucronbzyercst s paspeiBa cBs3eii RNAP ¢ mpomotopoM B a3y uzberanus u
MHUIMAINK (Pa3bl JOHTAMU. DTOT K€ MeXaHu3M, cxaTtue/pactskenne [JHK BayTpu
RNAP, ucnons3yercs RNAP npu aganTuBHOM MOUCKE caiiTa cTapTa TPAHCKPHUIIIUN
(Winkelman, et al. 2016). YV »sykapuoTHyecKuX KJIETOK H30€raHWe IPOMOTOpa
MPOUCXOAUT 3a CYET KIMpPEHCa MPOMOTOpa M Mocienyouiero (hocGopuinpoBaHus
dbepmenTom TFIIH cepuna 5 Ha KapOOKCUKOHIIEBOM JIOMEHE OOJIBIITON CyOheTMHUIIBI
Rpbl RNAPII, 9T0 mpuBOIWT K CBS3BIBAHHIO C HEH KAIMHPYIONIETO (epMeHTa
(Greenleaf, 2003; Fabrega, et al. 2003; Mandal, et al. 2004).

®daza wuszberaHuss MPOMOTOpA MEPEXOMUT B a3y »dJIOHrallUU. DIJIOHTAIMS
HambOosee mpou3BoaAuTenbHas (aza TpaHcKpuniuu. CKOPOCTh TPAHCKPUIILIUU 3/1€Ch
nocturaeT A0 100 nykneotuaos/c (Bremer and Dennis, 1996; Proshkin, et al. 2010). V
DYKapuOT  DJIOHTAIS  TPAHCKPUIIMH  MOXET PEeryjaupoBaThCsi  (aKkTopamu
tpanckpuniuu Takumu kak TFIIH (Fitz, et al. 2016).

TepMmuHaIuss TPAHCKPUMIIMU — OJUH M3 BAXKHEUIIUX MOMEHTOB IMPAaBUIBLHOMN
DKCIIPECCHH TEHOB. B OakTepusx TepMHUHAIIUS MOXKET IIPOUCXOJHWTh Kak B
npucytctBuu Rho-dakTopa, Tak u 6e3 Hero (Richardson, et al. 1996, 2002). Rho-6emok
aKTUBHO y4YacTBYeT B TCPMHHAIIMH TPAHCKPUIIIHUHA y TMpokapuoT. OH HCHOIB3yeT
sHepruro AT® nis qucconmanuu TpanckpuoupoBanHoit PHK. UToOb1 onocpenoBaTsh
BeicBOOOKIeHne PHK-Tpanckpurra, RNO-0emok cBA3bIBa€TCSA ¢ HUM U MEXaHUYECKH,
ncnoiib3dys dHeprur0 AT®, BeIpbIBAaET €ro U3 KOMIJIEKCA 3JIOHTAIMNA TPAHCKPUIILIUH.
Takum obpazom, Rho-6emok 310 MosekyssipHas MariuHa, yrnpasisemas AT®. YV E.
coli Rho-3aBucuMbIe TepMHUHATOPBI PACIIONOKEHBI HA KOHIIAX T€HOB, OMICPOHOB U B
PEryJIATOPHBIX caiiTax (aTTeHwoaropax), npeamecTByromumx reHam (Richardson, et al.
1996). Rho-He3aBHcHMBbIE TEPMUHATOPHI TAKXKE PACIOJIOKEHBI HAa KOHIIAX I'€HOB U
arreHtoaropoB. Hecmotps Ha TO, uto RNAP ¢dopmupyer BbICOKO cTaOUIIBHBIC
KOMITJIEKCHI djoHTanuu TpaHckpunmmu ¢ JIHK, uxX cTaOuiapbHOCTH 3HAYUTEIHHO
CHIWKaeTcs BHyTpu RNO-He3aBHCHMOH TEPMHHATOPHOW  MOCJIEI0BATEIBHOCTH

(Mooney, et al. 1998). OT1o npuoaut k muccormanuu PHK-tpanckpunTa u pacnamy
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KOMILJIEKCA. Y 3YKApHUOT IMPOLECC TEPMUHALMHA TPAHCKPUIILUU CIIOXKHEE U MEHEE
U3YYEH.

B3aumoneiicteue RNAP ¢ JIHK B mporiecce TpaHCKpuUMIMU, Kak U APYrue
JIHK-0enkoBble  B3aMMOJAEWCTBHSA, BO MHOIOM  XapaKTEPU3YIOTCS  TaKUMHU
MEXaHUYECKMMHU MapaMeTpaMu Kak CHJIbI U MOMEHTHI cuil. OIleHKa 3TUX [apaMeTpoB
ABJISIETCA BAXKHBIM MOMEHTOM B HW3y4YeHMM BHYyTpeHHeu auHamuku JIHK n ee
MEXAHUYECKUX CBOICTB, KOTOpbIE HUIPAIOT (PYHIAMEHTAIbHYIO pOJIb B IIOUCKE,
Y3HABAaHUU M CBSI3bIBAHUM PA3JIMYHBIX (PEPMEHTOB C €€ aKTUBHBIMHU CaUTaMu H

IIOCICAOBATCIIbHOCTAMMU.

11.6.4 Mexanuueckue cunvt u momenmot cun ¢ /[HK-6enkoevix e3aumooeiicmeusax

OJIHMM U3 KJIIOYEBBIX MOMEHTOB B HCCJIEOBAHMN MEXaHHUYECKUX MapaMeTpPOB
kak camoir JIHK, Tak B3ammoneWcTBHs ¢ HEW pazIW4YHBIX (DEPMEHTOB, SBIISECTCS
OTKPBITHE W HCIIOJIb30BAHUE METOJ0B MEXAHWYECKUX MAHUIYJIALUNA C OJJMHOYHBIMU
mostekystamu (Ha, 2014; Miller, et al. 2018). D10 crajgo BO3MOXHBIM OJyarogaps
PEBOJIIOLIMOHHOMY Pa3BUTHUIO TAKUX METOJOB KaK: ONTHYECKUU NMUHLET, MAarHUTHBIN
MUHIET, METOJ OTCJEKHBAHUS IAPUKOB HA POTOPE, YIJI0Basl ONTHUYECKAs JIOBYIIKA,
MUAHIET ¢ MarHUTHBIM MOMEHTOM M CBOOOJHO BpaIIalONIUNCS MAarHUTHBIM MUHIIET
(Bryant, et al. 2003; Oberstrass, et al. 2013; La Porta and Wang, 2004, Lipfert, et al.
2010, 2011). Bo3moxxHOCTh MaHwWITyupoBaHusi ¢ oauHouHou JIHK mpexncraBmia
JHK-cBs3piBaromuecs ¢pepMeHTsl B HOBOM cBeTe. OKa3aioch, 4TO 3TH (HEPMEHTHI
SIBJISIFOTCSL  MOIIHBIMU ~ MOJIEKYJIIPHBIMU ~ JBUTATENISIMH, CIIOCOOHBIMU pa3BUBATh
3HAYUTEIIbHBIE MEXaHUYECKUE YCUIIUSL.

B skcnepumenTax ¢ E. coli mo u3ydyenuto Bo3moxkHoctu npeogonenus PHK-
MOJIMMEpa3ol BHEIIHUX HArpy30K MpH TOMOIIM ONTHYECKOTr0 THHIETa ObLIO
MOKa3aHO, YTO 9TOT (PEPMEHT MOKET TCHEPUPOBATH CHJIBI, MPEBBIMIAIONINE CHUITBI
LIUTOCKEJIETHBIX MOTOPOB, KOTOPBIE YIPABJISAIOT TPAHCIIOPTHBIMU MPOLIECCAMU BHYTPHU
kietku (Yin, et al. 1995; Wang, et al. 1998; Davenport, et al. 2000; Vale and Milligan

2000). Ckopocth PHK-mommmepasbl ocTaBaiach HEM3MEHHOM MPOTHB BHEIIHUX CHIT
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1o ~20 oH (Wang, et al. 1998; Davenport, et al. 2000), reMoHCTpUPYS, YTO MOIIArOBAsI
TpaHciokaius pepmeHTa (KOTOpasi J0DKHA OBITh UyBCTBUTEIBHON K BHEITHEH CHIIC)
HE OTPAHWYMBACT €r0 CKOPOCTh. B TOXXe Bpems, MPOTHBOACUCTBYIONIAS] BHEIITHSISI
Harpy3ka MOXKET YBEIUYMBATh BEPOSTHOCTh TMOSBICHHS Tay3bl BO BpeMs
tparckpuruu (Davenport, et al. 2000). [TprtoskeHHBIE CHITBI, HAITPaBICHHE KOTOPBIX
COBIAJACT C HAMPABICHWEM JBIKCHHUS (PEPMEHTA, CHIKAIOT BEPOSTHOCTH TAy3bI
(Forde, et al. 2002). Bo3MOHO, 9TO TaKHi€ CHJIBI MOTYT MPEAOTBPAIATh CKOJIbKEHUE
moJIMMepa3bl Ha3a [ 1o MabJIoOHy BO BpeMs BXoJla B HeakTuBHBIC cocTostHus (Landick,
1997). HaobopoT, mpu yBEIWYCHUH MPOTHBOACUCTBYIOIIEH cuiibl Bbime ~ 20 mH,
(heHOMEH «OTKaTa» MOKET ObITh OTBETCTBEHHBIM 3a HaOJI0/1aeMOe pe3Koe MajeHHe
ckopoctu Tpanckpumuu (Wang, et al. 1998).

VY osykapuotr cuibl, renepupyembie PHK-nmomumepazoit wnm  depmeHTamu
PEMOICTTUPOBAHUS XpOMAaTHHA, MOTYT OBITh OTBETCTBCHHBIMH 3a BBITCCHEHUE
HYKJIEOCOM, KOTOpBIE, B MPOTHBHOM CJIy4ae, MPENATCTBOBAIA Obl TpaHCKpuInu. B
MO/JIEPKKY ATOM THUMOTE3bl CBUACTEIBCTBYIOT PE3YJIbTaThl SKCIEPUMEHTOB TIO
BBITSTHBAHHIO OJTMHOYHBIX BOJIOKOH XpoMmaruHa (Cui and Bustamante, 2000; Bennink,
et al. 2001; Brower-Toland, et al. 2002). bbuto 00HapY)EHO, YTO HYKICOCOMBI MOTYT
obITh BbITecHEHBI U3 JIHK, mpumensis Hatsokenue ~ 20 nH. Eciu pa3BuBaTh ciiaOble
yeunus (~ 6 nH), To HabmogarTes oOpaTuMblie MOIM(DHUKALIMN CTPYKTYPbhI XpOMAaTHHA,
Takhe Kak yacTuuHoe BbicBOOOXIeHue JIHK wmnm HapyimieHune Me)XHyKICOCOMHBIX
B3anmonericteuii (Cui and Bustamante, 2000). Dtu wHUIIUMpYEMbIC HATSHKEHUEM
CTPYKTYPHBIE IEPECTPOMKHU MOTYT McnoJib3oBaThess PHK-nnonumepaszon ninu npyrumu
PEryISTOPHBIMU (haKTOPaMU JIJIsi MOTYJISIIIUK TOCTYTIa TPAHCKPHUIIIITMOHHOTO arapaTa
K xpomocomuoi JIHK.

Cynepcnupanuzanus JJTHK — eme oHO BakHOE KOH(DOPMAITMOHHOE COCTOSIHHE
MOJIEKYJBI, CBsi3aHHOE€ C  (opMHpoBaHMEM  HW30BITOYHOTO  MEXAaHUYECKOTO
HaIPSDKEHUS, XapaKTepHU3yeMOoTo MOsSBICHHEM HECKOMITCHCHPOBAHHOTO MOMEHTA CHIT
wi TopcuoHHoro momentra (Ma and Wang, 2016). Ha ceromusiiHuii MOMEHT
CYIIECTBYET MPEACTABICHUE O MOJICIH JBOMHBIX CynepcnupaibHbix qomeHos (Liu and

Wang, 1987). Cuwuraercs, uro PHK-mommmepasa B mporiecce TpaHCKPHIILIUH,
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orcnexuBas 6oposaky JAHK, nepekpyunBaeT ABOMHYIO CriUpaib MOJEKYJIbl BHU3 110
TEUYCHHUIO U HE JIOKPYYHMBAET BBEPX IO TCUCHHIO. BHOXMMHYeCcKHe HccieqoBanus in
Vitro u in Vivo mokasajm, 9To B CHCTEMaX ¢ TOPCHOHHBIM OTPaHHYEHUEM U Ie(DUIIATOM
TOIIOM30MEPA3bl TPAHCKPUIIUSA MOKET MPUBOJINUTH K HAKOIUICHUIO 3HAYUTEIIBHOTO
topcuonHoro crpecca B JIHK (Krasilnikov, et al. 1999; Samul and Leng, 2007; Tsao,
et al. 1989; Wu, et al. 1988). HakorieHre 3TOro TOpCHOHHOTO HAINPSDKEHUS MOXKET
OPENSATCTBOBATh JJIOHTAlMA TPAHCKPHUIILUU U JOJKHO CBOEBPEMEHHO CHUMATHCS
anbo Tomom3omepazamu, JHOO mocpencTtBoM pernakcaruu  Bpamenus JHK.
Cuuraercs, 4To cynepcnupaIn3anus 3T0 JMHAMUYHBINA KOHPOPMAIIMOHHBIN TapameTp
JIHK, KOoTOpBIi1 TECHO CBSI3aH C TPAHCKPUIILUEH U MOKET PETYJIMPOBATH €€ B PEATTbHOM
Bpemenu (Matsumoto and Hirose, 2004; Kouzine, et al. 2004, 2008). M30bITO4HBI#
TOPCUOHHBIT MOMEHT MOKET MHUIIMMPOBATh nepexoanl oguux Gopm JIHK B apyrue
(Leng, et al. 2004; Herbert and Rich, 1996; Oberstrass, et al. 2013; Mizuuchi, et al.
1982; Oussatcheva, et al. 2004; Deufel, et al. 2007). Dto Takxe MOXeT
MPENSITCTBOBATH TPAHCKPHUIIIIUU WM CBSI3BIBAHUIO TPAHCKPUITIIMOHHBIX (PAKTOPOB.
OtpunarensHas W monoXuTenbHas cynepcnupanuzanus JJHK mno-pasnomy
JIEHUCTBYET Ha dKCTpeccuio reHoB. OTpHIlaTeNbHas CyepCupaIn3alis CliocOOCTBYET
mnasiiennto JIHK B mpoMOTOpHBIX 001acTsX, YBEIUYKMBAs BEPOSATHOCTh CBSA3BIBAHUS
TPAHCKPUIILIMOHHBIX (PAKTOpPOB M 0Opa3oBaHUs OTKPBITHIX KoMmiuiekcoB ¢ PHK-
moJIMMEPa3oi U yBeanunBast Bpems ux sxu3au (Kouzine, et al. 2004, 2008; Tabuchi, et
al. 1993; Revyakin, et al. 2004). Kpome TOro, pacmpoCTpaHSIOIIAsCS BOJHA
OTPULIATENBHON CyNepCIupaIn3alii MOKET BIUSATh HA aKTUBHOCTh TPAHCKPUIIIUU HA
ynainennom mpomotope (ElI Hanafi and Bossi, 2000). B otnuurie ot oTpHIaTenbHOM
CylepCInupanu3aly, KOTOpas, B OCHOBHOM, YBEJIMYMBAET OSKCIPECCHUOHHYIO
AKTUBHOCTH T€HOB, TIOJIOKHUTEJIbHAS CYTIEpCIIUpaIU3AIIUU UTpaeT 00paTHyto poib. Ha
Opoxckax ObUIO  MOKAa3aHO, UTO HCKYCCTBEHHO BBI3bIBAEMOE HAKOIUICHHE
MOJIOKUTEIBHOIO0 TOPCHOHHOTO MoMeHTa cHmkaeT cuHTe3 MPHK (Gartenberg and
Wang, 1992). Bmecte ¢ Tem, MOJOKUTEIbHAs CyHEepPCIHMpaIN3aliis, BbI3bIBacMast
PHK-nonumepasoif, MOXET CIOCOOCTBOBATh BBITECHEHHIO TMPEMATCTBYIOLINUX

HYKJIeocoM y 3ykapuot (Sheinin, et al. 2013).
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KonuuecTBeHHbIE U3MEPEHUS B DKCIEPUMEHTAX C OJMHOUYHBIMU MOJIEKYJIAMHU
mokasaiu, uyro Moxyis kpyuenus JJHK ~ 400 nHuam? (Bryant, et al. 2003; Forth, et al.
2008). Ipummoxkenne k JIHK  HCKyCCTBEHHBIX TOPCHOHHBIX MOMEHTOB,
MOJIOKUTENIbHBIX (+) WM OTpULIATENBHBIX (—), MPUBOAWIO JHOO K 0Opa3oBaHUIO
IJICKTOHEM, JINOO K M3MEHEHHUIO €€ CTPYKTypHOU dopmbl. Hanpumep, ayisa nepexoaa
ot B-/IHK k P-ZIHK neo6xoaumo ~ +34 nHum, ot B-/IHK k Z-JIHK HEeobxoaumo ~ —
3 nHuwm, uto6sl pacmiaButh B-JIHK nHeodoxomumo ~ —10 mHuMm (Bryant, et al. 2003;
Forth, et al. 2008; Oberstrass, et al. 2013; Sheinin, et al. 2011). INosoxuTeaLHBIN
TOpCcUOHHBIN MOMEHT ~ +19 mHuwm B JIHK sykapuoT MoxeT npuBOAUTH K U3MEHEHUIO
CTPYKTYpPBI HYKJIEOCOM OT TekcaMepoB K TeTpamepam (Sheinin, et al. 2013). ITpu
MTOMOIIA MAarHUTHBIX MIAPUKOB M (DIIyOPECIEHTHBIX METOK OBIIO TOKA3aHO, YTO
HUKHUH TIpeies TOPCUOHHOTO MOMEHTa, co3aaBaemoro PHK-nmonumepasoii Bo Bpemst
tpanckpunmuu B E. coli, cocraBmsier ~ 5 nHum (Harada, et al. 2001). C
MCIIOJIb30BAHUEM YIJIOBOM ONTHUYECKON JIOBYIIKM OBbUI ONpENesieH TOPCHOHHBIN
MOMEHT, HEOOXOIUMBIHN 1T OCTaHOBKH 3noHrupytomieir PHK-nomumepassr B E. coli.
beimo moka3zaHo, YTO I ATOTO JOCTaTOYHO YTOOBI HAKOIUIEHHOE TOPCHOHHOE
HANPSHKEHUE TTOJI0KUTEIBHOE NIEPEN, Uin oTpunarensHoe nozaau PHK-nonnmepassi,
cocrapisio O0b1 ~ 11 mHum (Ma, et al. 2013). DTOT TOPCHOHHBI MOMEHT
MPUOIU3UTENIBHO COBMAJaeT ¢ MOMEHTOM, HeoOxoauMbiM Juisi 1iaBienus JIHK
npou3BOJbHONM mocaenoBarenpHocTd (Bryant, et al. 2003; Forth, et al. 2008;
Oberstrass, et al. 2013). Kpome toro, Ma et al. nmoka3zanu, 4To TOPCHOHHBIE MOMEHT
MOKET BIUSATH HA CKOPOCTD U TIay3y TPAHCKPHUIIIIUH, YIIPABJISIS MIPOIIECCOM DJIOHTAIIHH.

Takum obpazom, mexanndeckue cporictBa JJIHK n JIHK-6e1koBBIX KOMITIIEKCOB
UTPAOT BaXHYIO POJIb B XPAaHCHHHM W pPeaM3allid TeHETUYCCKOH HWH(GOpPMAIIHH.
OynkimonupoBanne JHK o00ycnoBieHO HE TOMBKO €€ CTPYKTYpPHBIMHA, HO U
TUHAMUYCCKUMH OCOOCHHOCTSIMH. M CIonb30BaHWEe METOJIOB MAaTeMaTHYECKOTO
MOJICIIUPOBAHUS JIJI1 OTBETa Ha BOIPOC, KAaK pa3BUTHE KPYITHOMACIITaOHBIX
CTPYKTYPHBIX U3MEHECHHM, BKIIOYAIONIUX JIECATKU Tap OCHOBAHUM, M MOPOKIAEMBIX
JIOKaJIbHOW JUHAMUKOW OTIEIBHBIX HYKJICOTHIOB, MOXKET 3aBHCETh OT THITA ATHX

HYKJIICOTUI0B, ABJISICTCS aKTYyaJIbHBIM ITOAXO0OA0M.
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11.6.5 Mooenu /[HK

Hns  wm3yuenus  koHdopmanmonHod — auHamuku  JIHK  mHapsany ¢
AKCIEPUMEHTAIBHBIMU IUPOKO MCIIOIB3YIOTCS TEOPETHUECKHE MOAX0AbI. KilroueBbIM
MOMEHTOM 3/IeCh SIBJIAETCS BBIOOp aJE€KBATHOTO MOJIEILHOTO MPECTaBICHUS
HCCIIETyeMOro OOBeKTa WM aJeKBATHOrO (PU3MYECKOro aHajora. BOJbIIMHCTBO
OMOJOTHYECKHUX MPOLecCcOB, B KOTOphIX ydacTByeT JIHK, mporekaroT B HIMpOKOM
JMana3oHe MPOCTPAHCTBEHHBIX MACIITA00B OT CyOMOJEKYJSIpHBIX (Okojio 1 HM) 10
Mukpockonuueckux (10 wmkm). CrnenoBaTtenbHO, sl  JOCTHUAKEHUS IOJHOTO
MOHUMAaHUs TpolieccoB, cBs3aHHbIX ¢ JIHK-OenkoBbIMH B3aMMOJEWCTBUSIMU,
HeoO0XxouMo paccmarpuBaTh MaTemarnueckue moaenu JJHK, ocHoBaHHbIE HE TONBKO
Ha KBaHTOBBIX, HO M Ha KJIACCUYECKUX NpUHLIMIAX. HecMOTps Ha TO, UTO COBpEMEHHBIE
BBIYMCIIUTEIbHBIE BO3MOXHOCTH IMO3BOJISIIOT pacCMaTpUBaTh AMHAMUKY MOJIEKYJ Ha
aTOMHOM, WJIH JaXe Ha KBAHTOBO-XMMHYECKOM YPOBHSX, HCIOJIb30BAaHUE TAKUX
JETaNbHBIX MOJIENIEH ISl ONUCAHUS KPYITHOMACIITAOHBIX CTPYKTYPHBIX U3MEHEHUH B
OMOMAaKPOMOJIEKYJIaX TPEOYeT OrPOMHBIX BBIYUCIUTEIBHBIX PECYPCOB U MOXKET OBITH
n30bITouHbM. Kpome Toro, cymiectByromasi mnpo0jieMa TIOucCKa TJI00ATbHBIX
MUHHAMYMOB, COOTBETCTBYIOIUX OCHOBHBIM COCTOSIHUSIM JTMHAMUYECKOM CUCTEMBI, J10
cux mop koppektHo He perrena (Adcock and McCammon, 2006). B pasnene Oyayt
OMKCaHbl OCHOBHBIE TEOPETUYECKHE MOAXOJbl WU MOJEHN (DPU3UUYECKOTO IMOBEICHUS

JIHK nipu pa3nuyHbIX B3aUMOJECHCTBUSIX.
11.6.5.1 THK rax uepseobpasuas yenouxa

Jns maneix Bo3jaeucTBuM, pacTsbkeHre n m3ru0 JIHK MoxkHO omnuchiBaTh
(M3UYECKON MOJIENTBIO TIOJIMMEPa C YepBEOOPa3HOM 1IETIbI0, B KOTOPOM UCTIONB3YIOTCS
TaKHe MEePEMEHHBIC KaK: KECTKOCTh K — CONMpoTHBIIEHHE Ha W3rH0; IMEPCUCTCHTHAS
mmHHa A — nuHHA (mpubnusutensHo 150 1m.0.), HA KOTOPOM MOXKHO MpeHeOpeyb
M3ruOOM MOJIEKYJIbI; paanyc KpuBu3Hbl R u qmnHHa L nmonmmepa (Bustamante et al.

2003). D10 KpYIMHO3EPHHUCTAs MM ME30CKOIUYecKash MOJeIb, KOTOpas IMO3BOJIIET
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onuceiBaTh (¢usznueckoe noseneHue JIHK, kak ymnpyroro crepxHs, BO MHOTHX
OMOJIOIrMYECKUX KOHTEKCTAX.
CooTHOLIEHNE MEX]y MEPCUCTEHTHON JUIMHHOW A M JKE€CTKOCTBIO YIPYIroro
cTepkHS K OMHCBIBaeTCS MPOCTON 3aBUCHMOCTBIO:
k =kgTA, (11.5.1)
rne k; m T — mnocrosgHHas boiblMaHa M TeMIlepaTypa, COOTBETCTBEHHO. B

COOTBETCTBHUH C TUM COOTHOIIICHUEM DHEPTHs, HEOOXO0auMast JIJIsl M3ruda MOJICKYJIbI
JIHK nnunanHOM L Ha manbiii yron 0 paBHa:
_ ks TAL _ ks TA o
> :
2R 2L

JlanHast MOJieJIb MPEJICKA3bIBAET, UTO MJIaBHO U3rudathk monekyny JAHK, pacnpenesnss

E(6) (11.5.2)

nedopmanuio Ha OoJiee JJIMHHBIE YYacCTKHU, SHEPreTHUECKH OO0Jiee BBITOJHO IIO0
OTHOUIEHUIO K PE3KUM M3ru0aM Ha KOPOTKHUX (pparMeHTax.

CeszpiBanue JIHK c OenkamMu BO MHOTHUX CIOydasiX COINPOBOXKIACTCS €€
u3rubamu. buonornyeckas 3HAYMMOCTh TakuxX JedopMaldii TMOATBEPXKIaeTCs
YCKOPEHHEM MPOIECCOB TPAHCKPHUIILINK TeHOB win pekoMOuHanuu JIHK npu 3amene
cnenuUUecKnuX CalTOB CBS3bIBAHUSA C OCJIKOBBIMH (paKTOpaMH Ha BHYTPEHHE
u3ornyteie mocienoBareabHoct JIHK (Goodman and Nash, 1989) wmu nHa
nocjeaoBaTeIbHOCTH He pojacTBeHHble K JIHK-usrubarommm Oenkam B UX
npucytctBuu (Perez-Martin and Espinosa, 1993).

JIHK-cBsi3b1Baronecss O€IKU TMPU CBSI3bIBAHUM MPeoO0pa3yloT 4acTh CBOECH
SHEPrUu CBA3M B MEXAHUUYECKYH PaboTy, MPOU3BOAUMYIO UMM TMpU AedopMaiuu
JIHK. Kak 0110 moka3ano B pabote ¢ ucnonb3oBanueM (hakropa tpanckpurnimu | BP,
MpeBApUTEIIbHO M30THYTAasl MOCJEA0BATENBHOCTD, M0 (popMe u3rnba aHaJIoruvHas
TBP-unaynmpoBaHHOMY H3rHOY, yBeTu4rBaia cpoactBo IBP c caiftoM cBsi3pIBaHUS
B 300 pa3 mo cpaBHEHHIO C MOCIEAOBATEILHOCTHIO, N30THYTON B MPOTUBOIOJIOKHOM
Hanpasyienuu (Parvin et al. 1995).

OnHuM U3 BO3MOXXHBIX MEXaHHU3MOB mpeobOpazoBanus sHepruu cBsizu JIHK-

CBA3BIBAEMBIX OEJIKOB B MEXaHUYECKYI0 paboTy SBJISETCSs HeWTpanuzanus
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AIIEKTPUUYECKOTO 3apsiaa Ha oHoN u3 Hutel. docdarusie rpynnsl HuTel JJHK HecyT
Ha ce0e OTpUIATENbHBIA 3apsill, KOTOPbIM MPUBOJUT K DJICKTPOCTATHUECKOMY
OTTAJIKUBAHUIO HUTEU, YPAaBHOBEIIMBAEMOMY BOJOPOHBIM CBSI3bIBAHUEM OCHOBAHUM
U CTEKMHTOBBIM B3aUMOJCHCTBUEM. OKCHEPUMEHTHI MO ACMMMETPHUYHOW 3aMEHE
docdaTHBIX Tpymm Ha HeHTpabHbIE (hochaTHBIE aHATIOTH WU CBSI3bIBAHUEM KAaTHOHOB
c Qocharamu omgHOW U3 HHUTeW mokaszanu cxatne u m3rud JHK B cropony
HeiTpanu3oBanHoi HutH (Strauss and Maher 1994).

Mopnens yepBeoOpa3HOoil ENOYKH UMEET P OrpaHuueHuid. OHA HE YUUTHIBAET
CWIbHBIE JeopMallid U TEpEeHANpsHKEHUE TMOoJUMEpa, BO3HUKAIOIIEE MPH TaKUX
nedopmarmax (Bustamante, et al. 2000). Takxe Mozenb JaeT MPOTHBOPCUMBHIC
pe3yJIbTaThl HA KOPOTKUX MaciiTtadax, MEHBIIUX JUIMHHBI niepcucTeHTHocTH (Peters
and Maher, 2010; Vafabakhsh and Ha, 2012). Mozenb He npuMeHHMA JIJIs1 OIIMCAHUS
BHyTpeHHeil nuHamuku JIHK, yder kotopoii HeoOXoaum sl MOHUMAHHS POJIU
JToKalbHBIX ~ MexaHnudeckux coiictB JIHK B pasmuunbix JIHK-OenkoBbix

B3aMMOJICHCTBUX, HAIIPUMED, B MPOLIECCaX TPAHCKPUIILIUU WIN PEIUTUKALIUU.
11.6.5.2 Topcuonmnvie mooenu JJTHK

TopcuoHHBIE MOJEIM ONUCHIBAIOT HENIMHEWHBIE A(D(PEKTHI B TOPCUOHHOM
nuHamuke JIHK. TopcuoHHas nuHaMuka, Mo CyHIECTBY, ONUCHIBAECT YIPOIICHHYIO
BHYTPEHHIOIO AUHAMUKY CTPYKTYpHbIX 35ieMeHTOB JJHK. OObIUHO K TaKUM 3JIEMEHTaM
OTHOCAT OCHOBaHHUs, caxapa, hocharbl U pparMeHTHl MOJTMHYKICOTUIHBIX HETIOYEK
(Yakushevich, 2004). B TopcHOHHOW JWHAMHUKE paccMaTpUBAETCsA OJHA CTEICHb
CBOOOJBI — 3TO BpAIllEHUE OCHOBAaHUU BOKPYT caxapo-hocdarHoro ocroBa. OHa
MPEACTABISICT YACTHBIM ciiydail Oosiee o0OmmIe MoOJenu, TAe YYUTHIBAIOTCS

JOITIOJIHUTCJIIBHBIC CTCIICHU CBO6OJIBI — HOPOAOJBbHBIC W IIOICPCUYHLBIC KoneOaHus

(YYakushevich, 1989, 2004).

11.6.5.2.1 Mooenv Unenenoepa

BnepBble onucanue TOpcuMOHHOM auHamuku MoJekyiasl  JJHK  Gbuto

npetokeno Murnenaepom (Englander et al. 1980). On paccMoTpen yIpoIIeHHYO
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crpykrypy JHK, koropas mnpencrtaBisia IUIOCKYyH 0€3 ydera CHUpaIU3aliu
MOJIeKyy. PaccmarpuBaiiach TOJNBKO OJIHA CTENEHb CBOOOIBI — 3TO BpalllcHHE
OCHOBAaHHWI BOKpYr caxapo-dochaTHOro ocToBa. BpamarenpHas auHaAMHUKa
OCHOBAHMU B MOJICJM ObUIa SKBUBAJCHTHA MEXaHUCTHYCCKOW MOJICIHM, B KOTOPOM
KaJas HUTh MpeACTaBiisiia co0O# IMOCIe0BaTeIbHOCTh CBS3aHHBIX MAasTHHKOB,
KOJICOJTFOIIMXCS B CPETHEM T10JIe APYTOl HUTH. B KOHTHHYaIbHOM TTPHOJIFKEHUH YTOJ

OTKJIOHCHUC MAJATHHUKOB OT ITOJIOKCHUA PABHOBCCHUA (1)( Z,t) OIIMCBIBAJICA YPAaBHCHHUCM

cunyc-I'opnona:

*(z,t) , ,0%(zt .
I%—Ka %+Vsm(¢(z,t)):0. (11.5.3)

31ech VA — KOOpAuHara, onpcAciraromas ITOJIOXKCHUC OCHOBAaHUA B

MOCJIEIOBATEIBHOCTH, | — MOMEHT MHEPLIMHM OCHOBAHMS, V — 3(h(PEKTUBHBIN MOTEHIUAT

B3aMMOJICHCTBIS ¢ KOMILIeMeHTapHO# renouxoif, K' = KR? — kpyTHIIBHAS %KEeCTKOCT
caxapo-docharaoro ocroBa (K — sxectkocth caxapo-gochatHoro ocrosa), R —
paccTosiHMEe OT caxapo-(ochaTHOTO OCTOBAa 10 IIEHTpa MacC OCHOBaHUS (paauyc
OCHOBAHUS ), & — PACCTOSIHUE MEXIY COCETHUMHU OCHOBAHUSIMU.

Henmocrtatkom Mopenu SBISETCS TO, 4YTO OHA HEKOPPEKTHO OIMUCHIBAECT
TOPCUOHHYIO JIMHAMUKY OCHOBAaHUW B HEOJHOPOJHBIX TOCieaoBaTeabHOCTAX. [lo
CyTH, JJaHHasi MOJIEJb OIMKCBHIBAET TOPCHOHHYIO JIUHAMHKY OCHOBAHUN TOJBKO B
onHopoaueix monekyinax JIHK, korma kosdduimeHTs! ypaBHEHHUS — KOHCTaHTHI.
DTOro HENOCTaTOYHO [IJIi BBISBJICHUS CBA3M MEXAYy JUHAMHUYECKUMHU U
dbyukimoHnanpHbiMu - cBoicTBamu  JIHK, Tak kak MoJieKylia CYIIECTBEHHO

HEOTHOPO/THA.

11.6.5.2.2 Mooenv Axyvwesuu (Y-mooenn)

Eme ogHa mmpoko ucnonp3yemas Mojiesib TopcuoHHon quHamuku JIHK — ato
Y-monens (Yakushevich, et al. 2002). B moaenu paccmarpusaercst B-dbopma JIHK,

¢parmeHT KoTOpoM mpencraBieH Ha pucyHke 11.5.1. Jlunum Ha pucyHke
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COOTBETCTBYIOT KapKacy ABOMHOW cCHHpanv, YEpHbIE U CEphbie MPSIMOYTOIbHUKU

COOTBETCTBYIOT KoMIUIeMeHTapHbIM ocHOBaHMIM (AT u GC).

h

Pucynok 11.5.1. ®parment npoiinoi uenu JHK, cocTodmuii u3 Tpex nap OCHOBaHUN
AT (s3ato u3 Yakushevich, et al. 2002). IponxonbHelii mar crnupamd a=3.4 A,

nonepeunslii mar h=16.15 A.

PaccmarpuBaroTcs TOJIBKO BpalllaTENIbHbIC JBUXKEHUS OCHOBAaHUN BOKPYI caxapo-
(docdaTHBIX OCTOBOB LIENEW B IUJIOCKOCTH MEPHEHAMKYJSAPHONM ocu cnupand. g
yA00CTBa B MOZIEJIN LIEMH HYMEPYIOTCS: MepBasi U BTOpasl.

B monmemn paccmatpuBaercs 1iockas crpykrypa JAHK, B kortopoil nenu
MOJIEKYJIbI 00pa3yloT JB€ MapajlieibHble MpSMbIE JUHUHM, PACIOJIOKEHHBIE Ha
paccTosHMM h &Ipyr OoT Jpyra, a OCHOBAaHHUSI COBEPIIAIOT TOJBKO BpPAIIATEIIbHBIC
IBUKEHUSI BOKPYT caxapo-(GpochaTHOro OCcToBa COOCTBEHHOW IIENHU, HAXOMSCh BCE
BpeMsl MEpHEeHIUKYIIpHO K Hel. Ecau 0003HauuTh yYIJIOBOE€ CMEIIEHHE N-TO
OCHOBaHHMsI TIEPBOW ETIOYKH Y€pe3 P, 1, @ BTOPOW HECMOYKH Yepe3 (¢ ,, TO MOKHO

3amucaTh CIEAyOMWni ['aMruIbTOHNaH:
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1 . 1 . - (Pn+, _(Pn,
H= Z 5 In,1(P§,1 + 5 In,z(Pﬁ,z + 8n,1Slnz Py

(11.5.4)

+e,,SIn

2 w +V0tl3 ((Pn,l’(pn,Z)

3,Z[€CI> IICPBBIC [Ba YICHA COOTBCTCTBYIOT KHHETUYECKOMN OHCPIUHU n-u ITapbl

ocHoBauuii, rae |, — MOMeHT uHepuMK N-ro OcHOBaHus MepBoi nenw, | , — MoMeHT

n,
HMHCPpHOHH N-TO OCHOBAHMAA BTOpOI>'I e, TO4YKa — IMPOU3BOJHAA 11O BPECMCHU t. I[JI?I

nape! ocHoBanuit afy (af= AT, TA, CG, GC) MoMeHT uHepuuu pase | , =m r?

a o

_ 2
I, = Mgty .
Tpernii W 4YETBEPTHI WIEHBI OIMCHIBAIOT B3aUMOJCHCTBUE COCEIHUX

OCHOBaHMW B Kaxzaou uenouyku. Ilapamerp ¢€ XapakTepu3yeT DJHEPIUI0

n,i
B3aMMOJIEHCTBHS N-T0 OCHOBaHMsA ¢ N+1 -M ocHoBanueM i-ii nenu (1=1,2). Ipu
OILICHKE 3HAYCHHE ITOr0 MapaMeTpa YUUTHIBACTCS TO, YTO YIIIOBOE CMEIICHUE OJTHOTO
OCHOBaHUS COTIPOBOKIACTCS KaK MPEOI0JICHUEM dHEPreTHIeCKOro 0aphepa CTEKHUHT -
B3aMMOJICHCTBHS, TaK U JeopMalieid JByrpaHHOTO U BAJICHTHOTO YIJIOB. DTO JacT

OCHOBaHHE CUUTATh, YTO SHEPrUsl CMELIEHUE &,; 3aBEIOMO OoJblIe, ueM cTeKHHT 40 —

60 x/Ix/monb (Volkenstein, 1975), u momkHa ci1abo 3aBHCETh OT THIIA OCHOBaHHUS.

TaxuM 06pa3oM, IPEATIONOKHUTEIBHO, &, =&, , =& > 60 kJx/Mob.

[Tateiit wien ['amunberonnana (11.5.4) cooTBETCTBYET SHEPTUM B3aMMOACHCTBUS

KOMIINICMCHTAPHBIX OCHOBaHUM Pa3HbIX ueneﬁ, KOTOpast MOJACIHUPYETCS MOTCHIIUAJIOM.

1
Vg ((Pn,l’ (Pn,Z) = 5 Kas

2
)

R —R°

(11.5.5)

rae R, — BeKTOp, coenHsIoNMi KoHer ocHoBaHuA (N,1) ¢ KoHIoM ocHoBaHus (N,2),
O — —
R, — BEKTOp OCHOBHOI'O COCTOSIHUSI LieNH, Koraa @, =@, =0. Koappuumnent K g

OTPENIEIIIET JKECTKOCTh B3aUMO/ICHCTBUS.
VYpaBuenusi apwkenus s [amunbronuana (11.5.4) npencraBisior coOoit

nuddepeHnranbHbIe ypaBHEHUS BTOPOTO MOPSIKA I10 BpEMEHH OT (P, ; U UMEIOT BUJ:
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oH

| G S

n,l(pn,l 5(Pn,1

In,ZqE)n,z =- o ) (“56)
a(Pn,z

n=0,+1,%2,....

Kak u B mozenmu WUurmuzaepa, ypaBuenus (11.5.6) mpenmonaraior cyiiecTBOBaHHE
COJIMTOHHBIX PELICHHI. B TaHHOM cilyyae 3TO TpH THUIIA TOMOJOTHYECKUX COJTUTOHOB,
KOTOpbIE  OMHUCHIBAIOT TOPCHOHHYK) JWMHAMHUKY OCHOBAHUWA W  JIBWKCHUE
JIOKAJIM30BaHHBIX OTKPBIThIX cocTtosinnii B JJTHK. ConuToHbl MOTYT ABUTaThCS BAOJb
MOJIEKYJIBI C IIOCTOSSHHOW CKOPOCTBIO, MEHBIIEH CKOPOCTH 3ByKa. B HEOTHOpPOAHOM
JIHK xapaktep ABH>KEHUSI COTMTOHA 3aBUCHUT OT IOCJI€I0BATEILHOCTH ITap OCHOBAHUM

B MOJIEKYJIE. Y-MOJeNb MOTy4YliIa JajibHeilee pa3Butue B padorax ['etel 1 Kagonu

(Gaeta, 1990, 1994, 2006, 2007; Cadoni, et al. 2007, 2011).

11.6.5.2.3  Komnoszumnas mooenv Axyvwesuu (CY-mooenn)

Pacmmpenuem Y-moznenu seisiercs CY-monens (Cadoni, et al. 2007, 2011),
KOTOpasi paccMaTpUBAET TOPCHUOHHYI) JIMHAMUKY OCHOBaHUW C  Y4YETOM
JOTIOJTHUTENBHONW CcTeneHu cBoOoAbl. B Hell paccmarpuBaercss Kak BpalleHHe
OCHOBAaHHI BOKPYT CaxapoB, TaKk U BpallleHue caxapo-(ochaTHbIX Tpynn BOKPYT OCH
kaxaoi nernoukn JJHK. Takum o6pazom, CY-Moaeb ONMUCHIBACT COCTOSHHUE KaXI0TO
HYKJICOTHIAa JIBYMs HE3aBHUCHUMBIMH YIJIOBBIMH mepeMeHHbIMU (Pucynok [1.5.2).
MopgenupoBanue asoviHou uenu JHK ¢ yyerom BpaimieHuss kak caxapoB, TaKk U
OCHOBaHUM JAaeT BO3MOXHOCTh Oo0Jjiee MOJPOOHOr0 MO OTHONIEHUIO K Y-MOJETu
onucatb reomerpuro [HK wu B3aumoxpeincTtBue ee BHYTPEHHMX CTPYKTYpPHBIX

OJICMCHTOB.
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2R A+ 2dps + 2rp 1 + 2rnz + dey

A b
Pucynok 11.5.2. (A) ®parment neogHopoauoit CY-monenu asoinoi nenu JJTHK: B

KaXXI0M Y3JIC LHCIIKM UMCCTCA YCTBIPC CTCIICHU CBO6OI[I>I, II0 ABC Ha KaXXAYI0 Caxapo-

dbocdarnyto rpynmy {Gn'i} Y TI0 JIBa Ha Ka)XJ0€ OCHOBAHUE {(pn'i} . (b) MompoOHOE
onucanue y3na uenu. Kaxmnoe ocHoBaHHe {n,i} MOXET BpalllaTbCsl BOKPYT aToma
COOTBETCTBYIOIIETO caxapa, MPEACTABICHHOTO TOYKOU { B, i} , TOJIbKO Ha YTOJI MEXIY

[—(po,(po] , TIE @, < 7 U3-3a (PU3NYECKOrO OTPAaHUYECHHUS, IPEACTABICHHOTO CaXapHbIM

IITHYTOJIbHUKOM. 910 CTCPUYICCKOC OrpaHUYCHHUC pPCAIM3yCTCA B MOACIIA

TUHAMUYEeCKd 4yepe3 d(QPEeKTUBHBIA MOTEHIMAN. PUCYHOK B3ST C M3MEHEHUSIMU W3

(Cadoni, et al. 2011).

Ha pucynke 11.5.2 mnokazana ctpykrypa Mozenu (cieBa) U TEOMETPHS
oTjaeNbHOrO y37a (crnpasa). Koopaunatel Touek A, B, C 1 D 0THOCUTENBEHO CUCTEMBI
KOOpAMHAT ¢ HeHTpoM Ha ocu cummerpun JJHK u ¢ ocbkto x, HampaBlIEHHOW BJIOJIb

IICHTPOB CaXapoB, OMPEACIISIOTCS CIICAYIOIUM 00pa3oM:
A, =((-1)'h,,0,n8),
B, = A, +R((-1)" cose,;,(~1) "sine, ,,0),

Cn,i = Bn,i + (dbs + rn,i )(Cos(en,i + (Pn,i )’Sin(en,i + (pn,i )’0)’
Dn,i = Cn,i + rn,i (Cos(en,i + q)n,i )’Sin(en,i + (Pn,i )’0)’

(11.5.7)
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rae h; =R+d, +2r;+d,/2, n=1...,N, i=12, d, — paBHOBeCcHOE paccTOsHUE
MEXIy OCHOBaHUAMH, d,, — PacCTOSHUE MEXIy OCHOBAaHMEM M CaxapoM, & —

pPAcCTOSTHUE MEXKY y3J1aMH B LIEIH.

C Ttoukum 3penuss Mexanuku CY-monens JIHK mnpencraBmser coboi

KOHCEPBATHBHYI0 CHUCTeMY C 4N-MEpHBIM TOpPOM C KOOpJIUHATaAMH (Gn,i Oy )
n=1...,N,i1=12,rme {en,i} — YIJIBI BpaleHus caxapo-pocdaraoro octosa, a {(pn’i}

— YIUIbl BpallleHHWsi OCHOBaHMW. OHaKO OCHOBaHWS HE MOTYT COBEPLIMTH IOJIHBIA
00OpOT BOKPYT TPYMIBI, TaK KaK OHU CTOJIKHYThCS ¢ HeW (cMm. Pucynok 11.5.2), a
AJIEKTPOCTATUYECKUE CUJIBI HE JOMYCTAT 3TOro. B Monenu 1ot (akt MoaeaupyeTcs

gyepes3 3((PEeKTUBHBIN MOTEHIUANI V, (CM. HHXKE), SJHEPTETHYECKUE Oapbepbl KOTOPOTO

JOCTAaTO4YHO BBICOKH, YTOOBI OI'paHUYIUTDb AUAIIa30H U3MCHCHUS YIJIOB OCHOBaHUM Oni

HUHTEPBAIOM I:[—(po,(po], @, <m. B pesynprare, caxapo-pocharHbie yIIIbI

HAa3bIBAIOTCS TOMOJIOTUYECKUMHU, & YTIIbl OCHOBAaHUN — HETOMOJOTHYECKUMH.
["aMuIbTOHMAH MO UMEET CIEAYIOILYIO (hopMYy:

H=T+U +U,+U +U +U, (11.5.8)
I'me T — xuHeTM4yeckud MNOTEHUMAN (KUHETHYECKas HHEprusi) cucremsl, U, —

NOTEHIMAJl BpalleHus caxapo-pochaTHOro 0cToBa (TOPCHOHHBIN nmoTeHuuan), U —

IIOTCHII A CTGKPIHF-BS&PIMOI[GIZCTBPIH, U P — IMOTCHIMAJI B3aHMOI[ef/'ICTBH}I

KOMILJIEMEHTapHBIX [1ap OCHOBaHUM, U, — oTeHuuan coupanusanuu, U  — moTeHnuan

KoH(paitHUHTA.
KuneTtndaeckast 3HEPTUS CUCTEMBI UIMEET CIICTYIOIIEE BhIpAKEHHUE:
T=T+T,, (11.5.9)
rae T, — KHHeTUYecKasl 3Heprus caxapo-(pocpaTHOro ocrtosa, a T, — KHHETHUYECKas

SHEPrusi OCHOBAHUM. BrIpakeHuUsl 1JIs1 HUX UMEIOT CIIEAYIOLINUNA BU/I:
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1 .
Tt = ;E Itei,i!

1 2 .2 S
T = ZE I, [Sn,iq)n,i +28,, (Sn,i +0.C0SQ, )(pn,i@n,i A (11.5.10)
+(8%; + 208, cos @, + az)éﬁ,i],

2
rae |, =m,R" — momeHT unepu caxapo-pocpaTHoro octoBa, m, 1 R —ero macca u

_ 2
paauyc, Isn,i =m, I,; — MOMCHT HHEPLMU OCHOBAaHUs, M, U I,; —ero macca u panuyc,

8, = (dbS +1 )/(dbS +7) u a=R/(dy, +T) (T — cpentee 3HaucHue [, ;, CM. HIKE).

n
Topcuonneli  moreHnuan U, MOAEMMpyeT B3aUMOJEHUCTBHE  MEXIY

CJIEIYIOLMMU APYT 3a IPYTOM COCETHUMU caxapo-PpocpaTHbIMU IpyliaMu B OJTHON U
TOH ke 1enu. OH ONMCBHIBAET TOPCUOHHYIO 3JIACTUYHOCTH OCTOBA. JTA CHUJIA SABJISIETCS
PE3yIbTATOM CJIOXHBIX MOJIEKYJSIPHBIX B3aMMOJCHCTBUN HAa YpOBHE OCTOBA, U €€
CJIeIyeT paccMaTpHUBaTh KakK «3(hPEKTUBHOE» B3aUMOJACHUCTBUE MEKTY CTPYKTYPHBIMU

QJICMCHTaMHM OCTOBA. BBIpa)KeHI/IC AJIs1 TOPCUOHHOI'O ITOTCHIOHAJIa UMCCT q)OpMYI

U, =KX |1-cos(6,,, -0, | (11.5.11)

rae K, — KOHCTaHTa TOPCUOHHOM CBA3H.

ITorennuan crTekuHr-B3aumoneiicTsuss U, MOAEIUpPYET T-T-CBSI3U MEXKIy
KOJIbLIAMH, COCTaBJIIOIIMMHU OCHOBaHHA. OJTO B3aMMOJIEWCTBHE TOpa3io JIydlle
M3Y4YEHO, YEM MPEIbIAyLIee, U, B YACTHOCTH, SICHO, YTO OHO 3aBUCUT TOJBKO OT
OTHOCUTEIBHOTO CMEILEHUS MEX]1y COCEAHUMHU OCHOBAHUSIMU, OBICTPO CTPEMSIIETOCS
K HYJIO BMECTE C NEPEKPhIBAIOUIEICS YacThlO UX MOBEPXHOCTH, HAIpHUMEp, KakK B
noteHuane Mop3ze. i nOpocToTl B MOJEIM PacCMaTpPHUBAETCS  MPOCTas

rapMOHHYCCKasA CBA3b HAa PACCTOAHHUHN «X)» MCKIAY LICHTpaMU OCHOBAHMM:
U, =K PN 11.5.12
s 2 s n,i? ( e )
n,i

N2 .
rie K,=k(d,+F), Kk — KOHCTaHTa CBA3M CTEKMHI-B3aMMONEHCTBHS, a

Ir12,i = dfy (Cn+1,i ;Cn,i )/(dbs + r)
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HOTCHI_II/IEUI BSaHMOHCﬁCTBHH MCXKIY KOMINUICMCHTApPHBIMH IIapaMHu Up

OIMMCBIBACT HMOHHBIC CBSA3HM MCKIAY IIapaMH ocHoBanuii. Kak u B ciIydac CTCKHUHI-
BBaHMOHeﬁCTBHH OHO XOpOoIIO H3Y4YCHO, IIpU 3TOM H3BCCTHO, YTO OHO 6I>ICTpO
CTPpEMHUTCA K HYJIIO C OTKIOHCHHCM OT IIOJIOXKCHHUSA PABHOBCCHA HA HCCKOJIBKO
AHTCTPCM. HOTGHHI/IaJ'I BSaHMOI[efICTBH}I MCKAY KOMIUICMCHTAPHBIMK IIapaMU

OCHOBaHUI B TapMOHUYECKOM MPUOIMKEHUH UMEET CIEAYIONIYI0 GOopMYy:
U, =K Sk, (dy +27)(1 ~1,) 115.13
p_Ep bn(bs )pO’ (11.5.13)
n
rae K & — KOHCTaHTa CBA3U MEXK/y KOMIUIEMEHTapHbIMU Napamu, K, — koo uiment

nl?

neonHopoanoctu (pasrbiid 1 qus b =A,Tu 1.5 s b =G,C), | = dxy(D 'Dn,z)- B

KOHTAaKTHOM npuOamkenu |, =0.
[Torennuan cnupanmsanud U, MOIENMpPYeT CHIBI MEKIY HYKJIECOTHIAMU B

pacTBope, 00ycnoBiieHHble HUTAMU bepHana-®aynepa. PaccmarpuBatoTcst TOJIBKO Te,
KOTOPBIE HAXOIATCS HA IPOTUBOIOJIOKHBIX CIHPAIAX HA PACCTOSHUM ITOJOBUHBI
1iara, MocKoJIbKy OHHM JIOCTaTOYHO OJIM3KM B TPEXMEPHOM IPOCTPAHCTBE Oiaroaaps
F€OMETPUU JIBOWHOM CIIMPAJINA, M TOJBKO TE€, KOTOPBIE HAXOIATCS MEXKIY caxapo-
¢docdarupivMu rpynnamu. [1o Mepe ABMKEHUS HYKICOTH 1A BOJOPOAHBIE CBSI3H B ATUX
HUTSX U B CBA3SX, COCAMHSAIOIINX HUTH C HYKJIEOTHIAMU, PACTATUBAIOTCA U, TAKUM
o0pa3oM, COIPOTHUBIIAIOTCS HE3aBUCUMOMY JABMKEHHUIO JBYX COEIMHEHHBIX
HYKJIEOTUIOB. IlockonpKy mmar cnupaiu cooTBeTcTByeT 10 OCHOBaHUSAM B
paBHOBecHOM kKoHpurypamuu B-/IHK, To popma morennumana cnupanusanum uMeer

BUJI.

Uy =Ky 2| 1-€05(6,.501=0,:) | (11.5.14)

rae K, — KOHCTaHTa CBA3U IIPU CIIUPAIbHOM B3aUMOJICHUCTBUMU.
ITorennuan xoHdaiinuara U Moxenupyer «2((HEeKTUBHOE» B3aUMOJCHCTBHUE,

IpeACTaBIIIONIee COO0I CTepUYeckoe OTpaHNYCHIE CaXapoB, KOTOPOE MPETATCTBYET

IMOJIHOMY BPAIICHUIO CBA3AHHBIX C HUMU OCHOBaHUM BOKPYT' HHX. HOTGHI_[I/IEU'I HNMCECT

bopmy:
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U, =K, > (sing,,) ", (11.5.15)

n,i
rac M — HCKOTOPOC ICJI0C YHUCIIO MHOI'O 0oJIbIIIE 1, KC — KOHCTaHTa CBA3H, KOTOpPAasA

JOJIDKHa OBITH JOCTAaTO4YHO 60JIBHIOﬁ, YTOOBI npcaoTBpaTuTh IMPCOJOJICHUC

OCHOBAaHUsIMH 6apLep0B B TIOJIOKCHHUAX iﬂ:/z, n J0CTAaTO4YHO MaHOﬁ, Koraa (Pni

HaxXoauTCs B OJIV3U MOJIOKCHHUS PaBHOBCCHA.

Ecau IMPUPABHATHL HCTOIIOJOTHYCCKHUC VYIJIbI (Pni TOXKICCTBCHHO K HYJIO, YTO

COOTBETCTBYET NPHUOIMKEHUIO, KOTJIa OCHOBAHUS >KECTKO CBSI3aHBI C caxapamu H
BpaIllalOTCS. BMECT€ C HUMHU OTHOCUTEIIBHO OCH CHUMMETpHUHU caxapo-hocdaTHOro
OCTOBa, TO KOOPJAMHATHOE MpOCTpaHcTBO cBeaercss k 2N -mepHomy Topy. Torma
SHEPTUH, MpeHeOperas CrupaibHbIM B3aUMOICUCTBUEM, CBEIYTCS K TPEM CJIaraeMbIM,
XapaKTepU3yIOIIUM raMuiibTOHUaH Y-monenu. Takum oOpazom, Y-MOJieNb SBISIETCS
yacTHbIM ciiydaem CY-monenu.

Uucnennsle pacyeTsl nmokazanu, 4to CY-Mozelb BOCIPOU3BOIUT HETMHEUHYIO
TOPCHOHHYIO TMHAMUKY HYKJICOTHIOB — JIBUKECHUE KUHKA BIOJIb OqHOM 13 HUTen JJHK
— KaK B OJIHOPOJIHOM CJTydae aHaJIOrH4YHO Y-MOJIE/IH, TaK U B HeoxHopoHoM (Cadoni,
et al. 2011). C omnoii ctoponsl, CY-Mo/enb 6ojiee TOYHO MPEACKA3bIBACT 3HAUCHHUS
koHcTaHT cBsizerd (Cadoni, et al. 2007), ¢ npyroii cTOpoHBI, OHA TpeOyeT OOIBIINX
BBIYMCIIUTEIBHBIX PECYpPCOB, a pe3yJIbTaTbl CIOKHEE WHTEPIPETUPOBATH IO
CpaBHEHUIO C Y-MoJenblo. B cBsi3M ¢ 3TUM, nOpeacTaBisercss YAOOHBIM U
000CHOBaHHBIM HCHOJIb30BaHuE Ooiiee mpocThix Moxenei JJHK, xkoropwie, Tem He
MEHEE, YYUTBHIBAIOT XapaKTepHble JTUHAMUYECKHE OCOOEHHOCTH OTAEJIbHBIX

HYKJICOTH]IOB.
I1l. PE3YJBTATBHI U OBCYKIAEHHUE

I11.1 MoaennpoBanue KPOBOTOKA B CEPACYHO-COCYAMCTON CUCTEMeE YeI0BeKA

Cepneuno cocynuctyto cucteMy denoBeka (CCC) MOXXHO paccMaTpUBaTh Kak

CIIO)KHBIH ~ MHOTOMOAYJbHBIH  KOMIUIEKC,  (DYHKIMOHHUPOBAHHUE  KOTOPOTO
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oOecrieuynBaeTCs MPOIECCaMM, MPOTEKAIOIIMMU Ha Pa3HbIX YPOBHSAX OpraHU3aIUH,
HauuHas OT CYOKJIETOYHOTO, KJIETOYHOI'O, TKAHEBOTO, OPraHHOTO M 3aKaHYWBas
CUCTEMHBIM YPOBHEM OpraHus3Ma, Kak eauHoro ueinoro. KpoooOpamenue B CCC
MOJICJTUPOBAIIOCH C UCIOJIB30BAHUEM 3aMKHYTOW CHUCTEMbI CBS3aHHBIX 3JACTUYHBIX
pe3epByapoB, BKIIOUAs YITPOIIECHHYIO MOJIENb CEP/Illa, COCYIOB KPYITHOTO M CPEAHETO
KaJTUOPOB U Pa3BETBICHHON CUCTEMbI COCYIOB MAJIOTr0 KalrOpa ¥ KaluuIsIpOB.
dynnamentanbHass ocobeHHocTh CCC  3akimo4yaeTcs B TOM, 4YTO €€
(GYHKIIMOHUPOBAHUE  COMPOBOXKAACTCS  SPKO  BBIPAKEHHBIM  KOJeOATeIbHBIM
XapaKTepOM €€ ImapaMeTpoB B MKUPoKoM jauamna3one yactoT (Cohen and Taylor 2002;
Kucenes u I'pugner 2011; Draghici and Taylor 2016). ITpu 3ToM Ba)XHO yYUTHIBATH,
yTo KojeOanuss B CCC oOycClOBIE€HbI HE TOJBKO PUTMUYECKOH JAESITEIBHOCTHIO
cepala, HO 1 0oJiee HU3KO YACTOTHHIMU CHCTEMHBIMH U JIOKAILHBIMHU TPOLIECCAMH,
00eCIeUnBaIOIIUME PETYJISIIMI0 CKOPOCTH KPOBOTOKA KaK B KPYIHBIX COCY/IaX, TaK

Ha YPOBHE KalUJUISPOB.

11.1.1 Denomen pecnupamopHoil CUHYCOBOU APUMMUU 8 HECMAUUOHAPHBIX

ycnosusax

PCA B cnektpe BCP dopmupyer xapakTepHyIO CIEKTPadbHYI0 KOMIIOHEHTY,
KOTOpasi TPUXOAUTCS Ha 4YacTOoTy JbixaHus. CTeneHb BbIPAKEHHOCTH JTOU
KOMITOHEHTBI MO>KET HOCHTh HETPHUBHUAJbHBIA XapakTep, YTO OCOOEHHO BUIHO B
HECTallMOHAPHBIX YCIOBHUIX KOHTPOJIMPYEMOTO JbIXaHHs. BbUIO MOKa3aHO, YTO IpH
KOHTPOJIMPYEMOM YacTOTE U TJIyOMHE JbIXaHUs, a TAKKe (POPMBI IKCKYPCUU TPYIHOU
KJIETKHM, aMIUIATYyAAa CHEKTPAJIbHONW KOMIIOHEHTHI HAa YacTOTE JbIXaHUS MEHSETCA C
HU3MEHCHHEM 3TOH YacTOThl pe30HaHCHO-1oa00HBIM oOpasom (Taylor, et al. 2001;
Song and Lehrer 2003; I'puanes u ap. 2006). Ilpu 3TOM KprBas TaKoi 3aBUCUMOCTH
uMeeT popMy KOJOKoIa ¢ MakcuMyMoM Ha yactoTe 0.1 I'm.

SIcHOro M OJHO3HAYHOIO NMOHUMAaHMS MEXaHu3MOB peryiaupoBanus BCP u

dbopMupoBaHUs KOJIOKO0JI000Opa3Hoi 3aBucuMocth BCP 0OT u3MeHeHus 4acTOThI
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AbIXaHHUA B YCIIOBUAX KOHTPOJIHUPYCMOI'O AbIXaHUsS HET. B AUCCECpTallMU UCCICAYCTCA

3TOT BOIMPOC € MOMOIIBI0 MaTeMaTHueckoi Moaenu «Pneumay (Cheng, et al. 2010).
1.1.1.1 Onucanue mooenu «Pneumay

B pabote wucnonp3oBanmach KOMIUIEKCHAas WMHUTAIIMOHHAs MaTeMaTHUYecKas
Mozelb «Pneumay», xkoTopasi MO3BOJSET UMUTHPOBATh PadOTy M B3aMMOJICHCTBUC
pecnupaToOpHOM, CEPACYHO-COCYAUCTON U BETETATUBHOM CUCTEM OpPraHU3Ma Ye€JI0BEKa
B TIOKOE M BO BpeMs cHa. Mojiens «Pneumay umeeT MOy IbHYIO CTPYKTYPY U COCTOHT
M3 4YETBHIPEX OCHOBHBIX OJIOKOB: OJIOK PECHUPATOPHOM CHUCTEMBI, OJIOK CEepJIeUHO-
COCYIUCTOM CUCTEMBI, OJIOK BET€TaTUBHOT'O KOHTPOJISI M OJIOK KOHTPOJISI COCTOSIHUN
«con-0oapcreoBanue» (Pucynox I11.1.1). Bo3aMoskHOCTH mociieqHero 00Ka B JaHHOM
paboTe HE HCIONB3YIOTCSA, ITOCKOJBKY TPEIINONIAraeTcs, 4TO paccMaTpPHBACMBbIC
CJIy4au MOJCIIUPYIOTCS B YCIIOBUSAX COCTOSIHUSI 00IpCTBOBaHUS. {7151 3TOTO B TaHHOU
paboTe MH]IEKC, OTMCHIBAIOIINIA COCTOSHUS CHA M OOJIPCTBOBAHUS, Bcera (GUKCUPOBAH
B 3HAYCHUH, KOTOPOE OTBEYACT COCTOSHUIO OOIpPCTBOBaHUS cucTeMbl. [loapoOHOE
onucanue (YHKIIMOHUPOBAHUSI OJOKAa KOHTPOJIA COCTOSHUM «COH-O0OJPCTBOBAHUE)
MOXKHO TOCMOTpPETh B OpHTHHAIBHBIX padorax (Daan, et al. 1984; Borbely and
Achermann 2000; Achermann and Borbely 2003).
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Xxemopegriekc

«Bonesoe» lycunue

napacummamuy.

6apopegpriekc

HeBo3mMyuleHHbI 06.
Conpotusnenune

Pucynox Il1.1.1. Cxema BereratuBHOro KoHTposis. CIUIOIIHBIE CTpPEIKA —
s depentnrie curnaibl. [Tyakrupasie crpenku — adhdepentnsie curnainsl. [IXP, [IXP
— nepudeprudecKkue M IEHTPaJbHbIE XEMOPELENTOphl, COOTBETCTBEHHO. PPJI —
peuentopsl pactsokeHust aerkux. [HHC — nentpanbHas HepBHas cuctema. I —
neixatenbHbii 1eHTp. CY — cunycoBbiit y3en. K — kommyrtarop. a, B, I1— ansda-, Gera-
u napacuMIaTHIeCKast peTyIIsIIus, COOTBETCTBEHHO. «H»/«-» —
yBEIUYCHUE/YMECHBIIICHHE 3HAYCHMsI IapaMeTpa WM AaKTUBHOCTH KOMIIOHEHTa

CHCTCMBEI.

111.1.1.1.1 Pecnupamopuwiii 610K

PecriupaTopHbIii 070K OMUCHIBAET TUHAMHYECKHE U Ta3000MEHHBIC CBOWCTBA
neixaHmst. JIMHAMEKA IBIXaHUST OCHOBaHA Ha Mojenu Pumuia u Moneca (Riddle and
Younes 1981), B kOTOpOi MOJCIUPYETCS HETUHEWHAs CBSI3b MEXKY HAMpsSHKEHUEM
JNEroYHON MYCKYJIaTyphl U U3MEHEHHEM JIErOYHOTO 00bEMa. M3Menstonuiics 00bEmM
NErKUX 3a CYET pa3HUIbl BHEIIHEro (aTMOC(EpHOro) M BHYTPEHHEIO JaBJICHHIM
BO3[yXa MPHUBOJUT K (HOPMHUPOBAHMIO BO3AYLIHOTO IOTOKA, MPOMOPIHOHATIBHOTO

CKOPOCTH 3TOro u3MeHeHus1. CaMo JaBJIeHUE, KaK IUIEBPAJIBHOE, TAK U AJIbBEOJIIPHOE,
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PacCUUTHIBAECTCS C YYETOM DJIACTUYHBIX U BSI3KOCTHBIX CBOWCTB IPYyJAHOW CTEHKU U
JIETOYHOM TKaHU.

["'a3000MeH MexAy ra3oBOM CMECHIO B JIETKUX U KANWUISPHBIM KPOBOTOKOM
mozenupyercs ¢ yu€étom sddexroB bopa—Xonaena. Otu 3ddexTs onmpenenstor
KpuBble Auccounanuu Oy oT okcureMoriioonHa u cpojctso CO, ¢ reMorio0uHOM B
3aBUCHUMOCTH OT KOHIIEHTpAIMi 3TUX Ta30B B KPOBU U OT BenuunHbl pH. 31€ch Takxke
YUUTHIBAIOTCS  CTPYKTYpHbIE OCOOCHHOCTU JIETKUX, MOJETUPYEMBIX IIECTHIO
MOCJEAOBATEIbHO CBA3aHHBIMU KOMIApTMEHTaMu. [IATh M3 HUX NTPEACTaBISIOT
KOMIApTMEHTbl «MEPTBOrO» JBIXaTE€IbHOIO IPOCTPAHCTBA, a MOCIEAHUN —
anbBeoJIApHBIN razooOMeH. [locaenyromee nepemenmBanue razoB O, u CO;2 B KpoBH
U JIOCTH)KEHHE COOTBETCTBYIOIIMX YPOBHEW MapluaibHbIX JABJICHUM MPOUCXOIUT B
cepAle U KpoBeHOCHOM pycie. [Ipu 3Tom Bpems 3ama3/ibIBaHMsl, 32 KOTOPOE HOBBIE
KOHLIEHTPAIMU T'a30B JIOCTUTAIOT Cepla U apTepuil (rae HaxoasTcs nepudepuyeckue
XEMOPEIENTOPHI), 00paTHO MPOMOPIIMOHATBLHO CKOPOCTH KPOBOTOKA. MeTadonu3aius
ra3oB B TKaHSIX MOJIEIUPYETCS €IUHBIM TKAHEBBIM KOMIAPTMEHTOM, IJIE CKOPOCTH
MeTaboiin3ma, 0e3 yuéTra COCTOSSHUNA «COH-00pCTBOBAHUEY, IOCTOSTHHA U HAXOAUTCS
Ha 3aJIJaHHOM YpPOBHE.

[leproUYHOCTh AaKTOB JbIXaHHS YIPABISIETCS CHUCTEMOW aBTOHOMHOTO
KOHTPOJSI M 3aBUCUT OT HWH(OpMAIUU, NPUXOJANIEH B JbIXaTCJIbHBIM LIEHTP OT
IEHTPAJIBHBIX XEMOPEIENTOPOB, OTCIeKuBaronmx ypoBeHb COz B 1epebpaibHOM
KPOBOTOKE, U OT Mepu(PepruuecKux XeMOopelenTopoB, OTCICKUBAIOMNUX YpoBHU Oy U
CO; B apTepuanbHOM KpOBOTOKE. M3 CyMMapHOTro CHUTHaJla OT XEMOPEIENTOPOB B
nanbHeueM GopMHUPYETCS YIPABISIONIUN CUTHAM JJI AbIXaTeNIbHOTO 1eHTpa. [lanee,
cormacio mozaenu Jadduna u coasropos (Duffin, et al. 2000), u3 sroro curnama
dbopMupyeTCsT peCUpaTOPHBI PUTM CO CTYIEHbKA-TIOJIOOHONW YaCTOTOW JIBbIXaHWS,
OCTAIONIEHCsl MOCTOSSHHOM BO BPEMsI OJTHOTO aKTa «BIOXa-BbIAOXa.

B Momenum Takke ONUCHIBAeTCS JIBIDKEHHUE BO3JyXa 4epe3 BEPXHHM
JbIXaTEJIbHBIA MyTh, MPOBOJUMOCTh KOTOPOTO OLEHUBAETCA U3 COOTHOILIECHUSI MEXKY
Pa3HOCTHIO BHEUIHETO0 M TPAHCMYPAJIbHOIO JABJICHHM M MOPOrOBOrO JIABJICHMS,

BCIIMYKHA ITOCICIAHCTO MOXKCT MCHATHCA B 3aBUCHUMOCTH OT HHUPKAIHBIX PHUTMOB. B
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MMPCACTABJIICHHBIX HCCIICAOBAHUAX OTa 3aBHUCUMOCTbL HE pacCMaTpuBaAcTCiA, U

IMPOBOAUMOCTD BCPXHCTO ABIXATCIIBHOTO IIYTHU OCTa€TCS MOCTOSTHHOM.

111.1.1.1.2 Cepoeuno-cocyoucmoiii 610K

CepaedHO-COCYTUCTBIM OJIOK OINMUCHIBAET COKPATUTENBHYIO paboTy cepala c
y4€TOM JIEBOTO U TPABOTO MpEICepAnid, JIEBOTO W MPABOTO KEIYAOUYKOB, a TAKXKE
reMOJMHAMUKY 4Yepe3 apTepuaabHOe, BEHO3HOE U Mepudeprudeckue pycia ¢ yuéToM
MyJIbMOHAJBHOTO M CHUCTEMHOIO ITMKJIOB KPOBOOOpAIlleHUSI U YYETOM JIOKAJIBHOIO
KoHTpoJst iepudepudeckoro conporusienus (Ursino and Magosso 2000; Magosso
and Ursino 2001). Cunoatpuaibhbiii (CA) y3ei MOACTUPYETCs KaK MPOCTON BOJAUTEIb
puUTMa, pabOTAIOMIMI [0 MPUHIUIY «HAKOMWJI W BBICTPEIWII», U YHPABIACTCS
CHUTHaJaMH dYepe3 MapacuMIIaTHYECKyI0 M OeTa-CUMIIaTUYeCKyl0 WHHepBamuio. B
pesynbTate akTuBHOCTH CA y3nma dopmupyetcs HenpepbiBHO Mensmomasics UCC,
KOTOpasi 3aTeM TpeobpaszyeTcss B JIUCKPETHYIO CTyNEeHbKa-oOpa3Hyl YacToTy,
COXPAHSIONIYIO CBOE 3HAUYCHUE B TIPE/IEIax OJJHOTO aKTa CePACYHOrO COKPAIICHUSI.

CokpaTtuTenbHasi aKTUBHOCTH JKETYJI0YKOB B MOJICJIM OMKCHIBACTCS C YUETOM
HEJTMHEHHOW 3aBUCUMOCTH DJIACTUYHOCTH WX MBIIICUYHBIX CTEHOK OT BPEMEHHU. DTO
BITMSICT HA TIEPHO/] CUCTOJIBI U CEPJICUHBIN BEIOpOC. BpeMs 11acTosbl BEIYMCISETCS KakK
pa3HOCTh MEXAY TMEPHOAOM CEpJACYHBIX COKpAIICHWH W TIEPUOJOM CHCTOJBI.
CumTaercs, 4TO aKTUBAILMS JEBOTO U MPABOTO KEITYAOYKOB MPOUCXOTUT MOTHOCTHIO
CUHXPOHHO. POPMUPYEMBIN TPU ITOM YJApHBIA 00BEM 3aBUCHUT KaK OT KPOBOTOKA U
00BEMa KpOBHU B BO3BPATHOM BEHE, TaK M OT MEPUO/Ia CEPACUHBIX COKPAIIICHUN U CHIIBI
cepaeuHoro cxarus. C Apyroi CTOpOHbI, CKOPOCTh KPOBOTOKA Uepe3 MyJIbMOHAIBLHOE
U CHCTEMHOE pyciia 3aBUCUT OT yAapHOro o0bEéMa M OT MepU(epuyecKoro TOHyca
COCY/IOB.

W3meHnenne mnepudepudeckoro TOHyca COCYJOB  MOJEIHMpPYeTCs — Kak
nepudeprdeckoe 06001IEHHOE COMPOTUBIICHHE, 3aBUCSIIEE OT alib(pa-cCUMIaTHIECKON
nHHepBanuu.  OOO0OIIEHHOE  COMPOTUBIICHHE  BKIIOYAeT  mnepudepuyueckoe
COTIPOTUBJICHUE KaK TAKOBOE M CBOOOTHBIN, HE BOSMYIIEHHBIN 00HEM KPOBH B COCYaX

B BUCIEpPAIbHOMN, HEBUCIIEPAIIBHOW W B MBIIIEYHON TMepudepruyecKor HUPKYIISIIUH.
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KpoMe TOro, ckopocTh JIOKQJBHOIO KpPOBOTOKA KOHTPOJIUPYETCS JIOKAIbHBIM
COIPOTHBJICHUEM MBIIICYHBIX, KOPOHAPHBIX M IEpeOpalbHBIX COCYIIOB, KOTOPOE
3aBHICHT OT MapIMAJbHBIX JABJICHHA KUCIOPOJa M YIJICKUCIOrO ra3a B KPOBU ITHX
KOMITapTMeHTOB. OTClIe)KUBaHKE O0apopelenTOPaMy KapOTHIHOTO CHHYCA BETUYUHBI
apTepUaIbHOTO ~ JIaBJICHUS  pacCMaTpHBaeTCs B  MOJCIM KaK  aKTHBHOCTH
oapopedaekropuoit e (Ursino 1998), mpeoOpasyromieid W3MEHEHHUE IaBJICHUS
KPOBH B HEPBHBIC HMITYJILChI, IMEPEIAIOIINECS 3aTeM B CHCTEMY aBTOHOMHOI'O

KOHTPOJISI.

111.1.1.1.3  Bnox secemamuesnozo konmposi (bBK)

BereratuBHass HepBHas cucremMa B MoJeiu «Pneumay» OnuchIBacTCs ABYMsI
OTAECNaMH — TMapacCUMMATUYECKUM H cUMNaThdeckuM. CHMNATUYECKUM OTIeN
pazziensieTcss Ha anb(a-CUMIATHYECKUNA U OeTa-CUMIAaTHYeCKUN MyTU. AKTUBHOCTD
BET€TAaTUBHON CUCTEMBI MOKET MEHSATHCS 3a CUET XEMOPELENTOPOB, OapOPEIETITOPOB,
PELENTOPOB PACTKEHUS JIETKUX U 32 CUET OTBETA LEHTPAJIbHONM HEPBHOW CHUCTEMBI
(IHC) na conepxanue razoB O, u CO2 B apTepralibHOM U 1IepeOpaibHOM KPOBOTOKE
(Ursino and Magosso 2003). Takum 00pa3om, OJIOK BEreTaTUBHOTO KOHTPOJISI UMEET
HECKOJIbKO BXOJSIIMX CHUTHAJIOB M HECKOJbKO Bbixomsammx (Pucynok [11.1.1).
Bxopasimue curHansl GOpMHUPYIOTCS OOpAaTHBIMM HMHTEPOPELENTUBHBIMU CBSI3SIMHU,
nepeAaronMMu MHGOPMAILMI0 OT XEMOPELENTOPOB, 0ApOpPELenTOPOB, PELENTOPOB
pactsokerus érkux U [IHC B Mo3r. Beixoasimue curHaiabl MPEACTaBISIOT COO0O0M
anb(pa-cCUMNATUYECKUI, OeTa-CUMITATUYECKUNA U TapaCUMIATUYECKUN MyTHU U CUTHAII
YIPaBJICHUS PECTUPATOPHON CUCTEMOM (MMUTALIUS ABIXATEIBHOTO IIeHTpa). [Ipu sTom
peaKuMs CUMIIATUYECKOTO OTHAENa BCErJa OINKWCHIBACTCS SKCIOHEHUIHAIbHBIMU
3aBUCHUMOCTSIMH, B TO BPEMsI KaK pEeaKLHs MAPACUMIIATUYECKOT0 OT/IENIa ONTMCHIBACTCS
B OCHOBHOM JIMHEHHBIMH 3aBHCHUMOCTSIMHU, 3a HCKJIIOYeHHUEM Oapopeduiekca, rae
3aBUCHMOCTbB JKCIIOHEHIMAIbHAS ¢ MOLYJIMpyeMor aMIutnuTy1oil. Kpome Toro, B BBK
ObUIM BHECEHbl H3MEHEHMs] B BHJAE KOMMYTAaTOpa, IO3BOJISIONIEIO HU3MEHSThH
YIIPABJIEHUE AbIXAaTEIbHBIM PUTMOM MEXAY aBTOHOMHBIM KOHTPOJIEM CO CTOPOHBI

ABIXATCJIbHOIO OCHTPA M «CO3HATCIbHO-BOJICBBIM» — CO CTOPOHBI KOPLI I'OJIOBHOI'O
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mosra. Bce curnansl, Bxogsume u Bbixonsmme u3 bBK, Bepaxkarorcs uepes
YaCTOTHBIE XapaKTEPUCTUKH, KOTOPBIE OMPEAEISIOTCS KOJIMYECTBOM UMITYJIHCOB WIH
pa3psa0B, TEHEPUPYEMBIX PELENTOPAMH UM HEHPOHAMHU B €IMHULLY BPEMEHHU.

Kak ObuIO yke CKa3aHO, XeMOPEUENTOPhl pPa3ielsaioTCs Ha LEHTPaIbHbIE U
nepudepudeckue. LleHTpanbHbIE ~ XEMOPELENTOPbl  MMHUTHPYIOT  paboTy
(U3HONIOTMYECKUX PELENTOPOB, PACIOJIOKEHHBIX B CTBOJE TOJOBHOIO MO3ra, U
otcnexuBaloT ypoBeHb CO2 B 1iepeOpaibHOM KpOBOTOKE. M3MeHeHne napiuaibHOro

maBineHuss B, B KPOBOTOKE MO3ra IPOMCXOAMT 32 CYET €ro MPOM3BOACTBA KaK

MpoJyKTa MeTaboau3Ma KHCIOpOoJa B TKaHSIX MO3ra, BXOJa C TOKOM KpPOBU U3
apTepraIbLHOTO PYyClia U BEIMBIBAHUS B BEHO3HOE PycCiio. MaTeMaTnuecKoe OIHMCaHNue
3TOrO TMpollecca ocHOBaHO Ha pabortax (Read and Leigh 1967; Khoo 1990) wu
MPEJCTABIAECT €000 OOBIKHOBEHHOE Ju(depeHIInalbHOE YpaBHEHHUE MEPBOIO

nopsiaka st By, -

Nudopmanusi oOT HEHTpaAIbHBIX XEMOPELENTOPOB BMECTE ¢ MHPOPMALIMEH OT
nepupepruuecKkux XeMOpeLenTopoB, oTcaexuBatommx ypoBHu O, u CO, B
apTEepUAIIBHOM KPOBOTOKE, KOTOPBIE M3MEHSIOTCA B pPE3ysbTaTe IPOLECCOB
ra3000MeHa B aJIbBEOJSIPHOM KOMIIAPTMEHTE JETKUX U B TKAHEBOM KOMIAPTMEHTE,
nepemaéresi 3aTeM B JbIXaTeNbHBIA IIeHTp. Tam oHa cornacHo monenu [ladbduna u
COABTOPOB TpPaHCHOPMHUPYETCS B JIBIXaTEIbHBI PUTM U B HEMPOHAIBHBIA CHUTHAJ,
yuactBytonmii B (opmupoBanun PCA. B mogenn sta uvacte PCA ¢denomena
BBIPAXKAETCSI B YMEHBUICHMHM ajb(pa-CUMIATUYECKOM M MapacUMMIaTUYECKOM
AKTUBHOCTH M yBEIMYEHHH OeTa-cUMIaTH4ecKol akTuBHOCTH. Kpome TorO,
uHbopMaluss OT mnepupepruueckux XEMOPELENTOPOB HANPSIMYI0 YBEIMYHUBAET
CUMMATHYECKYI0 M TapacUMIAaTHYECKyl0 aKTUBHOCTb Onarojaps (popMHpOBaHUIO
xemopeduiekca coriacHo onucanuto B (Magosso and Ursino 2001).

W3MmeHsomuics TUAANbHBIN 00BEM JIETKUX TaKXKe Y4YacTBYET B MOJIYJIALUU
BET€TATUBHOM AKTMBHOCTH, 4YTO MOYKHO paccMaTpuBaTh KAaK €€ OJHY 4YacTb
¢denomena PCA. Jlyig 3T0r0 B MOJIEIN UMUTUPYETCA padoTa pEeLEnTOPOB PACTAKEHUS

nérkux. Pearnpyss Ha W3MEHEHHE THIATBLHOTO OOBEMA, perenTopbl (GOPMUPYIOT
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CUTHAJI, KOTOPBIiA, MOTa/1asi B BET€TAaTUBHYIO CUCTEMY, YMEHBIIIAET AKTUBHOCTH alib(pa-
CUMITATUYECKOTO MTyTH U, HAPOTHUB, YBEJIIMYUBAET AKTUBHOCTH 0€Ta-CUMITIATUYECKOTO
Y MapacuMNaTUYECKOro MyTeu.

BaxxHpiMm MOMEHTOM B Mojenu «Pneumay SBIMETCS ONHUCAHUE MEXAHU3Ma
oOpaTtHOU OapopeduiekTopHO# TeTau. J[Jis 3TOro B MOJENbh BBEICHBI KapOTHIHBIC
OapopenenTopsl, KOTOPHIE SKCIOHCHIIMAIBLHBIM 00pa3oM OTCICKHBAIOT YpPOBEHb
aprepuanbHoro pgamieHuss (AJl) kpoBu B cuctemHoi aprepuu. CurhHain ot
OapopenenTopoB TOCTyMmaeT B OJOK BETeTaTUBHOTO KOHTPOJII H  4epes
AKCIIOHEHIMAJIbHBIE 3aBUCUMOCTH HU3MEHSET BErE€TaTUBHYIO aKTUBHOCTh. [Ipu 3TOM
CUMITATUYECKAasi aKTUBHOCTh CHUYKAETCSI, a MapaCUMIIaTUYECKasi — BO3PACTAET.

UyBCTBUTEIIBHOCTh HEUPOHAJIBHBIX SIIEP BET€TATUBHON CHUCTEMBI K BHEIIHUM
CTUMYJIaM B MOJIEJIN BBIPAYKAETCS B TEPMUHAX CABUTOB. Ka)KIblil CABUT MPEICTABIISIET
co0oii BennunHy, onuckiBaronyto peakiuio [{THC nHa nzmenenue yposaeit O, u COz B
KPOBEHOCHOU cucteMme. CIBUTM CUMIIATUYECKOTO OTIENIa U3MEHSIOT €r0 aKTUBHOCTh
3aBUCUMBIM OT ypoBHell Oz m CO; B KpoBHM 00pa3oM, B TO BpeMsl KaK CIBHUT
MApACUMIIATUYECKOTO OTJIENIa MOCTOSSHEH W HE 3aBUCUT OT KOHLIEHTPAlUW Ta30B B
KpoBU. YyBCTBUTENIBHOCTD alb(})a-CUMITATUYECKOTO OT/IeNa 3aBUCUT OT ypoBHEH O; u
CO; B aprepuanbHOM W TepuEpUIHOM KPOBOTOKE, a UYBCTBHTEIBHOCTH OeTa-
CUMITATUYECKOTO OTJIe]Ia — OT YPOBHEM ra3oB B 1iepedpaibHOM KpoBoToke. [Ipu aToM
YBEIUYCHHUE CABUTA MPHUBOAUT K CHIDKCHUIO YYBCTBUTEIBHOCTH, M HA0OOPOT, €ro
YMEHBIIICHUE TOBBIIIAET YyBCTBUTEIBHOCTh CUMMATUYECKOTO OT/AENa K BHEITHUM
CTUMYJIaM.

B nienmom MOXHO cka3aTh, 4TO OJIOK BEreTaTUBHOW HEPBHOM CHCTEMBI CITOCOOCH
MoenupoBaTh peHomeH PCA, MOy ISIUIO KPOBSIHOTO JIABJICHUSI KU CKOPOCTHU TEUCHHUS
KPOBH IO MYJbMOHAIBHOMY PYCIIy 3a CUET U3MEHEHHUS IUICBPAJIBHOTO JIaBJICHUS, a
TaKXe BJIUSHUE aKTMBHOCTH XEMOPEIENTOPOB Ha Nepudepruueckoe COMpPOTUBICHUE
yepes anb(a-cumnaruueckuil myTh. Mi3MeHeHus B ceplIeuHO-COCYAUCTON CUCTEME, B
CBOIO 0Y€pe/ib, MOT'YT BIIUATH HA KOHTPOJIb PECIIUPATOPHOUN CUCTEMBI YEPE3 TUHAMUKY
razooOMeHa W 4epe3 M3MEHEHHE BPEMEHHBIX 3aJIepPKEK, 3aBUCAIIMX OT CKOPOCTH

kpoBotoka. OtBer IHHC Ha u3smeHenuwe mnapuuanbHbix gaBieHuit O, u CO; B
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apTepuaIbHOM U LIepeOpabHOM KPOBOTOKE BIIMAET Ha alb(a- 1 0eTa-CUMIIaTUYECKYIO
aKTUBHOCTb 4Yepe3 H3MEHEHUE UYBCTBUTEIBHOCTH OTHUX OTACJIOB K CHUTHAJIaM,

MPUXOIAIINUM 110 MHTCPOPCUCIITUBHBIM CBA3SM.

11.1.1.2 Pesynomamui YUCTEHHBIX pacuemos c UCNONB30BAHUEM

Mmoougpuyuposanuol mooeau « Pneumay

JIns anann3a B3aMMOIEUCTBHS CEPACYHO-COCYAUCTON U pECIIUPATOPHOM CUCTEM
B YCIOBHUSIX KOHTPOJIMUPYEMOTO JbIXaHHS MCIOJb30BAaCh MOJIU(PUIIMPOBAHHAS
KOMIUJIGKCHAsl MHTErpatuBHas Mojenb «Pneuma». B pamkax »3ToM Mojzenu
MCCIIeI0BAJICA OTKIIUK cepaeuno-cocyauctoi cuctemsl (UCC, BCP u AJl) Ha npixanue
¢ ¢ukcupoBanubiMu dactotamu (0.03, 0.05, 0.07, 0.1, 0.16 u 025 Im) wm
HEKOHTPOJMPYEMBIMU (CBOOOAHBIMH) TUHAMUYECKUMU MapaMeTpamM LHUKIA «BIOX-
BBIJIOX» (ITapaMeTpamMu JUHAMHUKY BEHTUJISLIUU JIETKUX ).

B  paccmarpuBaemMoii ucxogHot wmomenu  «Pneuma»  dopmupoBanue
JBIXaTEIbHOTO PUTMA B YCIOBHUSAX CIIOHTAHHOTO JIbIXaHWS OCHOBAHO HA MEXaHU3MeE
byHKIMOHUpOBaHUsl pecniuparopHoro Boautens putma (PBP). PBP pacnosnoxen B
JILIXaTeJIbHOM IIEHTpPE, a ero pabora o0ycioBiieHa HHGOpMaLUEH, TOCTyNalOMEeH OT
IEHTPAIBHBIX U IEPUPEPUIECKUX XEMOPELeNTOPOB. [Ipr KOHTPOIMPYEMOM JbIXaHUU
pecnupaTopHbIi pUTM POPMHUPYETCS B LIEHTPATIBHOM HEPBHOW CHCTEME «CO3HATENIbHO-
BOJIEBBIM YCHUJIMEM» HE3aBHUCHUMO OT CUTHAJIOB, MOCTYMAIOMIMX C LUEHTPAIbHBIX H
nepudeprudyeckux XemopeuenTopoB. Jlias BoCHpou3BEAEHHsS TAaKUX YCJIOBUH B
MCXOJTHOM MOJIe ObUT OTKITIIOYEH MEXaHU3M (DOPMHUPOBAHUS PECTUPATOPHOTO PUTMA
BOJMTENIEM PUTMA, a YacTOTa JbIXaHWS 3aJaBajiach MPUHYIUTENbHO. OJHAKO BCe
PETyJIATOPHBIE CBSI3M, OOECHEYMBAIOIINE B3aMMOJCHCTBHE PECHUPATOPHON U
CepACYHO-COCYAUCTOMN CUCTEM, OBLIIM COXPAaHEHBI, TO €CTh BCSI CUCTEMa alibda-, Oera-
U TapacUMIAaTHYECKON peryisuuud (QyHKIHMOHUPOBAHUSA CEpPACUYHO-COCYAUCTOM
cucteMbl octaBasniach mnpexHed. Ha pucynke |11.1.1 nepexiatoueHue Mexmy
«CO3HATEJIbHO-BOJIEBBIM» M aBTOHOMHBIM YIIPABJIECHUEM JIbIXaHUEM MPEJICTABICHO B
BUJe KommyTtaropa. CrenyerT IOAYEPKHYTh, YTO B YCIOBUSAX €CTECTBEHHOIO

HCIIPOU3BOJBbHOI'O AbIXaHUS €TI0 HaCTOTA MCHACTCA B Y3KOM AHUAIIa30HEC C HeHTpaHBHOﬁ
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yacToToi 0k010 0.3 ['11, a B yCIIOBUSIX KOHTPOJIMPYEMOTO IBIXaHUS 3TY YACTOTY MOXKHO
U3MEHSATH, B YaCTHOCTH, CHIKaTh A0 0.03 ['1, a B OTAENBHBIX Cydasx U HUKE. Takoil
MOAXOJT TO3BOJWJ MOJEIUPOBATh MAapaMeTpPbl JIbIXaHUS, KOHTPOJIUPYEMOTO
«CO3HATEJIBbHO-BOJIEBBIM ycuiauem», B auanazoHe 4dactoT ot 0.03 mo 0.25 I'm u
UCCIIEIOBATh OTKJIMK CEPJIEUHO-COCYAUCTON CUCTEMBI HA IBIXaTEIbHYIO EPUOJIUKY C
00011 3aJaHHOM YaCTOTOM.

B kadecTBe aHanu3upyeMbIx (pU3n0I0OrHuecKux rnapamerpon, Takux kak YCC u
AJl, WuCMONB30BAIM MTHOBEHHBIE 3HAYEHUS COOTBETCTBYIOIIMX  BBIXOJHBIX
MapaMeTpOB PAaCCMOTPEHHOW MaTeMaThudeckod Mojaenu. [locTpoeHne aMIummTyIHO-
4acTOTHBIX CrekTpoB (AYC) mpou3BOAMIOCH C TOMOIIBI0 METOAa aJanTHBHOTO
BeliBneT-ananu3a (Tankanag and Chemeris 2008, 2009; Tankanar u Yemepuc 2009;
Tankanag 2013), koTopblii MO3BONSIET S(PGEKTUBHO U C BBICOKOH TOYHOCTBHIO
PacCUUTHIBATH CIEKTPHI KOPOTKUX CUTHAJIOB B HU3KOYACTOTHOM 00acT. UucaeHHbIe
pacu€Tel Tmpou3BoaUIMCh B Moayide Simulink mnporpammuoro makera Matlab
(Mathworks, Inc.) ¢ npumenenue merona Pynre-Kytra 4-ro nopsigka ¢ u3aMeHsieMbIM
[1arOoM UHTETPUPOBAHMUSL.

3ameTtum, 4T0 BCP — 3T0 MHOTOKOMITOHEHTHBIN KosieOaTenbHbIN poriecc. [Ipu
aMIUTATYJHO-CIIEKTPATLHOM Pa3JIOKEHUU MOXXHO YBUJIETh BKJIAAbl KOJIeOaHUM
pPa3IMYHON YacTOThI, BBIPAXXEHHBIE B aMIUIMTYJHBIX €IUHHUIAX. TO €CTh OO0uuii
pasmax konebanuit BCP (mMakcumanbHOe 3HaueHWE MHHYC MHHUMAJIBHOE)
OTpeNeNseTCsl aMIUIUTYJaMU COCTaBJISIIOIIUX KOJIeOAHUM, OCHOBHOWM BKJIAJ U3
KOTOPBIX BHOCUT pecniupaTopHbiii putM. [losTomy 3aBucumocts ammutyasl BCP ot
YacTOThl JbIXaHHS CTPOUTCS IO TOYKAM M3 aMIUIUTYAHO-YAaCTOTHBIX CIIEKTPOB,
KOTOPBIE COOTBETCTBYIOT IMMKAM MaKCUMaIbHOMN «BBICOTHI».

JInsi BBIACHEHUsS BOIPOCA, MOXKET JU MoAenb «Pneuma» BOCIPOU3BOAUTH
3aBUCUMOCTh aMIUTUTY 16l BCP OT 4acTOThI JbIXaHUs, CXOXKYIO C KCIEPUMEHTAIBHO
HaOmro1aeMoil pu (uUKcupoBaHuu 4dactoT B nuanazoHe oT 0.03 mo 0.25 I'm u co
3HAYEHUSIMU OCTAJIbHBIX MapaMeTPOB MOJENU, COOTBETCTBYIOUIUMHU €CTECTBEHHOMY
IBIXaHUI0, ObUTM NPOBEJIEHBI MTPEABAPUTENILHBIE PacueThl U ObUIO OOHAPYKEHO, YTO

AMIIIMTY AHO-HACTOTHBIC  CIICKTPbI BCP Ha Bcex wacroTax AbIXaHUA HMCIOT
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XapaKTEepHbI MAaKCUMaJIbHBIM MUK HA YacTOTE, COBIAIAONIEN C YaCTOTOM JbIXaHHS,
4YTO SBHBIM 00pa3om mnokasbiBaeT Hamuune PCA B mopenupyemoii BCP (Pucynok
111.1.24). Oguako npu cHmwKeHn: 9acToThl ApixaHus oT 0.25 I'm go 0.03 't ammntyna

BCP yBenmnuuBaiace B 40 pa3 U gocturaia MakCHMMajabHOro 3HaueHus 280 mc Ha
gacrore apixanus f,=0.03 T'm (Pucymox I11.1.25). D10 He cormacyercs c

AKCIIEPUMEHTAJIBbHBIMU TAHHBIMH, B KOTOPBIX 3aBUCUMOCTbh BCP OT 4acTOThI JbIXaHUS
UMeEeT KOJIOKO0JI000pa3Hblil Bua. TakuM ob6pa3oM, Mmozens «Pneumay mpu 3HadeHHUSIX
napamMeTpOB HEPBHOM PEryJIsIIUU, COOTBETCTBYIOIIUX CIIOHTAHHOMY (€CTECTBEHHOMY )
JILIXaHUI0, HE BOCIPOU3BOJIUT XapaKTEPHYIO KOJIOKO0JI000pa3Hyto 3aBucuMocTh BCP
OT 4YacTOThl JAbIXaHuda. [l CHATHSL 3TOro OrpaHUYEHUss ObUIO  ClIEJIaHO
IPEIOJIOKEHNE, YTO KO3(PPHUIMEHTHI Nepeaun CUTHAJIOB M0 napa- aibda- u Oera-
CUMITATUYECKAM IIYTAM 3aBUCAT OT 4YacTOThI AblxaHusA. Mcxoas u3 3TOro, UeEmbro
UCCIeIoBaHMs Oblla TpOBEpPKa BBIIBUHYTOM THIOTE3bl Uil Tapa- u Oera-
CUMITATUYECKON PETYJIIALINH.

[Tomumo YHCC u BCP, eme OOHHM KPUTHYECKMM NApaMETPOM COCTOSHUS
CEPIEYHO-COCYIUCTOM CUCTEMBI siBiseTcs A/, M3MEHEHHS KOTOpPOTO HE JOJDKHBI
BBIXOJIUTh 3a TPaHULbl (U3HOJOTUYECKOH HOPMBI MPU BAPbUPOBAHUU IAPaAMETPOB
Mozenu. B cBs3u ¢ 3TUM OBUIM NPOBEAEHBI PAacUeThl JI BBIABICHUS H3MEHEHUI
BeJIMYMHBI AJ] Tp¥ W3MEHEHUM YacCTOThl HbIXaHWs. J[JIsi 3TOTO HKCHOJIB30BAIUCH
pacyeTHble MTHOBEHHBIE 3HAUEHHS CUCTEMHOro aprepuanbHoro nasieHus (CAJ),
MaKCUMajbHble (CHCTOJIMYECKOE JaBJICHHE) W MHUHHUMAaJbHBIE (AMACTOINYECKOE
JABJICHUE) 3HAUYEHUSI KOTOPBIX MHTEPHOJUPOBAIA OTMOAIOIUMHU. 3aTEM BBIYUCISIIH
cpenHee apudmeTnyeckoe A KakJoW ormdOaroiieid ¥ MHTEPHpPEeTUPOBAIM UX Kak
CpEIHEE CHUCTOJIMYECKOE U CPEIHEE OUAcToJnYecKkoe aasieHue. OKa3anoch, YTO 3TU
BEJIMYMHBI B YCIIOBHUSX KOHTPOJIMPYEMOW 4YacCTOThl IBIXaHHWS U IIPU COXPAHECHHUH
OCTQJIbHBIX IIAPAMETPOB MOJEIM HEU3MEHHBIMH, TO €CThb COOTBETCTBYIOIINMHU
CIIOHTAHHOMY JBbIXaHHWIO, NMPAKTHYECKH HE H3MEHSIOTCSI C M3MEHEHHUEM 4YaCTOTHI
neixanus (Pucynok 111.1.3). A ux 3HaueHHWs TpU 3TOM HAXOATCA B Mpeaesiax

(hU3HOTIOTUYECKON HOPMBI.
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Pucynok I11.1.2. Ammutynno-uactotHeie ciekTpsl BCP mpu pasnuunbix yacToTax
(fo) KoHTpOIMUpPYeMoTo abixaHus (4), ¥ UX MaKCUMaJlbHbIC 3HaUCHUS (b)), ITOTy4YeHHbIC

JUISl ODUTUHAJIBHBIX (HEM3MEHEHHBIX ) 3HAUCHUI apaMeTPOB MOJICIIH.

Takum oOpaszom, Mpu 3HAYCHUSX MapaMEeTPOB HEPBHOM pETyNSIUU, KOTOPHIC
COOTBETCTBYIOT CIOHTAaHHOMY (€CTECTBEHHOMY) JbIXaHUIO, KOJIOKOJ00Opa3Has
3aBucuMocTh BCP oT uactoThl apixanus He Habmonaercs. [Ipu stom ammmutyna BCP
C YMEHBIICHUEM YaCTOThI JIBIXaHUSI MOHOTOHHO yBelWuuBaeTcs, a 3HaueHus CAJl

OCTAarTCsA HCU3MCHHBIMM.
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Pucynoxk 111.1.3. CAJ] nyist koHTposupyemMoro abixanus. JlaHHbIE TIOMyYEHBI B XOJ€

YHUCJICHHOI'O 3KCIICPUMCHTA OJISI OpUT'HHAJIBHBIX 3HAUYCHUM [mapamMcTpOB MOJICIIH.

CornacHo cHenaHHOMY paHee MPEAIONIOKEHHUIO, €CIIM TNPU «CO3HATEIbHO-
BOJICBOM» KOHTPOJIE YACTOTHI AbIXaHUsI KO PUIIMEHTHI Nepeadyn CUTHAIOB 1Mo OeTa-
CUMITATUYECKOMY U MapacUMIIATUYECKOMY MYyTSAM 3aBUCST OT 3TON 4acTOThI, TO MPU
ONTUMAJIBHOM T10/100pe KOA((PUIIMEHTOB Mepeaadyd MOXKHO OKUJATh (HOPMUPOBAHMUS
KOJIOK0JI00Opa3Ho# 3aBucuMocTu mojenupyemoit BCP ot wactorer aprxanus. s
BBISIBJICHUSI 3aBUCUMOCTH KO3(P(HUIIMEHTOB NEepeayll CUTHAJIOB M0 CUMITATHYECKOMY
Y MIapacUMMaTHYECKOMY MYTSIM OT YaCTOTHI IBIXaHUS IPUMEM BO BHUMAaHHUE TOT (DaKT,
YTO XapakTepHbIM MUK 3aBUCUMOCTH BCP OT 4acTOThl ObIXaHUS MPUXOJIUTCS Ha
gacToTy 0.1 I'n. CnegoBaTenpHO, yUUTHIBAsI MOHOTOHHBIN XapakTep KpuBor BCP s
city4asi ucxoHbIX mapametrpoB mojaenu (Pucynoxk 111.1.25), MOXHO MpeanoNoXuTh,
YTO CTENEHb YYaCTUsI CUMIIATHYECKOTO M MapacUMIIATUUYECKOTO MyTeW 3aBUCUT OT
ATOM YaCTOTHI TAKUM 00pPa30M, YTO TIpH CHIKEHUU 4acToThl 70 0.1 T'i 3aBUCHMOCTD
MpeHeOpeKMMO Majla, a TpU JATbHEHWIIEM YMEHBIICHHWH YacTOThl OHAa PE3KO
Bo3pacTaeT. UTOObl BBISICHUTH, HACKOJBKO CHUJIBHOW JOJDKHA OBITh 3aBUCHUMOCTH
K02 PUITMEHTOB Mepeayr OT YacTOThI JbIXaHus Npu cHkeHun e€ Himwke 0.1 T,

o HalaeHsl 3aBucUMOCcTd UCC oT k03PhUIMEHTOB Mepeaaud CUMIIATHYEeCKOU
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peryssiuuy (Sg) TpU pasIMYHOM BIMSHAN MAPACUMIIATHICCKON Perysisiuuu (S,) s

penkoro aeixanus (f;, = 0.03 I'm).

Ha pucynke 111.1.4 MoHO BUIETh, 4YTO Ha BJIoXe MakcuMalibHbIe 3HaueHust YCC
UMEIOT TPHOJU3UTEIILHO OJWHAKOBBIC 3HAYCHHS IMPU Pa3IMUHBIX KO3 (HIIMEHTaX
nepeaaud  MapacUMIIATHUECKOW AaKTUBHOCTH TSI BCero Habopa 3aJaHHBIX
K03 (DHUIMEHTOB Tepeavyn [J-CHMITAaTUYECKONM aKTHMBHOCTH, TOTJa KaK Ha BBIJIOXEC
MuHuManbHble 3HadeHus UYCC uMEIT BBIPAXEHHYI) 3aBHCHMOCTh OT JTHX
ko3 unuerToB. [Ipu atom mpu 100% ko3 durirnenTe nepegavn napacuMIIaTHICCKON

perymiunn - (S, =100%)  Habmomaercs — HamOONbIIAA — PA3HOCTH — MEKIY
MaKCHMalbHbIMU U MHUHUMabHbIME 3HadeHusMd YCC ms Beex S;. Ecmum ke
K02 GHIMEHT epeadn S, CHIKATh (YBEIMYMBATH BIHSHIE HA TAPACHMIIATHYECKYO

pCFYHHHI/IIO), TO PA3HOCTb MCKAY MAKCHUMAJIbHBIMHU WU MHUHHUMAJIBbHBIMHU 3HAYCHUAMHA

HUCC nust 3amamHoro S; cHmkaercs. Takke 5Ta PasHOCTb CHIKACTCS U TIPH

YMEHbBLICHHH KO3 puirenTa nepexadu S;.

—a—  S,=100%, min
— -m— S~100%, max
—@—  S5,=50%, min
— #— S5.=50%, max

220 —— —&— S,725%, min
— @ — 5.,725%, max szo_ 03 ru
200 A e S,510%, min
— % —  S5,710%, max /23
180 - e S.=5%, min 27T
— gy — 5;=5%, max ¥
- 160 { -
s
S 140 |
O 120 -
O
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80
40 . . . , .
0 20 40 60 80 100 120
S, %
Pucynox I11.1.4. 3aBucumoctn UCC ot 3HaueHWil koddduiiueHta mnepemaadnd [3-

CHMIIATHYIECKON aKTUBHOCTH (S;) TpPH PasiWYHBIX KOI(HUIMEHTaX Mepenadu

napacumnaruieckod  (S;) akTMBHOCTH. CIUIONIHBIMH  JIMHUSMU  TIOKa3aHbI
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MHWHHMAJIBHBIC 3HA4YCHUA qCC, IIYHKTUPHBIMH — MaKCHUMaJIbHBIC. fb — Y4acCToTa

JAbIXaHHWA.

Hcxonms W3  BBINIECKA3aHHOTO  TOHSTHO, YTO IS (opMupoBaHUS
KOJIOKOJI000pa3HOH 3aBUCUMOCTH BeIMUUHBI BCP OT 4acTOTHI IbIXaHUs HEOOXOAMMO
JaCTOTHO-3aBHUCHUMBIM ~ 00pa3oM  CHWXaTh  KOXG(GUIMEHT  Tepeaadyd 1o
napacuMmiarudeckomy u PB-cummarudyeckomy myTsam peryisimuun YCC u BCP npu
npixanuu ¢ yactotod Huxke 0.1 I'm, a mpu vactotax npixanus Beime 0.1 I'n atm
KO3 GULIMEHTHI TepeIaun JOMAKHBI BBIXOJUTh HA IJIATO C BEJIMYUHOW, OJU3KOU K
equaune. Crnenys 3ToMy moaxoay, Uil (GOPMHUPOBAHHUS KOJOKOJI00Opa3HOM
3aBrucuMOCTH BCP 0T yacTOThI IbIXaHus ObUIH 1O100paHbl KO3 GUIIMEHTHI Iepe1aun
Mo Mapa- U OeTa-CUMIIATUUYECKOMY IYTSAM PETyJSLUU, KOTOPhIE MPEJICTABICHBI Ha

pucyske I11.1.5.
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Pucynox 111.1.5. 3aBucuMocTsh K03()GUIMEHTOB IEpENaIn NapacUMIIATUIECKOTO (S )
u Oera-cummarmieckoro (S;) myreit perymsiuun YCC OT 9acTOTHI JbIXaHHMSL.

Benuuunbl npeactaBisioT co00i MPOIIEHTHOE OTHOIICHUE WU3MEHEHHON aMIUTUTYIbI
curHajga (MHTEHCUBHOCTH HEPBHBIX MMIYJBCOB), TMepefarmmuxcs 1o Oerta-
CUMITATUYECKOMY U IMAPACUMIIATUYECKOMY MY TSAM, BBIPAKEHHBIX B €IMHUIAX YACTOTHI
(cnaiikoB B cekyHay) k HeusMeHEHHOUN. 100% — opurumHaabHBI HEM3MEHEHHBIN

CHUTHAJI.
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AUYC BCP pns takux xko3hdUIMEHTOB Nepeiayu MpeCcTaBiIeHbl HA PUCYHKE
I11.1.6 cnea. CnpaBa, 11 CpaBHEHUS, NPE/ICTABICHBI SKCIIEPUMEHTANIbHBIE TAHHBIE.
MoxxHO BHUAETb, YTO KAueCTBEHHO (OPMBI KPUBBIX [UISI MOJENIBHBIX U
AKCIIEPUMEHTAJILHBIX JaHHBIX XOPOIIO COTJIAacyloTcs MEXIy coboi. B uactHoCTH,
pPacnoJIOKEHUE MUKOB M HMX KOJMYECTBO B CIy4ae MOJEIU TAaKOE K€, KaK U y
AKCIIEpUMEHTAJbHBIX KpuBbIX. Ecnum mocmotrpers Ha muku AYC nmms moxaenu, ToO
BUJIHO, YTO HMX 3HAYECHUS MNPUXOAATCA HA YACTOTHI, COBHAAAIOLINE C YaCTOTAMHU
IbIXaHUS JJI pPacCMaTpPUBAEMbIX KPHUBBIX. OJTO TOBOPUT O TOM, YTO MOJEIb
Bocpou3BoauT peHoMeH PCA nake npu 4acTOTHO-3aBUCUMOMN MapacUMIIATUYECKOM
U 0eTa-CUMIaTUYECKON aKTUBHOCTH.

Makcumanbnbie 3HaueHnss AUC monennpyeMbIX AaHHBIX, KOTOPBIE SABISIOTCS
ammutygamu BCP 11151 cOOTBETCTBYIOIIMX YaCTOT ABIXaHUSI, XOPOIIO YKJIAIbIBAIOTCS
Ha KoJiokojooOpa3Hyro kpuByr (Pucynox II1.1.7), xapaktepHyio s peajibHBIX

CI)I/I3I/IOJ'IOFI/I‘I€CKI/IX OKCIICPUMCHTOB. IIux Takoi 3aBUCHMMOCTH, KaK W B PCAJIbHBIX

OKCIICPUMCHTAJIbHBIX JAHHBIX, IIPUXOAUTCA Ha 4aCTOTY AbIXaHUA fb =0.1 FIJ;.
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Pucynoxk 111.1.6. AmmutynHo-yactoTHble criekTpbl BCP nipu pa3nnysbix yactorax (
f.) xomtpommpyemoro npixamus. CreBa — JaHHBIE MOJENM, HOJy4eHHBIE IS

YaCTOTHO-3aBUCUMON NapacuMIaTU4YecKoil u 6era-cumnaTtudeckout perymsuu YCC.

CrpaBa — dKCIIepHUMEHTaIbHBIC JaHHbIC, B3sAThIe U3 (Krasnikov, et al. 2013).

Kak Benér cedss CA/l nmpu 4acTOTHO-3aBUCHMOM MapacuMIaTU4YeCKoil 1 Oera-
CUMIATHYECKON aKTUBHOCTH BUAHO 3 pucyHka I11.1.8, roe, kak U B OTCyTCTBHE
3aBUCHUMOCTH OT YacTOTbl KOA(Q(UIMEHTOB Iepeaud, IPeACTaBICHbl CpPEAHUE
3HAYEHUs] CUCTOJIMYECKOTO U TNACTOJINYECKOro JaBieHni. Eciu npeHedpeys ciiadbiM
CHI)KEHHEM CPEJHET0 CHUCTOJIMYECKOIO JIaBJICHUS B 00JaCTU PEAKOTO JbIXaHUs, TO B
nenoM 3HadeHuss CAJl mpakTHYecKu HE M3MEHSIOTCS IPU MU3MEHEHUU aKTHMBHOCTH

YIPaABIAIOIMNUX CUTHAJIOB U OCTAIOTCS B ITPCACIax (1)H3HOJ'IOFPI‘-I€CKOI>1 HOPMBI.
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Pucynox I11.1.7. Makcumanbubie 3HaueHHs criekTpoB BCP 1u1st pa3nnyuHbIX 3HAaUCHHIMA
yactoTsel f, KoHTponupyemoro apixanus. JJaHHBIE TOTYYeHbI AJs CTydas YacTOTHO-

3aBUCUMOM mapa- u 6era-cumnatuyeckoi perysiuu YCC.

Pe3ynbrarel MOAENBHBIX KCIEPUMEHTOB, MPEICTABICHHBIE B HCCIIEI0BAHUM,
OBUIN MOJIyYEHBI JJIS CITydasi KOHTPOJUPYEMOM YaCTOTHI JIbIXaHUS, IPU ITOM Ha 00BEM
n€rkux W Ha (GOpMY KpUBOW BEHTWIAIMHM JIETKMX HUKAKAX OTpPaHUYCHHA HE
HaKJIaJIbIBAJIOCh. MI3MeHeHHEe 00béMa M BEHTHWIISLMHN JETKUX OMUCHIBAJIOCH TEMH KE
YpaBHEHUSIMU, YTO U TIPU CBOOOJIHOM €CTECTBEHHOM JbIxaHuu. Kak ObLIO CKa3zaHO

BBIIIE, A€ B CIIy4ya€ KOHTPOJISI TOJbKO 4acTOThl JbixaHuss BCP 3aBucuT oT 3TOM
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4acTOThl TaKUM JK€ 00pa3oM, Kak 3TO IMPOUCXOAUT M B ciydae Oosee IOJIHOIo
KOHTPOJIAA, [JI€ TIOMUMO YaCTOTHI JbIXaHHsI KOHTPOJIUPYETCA U 00BEM JNETKUX, U hopMa
DKCKYPCHUU I'PYJHOM KIIETKH.

Ba)XxHO OTMETUTB, UTO, HECMOTPS Ha XOPOIlIee KAUECTBEHHOE CXOACTBO JaHHbIX,
IIOJYYEHHBIX IPU  MOJCIMPOBAHWH, C  DKCIIEPUMEHTAIBHBIMHU  KPHUBBIMU,
KOJINYECTBEHHOE PA3/INUnE MEXIAYy HUMH, TEM HE MEHEE, OKa3aJ0Ch 3HAYUTEIbHBIM

(Pucynok |11.1.6). Hampumep, i MakCUMaJbHOIO IMHKAa MPHA YacTOTE JbIXaHHS
f, =0.1 'y Benuunna >¢pdexTa Gosee yeM B 2 paza HIXKE, YEM B IKCIIEPUMEHTATBHBIX

naHHBIX. OgHUM U3 OOBSICHEHHM TAKOTO Pa3IMUds MOXKET OBITh TO, YTO B ClIydae
MOJICNId Ha aMIUIMTYIy W3MEHEHUsI o0b&Ma JIETKHUX, ONpEeAesIIeMyl0 Kak pa3HHUIIA
o0béMa NErkux (Bo3ayxa) Ha BAOXE (MakCHUMallbHOE 3HA4YE€HHE) M 00BbEMa JETKUX
(Bo3myxa) Ha BbIAOXE (MHUHUMAJIbHOE 3HAYCHUE), HE HAKJIQJbIBAIOCH KaKUX-JIMOO
OTpaHUYCHHI, B TO BpEMsI KaK KCIIEPUMEHTAIbHBIC TAHHbBIE, C KOTOPBIMH ITPOBOIUTCS
CpaBHEHHE, ObUIM TOJY4YEHBbI 71 (PUKCUPOBAHHOIO OOBEMa, 3HAYCHUE KOTOPOIO
3aaBasioch kak 40% ot xU3HEHHOH éMKocTH NErknx ucnbityeMbix (Krasnikov, et al.
2013). Kak u3BecTHO, MMEHHO OOBEM JIETKUX SBISCTCS CIIE€ OTHUM (HAKTOPOM,
onpenerssrouM crenedb PCA wnmn Benmuuny BCP. D10 mpoucxoauTt kak 3a CUET
pedaekcu CHUTHaIOB C PEHENTOPOB PACTSHKEHUs JIETKWX, TaKk M 3a Cuér

npucachiBaroiell GyHKINU JETKUX, U3MEHSIONIEH JaBJIeHUE B HIDKHEH MOJI0i BEHE.
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fw Iy
Pucynox [11.1.8. Mogenupyemoe CAJl mjisi KOHTpOIMpPYyEMOTo JbixaHus. [laHHBIE
MOJICNTA TIOYYCHBI ISl Cydas 9acTOTHO-3aBHCHMOW Tapa- M OeTa-CUMIaTHIECKOM

peryisanuu YCC.

[IpoBenéHHBIE YMCIIEHHBIE UCCIENIOBAHMS MOKA3aJId, YTO KOJOKOJIOOOpa3Has
3aBrucuMOcTh BCP 0T KOHTposIMpyeMO# 4acTOTHI IbIXaHUSI MOXKET ObITh OJTyUYeHa IPU
YaCTOTHO-3aBUCUMOM  HM3MEHEHHH  KO3(P(QUUMEHTOB  TMEpeAauyd  CHUTHAJOB,
yopasisitonux padotoir CCC co CTOPOHBI CHCTEMBI BET€TaTUBHOTO KOHTpoJs. [Ipu
ATOM B JJaHHOW paboTe ObLT PACCMOTPEH TOJIBKO OJIMH CIy4Yall — YaCTOTHO-3aBUCHUMAs
napacumnatuyeckas u Oerta-cumnatuueckas perymsinus YCC. 3ameyarenbHbIM
OKa3aJIoOCh TO, 4YTO IPU TAaKOW PEryJsLMH HE TOJBKO YAAIOCh BOCIHPOM3BECTH
K0JI0K0J1000pa3Hbii B (heHoMeHna PCA nipu (pUKCUPOBaHHBIX YACTOTAX JIBIXAHMS, HO
U yepKaTh FeMOJMHAMUYECKHE XapaKTEPUCTUKHU MOJIENH, 0 KpaiiHel mepe, CA/l, B
pamKax auana3zoHa (pU3MoJIOTHYECKOH HOPMBI.

['MnoreTnyeckd YacCTOTHAs 3aBUCUMOCTb KOA(D@PUIIMEHTOB IMepedauyu IpH
«CO3HATEIbHO-BOJIEBOM»  YINPABICHUU PECHUPATOPHBIM PUTMOM MOXET OBbITh
00yCJIOBJIEHa YaCTOTHOM 3aBHUCUMOCTBbIO CHUTHANAa, (DOPMHUPYEMOTO JAbIXaTEIbHBIM
LIEHTPOM Ha OCHOBE MH(POPMAILIMK OT XEMOPELIENTOPOB. B aBTOHOMHOM peKuMe 3TOT

CUTHAJI OIIPCACIICT YaCTOTY AbIXaHUA B 3aBUCHMMOCTH OT I'a30BOI0 COCTaBa KPOBH,
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urpas poiab PBP. OxaswiBaercsa, uto ammutyaa PBP cymectBeHHbiM oOpazom
3aBHCHUT OT YaCTOTHI KOHTpoaupyemoro asixanus (Pucynox 111.1.9A). Ecnu moctpouts
3aBHCHUMOCTH KOX(PQUIIMEHTOB TMEpeAayd CUTHAJIOB OETa-CHUMIIATUYECKOTO H
napacumnaTtudeckoro nyteit perymsauuun YCC ot ammutyast PBP, To onu Oyayt
BBITTISIZICTh Tak, Kak TMoka3zano Ha pucynke I11.1.9b. DOtu 3aBucumocTu
anIpOKCUMUPOBAINCh METOJOM HAauMMEHbIIMX KBaApaTtoB. B pesynpraTe ObLIA

I[MoJydcCHa CiIcayromas 3aKOHOMCPHOCTD:

S_ .
S, (ARD) =Sini + e =, (11.1.2)
1+(Ap /&)
rae A, — pecrupaTopHsiii Bogutens putMa, | = P, . 3HaueHus mapamerpos Spini
Snexi» & M Y; npusenensl B tabuie 11.1.1.
Tabmuua 111.1.1. 3nHaueHus mnapaMeTpoB  aNMpOKCUMAIUM  3aBHUCHUMOCTEH

KOO(Q(UIMEHTOB Tiepeiayi CHUTHAIOB 110 TapacuMmmatuyeckomy (S,) u Oera-

CUMIIATUYECKOMY (SB) nyTsaMm peryisinun YCC ot ammutyasl PBP

i Smin,i Smax,i 8 , /¢ ¥i
1.27 99.05 0.011 2.69
18.94 82.86 0.012 1.45
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Pucynok 111.1.9. 3aBucumMocTh aMIIMTyABI pecnupatopHoro Boautens purma (PBP)
OT 4acTOThl JbixaHus (A). 3aBUCUMOCTh KOA(DPHUIIMEHTOB Tepeaadyd CUTHAJIOB I10

napa- (S,) u Oera- (S;) cumnaruueckomy myTsim ot PBP (b). Ha puc. b ock abenmce

B3siTa B JIOrapu(pMUYECKOM MaciiTabe.

Takum o0pa3oM, B YCIOBUSX HaNpPsSKEHHBIX HECTAIMOHAPHBIX PEKHMOB
JbIXaHUsSI W3MEHEHHWE AKTUBHOCTHM BEr€TaTUBHOTO KOHTPOJISI MOXKET MPUBOIAUTH K
KOJI0K0JI000pa3Hoi 3aBucuMocTd BCP OT M3MeHeHUs KOHTPOIMPYEMOM YacTOTHI
JbIXaHUs ¢ TMUKOM Ha 4actoTe, paBHoM 0.1 I'm. Camo u3MEHEHHWE AKTUBHOCTU
BET€TaTUBHOI'O KOHTPOJSI JUHAMUYECKUM OOpa3OM CBSI3aHO C YaCTOTOM JbIXaHHS
yepe3 aMIUIUTYIy PECIUPATOPHOTO BOAMUTEINSI pUTMA, YTO TOBOPUT O JUHAMHYECKOMN

peryisiuu BCP npu u3MeHEeHHMHM YacTOThl JAbIXaHus. B3anMoCBs3b MapaMeTpoB

137



BETCTATHUBHOI'O KOHTPOJIA C aMHHHTYHOﬁ pECIIUPATOPHOIO BOAUTCIIA pUTMA HOCUT

0OpaTHBIN CTETIEHHOM 3aKOH.

111.1.2 Mooenuposanue HUZKOYACMOMHBLIX KONE0AHUII  KPOBOMOKA 6

Mukpouupkynamopuom pyciae (MIIP) npu cmoxacmuueckux 6030eiucmeusix

Komebanust ¢ gacTtoramu, JIeKAIMUMH HIOKe 4dacToThl abixanus (0.25 I'm),
IOPUHATO CYUTATh HU3KOYACTOTHBIMU. [Ipobrnema popmupoBaHus Takux KojeOaHU
kak B CCC uyenoBeka B 1enom, Tak 1 B MIIP B yacTHOCTH, 10 cUX TOp OCTaeTcs He
pemieHHOW. CyIlIeCTBYIOMIME MPEACTABICHUS O JOKAIbHBIX MEXaHU3MaX PEryJisiiiu
kpoBoToka B MIIP (Stefanovska et al., 1999) He naroT sicHOro oTBeTa Ha BOIPOC O POJIH
CaMoOro COCYJIMCTOTO pyclla Kak T'MIPOJUHAMUYECKOW CHUCTEMBI, B (POPMUPOBAHUU
HU3KOYACTOTHBIX KoJieOaHui. [lomyyeHHbIe S5KCIIEpUMEHTANIbHBIE TAHHBIE O HATUYUH
BBICOKOH  (pa30BOM KOTEPEHTHOCTHM MEXKAY HHM3KOYACTOTHBIMU KOJEOAHUAMU
(HIOTENHAIBHBIMU, HEUPOr€HHBIMA, MHUOIE€HHBIMH) KOXXHOM mnepdy3un Ha
KOHTpajlaTepalbHBIX yuacTkax koxku (Tankanag et al., 2014; Taunkanar u ap., 2017)
IpENIoiaraloT CyLIECTBOBAHUE IIEHTPAIbHOIO MEXaHHW3Ma peryssiluu KOXKHOU
nepdy3un B 00s1acTh HU3KUX 4acTOT. C MOMOLIBI0 MaTEMAaTUYECKOW MOJEIN ObLIO
II0OKa3aHO, YTO B KA4ECTBE TAKOI'O0 MEXAHM3Ma MOJKET BBICTYIIATh CAMO COCYIHUCTOE
pyclio, Kak 3aMKHyTas TUAPOAMHAMUYECKas CHUCTEMa, KOTOpas OCYLIECTBIISIET
IMHAMHYECKYIO CBS3b MEXIY CEpICYHBIM BBIOPOCOM M MHKPOIUPKYISATOPHBIM
KPOBOTOKOM HE TOJIKO B JIMalla30HE 4acTOT KapAHO- pUTMa, HO U B oOsactu Oosee

HHU3KHX 9aCTOT.

111.1.2.1 Mooenv  cepoeuno-cocyoucmozo  pycia — uelogeka - C - y4yemom

nepughepuneckoi MUKpoOyupKyIayul

Matemartuueckast MoJienb Oblila pa3paboTaHa HA OCHOBE TMAPOJIMHAMUYECKOTO
AHAJIOra TEYEHUs HBIOTOHOBCKOW >KUIKOCTH 4Y€pe3 3aMKHYTBIM KOHTYD CBSI3aHHBIX
AIACTUYHBIX pe3epByapoB. Mojenb onmuchiBaeT 4-X KaMepHOE Cepille, CUCTEMHBIN

(GombIION) 1 JIerouHbIi (Masbiil) Kpyru kpoBoooOpaienus (Pucynok I111.1.10). Uetsipe
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KaMephI Cep/illa COOTBETCTBYIOT JICBOMY M MPABOMY MPEICEPAUsIM, a TAKXKE JIEBOMY U
npaBomy >kenyaoukaMm. OcTallbHbIE COCYJIUCTBIE pe3epByaphbl MPEACTABISAIOT COOOM:
JETOYHYI0 W CHCTEMHYIO apTepHH; JIETOYHYIO W CHCTEMHYIO TepuQepruecKue
apTepuH; JIETOYHYIO U CUCTEMHYIO Mepr(epUIECKUe BEHBI; CUCTEMHBIN 0000IIIEHHBIHA
cocymucteiii pesepByap (OCP), Bxmrowaromuii B ceOsi BCE COCYbl, KOTOPHIE HE

OMUCKIBAIOTCS IBHBIM 0Opazom; MIIP.

‘ Ppuu’,} ’ Cpuu’,Rpmlﬂ P‘um‘f‘ 2 Cpm“,R

pua

C

pua ? " pua

Pucynox 111.1.10. Cxema MoaenupyemMoro cepaedHO-COCYUCTOTO pyciia YeIOBeKa.
ra, rv, la, lv — npaBoe mpeacepare M KETyI0UYCK, a TAKXKE JIEBOE MPEICEpAne U
KEIYJOUYEK COOTBETCTBEHHO. Py, C,,, R,, — NaBieHue, 3J1aCTUIHOCTD U CONPOTUBJICHUE
-T0 COCYIMCTOTO pe3epByapa. OOO3HAUCHHS PE3epBYyapoOB: pua — MyJbMOHAJIbHAsS
00001IEeHHas apTepus, pUad, — apTepHalbHas 4acTh MyJIbMOHAILHON 0000ILEHHON
nepud)epum, puv, — BEHO3Has YacTh MyJIbMOHAILHON 00001eHHON nepudepun, sa —
cucTeMHas 00001IEeHHas apTepus, Sa, — apTepuanbHas 4actb cucremnoro OCP, sa,,
— apTepualibHasg 4acTh CUCTEMHOUN 0000IIeHHON Tiepudepuu, Sd,,, — apTepuaibHas

4acTh cucremuoro MIIP, svy,,, — BeHo3Hast yacTh cucteMHoro MIIP, sv, — BeHO3Has
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4acTh CUCTEMHOM 0000LIEHHOM nepudepun, SV, — BeHO3Has Yacth cuctemuoro OCP.

CTpeJIKaMI/I IMIOKAa3aHO HAIIPAaBJICHUC IBUKCHUS KPOBH.

1.1.2.1.1  Cepoye.

JIeBoe u mpaBoC Ipcaccpaunsa ABJLIOTCA IIACCMBHBIMH, a JICBBIA U HpaBLIﬁ
KCIIYAOYKHN — QAKTUBHBIMH J3JICMCHTAMH, BBIIIOJIHAIOOIMMU HACOCHYIO q)YHKI_II/IIO
3aBUCHUMOCTh MTHOBEHHOTO JaBJICHUS KPOBHU B JKCIIYIOYKAX OT BPCMCHU OIIUCBIBACTCS

hopmyIoii:

P (t) = Prax, iv(t) (1 - kR,ino,iv(t))’ i=1r, (111.1.2)
IJIc CUMBOJI [ B MHIeKcax o0o3HavaeT jieBblit (I = [) u npaBsiii (i = 1) OTAEIBI cepalia,
COCTaBHOM MHJEKC (v 0003HAaYaeT -i )KeNmy104eK, K ;;, — KOHCTaHTa, ONPEIEIIAIoIas
u3BecTHbIN 3ddext (Shroff, et al. 1985) cHmwkeHHsI MTHOBEHHOT'O JaBJICHHS 3a CUCT
BBLIXOJIAIIETO U3 i-T0 XKENIyI04Ka II0TOKAa KPOBH Q, ;,,. I30MeTprueckoe naBieHue i-ro
KEMymouka Ppg, ;, CBA3aHO € M3MEHEHHMEM o00beMa V; 5Toro xemynodka

COOTHOIICHUCM:

Pmax, iv(t) = (p(t)Emax, iv(Viv(t) - Vu,iv)'l'»

111.1.3
+(1— () Pogo (41 0i) — 1), )

rac

. T T.
sin? [ u(t)], 0<u<->=2,
Toys T

@(t) =

T,
0, S;’S<usl,

u(t) = frac [ftto % + u(to)] :
3nech Ep gy iy — KECTKOCTB CTEHOK -T'0 JKeMy104Ka, V,, ; Vy, ; — HEBO3MyIIIEHHBIN 00beM
i-ro xemynouka, Py, Kpj, — KOHCTaHTBI, ONPEAEIAIONIME JHACTOIUYECKOE
paccnabnenue i-ro kemynouka, T, Ts,s — TEPUOJ CEPAEYHOrO ILMUKIA U MEPHOL
CHCTOJIBI COOTBETCTBEHHO. [Ipeamnosaraercs, uro B moaenu T, Tsy s — KOHCTAHTBI, YTO

IIO3BOJCT HCCIICAOBATHL POJIb  TOJIBKO THAPOAHMHAMHYCCKHX  XAPAKTCPUCTUK

140



COCYIUCTOr0 pyciia B (OPMHUPOBAHMM HHU3KOYACTOTHBIX KOMIIOHEHT KoOJieOaHui
KPOBOTOKA.
Bxogsamue Qi M BBIXOAAIME (), TOTOKM KPOBU JJIs KEIYJOYKOB

OTUCHIBAIOTCS (hOPMYJIaMU:

0, Piq < Py
Qin,iv = Pi:;?_i:iv, P, > P,

0, Prax.iv < Pua ’ o =S, pu, (111.1.4)
Qo’iv B Pm%:,_ﬂm’ Pmax, iv > Paa

IJIc CHMBOJ 0 B MHJEKCAax 0003HAYaeT CHCTEMHBIH (0L = S) M JICTOYHBIH (00 = pu)
Kpyrd KpoBooOpallleH!s, COCTaBHOW MHACKC i@ 0003HayaeT i-e mpeacepaue, P, —
JaBJICHUE KPOBH B [ -OM HIpeJicepiuu, P, , — naBneHue KpoBu B 0000IIEHHOHN apTepun
0-r0  Kpyra KpoBooOpameHus, R;; — 53(pQeKTUBHOE T'MIPOJIUHAMHYECKOE
conporusienue (OI'C) i-ro npencepaus, Ry, = kg i, Py iy — THAPOJMHAMHYECKOE
CONPOTHUBJIEHUE [-TO KEIYJI0YKa, KOTOPOE IMPONOPLUOHAIBHO H30METPUUECKOMY
NABJICHUIO KEJIyAOouKa. 31ech W janee npeamnoaraercs, yto OI'C He 3aBucAT OT
IFEMAaTOKPUTA U SIBIISFOTCSA KOHCTAHTAaMU ISl BCEX PE3EPBYapOB COCYAUCTOTO pycCia 3a
HCKIIIOYEHUEM JKEIIyZOYKOB. BXoasmue U BBIXOIAIINAE ITOTOKA KPOBU OIPENEIISAIOT

u3MeHeHne oobema KpoBu V;y, () B JKeNlym04Kax COrJIaCHO YPaBHEHHUIO:

dViv(t)
“dar = Qin,iv - Qo,iv- (”I-l-5)

Jlanee, u3 >KeIyJA0YKOB KPOBb BHIOPACHIBACTCS B apTEPUU COOTBETCTBYIOIIUX

KpPYTOB KpOBOOOpAIICHHUSI.

111.1.2.1.2 Cucmemuuiti kpy2 Kpo080OODAUICHUA.

Jliis cuctemHol aprepun OToK Qg (t), 00bem V, (t) u maBaenue P, (t) KpoBH

OIIMCBIBAIOTCA YPABHCHUAMMU:

dQsa(t) 1
“ar = E (Psa(t) - Psap (t) - RsaQsa(t)> ’

_dV;at(t) = Qo,lv(t) — Qsa(t), P(t) = Zla (Vsa(t) - Vu,sa)'

(111.1.6)
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3nech Ly, — MHEPLIMOHHOCTD IOTOKA B CUCTEMHOMW apTepu, Rgy, Csq, Vi sq — OT'C,
AIACTUYHOCTh U HEBO3MYIIEHHBIA 00bEM CUCTEMHOM apTepUH COOTBETCTBEHHO, Psap
— JIaBJIEHUE KPOBU B CUCTEMHOMN Mepr(PepruIecKoil apTepuu.

Cucremnas mnepudepudeckas aprepusi pazzaensercs Ha cocyasl MIIP,
MOJICTUPYIONIUE COCYAUCTOE PYCIO HEOONBIIOTO (HECKOIBKO  KBaJPATHBIX
MUJUIUMETPOB) yuyacTka koxku, 1 Ha OCP. YpaBHeHUs, ONHUCHIBAIONINE U3MEHEHUE

o0beMa OTBETBJICHUS CUCTEMHOM nepudepudeckon aprepun Ha MIP Vsap (t), o6BeMa
aprepuanbHoii 4vactu OCP Vsag (t) w naBieHus P (t) xXpoBH B CHCTEMHOI

nepudepruiecKoil apTepuu UMEIOT BUI:

dVsq Pga, (£)=Psp, () Psq, (t)=Pggp, (t)
pg P g p mv
— = — = Qs (t) — - ,
sa Rsag Rsap
sap (t) = Csappsap (t) + Vu,sap: (”I-l-7)
Vsag (t) = Csagpsap (t) + Vu,sagr
1
Psap (t) = ﬁ( sapg(t) usap Vu,sag) .
Sap Sag

3nech Rsap, Csap, Vu,sap,Rsag, Csag, Vu,sag—STC, 3JIACTUYHOCTH U HEBO3MYILICHHBIN
o0beM OTBETBIEHUS CUCTEMHON mnepudepuyeckoir aprepun Ha MIP, 3OI'C,

AJIACTUYHOCTh ¥ HEBO3MYIIEHHBII 00beM aprepuansHoi yactu OCP a Psvg» Psla I
naBiieHre KpoBu B BeHO3HOW yactu OCP u B MIIP Ha mepBoM ypOBHE BETBIICHHS
COOTBETCTBEHHO.

Mopnens MIIP nipeacrasisieT co00i TpeBOBUAHYIO CTPYKTYpY ¢ 10-10 ypoBHSIMU
BETBJICHUS B apTepUabHONW 1 10-0 ypOBHSIMU BETBJICHHs B BEHO3HOM 4acTu pycia.
BetBienue cocy10B Ha KaX/JI0M YPOBHE SIBJII€TCS OM(PYpKAIMOHHBIM — OJIMH B J[Ba B
apTepuajbHOM U JBAa B OJWH B BEHO3HOW yacTu. [Ipenmonaras, 4ro cocyabl OJTHOTO
YPOBHSI OIMHAKOBBI IO CBOMM THUIPOAMHAMHUYECKUM XapaKTepUCTHKaM, Oojiee TOro,

yTo B Kaxjaou ydactu MIIP (aprepuanbHON M BEHO3HOM) A3JIaCTUYHOCTH COCYJIOB

oanHakoBbl, MIIP MOXHO onmcaTh clienyronen CHCTEMON YPaBHEHUM:
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avd, ., @® _ 1
T = Qk ! (t) - ZQ;(am,, (t)’ Psamv(t) = (Vslcclm,, (t) - Vul,(sam,,)'

sa
mv Csamv

avdt_ (t) _ 1
T = QUL ()~ 2Q¥a sy (D) Pl () = o (Vi (O = V)
mv

dt Covmp

strllzmv(t) 1
- . = Q;lamv,svmv (t) - Q;lvm,, (t)) Ps"};mv (t) = Vs?im,, (t) - Vur,lsvmv)r (I 1 18)

av, ., (© 1
—m— = 2081 () — K, (©), PE () = (Vk () — V& ),

SV. SV.
dt mv mv Csvmyp
k _pk+1 n _pn k _pk-1
Qk — Psamv PSamv Qn — Psamv PSva Qk — PSva PSva
Samy — REK » ¥sAmy,SVmy — RT » Esvmy — REK
Samy Ssamy SVmy

31ech BEpXHHUI MHAEKC 0003HAYaeT HOMEDP YPOBHS BETBJIEHUS COCYAOB, KOTOPBIH
mmensiercst ot 1 o n, e n=10. Gy, Csp ~ — SMACTHYHOCTD COCY/IOB
apTepuanbHON U BeHo3HOoU yacted MLIP coorBeTcTBenHo. [Ipennonaraercs, uro O1'C

COCyaoB MHP 3aBUCAT OT HOMCpPA BCTBJICHUA COCYI0OB JIMHEHHBIM O6p2130M2

1 n 1 k-1
Rk _ lsamv+(lsamv_lsamv)ﬂ
Samy 1 n 1 k-1\*’
(rsamy + (rsamv _rsamv E)
s (111.1.9)
Uy, (1~ )——
Rk _ mv mv mv/n—1
SVmvy

1 n 1 k=1)*"
rsvmy+(rsvmv_rsvmv n—-1

1 n
)1

1 n 1 n
3nech lsamv SAmy? Tsamy’ Tsamy lsvmv» [

1 n
Uyt Tsvmpr Tsvy, — AWTAHBL U PATIXYCHI HA TEPBOM

U -OM YPOBHSX BETBJICHHS COCYJIOB apTepUaIbHOU (Q,,) U BEHO3HOU (V) YacTH
MILP, n — mapametp, cBsI3aHHBII ¢ 3P(HEKTUBHOI BI3KOCThIO KpoBU. HeBo3MyIIEeHHBIE
o0beMbl cocynoB MIIP Beuucisitorcss depe3 reoMeTpruuecKrue CBOMCTBA COCYJIOB

CJIEAYIOIIUM 00pa3oMm:
V k —_ 1 + n 1 k-1 2
u,samy Uy rsamv (Tsamv rsamv n—-1 X

X (lsamv + (l?amv o lsamv n—l) 4

2
k _ 1 n .1 k-1
Vu,svm,, =7 (rsvmv + (rsvmv TSV n—1) X
k-1
1 n 1
X (lsvmv + (lsvmv lsvmv n—1) ’

N3menenne obObema stp U J1aBJICHUSA Psvp BEHO3HOM YaCTU OTBETBJICHUS

(111.1.10)

cucteMHoi nepudepruueckoii BeHsl Ha MIIP onuceiBaeTcst ypaBHEHUSIMU:
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dVSVp (t) _ 2 Psl'Umv (t)_PSUp (t) PSVp (t)_Pra(t)
dt R}Umv RSVp

1
Psvp (t) =

)

(1.1.11)
c (stp (t) - Vu,svp) .

Svp
3nech R svp; C svp; V. svp OI'C, 51aCTUYHOCTH U HEBO3MYIIICHHBIN 00bEM OTBETBJICHUS

CUCTeMHOU nepudeprueckoit Bensl Ha MIP.

N3menenne oonvema V;,, (t) u nasienus Py, (t) xpoBu B BeHO3HOH yact OCP
) )

3aIUIIeM, WCIOIb3ysl 3aKOH COXPAHECHHS KOJUYECTBA KPOBH BO BCEM CEpACUHO-
COCYIIUCTOM pycCIIe:
— 10 k[yk K
stg (t) - Vtot - Zj V] (t) - Zk:l 2 [Vsamv(t) + stm,, (t)] ’
j = pua, pua,, puvy, sa, sa,, say, svy, la, lv,ra, rv, (11.1.12)

1
Psvg (t) = (stg (t) - Vu,svg) ’

Csvg
rae Vi, — 00beM Beelt kpoBH, C. S,,g,Vu,s,,g — BJIACTUYHOCTh M HEBO3MYIIEHHBIN 00BeM

BeHO3HOM yacT OCP COOTBETCTBEHHO.

Hanee kpoBb u3 BeHo3HOU yactTu OCP u oTBeTBIEHUS NEpUPEPUUECKON BEHbI
Ha MIIP cucteMHoro kpyra KpoBooOpaileHus rorajaet B pasoe npeacepaue. Oobem
V.. (t) n naBnenue P,,(t) KpOBU B MPaBOM IPEACEPAUN OMUCHIBAIOTCS YPABHCHUSAMHU:

AVyq(t) _ Psvg (t)—Prq(t) n Psvp (t)—Prq(t)
dt Rsvg Rsvy

Pra(t) = ala (Vra(t) - Vu,ra)-

- Qin,rv(t);
(111.1.13)

3aech Rsvg — OI'C Benoznoii yactu OCP cucremMHoro kpyra kpoooOpauieHus, C,,,

Vi ra — 2MACTUYHOCTH U HEBO3MYUIECHHBIH 00BEM IPABOTO MPEACEPHS.

111.1.2.1.3  Jlecounsiit kpy2 kpo800OODAUEHUAL.

Jlns nerouyHoi aprepuu MoToK Qpyq (t), 00beM Vyy,(t) u nasnenune By, (t)

KpPOBH OIIMCBIBAKOTCS YPABHCHUAMMU:

dQpualt) 1
pdlf - Lpua (Ppua (t) o Ppuap (t) - Rpanpua(t)> )
AVpya(t) (111.1.14)

dt = Qo,rv (t) - qua (t): Ppua(t) = ;11“1 (Vpua (t) - Vu,pua)-
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31ech Ly q — MHEPIMOHHOCTH IIOTOKA B JIETOYHOM apTepuH, Ryyqr Cpyuar Vipua — I1C,
AIIACTHYHOCTH M HEBO3MYIIICHHBIN 00BhEM JIETOYHON apTEePUH COOTBETCTBEHHO, Ppuap
— JIaBJIGHUE KPOBHU B JIETOUHOI nepuepruuecKoit apTepuu.

VYpaBHEHUs, ONUCHIBAIOIINE WU3MEHEHHE 00beMa JIETOYHOU mnepudepuydeckon

apTepuu Vpuap (t) u naBneHus Boup (t) xpoBH B J€TOUHOM MepU(EPHUUECKOI apTEPHH,

UMEIOT BH/I:
deua (t) Ppua (t)_Ppuv (t)
E— = qua(t) - 5 5 )
dt Rpuap
L (111.1.15)
Poiay () = 5o = (Vouay (©) = Vipu, )
3nech Rpuap, Cpuap, Vu,puap — OI'C, »1acTUYHOCTP M HEBO3MYIIEHHBIH OO0BEM

Jero4YHOU mnepud)epruyecKoil apTepur COOTBETCTBEHHO, Pouv, — ZaBlieHHE KPOBH B

JIErOYHOM nepudepruyeckon BeHe.

YpaBHEHHSI, ONUCHIBAIOLINE H3MEHEHHE 00beMa Vyyy, (t) u naBneHus Pouv, (t)

KpPOBH B JIETOYHOM nepudepruyeckoil BeHe, UMEIOT BUI:

deuvp (t) _ Ppuap (t)_Ppuvp (t) _ Ppuvp (t)_Pla(t)

)

d R ua uv
‘ puap Rpuvy (111.1.16)

1
Pousy ®) = 7 (Vpun, ) = Vipun, ).

4
3neck Ryup,: Cpuvyr Vipuw, — OT'C, 21aCTHYHOCTH M HEBO3MYUICHHBIH 00BEM
JIErOYHOM nepudepuyeckoil BEHHI.

Jlanee KpoBb W3 JIETOYHOM TiepudeprUuecKor BEHBI MOMaJacT B JIEBOE
npeacepaue. I[Ipu stom 06wvem Vy, (t) u naBneaue Py, (t) KpOBH B JICBOM MPEACEPIUH

OITMCBIBAIOTCA YPABHCHUSMMU:

dvia(t) _ Ppuvp(t)_Pla(t) .
dt - Rpuvp Qm,lv (t);

Pla (t) = Cila (Vla (t) - Vu,la)-

(111.1.17)

3neck Cyq, Vi 1q — DTACTUYHOCTD M HEBO3MYILIEHHBII 00BEM JIEBOTO NIPEJCEPIHS.
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111.1.2.2 Memoowi

HapaMeTpmauHﬂ MOICIIN ObL1a IMPOBCIACHA TAKUM 06p330M, YTOOBI BEJIMYNHEI

JABJICHUSA B CEP/IIIE U B COCYTUCTBIX pe3epByapax COOTBETCTBOBAIN (DU3UOIOTUIECKON

Hopme B nokoe (Ta6muma 111.1.2, 111.1.3, Pucynok I11.1.11) npu yactote cepaiieOneHus

1.2 I'n unmm mpumepHo 72 ya/muH. [Ipr 3TOM yIUTBIBAIOCH COOTBETCTBUE MOJICTHLHBIX

3HAYCHUH O0IIero o0beMa KPOBH W yIapHOro oObema (DU3HOIIOTUYECKOH HOpMeE

(Tabmuua 111.1.4). B pesynbrate MOACTUPOBAaHUS IOJyYald 3alMCH OO0BEMHOM

CKOPOCTH U JIaBJICHHS KPOBOTOKA JJIS1 BCEX COCYIUCTBIX pe3epByapoB. UINTEIbHOCTD

3amuceit cocrabisia 600 c. Jlng nanpHeiero ananusa Opainu 00beMHbBIE CKOPOCTU

KpPOBOTOKA B CUCTEMHOU aptepuu U B MIIP.

Ta6mumna 111.1.2. Cpenaue 3HaUYeHHS AaBISHUNA KPOBHU B COCY/1aX.

JlaBrienuie (MM pT. CT.)

Cocyn
®u3. HOpMa Mopnens

Aoprta 100-120

92
MaructpanbHble apTepuu 100-120
Betssimuecs aprepun 80-90
TepMuHalIbHBIE apTEPUU 80-90 o7
ApTepuobl 40-60
Kanumnnspsr 15-25 19
Benybl 12-18
TepMuHaNbHBIE BEHBI 10-12
BeTBsiuecs: BeHbI 5-8 1
BeHo3HbIe KOJIEKTOPBI 3-5
[Tonbie BeHBI 1-3 4

[Ipumeyanue: dKCHEpUMEHTANbHBIC  (HU3UOJIOTUUECKHE

JaHHBIC B34ThI

n3

(http://meduniver.com/Medical/Physiology/357.html, nata o6pamienus: 30.10.2018).

Ta6mumna 111.1.3. /laBienust KpoBH B MOJIOCTAX CepAlIa.
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JlaBrienue (MM pT. CT.)
[TosocTs cepana
®us. Hopma Monenb

[IpaBoe Ipeacepaue:

CHCTOJIA 5-8 4.55

JMacToJjia 0 4.20

[IpaBbIii KEIIYJOYCK:

CHCTOJIA 25-30 25

JMacTojia 0 4

JleBoe MpecepIne:

cucroia 5-8 9.9

JacTojia 0 9.57

JleBb1id KEIIYJOUECK:

cucroia 115-125 120

JTacToJia 0 2
[Ipumeuanue: HKCHepUMEHTadbHbIE  (U3UOJIOTUYECKUE  JaHHBIE  B3STHI U3
(http://www.amedgrup.ru/davien.html, nara oopamenus: 30.10.2018).
Ta6numna I11.1.4. O0muii 00beM KpOBH U YIapHBIN 00BEM cep/lia.

O6bem (M)
®du3. HopMa Monens

O6mmit 00beM 4500-5400 4500

VY napHslit 00beM 40-70 52
[Ipumeyanue: dSKCHEpUMEHTAIbHBIE  (U3HOJOTUYECKUE JaHHBIE  B3STH U3
(http://www.km.ru/zdorove/encyclopedia/pokazateli-deyatelnosti-serdtsa, naTa

obpamenus: 30.10.2018; http://medbiol.ru/medbiol/anatomia/000007e7.htm, mara

obparenus: 30.10.2018).

HCCH@I{OB&HI/IG KoJieOaTeNbHBIX PCKUMOB CHCTCMHOI'O

n

MUKPOIIUPKYJISTOPHOTO KPOBOTOKA MPOBOJMIIOCH MPH CIEAYIONIUX BO3MYIIAIONIUX
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BO3JICHCTBUSIX Ha CEPACUHO-COCYIAUCTOE pyciio: 1) BIMAHHME CIy4YalHBIX IIYMOBBIX
(bIayKTyanuii Ha )K€CTKOCTh CTEHOK KEIYJIOUKOB; 2) BIMSHUE CIIyYallHBIX IIYMOBBIX
GbaykTyanuii Ha 31acTUdHOCTh cocyoB MIIP. [IlyMoBbIe BO3MYIIIEHUS TTPEACTABIISIIN
co0oit ¢pu3nueckuii Oemnplif rym ¢ orpannyeHHoM nojocoi yactot (BIIO) ¢ HyneBbiM
CpPEAHUM, EUHUYHOM Aucnepcruen nu BpemeneM koppensaunu 0.1 c.

MopnenupoBaHie OIyMOBOIO BO3JIEMCTBHS HA JKECTKOCTb CTEHOK EITYyJOYKOB

OCYHICCTBIIAIIOCH I[O63BKOﬁ HC3aBHCHUMBIX CHY“I&fIHBIX QJICHOB K HU30MCTPUICCKOMY

JTaBJICHUIO.
i i(t) .
Praxw(®) = Pray,in(t) + 8 (Cﬁ— + zc) =1, (111.1.18)

rae 6 = 7.071 X 10" (umpm.cm.)c u k = 1.414 ¢~! — macmTaGuble mapaMerpsl, a
t; =1.0x10" ¢ — Bpems koppemsumu. ¢;(t) — OGenpnii IayccoB mrym,
BO3/ICHCTBYOIINHI Ha )KECTKOCTh CTEHOK I -T0 ey nouka. Jlanee B ypasaenuu (111.1.2)

BMECTO JNETEPMUHUPOBAHHOTO M30METPUYECKOTO JABJICHUSA Prax,iv(t)

HMICIIOJIb30BAJIOCH JIABIICHUE C IIYMOBOIA 100aBKOit Pyrot %y, (t).
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Ppuap, MM pT. CT. Ppyas MM PT. CT. P, MM pT. CT. P, MM pT. CT.

P

Py s MM pT. CT.

MM PT. CT.

Sa,,10

Q

4.60
4.55
4.50
4.45
4.40
4.35
4.30
4.25

4.20
10.0

9.9
9.8
9.7
9.6

9.5
26

24
22
20
18
16
14
12
10

12.5
12.0
11.5
11.0
10.5
10.0

9.5

9.0
101

10.0
9.9
9.8
9.7
9.6

9.5
19.180

19.175
19.170
19.165
19.160

19.155

30
25
20
15
10

P_, MM pT. CT.

140

120
100
80
60
40
20

P,,, MM pT. CT.

130

120
110
100

P,, MM pT. CT.

3

P, , MM pT. CT.
oo
~
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Pucynok 111.1.11. MonaenpHbIe 3anucu KojieOaHUM JaBJIEHUs KPOBOTOKA B JIEGBOM U
npaBoM mnpeacepausx (P, P.,), B JeBOoM u 1mpaBoM keayaoukax (P, P-,), B

CUCTEMHOH aprepud Pi,, B IyJbMOHANbHOW aprepun P,,,, B nepudepudeckon

CUCTEMHOU Psap U TyJIbMOHAJIBHON Ppuap aprepuu, B MIIP na 10-om ypoBHE

BeTBICHUS Py, B BeHO3HOH yacT OCP P_Wg U B IIyJIbMOHAJILHOM nIepudepruecKon

v10°

BEHE Ppu,,p.

Bnusane myma Ha 3nacTU4HOCTH cocygoB MIIP  cucremHoro xkpyra
KpOBOOOpAIICHUSI MOJICIMPOBAIOCH aaauTuBHOW no6aBkoit BIIIO x mapamerpam

snmactuyHoctd MIIP:

1 n1v(t)
(cnoise (t) — Csamv + 6mv g

Samv tS mv ’
| Yo (111.1.19)
Cgﬂ%ie ) = Csvmv + S ntw )

rae § = 7.071 x 10~ *mn(ympm. cm.) ™ c— macwraGHbIii mapamerp, a tg,,, = 1.0 X
1071c — Bpems koppemsuuu. ¢, (t) — OGensii FayccoB mym. Jlazee B cuctemy

ypasHenuii (111.1.8) BMecTo nocrosuubix 3nauenuit snacruunocta MIP Cg,  u Cy,,

MOJICTABIIIMCH DJIACTHYHOCTH € IITyMOBO# 100aBKoit C S"C{’rfjf (tH)uC S”;,‘:r‘lf’]e (t).

3anucu 00bEMHBIX CKOPOCTEH B cucteMHou apTepun v B MIIP pasznaranucs Ha
CHEKTpaJbHbIE COCTaBISIOIIME TMPU TMOMOIIM METOJa aJaNTUBHOIO BEUBIET-
npeoOpazoBanus (Tankanag and Chemeris, 2008). IIpu stom mis MIIP nenanochk
MpeaBapuTesIbHOE yepenHenue mo 4-m ypoBusm (amv9, amv10, vmv10, vmv9), na
KOTOphIe puxoauTcs 6onee 75% Bcex Mukpococy1oB Moaenupyemoro MIP. Takum
o0Opa3oM, ToJTydeHHbIC 3anTucu 00beMHBIX cKopocTel B MIIP sBismucy MoeIbHBIMU
aHaJoraMu HW3MEpPAEMON SKCIEPUMEHTAIIBHO METOJIOM Ja3epHOM JTONIUIEPOBCKOU
baoyMeTpun KOXHOU mepdy3un, KOTOpas XapakTepuszyeT KoieOaHus 00bEeMHOU
CKOPOCTU KPOBOTOKA B MHKPOCOCYAaX KOXKH, PACIOJIOKEHHBIX MPUOTUZUTEITHHO B 1
MM® 30HAUPYEMOTo 0ObeMa TKaHH.

Yucnennoe pemenue cucremsl ypaBuenuit (111.1.2 — 111.1.17) npoBoaunocs B
momyne Simulink makera Matlab (The MathWorks, Inc.) ¢ wucnonb3oBanuem
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YHCJICHHOM CcXeMbl HHTerpupoBanus Dormand-Prince ¢ mnepeMeHHBIM MIarom
uHTerpupoBanusi. [lapameTpbl MOJENH, MCHOJIb3yEeMbIE MPHU PEIICHUU YpaBHEHUU

(111.1.2 — 111.1.17) npuBenensr B Tadsmme 11.1.5.

Tabmuua I11.1.5. [TapameTpsl Moxeny.

[Tapametp 3HayeHue Ennanue! usmepenus
Cepaue
kg i 7.0 x 1074 cmnt
kg v 1.4x 1073 cmnt
Emax, 1w 6.5x 1071 (vum pm.cm. ) mn~?
Emax,rv 4.0x 1071 (vum pm.cm. )mn~?
ke 7.0 x 103 L
kg v 1.1 x 1072 w1
Py 1y 8.0 x 1071 MM pm. cm.
Py 1y 1.3 MM pm. C.
Voo 7.0 x 101 i
Viro 4.08 x 10" i
Ry, 5.0 x 1072 (mm pm.cm.)e mn~t
R,, 5.0 x 1073 (um pm.cm.)e mn~ 1
Cia 8.0 x 10! (um pm.cm.) Lun
Crq 1.0 x 102 (um pm.cm.) " Lun
Vot 2.5 x 107 i
Vora 4.0 x 10 i
ITlynemoHnanbHas aprepus
Cpua 4.0 x 1071 (um pm.cm.) Lun
Rpua 5.0 x 1072 (mm pm.cm.)e mn~t
Lyua 1.8 x 10~* (mm pm.cm. Y mn ™2
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Ve 0.0 i
[TynbMoHaIbHas eprudeprdecKas apTepus
Cpua, 4.0 (vum pm.cm.) " Lun
Ryua, 1.0 x 1072 (mm pm.cm.)e mn~t
Vipua, 1.23 x 102 o
[TyneMoHambHas iepudepryecKas BeHa
Couv, 5.0 x 10t (vum pm.cm.) " Lun
Rypuv, 1.0 x 1073 (mm pm.cm.)c mn~t
Vi, 1.20 x 102 i
CucremHas aprepus
Csa 3.0x 1071 (um pm.cm.) " Lun
R, 1.0x 107! (um pm.cm.)e mn~?
Lgg 2.2%x107* (um pm..cm. ) mn ¢ =2
Visa 3.5 x 10? M
OTtBeTBIIEHHE CUCTEMHOM niepudeprueckoit aprepun Ha MLP
Csay 9.0 x 1071 (um pm.cm.) " Lun
Rsa, 1.3 (mm pm.cm.)e mn~t
Visa, 3.0 x 107 i

OTtBeTBiIEHUE cucTeMHOM nepudepuyeckoit aprepuu Ha OCP

Csay 9.0 x 1071 (um pm.cm.) Lun
Rsa, 1.3 (mm pm.cm.)e mn~t
Visay 5.0 x 101 ML

MI[P
Csa,,, 1.8x 1073 (um pm.cm.) " Lun
lia,., 4.0x 1071 cm
lie, 1.0 x 1071 cm
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1 1.5%x 1073 cMm

Tsamy

Tom 3.0x 107* cm

lg,,mv 4,0 x 1071 cMm

l}gmv 1.0x 1071 cMm

rS%’mv 5.0x 1073 cm

T 4.0 x 107 cm
n 8.59 x 10717 (vmm pm.cm.)c
OTtBeTBIIeHUE cUCTeMHOM niepudepudeckoit BeHsl Ha MIIP

Csv, 5.5 x 101 (um pm.cm.) " Lun

Rsy, 1.3 (mm pm.cm.)e mn~t

Visv, 1.0 x 10t M
OTtBeTBNeHUE cucTeMHOM nepudepuyeckoit Bensl Ha OCP

Csv, 5.0 x 10? (mm pm.cm.) "L un

Ry, 1.5x 107! (um pm.cm.)e mn~?

Visvg 2.0 x 101 M

111.1.2.3 Pe3ynvmamot yuciennoco mooenuposarnust

Ha pucysnxe 111.1.11 npeacraBnens! pparMeHTsI 3anucei KojiebaHuil JaBiIeHUS
KPOBOTOKA B CEP/ILI€ U B COCYAUCTBIX pe3epByapax. 3anucH MoyueHbl 0€3 BHEIIHETO
BO3JICUCTBHS B MIOKOE TIPH yacToTe cepaneouenus F;, = 1.2 ['n. OHu AeMOHCTPUPYIOT
KMHETUKY W KOJIMYECCTBEHHBIC BEIMYMHBI AaBlieHUs KpoBoroka (Tabmuma [11.1.2,
111.1.3), koTOpbIE COOTBETCTBYIOT (hHM3UOJIOTHIUECKON HOPME.

Ha pucynke [11.1.12 npeacraBiaeHbl aMIUIMTYJHO-YACTOTHBIE CIIEKTPHI
KoJieOaHUM 00BEMHBIX CKOPOCTEM KPOBOTOKA HEBO3MYILIEHHOM CUCTeMbl. BuaHo, 4TO
kak Ha cuctemHoMm (Pucynok 111.1.12a), Tak u Ha mMukporupkyastopaoMm (Pucynok
111.1.126) ypoBHSX B CHEKTpaX NPHUCYTCTBYET TOJbKO KOMIIOHEHT Ha YacTOTe
cepacuHbIX cokpameHuit (Fp, = 1.2 T'm) ¥ rapMoHMKa 3TOro KOMIOHEHTa (UK

MEHBIIIEN aMILTUTY 1Bl CIIPABA).
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1200 (@) 0ol6r (0

100 0.014
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= = 0.006
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Z 20 Z 0.004
0.002
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0.01 0.1 | 0.01 0.1 |
Yacrora, I'xl Yacrora, 'l

Pucynox I11.1.12. Cnektpsl kosiebaHUN MOIETEHON 00BEMHOM CKOPOCTH KPOBOTOKA B

cuCtemMHou 00o61menHou aprepuu (a) u MIIP (6) HeBo3MyIIIeHHOW CUCTEMBI.

Ha pucynkax I11.1.13a u 111.1.136 nmoka3anbl cieKTpbl KoJieOaHUNH OOBEMHBIX
ckopocTteil kpoBoToka B Moaenupyemord CCC mpu BO3MYIIAIOIIEM BO3JCUCTBUM Ha
KECTKOCTh CTEHOK KEIyJOYKOB HU3KOMHTCHCHUBHBIM IIYMOM, CHEKTpaJbHAs
MOIITHOCTh KOTOpPOTO He mpeBbiana 0.5% oT crnekTpalbHOW MOIIHOCTU KOJeOaHUM
JABJICHUSI KPOBU B JIEBOM >KellyJouke. MoaenupoBaHue IIyMOBOIO BO3ICHCTBUS Ha
KECTKOCTh CTEHOK >KETyJI0YKOB OCYIIECTBIISUIA JOOABKOW HE3aBUCHUMBIX CIy4YalHbIX
YJIEHOB K M3oMeTpuueckomy nasienuro mo ¢popmyse (111.1.18). MoaenbHbie KpuBbIe
MPEACTABISIIOT COOOM YCPEIHEHHbBIE TAHHBIE TIO JIECATH HE3aBHCHUMBIM PEaM3aIUsIM
mymoBoro curnana. Taxke Ha pucyHke |11.1.13B mpuBenena skcrepruMeHTaIbHAS
KpHUBasi CIEKTPa KOKHOM nepy3uu 1o JaHHBIM JIA3€pHON TOTUIEPOBCKOM (PI1oyMeTpun
y 29 mononpix (1826 5er) UCHbITYyeMBIX Ha MOJYIICYKE yKa3aTebHOTO Tajblla B
nokoe (Krasnikov et. al. 2013). 13 pucyHka BHIHO, YTO Ha CHUCTEMHOM YpPOBHE
(Pucynoxk 111.1.13a) HU3KOYACTOTHBIM OTKIMK MPAKTHUYECKH HE (OpPMHUPYETCS, B TO
BpeMs KaK Ha MUKpOIUPKyIaTopHoM ypoBHe (Pucynok 111.1.136) Hu3K09acTOTHOM
OTKJIMK  JIOCTUTAeT 3HAYUTEIbHOM BEIUYMHBI M  KAUYECTBEHHO CXOX C

dKCTIepUMEHTaIbHBIME TaHnHbIMU (Pucynok 111.1.13B).
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11l s Ll

Pucynox I11.1.13. Cnektpsl kosiebaHU MOIEITEHON 00BEMHOM CKOPOCTH KPOBOTOKA B
cucTeMHOl 0000menHoi aprepun (a) u B MIIP (0) B ycioBusX ciy4ailHOro
BO3/ICHCTBHS Ha )KECTKOCTh CTEHOK JKETYJJ0YKOB CepIla HU3KOUHTEHCUBHBIM IITyMOM.
JlaHHbIE TIPEJCTaBICHbl KaK CpelHee =+ CTaHAApTHOE OTKJIOHEHHE [0 JAECATU
peanu3auusaM CIy4alHOro curHana. (B) — OKCIepMMEHTaldbHas KpuBas CHEKTpa
KOKHOHM Tiep(y3ur yciaoBHO 310poBbIX goOposonbiieB (Krasnikov et. al. 2013).

JlaHHBIE PEJCTABIIEHBI KaK CpeHEE + CTAaHIAPTHOE OTKIOHEHHE.

AHanoTUYHBIE PE3yJbTaThl OBLIM TOJYYEHbI HA YMPOIICHHBIX MOJIEIAX
CEPJIEYHO-COCYAUCTOrO Pyclia, B KOTOPBIX OMUCHIBANIACh OJIHA Kamepa cepaua (JIeBbIi
KEJTYJI0UCK) U TOJIBKO CUCTEMHBIA KPYT KPOBOOOpaieHus. beuio mokasano, 4to npu

CIIyYalHBIX WM IEPUOAUYECKUX BO3JAEHUCTBUAX Ha cepaue B MIIP  Ttaxxke
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(bopMHUPYIOTCSI HU3KOUACTOTHBIE KOJIEOaHHs, 8 MAKCUMYM UX aMIUTUTY bl TPUXOIUIICS
Ha yactorty 0.1 I'.

BrnusiHne nryma Ha 351acTUYHOCTB cocy1oB MIP MoaennpoBaiocs agiuTUBHON
no6askoit BIIIO k mapamerpam snactuaHoctu 1o popmyde (111.1.19). UnurencuBHOCTD
IIyMOBOro Bo3fedcTBUs He mnpeBbliana 0.4% OT 3IaCTUYHOCTH CUCTEMHOM
o0o0mennon mepudepuyeckoi aprepuu. Ha pucynke I11.1.14 mokaszan pesynprar
Biusinus BIIO Ha smactuyHOCTh cocynoB MIIP. BuaHo, 4to B JaHHOM cllyyae
HU3KOYACTOTHBIC KOJIEOAHUST KPOBOTOKA HE (DOPMHUPYIOTCS B OTIUYHE OT ITYMOBOTO

BO3/ICHCTBUS Ha KECTKOCTh CTEHOK ey 1oukoB cepana (Pucynok 111.1.13).
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Pucynok I11.1.14. Cnexktp xonebanuii MOAEIbHON OOBEMHON CKOPOCTH KPOBOTOKA B

MIIP npu BO3AEHCTBUU HA 31aCTUYHOCTH COCY10B MI{P HU3KOMHTEHCUBHBIM IITYMOM.

[Ipobiema GopmupoBaHusi HU3KOYACTOTHBIX pUTMOB Kak B CCC uenoBeka B
neqoM, Tak u B MIIP B 4YacTHOCTM, JO0 CHUX TIOp OCTaeTCi HE PEIICHHOM.
CYHIECTBYIOIIME MPEACTABICHUS O JOKAJIBHBIX MEXaHU3MAX PETYJISIUN KPOBOTOKA B
MIIP (Stefanovska, et al. 1999; Miick-Weymann, et al. 1996; Bertuglia, et al. 1994;
Landsverk, et al. 2006; Kvandal, et al. 2006; Bernjak, et al. 2008; Stewart, et al. 2007)
HE JIal0T SICHOTO OTBE€Ta Ha BOIPOC O POJM CaMOr0 COCYAMCTOrO0 pyclia Kak

TUAPOAMHAMUYECKON CHCTEMBI B (POPMUPOBAHUN HU3KOYACTOTHBIX PUTMOB.
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s onrcanust CCC yenoBeka UCMOIb30BANIACH THAPOIUHAMUYECKAS] MOJIETH C
YEThIPEXKAMEPHBIM CEPJILIEM, CUCTEMHBIM U JIETOYHBIM KpyraMu KpOBOOOpAIICHUS U
nepuepuIecKUM MUKPOITUPKYJIATOPHBIM PYCIIOM, BKIIOUYAIOIIUM MHOTOYPOBHEBOE
BETBJICHHUE COCY/OB. B Mozens He 3ajioKeHa aBTOHOMHAsl PEryJsiiusi CO CTOPOHBI
BET€TATUBHOM HEPBHOW CHUCTEMBI. TakoW NOAXOJ ITO3BOJIIET HMCCIEAOBATH POJIb
COCYAMCTOTO pyciia B (GOPMHUpPOBAHUH KOJEOATETHbHON TWHAMUKHA KPOBOTOKA KaK Ha
CUCTEMHOM, TaK U HA MUKPOLIMPKYJISTOPHOM YPOBHSIX.

[ToxOop mapamMeTpoB MOJAEIHN SBISETCS BaXXHBIM MOMEHTOM MaTeMaTHYECKOTO
MOJICIIUPOBAHUSI OMOJOTHYECKUX TporieccoB. [lapameTpsl mpeacTaBiIeHHOM MOAEIU
0100paHbl TAKUM 00pa30M, UTOOBI MPU YACTOTE CEPCUHBIX COKpAIlIEHUH, paBHOMH 1.2
['m, 3HAYCHWS TaBJICHWA KPOBH B OCHOBHBIX COCYIHMCTBIX pe3epByapax W B Kamepax
cep/ilia COoTBeTCTBOBaNM Ppusnonorudeckoit Hopme (Tabmuna 111.1.2, 111.1.3, Pucynok
I11.1.11). Kpome Toro, 3HaueHus o0iiero oobemMa KpoBU U YJAPHOTO 00bEMa TaKXKe
COOTBETCTBOBaIN (usnosioruueckoit Hopme (Tadmuma 111.1.4).

Yucnennoe pemenne ypaBuenuit (111.1.2) — (111.1.17) w1 HEeBO3MYyIEHHON
CHUCTEMBI AT OXHJAEMBbIC pPE3yIbTaThl MO CIEKTpadbHOMY cocTaBy (PucyHok
111.1.12). Onm 3akiaroyarOTCsS B TOM, YTO B KOJICOAHMSIX KaK CHCTEMHOTO, TaK M
MUKPOIUPKYJISITOPHOTO KPOBOTOKA OTCYTCTBYIOT BBIPOKCHHBIC CIEKTPAJIbHBIC
KOMITOHEHTBI B HUI3KOYaCTOTHOM 00J1acTH.

Kaptuna mMeHseTcs npu BO3IEHCTBUM Ha AIIACTHYHOCTH JKEIYJO0YKOB cepila
HU3KOMHTECHCUBHBIM IITyMOM. [Ipu 3TOM Ha CHCTEMHOM YPOBHE BUIUMBIX H3MEHECHUN
He npoucxoauT (Pucynoxk 111.1.13a), B To BpeMst kKak Ha MUKPOIIUPKYJISITOPHOM YPOBHE
B HU3KOYACTOTHOUM 00siactu GOpMUPYIOTCS KoJIeOaHus, KOTOPBIE MPUOIU3UTENHHO B
TPH paza MPEeBOCXOAT MO aMIUTUTY 1€ KojieOaHus Ha YacToTe KapaunopuTMa (PucyHok
111.1.130). cxomHBIC CHIEKTPHI HAOIIOJAIOTCSA B SKCIIEPUMEHTANIBHBIX HCCIICIOBAHUSIX
KOKHOU mepdy3uu ¢ananru ykazateiabHoro nanbia pyku (Pucynox 111.1.138,
(Krasnikov, et al. 2013)).

B pamkax npeacTaBiIeHHONW MOJEIH TAKKE MCCIEIO0BAIOCH BIMUSHHUE IIyMa Ha
3JACTUYHOCTL cocynoB MIIP u oTkiIMKa MUKPOLUPKYJIATOPHOTO KPOBOTOKA HA 3TO

BoznericTBre. OKaszalioch, 4TO J0OABJICHHWE IIIyMa HE MPUBOAUT K (POPMUPOBAHUIO
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HU3KOYaCTOTHBIX PUTMOB B MUKPOIIUPKYJIATOpHOM KpoBoTOKe (Pucynok I11.1.14). [To-
BUJIUMOMY, B 3TOM ClIy4ae HEJ0CTaTOUYEH YUYET TOJbKO TMAPOJIUHAMUYECKUX CBOMCTB
COCYAHMCTOTO pycClia U B MOJETh HEOOXOAMMO BKIIIOUATh 0OJI€€ BBHICOKHME KOHTYPHI
pEryJsiliuy, HalpUMEpP, aBTOHOMHBIN KOHTPOJIb CO CTOPOHBI BEr€TaTUBHON HEPBHOMU
CUCTEMBI.

Takum 00pa3oMm, MOXKHO MPEANONIOXHTb, YTO JWHAMUYECKAs CBS3b MEXKIY
aKTUBHOCTBIO Cep/Illa U HU3KOYACTOTHBIMU KOJIEOAHUSIMU KOKHOTO KpoBoTOKa B MIIP
MOKET 0a3upOBaTHCS TOJIBKO HA TUAPOAMHAMHUYECKUX CBOMCTBAX COCYAMCTOTO pycia
Jake B OTCYTCTBUE BEreTaTUBHOTO KOHTposiss. Camu ke KoyieOaHUs MOTyT
dbopMHUpOBaTBbCS MACCUBHO 0€3 aKTUBHOTO YYacTHsl IPOIECCOB  PEryJIslUU
SHIAOTENNAIBHON, HEUPOT€HHOM M MHOTE€HHOM NPHUPOABI, KAaK 3TO NPHUHATO B
COBPEMEHHBIX MPEICTABICHUIX O peryssinuu koxxHou nepdysun (Stefanovska, et al.
1999; Mick-Weymann, et al. 1996; Bertuglia, et al. 1994; Landsverk, et al. 2006;
Kvandal, et al. 2006; Bernjak, et al. 2008; Stewart, et al. 2007).

Hanuune  auHamMu4eckol  CBS3M  MEXKIy  aKTUBHOCTBIO  cepiAla U
HU3KOYACTOTHBIMH  KOJEOAHUSIMH  KOXKHOM  mepdy3uu  MOATBEPKAACTCS
sKcnepuMeHTaibHo. Hampumep, aBropamu padotsl (Ticcinelli, et al. 2017) nokazano,
9TO MEXAY KapAHOPUTMOM M HU3KOYACTOTHBIMU KOJICOAHUSIMHU KOXKHOM mepdy3un B
muoreHHoM auanaszoHe (0.056-0.145 I'm) cymiecTByeT (a3zoBas KOTEpPEHTHOCTh, a
dbopma cBsi3u MEXKIY PazaMu HOCUT AMHAMUYECKUN CHUHYCOMIATBHBIN XapakTep.

C moMOIIBI0 MaTeMaTUYECKOTO MOJECIUPOBAHMS TIOKa3aHO, UYTO JaXe B
OTCYTCTBUU BET€TATUBHOTO KOHTPOJISI CYIIECTBYET IAMHAMHUYECKAs CBS3b MEXKIY
AKTUBHOCTBIO CEP/IlIa U HU3KOYACTOTHBIMU KOJIEOAHUSIMU KOKHOTO KpoBoTOKa B MIIP,
KoTopasi 0aszupyercss Ha THAPOJMHAMHUYECKHX CBOMCTBAX COCYIMCTOTO pycia. JTa
CBSI3b CBHJICTEILCTBYET O MPUHIIUITHAIHLHOM BO3MOXXHOCTH BJIMSHUS IIEHTPATIbHBIX
MEXaHU3MOB Ha JIOKAJIbHYIO PEryJISAINI0 MUKPOTEMOTUHAMHUKH.

BaxxHo nmonumMate, uto HOpManbHOe ¢yHKuHoHUpoBaHue CCC ompenensercs
COTJIAaCOBAaHHOM pabOTOM MEXaHU3MOB, PETYIUPYIOMUX KOJIeOaHUsI KPOBOTOKA, U UTO
3Ta coryacoBaHHas paboTa MOXET Hapymarbcs TP  MATOPUIUOIOTUIECKUX

COCTOSIHUSIX. Takue COCTOsSIHUS MOTYT OBITb CBSI3aHBI C AHTHONATHSIMH W
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HEHUpOMaTUsIMH MPU METabOIMYECKUX 3a00JI€BaHUSAX, MPUBOASIINE K PACCTPOUCTBY
KaK [EHTPaJIbHOM, TaKk M JOKaJIbHOU peryssiiuu kpoBotoka B CCC (Cracowski and
Roustit, 2020). Bo MHOromM 53TO CBS3aHO C HENPABWILHOW pPabOTON KIIETOK
BPOKJIEHHOTO UMMYHUTETA, PEATU3YIOMIMMH CBOIO 3AIMTHYIO (DYHKIIMIO HAa YPOBHE
Bcero opranuzma 3a cuer CCC. MHOrOYMCIEHHBIMH MPEICTABUTEISAMUA KJIETOK
BPOXKJCHHOTO  HMMMYHHUTETa  4YENOBEKa  SBIAIOTCS  MOJUMOP(HOSACpPHBIC
HehUTpoduibHbIe TpaHylaouuThl (HeTpoduasl). OHu coctaBisitor Oonee 60% Bcex
JeHUKOIMTOB. B pa3BuTun MeTabOINUYEeCKIX HAPYLICHUN U OCIOXKHEHUH HEUTPOPHIIBI
UTPaAIOT BAXKHEWIIYIO POJIb, MOJEPKUBAsI OKMCIUTENBHBIN CTPECC 3a CYUET HApyLIEHHUSI
¢bynkumnonansHot  aktuBHOCTH ~ NADPH-okcupmazel.  CymiecTByeT  MHOTO
MCCJIEI0BAHMM, MTOKa3bIBAIOIINX KIIFOUEBOE ydacThe HEUTpO(PuioB B GOpMHUPOBAHUU
BOCHAJIEHUSI U XPOHUYECKOTO OKUCIUTEIBHOIO CTPECCa B TAKUX COLMAIBHO 3HAUUMBIX
3a0oJyieBaHusAX, Kak: pak, amieprus u jguader (El-Benna, et al. 2016). IToatomy
ucciaenoBanre auHamMudeckux ocodOeHHocter axktuBanu NADPH-oxcupaser m ux
BIMSHUS Ha 3alIUTHYI0 (YHKIIMIO UMMYHHOW CHCTEMBbI B HOPME U NPU CUCTEMHBIX
MATOJIOTUYECKNX HAPYIICHUSX SBISETCS BaXXHOW 3ajgadeld [Js TMOHWMAHUS
PETyJIATOPHBIX ~ M3MEHEHMM B mnepudepuyeckol  MHUKPOreMOIAMHAMMKH,
OTIPEACTSAIONINX  HApYIICHUs KoJeOaHUN  MHKPOIMPKYJISTOPHOTO  KPOBOTOKA

KOHEUYHOCTEM.

111.2 MopeanpoBanue (parouuMTapHOro OTBeTa rpaHyJOUMTOB Ha MHKPOOHBIE

YacTHulbI

OKuCAUTENBHBIN CTPECC Kak qucOasaHc MEXy TPOU3BOJACTBOM U yTHIIM3aLUEN
akTuBHBIX (QopM kuciopoaa (ADPK) urpaer BakHYI poOJib B BO3HUKHOBCHHH U
MPOTPECCUPOBAHUU OCTPOTO WIIM XPOHUUECKOTO BOCTIATICHHUS ITPU PA3HBIX MATOIOTUSX,
B YACTHOCTH, mpu auadere. MaccoBoe BbicBOOOXIeHHEe ADK (pecnupaTopHbIii
B3pbIB), Katanusupyemoe NADPH-okcupazoit B ¢arouurax KpoBu, Npu auadere
HEJ0OCTATOYHO M3y4eHO. M3yueHne KUHETUKN OTBETa Ha MUKPOOHBIE YACTHUIIBI B KPOBU

JUIsl YTOUYHEHUS HApYIIEHUS MEXaHU3MOB JJUHAMU4ecKoM peryisiuun renepanun ADK
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Yy HOaOUCHTOB C CaxapHbIM ,Z[I/Ia6CTOM 2 TUIIa BaXXHO U AKTYaJIbHO. I[J'IH 9TOTO
HUCIIOJIB30BAJINCh B3aMMOJOITIOJIHATOIIIHNC 3KCHepHMeHTaHBHLIﬁ u TCOpeTI/I‘-ICCKI/Iﬁ

IIOAXOAHbI.

111.2.1 Onucanue moodenu pazoyumapnozo omeema 2paHyjioyuUmos8 Ha

Mqu06Hbl€ uyacmuunl

Marematnueckasi MOJENTb OMUCHIBACT (paroruTapHbli OTBET W KHUHETUKY
pPECIIUPATOPHOTO B3pbhIBA HEUTPOPUIOB B KPOBU. B Mozenu paccMOTpPEHBI YeThIpe
coctostHUS HerTpodmioB B monysauu kietok (Pucynok 111.2.1): (1) — mokoi, (1) —
B3aMMOJICMCTBUE C MATOTEHOM U 3aXBaT €ro, B pe3ysibTaTe HMHUIIMUPYETCsS cOopka
komriekcoB NADPH — okcupaasel, 4To BeleT K TOMY, YTO HEHUTPO(HUIBI MOTYT
nepexoauth B I wmm III coctosiaue; (I11) - akTMBUpOBaHHBIC KJIETKH, WHTEHCHUBHO
npoayuupyromue cyrnepokcu mpu karannze NADPH-okcnasel, HeUTpoUIbl MOTYT

nepexoauts Bo Il unu IV cocTosiHue (anonTo3/HeKpo3 Uik HETO3).

Pucynok Il1.1. Cxema cocTosHMII HEUTPOPHUIOB, OMHCAHHAs B MaTeMaTHYECKOU
monenu. (A) Ilokosimwmiics Heutpodun, [ coctossHue. (B) Helitpodwumn,
B3aMMOICUCTBYIOMIHI ¢ maTtoreHoM, Il coctostame. (C) AKTUBUPOBAHHBIN HEUTPODUT,
I cocrosuue. (D) WMuHakTuBHpOBaHHBIN/MeEpPTBBI HeWTpodun, IV coctosHue.

Crpenku yKa3blBalOT Ha EPEX0/Ibl MEXKAY COCTOSIHUSIMU HEUTPO(DUIIOB.

s onucanust cocrosinui Hertpoduios ¢ | mo Il ucnons3oBanace cucrema
OOBIKHOBEHHBIX nuddepeHmanpabpix ypaBaeruil. Hettpodunsr B [V cocrosinun He

paccMaTpUBAINCh U3-32 THOENH KIIETOK.
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HyCTI) B HadaJbHbII MOMEHT KOJIWYECTBO ITOKOAIITNXCsI HCP'ITpO(I)I/IJIOB B KPOBHU

coctaBmsio N ;.. [locie mosiBieHnss MUKPOOHBIX YACTHII TIOKOSIIHECS HEHTPODUITBI

B3aMMOJICHCTBOBAJIM C HUMH M nepexoawnu Bo Il cocrosume. M3menenue uumcina

nokosimuxcs Henrpoduios N, (t) OMKCHIBAJIOCH YPABHEHHUEM:

dN, (1)

F5L) e, (RN, (6)-CL (N (1)

IZlo = klO/ k01’

rac kOl — KOHCTAaHTa CKOPOCTH IICPCXOJa H3 I BoII COCTOAHHUC, XapaKTCPU3YIOIIad

(11.2.1)

CITOCOOHOCTh HGfITpO(bI/IJIOB K CBA3BIBAHHIO C IIATOI'CHOM, k10 — KOHCTaHTa CKOPOCTH
O6paTHOFO Iepexoaa, XapakKTCpu3yromasa IMPpOYHOCTb stoi cBa3u. O0a mapameTpa

[V} !
OTpa’kaloT CIIOCOOHOCTBIO HeiitpoduaoB k  (aromurosy. Ilapamerp C, —
KOHLEHTpalus MUKpOOHBIX yacTul, N, (t) —yucio kieTok Bo Il coctosiHum.

N, (t) — OIHCBIBATIOCH CIICAYIOLINM ypaBHCHHEM:

dN(;t(t) - klA(lZAlNA(t) + k~01C; (t) N, (t) - k~01k~10N1(t) —Sin (I’) Nl(t))

lzA1 = kAl/klA’ IZ01 = kOl/klA'

rae K, — xoncranTa cxopoctu nepexona us II B 11l (akTHBUPOBAaHHOE) COCTOSHHUE,

" (111.2.2)

XapakTepu3yroniasi CrocOOHOCTh HEUTPOPUIOB MPOAYLUUPOBATH CYNEPOKCU[ MpU

katamuze NADPH-okcumassr; K, — KOHCTaHTa CKOpPOCTH OOPAaTHOTO Mepexoja,
xapakrepusytomas pacmay kommiekca NADPH-okcumass;; N, (t) — umcio
aKTUBUPOBAHHBIX HeHTpoduios, Sy (r) — moporosas QyHKLMs, XapaKTEPU3YIOLIast

gucio komiiekcoB NADPH-okcniassl, mpeo10ieBaomx Mopor akTUBALINH.
[Ipu mnepexone HeitpodunoB Bo Il cocrossHme wHULIMHUPYETCS cOOpka
kommiekca NADPH-okcumasel. Crenenp roroBHoctd  NADPH-okcupaser

aKTUBaUuu I (t) ONKCHIBAIACh YPABHEHUEM:

dr(t) _ (_ L
T_y{ r(J[)Jr2£1+e‘°"cé(t) 2n (11:23)
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rae Y, — KoHctanta ckopoctu cOoopku NADPH-okcupasel, 0, — ko3dduimeHT

YyBCTBUTENBHOCTH, Xapakrepusyroumii coopky NADPH-okcupasel npu HU3KOM
KOHIIEHTPAIUH MaTOI€HHBIX YaCTHIL.

[ToporoBast ¢pyHKIHMS 3aBUCENa OT I' CIIEAYIOIIUM 00pa3oM:

ksr ()
S ()= (111.2.4)
rne I, — o510 mopor crenenu roroBHocTh NADPH-okcumassl k BbelpaboTke

CYIepOKCHIa, HPEeo 0JeHHe KOTOPOro IpUBOAUT K epexoxy u3 11 B 111 cocrosaue, Kq

— KO3(QULUEHT, XapaKTEPU3YIOLIUN BEIIMUYMHY TOPOroBOM (yHKIHUH, Olg — CTENEHb

cunxponuzanuu coopku NADPH-okcunassl.
KonnuecTBO CynepoKCHUIHBIX pauKanioB, OOYCIABIMBAIONIMX MOSBJICHUE

peaKHHOHHOCHOCO6HBIX qacTun, OIIPCACTIACTCA KOJIHMYCCTBOM AKTUBHUPOBAHHBIX

neiirpoduios N ,. Vpasuenue, omucsiBatomee N, (t), 6bu10:

de;t(t) =Ko (lzlASth (r) Nl(t) - NA(t) B k~1Ak~A1NA(t))’ (111.2.5)

klA = klA/kAD ,
rie K,, — KOHCTaHTAa CKOpOCTH Iepexoja HeHTpo(HIOB M3 aKTHBUPOBAHHOTO B

WHAKTUBUPOBAHHOE COCTOSTHUE.
[TockobKy KOJIMYECTBO PEAKITMOHHOCIIOCOOHBIX YACTHI] ONIPECIISIET KHHETUKY
KpuBO#l romuHoNM3aBucHMON (CL) MHTEHCHMBHOCTH, TO IS ONHCAHUSA MOJCIBHOM

uHTeHcuBHoctu CL 1 (t) UCIIOJIb30BaIach popMyia:
ICL(t):kCLNA(t), (111.2.6)
rae K, =1 — koaddurmenT NPoNOPIMOHATEHOCTH.
Jlnst ygera BpeMeHu 100aBiieHns cTiMyia L, 1 skcrepuMeHTanpHOro 3HaYEH S
KOHIIeHTparyu maroreHa C, momensHei mapamerp C, 6bI1 MacmTaGupoBaH MO

dhopmye:
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0, t<t,

S
Ca(t): C|,+(Ca_cl)zh_ili t>ts,
h ™ ™

(111.2.7)

!

e C, =13, ¢ =075 ¢, =3125 wmr/n, a =39 wmr/m — mnapamerpsl

maciutabuposanus, t, = 250 c.

Uucnennsiii pacuet ypaBuenuit mogenu (111.2.1)-(111.2.5) npooauics B cpeze
Matlab ¢ ncmonp30BaHrEeM YHCICHHON cXxeMbl HHTeTpupoBanus Jlopmanna-Ilpunca ¢
NEPEMEHHBIM IIarOM UHTETPUPOBAHUA. 3HAUEHUS MapaMeTPOB MOJEIIH MOI0UPATUCH
Ha OCHOBE HAOOPOB AKCHEPUMEHTAIBbHBIX JaHHBIX (CL-KpHUBBIX), COOTBETCTBYIOIIUX
“KOHTPOJIBHBIM KPUBBIM~ M “KpHBBIM auaderta 2 tuna” npu 5.5 u 22 mmons/a D-

rioko3bl (Tabmuua 111.2.1). HayanbHble yCIOBUS YHCIEHHOTO PEIICHUS YpaBHEHHIM
mozemu (111.2.1)—(111.2.3), (111.2.5) 6pum: Ng;, =20, N;;, =0, r,=0, N,; =0,

COOTBCTCTBCHHO.

Ta6muua 111.2.1. 3navenus mapamerpos ypaBHenuid mogenu (111.2.1)-(111.2.5).

3HaueHue En.
5.5 mmoun/it D-rimrok036I 22 mmon/it D-T1roK0361 u3Mep.
[Tapamerp
Huaber 2 Huaber 2
Kontpons KonTpons
THUIIA THUIIA
Koy 1.125x10 | 1.250x10* 1T | 1.250x107* I | 1.575x107* T} | ¢
kg 1.125x10°° | 1.250x10° T | 1.250x10° I | 1.575x10° T | ¢
E —ﬁ -1 -1 -1 -1
10 — K 1.0x10 1.0x10 1.0x10 1.0x10
01
Ky 1.2x107 1.2x107 50x10° U | 1.0x10% T
Kaz 72x10° | 72x10°) | 15x10° 0 | 6.0x10° L o
- K
ka=1" | 60x10® | 60x107 V| 30x10td 6.0x10° |
1A
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Ve 1.71x10° | 154x10° 1 | 2.057x10° 1 | 1.54x10°J
Q, 1.0 1.0 1.0 1.0
ks 4.0 4.0 4.0 4.0
s 5.0x10! 304 3.0x10" U 3.0V
[ 7.0%x1072 7.0x1072 7.0x107? 7.0x107?
Kao 2.220x10° | 1.221x10% ) | 2.220x10° | 1.0952x10° LU | o

Tonkue CTPCIIKKM YKAa3bIBAOT Ha pPa3IMuuAg MCXKAY TIpPYIIIIaMU IIpHU O,Z[HHaKOBOfI

KOHOCHTPAOWH TIJIOKO3bl; IMHUPOKHUE CTPCIKKU YKa3bIBAIOT Ha pasindusad MCKAY
SHAYCHUAMMU IIApaMCTPOB IIPH PA3JIMIHBIX KOHICHTPpAUAX I'NTFOKO3bI B OHHOﬁ rpymniic.
CTpeJIKI/I BBCPX M BHHU3 YKA3bIBAIOT HA YBC/IMYCHHC HJIM YMCHBIICHHC IIapaMCTpa

COOTBETCTBCHHO.

111.2.2 Pe3ynomamul Mooenuposanus ¢azoyumapnozo omeema

Heuimpoghunos

Jlnst  yTOuHEHUs CHEIUPUYECKUX PETYIATOPHBIX MEXaHW3MOB aKTHBAITUU
NADPH-okcuaa3zpl Oblla HMCHONB30BaHA pa3pabOTaHHAs HOBask MareMaTHdecKas
MOJIeTIb, OIHKCHIBAIONIAsl 3aBHCUMYIO OT (haroumro3a MPOAYKIMIO CYMEPOKCHAA
HedTpodmiamu B TepudepudecKoil KpOBU UEJOBEKa. JKCIIEPUMEHTAIbHBIE W
MozenbHble CL-KpuBbIEe CpaBHUBAIKUCH MPHU ABYX KOHIIEHTPAIUAX MTIOK03bI (PucyHOK

[11.2.2). Kak mnoxaszan ko>dpduiueHt nerepmuHanuu R? =1 Mojens XOpowio

OIMMCBIBAJIA SKCIIepUMeHTabHbIe KpuBbie (Pucynox 111.1.11).
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Pucynox 111.2. DxcnepumeHTaNbHble U MOJIEIbHBIE KHHETUYECKUE KPUBBIC PEAKIIHIMA
Ha ONCOHM3MpoBaHHBIM 3uMo3aH (O3) B obOpasmax kpoBu. (A) 5.5 mmonw/m D-
rioko3bl. (B) 22 mmonws/n D-rmroko3sl. [Iisi perucTpanuu 3KCHEPUMEHTATbHBIX
KPHUBBIX MCIOJIb30BAIUCH 00pa3iibl kpoBu narmenta (C2T) u 3q0poBoro yenoBeka
(xoutpois) (Tikhonova, et al. 2020). Ctpenku yka3bpiBaroT Ha go0aBieHue 15.6 Mr/mn
03.

Hapamerpsl Ky, u Ky, GblLiy BhIlIE y MaIMEHTOB MO CPABHEHUIO C KOHTPOJIEM,

a nx otHomreHue K, =k, /k,, ObUI0 OAMHAKOBBIM B 00EHX IPYIIIax I/ KOHLECHTPAIUH

D-rmroko3er 5.5 u 22 mmonw/n (Tabmuma 111.2.1). D10 yka3piBaeT Ha BBICOKYIO

CIIOCOOHOCTH HEUTPODUIIOB K (harouTO3y y MalUeHTOB. DTH U3MEHEHHBIE TapaMeTPhl

BMecTe ¢ 6onee HU3KUMH K,; y TalieHTOB MPUBOAMIM K O0Jee BBICOKOH aMILIUTY Ie
otseToB. [Ipu BEICOKOM ypoBHE Iioko3sl Ky, u Ky, yBenmumsamuce, nx cooTHomeHNE

HE MEHSJIOCHh B 00eHX rpymomax, a kAD OBLII HEU3MEHHBIM B KOHTPOJIC U CHHXXAJICA Y

MalMEeHTOB. DTO COTJIACYETCs C DKCIIEPUMEHTaMU: B 00€HUX IpyIax aMIUIUTY1a Oblia

HECKOJIbKO BbIie Tpu 22, 4yem 5.5 wmmonw/n D-rmokoser (Tabmuma 111.2.1).
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[ToBEIIIIEHHAs CIIOCOOHOCTH K (1)3.FOHI/ITO3y N CHHKXCHHC CKOPOCTH HWHAKTHBAllUU
KJICTOK 06’I)HCH$II-OT, ImoucMy aMIUIMTyJda  OKa3allaChb HanOojee 3HAYMMBIM

PEIUKTOPOM TPU 00eux KOHIeHTparwsx riroko3sl (Tikhonova, et al. 2020).
[apamerp K., XapakTepusylomuii CHOCOOHOCTh KJIETOK HPOIYLHPOBATH
CyNepoKcu, ObUI ONMHAKOBBIM B KOHTPOJIC W Yy MAIMEHTOB NpH 5.5 mmoinw/n D-

rimtoko3sl (Tadmuna 111.2.1), K, 6511 Huske y ManueHToB, yKka3biBas Ha 60j1ee BEICOKYIO

ctabuibHocTh NADPH-okcumasel. D10 mpuBeno K 0ojiee BBICOKOH MPOIYKIIUH
CyNepOKCHIa y MAIeHTOB MO cpaBHEHHIO ¢ KoHTposeM. OtHomenue K, =k, /K, ,

00paTHO CBSI3AHHOE C KOJUYECTBOM CYIEPOKCHAA, ObLIO HIDKE JUIs 22, ueM g 5.5
MMOJIB/1 D-riroko3bl B KOHTpOJE. Y MalMeHTOB 3TO OTHOILIEHUE OBLJIO HUXKE, YEM B
KOHTpOJIC, ¥ OJMHAKOBBIM IPH 00eHX KOHIIEHTpanusx rioko3sl (Tadmuma 111.2.1).
Bo3MOXHO, XpOHWYECKas THUIMEPTIUKEMHS 3HAYNTEILHO W3MCHHIIA PETYIISAIUIO
NADPH-okcuaasbl, moatomMy ocTpas runeprimkeMus He umena s dexra. [Iporeccsr,
ONpENENSIOIUE CHOCOOHOCTh HEUTPO(UIOB MPOAYLHPOBATH CYNEPOKCHI U
ctabunbHocTh NADPH-0KCH 131, BIUSIIOT B OCHOBHOM Ha CKOPOCTH PEAKIIUU, a HE Ha
aAMIUTUTYTY.

Ckopocts cOopkun NADPH-okcupasel Y, Obula HUXKE Yy NAalMEHTOB IO

CpPaBHEHUIO ¢ KOHTposieM mipu 5.5 mmoub/m D-rmrokossr (Tabmuma 111.2.1). Takum
oOpa3oM, B MOJEIM Jar-mepuoj YBEIMUYWICS y MAalMEHTOB, YTO COIJIAcyeTcsl C
skcnepumertom (Tikhonova, et al. 2020). Ilapamerp O, OIpEICISIONIUIA
cunxponuzauuio coopku NADPH-okcuaaspl, Obul HU3KUM y MHalMEHTOB MHpu 5.5
MMOJIb/1 D-TIIH0K03bI. DTO MOTJIO BIUATH HA CKOPOCTh OTBETOB. [IpH BEICOKOM ypOBHE

T'JIFOKO3bI 'Yr YBCIIMYNBAJIACh B KOHTPOJIC U OCTaBaJIaCb HEU3MEHHOM Yy NalueHTOB, UYTO

YKa3bIBaJO HA YMEHBUIECHHE JIar-rnepuoia B Koutpolie. [lapamerp Ol ymeHbLIaics B

KOHTPOJIC U HE U3MEHSIICS Y TAalMeHTOB. TakuM 00pa3oM, CHIYKEHNE CHHXPOHU3AINH
B COUETAHUM C IMOBBIIIEHHONW CMOCOOHOCTBHIO K (haroIuTo3y B KOHTPOJIE OOBSCHSIET,
MOYEeMYy B JIOMIOJIHEHHWE K aMIUIMTYJE, CKOPOCTh OTBETa TaKXKe SBIISETCS HamboJee

3HAYMMBIM MPEIUKTOPOM IIPH BICOKOM ypoBHe rmtoko3bl (Tikhonova, et al. 2020).
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[TocTpoenHass maremaTuyeckas MoOjeNb (harolruTo33aBUCUMON MPOAYKIIUH
CyNepoOKCHJIa B KpPOBU OOBICHSIET CHEIM(PUUYECKUE MEXaHU3Mbl JUHAMUYECKOM
perymsauun aktuBaimu NADPH-okcunasel npu caxapHoMm nuabete 2 tumna. PanHue
MOJIENIK HE pacCMaTPUBAIM TaKHe MapaMeTpbl, KaKk CKOPOCTb, MOPOroBas GyHKIMS U
cuaxpoHm3anus, omuckiBaromue coopky NADPH-okcumaser (Chaudhury, et al. 2016;
McDaniel, et al. 2019; Smith, et al. 2011; Pereira, et al. 2016). MoHO TIPE/IITIOJIOKHUTB,
10 NADPH-0KCcH1a3HBIE KOMILJIEKCHI HAYMHAIOT COOMPAThCS B pa3HOE BpeMs U C

Pa3HOUM CKOPOCTBIO, YTO MOKET OBITh CBA3AHO C HAKJIOHOM CUTMOMUJHOU (PYHKIHH (
OlLg ), omuchiBaromiei moporopyro ¢yHkmutoo aktuBaiuu NADPH-okcunasel. Korna
CTENEHb TOTOBHOCTH (hepMEHTa K aKTHUBAIMK ObLTa OJIM3Ka K MOPOTOBOMY 3HAYEHUIO,
napameTp Olg ompenesnsi, Oynet iu nepexon u3 Il B 111 coctosinue (Pucynoxk 111.2.1)
MIPOUCXOIUTH BHE3AITHO WJIM TIOCTETIEHHO, YTO COOTBETCTBYET BHICOKOMY UJTU HU3KOMY

3HAUYEHHUIO Olg, WM CHUHXPOHHOW WJIM acCUHXpOHHOW cOopke/aktuBanmun NADPH-

OKCH/Ia3bl.

Omnucanue 3xkcnepuMeHTaIbHbIX CL-KpUBBIX C TOMOIIBIO MOJIEIH MPOSICHUIIA
CBSI3b KHHETHYECKHUX MapaMeTpoOB CO CTaausMu (haronnTo3a B KPOBU W MPUYUHAMHU
M3MEHEHHUs KWHETHKHU KPUBBIX MpH caxapHoM auabdere (Pucynoxk I11.2.1). VBenmuuenue
amuntyapl O3-0TBeTa y MAlUMEHTOB ObUIO CBSI3aHO C MOBBILICHHUEM MapaMeTpoB,
OTIPEICTISAIONIUX CIIOCOOHOCTh K (ParoIuTo3y, CHHKCHHEM CMEpPTHOCTH (ParoimToB
W/Unu HapylieHueM aHThuoKcunanTHbix cuctem (Tabmuma 111.2.1). Kpome Toro,
YBEJIMUEHUE aMIUIUTY]Ibl COPOBOXKIATIOCh YBEIUNYEHUEM CKOPOCTH OTBETOB. Takum
o0pa3om, OBBITIIEHHE (HaroUTAPHON CIIOCOOHOCTH MTPUBOIUIIO €IIIe U K YBETHUCHUIO
CKOPOCTH OTBETHBIX peakuuid npu auadere. OcTpas TUNEPIIMKEMUS H3MEHsIa
CUHXPOHU3AIMIO ¥ BBIPAOOTKY CYIMEpOKCHIa B KOHTPOJIE TaKUM ke 00pa3oMm, Kak 1
xponudeckas npu guadere (Tabmuma I11.2.1). D10 00BACH:IO TMOYEMY CKOPOCTH
OTBETOB sIBIIsICTCS 3HaYMMbIM npeankTopom (Tikhonova, et al. 2020), koTopslit, kak u
aMIUTUTy/la OTBETOB, SIBISIETCA HauWOOIee YyBCTBHTEIBHBIM U CIEUU(DUIHBIM
napaMeTpoM KUHETHKH PECHHPATOPHOTO B3phIBAa HEUTPOPUIIOB, MO3BOJISIOIINM

OTJIMYaTb IMAaUCHTOB OT 3A0POBLIX MCIBITYCMBIX. bananc MCXKAY CHHKCHUCM
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CUHXPOHM3ALIMM M YBEIUYEHHUEM BBIPAOOTKM CYNEPOKCHAA CMEINAICS B CTOPOHY
CHID)KEHUSI CUHXPOHU3ALMKM B KOHTPOJIE TIPU BBICOKOM YPOBHE TJIIOKO3bI, B TO BpeMs
KaKk Tmpu auabeTe OH cpa3y ObLI CMEIIEH B CTOPOHY YBEIWYECHHS BBIPAOOTKU
cynepokcuna. Ckopocts cOopku NADPH-okcuaasel Takke Oblla BakHA i
kuHeTukn CL-KpuBO#l — ee CHIKEHUE MPUBOAMIIO K yBelIMueHuio jar-nepuopa. C
MOMOIIBIO MO/IENH ObLiTa oka3ana 0osiee Hu3Kas ckopocTs coopku NADPH-okcnaszsl
y HalMEeHTOB MO CPABHEHUIO C KOHTPOJIEM IpU 00EUX KOHIEHTpauusx D-TItoKo3bl.
OTo corjmacyerca C YyBEJIMYCHHEM Jar-mepuoja y TMAalMeHTOB, MOKa3aHHOTO
sxcnepumenTtaibao (Tikhonova, et al. 2020).

Takum  oOpa3oM, MaremMaTudeckas MoOJAENb  (ParonUTapHOro  OTBETA
HEUTPOOMIOB HAa MHUKPOOHYIO TIPOBOKAIIMIO TIO3BOJHMJIA BBIIBUTH CKPBITHIC
MEXaHU3Mbl JIMHAMUYECKOM peryiasuuu (Qarouuro3a M CBA3aThb H3MEHEHHE
KMHETUYECKUX MapaMeTPOB PECIIMPATOPHOTO B3pPbIBA HEUTPO(DUIOB ¢ HAPYIICHUSIMU
MOJIEKYJIIPHOTO MEXaHU3Ma BbIPAOOTKH cyrnepokcuaa y 6ombabix CH2T.

Eme ogHMM M3 MHOTOYHMCIIEHHBIX KJIACCOB MEMOpaHHBIX OEJKOB, MMEIOLIUX
MEHBIIIYIO0 CTPYKTYPHO-(YHKIIHOHATIBHYIO CIOXHOCTh, HO HE MEHBIIYIO BaXKHOCTh U
OOJIBIIYI0 PAacpOCTPAHEHHOCTh, SBJISIOTCA HOHHbIE KaHajabl. OHU  HIMPOKO
MPEJICTaBICHBl M TMPHUCYTCTBYIOT BO BCEX THUMAX KIETOK Pa3IMYHBIX OpPraHU3MOB,
BKJItOUas yenoBeka. [loHnManne AMHAMUYECKUX CBOMCTB YIIPaBIIEHUS HOHHBIM TOKOM
yepe3 KIETOYHYI0 MeMOpaHy MO3BOJUT PACIIUPUTD MPEACTABICHUE O PETYIATOPHBIX
MeXaHM3Max Ha 0oJiee BBICOKUX YPOBHSX CIOKHOCTH CTPOCHUS KHUBOW MAaTEPUH OT
KJIETOK U KJIETOYHBIX CUCTEM JI0 OPTaHOB M CHUCTEM OpraHoB. B cienyromem pazaene
OyzeTr paccMoTpeHa (PyHKIHMOHaJIbHAsE OCOOCHHOCTh MOHHOTO KaHaja, CBA3aHHAs ¢
HEMApKOBCKOW KWHETHMKOW HMOHHOTO TOKa 4dYepe3 KaHal, W MEXaHU3M ee

dhopMUpOBaHHUs, CBI3aHHBIN C JUHAMHKON BOPOTHBIX YACTHII.
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I11.3MoaeanpoBanue OAUHOYHOIO MOHHOIO KAaHAJa B OHOJOTMYECKHMX

MeMOpaHaxX KJIeTKH

buonornueckue MemMOpaHbl KIETKA COJAEpKaT pasiuyHble  OeIKOBBIC
MaKpOMOJIeKYyJibl  (MeMOpaHHbIe O€JIKM), HEOOXOJMMbIE JJII  HOPMAJIBHOTO
(GYHKITMOHUPOBAHMS M KU3HEACATCIEHOCTH KUBBIX KJIETOK M KJIETOYHBIX OpPTaHELL.
Cpenn memOpaHHBIX O€NKOB, HOHHBIE KaHalbl WrparoT o0coOyto posb. OHu
00ecreYnBarOT MMACCUBHBIN N30MPATEIBHBIN TPAHCTIOPT HOHOB Yepe3 OMOIOTHUECKYIO
MeMOpaHy, 4TO He0OXOAMMO JIJIsl BHYTPUKIECTOYHON M MEKKJICTOYHOW CUTHATH3AINH
U DJJIEKTpOreHe3a B BO3OYAMMBIX TKaHSIX. MOJCIUPOBAHUE OJMHOYHBIX HOHHBIX
KaHaJIOB B&KHO B aCIEKTE CBS3HM UX (QYHKIMHA U CTPYKTYPHO-TUHAMUYICCKUX CBOMCTB.
[TpoBOIMMOCTS MOHHBIX KaHAJIOB OOYCJIaBIMBAcT (OPMHPOBAHWE HOHHOTO TOKAa,
KHHETHKA KOTOPOTO HMEET CIIOKHYI0 popmy. IOHHBIN TOK Yepe3 OAMHOYHBI HOHHBIN
KaHaJI COCTOUT U3 UMITYJILCOB OJIMHAKOBOW aMIUTUTY b, HO PA3JIMYHON ITTUTSITHHOCTH.
Bpewmsi, koraa Tok TeueT uepe3 KaHal, COOTBETCTBYET OTKPHITOMY COCTOSIHUIO KaHaa.
Bpewmsi, xoraa TOK He Te4eT uepe3 KaHall, COOTBETCTBYET 3aKPBITOMY COCTOSIHUIO
kaHama. [lepekioyeHre MEXIy COCTOSIHUSMHU MPOBOJUMOCTH — OTKDBITBIM |
3aKpBITBIM — OMNpPEACISET BPEMs KM3HU KaHaja B COOTBETCTBYIOIIMX COCTOSHUSX.
Camo mepekmiodeHne  OOYCIIOBJICHO  CBSI3BIBAHMEM  JIMTaHNIA, 3HAYCHHUEM
AIIEKTPUUYECKOTO TPAHCMEMOPAHHOTO MOTEHITUAIA ¥ CTIOHTAHHBIMU (DITYKTYaIHsIMH.

M3BeCTHO, YTO BpeMeHa )KM3HU KaHajla B MOCIICI0BATEIbHOCTX 3aKPITHIX {T,}
U OTKPBITHIX {T,} COCTOSHHSIX CBSI3aHBI MEKIY CO00#. DTa CBsI3b XapaKTEpU3yeTCs
nokazarenem Xepcra. [lokazaHo, 4To mokazarenb Xepcra 3aBUCHT OT AJIEKTPHUECKOTO
TPAaHCMEMOPAHHOTO TMOTEHIHAMa. MeXaHU3M ATOTrO SIBJICHHS OCTAaeTCsl HE SICHBIM. B
JMCCEPTAIUH TPEICTABICHA MOJICIb, TO3BOJISIONIAS OMUCATh U BBIIBUTH BO3MOYKHBIH

MCXaHH3M, nemamnﬁ B OCHOBC 2TOI'O SABJICHHS.
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111.3.1 bazosasn moodenv u ee moougurkayuu
11.3.1.1 bazoeas mooenv

Mopnene moctpoeHa Ha 0a3e MPOCTOM CXEMbl OAMHOYHOTO HOHHOIO KaHaja
(Pucynox 111.3.1). Cxema OCHOBaHA Ha PEHTTCHOCTPYKTYPHBIX JaHHBIX
OakrepuanpHoro K'-kamama (KCSA-kanama). B cxemMe MOABMKHBIE YacTH
TpaHCMEMOpPaHHBIX CerMeHTOB TM2 — BOpPOTHBIE YacTHIBl — MOJEIHPOBAIUCH
KECTKUMH CTEPKHAMMU.

JluHaMuKa 3THX CTEpXHEH ONHUChIBalIach KOH(DPOPMAMOHHOW NEPEMEHHOU
¢(t), COOTBETCTBYIOLICH YIIy OTKJIOHEHWS BOPOTHBIX YACTUI[ BO BpeMs
OTKpbIBaHU/3aKpbIBaHUS KaHaa. 3aBUCUMOCTD yTIia (@ OT BPEMEHHU MOJIEINPOBAIach
ypaBHeHueM JlaHkeBeHa, KOTOpoe B 0€3pa3MEPHOM Cllydyae UMEET BU/L:

3kT
2y31,

d’e(r) _ _de(® _ Eg i’(j((p(r)’w(r),tp(r),vm) + ¢(t). (11.3.1)

dt? dt Y2Ig do

3nech T = Yyt — 6e3pa3zmMepHOe BpeMms, ¥ = 3% — MPUBEACHHBIN KOY(PHUIIMEHT TPEHUS,
)

Y — ko3 PuieHT tpeHus, | 0= ML2/3, M, L — MoMeHT nHepIuu, Macca U JIJTiHA

BOPOTHOM YaCTHULBI, COOTBETCTBEHHO, V, — DIEKTPUYECKHMI TpaHCMEMOpPaHHBIH
noreHnuain, K — mocrosHHas bonbsrmana, T — abconroTHas Temmeparypa, c_;(t) —
(GyHKIMSI, OMUCHIBAIONIAS CIYyYalHBIN MPOIECC C HYJEBBIM CPEIHUM U IUHUYHOU

. =~ U
nucnepcuen, U = = = Oe3pasmepHas noTeHuuanbHas ¢GyHkius, U — pa3mepHas
)

noTeHIManbHas GyHkuus, E; — MakcnmasbHas BeIMYMHA SHEPrETHIECKOro Oapbepa

MCKIY OTKPBLITBIM M 3aKPBITBIM ITOJOKCHHCM BOPOTHBIX YaCTHUI, COOTBCTCTBYIOIIUX

OTKPBITOMY U 3aKPBITOMY COCTOSIHUSIM KaHaJja.

170



(@) (0)

Crniupanb nopsl

f 2 \,'e)
L

Y |
O N
, -
2 -\
™ f
0010101007, / srrrrrrt ",

Pucynox 111.3.1. (¢) — KcsA-kanan (Bug cO0Ky). ManeHbKHE cepble IApUKU — HOHEI

K*, mMaleHbpKre YepHO-0emble INHIPEI BHYTPU MOPBI — MOJICKYJIBI BOJBI, YepHAs
CTpeJiKa TOKa3bIBaeT HAIpaBIICHHE IBIDKEHUS HOHOB. (6) — cxema MOJEIBHOTO
MOHHOIO0 KaHajla, ITOCTPOEHHOIO Ha OCHOBE CTPYKTyphl KcsA-kanama. @ — yrona
OTKJIOHEHHS TOJBMXKHBIX YacTel TpaHCMEMOpaHHBIX cerMeHTOB TM?2 kaHalbHOTO

OeJiKa MpU €ro OTKPhIBAHUU U 3aKPbIBAHUU.

bespaszmepnas noteHnuanbHas pyHkims U umeer BUL:

U (Lsi N i si 3
T(0, W,y Vi) = AW, v, V) (52 — BW, vy, W) S0 —
(11.3.2)
2
L
Dmax/4’

= 2 T
_ Esin(e)” B(W, v, V)L sin( (p)) '

3necy L = Dpax— MaKCUMQIIBHBIM AUAaMETP MOpPHI KaHajla B OTKPBITOM

cocrosianu. Oyuxkuuu AW, ¥, V) u B(W,y,V;,) BbipaxaroTcst yepe3 TrIyOHHBI
NOTEHIMAIBHBIX M 3akpbitoro E.(W,y,V,) u otkpeitoro E,(,V;,) cocrosuuii

kanana (Pucynoxk 111.3.2) cnenyrommm odpazom:
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_ Ec(WleJva)
A(W: \|—’; Vm) - (A+BW. P, V)3 (12—B(W, U, Vi)

BW,,V,) =
Ec(W Vi) —Eo (W,Vin)
= 4IEc(WdJVm) Eo(wvm)|( a(W,, V) = B(W, 4, m)) npu E, # E,,
0 npu E. = E,,

1

_ Ec(WYVi)Eo(WVim) \3
aW, 4 V) = |1+ (4 (Eccw,w,vm—Eocw,Vm))Z) ’
LW, Y, V) =

1

2(Ec(W W, Vm)+Eo (W, Vin)) _ Ec(WW.Vm)Eo(W.Vin) 3
4 :

= |2
T a(W, W, V) |Ec(W,,Vm) —Eo (U, V)| (Ec(WW,Vm)—Eo (W, Vim))?

~ P /2 U(o) P /2
. - 0.4 .

- 0.2

A

Pucynox 111.3.2. Tlpodgunp Oe3pasmepHOro MOTEHIMANA, OMPEACISIONIIETO
KOH(OPMAIIMOHHBIE TIEPEXOILI KaHaIa BO BPEMsS BOPOTHOIO Tiporiecca. 31ech @, . —
YIroJ OTKJIOHEHHMsI NOJBHM)KHOM yacTu cermMeHTta TM2 oT ocM CHMMETpHUH OJHOU
CyOBEeIUHULBI MIPU MAKCUMAJIbHO OTKpBHITOW mope, E. u E, — BenU4YUHBI TITyOUH

MOTCHIHUAJIIBHBIX M 3aKPBITOI'O U OTKPBLITOI'O COCTOSIHMU KaHajla COOTBETCTBCHHO.

[nyounsr  motenimanpibix  sm E.(W, Y, V) u E,(Y,V,,) saBuasiorcs

0e3pa3MepHBIMU BeMuMHAMU U U3MEHsIOTCs oT 0 mo 1. Ouu ompenensitotr dhopmy
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npoduiis KoHGOPMAIMOHHON YHEPTUU B 00JIACTH BOPOT, KOTOPBI, B CBOIO OYEPEIb,
onpeneNnsieT TUHAMUKY BOPOTHBIX YACTHUIl U HX MEPEXOJbl MEXKIY IMOJOKEHUSIMH,
COOTBETCTBYIOIIMMU 3aKPHITOMY U OTKPHITOMY COCTOSIHUSIM KaHaja. BeipaxeHus aiis

E.(W,y,V,,) u E,(1,V,,) uMeroT Bux:

1 1
Ec(W, ¥, Vin) = ——ammmv 5 (L H awW (@) + 49 (D)

Eo(, V) = =5 (1 — (D))

3,Z[€CI> YUYUTBIBACTCA  3aBUCUMOCTL  OT  JJICKTPHYCCKOI'O TpaHCMeM6paHHOFO

(11.3.3)

noteHimana V,,, Koropas HOCUT CHTMOHIHBIN XapakTep ¢ mapameTpamu a., V,, a,, V,.
Kpome Ttoro, yuutsiBaercs BiausiHue rugapododbHoro W ¢akrtopa, ompeneisieMoro
B3aUMOJIECTBHEM THAPOGOOHON BBICTUIIKM IMOPHI KaHaa C MOJIEKYJaMHU BOJbI, U
WHEPLIUOHHOTO \y (aKTOpa, OMHCHIBAIOIIETO MEJJICHHBIE, [0 CPaBHEHHUIO C
nepexoaMu KaHalla MEKTy COCTOSIHUSIMH TIPOBOAMMOCTH, U HU3KOAMILIUTY THBIE, TI0
CpaBHEHUIO ¢ KOH()OPMAITMOHHON JUHAMUKON BOPOTHBIX YaCTHII, KOH(DOpMAIMOHHBIE
M3MEHEHHs KaHaja BO BpeMsl BOPOTHOTO MpoIiecca.

H3menenne Bo BpeMeHu TuapohoOHOTO haKkTopa ONpeAesieTcs] ypaBHEHUEM:
d
W@ = (g (@) + B = g (ON) (W (@) = 29w (@) + 1), (111.34)

r7i€ TPOBOJUMMOCTH TOPHI KaHaja [JIsi MOJEKYJ BOAbl HMeeT BHUA: gy (@) =

1
1+e—AwLGn)-sin(oy)"

3necs fi,,, — mapaMerp, ONPEACSIIOLINI HAKIIOH CUTMOH/IBI K OCH

abcuucc, ¢, — MOPOroBOE€ 3HAYEHHWE YIJIa, NPHU MNPEBBILIEHUU KOTOPOTO Yepes
BOPOTHYIK0 4YacTh KaHaJla MOTYT MPOXOAUTh MOJIEKYJbl Boabl. llpu sTOM
noapasymeBaercs, uro kod(puuueHtsl O, u [}, ABIAIOTCI KOHCTaHTAMH.
VYpaBHeHUE ONMUCHIBAET U3MEHEHHUE YHEPTUHU TUAPODHOOHBIX B3aUMOICUCTBH, KOTOpast
M3MEHSAECT KOH()OPMALIMOHHBIA HSHEPreTUYECKUil TpoPuiab KaHajda B 3aKPHITOM
COCTOSIHUM, KOTJ]a TTPOUCXOJUT BBITECHEHHE MOJIEKYJ BOJIBI U3 TUAPOGOOHON MOPHI
KaHaJIa ¥ Toclieaytoriee TuapoPoOHOe «CIUTaHNE) BOPOTHBIX YACTHIL.

N3MeHeHne BO BpEMEHU UHEPIIMOHHOTO (haKTopa OMpeesieTCss ypaBHECHUEM:

V(@ =~ (v(@ + Lsin(e)), (111.3.5)
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rac ad, KOHCTaHTa.

111.3.1.2 Mooenw, yuumwisarowasn 3agucumocms paxmopa unepyuornrocmu om V.

Panee ObulO MOKa3aHO, HYTO  KOPPEISAIMOHHBIE  COOTHOIICHHS B
MOCJIETIOBATEILHOCTSIX 3aKPBITBIX U OTKPBITBIX BPEMEH >KM3HU KaHajga BO MHOTOM
ONIPENENAKOTCSA CKOPOCThIO M3MEHEHHSI MHEPIIMOHHOTO (akTopa a,, [['puneBny u ap.,
2007]. Takum 006pa3om, MOKHO TIPEATOIOKUATH, YTO Mo (DHUKaIMs 0a30BOM MOICIIH,

YUYUTBIBAIOmiasaA 3aBUCUMOCTb O oT Vm , IIO3BOJIMT OIucarb 3aBHUCHUMOCTDH

Wy

KOPPEIAIMOHHBIX cooTHOIeHuH ot V,,. Jlms »Toro, Ha ocHOBe 0a30BOM MO/IENH,
MOAOMPAITKCH PENIEPHBIE 3HAYCHUS IAPAMETPA O, JUIA PA3IMIHBIX 3HAUCHHUH V7, Tak,
yTOOBI 3HAYEHHWsS ToKazarenss Xepcta H, MNpUOIU3UTENBHO COOTBETCTBOBAIH
AKCIIEPUMEHTANIbHBIM 3HaueHusIM H, s Ky kaHana, B3aTbiM U3 padboThl [KazaueHko
u np., 2004]. 3aTeM mpoBOAUIICA PETPECCHOHHBIA aHAIU3 MOJYYEHHBIX PEHEPHBIX
3HAYEHHM C MTOMOIIBIO CIETYIONIEH 3aBUCUMOCTH:

gy (Vi) = g1~ 20aVm + oy ,ePwzlm, (111.3.6)
[TapameTpsl @y 1, by 1, Qyz, Dy, TOTYYEHHBIE NMPH MOMOIIM PETPECCHOHHOTO

ananu3a npencrasiensbl B Tabmune 111.3.1. Koaddunuent ngerepmunanuu perpeccuu

R? = 0.98.

Ta6muua 111.3.1. Koaddumuentsr popmysr (111.3.6).

aq,,l, C_l blIJll’ MB-l allJ,Z’ C_l bllJ,Z» MB_l
2.6056 0.1833 0.1989 0.3873

111.3.1.3 Mooenw, yuumulearowas 3agucumocms 2uopoghoonozo gaxkmopa om Vy,.

KpOMe BBIIICOITMCAaHHOU MOJII/I(l)I/IKaI_II/II/I, 3aBUCUMOCTb KOPPCIAIHOHHBIX
COOTHOIICHUH OT Vm MOXXHO YYCCTb, BBCIA B 6330BYIO MOJACIb 3aBHCHUMOCTD

OTHOCHTENILHOM CKOPOCTH BBITECHEHHUs MOJEKYN BOABI B, U3 THAPO(OOHON TOpPBI

KaHalIa B 3aKpbITOM COCTOSHHH OT Vm OcHoBanueM JJIAA OTOTrO SABJIACTCA TO, YTO
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KMHETUKAa HOHHOIO TOKa Yepe3 MOJEIbHBIM KaHald CYIIECTBEHHO 3aBHUCHUT OT
napamerpa [,,, B YacCTHOCTH, OH 00ycCIaBiMBaeT (OPMHUPOBAHHUE IAYECUHOU
aktuBHOCTH. [lst BbIOOpa 3aBucumoct P, OT Vy, OBUT HCIONB30BaH MOAXO

AQHAJIOTUYHBIN BBIIIICOIIMCAHHOMY CJIy4ar0, TOJIBKO B Ka4C€CTBC q)YHKHI/II/I perpeccuu

BbIOMpanach 4-x mapaMeTpuueckas CUrMoua:

Bw (Vm) = Bw,min + P max (111.3.7)

14e-Vm=Vow)/bw’

[apametpst B, . By axr Yows Dw, TIONYYEHHBIE TIPU MOMOIIH PETPECCHOHHOTO

aHanu3a npenacrariaeHsl B Tabnuie 111.3.2. KoadduiueHT nerepMuHaIiuu perpeccuu

R? = 0.995.

Ta6muua 111.3.2. Koadduruentsr popmysr (111.3.7).

Bw,min Bw,max Vow, MB by, MB
0.089 0.9178 7.8861 6.8907
111.3.2 AHanusz mooenu u Menmoovl YUCI1eHHO20 PeuleHUs ypaeHeH Ul

AHanu3 MOJENM TMPOBOAWICS AHAJIOTHUYHO AaHAIU3y HKCIEPUMEHTAIBHBIX
JAHHBIX, IJI€ OCHOBHOW UCCIIEAYEMOU XapaKTEPUCTUKOM SBJISECTCS HOHHBIM TOK 4e€peE3
KaHall. Tok 4Yepe3 MOJENbHBIM KaHAJI ONMUCHIBAIM YPAaBHEHHUEM, YUHUTHIBAKOIIUM

Hajgu4ue QUIbTpa HU3KUX YACTOT U IIyM U3MEPUTEIBHON YCTAaHOBKH:

OE 5(—1 (D) + gi(@(@)(V — Vo) + 3¢(1)), (111.3.8)

Imax
1+eﬁiZ(sin((P)—Sin((Pi))

rae f — yactota cpesa puiabTpa, g;(¢) = — WOHHAs TTPOBOJIMMOCTh

OBl KAHAJIA, Jmay — MAKCHMAIIbHAs HOHHAS! IPOBOJMMOCTb KaHala, fi, — napamerp,
ONpPEIEISIONIMA HAKJIOH CUTMOMJIBI K OCH abcuucce, ¢; — MOPOroBoe 3HaYEeHUE yria,

MIPEBBIIICHHE KOTOPOTO TICPEBOJAWUT KaHAI W3 HEMPOBOASIIETO COCTOSHUS B
npoBojsiee, 6¢(T) — aAAUTUBHBIA IIYM YCTAaHOBKH, V; — BHYTPHUKJIETOUYHBIH

MOTEHINA.

175



UncneHHO pelmas ypaBHEHHUs, MOJICIHUPYIONIME JTUHAMHKY BOPOTHOTO
MEXaHH3Ma OJMHOYHOrO MOHHOIO KaHana ¢ yuetoM ypaBHeHus (111.3.8), moayuanu
3aMUCH  MOJCIBHOTO TOKAa, W3 KOTOPBIX METOJOM TMOJYyaMIUTUTYJHOTO YPOBHS

MOJTy4Yaju KUHETHYECKHUE TTapaMeTpPhI {rc} u {ro} (Pucynox 111.3.3).

0.05¢

1 mA T

4
v

T

Pucynok 111.3.3. ®parMeHT 3anmucu HOHHOTO TOKa Yepe3 MOJEIbHBIN KaHal (depHast
JUHUS) ¥ allpOKCHUMAalMs IOCJEA0BAaTENbHOCTH HMITYJIBCOB TOKAa METOIOM

TOJyaMILIUTYIHOTO ypoBHs (Oenas muHusA). T.;T,; — BPEMeHa KU3HU KaHana |-To

yY4dacTKa IIOCJICAOBATCIbHOCTH B 3aKPBITOM U OTKPBITOM COCTOSHHHU, COOTBCTCTBCHHO.

Jlnst aHanmM3a KMHETHYECKUX TapaMeTpOB MOHHOTO TOKAa 4Yepe3 MOJCIbHBIN U
peanbHBIN KaHaibl ucnoib3oBaiicsi bBMA meton (Peng et al 1994). B pesynbrate
MOJTyJaJId 3aBUCHMOCTH YCPEIHEHHOW Bapuallid OT JJIMHBI OTPE3KOB pa3OMeHUs
UCCJIEAYEeMbIX  TOCIIEIOBATEILHOCTEM  BPEMEH  KU3HM  KaHalla, KOTOpHIE
anMmpPOKCUMUPOBAIM OJHOM MM HECKOJIbKUMHU TpsiMbiMu (Pucynoxk 111.3.4). Haknousr

MPSAMBIX ONPEETAI0T HCKOMBIE MTOKa3aTelld XepcTa.
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Pucynok 111.3.4. Tloka3atenu Xepcta, momyudeHHbie MeTonoM BDA. Kpyxku —
pe3ynbTaT bDA-aHanM3a KWUHETUYECKUX [TapaMeTPOB HOHHOIO TOKA Y€pPE3 MOIEIIbHBIN
KaHaJl, MpsSMble JIMHUM — JIMHEHHAas anmnpoKCHMalus METOAOM HauMEHbIIUX

KBaapaToB.

YucreHHble pacyeTsl MPOBOAWINCH B cpene Matlab ¢ ucnonb3zoBanuem nakera
Simulink u yncnenno# cxemsl Pynre-Kyrtra 4-ro mopsika ¢ GuKCHpOBaHHBIM IIarOM
UHTETpUpoBaHus. lcmonb30BaHHBIE TapaMeTpbl 0a30BOM MOJEIM MPHUBEICHBI B
tabmune 111.3.3. Jlns monudummpoBaHHON MOJEIM, yYUTHIBAIOIICH 3aBUCHUMOCTD
MHEPLHUOHHOTO (akropa oT V;,, HCHOIB3yIOTCS TaKHE )K€ apaMeTpbl, KaK B TaOIHIIe
I11.3.3 xpome &y u B, 3Ha4eHUs KOTOPbIX npuBeneHbl B Tabmuue [11.3.4. [l
MOAUGDUITUPOBAHHOM MOJIENH, YUUTHIBAIOIIEH 3aBUCUMOCTh THAPOGOOHOTO (PakTopa
OT Vi, MCTIONIB3YIOTCS TAKKE XK€ TapaMeTphl, Kak B tabmuue 111.3.3 kpome gy, €, oy

U 0,, 3HAYCHUS KOTOpBIX mpuBeAcHbl B Tabmuie |11.3.5. Tlapamerpsl ypaBHEHUS

\V’

(111.3.8) nnst Toxa npusezaenst B Tadure 111.3.6.

Ta6muma 111.3.3. [TapameTpsl 6a30BOM MoOEIH.

[TapameTp 3Ha4yeHue rmapaMerpa
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¥ =¥l 1x 1071 (1x10%71)
E, 9.28 x 10728 e (1 x 107° Joxc)
M 3.5 X 10%%ke
L 2.5 %107
k 1.38 X 10723 Joc K1
T = Teac 1x 1073K (300 K)
Diyax 1.2 X 10™°%u
a. 1.9 x 1075371
1A —1.1x107'B
a, 1.3 x 1075371
/A 1.7 x 107'B
Ew 4 %107t
&y 5% 1072
Oy 5% 102%¢71
By 5.45x 1071
Oy 2¢71
i, 1.36 x 10*
ow 0

[Ipumeuanue. B ckoOkax gaHbl HE TEPEHOPMHUPOBAHHBIC 3HAYEHUSI TTAPAMETPOB (CM.

aaJee 1mo TeKCTy).

Tabmauia

111.3.4. [Tapamerpsi

MOAU(UIIMPOBAHHON  MOJIETIH,

3aBUCUMOCTh HHEPLIMOHHOTO (hakTopa ot V.

YUYUTHIBAIOIIEH

[TapameTp 3HavyeHue napaMerpa
e 3x 107!
By 5x 107!
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Taomuma 111.3.5.

[TapameTprl

MOAU(MUIIMPOBAHHON  MOJIETH,

3aBUCUMOCTh THIpooOHOTO (hakTopa ot V,,.

YUYUTBIBAIOLIECH

[Tapametp 3HaueHue napamerpa
Ew 3.5%x107!
&y 7.5 % 1072
Oy 1x103¢7?
Oty 871

Tabmuma 111.3.6. ITapamerpst ypaBuenus (111.3.8) ans Toka.

[TapameTp 3Ha4yeHue rmapaMerpa

f 2.5% 103y
o 2

Jmax 1
i 1.36 x 101
of 0
|4 4x1073B
Vo —6 x 10728

JInst yMEHBIIEHUsI BPEMEHHU CYETa, MPOBOJAMIIACH NEPEHOPMUPOBKA 3HAYECHUN
HEKOTOPBIX OCHOBHBIX mapameTpoB ypaBHeHus (111.3.1), a umenno: ¥ u T, cormiacHo

cieayrouieMy airopurmy. M3BeCTHO, UTO XapaKTEPHOE BPEMS PEIAKCALIMN YYaCTKOB

o - ~ 1 - o
nonunentuaHoii uenu t ~ 107%, cnemoBaTenbHO ¥ = P 10%¢™1. OGbrunblit

TeMIepaTypHbIA JUara3oH, NpPU KOTOPOM OBUIM TOJYYEHBI JKCIEPUMEHTAIbHbIC
naHHbIe, cooTBeTcTBOBaL: T = 290 + 295°K. Bpems mepexoja KaHaia U3 OIHOTO
COCTOSIHUSA B JIpyroe cocTasnseT ~ 107°c. B pacuerax e ¥ u T ObUIH 3aMEHEHbI Ha

=10%"1 u

PAaCUCTHBIC IIapaMCTPbl, KOTOPLIC OBLIN paBHbI COOTBCTCTBCHHO ?Calc

Tea1c = 0.001°K Tak, uToOBI BpeMs Iepexo/ia KaHajla U3 OJHOTO COCTOSIHUS B IPYTOe

He U3MEHMIIOCh Obl, TO ecTh cocTaisio ~ 10~ >¢. TlapameTp E, Tak e noadupaics
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TaKUM 00pa3oM, YTOOBI BBIIOJIHAJIOCH BBILIEONIMCAHHOE YCJIOBUE, U YTOOBI CpeaHee
3HAYEHHE 3aKPBITHIX BPEMEH (T.) U CpellHee 3HAUCHHE OTKPBITHIX BPeMeH (T,) ObLIH
~1073¢ mnpu BeposATHOCTH OTKpBITOro cocrosuHus P, ~ 0.5. Takum o06pasom,
YCKOPEHHE PACUETOB 3aKJII0YAETCs B TOM, 4TO JUIs pacdyeTa | ¢ pa3MepHOro BpeMEHU
B CJIy4yae He IepEHOPMHUPOBAHHBIX TAPaAMETPOB HEOOXOIUMO MPOBECTH BBIYHMCIICHUS B
uarepsane or 0 no 10° y.e. B 0e3pasMEpHOM BpEMEHH, a B Clydae
IIEPEHOPMHUPOBAHHBIX APAMETPOB 3TO BpeMs cokparuaercs 10 10° y.e.

JlJi OLIEHKH 3HEpreTudeckoro Oapbepa ObUIM CHENIaHBl TECTOBBIE PACUETHI C
HCIIOJIb30BAaHUEM HENEPEHOPMUPOBAHHBIX 3HAYeHMil mapamerpos ¥ = 10%¢71, T =

300°K. Ilpu 3TOM, Ul KOPPEKTHOCTH pAacueTOB HCIOJIb30BaIach Oe3pazmMepHast
cnyuaiinas cuna ¢(t) = ¢(1)/ ﬁ B pesynbraTe TECTOBBIX pacydeToB, MOAOOpaHHOE
3HaYEHHE MAKCHMMAIbHOIO JHEPrETUYECKOro Oapbepa Obuio E, = 1071 orc. Ecom

Y4€CTh, YTO PACUYEThl MPOBOAWINCH [UJIsl ClIy4as, KOIZa BEPOSTHOCTb OTKPBITOTO
COCTOSIHUSI MOJICJIBHOTO KaHaja MpUOJMU3UTENbHO Obuta paBHa 0.5, 4To B MoAaenu
coorBerctByer V, =4mB, a E.=E,=0.1, To ¢dakTtuueckoe 3HaUYCHHE
SHepreTHueckoro 6aprepa coorserctsoBano 1072°/xc. Ilpu 5TOM HAmO OTMETUTH,

9TO JISt TECTOBBIX PACYCTOB U3MEHSITHCH TONIBKO ¥, T 1 E;, Bce OCTaIbHbBIC MapaMeTphI

OCTaBaJIMCh TAKUMH )K€, KaK B Clly4ac ¢ nepeHopMupoBanHbivu ¥, T, Ey .

111.3.3 Pe3ynomamut u o00cyrcoeHue UYUCIEHHBIX pACYemo8 U aHaAIu3a

MoOenupyemplx XapaKmepucmuk

Pe3ynbpTaThl pacdyeToB Ha OCHOBE 0a30BOM MOJECIM M €€ MOIUDUKAIIHMA

npencrapieHbl Ha pucyHke 111.3.5a,0,8. DxcnepumenTanbHble nanHbie (KazaueHko u
np., 2004; I'punesny u Acramres, 2010) mo 3aBucumocty nokaszareneii Xepcra (H,
H,) or Benuumubl TpancmeMmOpanHoro norteHmuana V. IOKa3aHbl Ha PHCYHKE
I11.3.5r. U3 pucynka 111.3.5a,6,8 BUHO, 4TO 1711 MOACIBHBIX JAHHBIX 3aBUCUMOCTH
nokasarens Xepcra H, or V., mna Bcex ciyuaes npunumaer 3HaueHus Giamskue K

0.6, 4TO COOTBETCTBYET OSKCIepuMeHTaIbHbIM 3HaueHHsIM (Pucynok 111.3.5r) u
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TOBOPUT O MOYTH CIIyYailHOM XapakTepe BOPOTHOrO MPOIECcCa Ha MaJIbIX BpeMeHax
(HeckonbKko cexyHn). Bmecte ¢ Tem 3aBucumocTH mokasareneii Xepcra H, or V,
UMEIOT 3HaYUMBbIE pa3Inyuus Uil TpeX MoJieaupyeMbix ciydaeB. [Ipu aTom Haubonee

Onu3Koe ITOBCACHUC K 9KCIICPUMCHTAJIbHBIM JaHHBIM COOTBCTCTBYCT

MOJAU(PUITUPOBAHHON MOJEIIH, YUUTHIBAIOIIEH 3aBUCUMOCTh THIpodoOHOro (hakTopa

or V,, (Pucynoxk I11.3.58).

1.1 1 a 1.1 A 6
1.0 1 1.0 -
0.9 1 0.9
0.8 1 0.8
= 0.7 1 = 0.7 4
0.6 1 0.6 q
0.5 0.5 4
0.4 0.4 1
0.3 1 0.3 1
0.2 1+ . T T T T 0.2 +— ‘ T . T 7
-20 -10 0 10 20 30 -20 -10 0 10 20 30
V. .mB V. .mB
8 2
111 1.1
1.0 1.0
0.9 1 0.9 |
0.8 0.8
. 0.7 1 Ry 0.7
0.6 1 0.6 |
0.5 1 - 0.5 |
0.4 0.4 -
0.3 4 0.3 -
0.2 T T T T T T 0.2 T T T T T T
20 -10 0 10 20 30 -20 -10 0 10 20 30
V .MmB V mB

m*
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Pucynok 111.3.5. CpaBHenue MojaenbHbIX (a, 0, B) W IKCHEPUMEHTAIBHBIX (T)
3aBHCHMOCTEH MoKaszaTeneil Xepcra oT TpaHcMeMOpanHoro mnoreHiuana V.

MOI[CJII)HBIG PpacCuCThI BBIIIOJIHCHBI HAa OCHOBC (a) — 0azoBoit MOACIIN C ITOCTOSAHHBIMHU

napamerpami, (0) — MOJENH, YYUTHIBAIOLIEH 3aBUCUMOCTh (paKTOpa MHEPIIMOHHOCTH

or V., , (B) — MOZIENIH, YUUTHIBAIOIIEH 3aBUCUMOCTh THAPodGoOHOro (pakropa ot V.
(r) — sxcnepuMenTanbHble AanHble (Kazauenko u ap., 2004). bensie kpyxku — H,,

uepHbie Kpyxkku — H,. Ha Bcex rpadukax Kpy»KKHM COOTBETCTBYIOT 3HaueHHAM V.,

IJIA SKCIICPUMCHTAJIBHBIX KPHUBBIX.

Baxnyto ponb rugpodobHOro akropa B BOPOTHOM MPOIECCE OTMEYAIOT U
apyrue uccienoatenu. B padore (Jensen et al., 2010) aBTops! pu HOMOIIM METOA
MOJICKYJISIPHOM JTMHAMUKH HCCIICAOBAIN BOPOTHBIN MPOIECC U JBM)KEeHHE HOHOB K*
yepe3 cenekTuBHBIA ¢GuinbTp Kv1.2 xanama. OHU yTBEp)KIAIOT, YTO OOHAPYKWIH
HOBBIN (DyHIaMEHTaIBHBIM MEXaHU3M «THUIPOPOOHBIX BOPOT», KOTOPHIN MO3BOJISET
KOJUTAIICHPOBATh OTKPBITOHM TOpEe KaHalla B 3aKPBITOE COCTOSTHUE TIPH 00E3BOKUBAHHUH
ee BHyTpeHHEeH rupohoOHOM MOIOCTH.

N3BecTtHO, uTO TUAPO(DOOHBIE B3aWMOACHCTBUS SBISIOTCS CJICACTBHEM
M3MEHEHHUS CBOOOJHOM »HHEPrMU CHUCTEMBbI 3a CYET HU3MEHEHHUs] DHTPOMUITHON
COCTABJISIFOIICH, MOATOMY MOXHO TMPEIANOJI0XKHUTh, YTO BIMSHHE DJIEKTPUUYECKOTO
TpaHCMEMOPAHHOTO MOTEHIIHAJIa Ha CKOPPEITUPOBAHHOCTD COOBITUI OTKPBIBAHUS WITH
3aKpBIBaHMS KaHaja BO BPEMsI BOPOTHOTO MPOIECCa OCYIIECTBISIETCS UMEHHO Yepes
rupodoOHbI hakTop. [elicTBuTensHo, eciu mocMoTpeTs Ha Mmojens (yp. 111.3.4), To

BUJIHO, YTO THAPO(OOHBIA (hakTOp 3aBUCHT OT CKOpocTh (Ko3(pdunment f,)

BBITECHEHHUSI MOJICKYJ BOJBI M3 3aKpBITOM MOpPHI KaHajda 3a cueT THApPOopOOHBIX
B3aUMOJICUCTBUH  BOJBI ¢  TUAPO(POOHOM  BBICTWIKOM TOpbl.  BkitoueHue
BJIEKTPUYECKOTO NOJIA MPUBOJUT K NOIAPU3ALMUA MOJIEKYJ BOJBI U UX OPUEHTALIUU T10
CHJIOBBIM JIMHUSM MOJISA 3a CUET HABEJACHHOI'O JUIIOJbHOIO MOMEHTA, 4TO, B CBOIO
ouepe/lb, CHUKAET SHTPOIHIO CUCTEMbI M YBEIIMYUBACT €€ CBOOOIHYIO IHEPTHIO. DTO

MOJKCT IMPUBOANTHL K YBCIMYCHHUIO CKOPOCTH BBITCCHCHHA MOJICKYJI BOJbI M3 ITOPHBI
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KaHaJlla B 3aKPBITOM COCTOSHHM, TaK KaK CHCTEME HE BBITOJJHO HAXOAWUTHCS B
COCTOSIHUU C TIOBBIIICHHOM CBOOOJIHOW SHEprueil, U OHAa CTPEMUTCS TEPEeHTH B
COCTOSIHHE € 00JIee HU3KOM CBOOOIHON SHEPTUEH.

Ha pucynxke I11.3.6 nokasana 3aBucumocts B, ot V., omuceisaemas yp. (111.3.7).

BunHo, 4TO 3Ta 3aBUCHUMOCTH HOCUT CUTMOMAAIBHBIA Xapaktep. M3menenue V,, ot
OTPULIATEIIbHBIX 3HAYECHUH K IIOJIOKUTEIIBHBIM BEIET K YBEJIMYEHUIO CKOPOCTH BBIX01a
MOJIEKYJI BOJBI M3 TUAPOPOOHON IMOJIOCTH KaHajla, 4TO COIJIACYyeTCs C JaHHBIMHU
pa6otsr (Jensen et al., 2010). B Heit aBTOpPHI, IPU MOMOIIX METOJIa MOJIEKYJISIPHOM
IMHAMHMKH, TOKa3ajh, 4YTO MpPH OTPULATENIbHBIX 3HAYEHUSX TpaHCMEMOpPaHHOIO
AIIEKTPUYECKOTO MOTeHIMana obe3BokuBaHue mopel Kv1.2-kaHajga mMpOMCXOOUT 3a
HECKOJIBKO MUKPOCEKYHJ, B TO BpeMsl Kak Iipu 3HaueHusix V;, = 0 MB u BbIe, 310

BpEM:A COKPAaCTCAa 10 JCCATKOB HAHOCCKYHI.

1.0 -

0.8 1

0.6 1

Bw

0.4 1

0.2 1

0.0 . | | | .
-20 -10 0 10 20 30

Vm, MB

Pucynok 111.3.6. 3aBucumocts otHOcuTenbHON ckopoctu B, (yp. 111.3.4, 111.3.7)

BBITCCHCHHWA MOJICKYJI BOAbBI U3 FI/I,I[pO(l)O6HOI\/'I IMOPbI KaHaJIa B 3aKPbITOM COCTOSHHUU OT

TpaHCMEMOPAHHOTO JEKTPUIECKOTO ToTeHIHana v, .
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B pamkax mnpencraBieHHOM MOAM(PUIIMPOBAHHOM MOJICNH, YUYUTHIBAIOIICH
3aBUCUMOCThL TuApodoOHOTO (akTopa OT Vj,, ymamoch MOKa3aTh CBS3b MEXKIY
MHTETPAIbHON XapaKTEepUCTUKON KUHETUKA HOHHOI'O TOKA YEPE3 OTMHOYHBINA NOHHBIH
KaHal — TMoKa3zaTeJeM XepcTa U BHYTPUMOJICKYJISIPHBIM CBOMCTBOM KaHajla —
ruipopoOHOCTHIO HOHHOM MTOpEI. PaHee, ¢ moMoIbio 6a30BOi MoiesH, ObLIa MOKa3aHa
CBA3b MEXAY TuApOo(HOOHOCTbI0 HOHHOM TOpPbI W TMOJUIKCIOHEHIIMAIBHOCTHIO
pacrpenenenuii mociaemoBatenbHocteit {t,} u {t.} (I'puneBuu u ap., 2007). C
MOMOIIbI0  MOJU(UIIMPOBAHHON MOJIETH YJajJoch TMOKa3aTh, 4YTO 3aBUCUMOCTb
ruapodoOHoro dakropa ot V,, MOXKET ONpenensiT 3aBUCUMOCTh KOPPEISIIMOHHBIX
COOTHOIIICHUM B aKTUBHOCTH MOHHOTO KaHaja oT V.

3amMeTuM, OJTHAKO, YTO MpPEJCTaBICHHBIC PE3ybTaThl OBUIM TMOJYYEHBI MPHU
LIEJIOM psiJie orpaHudYeHU. Bo-niepBbIX, MOHHBIN KaHaAT IPEACTaBIsECT COOOM CIIOAKHBII
[JIMKO-TIPOTEUHOBBIM KOMILJIEKC, KOTOPBIH HMEET MOJIYJbHYIO CTPYKTypy. OTa
CTPYKTypa BKIIIOYaeT B Ce€0s CEJNICKTUBHBIA (PUIBTP, CEHCOPHI AJIEKTPUUYECKOTO
MOTEHIIMAJIa, BOPOTHBIM MEXaHWU3M M LUTOIUIa3MaTUYECKyr0 4YacTh. OpHAKO mpu
MOJIETMPOBAHUHN HCIOJIb30BaJIaCh YIPOUIEHHAsA CTPYKTypa KaHajla U paccMaTpUBalcs
TOJBKO BOPOTHBIM MEXaHW3M, TaK KaK OH HaIlpsSMYH y4acTBYET B JWHAMHUYECKOU
pEryJIIIMYU MOHHOTO TOKA Yepe3 Nopy KaHaua.

PaboTta BOPOTHOTO MEXaHHU3Ma MOJEINPOBAIACH Ha OCHOBE
PEHTIEeHOCTPYKTYpHBIX NaHHbIX KCSA-kaHama, coctosiiero us3 4-x cyobeaunuil. [Ipu
ATOM MOABUKHBIC YACTH (BOPOTHBIC YACTUIIBI) TPAHCMEMOPAHHBIX CETMEHTOB KaXK0M
CyObEIMHUIBI pacCMaTPUBAIUCh KaK >KECTKHUE CTEPKHHU, TO €CTh MX BHYTPECHHHUE
nedopMali HE YUYUTHIBAIUCH. JIJIsl yIPOILEHHS PacyeToB MPEIosarajioch, 4To
BOPOTHBIE YAaCTULBl JIBUKYTCSI CHHXPOHHO M CHUMMETPUYHO B paJualIbHbBIX
HamnpaBJICHUSX OT LIEHTPAIBbHOW OCHM MOpbl KaHana. B pesynbraTe, 3TO MO3BOJIMIO
paccMarpuBaTh JUHAMUKY TOJIBKO OJHOM BOPOTHOW dYacTuubl. bojee Toro, mpwu
OMMCAaHUHU JVUHAMUKU BOPOTHOM YacCTUIIBl YYUTHIBAJIACh TOJIBKO OJIHA CTENECHb

CBOOO/EI.
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N3BecTHO, 4TO Iepexo]i KaHaia B OTKPBITOE COCTOSIHUE, KOT/Aa MPOHUKAIOIINE
MOHBl CBOOOJHO JBUTAIOTCA 4Yepe3 IMOpYy KaHala, OMNpEAeNsaeTcs MOPOroBbIM
3HAYEHHUEM YTJia OTKJIOHEHHSI BOPOTHBIX YACTHIL OT EHTPAIBHOM OCH MOpbL. B Moaenun
ATO 3HAYE€HHE BBIOMPAIOCHh KaK TOJIOBUHA MAaKCHUMAaJbHOIO YIJIa OTKJIOHEHHUS
BOPOTHBIX YacTHUI[ OT LEHTPAJIbHOW OCH TMOpbl KaHana (mpuOau3uTensHo 6.8
rpaaycoB).

Cnenyer OTMETHTh, YTO BCE NMPUBEACHHBIE BBILIE OTPAHUYCHHUS HE SIBIIAIOTCA
NPUHUUIUAIBHBIMA M CHSTHE JTUX OrPAHMYEHUN CYHIECTBEHHO HE W3MEHHT
IIOJIyYEHHBIE PE3YJIBTATHI.

Takum oOpa3zom, ¢ mNOMOLIBIO (PU3MUECKOH ME30CKONMMYECKON MOJenu
BOPOTHOI'0 MEXaHW3Ma OAMHOYHOTO MOHHOT'O KaHaJla MOKa3aHo, YTO KOPPEISIUOHHBIE
COOTHOLICHUS] B IIOCJIEIOBATEILHOCTSIX COOBITUH OTKpbIBAaHUS HMOHHOIO KaHalla
3aBUCAT OT BJEKTPUUYECKOTO TPAHCMEMOPAHHOIO MOTEHIMANa M 3Ta 3aBUCUMOCTb
onpenensercss ruapoPoOHbIM (HAaKTOPOM, UYTO TOBOPUT O BAXKHOCTU TUAPO(HOOHBIX
B3aUMOJICCTBUII B BOPOTHOM IIPOLIECCE M B JAMHAMUYECKON PETYJISUUU HOHHOU
MIPOBOJIMMOCTH OMOJIOTUYECKUX MEMOPAH.

HonHast mpoBOIUMOCTh OMOJIOTUYECKMX MEMOpPaH UIpaeT OJIHY M3 KIIOYEBBIX
poiieli B (pyHKUIMOHAJIbHBIX OTBETAaX >KMBBIX KIETOK HAa pa3JIMYHbIE CTUMYJbI U B
Mpoleccax MEXKKIETOYHOM KOMMYHHKanuu. Bmecte ¢ Tem, 0a30Bble MEXaHU3MbI
perynsauuu  GyHKIMOHUPOBAHUSA >KMBBIX OpPraHU3MOB ONPEIEISIIOTCS MOJEKYJIOH
JHK, npeacrasnstoniei eme 0osee NpocToil ypoBeHb CTPYKTYPHO-(HYHKIMOHATBHOM
OpraHu3alluyi >KUBOW MaTepuu. JleMCTBUTEIBHO, DKCIPECCUST T€HOB MEMOpPaHHBIX
OeJIKOB, KaK U BCeX OENKOB B KJIETKE, PEryIHpyeTcss PYHKIIMOHAIIBHONW aKTUBHOCTBIO
ATOM MOJIEKYJIbI. B CBSI3M ¢ yeM BaXKHO MOHUMATh CBA3b MEKY JTUHAMUKON a30TUCTBIX
ocHoBanmii B JIHK, ompeaensronmx xoH(GOPMAIMOHHYIO TMOABUKHOCTH OTKPBITHIX
COCTOSIHMI BJI0JIb MOJIEKYJIBI, U (GyHKUIHOHATBHON 3HAYUMOCTBIO
MOCJIEIOBATEILHOCT  OCHOBAaHUM  (IPOMOTOPBI, TEPMHUHATOPHI, KOJIUPYIOIINE

o0mnacTn).
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111.4 MopeanpoBanue konpopmaunonHoi nuiamuxku JHK

MogenupoBaHue BHYTPEHHEH JMHAMHUKUA CTPYKTYpHbIX »3jeMeHToB JIHK
(ocHOBaHmiA, caxapoB, ¢ocharoB U GParMEeHTOB MOJMHYKICOTUIHBIX IIETIOYCK)
ABJISIETCA BaXHbIM B IIOHMMAaHUU TOTO, KAaKyI pOJIb JUHAMUYECKUE CBOWCTBA
MOJIEKYJIbl MTPaloOT B peain3anuu ee 0a30oBbiX ¢yHkimil. [loHnmanue 3Toil poiu
HEBO3MOKHO 0€3 yyeTa HEOJHOPOIHOW CTPYKTYpbl MOJIEKYJbl. B maHHOM paszeine
OyJeT mpecTaBieHa HEOJHOPOAHASI MOJIETh U €€ IPUMEHEHUE ISl BBISIBJICHUS CBSI3U

MEXI1y TUHAMUYECKUMU U PYHKIIMOHAIbHBIMU cBoricTBamu JIHK.

111.4.1 Ypasnenue Cunyc-I'opoona ona neoonopoonou /THK, cocmoaweit u3z
08yX HEOOUHAKOBBIX OOHOPOOHBLIX NOCAE008AMENbHOCHEN, PA30eIeHHbIX

2panuyeu

VYrioBble OTKIOHEHHS OCHOBAaHHUW OT TIOJIOKEHUS PABHOBECHS SIBISIOTCS
PHEpreTHUeCKH HamMeHee 3aTpatHeiMu B Mosekyiae JIHK (Yakushevich, 2006;
Giudice et al., 2003). byaem omnmchBaTh TOJBKO WX, MpeHeOperas OCTaIbHBIMU
creneHsiMu cBoOoabl. bynem paccmarpuBarh 1uiockyro mosekyny JIHK 6e3 ydera
cripanuzanuu. Mcnonb3yem npubiauxeHre, B KOTOpOM ojiHa u3 AByX 1enodek JTHK
paccMaTpuBaeTcad Kak cpelHee Imoje. Toraa JUHAMHKY YIJIOBBIX OTKJIOHEHUH
ocHoBaHui B MoJiekyne JIHK MoxHO omuchiBaTh HE3aBUCUMO JJIs1 KaXKJIOW W3
nenoyek. B aTom cinydae, B KauecTBe (PU3MUECKOTO aHajora yJo0HO HCIOJIb30BaTh
IIETOYKY CBA3aHHBIX MAaITHUKOB WK ocuuuiaTopoB (Pucynok 111.4.1), nokosimxcs
WJTU KOJICOJTIONIUXCSl B TPaBUTAIIMOHHOM ToJie 3eMiin. Torja ynpyras HUTh MOJBeca, C
KOTOPOH >KECTKO CBSI3aHBI MasiTHUKH, OyJIeT COOTBETCTBOBAaTh caxapo-(ocharHomy
ocToBy paccMmarpuBaeMoi nenodku B JIHK, camu mastHuKH OyayT COOTBETCTBOBATH
OCHOBAHHUSIM, a TpaBUTALIMOHHOE ToJie 3eMiiM OyJEeT COOTBETCTBOBATH CPEIHEMY
MOTCHIMAJIBHOMY TOJ0  KomiuieMeHTtapHou nenouku B JIHK. B pesynerare,
JMHAMHUKA YTJIOBBIX OTKJIOHEHHH MAasITHUKOB OT TIOJIOKEHUsSI paBHOBecHs Oyner

COOTBETCTBOBATh JUHAMHUKE YTJIOBBIX OTKJIOHEHUH OCHOBaHU B Moiiekyne JJHK.

186



Pucynok I11.4.1. [lenmouka cBsA3aHHBIX MasTHUKOB. & — PACCTOSTHUE MEXK]Ty COCETHUMU
MagaTHUKamMu, K — ko3 puimeHT ynpyroctu JIMHUM nojseca, Ry, u My — paauyc u macca

MasiITHHUKA N, COOTBETCTBECHHO.

111.4.1.1 Ypasuenue mooenu 6 00Hopoonom ciyuae

B omHoponHoM ciydae, rae mosekyna JJHK cocTouT u3 ocHOBaHMII OJHOTO
TUIA, YpaBHEHHE Mojaenu OyJeM CTpouTh Ha npumepe Moaenu WHrienuaepa
(Englander et. al., 1980). YpaBHenue, onuchIBatolIee YroBEe OTKIOHSHHS (Z,t)
OCHOBaHM B Mojenu WHrienaepa, mnpencTaBiseT co0O0, B KOHTUHYaJIbHOM

npubmmKkennd, auddepeHmaibHOoe ypaBHEHHE B YacTHBIX  IPOU3BOJIHBIX

napaboIM4YeCcKOro TUMa:

0°9(z,t) o(zt) ., .
| — 2 Ka? =24 Vsin(d(z,t))=0. 11.4.1
3,Z[CCI> Z — KOOp,Z[I/IHaTa, onpez[enﬂ}omaﬁ ITOJIOKCHUC OCHOBaHUA B

MOCJIEIOBATEILHOCTH, | — MOMEHT MHEPIIMK OCHOBaHMUS, V — 3(h(DEKTUBHBIN MOTEHITUAT

B3aMMOICHCTBHS C KOMIIEMEHTapHOi renoukoii, K' = KR? — KpyTHiIbHAS %ECTKOCTb
caxapo-docdaraoro ocroBa (K — sxectkocth caxapo-gochatHoro octosa), R —
paccrosiHie OT caxapo-docdaTHOro ocToBa A0 IIEHTpA Macc OCHOBaHUsS (paauyc
OCHOBaHUS), & — PACCTOSTHUE MEXKIY COCETHUMHU OCHOBAHUSIMHU.

VYpaBuenue 111.4.1) nmpencrasnser co6oit ypaBaenue Cunyc-I'opmona (CI).

N3BecTHO, 4TO B MPUOIMKEHUHN OETyIlel BOJTHBI, IBUTAIOIIEHCS CO CKOPOCTBIO L, 3TO
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ypaBHEHHE MMEET OJHOCOJUTOHHOE PEIICHHE B BHJE KUHKA (+) WIM aHTHKHHKA (-)

(bymnad, Koapwu, 1983):

o |

(z—ot—zo)}, (111.4.2)

rae yzl/ \/1—\)2/ ¢z, ¢, — ckopoctb 3Byka s JIHK, d — nomymmupuna

KUHKa/ AHTUKWHKA, Z, — CABUT OTHOCUTECIIbHO Ha4Yajla KOOpAUHAT, KOTOpBIﬁ moJjiaraJjics

o(z,t) =4arctg{exp[4_r

paBHBIM HYJIO ( Z, = 0) U1 ynpolieHus onucanus. KHHK NpUHATO paccMaTpUBaTh Kak

MaTeMaTU4eCKuii 00pa3 oTKpbIToro cocrostuus B mojiekyie JJHK (Pucynok 111.4.2)

(Yakushevich, 2006).

e
8 e
6\ /

¢ (paa.) 44

24

D

10" ;
.-__ -1 X10—8

) z (m)

Pucynok 111.4.2. I'padux pynkuun (2) (I)(Z,t), OTOOpAKAIOMIMKA ABUKEHUE KHUHKOB

BJIOJIb YETBIPEX OTHOPOJHBIX TmocienoBareabHocteii: Poly(A), poly(T), poly(C),

poly(G).

Mogenn, KOTOpbIE MCIHOJB3YIOT TaKOM MOAXOJ, XOpPOLIO OINKUCBHIBAOT
BpalllaTEIbHYI0 JAWHAMUKY OCHOBaHMl B OJHOpoAHbIX Mosekysaax JHK. 39to

O3HavaeT, uto B Monenu Wurienaepa kodpounuentsr ypasuenus (111.4.1) 1, K’V
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ABIIAIOTCSA KOHCTaHTaMu. OiHaKO, JUIsl MIOHUMaHUs CBsi3u AMHaMuku U pyHkuuu JJHK
ATOr0 HEIOCTATOYHO. BaKHO YUYUTHIBATH HEOAHOPOJHOCTH IOCIIEI0BATEILHOCTEN
JUHK. JIns1 aToro Obuia mpoBejieHa poBepka Moaenu MHrIeHiepa Ha HCKYyCCTBEHHBIX

HeoHOpoAHBIX Mosiekynax JIHK.

I11.4.1.2  Aoanmayus moodenu k HEOOHOPOOHOMY CYYAIO U NOCMPOEHUE YUCTEHHOLL

CXEMbl UHMeSPUPOBAHUA

Jlnsg HEOmMHOpPOJIHOIrO ciydas CTpyKTypa MojenbHoul wmonekysbsl JIHK ¢
HEOJHOPOJIHOM TMOCJIEIOBATEIbHOCTHI0 HYKJIECOTHIOB BBIOMpallach B CIEAYIOLIEM
Buzae. Ilpenmnosmarasoch, 4TO OCHOBHas LIENMOYKA COCTOMT M3 ABYX OJHOPOJHBIX
y4acTKOB, cienytomux npyr 3a apyrom (Pucynok 111.4.3), u pa3znenéHHbix Mexmy
co0oii rpanuiieil. Kaxkaplii 13 y4aCTKOB COCTOUT U3 OJHOTO CBOETO TUIIA HYKIJICOTHIOB.

BTOpaH ICIIOYKa CTPONJIACH IO KOMINVICMCHTAPHOMY IIPUHIMITY.

HanpaerieHne OABMXeHnA KMHKa

—
.F FF FFF|ISSSSS S ... ocHohas uenouka
W F"FF"FFF1§8'S'S'S S’ S’... rowmnnementapHas uenouka
rpaHuua

Pucynox 111.4.3. Monensnas monekyna JJHK. OcHoBHast 1emnodyka COCTOUT U3 JBYX
OJIHOPOJIHBIX MOCJEI0BaTEeIbHOCTEN, CleAyoIuX Apyr 3a ApyroM. byksamu F u S —
0003HaY€HbI HYKJICOTH/IbI B IEPBOM U BTOPOM OTHOPOJIHBIX NOCIIEI0BATENBHOCTSX. F’
U S’ — HYKJIEOTHIbl B KOMIUIEMEHTApHBIX MOCIe0BaTeNIbHOCTIX. CTpenKkoi BBEpXyY

YKa3aHO HalpaBJICHUC JIBUKCHHUA KMHKA — CJICBA HA IIpaBo.

HccnenoBanne IMHAMUYECKUMX CBOMCTB  MoZenbHOM  Mouekynsl JIHK
MIPOBOAWIIOCH MPU MOMOILIN W3YYEHUs JBUKEHUS KWHKA BJOJIb OCHOBHOM ILIETIOYKH.
[Ipenmonaranoch, 4YTO CHayalda KHUHK JBUTAJNCS M3 OECKOHEYHOCTH IO MEpBOU
OJHOPOJHOM HYKJIECOTHIHOM IOCIIENOBAaTEIBbHOCTH B CTOPOHY TPAaHULBI ClI€BA Ha

ImpaBo. HCHB YHUCJIICHHOT'O SKCIICPUMCHTA — BBIAABUTDH, KaK 6Y)ICT BECTH ceOs KMHK Ha
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IpaHULE: OTPA3UTCS OT TPAaHULBl WIM HPOJOJDKUT ABMWKeHHe. Kak mpu sToM
MU3MEHUTCS €r0 CKOPOCTh?

B ypaBuenuu (l11.4.1) kaxaomMy BUAY HYKICOTHIOB, COCTaBISIONINX
OJIHOPOJIHBIE TOCJEI0BATEIbHOCTH 10 00€ CTOPOHBI OT TPaHUIlbl, COOTBETCTBYET
coOcTBeHHbIn Habop koxd¢uuumentos: |, K u V. Ilpu paccMoTpeHnn IWHAMUKU
HYKJICOTUZIOB Ha TpaHune kodpduimentsl ypaBHeHus (l11.4.1) wmensuuch
CKa4uK00Opa3Ho.

HavanpHbIe yCI0BHS BRIOUPAIUCH B BUIC KUHKA, U, ncXxo s u3 permeHus (111.4.2)

ypaBuenus CI" (111.4.1), umenu Bu:

d(z €[z,,2,],0) = 4arctg] exp Zl—Fz , (111.4.3)
F
0 (2lz,2],0) = ——e___ (111.4.4)
d. cosh(y.z/d;)
AHanOrUYHBIM 00pa30M BBIOUPATHUCH U TPAHUYHBIE (KPAeBbIC) YCIOBHUSI.
¢(z,,t) =4arctgexp E;—F(zL —ot)} :
- (111.4.5)

¢(z5,t) =4arctg- exp

Q_|~<
m

(zq Ut)} .

F

3nech z € [z;,2,] U (2p,2g], THE Z,, — KOOpAWHATA TPAHWUIIBI, PA3ACISIONICH NBE
OJTHOPOJIHBIE TTOCIIEIOBATEIBHOCTH HyKJIeoTun0B. Hnekc y kodddurmentos y u d
oTHOcUTCA K niepBoit (F) mocnenoBarenbHOCTH HYKI€OTUA0B (cM. Pucynok 111.4.3), a
uHaekchl L u R 0003HayatoT jeBblil U paBblil Kpasi paccMaTpUBaeMON LIETIOYKH.

s pemenns ypaHuenust (111.4.1) ¢ HayanbHBIMM U TPAHUYHBIMHU YCJIOBUSIMHU
(111.4.3-111.4.5) ucrnonb30BajICsS YNUCIEHHBIH METOA KOHEYHO-PA3HOCTHBIX cxeM. [Ipu
sToM npenBaputenbo, ypasaerue (111.4.1) u ycnoswust (111.4.3-111.4.5) npuBoaumuch k

0e3pa3mMepHOMY BUTY c HCMOJIb30BaHUEM 3aMEHBI MIEPEMEHHBIX:

71>1Z :( / ( K'aZ))z , toi= (\/V /1 )t . 3ateM Ju1s Oe3pa3MepHBIX MEPEMEHHBIX Z

~

nt CTpoMJIaCh MPAMOYTOJIbHAA CCTKA:
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0 ={Z,= i, j=01..b,.N}, o =ff =iti=0L..,N},

(111.4.6)
o, =0,x0, h=1/N,, 1=1/N,

rae D — umHmekc, cooTBeTCTBYIOmMII TpaHMIle MKy MOCIENOBATENLHOCTAMH Z,.
Broaunocs 0003HaueHue u} JUIs 3HAYEHMH ceTouHod Qynkumn ¢ B ysnax (Z,,f),

onpenenenHoii Ha cetke (111.4.6). IIlpoBoaunack 3aMeHa MPOMU3BOIHBIX MO BPEMEHU U
KOOpAWHATE Ha pa3HOCTHBIC BhIpaxkeHUs. [Ipu 3TOM mcnons3oBaics meron Kpanka-
Huxoncona, copepxxamuii B ceOe SIBHYIO U HESIBHYIO PA3HOCTHBIE CXEMBI C
pa3IMYHBIMKE BECOBBIMHU K03 durmentamu. B pesynsrate ypaBaenue (111.4.1) Obuto

NepEnucano B 0e3pa3MepHOM Pa3HOCTHOM BHJIE:

u]zj+1 Zu 4 uz 1 _ (_) [9( i1 _ l+1 n ul+1) n
— 0)(ufy, — 2uf + uj_l)] — t%sin(y)),
1<i<N, —1,1<j<bh
wtt —2uf +ufmt = (a —) [9( 2wt ult) +

j
+(1 - 0)(ufy, — 2uf +uf_y)] — (B)?sin(y)),
I <i<N.~1b<j<N, -1,

(111.4.7)

r/e 6— napameTp, ONpe eI BKIaT IBHON 1 HESIBHON cxeM, o= /1K JIKC m

B=4I.V, /IV. — macmrabubie kosdduimentsr. Unnekc F cooTBeTcTBYET MepBoiA

MOCJIEZI0BATEILHOCTH HYKJICOTHJIOB (ClieBa), a HHAEKC S COOTBETCTBYET BTOPOM
nocjenoBareabHOCTH (crpaBa, cM. Pucynok 111.4.3).
[Tpu mepexone K pa3HOCTHOM CXe€Me€ TIpaHUYHbIE U HayallbHbIE YCIIOBUS

anmMpPOKCUMHUPOBAINCH TOYHO. YUHTHIBasI Oe3pa3MepHbId ciaydai, d = 1, moaydanu:
U(0,i €[0,N,]) = 4arctg fexp[ v¢ (2, -vE) |} =6, (E),

uLZ (N,.iel0, Nt]):4arctg{exp[yF (ZNZ _Uﬂ)]}zd)Nz ©). (111.4.8)

w(jelo, NZ],O):4arctg{exp[yFZj]} =U, (111.4.9)

Bropoe HauangpHOE yCI0BUE allIPOKCUMHUPOBAIIOCH C UCIIOJIBb30BAHUEM PA3I0KEHUS B

pan Teiinopa, 4T00bI 06ECIIEYUTH TIEPBEINA MOPAIOK TOYHOCTH 10 T :
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ul(jelo,N,],0)=U T (111.4.10)

3atem u3 (111.4.7) monyuanu cucteMy anreGpandeckux ypaBHeHuil Ha u' ™!

2
|+l k, i+l kK i+l
aJ i Thju +cjuy, =1~ 9)’"[ J[”m 2u' +uJ J+ (111.4.11)
+2u} —u\ " —t’g“sin(u}), 1<i<N, -1 1<j<N,-1.

3neck uHAEKC k ornpeenseT TeKyIyo MoclIeI0BaTeNIbHOCTh, T.6. k = Fnpu 1 < j <

b u k=S npu b<j<N,—1. CoorBercrBenro koddpdumumentsr r“ u g~

NPUHEMAIOT crepylomue 3Hasennms: I =1, r°=a?, ¢ =1, ¢°=p% s

ko3 duuenToB a, b u ¢ umeem:

C yuérom rpanmunbix ycimouit (111.4.8) uz (111.4.11) momydanu OKOHYATEIBHYIO

CUCTEMY yPaBHEHHIA:

2
bruy™ +cfuyt = (1- O)KEJ [u; - 2u1'] 2 -y

-1 Sln(u1)+( j b (t) D,, j=1

2
|+1 i+1 k, i+l k[ T
AUy +bjui + cjull = (1-0)r (Fj |t = 2054y [ 20— T (111.4.13)

—t*g*sin(u}) 2<j<N, -2,

D
a5 Ui, b5 Ul = (1 e>( Toau, L vul, ]2, L u, -

:rla
;/

—(BT)Zsin(uiNz_l){a%j 0, () =Dy =N, -1
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i+1
J{ns HaxoXaeHUA u'j+ u3 cuctemsbl (111.4.13) ucnonp3oBancs MeToa MPOTOHKH, TIIE

pElIEHUs] CUCTEMBbl JIMHEHWHBIX anreOpandecKux YpPaBHEHHH, ONUCHIBAEMOM
TPEXIMArOHAIIbHON MATPULIEH, MILYTCS B BUJE PEKYPPEHTHOI'O COOTHOILICHMS IS

TEKYIIEero 3HaUYCHUS I

Ut =y U A, 1SN, -2, (111.4.14)
¢ K03(pPUIMEHTaMU G U 1] UMEIOIIMMU CIIETYIOIIUNA BUT:
k
—C D :
szgﬁ, Tb=a% i=1
) D _ak (111.4.15)
\V'+1: _Cj ! T]'+1: j_ajnj’ ZSJSNZ_Z
. a'j‘gj +b;< . a';gj +b}(

i1 s s s
IIpU 3TOM Uy -y = ( DNfl - ameNfl)/(aNleNfl + bel) -
KpOMe TOT'0, U3 ITOJYUYCHHBIX 3HAYEHUU Uij BBIYUCJIAJIACh YMCJICHHAA IIPOU3BOAHAS 110

BPEMEHU:

L1 0<j<N,0<i<N, -1 (111.4.16)

KOTOpasi COOTBETCTBYET YIJI0BOM ckopocTr O¢(z,t)/ot.

Bce BbumciieHHs TPOBOAWIMCH HA  TMEPCOHAIBHOM  KOMITBIOTEPE C
UCITIOJIb30BaHNWEM TporpamMMuoro makera «Matlaby. 3nadenus kosdduieHToB 1

MapaMeTpoOB, HUCIOJIL30BAaHHBIX B BBIUMCICHUSX, NpuBeicHb B TaOmumnax |11.4.1,

111.4.2,

Tabmuua I11.4.1. ®uznueckue mapamerpsl [JHK.

| (kem?) K’ (Zorc) V (Lorc) R (m) a (m)

x10™% x107' x10™"° x107"° x107°
A 0.76 0.227 0.209 5.8 3.4
T 0.48 0.155 0.143 4.8 3.4
G 0.82 0.220 0.312 5.7 3.4
C 0.41 0.149 0.212 4.7 3.4

Ta6numna 111.4.2. [TapameTpsl YUCTEHHON CXEMBI.
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111.4.1.3 Pe3ynomamot yucnennozo moodenuposanus u ux oocysicoenue

Kak moxazan 4ucieHHBI aHaIu3, HEIMHEWHOE BO3MYIIECHHE B BUJAC KHHKA,
pacrpocTpansiomnieecss BA0db MoaeabHoi moiekyinbl JJHK (cm. Pucynok 111.4.3),
MOJKET BeCTH cebOst TpeMs pa3sHbIMU criocobamu. [Ipu TOCTHKEHUU TPaHUIBI MEXIY
JIBYMSl OJHOPOJIHBIMHU TIOCJIEIOBATEIBHOCTSMH, COCTOSIIIUMHU M3 Pa3HbIX THIIOB
HYKJICOTUJIOB, KMHK MOXET: a) OTPa3uThCs, O) MPOUTHU TPaHUIy C YCKOPEHUEM
(YBEJIMYUTH CKOPOCTH), B) MPONTH TpaHUIly C 3aMeAJICHUEM (YMEHBIIUTh CKOPOCTH).
OTU clieHapuM JBWKEHUS KHWHKa MOXHO BujeTh Ha pucyHkax I11.4.4, 111.4.5. Ha

pucynke I11.4.4 crneBa m3o0pakeHsl moBepxHOCTH ¢(Z,t), a crpaBa MPOEKIUU Ha

IJI0CKOCTH (Z,1).
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Pucynok I11.4.1. TloBepxnoctu ¢(z,t) (cimeBa — NpPOU3BOJIBHBIM BHJ, CIpaBa —
MPOEKITUS Ha TUIOCKOCTH (Z,t) ), WIUTFOCTPUPYIOIINE TPU PA3TMYHBIX CITydasi TOBEICHHUSI
KHHKa. (a) — OTpaKeHHE KHWHKA OT TpaHMIBl Mexay ooyactsamu T u G (HauaiabHas
ckopocth U = 400 m/c). (6) — mpoxoxaeHue rpaHuiibl Mexay oomactasmu C u A ¢
YBEJIIMYCHUEM CKOPOCTH JBMKCHHS (HadajabHas ckopocth U = 400 m/c). (8) —
MPOXOXKJICHUE TpaHUIbl Mexay oobnacTsMu | u C C yMEHBIIEHHEM CKOPOCTH
JBWOKEHUS (HavajabHas cKopocTh U = 1200 m/c). YUépHas npsiMas JIMHUS — TPAHMIIA.

Enunnier usmepenus: ¢ B pad, tB ¢, Z B m.
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Pucynok 111.4.2. [ToBepxHoctu —odp/ot (cneBa — MPOU3BONIBHBIN BUI, B CEPEIUHE —

NPOCKIMS Ha IJIOCKOCTh (Z,f), crpaBa — MPOCKIMS HA IJIOCKOCTD (t,—8¢/6t)),

WLTFOCTPUPYIOIINE TPU PA3IMYHBIX CITydasi TOBEJCHUS KUHKA. (a) — OTpaKCHUE KHHKA
OT rpaHuilel Mexay obnactsmu T u G (HadanbHas ckopocth U = 400 wm/c). (6) —
MPOXOXKJICHHE TPAHUIIBI M1y 00macTsiMu C i A ¢ yBeTTHUE€HHEM CKOPOCTH JIBHKEHHS
(HayanmpHas ckopocTh U = 400 m/c). (8) — MPOXOXKAECHUE TPAHUIIBI MEXKTY 00JACTIMU
T u C ¢ yMEHBIIICHHEM CKOPOCTH JIBWKEHUs (HauanbHas ckopocTh U = 1200 wm/c).

Yépuas npsMast TUHHS — TpaHuIa. EquHunb u3mepenus: ¢ B paod, t B ¢, Z B m.
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Ha pucynke 111.4.5 u3o0pakeHbl MOBEPXHOCTU CKOpocTell —o¢(z,t)/ot. 3nech
ClieBa TIOKa3aH MMPOU3BOJIbHBIN BHl, B CEPEINHE — MPOSKIIUK HA TUIOCKOCTh (Z,t) (Bua

CBEpXY), a ClpaBa — MPOEKIIMU Ha MJIOCKOCTh (t,—aq)(z,t) / at) (BUI COOKY).

x 10
i

0.8
0.6
0.4
0.2

0.8

L 06
0.4
02

0

5 0 5 10 15 0.5 N
z x 10 t x 10

Pucynok 111.4.3. [ToBepxHOCTH —6¢ /Ot (CaeBa — MPOEKIUs Ha TIOCKOCTh (Z,1), cripaBa

— MPOEKIMUS Ha TUIOCKOCTh (t,—@d)/@t)), WUTIOCTPUPYIOIIME TUHAMUKY KHWHKa IpU

JOCTMKEHUM TpaHULbBl MEXAY JBYMS OJHOPOAHBIMU IOCIIENOBATEIbHOCTAMU
ocHoBanuid T m C anms JBYX pa3HBIX HaudalbHBIX CKOPOCTEH IBWXKEHUS. (a) —
oTpakeHHe, HadaabHas ckopocTh U = 400 m/c. (6) — NPOXOXKJECHUE TPAHUIIBI C
YMEHBLIEHUEM CKOPOCTH JBW)KEHMS, HadanbHasi ckopocTh U = 1200 m/c. YépHas

npsiMasi TMHUS — rpanuna. Enquaunis uamepenus: ¢ B pao, t B ¢, Z B .

CyuiecTBEHHBIM  (paKTOPOM, BIMSIOIIMM Ha I[OBEJECHHWE KHHKAa TPHU €ro
IPOXOXACHUH 4Yepe3 TIpaHully pasfesia ABYX OJHOPOIHBIX MOCJIEI0BATEIbHOCTEM,
ABJISIETCSI CKOPOCTh PacHpOCTPaHEHUS! KMHKA L BJIOJb NEPBOU MOCIEN0BATEIBHOCTH
no rpanuibl. Ha pucynke 111.4.6 BugHO, yTo npu ckopoctu asmxeHus v = 400 wm/c

KHHK OTpakaeTcs OT rpaHunbl (a), pazgenswomernr 1T uw C  oZHOpOIHBIC
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NOCJIEN0BATENBHOCTH HYKIIEOTUIIOB. ECIIM CKOPOCTh KMHKAa yBEIWYUTbH, HAIPUMED,
BbIOpaB v = 1200 m/c, TO KUHK TIPEOJI0JIEBACT TPaHUILy pasnena (6) U NpoaoHKaeT
CBOE JBMXKEHHUE 0 BTOPOM HYKIICOTHIHOM IMOCIIEIOBATEIBHOCTH C YMEHBIIEHHOU 10
OTHOILIEHUIO K MEPBOI MOCIIEI0OBATEIBHOCTH CKOPOCTHIO IBHKCHUSI.

B ta6bmuue 111.1.3 mpuBeneHsl Bce pe3ynbTaThl pacyéToOB ISl BCEX THIIOB
ocHoBaHMil. IIpu mpocMoOTpe TaOIHLBI HYXHO PYKOBOJCTBOBATHCS CIEAYIOIIUM
npaBwioM. CHauyana HEOOXOAMMO BHIOPATH TUI A30THUCTOTO OCHOBAHUSI U3 JIEBOU
KpaliHEN KOJIOHKH, a 3aTE€M M3 BEPXHEW KpanHEel CTPOKHU. B sueliKke Ha nepeceyeHun
BbIOpAaHHBIX OCHOBAaHUI HaXOAMUTCS PE3yJbTaT YUCIEHHOr0 MojenupoBanus. Kaxnas
Takas s4eliKa BKIIIOYaeT B ceOs TUIl MOBEJACHUS KUHKA IPU MEPEXOAE UM TI'PaHUIIbI
MEXIy BbIOpPAHHBIMU HYKJEOTHIHBIMHU IOCJIEI0BATEIbHOCTSIMH, /€ COCTAB JIEBOM
MOCJIE0OBATEIBLHOCTH ONpEENsieTCs BBIOOPOM OCHOBAHMS W3 JIEBOIO CTOJOLA, a

COCTAaB MPaBOM MOCJIEI0BATEILHOCTH BBIOOPOM OCHOBAHMS U3 BEpXHEU CTPOKHU. THrmbl

TIOBEJICHHs] KHHKa MMEIOT COOTBETCTBYIOIME 06o3HaueHus: R — orpaxenune, P, —

NIPOXOXKJICHHE C YBEIMYEHHEM CKOPOCTH, P, — NpoXOoXJeHHe C yMEHbIICHHEM
CKOpoCTH, P, —npoxoxaeHue 0e3 n3MeHeHus ckopocTi. Kpome Toro, kaxxaas sueika

(3a UCKIIOYEHUEM JUArOHAJIBHBIX) COJEPKHUT JUarpaMMy IUIOTHOCTEH HHEPTHH,
COCTOSIIYIO M3 JBYX CTOJIOMKOB, JIEBBIM M3 KOTOPBHIX OTOOpa)KaeT MaKCHUMAaIbHOE
3Ha4YE€HUE TJIOTHOCTH YHEPTUU KUHKA, ABUTAIOIIETOCS T10 JIEBOM MOCIEA0BATEILHOCTH
C 3aJJaHHOW CKOPOCTBIO, a TPaBbIli CTOJIOMK - MaKCHMMaJbHOE 3HAYCHHUE IJIOTHOCTH
DHEPruM aKTHBAIlMM KUHKA Ha TMPaBOM IOCIEAOBATEILHOCTH 03 y4éTa CKOPOCTH
nBrkeHus. J{ns ynoOcTBa moa AuarpaMMol MOKa3aHO YMCIOBOE 3HaYEHUE Pa3HOCTU
COOTBETCTBYIOIIMX YPOBHEH IJIOTHOCTEH SHEPTUU 1O POPMYJIE «1e8blUN—«NPABHLILY.
PesynbTaTel, npeactraBiaeHubie B Tabnuie 111.1.3, momydeHsl 11 OHOTO U TOTO ke

Ha4YaJIbHOTO 3HAYECHHS CKOpOocTH kKuHka v = 400 m/c.
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Ta6bmuma 111.4.1. Pe3ynpTarTbl BBIUMUCICHHM, JEMOHCTPUPYIOIIHME XapaKTEPHOE
MOBEJCHUE KUHKA MPHU JOCTHKEHUM UM TPAHMUIBI MEXAY ABYMS OIHOPOJHBIMU
ITOCJIEA0BATEIBHOCTMHY HYKIJICOTUAOB M HAa4YaJIbHOM CKopocth nBuxeHus v = 400

m/c. Equuuuel usmepeHus: p B Jorc.

A
"
R J}l | R
A PO T
Ap=3.05x10% Ap=—-3.71x107" Ap=0.29x107
o | R I
R0
I P, 0
= —2.38x10™ Ap=—6.50x107 = —2.50x107
. . s P, . [
Ap=4.80x107 Ap=7.44%x107 Ap=4.68x107
O | BR[|
cl 7 \ Po
Ap=0.46x107° Ap=3.10x10" Ap=-3.66x107

[Ipo1IeMOHCTPUPOBAHHBIM MOAXOMA ISl ONMMCAHUA JUHAMHUKH HEOJHOPOIHOU
moniekynbl JIHK obnamaer psgom nomymeHuid. Cpeaul HMX MOXHO BBIACIIUTH
OTCYTCTBHE SIBHOTO Yu€Ta JIOKIbHOW CHEIU(PUKA B3aUMOACUCTBUS MEKIY
KOMIIJIEMEHTAPHBIMU [IEMIOYKAMH, KOTOPOE 3aMEHEHO HA YCPEIHEHHOE BIUSHUE OJTHOU
MOJIMHYKJICOTUAHON I1IETOYKH Ha JWHAMUKY HYKJICOTHAOB B JAPYrod IIEMOuKe,
OTCYTCTBHE YU€Ta CIIUPATM3AIIMU LIETICH, a TAKXKE MPEHEOPEIKEHNE BI3ZKOCTHIO CPEIbI
(OTCYTCTBUE TUCCUIIATHUBHOIO Yji€HA) W TEIUIOBBIMU (iykryanusmu. HecmoTpst Ha

9TO, MOACIM TaAKOro poaa IMHUPOKO IIPHUMCHAIOTCA B HCCICOIOBAHUAX JIOKaJIbHOM
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JMHAMHMKH TIOJMHYKICOTHIHBIX 1ieneil. B gactHocTn, B padore (Bashford, 2006)
AHAJIOTMYHBIN MOIXO01 TPUMEHSIETCS 111 TEOPETUUECKOTO UCCIEA0BAHUS HETUHENHBIX
BO30YX/ICHHMIA B BHae Opu3epa, U MX BO3MOXKHOTO BIMSHHS Ha ckoibxkeHune PHK
nonumepasbl Boosib JJHK npu nmoucke nmpoMOTOpHOU MOCHEA0BATENBHOCTH B TEHOME
O0akrepuodara T7. ABTOpbl B 3TO pabOTE yYHUTHIBAIOT TOJBKO CIab0€ BIWSHHC
pPa3JIMYHBIX THUIOB HYKJICOTHJIOB Ha B3aUMOJEHUCTBUE MEXAY KOMILIEMEHTAapHBIMU
napaMyd OCHOBaHUWU. /lake B 3TOM cilyyae, Kak OKa3bIBa€TCs, TAKOM MOAXOI NAET
pEe3YJbTaThl, KOTOPHIE XOPOIIO KOPPETUPYIOT € SKCHEPUMEHTAIBHBIMU JaHHBIMHU.
[Toxoxkue mpuémMbl UCHIOIB3YIOTCS U B Ipyrux padorax (Yakushevich, 1987; Salerno,
1992; Salerno, Kivshar, 1994; Salerno, 1995; Dominguez-Adame, et al. 1995; Cuenda,
Sanchez, 2004%; Cuenda, Sanchez, 20049).

UucneHHoe pelieHrue ypaBHEHUsI CHHYC-1 OplioHa MpPOBOJWIIOCH MPU SIBHOM
y4€Te pa3nuyuuii Macc OCHOBAaHUW, PACCTOSIHMM A0 caxapo-pocaTHOro ocToBa OT
LIEHTPOB MAacC OCHOBAaHHWW M B3aUMOJCHCTBHM MEXKIYy KOMILIEMEHTApPHBIMH IMAPAMHU
OCHOBAaHMW JUIsi  Pa3IMYHBIX THUIOB  HYKIEOTHIOB B  paccMaTpUBAEMOM
ITOCIEA0BATEIBHOCTH. JJI1 MPOCTOTHI MCIIOIB30BANIACH OJMHYKICOTUAHAS LEMOYKA,
cocTosilasi U3 JIBYX OJHOPOJHBIX MOCJIEA0BATEIbHOCTEH, OTIMYAIOIIUXCA MEXKIY
coOOl THUIMAMM COCTABJISIIOUIMX HMX HYKJIEOTHJIOB, TaK Kak 3TO ObUIO CHEJaHo,
Hanpumep, B padote (Skymesud u nap., 2009). [IpoBeneHHbIC YNCICHHBIC PACUYCTHI, B
otirume ot padotsl (Yakushevich, Krasnobaeva, 2008), mo3Bonmiu sBHBIM 00pa3oM
MPOCJEANTh 32 TUHAMUKOM KWHKA, PACIPOCTPAHSIIONIECTOCS BIIOJIb IEMU MOJIEKYJIbI
JIHK ¢ HeogHOpOAHBIM COCTaBOM. BbUI0 BBISIBIIEHO XapaKTEPHOE NOBEICHUE KMHKA HA
rpaHulEe pasliena JABYX OJHOPOJHBIX TOCIIEIOBATEIBHOCTEN  HYKJICOTHIOB
COCTaBJIAIONIMX MojelbHYI0 Mosekyny JJHK, Bkitouaromiee Tpu OCHOBHBIX THMA: a)
oTpaxkeHue; 0) MPOXOXKJACHHUE C YMEHBIICHHEM CKOPOCTH; B) MPOXOXKICHHUE C
YBEITUYEHUEM CKOPOCTH.

B nepBom ciydae KMHK HE IEPEXONIT YEPE3 TPAHULLY pa3aeia, a OTPAXKaAICA OT
Heé U, 0CTaBasICh B TIEPBOI MOCIE0BATEILHOCTH, TIPOOJIXKAJ IBUTATHCSI B OOPaTHYIO
MepBOHAYAJILHOMY HAalpaBJieHUI0 CTOpoHy. [Ipu HSTOM CKOpPOCTh KHUHKa TIO

aOCONIOTHOM BENMYMHE HE MEHsUIach, T.€. JUISI PacCMaTPUBAEMON MOJEIHHOU
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CUTYaLlMU IPOUCXOAUIIO YIIPYroe OTpakeHHe KMHKa OT rpaHulipl. bosee Toro, B 3ToM
clly4ae M3Ha4aJIbHO C(hOPMHUPOBABIIMICS KMHK, OTPaXkasicCh, IEPEXOANI B aHTUKHHK,
4yTo Xopomo BugHo Ha pucyHke |11.4.7, rae m3zoOpaxeHa Qa3oBasi MOBEPXHOCTH,

JIEMOHCTPUPYIOIAst 3aBUCUMOCTh —Odp/Ot oT ¢ BO BpemeHu. J[Isi CpaBHEHHS Ha

pucynke |11.4.8 mokazansl Ga3oBbie KpUBbIE KMHKA (@) U aHTUKUHKA (0), TTOJTyUYCHHBIC
u3 aHamutuyeckoro peuienust ypasHenust CI' (111.4.2) nns mpou3BoIbHOTO MOMEHTa
BPEMEHH U OJHOPOJIHOM TMOCIEAOBATEIBHOCTH HYKICOTUIOB. Bumano, dYro c¢
TOYHOCTBIO JO 3Haka KpuBblie Ha pucynke I11.4.8 coBmagalor ¢ KpUBBIMH,
nojiydaeMbIMH U3 (ha30BOI TMOBEPXHOCTH CEUEHHEM IUIOCKOCTHIO, MapajliedbHON

mrockoctH (¢, —0¢/ot).

Pucynox 111.4.4. ®a3zoBasi 10BepXHOCTb, MIUTFOCTPUPYIOILAs TEPEX0] KUHKA B @aHTUKUHK
IpM  OTPAKEHMM  KMHKAa  OT  TPaHHUIBl  MEXAYy  JBYMsS  OJHOPOJIHBIMH
MOCJIeTOBATEILHOCTIMU OcHOBaHu T 1 C 11711 HauaapHOM CKOpoCTH aBmwkeHus v = 400

m/c. CneBa — TPOU3BOJIBHBIA BHJ, CIpaBa — MPOEKIHS HA IJIOCKOCTh (¢,—8¢/8t).

Enunuier usmepenus: ¢ B pao, t B c.

BTopoii u TpeTrii TUIIBI ITIOBEACHUS KMHKA HA TPAHHULIE pa3/iesia COOTBETCTBYIOT
CIy4dasM, KOIZJa KMHK NEPEXOAUT W3 IEPBOM OAHOPOAHOM MOCIIEIOBATEIBHOCTH
HYKJIEOTUJIOB BO BTOPYIO NOCJIENOBATENBHOCTD C YBEINYEHUEM UJIU C YMEHBIICHHUEM
ckopocTd. Takoe TMOBeleHWEe MOXHO ObUIO Obl MHTEPIPETUPOBATH CIEAYIOLIUM

obOpazoM. [Ipu mpoXoXKAeHUU TPaHUIBI pa3zesia KMHK JUOO0 Tepsi 4acTh SHEPIHH,
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npeojoieBast 6apbep, MO0 MpHOOpeTan TOMOJHUTEIBHYIO SHEPTHUIO, MEePEXo/id Ha
0oJiee HU3KUHM YpOBEHb SHEPTUU. Tak Kak B OTCYTCTBUE AUCCHUITAIINY TTOJTHASI YHEPTUS
CHUCTEMbI JIOJDKHA COXPAHSTHCS, TO B TEPBOM CIIy4ae MPOUCXOIUT YBEITUUYCHUE
KUHETUYECKOU COCTaBJISIONIEH HPHEPIruy KUHKA U, CIIEOBATEIbHO, CKOPOCTh KMHKA
yBEJIMYMBAJIach, a BO BTOPOM Cilydae — yMeHbIIagack. OMHAKO Takoe OOBsSCHEHHE
roauTcs He Bceraa. Ecim mocMoTpets Ha Tabmuity |11.4.2, To MOKHO BUIETH, UTO IS
nocnenoBaTenbHocTed A 1 C, He CMOTpsl Ha HAJIMYKME DHEPTEeTUUYECKOTO Clajia Mpu
IBMKCHUU KUHKA 13 o0mactu A B C 0H oTpaxaeTcs OT TpaHullbl. Eciu KMHK JIBUKETCS
3 C B G wm uz T B A, To, HE CMOTPSI Ha HaJM4KME HPHEPreTUYECKOro Oapbepa Ha
rpaHulEe pas3zesia, OH MEPEeXOAUT uepe3 He€ M MPOJOoJKAET JIBUraThCsl MO BTOPOMU
LIETIOYKE C YMEHBIIEHUEM CKOPOCTH, XOTd HaydaiabHOU ckopoctH U = 400 m/c, kak
MOKa3bIBAIOT AMAarpamMMbl, JJIi 3TOrO0 HEAOCTATOYHO. Takoe CTpaHHOE IOBEIACHHE
KHHKa O0BACHSACTCS TEM, YTO PACCMOTPEHHASI MOJIETTh OTPAaHUYEHA OMMCAHUEM TOJIBKO
OJIHOPOJIHBIX TIIOCJIEJOBATEIbHOCTE M HE TMO3BOJSIET MOJIYYUTh MPAaBUIBHOE
JMHAMHMUYECKOE MOBeJIeHUE KUHKa B HeoqHopoaHoM /THK.

Bce pe3ynbraThl ObUTH TOTYUYEHBI TSI HAYAIbHBIX CKOPOCTEH ABMKCHUS KUHKA
HAMHOTO  MPEBBIIAIOIIUX  CKOPOCTh  PAacHpOCTPAaHEHUs]  KOH(POPMAIMOHHBIX
BO3MYILEHUH, HaOMoAaeMylo B mpoleccax (pyHkiumoHupoBanus mosekynsl JIHK,
HanmpuMep, CKOPOCTb peILUIMKAIMM, cocTaBisiomeit ~ 1000 n.o./c ~107" wm/c
(Kelman, O'Donnell, 1995). Astopsr padotsr (Cadoni, et al., 2011) Ha AUCKPETHBIX
HeomHopoaHbIX Moaensix JJHK mokasanu, 4To KHHKKM MOTYT pacpOCTPaHsAThCS U TIPU
ckopocTax ~ 107> m/c. Kak Oyze mokasaHo janee, y4éT B MOJIEIU JUCCHIIATHBHOTO
dakTopa, a TaKKe BHEIIHUX BBIHYKIAIONINX BO3JACUCTBUNA MOXET MO3BOJIUTH

MIPOBECTU PACUETHI I CKOPOCTEHN 3HAYUTEIBLHO HUXKE PACCMOTPEHHBIX.
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do/dt
do/dt

Pucynok 111.4.5. ®a3oBbie TpaekTopun KWHKA (@) ¥ aHTHKWHKA (0) MOJy4YCHHBIC W3

aHaJMTUYECKOro pemeHus: ypaBHeHus CI° ((I)(Z,t) =4arctg- exp i%(z — vl - Zo) :

(I1.4.2) s OXHOPOTHOW TMOCTCIOBATEIBHOCTH THMHHOB IPH CKOPOCTH

Takum oOpazom, mozenp WHrieHaepa orpaHMyeHa OMKUCAHUEM OJHOPOJHBIX
HCKYCCTBEHHBIX MTOCIEA0BATEIbHOCTEN. /171 CHATHS 3TOr0 OrpaHUYEHHsI HEOOXOJUMO
pa3paboTaTh MOJIENb, YUUTHIBAOILYIO HEOJHOpOoAHYIO cTpykTypy JAHK. Huxe Oyner

IIpCaACTaBJICHA TaKasa MOACIIb.

111.4.2 Mooenuposanue OsuirxceHus KUHKA 6 OOHOPOOHBLIX U HEOOHOPOOHBIX

nocneoosamenvnocmax /[HK c yuemom ouccunayuu

I/IBBGCTHO, 49TO BCC PCAJIbHBIC MCXAHHYCCKHUC CUCTCMBI 0e3 BHEIIHEro IIPUTOKA
OHCPIruu SABJIAIOTCA NTUCCUITATHBHBIMU. I/ICCJ'ICI[OBaHI/IC MOJICKYJISIPHBIX CHCTEM IIpHU
IIOMOIIN MEXAHNYCCKHNX aHAJIOTOB BA’KHO IMTPOBOJAUTH C YUYCTOM AHUCCHUIIATHUBHBIX CHJII.
I[JISI MOJICKYJIIPHBIX CUCTEM IUCCHUITATUBHBLIC CHUJIBI B OCHOBHOM OIIPCACIIAIOTCA KakK

B3aMMOJICHCTBHEM HCCIICIYEMBIX MOJICKYJI C PACTBOPUTEJIEM, TaK U U3TYUCHUEM.
111.4.2.1 Appexmut ouccunayuu 8 00HopooHwx yenouxax J[HK
B pamkax mojmenu cunyc-I'opioHa yrioBas CKOPOCTb a30THCTBIX OCHOBAHHM

onpenensieTcss GopMyIon
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i (z,t) = — WD __ (111.4.17)
cosh(a(z—vt—zo))

Oma, 0/IHAaKO, HE YUYUTHIBACT 3P PEKTHI AUCCUTIAIINU, KOTOPbIE MOT'YT (hOPMHPOBATHCS
KaK 3a CUET BHYTPHMOJICKYJSIPHOTO TPEHHs, TaK W Ojaromaps B3aUMOJCHCTBHUIO
BPALIAIOIINXCS OCHOBAHHUI ¢ OKPY:KaIOMIeH cpenoit (pactBopom). VX ymanoch y4ectsb
no3aHee B pabore (Yakushevich, 1987). Mus 3Toro OBUIO HCHOJIH30BAaHO

MOIU(PUITUPOBAHHOE ypaBHEeHHE cuHyc-I'opoHa

¢ _ 1 20°9 ind = —122
I— —Ka 622+V51nq5— Aat’ (111.4.18)

HCCJIEJOBAaHHOE 3aTeéM METOJOM TEOpHUH BO3MYylleHUN. BBeneHue B ypaBHEHUE
(111.4.18) nmuccumaTHBHOTO YICHA, MPOIOPIHOHAIBHOTO YIJIOBOH  CKOPOCTH
ocHOBaHuii d¢/0dt ¢ kodpPuIMEeHTOM TPONOPIHUOHATBEHOCTH (KO3 UIIMEHTOM
JUCCUNIALIMU) A TPUBOJUT K YMEHBIICHHIO CKOPOCTH KHUHKOB (M AHTUKHUHKOB).
dopmyna, onpeaedonas 3T0 yMEHbIIeHne, Obula MOoJdy4YeHa, OJTHAKO, 3HAUUTEIbHO

no3aHee B padore (Sxymesnu, KpacuHobaesa, 2007) meromom MakJladmuna-CxoTTa

(McLaughlin and Scott, 1978)

_ YoVoexp[—(1/1)t]
v(t) = J1+(ovo/c)%expl[-2(A/Dt] (111.4.19)

VYuyer 3¢ (exToB AUCCUNANMN MYTEM BBEICHUS TUCCUMATUBHOIO CJIaraéMoro,
MIPONOPLIMOHAIBHOTO YIJIOBOM CKOPOCTH OCHOBAHUM, WIMPOKO HCIIOIb30BAJICS B
3a/la4ax, CBSA3AaHHBIX C UCCIEJOBAHUEM BIJIMSHUS BHEIIHETO BO3JCUCTBUS WU
HEOJHOPOJHOIO COCTAaBa MOJUHYKIICOTUIHBIX IMOCIEAOBATEILHOCTE HA JUHAMHUKY
kuaka (Nakamura et al., 1977; Nakanishi and Tsuboi, 1978; Quintero and Salerno,
2002; Reviznikov and Formalev, 2004). Tem He MeHee, OTIENBHO U OoJiee yriTyOJeHHO
3 PEeKTHI TUCCUTTAIIIN B HUX HE aHAJIM3UPOBAJIHCH.

B nanHOM pasnene mNpencTaBieHbl Pe3yJIbTaThl HUCCIACAOBAHUS BIUSHUS
3¢ deKkToB auccUnanuyM Ha JAUHAMUKY KHHKOB B OJHOPOJHBIX U HEOJHOPOJHBIX
HUCKycCTBEeHHbIX mnocienoBarenbHocTsax JIHK. IlpeacraBnena ananuTuueckas
dbopMyita, onpenesstomas KOopauHaTy KuHKa (Z), oKa3aHbl TPACKTOPHH JABHYKCHUS
KHHKA Ha (a30BOM TUIOCKOCTH {V, Z}, MOITy4YeHbl Tpad)uKi BPEMEHHON 3aBUCUMOCTH

sHeprun kuuka (E), ero maccer (M) u pa3zmepa (D).
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B onHopoaHoM citydae Bce K0adduireHTs Moaenbpaoro ypasaenus (111.4.18)

ABJIKOTCA KOHCTAHTAMU, U PCHICHUC MOJKCT OBITH HaﬁHeHO AHAJIMTHYCCKUM MCTOA0OM

MaxJlagmra-Crorra (McLaughlin and Scott, 1978).

11.4.2.1.1 Pewenue 3a0auu memooom MaxJladrunu-Cxomma

B ocHOBe MeTOna NEXUT MPEANONOKEHHE O TOM, YTO BKIIIOUEHHUE B MOJECIb
3¢ (heKToB nuccHMnanui HE MPUBOAUT K HM3MEHEHHIO Mpoduis KoH()OpMalMOHHON
BOJIHBI (KWHKA), ¥ TOJBKO CKOPOCTb JIBMXKCHHMS KHHKA V CTAHOBHUTCS (DyHKIMEH

BpPCMCHHU. 910 AacT BO3BMOKHOCTDb BBIBCCTH YPABHCHHUC JJISI CKOPOCTHU KMHKA

d A 2
d_‘t’=_7v(1_:_2), (111.4.20)

pelIeHre KOTOPOTO, MOIy4aeMOe MPSMBIM HHTCTPHPOBAHUEM, KaK pa3 M IMPHUBOIUT K
dopmyae (111.4.19).

Ecan OIIPCACIINTDL TCIICPb KOOPAHWHATY KHMHKA Z COOTHOIIICHUEM
az
—=v 111.4.21
= U ( )

TO JIETKO HaWTH q)OpMYJIy, OIIPCACIIAIOINYI0 HM3MCHCHHUC KOOPAMHATBI KHHKA CO

BpEMEHEM
Z(t) = fotv(r)dr =— %I [arcsinh (% exp (— %)) — arcsinh (UO—CVO)], (111.4.22)

a Takke (QopMyiy, ONMpeAeSIONIyI0 MyTh, KOTOPBIM MPOWIET KUHK MPEexIe, YeM
OCTaHOBUTCSI BCIEACTBUE NEUCTBUS YPPEKTOB AUCCUTIALINH,

s = [ v(z)dr =Zarcsinh (%) (111.4.23)

B Ttabmuue I11.4.4 npencraBiaeHbl KO3(POHUIUMEHTH IUCCUNAIMA A IS

nocaenoBarenabHocTei Poly(A), poly(T), poly(G) u poly(C) (Awrejcewicz et al., 2011).

['paduku ckopocTeld 1 KOOPJAUHAT KUHKA, paCCUMTaHHBIE COTJIACHO (hopMyiam

(111.4.19) u (111.4.22), a Taxke TpaeKTOpus IBW)KCHUS KWHKA B IUIOCKOCTH {v, Z}

npeacrasiensl Ha pucynke 111.4.9 (A, B, ).
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—poly(A)
[ Vo1 V7 B
2 b —poly(G)
—poly(C)
e — o —
w
S __ .
5 05 1 15
t x10°
-25
-3 —
— —poly(A)
r —poly(T)
6t —poly(G)
—poly(C)
Sy
4
_—_—_————
% 0.5 1 15
t x10°
x 10~ . ‘
L poly(T)
341 E —poly(G)
— —poly(C)
3.2
Q
3
2.8
26
0 05 1 15

-9

t x 10

Pucynok 111.4.9. Cxopoctu (A), koopaunatsl (B), dhazoBsie Tpackropuu (1), sHeprun
(b), maccer (I') m pa3smepsl (/l) KMHKa, BBIYMCIICHHBIE C YYE€TOM JIUCCHUIIALIMH
(CTUTOIIHBIC THHUM ) TSI 4-X Pa3IMYHBIX OJHOPOIHBIX TOCeaoBaTenbHOCTe: POlYy(A)
— kpacHbii, Poly(T) — cunwuii, poly(G) — 3enensiii, poly(C) — uepuslii. ITyHKTHPOBIC
JUHUM — Pe3yJbTaThl BbIUMCIACHUM Oe3 auccunauuu. EguHULBI M3MepeHus
cieaywomnme: v —m/c, Z —wm, t—c, E— JIxx, M — xr, D — m. HauanbHas ckopocTh KMHKa

v, = 400 M/c.

Tabmuna 111.4.4. 3naduenust K03PPUITMEHTOB AUCCUTIAITTN OCHOBAHUMA.

A T G C

A (A c) 4.25

<10 3.52 4.18 3.45
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Pe3ynbraThl pacuera miMHBI npoOera KUHKA (S), a Takke MOIYyNepruoIbl

3aTyxaHus (T) npuBeaeHsl B Tadiume 111.4.5.

Tabnuma 111.4.5. J{nuasl mpobera u MOIyNeprOIbl dKU3HN KUHKA.

s (M) x10°° 7 (c) x107"°
A 72.67 (214 11.0.) 1.27
T 56.52 (166 1.0.) 0.99
G 79.86 (235 1.0.) 1.40
C 48.15 (142 n.0.) 0.84

U3 pucynka 111.4.9, a Taxxe nanubix Tadmust 111.4.5 BuaHO, yTO HaubombIICE
pacctosinue KUHK mpoxoauT B POly(G) memodke, ¥ mMpu 3TOM HUMEET HAMOOJBIIHIMA
MOJIyIIepuo 3aryxaHusi, B To Bpems kak B PoOly(C) memouke KHHK MPOXOIHUT
HAaUMEHBIIIEE PACCTOSHUE U NMEET HAMMEHBIITUH TOTYTIePHO]] 3aTyXaHHsI.

Jlpyrue AMHAMUYECKUE XApaKTEpUCTUKHU (dHeprus kuHka E, ero macca M u

pasmep D) (Psacuk, SAxymesud, 2012):

E =yE,, E,=8VVK,
E _ 8ly

M=5="2VV/K, (111.4.24)
D_g_,/KaZ/V
Ty oy

[MApAMETPUUYECKNA 3aBUCIAT OT BPEMEHU U3-3a NPUCYTCTBUSA PEIATUBUCTCKOIO

MHOXKUTENA Y. 31ech E, —3Heprus akTuBanuy (IOKOs) KUHKA, COOTBETCTBYET JHEPTHH

KMHKa U1 HyJeBou ckopoctu U = (0, uro coorBercrByeT ¥ = 1. HMcnons3ysa atn
dopmynasr u  dopmyny (111.4.19) Obutn  mocTpoeHbl TpadUKd 3aBUCHMOCTH
JMHAMUYECKHUX XapaKTepucTUK KuHka ot Bpemenu (Pucynok I11.4.95,I',E).

N3 pucynka 111.4.9b,I",E BunHO, uTo BeaeacTrue 3¢HEKTOB TUCCUTTAIINHN Macca
U DHEeprusi KMHKa YMEHBIIAIOTCS, a pa3Mep, HalpOTHB, YBETUUYMBAETCA. Takxke U3
rpa@uKoB ClEIyeT, YTO HauOOJbLIEH SHEeprueil M Maccoll o00yanaer KHHK,
aktuBUpoBaHHbI B POly(G) memouke, a Hammenbineir — B POlY(T) memouke. U3

pucynka |11.4.9E BuaHO, 4TO pa3zMepbl KUHKOB, akTBHpoBaHHBIX B POIY(A) u poly(T),

207



NPaKTUYECKH COBIAJAIOT, aHAJOTHYHO COBMAJIAOT pa3Mmepbl KUHKOB B POly(G) u

poly(C).

111.4.2.1.2 Pewenue 3a0auu yucieHHbimu Memooamu

W3BectHO, yTo Meton MakJlagumua-Crorra (McLaughlin and Scott, 1978)
SBISICTCS NPHOMIKCHHBIM, W 0Oojiee TOro, NPUMEHEHHE €ro JUis PeIICHHS
MOIUGHUIMPOBAHHOTO  ypaBHEHHS  cuHyc-['OpoHa  MOXET  NPUBECTH K
HEKOHTPOJIMPYEMBIM OIInOKaM. J[JIsi MPOBEPKU PE3YJILTATOB, MOJYYCHHBIX METOIOM
MaxJladnunaa-Ckotra, 3a1ada (I111.4.18) Obuta perieHa YUCIIEHHO, WCIIOJIB3YS METOJ
KOHEYHO-Pa3HOCTHBIX CXEM, a UMEHHO HMCITOJIb3ys cxeMy Kpanka-Hukoscona.

CHauasna ObUTH pacCUMTAHbl KOOPAUHATHI KUHKA Z(t) (Pucynox 111.4.10 A) u

IPOBEJCHO MX CpPaBHEHHE C PE3yJbTaTaMH, MOJIYYEHHBIMU C MOMOIIBIO (OPMYJIbI
(111.4.22) (Pucynox 111.4.10B), 3aTtem yriioBasi CKOpPOCTh a30THCTHIX OCHOBAHHU O
(Pucynox 111.4.10B) u mpoBeficHO €€ CpaBHEHHE C pe3yJbTaTaMH aHAJTUTUYCCKHX
pacuetoB 1o ¢popmyite (111.4.19) (Pucynoxk 111.4.10I). IToce sToro, Obla paccunTaHa
byukuus ¢, (Pucynoxk 111.4.10/]) u Taxke MpoBEIECHO €€ CPAaBHEHUE C pe3yJIbTaTaMU
aHamuTHueckux pacyetoB (Pucynox I11.4.10E).

U3 pucynka 111.4.10 BuaHO, 4TO pe3ynbTaThl YMCICHHBIX M aHATUTHYECKHUX
pacyeToB XOPOIIO COTJIACYIOTCS MEXKIY CO0OM, UTO TOBOPUT 00 aJeKBaTHOM BHIOOpE
YUCJICHHOM CXEMbI, C OJHOM CTOPOHBI, U MPABWIBHOCTU NPEAIIOI0KEHNUN, BXOIAIINX
B 0cHOBY MeToaa MakJladpunmna-CkoTTa, ¢ qpyroii. OTMeTHMm, 4To rpaduku QyHKIUH
¢z, moctpoeHnsie uncieHHo (Pucynox I11.4.10[1), umeroT ocruissuuu B mpoduiie
JUHUH, 9TO MOXXHO OOBSCHUTH TMOTPEHIHOCTHIO, MOJYYCHHON B XOJE YHCIECHHOTO
auddepennrpoBanust. OTHAKO MIPHU 3TOM BUIHO, YTO XapaKTep MOBEACHUS KPUBBIX B

000uX clTydasx CXO0, M UTO OHU COBIAJAIOT MTPU HAJIIOKEHUU UX JIPYT Ha JIpyra.
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65 6.5
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Pucynox 111.4.10. Pesynerarer uncnenssix (A, B, /) u anamutudeckux (b, I', E)
BBIYMCIICHUN (DYHKIIHIA: Z(t) (A, B), -9, (t) (B, u ¢, (t) (U, E), nist 4-X pa3nu4HbIX
OJTHOPOJIHBIX TocnenoBareabHocTei: POly(A) — kpacusrii, Poly(T) — cunwmii, poly(G) —
sestenblid, POly(C) — uepHsrid. Equauner usmepenus: Z — m, t— ¢, —¢, (t) —pau/c, ¢, (t)

— pan/m. HauanbHas ckopocTh KMHKa v, = 400 M/c.

11.4.2.2 D¢hgpexmul ouccunayuu 6 HeoOHopooHvix yenoukax JJHK

PaccMOTpyM  HEOJTHOPOIHYIO TOCIENOBATENbHOCTh, COCTOSIIYI0 W3 JIBYX
OJTHOPOJHBIX y4acTKOB F u S, pasnenennbix rpanuneit (Pucynok 111.4.3). Yrnossie
KOJIcOaHMS a30TUCTHIX OCHOBAHUYN MOJCIMPYIOTCS B TAKOW MOCIIEIOBATEIHHOCTH TEM

xe ypaBHenueM (111.4.18), Ho ¢ kodpdunmenTamu, 3aBUCAIIUMHA OT KOOPIWHATHI Z
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ciaenyromum oopasom: ecnu z <z, kodpduuuentsl |, K, V u o uMeror 3HadeHus,
OTBeUamlue IociaefoBaTedbHOoCTH F, ecnmm z>z, — Jpyrue, OTBEYarolue
HIOCJIEIOBATENBHOCTH S (z, — KOOPJMHATA TPAHULIBI).

3amauy (111.4.18) Oynem pemats uynciaeHHo. [ paHUYHbIE W HAYAIBHBIC YCIOBUS
3alaluM TakuM o0pa3oM, 4TOObl KMHK HAuMHAJl CBOE JBUXKEHHE Ha JIEBOM KOHIIE
mouiekysiel JIHK (mocnenoBarensHocTs F) M mBurancs B CTOpOHY MpaBOro KOHIIA
(mocnemoBaTebHOCTH S) (Pucynok 111.4.3).

Jis pemenuss ypaBuenus (111.4.18) Bocmoas3yemMcsi METOAOM KOHEUHO-
pPa3HOCTHBIX cxeM, a HuMeHHO cxeMoi Kpanka-Hukoncona. UToObl mOCTpOUTH
TPACKTOPHIO JBM)KCHHS KHWHKA BOJW3HW TPAHMIBI, BBIYACIAM (QYHKIOHIO ¢ IS
pa3MYHBIX BapUAHTOB OJHOPOAHBIX OOJIACTEH CiieBa M CIpaBa OT TPAHUIBI U
MOCTPOUM MPOEKIIUU ATOM (PYHKIIMU Ha TUIOCKOCTh {Z, t}. Pe3yibTaThl BHIYUCIICHUI
npencrasieHsl Ha pucynke 111.4.11 (b, T, E). Jlns cpaBHeHUs TaM ke HPUBEICHBI
AHAJIOTUYHBIC MPOEKIIMH, pacCUYUTaHHbIe 0e3 yuera muccumnanmuu (PucyHok
111.4.11A,B, ).

N3 pucynka I11.4.11 BuaHo, yTo B 000oMX ciy4asx (c ydyeroM U 0Oe3 ydera
JTUCCUTIAIIMHU) XapaKTep ABUKCHUS KUHKA BOJIM3U TPAHUIIBI CXOXKHH: KUHK MOXKET
orpazuthcsi OT rpanuibl (Pucynok I11.4.11A,b), MoxeT mpoiTu depe3 TpaHUIly C
yBenuuennem (Pucynox 111.4.11B,I') umum ¢ ymenblieHueM ckopocTH (Pucynox
111.4.11)1,E). Onnako, u3-3a TUCCUTIAIIUU YTIJIOBAasi CKOPOCTh a30THCTBIX OCHOBAHHM (Ot
Oy/eT yMEHBIIIAThLCS, YTO BUIHO MO0 U3MEHEHHIO 1[BETA MPOSKIINU Ha TUIOCKOCTh {Z, 1},
a cama TpaeKToOpusi MPUOOpeTaeT HEOONBIION W3rM0, YTO CBUICTEIBCTBYET O
3aMeJIJICHUN JBUKCHUS KHHKA.

Takum oOpa3om, MPoBEICHO UCCAeA0BaHNE BIUSHUSA 2 (PEKTOB TUCCHITAIIUN Ha
IUHAMUKY HeJIuHeiHoro koHdpopmanuronHoro Bo3myuieHuss JAHK — kunka. beuin
paccMOTPEHBI JIBE 3aJaud: JBIDKEHHE KHHKA B OJHOPOJHOHN IMOCIIEI0BATEILHOCTU
HYKJICOTH/IOB, U ABM)KEHHUE KHHKA B HEOAHOPOHON MOCIIEI0BATENbHOCTH, COCTOSIIIECH

W3 JIBYX OJHOPOJHBIX YYaCTKOB, pa3ieieHHbIX Tpanuiieil. [lokazaHo, 4To 3¢ deKTs
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JTUCCUTNIAIIMU TPUBOJAT K YMEHBIICHUIO YHEPTrUM KHUHKA, €r0 CKOPOCTH U MAacCChl, a
TaKX€e K YBEJIMUCHHIO Pa3Mepa KUHKa.

-10 10
_ . x 10

-10 1
x 10 x 10

x 10
15 2 15
1
§ 1
‘10

t

e
(3}

A

L

0.5

Pucynok 111.4.11. Otpaxenue kuHka oT rpaHuibl (A, b), mpoxoxneHue rpaHullbl ¢
yBenuueHueM ckopoctd (B, I'), mpoxosxaeHue rpaHuiibl ¢ yMeHbleHueM ckopoctu (/1,
E). Boeruncnenus Obutn caenanbl ¢ ydyerom guccunanuu (b, I, E) u 6e3 ydera

nuccumnarnuu (A, B, ). LIBeToBas mkana mokasplBaeT 3HAYEHUS YTIIOBON CKOPOCTH B

pan/c. Enunuiiel uamepenusi: Z— M, t — c.

YucaeHHbIe OKCIICPUMCHTEI ITOKa3aJin, 4YTO IIOBECACHUEC KMHKA BOIM3H rpaHuIBbI,

pa3eIsoIei 1Be OJHOPOAHBIE ITOCIIEI0BATEIbHOCTH, KaK C YU4ETOM IUCCUTIALUH, TAK
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U TIpU €€ OTCYTCTBHH, UMEET CJIEIYIOIINe XapaKTepHbIe OCOOCHHOCTH: KUHK MOXKET
OTpPa3uThCA OT TPAHUIBI WM MPOUTH dYepe3 Hee. lIpu TPOXOXKIACHUU TPaHUIIBI
CKOPOCTh KHHKAa MOXET YBEIWYUTCS WIM YMEHBIIUTCA. Takoe TIOBEICHHE
00yCIIOBJICHO HEOJHOPOJHBIM COCTaBOM PAacCMaTPHUBAEMBIX IOCIEIOBATEIIEHOCTEH,
Kak 3TO0 ObUIO TMOKazaHO B paszaene «YpaBHenue Cunyc-I'opmoHa ams IBYX
HEOJMHAKOBBIX OJHOPOJHBIX TOCIEAOBATEILHOCTEH, pa3AeeHHBIX TPaHUIICH».
Taxoke, auccumanys TPUBOJUT K YMEHBIICHHIO YTJIOBOH CKOPOCTH a30THCTHIX
OCHOBaHUH (; ¥ K U3TUOY TPACKTOPHH JIBHKCHHS KUHKA B TUIOCKOCTH {Z, t}.

BaxxHBIM MOMEHTOM B PAacCMOTPEHHBIX 3ajJadax ObLUIO TO, YTO ypaBHEHHE
(111.4.18) otrmuuaercs ot ypaBHenms (111.4.1) ToiabKO HagUYMEM IUCCHITATHBHOIO
yiena. Kak 0b110 mokazano B pazzene 111.4.1, ypasuenue (111.4.1) umeet orpannyeHue.
OHO aJeKBaTHO OMNHWCHIBACT JWHAMUKY KHHKAa TOJBKO B  OJHOPOIHBIX
nocinenoBarenabHocTsX JIHK. B HeogHOponHOM cityyae HaOmonaercs Heu3ndeckoe
MOBEJICHUE KHHKA, KOIJla OH OTpakaeTcsi OT DJHEpPreTHYecKoro Oapwepa, s
MIPEOJIOJICHHSI KOTOPOTO OH UMEET JOCTATOYHOE KOJMYECTBO KMHETHUYECCKOW YHEPTHUH.
Hanuune nuccunatupHoro uneHa B ypaBHeHuu (111.4.18) He cHumaer »5T10
orpanudeHue. [loaToMy HEOOXOAWMM TIOMCK HOBOTO YpaBHEHHs, KOTOpOe Obl
aZICKBaTHO OIMCHIBAJIO JTWHAMUKY OTKPBITBIX COCTOSIHUM B  HEOJHOPOJTHOU
MOCJIEIOBATEILHOCTH HYKJICOTUOB C YYE€TOM YIJIOBBIX KOJEOAHW a30THUCTHIX

ocHoBanuii B JIHK.

111.4.3 Hoeasn neoonopoonasn mooens /IHK
111.4.3.1 Bwv1600 ypasnenus mooenu

I[J'ISI BbIBOJa HOBOI'O MOACJIBHOI'O YPABHCHHA HAYHEM C YPABHCHUA AJIA YTJIOBBIX

KOJIeOaHMil OJTHOTO (M30JIUPOBAHHOTO) MAsITHUKA:

d?¢(t) : _
I—=—+Vsin(¢(t)) =0, (111.4.25)
2
rae ¢(t) — yrIoBoe OTKIOHEGHHME MAsTHHKA OT MOJOKeHHMs paBHoBecus, | =MR%,
V=mgR, m u R — MOMEHT wuHepuuM, MOTEHIMA] B3aUMOAEHCTBUA C
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IrpaBUTAlMOHHBIM II0JIEM 3CMJ'II/I, Macca M JJIMHHA MasTHHUKaA, ( — YCKOpPCHHEC

cBoOoaHOro nageHus. [lepenumem ypapaenue (111.4.25) B crienyromem Bue:

d?(R¢)
dt?

mR + mgRsin(¢) = 0. (111.4.26)

Pasgenum 06e yactu ypasaenus (111.4.26) va R:

d*(R¢)
dt?

+ mgsin(¢) = 0. (111.4.27)

[Tomyynm ypaBHEHHE 1JIs1 N-TO MasTHUKA B IEMOYKE CBSI3aHHBIX MAasSTHHKOB
(Pucynox 111.4.1). 151 3TOr0 100aBMM JBa YjCHA, OMKUCHIBAIOIINX B3aUMOACHCTBHE N-

ro MasATHUKA C COCCAHUMU MasITHUKAMU.

d?(Rndn) .
my —dtf’ + mpgsin(e,) + fiere — frigne = 0. (111.4.28)

3nech fiofe = K(Rypp — Ry_1¢pp_1) — cuna, aeiicTByromas Ha N-i MasTHHK CO
CTOPOHBI MASTHUKA, PACIOJIOKEHHOTO CJ€Ba, & fright = K(Rpy1®Pns1 — Rny) —
CHUJIa, IEUCTBYIOIIAs HA N-i MAasITHUK CO CTOPOHBI MAasATHUKA, PACIIOJI0KEHHOTO CIIPABA.
K — xoadduiment xecTkocTi HUTH mozBeca. [Ipeamosiaraetes, 9YTo HUTH MoaBeca
OJIHOPOJTHAS, TOATOMY KOI(PDHUIIMEHTHI ’KECTKOCTH BO BCEX €€ YaCTIX OJIMHAKOBBI. ITO
MIpEeNoyIoXKeHue coriacyercs ¢ Tem (pakrom, uro B JIHK pons HutH moaseca urpaer
caxapo-(ocdaTHbIE OCTOB, KOTOPBIM SBISETCS CTPOTO PEryJISIpHONW CTPYKTYpOIl.

Taxum o6pazom, ypasHenue (111.4.28) moxeT ObITh 3a1McaHo B BUJIE:

d*(Rn¢n) :
my —¢ + mn951n(¢n) + K(Rn¢n - Rn—1¢n—1) _.

dt? (111.4.29)
—K(Rp41$n+1 — Rnpn) =0
[Mocne ymuoxenust ooenx yacted ypasHenus (111.4.29) na R momydnm:
2 d%¢y :
man dt2 + mnanSHl((»bn) + KRn(Rn¢n - Rn—1¢n—1) - (I ”430)

_KRn(Rn+1¢n+1 - Rn¢n) = 0.

KOM6I/IHI/Ipy$I ABa IMOCJICAHUX YJICHA, ITOJTYYHUM YPABHCHHC, OIIMChIBAIOIICC TUHAMHKY
YTJIOBBIX OTKJIOHEHMH N-r0 MasTHUKA B OCIIOYKE CBA3AHHBIX MAsATHHKOB, Kak

MEXaHM4ECKOM aHajiore MoJiekyJisl JIHK:

In 4 ¢n + VnSin(¢n) - KRn(Rn+1¢n+1 - 2Rn¢n + Rn—1¢n—1) = 0. (I ”431)

dt?
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IIpumensis  ypaBHenue (111.4.31) x onucanuioo KOH(POPMAITMOHHON JUHAMUKHU

MOJICKYJIBI I[HK npearojaracTcida, 4To d)n — 9TO YIJIOBOC OTKJIOHEHHME N-Ir0 OCHOBAHUS
OT IIOJIOKCHHUS PABHOBCCHA, |n, Vn )41 Rn — OTO MOMCHT HHCpHOHUH, ITOTCHIHAJ

B3aMMOJICUCTBHUSI C KOMIUTMMEHTAPHOM I1IETIOYKOM M pacCTOSHHE OT caxapo-
docdaTHOro ocroBa A0 LEHTpa Macc N-TO OCHOBaHMS, COOTBETCTBEHHO, a K —
KOA(PPHUIIUEHT KeCTKOCTH caxapo-pochaTHOro OCTOBA.

Jis ommcanms Bced moiekynbl JIHK weobxomumo ypaBuHenue (111.4.31)
MPUMEHUTH K KaXJIOMY OCHOBAHHIO, TO €CTh, HCOOXOJUMO PacCMAaTPUBATh CHUCTEMY
muddepeHnranbHbIX ypaBHeHU. UTOOB OnuchIBaTh KOH(GOOPMAIIMOHHYIO TUHAMUKY
JIHK onnum ypaBHEeHHEM, HEOOXOIUMO MEPEUTH K KOHTHHYaJIbHOMY mipeneny. Jis
ATOTO NPEANOJIOKUM, YTO a — PACCTOSHHE MEXIY COCEIHUMHU OCHOBAHUSMH B

paCCManHBaCMOﬁ nenoyke, a z, — KOOpAuHATa N-ro OCHOBAHWUHI. Torz[a B

KOHTHHYAJIbHOM HpI/I6HI/I)K€HI/IH IMOJIy4YHM:

a — 0,

40 =6(2,0) >4z, 4z
L=1(z,)  —1(2), e
V,=V(z,) -V(2),

R,=R(z,) —R(2),

a ypasaenwue (111.4.31) nepenuiercs ciaeayonmm 00pa3oM:

! 2
()ZEE +V (sin(9(2.0) - @ TEHETEED 0. (1439

3necs K'(z) = KR?(z) — KpyTuibHas »ecCTKOCTh caxapo-(poc(aTHOro OCTOBA.

VYpasuenue (111.4.33) MmoxHO nepenucarh B 3KBUBAJICHTHOUN opMme:

1@ 2L~ K'(@)a? 22 + v (2)sin(p) -

_K’(z)a 6_¢6R(z) 0%R(2)\ _
R(2) (2 0z 0z +¢ 0z2 )_O'

(111.4.34)

MosxHO BHIIETh, 4TO TiepBbie Tpu wieHa ypaBHeHus (111.4.34) npencraBisioT JieByIO
gacth ypaBHenuss CI' (l11.4.1), paccmorpenHoro panee ¢ KoddduimeHTamu,

3aBUCAIIMMHU OT KoopauHathkl z. OcranbHas yactb ypaBHeHus (111.4.34) — ato HOBBIC
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YJIEHbl, KOTOPbIE €CTECTBEHHBIM 00pa3oM MOSBUINCH IPU yde€Te€ HEOAHOPOJHOU
ctpyktypel  JJHK.  OueBugHo, 49TO  eciam  paccMOTpeTh  OJHOPOAHYIO
MIOCJIEIOBATEIbHOCTh ~ HYKJIEOTHJOB, KOIJIa JHUHAMHYECKHE  KO3(DPUIMEHTHI
ocHoBanuii |, V, R xoucrautsl, To ypaBHenue (111.4.34) ceenercs Kk 0THOPOTHOMY
ypaBHeHuto CI'.

Baxuapim wmomenTom B ypaBHeHuu (111.4.34) sBusercs omnpenencHue
(YHKIMOHAIBHOW 3aBUCUMOCTH JAMHAMUYECKUX KOI()PPUIMEHTOB OCHOBAaHUN OT
koopauHathl z. [loTpeOyem, 4ToObI H3MEHEHHE KOAPDUITUESHTOB MEXKTY PA3IUYHBIMU
TUIIAMU  OCHOBaHMM  MPOUCXOJWIO TIJaJKO C  HEKOTOPbIM  IapaMeTpoM,
XapaKTEePU3yIOIIUM TJIaJKOCTh 3TOr0 M3MEHEHHUS M TaKUM, YTOObI B IPEJENE TaKOe
U3MEHEHHE TIEPEXOIUII0 B CKauKooOpa3Hoe, onrckiBaeMoe GpyHkuel XaBucaiina (0 -

byukimeit). O4ueBUAHO, YTO TAaKOC H3MEHEHHUC ODKHO HMETh CHUTMOHIAIbHBIN

XapaKTep:
n | -1
1(z)=1+ s ,
2=t g=21+exp((zbg —z)/c)
V(2)=V,+Y VooV
=21+ exp((zbg_1 - Z)/G)
] K'— K’ (111.4.35)
K'(2)=K]+ b=
=2 1+exp (zbgl—z)/c)
R(z):R1+Zn: R
=21+ exp((zbg_1 - Z)/G)
3nece |, — MOMEHT WHepHHMHU I-TO OCHOBaHHSA, V. — 3(QQEKTUBHBIA MOTEHIHANT

B3aUMOJICUCTBHS C KOMIUIEMEHTApPHOHM IIermoukoi mns i-ro ocHoBanus, K/ —
KPYTHJIBHAS )KECTKOCTB caxapo-pocgaTHoro ocToBa st I-ro OCHOBaHuUs, R, — pamuyc
I-ro OCHOBaHMs, N — YMCIIO OCHOBAHUHA B TIOCIE0BATENBHOCTH, Z, — KOOPAMHATA i-I0
OCHOBaHHs, G — Mapamerp, ONPEACIIOINNA IVIAAKOCTh WU3MEHEHUs 3HAYECHUHN

KO3 PUIIMEHTOB 1711 COCETHUX OCHOBAHUI pa3IMYHOTO TUIA.

YuuteiBas AUCCUITAINIO, OKOHYATCIIBHO ITOJIYHYHUM!
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1028 K(2)2* 28 4w (2)sin(9) +1(2) 2 -

or a (111.4.36)
_K'(z)a’ 2@8R(z)+¢62R(z) o o
R(z) | oz oz oz° '

V(Z):Vl+g_21+exp | Zbg_g_‘lz)/c)’
| o n K'— K,—l
K'(z)= K1+€=21+exp(g(zb:_z)/c)’ (111.4.37)
) n R -R,
R(z)= +g=21+exp(g(zbg1€—z)/0)’
n 7\4 _}\'

AMz)=h+)] e

1+ exp((zb;_l B Z)/G)’

rae X(Z) — KOo3((ULMEHT TpeHus, 3aBUCALUIMH OT KOOpPAMHATBI Z, a A, —

i
K03 HUIMEHT TpeHus i-r0 OCHOBaHMs. 3aMETHM, YTO B OJHOPOJHOM ciydae, Korma
ko3 durrentst I,V,K',R u A — xoHcTaHThI, YeTBepThId wieH ypaBHenus (I11.4.36)
CTAaHOBUTCS DPaBHBIM HYJIO, B pe3yJbTaTe€ HOBOE YpPaBHEHHE CBOJAUTCA K
knaccudeckomy ypaBHenuto CIT (111.4.1) npu A =0, wim k ypaBaenuto CI' ¢
muccunarmeit (111.4.18) npu A # 0.

Taxkum oOpazom, ypaBHenue (111.4.36) u popmynsr (111.4.37) npeacrasmisitor
HOBYIO MOJI€TIb, KOTOpasi OMUCHIBAECT TUHAMUKY OTKPBITOTO COCTOSHHUSI B MOJIEKYJIE

JIHK ¢ yueroMm ee HEOZHOPOAHOM CTPYKTYPBI U BIIUSIHUSA OKPYKAIOIIEH CPEIBI.
111.4.3.2 IIposepxa mooenu Ha UCKYCCMBeHHOU NOCIe008aAMENbHOCU

[IpoBepka aACKBATHOCTH MOJEIM MPOBOAMIACH HA  HCKYCCTBEHHOM
MOCJICTOBATEILHOCTH, COCTOSINEH U3 TpeX 0HOPOAHBIX yuacTkoB POlY(A), poly(T) u

poly(G) (Pucynox 111.4.12). Ucnonb30BaHue MOCIEAOBATEIBHOCTEH, COCTOAIINX M3
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Habopa OTHOPOIHBIX YYACTKOB, SBISETCS YIOOHBIM U d()PPEKTUBHBIM TOIXOOM JIs
M3yYCHUs JUHAMHYECKUX CBOMCTB HeogHOpoaHor Mosekynsl JJHK, Tak kak nro0yro
HEOJTHOPOJHYIO TIOCIIEIOBATEIbHOCTh MOXHO pa3OUTh Ha CMEXHBIC OIHOPOIHBIC
yYaCTKH Pa3HOU JIUHBL. DTO TIO3BOJISET COKPATUTH KOJIMYECTBO WICHOB B CyMMaxX B
dbopmynax ais nuHaMuYeckux kodhdumnrento ocaoBanwmii (111.4.37). B pesynbrare,
UHACKCHI G TNpH  JUHaAMHYECKHX  koddduumentax OyayT  HyMepoBaTh
MOCJIEIOBATENbHO UAYIIME JAPYyTr 3a JPYroM OJHOPOJHBIE YYacTKd, n Oyjaer
COOTBETCTBOBATH IMOJIHOMY YHUCITY OJTHOPOJHBIX YYaCTKOB B IOCJIEIOBATEILHOCTH, a

Z, 6}’I[}’T COOTBCTCTBOBATH I'paHUIaM MCKAY CMCKHBIMU OJJHOPOAHBIMU YHaCTKaAMM.
S

Takum 06pa30M, paccMaTpuBacMasad I1OCJIACIOBATCIbHOCTh OYCBHIAHBIM 06pa30M

pas0bMBaeTCs HA TPU OJHOPOJHBIX y4acTKa 10 MOCTpOeHHio, mpu 3toM ¢=1,2,3, a

n=3.

AAAAAAAAL ATTTTTTTTTT..T

Pucynox 111.4.12. HWckyccTBeHHass MOCIEIOBATEIBHOCTh, COCTOSAIIAs U3 TpeX

oxHopoaHbIX yuacTkoB POly(A), poly(T) u poly(G).

J1J1s1 TOTHOM MTOCTAaHOBKY 33/1a4¥ HEOOXO0IMMO 3a1aTh HA4YaJIbHbIE ¥ TPAHUYHbIE
ycnoBus. IlpeamonokuM, 4TO B HadalmbHBIH MOMEHT BpemeHu t=0 pemenue
ypaBHenusi (111.4.36) wumeer ¢opMy KHHKA, COOTBETCTBYIOIIETO PEIICHHUIO

OHOPOHOTO ypaBHeHUs CI', KOTOPBIN IOMEILEH B TOUKY Z, Ha IEPBOM OJHOPOIHOM
Y4acTKEe M UMEET CKOPOCTh V,. Takum oOpa3om, HayajabHBIE YCIOBUS MOTYT OBITH

3aIlIMCaHbl B BUC:

¢(z,0)=4arctan| exp %(z—zo) ,

1

6,(2,0)=—20,— /% (111.4.38)

cosh 2;1(2 -1,)
1
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2
rae 71:\/1—(00/00,1) , Cp, =+/K{@’/1, — ckopocts 3Byka B JIHK Ha mepsom

ydacTke mocienoparensnoctn, d, =/K/a’/V, — pasmep kuHKa Ha TIEpBOM ydacTKe

IIOCICAOBATCIIbHOCTH.
Hpezmonaraﬂ, 4TO0 Z, HaXOAUTCA HOAJICKO OT JIEBOTO U IIPaBOro KOHIIOB

paCCManHBaeMOﬁ MOCJICAOBATCIIbHOCTHU, TOT'Jd I'PAHUYHBLIC YCIIOBUA MOI'YT OBITH

AIIIPOKCHUMHPOBAHBI U 3alIMCAHbI B BUAC!
O(Z,,t)=0, ¢(Zn,t)=2m, (111.4.39)
rac ZL )51 ZR — KOOPpAHMHATHI JICBOI'O M IIPAaBOIr'0 KOHHOOB ITOCICAOBATCIBLHOCTH,

COOTBETCTBEHHO.
Jlisg yBenuueHus: CTaOUIBHOCTU NPOLEAYPbl YHMCIEHHOTO WHTErPUPOBAHUSA
ypaBuenus (111.4.36) npuBeaem ero k 6e3pasmepHomy Buay. Jis aToro mepeiiaeM K

0e3pa3MepHBIM MIEPEMEHHBIM (Z',t') CJIEIYIOIIUM 00pa3oM:

tot'=ut, z>7'=vz,

u=NM/1, V:W’ (111.4.40)

rie |, V, u K/ — MOMEHT WMHEpUMU OCHOBAHH, MOTEHLMAN B3aUMOJCHCTBUSA
OCHOBAaHUM C KOMIUIEMEHTApHOM LEMOYKOM M KPYTWIbHAsA >KECTKOCTh Caxapo-

(docdaTtHOro 0cTOBa MOCIEAOBATENIBHOCTH HA MEPBOM YYacTKE, COOTBETCTBEHHO. B

pesynbtate ypaBuenue (111.4.36) u popmyinsr (111.4.37) mpumyT Bun:

[(2) 28 - K(2) 24 + 7(2)sin(e) + A(z') 2% -

_K'(z" (26_¢6R(z') 4 azﬁ(z’)) ~ 0o (111.4.41)
R(z") az' oz’ ¢ 5 ) =
n
i 1 Io—I._
[(zZN)=1+~= ¢ lg—1
(z") + I , 1+eXp((Z’bc_1_Z/)/o_,) )
c:
n
W% 1 Ve—Ve_
Viz)=1+— s Vo1 '
( ) V. s 1+eXp((Z'b§_1—Z')/o">
n
—_ 1 .
K'(z) =1+ LYY 111.4.42
() K’ 21+exp((z’bC L Z’)/a’) ( )
c:



R = 14 ST
R(Z ) =1+ 1+exp((2 be—1~ ’)/a')'
B /1 /lq 1
A(Z) V1I1 m 1+exp z'bg172 )/a’)'

['ne Z’bc_ , — Oespasmepnas koopaumHata ¢ — 1 rpaHuibl MEXIY OIHOPOIHBIMU

ydacTKaMH, 0 = Vo— 0e3pa3MepHBIN mapameTp CUIMOHbL. [IpH BBIUHCICHUSX OH
obu1 paBen g’ = 0.7.

Jns YI[O6CTBa IIEPENUILIEM ypaBHeHI/Ie (111.4.41) B cnenyromiem BUE:
T i) - f2) Th - 62N 22 + a(z)sin(d) — 5(z)g =0, (111.4.43)

Trac
K'(zh
izh "’

a(z) =72, B =55, 1) =15,
. i (111.4.44)

8(z') =2 K@) _OR &y K@) R

1(z"R(z") 92"’ I(z"NR(z") 8z'*"
Hns uucnennoro pemenus ypaBHenus (111.4.43) Oynem wucmonb3oBaTh
PAaBHOMEPHYIO CETKY MHTETPUPOBAHUS C OCTOSHHBIMU O€3pa3MEpHBIMH IIaraMu 10

KoopauHaTe N ¥ 1o BPEMEHH T !

t'=1=0,...T,1=0,..,N,
: _ (111.4.45)
'=Z +hj=2/,....Z;, j=0,...,N,.

3nece T’ — monHOe Oe3pa3MepHOE BpeMs, B TMpejeiax KOTOPOTO MOJCITUPYETCs

muaamuka JIHK, a Z| u Z — 6e3pa3MepHble KOOPIMHATHI JIEBOTO U MPABOTO KOHIIOB

IIoCacaoBaTCIbHOCTH, COOTBCTCTBCHHO. Bzaumocss3b MCIKOY 663p33MepHI>IMI/I u

pa3sMepHBIMH IIapaMeTPaMHu, CJIEIYIOILAsL:
T=pAt, T'=uT,

111.4.46
h=vAz, Z| =vZ , Z,=VZ,. ( )

[Ipubnu>xkeHHbIE 3HAYEHUS HCKOMOW (PYHKIUU q)(zj, tl-) B y3JlaX CETKH

WHTETPUPOBAHUS OMPEIEISIOTCS 3HAYCHUSMHU CETOYHON (YHKIIUU J)‘j, KOTOpasi, B

CBOIO OUYEepEe/Ib, ABIISICTCS PEIICHUEM CIEAYIONIUX PA3HOCTHBIX YPAaBHEHUM:
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(D, (1) +0( Dy (t,) - By (1)) = P,
i=1...,N, -1 j=1
¢'+1 +bj(T)ij+l+Cj(T)ij++11:(1_6)(%j ( J'(J)ij+1+&i—l)+§ihd~)ij+l)_

B
i+ (2 +i0-(1- G)G (2B, + élh))d?,- - (1.447)

(a sm( J) Sji)ij)zpij,
i=1...,N,-1 j=2,...,N, -2,
aNZ—1~iN+Zl—2+bN E} InTll (1- 9)(% ﬁNZ—l(T)iNZ—Z_~iI\Tzl—1+
2
+£2+?Nzlr_(1_e)(%j (ZﬁNZ1+§N21h))&NZl_

2
—r?(aNZ_lsin(asz_l)—SNZ_1$LZ_1)+(BNz_l+5Nz_m)(gj .

X( N, tu’ |+1) d)Nz(ti!)))Ep:\nfl,
i=1...,N, 1 J=N, -1,

rae © — mapaMeTp YHCICHHOUW CXeMbl HHTETPUpOBaHus, a Kodhduuentsr a., b, C

Y.,& M §. ONPENEIAIOTCS CleLYOIUMU GOPMYIaMu

’a’lej1

(111.4.48)



JI71s1 HaYanbHBIX ¥ TPAHUYHBIX YCIOBUW UMEEM:
10 '
s :4arctan(exp(ylzj)),

- d
0; = ?—ZDOLRE, (111.4.49)
cosh(y,7} )

d,(t)=0, &, (t)=2m, i=0,...,N,.
Vpasuenus (l11.4.47) npencraBnsitor coOod  JHMHEHHBIE anreOpandeckue

YpaBHEHUSI C TpEeX-IUMaroHAJIbHOM Marpuuend kod(pduuueHTtoB. [ uX pemieHus

MOKHO HUCIIOJIb30BAaTh MCTO/ ITPOTI'OHKHU:

i i
~ig Pna T8N0y

M Ay G athy J= N (111.4.50)
Pr=g, 00k r o, j=N, 2.1,
r7ie IPOroHOYHbIE KOA(PHULIMEHTHI UMEIOT BU;
‘22:_%7 (Diz:%l’ =1
i i (111.4.51)
Sjua = °i i Pi 78] j=2,...,N,-2.

NS B R & Bk e |
’ j+l - ’

a;&; +h a;€; +b
CHavasa ObLI pacCCMOTPEH Cilydail 0e3 muccumanuu. Pe3ynbraT 4HCIEHHOTO

pewenus ypasuenust (111.4.36) mpu ycnoBuu, uro A(Z)=0, mokasaH Ha PHCYHKe

[11.4.13a. Kunk, pu 3ajaHHO# HAaYaIBHOM SHEPTUH, IBUTasICh BAOJb y4acTka pPoly(A),
aocTHran rpanuiisl ¢ yuactkom poly(T), mpeomoneBan ee U ¢ yBETHYCHHON CKOPOCTHIO
npojaoJDKall JABWKeHHE BA0Jdb ydacTka POlY(T). JlocTUrHYB TpaHHIBI C y4aCTKOM
poly(G), kuHK oTpakajcs ¥ HauWHAJ JBUTAJICSA B 00OpaTHOM HarpaBiieHUH. JIOCTUTHYB
rpaHuibl ¢ ydyacTkoM POlY(A), KMHK CHH)Kal CKOPOCTh JBMXKCHHS M IMPOAOJDKAI

JBYDKEHUE BOJIb yuacTka POly(A) B HanpaBieHUH 00OpaTHOM NIEPBOHAYAIEHOMY .
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I[JISI Oonee Harjgadoro npeaCcTaBjJaCHUA JUHAMHUKN KMHKA B I[HK HCIIOJIB30BaJIN

npoeximio OO/0Z Ha MI0CKOCTH (Z,t) . OTOT METO]1 Ha3BaJIM METOI0OM TpaekTopuii. OH

MO3BOJISIET OTCIICKMBATH HANIpaBJIeHUE ABMKEHUs KuHKa BJ1oyib JIHK 1 usmenenue ero
ckopoctu. Ha pucynke 111.4.136 mokazaHa TpaeKkTopusi KWHKA, JBUTAIOMIETOCS BIOJb
UCCIIeyeMOH MOCIE0BATEILHOCTH B Clly4ae OTCYTCTBUS AUCCUIANMU. BuaHo, 4To
€CJIM JBUTATHCS MO TPACKTOPUU B CTOPOHY YBEJIMUYEHHUS BPEMEHHU, TO TPACKTOPHS
OyIeT moKa3bIBaTh HAINpaBJICHUE BIKCHUE KMHKA, a U3MEHEHHE €€ YIJia HaKJIOHA K
OpsIMOM, TMapajyieIbHOM OCH BpPEMEHH, H3MEHEHHWE CKOPOCTH KHHKA. YUer
JMCCUTIATUBHOTO BJIMSIHUSA CpPEJbl HAa JUHAMUKY KHHKAa MPUBOJMUT K MOCTECNEHHOMY
CHIDKEHHMIO CKOPOCTH €ro JBWXKEHHS CO BPEMEHEM, YTO MpHU IOMOIIM METOAa

TPAEeKTOPUIH MOXHO BHJICTh, KaK IJIaBHBIN M3rud TpackTopun (Pucynoxk 111.4.136).

o\‘.'\o\ :

oh/oz
4 OBA)_ pohi(T)_pob(G) (10%pawn )

o (pam)
=10 C)

(=R S )

t(10

0

0 200 400 600 800
z (mo.)

o¢ oz
poly(A)  pol(T) poly(G) (l()xpa,:[/M) 25 poly(A)  poly(T)  poly(G)
‘ %
5 . &
4 o 2
B 6 -
= 3 X
=
<2 1.5
1
0
0 200 400 600 800 0 200 400 600 800
z (1m.0.) z (mo.)
Pucynox 111.4.13. JIBm>keHHe KWHKa B MCKYCCTBEHHOW IOCJIEAOBATEIHLHOCTH,

cocTosmie u3 Tpex omHopoaHbix ydacTkoB POly(A), poly(T) u poly(G). (a) —

TpeXMepHOE N300pakeHe JBUKEHUS KHHKA 0€3 yueTa quccunanuu. JKupHblie YepHble
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NpsSMbIC JIMHUU 0003HAYAIOT TPAHUIBI MEXKIY OIHOPOTHBIMU ydacTKaMu. (6) —

TpaeKTOpUs KHHKA 6e3 yueTa JUCCHIAINI Kak mpoekims O00/0Z Ha II0CKOCTh (Z,t).

(6) — TpaeKTOpUs KMHKA C YUETOM JMCCHIIAIMK Kak mpoekims O0/0Z Ha miIockocTh
(Z,t). benbie BepTHKaIbHBIE JUHUM O003HAYAIOT TPAHUIIBI MEXKIY OJIHOPOIHBIMU

ydacTKamH. (¢) — SHEPreTHYECKUI MPo(uIb MOCICI0BATEIBHOCTH (CHUHSISI JIMHUS) U

HayaJbHas SHEPrusl KUHKA (KpacHasi JIMHHUS).

[Tony4yeHHBIE TPAEKTOPUM COTJIACYIOTCSI C JHEPreTHYECKUM MpoQuiem
uccienyemor mocienoBarenbHocTH (Pucynok 111.4.132), koTopblii mpencTaBisieT
co0Oolt deperoBaHue siM U OapbepoB. JlJIs MOMy4YeHUs HPHEPreTUYECKOTO Mpodusis
MCIIOJIb30BaJach cieayromias hopmyra:

E,(2)=8\V(z)K'(z). (111.4.52)
Ota ¢dopMmysa ONUCHIBAET SHEPIHIO0 AKTUBALIMU KHUHKA B IOCJIEIOBATEIHLHOCTH B
MOJIO’KEHHUH, XapaKTEPU3yeMOM KOOPAUHATOH Z.

CoriacHo OJYYCHHBIM TPACKTOPHUSM, IBIKECHHE KHHKA BI0JIb yuacTka Poly(T)
MIPOUCXOJNIIO C YBEJIMYEHHON CKOPOCTHIO, TaK KaK 3TOT YYaCTOK COOTBETCTBYET
AHEPreTUYECKON AME. 3aTEM KMHK OTPAXKAJICS OT CIIECIYIOUIEH TPAHULIBI, TAK KaK, TaKe
0e3 ydera IUCCHUIIALMU, €r0 MOJTHOW SHEPTUH, ONpenesieMOl Ha4aJlbHOW dSHEPTUCH,
OBLJIO HEIOCTATOYHO MJisi MPEOJOJEHUSI SHEPreTUYECKoro Oapbepa, (popmMupyemoro
yuaactkom pPoly(G).

[TomyyeHHass MoJenb CHUMAET OTPAHUYCHMS, CBSI3aHHbIE C HEPUIHMUECCKUM
MOBEJICHUEM KHWHKAa B HCKYCCTBEHHBIX IOCJIEIOBATEIBHOCTSX B paMKax CTapoil
MO/ICJIA, OCHOBaHHOW Ha MCIOJIb30BaHuK Kiaccuueckoro ypasuenus CIT (111.4.1). B
pamKkax ctapoit Mmojesu Ob110 mokazano (Taonmna 111.1.3), uto B mocae10BaTe IbHOCTH
poly(A)-poly(C) kmuk, nBurasice u3 ydactka POly(A), oTpaxayics OT TpaHHIBI C
yaactkoM Poly(C), xots ero HauanbHO# ckopoctd (v =400 Mm/c) U, COOTBETCTBEHHO,

SHEPruud ObUIO JOCTATOYHO YTOOBI MPEOAOJETh I'PAHUILY U JBUTATHCSA IO y4YaCTKY
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poly(C) ¢ Gomblieit ckopocThio, YeM 1Mo y4dactky Poly(A), Tak, Kak 3TO HPOUCXOIUT

npu aerxeHnn kuaka u3 Poly(A) B poly(T).

ob/oz
(a) (19" pao/m) s ©

1(10™¢)

®) ' 0

1(107¢)
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Pucynox [111.4.14. CneBa — TpaeKkTOpuM KHUHKOB, paCIpOCTPAHSIOMIUXCA B

UCKYCCTBEHHBIX TocienoBareiabHocTAX: (a) poly(A) — poly(C), (8) poly(A) — poly(T),
(m) poly(C) — poly(G), () poly(T) — poly(A). CnpaBa — moTeHIHAIbHBIC YHEPTUN
npoduiacii mociaenoBaTeNbHOCTEH (CMHHME KpHBBIE) W TOJHBIC (KpacHbIC KpPHBBIC)
sHeprun kuHKOB: (0), (1), (e), (3). HawanbHas ckopocth kmHKOB L=400 wmlc.

BepTI/IKaJ'H)HBIe CCPLIC JIMHUHU — I'PAHUIBI MCKY OAHOPOAHBIMH YUACTKAMH.

B HOBOI MOJEnM KUHK JAEMOHCTPUPYET NpaBUIbHYIO AuHaMHKYy (PucyHox
I11.4.14a,8), koTOpas COOTBETCTBYET IMOJHON JHEPrUM KUHKA U SHEPreTUYECKUM

npouisiMm  paccMarpuBaeMbix  nocienoBarenbHocTel  (Pucynox  111.4.146,r).
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OOpatHas cuTyalisi BO3HHMKaa, Korjga Kuuk asuraincs u3 poly(T) B poly(A) wmm u3
poly(C) B poly(G). B atom ciaydae B cTapoil MOACINM KHHK IPEOJ0JICBaNl TPaHHUILY,
MIPOJIOJDKAS JIBUTATHCS IO BTOPOMY YYACTKY C MEHBIIIEH CKOPOCTHIO YEM TI0 TIEPBOMY
(Tabmuua 111.1.3). Takoe moBeneHHEe UMEIIO HEPUINICCKUI XapaKTep, TaK KaK KHMHK
JOJDKEH OBLT OTPAa3UThCS OT FPaHUIIbl. B HOBOW MOJIENIN KMHK OTPaXKAETCs OT TPAHUIIBI
(Pucynox 111.4.140,x) B COOTBETCTBMM CO CBOCW TIONHOW OJHEprued u
DHEPreTHUECKUMU MPOMUISIMU paccMaTpUBAEMbIX IocienoBarensHocTel (PrucyHok
111.4.14¢,3).

Takxum 06pa3zom, ToKa3zaHO, YTO HOBasI MOJICITb aJICKBATHO ONHUCHIBACT TMHAMUKY
KHHKa, KOTOpas 3aBUCUT OT HAYaJIbHOW YHEPTHH (CKOPOCTH ) KHHKA, OT PaCIOJIOKECHHUS
OJTHOPOJIHBIX YYaCTKOB B TOCJIEJOBATEILHOCTH, U OT ICHCTBHSI TUCCUIATUBHBIX CHIL
Kpome TOro, HOBas MOJENIb CHHMAeT TNPUHIIUITHAIBHBIC OTPAHWYCHUS OIHCAHHS
HEJIMHEHHOW KOH(popMaunoHHON auHamuku B Mojekyne JIHK nHa ocHoBe

KJ1accuaeckoro ypasaenus CI.

111.4.4 Ipghexmul na cpanuye
111.4.4.1 3uezacoobpasnoe 6o3myujeHue Ha epanuye

IIpy wuccienoBaHuM HCKYCCTBEHHBIX mocienoBarenbHocTer JIHK ¢
HCIIOJBb30BaHUEM TPEJIOKEHHOM HOBOM MaTEMaTHUYECKOW Mojiesid ObLT OOHapyXKeH
HWHTEPECHBIN AuHAMUUYeCcKuii 3¢ (PeKT, 00yCIOBICHHBIN HEOJHOPOIHOCTHIO CTPYKTYPhI
MOJICKYJIbI. BBIIO BBISIBJICHO CTallMOHApPHOE 3HUr3arooOpa3Hoe BO3MYIIECHHE Ha
IpaHULE, PA3AEIAIOMIEN OJHOPOIHBIE YYAaCTKM Ha IPUMEpE MOCIENOBATEIbHOCTH,

cocTosIeH u3 AByx oaHopoaHbix ydactkoB Poly(A) u poly(C) (Pucynoxk 111.4.154).
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Pucynok 111.4.15. Jlnnamuka kuHKa B mociieoBarensHoct POly(A)-poly(C). (a) —
nocienoBareabHOCTh POlY(A)-poly(C). (6) — TpexMepHbIit rpaduk IBHKCHHS KHHKA
BJI0JIb TTOCJICIOBATCIILHOCTH, MTPEICTABICHHBIN B BUJIC BPEMEHHBIX CPe30B (KpUBBIC 1,
..., 10). (6) — BepXHHE U HIKHUE YaCTH BPEMECHHBIX CPE30B JIBUTAIOIICTOC KUHKA. (2)
— BEpPXHHE YaCTH TPEX BPEMEHHBIX CPE30B, MOKA3bIBAIOIIUE MPOXOKICHHEC KHUHKA
yepe3 rpaHully. UepHbIC CTPENKHM YKa3bIBAIOT HA 3MI3arooOpa3sHOe BO3MYIICHHE Ha

TpaHUIIE.

J1y1st HaGroIeHUS 32 BO3MYIIIEHUEM OBLIN C/IeJIaHbl BPEMEHHbBIE CPe3bl TPOdUIIs
xueka B JJHK ¢ unrepBanom At = 0.67 X 10719 ¢. Bosmylenue umeno Mamyro
(Pucynox 111.4.156), Ho xopomio BeipakeHHyr (Pucynok 111.4.156) ammutymy
YIJIOBOTO OTKJIOHEHUS! OCHOBAaHUI HA TPAaHULIE MEX Y OJHOPOAHBIMU yyacTkamu. OHO
($hopMHUPOBANIOCH TOIBKO AJII TEX OCHOBAaHUM, KOTOPBIE PACIOJIOKEHBI 38 KHHKOM IO
XOJly €ro JABM)KEHHUS U ObUIM MPOBEPHYTHI HA YTOJl 27 [0 OTHOIICHUIO K OCHOBaHUSIM
nepea KMHKOM. D10 BUAHO Ha pucyHke |11.4.15¢,2, rne B BepxHeil yactu mpoduiis
KMHKa, OCHOBaHMsI KOTOPOM MOBEPHYTHI Ha YroJl 27, HaOJI0Aat0TCs 3Ur3arooopasHble
BO3MYIIICHHS Ha BPEMEHHBIX Cpe3aX B OKPECTHOCTU I'PAHUIIbI MEXITY OJHOPOIHBIMU
y4acTKaMH, a B HIKHEM 4YacTH, TJIe€ YroJl OCHOBAaHHUW COOTBETCTBYET HYJIEBOMY
3HAYEHUIO, TAaKUX BO3MYIICHUH HET JAaXe B OKpecTHOCTH rpaHuibl. OO0 3TOM
cBugerenscTByeT 10-i BpeMeHHOM cpe3, Iie BO3MYLIEHUE B HIDKHEW yacTu mpodusis
KHHKa B OKPECTHOCTH TpaHuIlbl oTcyTcTBYeT (Pucynok 111.4.156,2), Tam ocHOBaHus

MMEIOT HYJIEBOM yroi. 3amMeTUM, 4YTO Ha |-M BpEMEHHOM cCpe3€ BO3MYIICHHE
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OTCYTCTBYET M3-3a HadalbHbIX ycioBuid (Pucynok 111.4.156). B kauecTBe Ha4aIbHOTO
ycinoBusi 3amaBancs kuHK (111.4.49), B koTtopomM He Obuio BO3MyIneHHs. Jlis
HamsimHOCTH Ha pucyHke |11.4.16 mpemcraBieHbl ABWKYIIUKCS BAOJIHL IEMOYKH
CBSA3aHHBIX MAasTHUKOB KMHK M CTallMOHApPHOE 3UI3aroo0pa3HOe BO3MYIIECHUE Ha
TPaHUIIC pa3fesia Y4aCTKOB, COOTBETCTBYIONIUX PA3HBIM THUIIAM MasiTHUKOB, KOTOPBIC
MOJEIIUPYIOT pa3Hble THIbI ocHOBaHWI MoisekyJbl JIHK. Kpome 3urzaroodpasnoro
BO3MYIICHUS Ha BEpXHEH U HIDKHEN YacTax mpo(uiis KWHKa HA0JIt01auch HEOOIbIINe
GbayKTyanmuu, KOTOpHIE, MPEATNOIOXKHUTEIFHO, OOYCIOBICHBI  HEIOCTATKAMHM
YUCJICHHOTO WHTETPUPOBAHUS, CBSI3aHHBIE C BBHIOOPOM IIIarOB MHTETPUPOBAHUS.
VYBenuuenue paccrossHusi Mmexay 9-m u 10-M BpeMeHHbIMU cpe3aMu Npoduiis KUHKa

COOTBCTCTBYCT YBCIIMYCHUIO CKOPOCTHU ABMKCHUSA KMHKA Ha 2-M OJHOPOJHOM YHAaCTKC

JTHK.

Kunk BoamyuieHue
— «3ursar»

WL\ ¢=2n

b=2n :
paHuua

Pucynox 111.4.16. MasTHUKOBass MOJETb ABMKCHUS KHHKA BIOJb HEOTHOPOIHOU
Mosiekynsl JIHK, cocrosdmen u3 OByX OOHOPOAHBIX Y4acTKOB. lIBeT mapukos
0003HaYaeT pa3HbIi THUI OCHOBAaHWMW. 3ejeHas CTpEKa yKa3blBaeT HaIlpaBIICHHE

newxeHue knHka Bnoib JIHK, a uepHas — HanpaBieHue BpanieHruss OCHOBAHUM.

N3menenue mapamMeTpa O, ONMpPCACIIAIONMICIO CTCIICHDb CIIIAXXKCHHOCTH IIEPEXoJa
MCKAY 3HAUYCHHUAMU JTUHAMHWYCCKHUX IMMapaMCTPOB OCHOBaHUM pas3HoOro Tuilia, IroKasajio
YBCIMYCHUC aAMININTY bl 3I/IF33FOO6pa3HOFO BO3MYUICHUA IIPU YMCHBIICHHHU O H

Ha000pOT, YMEHBIICHUE AMIUIATYAbl BOBMYIIECHUS IPU YBETUYEHUH 3TOT0 TapaMmeTpa

(Pucynoxk 111.4.17).
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Pucynok 111.4.17. IIpoekuun Ha TUIOCKOCTH (Z, @) BepxHUX (a), (0) 1 HIKHUX (B), (T)
yacTeil mpoduiieil KWHKa BEIYMCIICHHBIE JUTsl ABYX 3HaYeHUH napametrpa 6. ¢ = 0.5 (a),

(B)mu 0 = 1 (0), (r). HauanpHas ckopocTh kuHka L = 400 Mm/c.

Taxoke ciieyeT OTMETHTD, YTO 3Ur3aroo00pa3Hoe BO3MYIIEHHE HE CHMMETPUYIHO
OTHOCHTEIIHHO TPaHMIbI. BBITO MOKa3aHO, YTO MPH CMEHE HampaBICHUS IBUKCHUS
kuaka — u3 Poly(A) B poly(C) ma mpotuBomonoxkHoe — u3 poly(C) B poly(A),

BO3MYIIICHHE MEHsI0Ch 3epkaibHO (Pucynox 111.4.18).
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Pucynoxk 111.4.18. TIpoekiuu Ha MIOCKOCTD (Z, @) BepXHHX (a) U HIDKHUX (0) yacTeit
npoduiIed KWHKAa pacrpoCTPAHSIONIETOCS B HCKYCCTBEHHOW IOCIIEIOBATEILHOCTH
JIHK poly(C) — poly(A). HagansHas ckopocth kuHka U = 1200 m/c, o = 1. UepHas

CTpPCJIKA YKAa3bIBACT HaA 3Hr3ar006pa3Hoe BO3MYIIICHHC HA I'PAHUIIC.

111.4.4.2 H3zmenenue niomuocmu suepeuu KUHKA 8 OKpeCmHuoCmu 2panuybl

[IpencraBicHHBIE BBINIE PE3YIBTATHl  IMO3BOJSIIOT  MPEANOIOKHUTH, YTO
IJIOTHOCTH 3Heprun kuHka B JIHK mensiercs Ha rpanunie, pa3neisomen OQHOPOIHBIE
o0JacTd C pa3HbIMM TUIIAMU OCHOBaHMM. /[ mpoBEpKU 3TOM THMIOTE3bl ObUIM
noctpoensl Jlarpamwkuan u ['aMmuibToHMaH i ypaBHeHus HoBo# moaenu (111.4.36).
Hnsa nemoHcTpammu Toro, uyto Jlarpamkwanel u [aMUIBTOHHMAHBI MOTYT HMMETh
pa3INyYHyl0, HO SKBUBAJICHTHYIO, C TOYKU 3PEHHS] YpaBHEHUS ABMXKEHUS, (HOpMY,

HCIIOJIB30BAJIOCHh ABA I1OAX044a JJIA BbIBOAA UX MAaTCMAaTHUYCCKHUX BBIpEDKCHHfI.

111.4.4.2.1 Bwvisoo uz meopuu meepoo2o meid

3anumeM cHavana Jlarpankvuad u ['aMunbTOHMAH 1Sl AUCKPETHOTO YPABHEHHUS

(111.4.31);

_’n(dﬂ)z K(Ry®p—Rpy_q1® )2_
L=, + —V,(1 = cos(dby)) + n®Pn 2n—1 =0

L (%)2 Kt 0 )2'- (111.4.53)
H=), ++ V,(1 = cos(dy)) + nPn 2n—1 n—1

ITepexoas K KOHTUHYAJIbHOMY IIPUOIHKEHHUIO, TIOIYIaeM:

1(z) (042 Ka? (a(R(2)$)\2] d

L~ 22 v -2 (2222 |2
(111.4.54)

0z a

H=] [% (Z—T)Z +V(2)(1 —cos) + g(m)z]z.

[InoTHOCTH JlarpanxuaHa u MWIOTHOCTh [ aMUIbTOHMAHA (TUIOTHOCTHh SHEPIHUH)

MOXKHO 3aIliucaTb B BUJC:
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o, = 2(2)" _y(2)(1 - cos ) — KDL (20)°_

2 0z

_K_az<c|>2 ("’_R)Z 4 a_d’dz(Rz)) (111.4.55)

2 0z dz dz? )’

2 2 2 2
o ="2(22)" + V(2)(1 - cos ) + 2= (22)" 4,
2 \ot 2 \oz (111.4.56)

s (2 + 2% 40) a

2 0z dz dz2 )’

®opmyner (111.4.55) u (111.4.56) coctoar u3 naByx uacteil. IlepBas yacth

COJIEP/KUT IIEPBBIE TPU CIIATAEMBIX M COOTBETCTBYET YPAaBHEHMIO CTAPOM MOJEIH

(111.4.1).

Bropas wyacTth (4YeTBepTOE cCllaraéMoe) COOTBETCTBYET HYETBEPTOMY
cimaracMoMy B ypaBHeHuun HoBou Moxaenu (111.4.36). Drta dacte 00yciOBjICHA

KOPPEKTHBIM YYETOM T€TEPOTr€HHOM NMPUPOABI MOCIEI0BATENBHOCTH HYKICOTUIOB B
JHK.
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Pucynox 111.4.19. TIpoekiust IIIOTHOCTH SHEPTUH KUHKA Py (Z, t) Ha TIOCKOCTH (Z, t)

a) ¥ Ha IIOCKOCTH (Z, 6) B y3k0oM BpeMeHHOM uHTepBaie t = [0,2.27] (10713¢)
(a) (z, pu) ©)BY p p

B OJIN3M TOYKH CTapTa ABUKCHHUA KHHKA. Ananmornynas IMPOCKIHUA Ha IINIOCKOCTb (Z,
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Py), HO B yBenumyeHHOM Maciutade (B). HauanmbHas ckopocTh kuHKa v = 400 m/c.
BepTukanapHbIe cepbie CIIONTHBIC THHUN 0003HAYAIOT TPAHUITBI MEXKTY OJTHOPOIHBIMH

00JIacTAMU.

Ha pucynke 111.4.19 noka3ansl pe3ynbTaThl BEIYMCICHUS TUIOTHOCTH DHEPTUU
JUI TIOCJICIOBATEIBHOCTH, COCTOSIIEH W3 TPeX OJHOPOIHBIX ydacTkoB: POIY(A),
poly(C) u poly(G). lnunna nepBoro yuactka — 300 1m.0., BToporo u tperbero mo 150
11.0. [Ipoekinu MmIoTHOCTH SHEPTUY KUHKA Ha MJIOCKOCTH (Z, t) U (Z, py) IpeaCcTaBICHBI
Ha pucynke 111.4.19a,6. BugHo, 4Tro Maible KOJOKOJIOOOpa3HbIE BO3MYIICHHUS
IJIOTHOCTH DJHEPTHHM KHHKAa (OPMHUPYIOTCS Ha TPAHHWIAX MEXAY OTHOPOIHBIMU
ydacTkamu. B yBenmnueHHOM Macmtabe 5TH BO3MYIICHHS BHUAHBI 0oJjiee YETKO

(Pucynoxk 111.4.198).

111.4.4.2.2 Bwisoo uz meopuu nois

B (bOpMaJII/IBMe TCOPHH I10JIA YPAaBHCHHUA ABUIKCHUA ITIOJIYUAIOT U3 HaI‘paH}KI/IaHa

CJIeIyIOIUM 00pazoM:

oL oL
9, (a(a—m> ~52=0, (111.4.57)

rae 9, = (0¢,0;), (z,t) — 2-mepHOe (B paccMaTpHBaeMOM CJlydae) MPOCTPaHCTBO-
BpeMsl, a CYMMHPOBaHHUE UCT IO TOBTOPSIOIIMMCS MHAeKcaM. [IpuBeaem moao0HbIe

B (I111.4.36) mo mpou3BOAHBIM OT

10,::) — a?K'0,,¢ — 2a25-9,R0,¢ + Vsing — a0, ()¢ =0.  (11.458)
BueceMm koa(pduiineHThI, KOTOPHIE 3aBUCAT OT Z, MOJ 3HAK MEPBOM MPOU3BOJHON B
soipaxkenun [(z)0,,¢ — a’K'(2)d,,¢. B nepBoM craraeMoM IOTyUYHM:

1(2)0,:¢ = 8,(1(2)0,P). (111.4.59)

Jlnst BTOporo cinaraemoro yutem, uto K'(z) = K(R(z))?, rue K — xoncranra. Torna:

_azK’azzq) = _azKRZazzq) = —aZK[aZ(RZaZ(I)) - aZ(RZ)azq)] =
= —a?K[d,(R?0,$) — 2RI,RD,P].

[Moncrasiss (111.4.59) u (111.4.60) B (111.4.36) nonydmm:

(111.4.60)
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9,(18,d) — a®K[d,(R?d,d) — 2R3,RA,d] — 2a*KRI,Rd,db +
+V sin ¢ — a? %IGZZ(R)CI) = 0.

Wnu:
0,(10:9) — 0,(a®KR?3,0) + Vsinp —a? < a,,(R)p = 0. (111.4.61)
Takum 00pazom, UMeeM:

0 (50=) + 92 (5) = 0:(13:0) — 3,(aKR?0,9),

9(9:9) 0(9,9)
oL

: K’
~% = Vsin¢d —a? — 0::(R).

WHTerpupys COOTBETCTBYIOILIME cllaraeMbie B JIeBbIX M mpaBbix uacTsax (111.4.62),

(111.4.62)

IIOJIy4aC€M YJICHBI INIOTHOCTHU .Hal"paH)KI/IaHa:

2 2
L= 1@, 1, = —a2k'@) %,
(111.4.63)
U=U,+V(z)cosd +a? I;((Z)) d,,(R )¢
N3 ycnoBus, uro ipu ¢ = 0 cnenyer U = 0 nmonyuum: Uy = —V (2). YuuTsiBas,

yT0 JlarpankuaH CBsI3aH C IVIOTHOCTBIO JIarpanknaHa cieayomumM BelpakeHuem: L =

(L + L, + U) %, TIOJTYYUM:

L=[[1@) 2 - a2k (2) 2 — v (2)(1 ~ cos p) +

e zK(Z)a R )_]g (111.4.64)
R(z) ~7* a’
a TUTOTHOCTh SHEPTUH KUHKA, TAKUM 00pa3oM, OyJIeT UMETh BUJI:
1(z) (0d\% = KR%(z)a? (9>
pp=—\=) +———(==) +V(@=@)(A —cosd) —
2 (at) 2 (az) (|||465)

_p2 K@ R
R(z) 0z2 2 '

MoxHO ToKa3ath, uto (opmyna mius 1iotHoctu dHepruu kuHka (111.4.65)
coBnagaet ¢ hopmysoit mmoTHocTr YHeprun kKuHka (111.4.56) ¢ TOUHOCTHIO 10 TOTHOM

npou3BoHoM. PaccmoTpum tpetnii wieH B (111.4.54):

Ka? (a(R(z)¢))2 _
2 0z
-5 () R G2 e (2]

B 6onee mpocToit popme:

(111.4.66)

2
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L ((R),)? =
2 o (111.4.67)
= TRZ((I)Z)Z + T [((I)Z)ZRRZ + (I)Z(Rz)z]-

Wnu:
£ (Rp),)? =
= 5T R2(¢,)2 + “Z[2 (¢?RR,) — 9?RR,, .

OxonuatenbHo, noactasiss (111.4.68) B (111.4.56), monyuum dopmyny (111.4.65) ¢

(111.4.68)

o o 0 Kaz 2
TOYHOCTBIO J10 TIOJIHOU IPOU3BOHON — | —— ®“RR, ).

HuskoamminTygHOe 3Ur3aroo0pa3zHoe BO3MYIIEHUE paHee He HAaOI01anoch B
apyrux wozensax JIHK wu  sBnsercs xapakTepHOM OCOOEHHOCTBIO CHCTEMBI
HEOJTHOPOJHBIX CBSI3aHHBIX OCIHUIATOPOB. MOXKHO TMPEANONIOKHTh, YTO TaKas
IMHAMHYECKAass OCOOCHHOCTh MOXET CIY)XKUTh HWHHUIMHPYIOIMIUM MEXaHU3MOM
cripanuzaiuu Monekyiasl JJHK.

Jlyis moHMMaHusT 3aKOHOMEPHOCTEH, OIMpPENeSIONINX CBA3b JUHAMUYECKUX U
(GYHKIMOHATIBHBIX CBOICTB JHK, paccMoTpeHue HCKYCCTBEHHBIX
MOCJIEI0BATEIBHOCTEH, COCTOSLIMX M3 OJHOPOJHBIX YYaCTKOB, HEIOCTATOYHO.
HeoOxoaumo  u3yuuTh  Oosiee  CJHOXKHBbIE  (DYHKIIMOHAIBHO  3HA4YMMbIE
nocieaoBareabHOCTH. OJHUMH M3 TaKUX TOCJIEI0BAaTEIbHOCTEM  SBISAIOTCA

nociienoBareirHocTH Kacmana.

111.4.5 Ipgexm Kacmana

AMepHukaHCKUN HccienoBatenb Marematuk Ausekc Kacman, 3aHuMasch
npoOsjemoil Ouaca (M30BITOYHOCTH YMCIA KOJAOHOB IO OTHOIICHHUIO K YHUCITY
AMUHOKHCIIOT), MIPEAJIOKUI KOMITBIOTEPHBIN 3KCIIEPUMEHT, B KOTOPOM OH PacCMOTpel
JIMHAMUKY KUHKa B JIBYX MCKYCCTBEHHBIX mocienoBaTenbHocTsX (Pucynok 111.4.20)
(Kasman and LeMesurier, 2007). JleBass yacTh IMepBOM W3 IOCIEAOBATEILHOCTEH
cozieprkaia nopropsitomuecs Tpurietsl TTA, Konupyroiine JelMHbL, a TpaBas 4acThb
coaepxkana nosropstomuecs tpuretsl CGC, koaupyromue apruauHbel. Bo BTOpoit

nocaeaoBatenbHocT Tpurietsl CTG, konupyromue nediuubl U Tpurietsl AGA,
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Konupyronme apruauHbl.  OCOOCHHOCTh  BBIOPAHHBIX  IOCJICIOBATEIBHOCTEH
3aKJII0YaeTCs B TOM, 4YTO OHHU (DYHKIMOHAIBHO OJMHAKOBBI, HO CTPYKTYpPHO
OTINYAIOTCS. XOTEIO0Ch ObI BEISICHUTD, OYAyT JIU OTJINYATHCS JMHAMUYCCKHE CBONCTBA
nocienoBarenbHocTel? Eciam aa, TO MHTEPECHO OTBETUTh HA BOIPOC: MOXKET JIU
pa3nure TMHAMHYEeCKHX CBOMCTB KMHKOB B TtociieaoBareabHocTH (1) u (1) 00BscHUTE

MIOYEMY HEKOTOPbIE€ KOJOHBI UMEIOT MPEUMYILIECTBO 10 CPABHEHUIO C APYTHUMU?

TTATTATTA...TTACGCCGCCGC...CGC
I (D)

CTGCTGCTG...CTGAGAAGAAGA...AGA
T (1)

Pucynok 111.4.20. [TocnenoBarenbHOCTH Kacmamna. JleBble 4acTu

MOCJIEIOBATENLHOCTEN KOJAUPYIOT JIEULIMHBI, TPaBbl€ — APTUHUHBI.

Jns orBeta Ha »TH Bompochl KacmaH MpoBeNl CEPUI0 OPUTMHAIBHBIX
KOMIIBIOTEPHBIX SKCIIEPUMEHTOB ¢ KuHKamu ypaBHeHus CI', qBurarommmucs BIOJIb
nocaenoBarenabHocTe (1) u (I1). Mcons3ys momens Canepro, Kacman mokasai, 4to
B OJIHOM TMOCJEAOBATEILHOCTH KUHK OTPa)Xajcs OT TPAHMIIbI, a B APYTOMl MPOXOIUIT
0e3 OCTaHOBOK. JTO MPENNOojaraeT, 4yTo JUHAMHKA PACHPOCTPAHEHUSI OTKPBITHIX
COCTOSIHUN B (DYHKIIMOHAJIBHO OJMHAKOBBIX IMOCJIEIOBATEIBLHOCTIX pa3iudHa. ITOT
adpdext Ob1 HazBaH SPpdexktom Kacmana. Jlanee, s NPOBEPKH OMUCAHHBIX
pe3yJbTaToB ObljIa UCIOIb30BaHa HeoaHopoaHas Moaenb JIHK.

Pacuer TPAaeKTOPUU 51 OLICHKA DHEPTETUYECKUX npoduieit
MOCJIEA0BAaTEILHOCTEH MPOBOAWIACH C  HCIOJb30BAHUEM  KBa3U-OJHOPOIHOTO

MPUOIIMKEHUS:
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g=21+eXp( ZDH_Z)/G)' \7(z)=\71+€=21+exp(@(2b“-_lz)/6), (111.4.69)

R'(2)=R!+> KK R(z)=R+5 R
o g:21+exp((zbﬂ—z)/c)’ ) «=21+exp (zbﬂ—z)/cs)'
E,(2)=8V(2)K'(z), E(z)=7E,(2), (111.4.70)
rae N=2 — 4uciao (QyHKIUOHAIBHBIX Y4acCTKOB, I_i, \7i, K; u F_Qi — YCPCIHCHHBIC

3HAYEHHS KOI(DDULIMEHTOB Ha i-OM y4acTKe, Z, — KOOPAMHATA FPAHMIIBI MEXKY I-bIM
U | +1-bIM yYaCTKaMH.

PaccMoTpuM B JIOTIONTHEHHWE K TIOCTEAOBATeNbHOCTAM KacMmana deThIpe
nocienoBareabHocT  (Pucynox  111.4.21), cocrosimux W3 NEPHOAUYCCKH
MTOBTOPSIOIINXCS TPHUIIETOB HYKJICOTHIOB (KOMOHOB). J[Beé M3 HHX COCTOST H3

TpUILUIeTOB, Koaupyromwmx apruaussl (I, V), a apyrue nBe cocTosT U3 TPUILIETOB,

koaupytomue aeinuusl (V, VI).

AGAAGAAGAAGAAGAAGA...AGA

(111
CGCCGCCGCCGCCGCCGC...CGC

E—— (V)
CTGCTGCTGCTGCTGCTG...CTG
T (V)
TTATTATTATTATTATTATTA. .. TTA
I (VD)

Pucynok 111.4.21. Yerbipe HCKYyCCTBEHHBIE MOCIEAOBATEIBHOCTH, COCTOAIIUE U3

MNCPUOINYCCKH ITOBTOPAIOIINUXCA TPHUILIICTOB.

Vepennennsie kodpduuuenter 1, K’, u V' s nociaegosarensaoctei (H1)—

(VI), 1 ucnonp3yeMble B YMCICHHBIX pacyeT AaHbl B Tadmuie 111.4.6.
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Tabauma 111.4.6. Ycpeanennsie koaddunmenTs s nmocienopareasnocreit (II1)—(V1).

Ilocnen. T (kr m?) x107° K’ () x107 vV (Tx) x10™°
(i 0.781 0.232 0.243
(1v) 0.548 0.179 0.245
V) 0.573 0.181 0.222
(VD) 0.578 0.186 0.165

HpCI[HOJIO}KI/IM, YTO B HAYaJIbHbIA MOMEHT BPCMCHHN KHHK IIOKOHUTCS — €TO

CKOpPOCTh paBHa HYyJI0. B OTCyTcTBHE BHEIIHMX CHJI, CKOPOCTh KHHKa OyneT

0CTaBaThCsl PABHOI HYITIO, @ €r0 SHEPIUs PaBHOW 3Hepruu mokosi E,, onpenemsemoii

dopmynoii (111.4.70). B kBa3u-01HOPOTHOM MPHUOIMKEHUH 3HAUECHUE YHEPTUU TTOKOS
He OyJ/IeT 3aBHCETh OT KOOPAHMHATHI L, €CIIM 00JIaCTh YCPEIHECHUsS OYIeT paBHA JIJTMHE
paccMatpuBaembix  nocienoBarenbHoctel  (HH)—(VI1). CrnenoBarenbHo rpaduku
SHEPTUM TMOKOS KWHKAa OyIyT MPSMBIMH TOPU3OHTAIBHBIMU JHHUSIMH. Ha pucyHke

111.4.22 npencraBieHsl rpadMKU SHEPTHH TOKOS KUHKA B rociaenoBateabHoCcTIX (111)—

(V).

1.9e-18 ~

()

1.8e-18 A

1.7e-18 -
(IV)

1.6e-18 - (V)

Eg (2%)

1.5e-18 -

1.4e-18 - (VI)

1.3e-18 T T T T T 1
0 50 100 150 200 250 300

z (n.0.)

Pucynox 111.4.22. YpoBHU SHEPTUH TTOKOSI.

BuaHo, 4Tto myis CHUHTE3WpOBaHUS JIEHIIMHOB HauOojee MPearnoYTUTEIBHO

(3HEpreTHYecKn) UCIOIb30BaTh MOCIEIOBATEIBHOCT VI, COCTOAILYIO0 U3 TPUILIETOB
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TTA, a He mociie1oBaTeNIbHOCTH V, cocTosyto u3 TpurietoB CTG. AHanmorudHo, ajis
CUHTE3UPOBaHUS apTUHIHOB Oonee IPEMOYTUTEITHHO UCTIONb30BaTh
nocneaoBareapbHocTh TpuIuieToB CGC (IV), yeM mocienoBaTebHOCTh TPHILICTOB
AGA (I11).

Ecmu mpoBectn BhUMCHEHHS JJs1 mociefoBarenbHocTer Kacmana, To mx
SHEPTreTUYECKHE MPO(UIN B KBA3U-OJHOPOTHOM MPUOIMKEHUH OYIyT BRITIISACTH TaK,
Kak nokaszaHo Ha pucyHke |11.4.23a,6 (cnomnbie muauK). BuaHo, 4to o6a npoduis
uMeIoT Oapbep. OTO MpeArnonaraeT, yTo A TOTO, YTOOBl KHUHK TPOIIEN BCIO
MOCJIEIOBATEILHOCTD, HAUMHAS C JIEBOM YaCTU, KOAUPYIOIIEH JICUIIMHBI, U 3aKaHYNBas
B MIPaBOil YacTU, KOAUPYIOIIEH apTUHUHBI, HEOOXOIMMO YTOOBI €ro MOJIHAS SHEPTHUS

ObLIa HE MEHBIIIE BBICOTHI 0apbepa. ITO yCIOBUE MOXKET OBITh 3aIIMCAHO B BUJIE:

> B, (111.4.71)

[ToncraBnss 3HaueHus: quHamMHYeckux kKodpduumento u3 tabmuusl 111.4.6 u
napametpa A wu3 tabmuuer [11.4.1 B dopmyny (I111.4.71), MOXKHO TMOIYyYUTH
MHUHAMAJIbHYIO 3HEPIHIO NPEo0JIeHus Oaprepa B nocienoBateiabHoctu (1), kotopas
paBHa:

Ey " =1.647x107° . (111.4.72)

AHanoruyHO,  MUHUMAJbHAs  DHEPrusi I MpeojojieHuss  Oaprepa B
nocinenoBarensHocTH (1) paBHa:

Egot =1.871x107" /e (111.4.73)

Takum o6pa3zoM, ObLIO TIOKa3aHO, uTO AddekT, HadmogaeMbli Kacmanow,
HMEET MECTO OBITh TOJBKO €CJIM HadallbHasl SHEPrus KWHKA IIPH €r0 JBHKEHUU U3
JIEBOM YacCTH IOCJICIOBATEIBHOCTH, COCTOSIICH M3 MEPHOINYSCKH TOBTOPSIONTAXCS
TPHUIUICTOB, KOJAUPYIONTUX JICHITUHBI, B PABYIO YaCTh, COCTOSIIIEH U3 MTOBTOPSIFOIITIXCSI
TPUIUIETOB, KOJUPYIOIINX aPTUHUHBI, YIOBICTBOPSET YCIOBUSIM:

1.647x107% < E, <1.871x10™ Jc. (111.4.74)
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Eme onun s¢dext, koropsiit Habmonan Kacman B CBOMX SKCHEPUMEHTAX, 3TO
OTpaK€HUE KMHKA OT IPAHMIIBI, Pa3JICISAIONEeN YYacTKU ¢ TPUILIETaMU, KOJUPYIOIINE
neduuHbl U apruHuHbl. C momomipio Mojenu HeoaHopoxHoit JIHK u merona
TpaeKTopuii 3TOT A3HPEKT MOKHO HaOJI01aTh 00JIee HATJISTHO.

Tpaektopun KHHKOB B IMOCIEIOBaTeNbHOCTAX KacMmaHa mpencTaBieHbl Ha
pucynke 111.4.23g,e. OHu ObUIM TONYYEHBI MPU Pa3HBIX 3HAUYCHHUSAX HAYATBHBIX
SHEPrui KMHKa 0e3 yueTa cujl TpeHus. TpaekTopus ¢ HOMepoM | IeMOHCTPUPYET, YTO

KHHK C Ha4aubHOM sHeprueil E,, =2.0x107"° [ mpeososeBaeT dHEPreTHIECKUin

Oappep Ha TpaHMIIC W JOXOJIUT J0 KoHIa obewx mociemoBarenbHOocTeit (1) u (11).
Tpaexkropuss ¢ HOMEpPOM 3 IEMOHCTPHUPYET, YTO KHHK C HAa4daJbHOM JHEPTHUEU

E,; =1.6x107° o oTpaxkaercs OT TIpaHMI] B OOCHX [OCICIOBATCIbHOCTSIX.

Tpaextopus HoMmep 2 nemoHcTpupyetr 3dpdexkt Kacmana, a UMEHHO, YTO KHHK C

HavyanpHOW  sHeprueit  E;,=1.8x10"° Jouc  mpeogoneBaeT  rpaHuIy B

nociiefoBareabHOCTH (1) ¥ oTpakaeTcs OT rpaHMIbl B ociaenoBaTebHoCcTH (11).

(@) ()

x10"® _ TTA.TTA __ CGC..CGC 20 X10"®  CTG..CTG _ AGA.AGA

22

0 100 200 300 400 500 600 0 100 200 300 400 500 600

z(n.0.) z(n.0.)
(®) mm . @) ?r?afglzw .
05 21010 TTATTA CGC...CGC X107, ¢ x10'° CTG..CTG___AGA..AGA x10

[«2] @

t(c)

E

0.5

N

0 e
100 200 300 400 500 100 200 300 400 500
z(n.0.) z(n.0.)
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Pucynok 111.4.23. HauanpHble SHEpPruM KUHKOB (IIyHKTHUPHBIC TOPU3OHTAILHBIE
npsMble) W dHepretuueckue npoduan  (cruromubie  KpuBbie) (a) u  (0)
nocneaoBareapHocTelt Kacmana (I) u (1) coorBercTBeHHO. Tpackropuu kuHKa (6) u
(¢) B mocaemoBatenbHocTX Kacmana (1) u (Il) coorBercTBeHHO. BepTHkaibHbIC
MyHKTUPHBIE TPsSMbIE O003HAYAIOT TPAHMIBI MEXKAY YYacTKaMHU, KOIUPYIOIIAMU
neiiuabpl ¥ apruHuHbl. Hudper 1, 2, 3 moka3pIBalOT COOTBETCTBHE MEXKIY
TPACKTOPUSIMU W HauyaJbHBIMU SHEpPrusMu KuHkoB. Cepas mojioca — HHTEpBaj

HAYaJIbHBIX YHEPTH KMHKOB, JUIsI KOTOPBIX Habmonaetcs 3gdext Kacmana.

Takum oOpazoM, ObLIO TTOKa3aHo, uyTo AhdekT Kacmana aeiicTBUTEILHO UMEET
MeCTO OBITh, HO B OTPAaHUYCHHOM JIMAIla30HE HAYaJIbHBIX dHEPrui KuMHKA. |1t TOTO
YTOOBI KUHK MPEOI0JIET SHEPTETUUECKHI Oaphep Ha TpaHUIle YYaCTKOB, KOJIUPYIOUTUX
JEeWIMHBl U apTUHUHBI B TocienoBaTesibHOCTH (1) ¥ oTpasmics OT aHaIOTMYHOM
rpanuIel B nocienaoBatebHOCTH (1), HE0OX0aMMO YTOOBI €ro HavajabHas SHEPrus
ynosiietBopsita yciaosusMm (111.4.74). Kpome toro, Hanmuue 3Toro 3gdekra 3aBUCUT U
OT HaIpaBJICHUS JABMKCHUS KMHKA B TIOCIICIOBATEIBHOCTIX. Takxke OBLIO MOoKa3aHo,
YTO, HE CMOTpPS Ha OJMHAKOBbIC (YHKIIMOHAIBHBIE CBOMCTBA MOCIIEIOBATEIHHOCTEH
Kacmana, nx quHaMU4ecKrne 0COOEHHOCTH Pa3IMYaroTCs.

CpaBHuUBas KOJOHKI B ociiefoBaTenbHOCTAX Kacmana, Obli10 0OHApYKEHO, U4TO
HEKOTOpPbIE HUMEIOT MPEUMYIIECTBO (dHEpreTuyeckoe) mepen Apyrumu. Tak wus
pucynka I11.4.22 cnegyer, 4To 17151 CHHTE3a MOCIEIOBATEILHOCTH JICUIIMHOB HanboJee
NPEANOYTUTEIBHO  (PHEPIeTUYECKH) HCIOb30BaTh mocieaoBaTenbHocTh  (VI),
cocrosiyto u3 TTA komoHOB, yeM nocienoBarenbHOCTh (V), coctosmyto u3 GTG
KOJIOHOB. AHAJIOTHYHBIM 00pa30M MOHO CKa3aTh MPO CHHTE3 MOCIICI0BATEIHHOCTH
apTMHUHOB, U1  KOTOpOW  Hambojee  MPEANOYTUTETHLHO  HCIOJIh30BaTh
nocaeaoBateabHOCTh (1V), cocTosimeit n3 CGC kog0HOB, YeM MOCIEI0BATEILHOCTh
(1), cocrosimeii u3 AGA KOJTOHOB.

MOXXHO TIpEeANoIOXKUTh, YTO TaKas 3aKOHOMEPHOCTh WMeeT Ooiiee oOiee
3HaueHue. JIIsg TMOATBEp)KIEGHHS OTOro OBLIM PACCMOTPEHBI BCE TPHUILICTHI,

KoAupyromye JeHuabl U apruausabl (Pucynok 111.4.24). 3nadeHust SHEPTHU MTOKOSI
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KMHKOB B IOCJIEIOBATEIBHOCTSX, COCTOSIIIUX W3 3TUX KOJIOHOB, YKa3aHbl BO BTOPOM U
rsaToM crononax tadmunsl 111.4.7. BuaHo, 4To mociieqoBaTeIbHOCTH, COCTOSIINE U3
CTT xomoHOB, SBJISIOTCS HamOoOJee NPEANOYTUTENBHBIMU (SHEPTETUUYECKH) IS
CHHTE3a JIEHIIMHOB, a Iociea0BaTeabHOCTH, cocTosimue u3 CGT KoIOHOB, SBISIFOTCS
HanOoJsiee MPEANOUTUTEIbHBIMU JIJI1 CHHTE3a apPTMHUHOB.

Panee cunrtanock, 4TO MPEANMOYTEHUE B BEIOOPE KOJIOHA OMPEACIISICTCS TIPOCTO
KOJINYECTBOM BOJOPOJIHBIX CBSI3E€H MEXKIY OCHOBAHMWSIMH, COCTABJISIONIMMU KOJOH U
OCHOBAHMSIMH, KOMITJIEMEHTApPHBIMUA K HUM. OJTHAKO, C TOYKH 3peHUs (OPMUPOBAHUS
OTKPBITBIX COCTOSIHUM B pamMKkax HeogHopoaHoi Mmojienu JIHK sTo He Bceraa Tak. beuio
0OHApPY»KEHO, YTO KOJIOHBI C MEHBIIUM KOJHWYECTBOM BOJOPOIHBIX CBSI3CH MEKITY
KOMIUIEMEHTAPHBIMU OCHOBAHUSIMHU OTJIMYAIOTCS OT KOJOHOB C HU3KUM 3HAYECHUEM

SHEPI'UHU TOKOS KHHKOB (CM. TPETBIO U IIECTYIO KOJOHKH B Tabmwuie 111.4.7).

NenunHbl ApPruHuHbI

CTA AGA <
CTG < AGG

CTC CGA
CTT CGG
TTA << CGC
TTG CGT

Pucynoxk 111.4.24. IHK TpuruieTsl, KOAUPYOIIUE JSHIINH (cie6a) U apruHuH (cnpasa).
CTpenky yKa3bIBAalOT Ha TPHUIUIETHI, HCIIONB30BaHHbIE KacMaHOM B YHCIICHHBIX

AKCIIEPUMEHTAX.

Hampumep, Ha oOCHOBe TMOJCYETa BOJOPOAHBIX CBSI3€H, IMOCIIEI0BATEIBLHOCTD,
coctosimas u3 T TA KoJ0HOB (B ciyyae JICUIIMHOB) U MOCIE0BATEIbHOCTD, COCTOSAIIAS
n3 AGA kom0HOB (B clly4ae apTHHUHOB) SIBJISIFOTCS 00Jiee MPEANOYTUTEIbHbIMU. B
TOXE BpEeMsl TOJyYCHHBbIC 3HAUYCHHUS DSHEPrUM TOKOS YKa3bIBAIOT HA JApyrue
MPEANOYTUTENbHBIC MOCJIe10BATEILHOCTH. B ciy4ae JeHnHa 3TO

nocyienoBaTeabHoCcTh, cocrosmas u3 CTT komoHoB. B ciywae aprunuHa —

240



nocJie[oBaTenbHOCTh, cocrosimias n3 CGT komoHoB. Bompoc, kakoii METOJ OICHKU
IPEAMOYTHTEIIBHOCTH KOJAOHOB SIBJIICTCS JIYYIITAM, OCTACTCS ITOKA OTKPBITHIM.

B otHOmenuu nocnenoBarenbHocTeit Kacmana (mocnenosarensrocTH (1) m (11)),
C TOYKHU 3PCHHS YHCjIa BOJOPOIHBIX CBSA3CH, IPUXOMSIIUXCS Ha OJAWH KOJOH, MOKHO
Ha0II0AATh CICTYIONIYI0 KapTHHY:
1. B cinyuae mocnenoBatenbHOCTH (1), cocrosmeit u3 TTA komonoB cieBa u CGC
KOJIOHOB CITpaBa OT I'PaHMIIBI MoJTydaeTcs, coryiacHo tadmutie 111.4.7, aucno 6 cieBa u
yucio 9 cnpasa. M3 3T0oro cieayer, 4To KMHK, JBUTAIONIUICS cIIpaBa Ha JIeBO (Kak B
skcrepuMeHTax KacMaHa) momajer B NOTCHIHUAIBHYIO sSMY H, TaKUM 00pa3oM,
MIPOMJIET BCIO MOCIIEAOBATCIIBHOCTb.
2. B caydae nmocnenoBarensHoCTH (1), coctosmeit n3 CTG komonoB cieBa u AGA
KOJIOHOB CIIpaBa OT I'PaHMIIBI ITOTy4YaeTCs 8 BOAOPOIHBIX CBS3CH clieBa M 7 cripaBa. B
pe3yJibTaTe, KUHK, ABUTAIOIINICS CIpaBa Ha JIeBO (KaK B dKCIepuMeHTax Kacmana)
OyJeT HaTaJlKMBaThCs Ha Oapbep W OCTaHABIMBATH CBOC JIBMDKCHHE. Takas ToYka
3peHHsS T03BOJISCT OOBIACHHTH 3 dekThl, HabOmomaeMple KacmMaHoM B CBOHX

AKCIIEPUMEHTAX.

Tabmuua 111.4.7. Yucno Bonopoansix ceszeid B JIHK Tpumerax, Koaupyrommx JeduuH
W aprUHUH, U DHEPrUM IMOKOS KHUHKOB, aKTUBUPYEMBIX B IOCIEAOBATEILHOCTSX,

COCTOAIHUX U3 3THUX KOJOHOB.

Tpunnersl, | DHeprus Yucno Tpunnersl, | DHEprus Yucno
KOJMPYIOLWE | iokos E, | BOIOPOAHBIX | KOAMPYIOUIME | rokos E, | BOAOPOAHBIX
JICUITUH (%) CBsI3eU ApTUHUHBI (%) CBsI3eH
x10™" x10™"

TTA 0.140 6 AGA 0.190 7
CTG 0.160 8 CGC 0.167 9
CTA 0.149 7 AGG 0.179 8
CTC 0.138 8 CGA 0.179 8
CTT 0.130 7 CGC 0.167 9
TG 0.153 7 CGT 0.160 8
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Boluncienre sHepreTuyeckoro mpoduiis MociieqoBaTeNbHOCTEH B paMKax
HEOJIHOPOJHOM MOJENM TMOoKa3ano, OJHAKO, YTO YTOOBI BOCHPOU3BECTH 3S(PPeKT
Kacmana, He00X0IUMO «3almycKaTh» KMHK B JPYTOM HaIlpaBJICHHH: CJI€Ba Ha MpPaBo.
Tornma kMHK OyJeT MPOXOAUTH IPaHUIly B mocienoBateabHOCTH () 1 oTpakaThes OT
Hee B nocienoBareabHOCTH (I1), HO TONBKO B OMpEIeIeHHOM MHTEpBaie HAYallbHBIX
DHEPIuil.

Pe3ynbTaThl  uccregoBaHUWA ~— AWHAMUKU  OTKPBITBIX ~ COCTOSIHUM B
nocieaoBaTenpbHOCTAX KacMana Mo3BONMIIM CAENaTh MPEAINIONIOKEHUE O HaJu4duu
MIPSIMOM CBSI3M MEXKy TMHAMUYECKUMU U PyHKIIMOoHAIbHbIMU cBoiicTBamu JIHK. Jlns
MOATBEPXKJEHUSI 3TOTO TPEHANOJOXKEHUs Janee OyIyT pacCMOTpeHbl OoJee
VHTEPECHBIC CIIy4ad, CBS3aHHBIE C MCCIEIOBAaHUEM JIWHAMUKM KUHKAa HE B

HCKYCCTBCHHBIX, 4 B PCAJIbHBIX ITIOCJICAOBATCIIbHOCTAX.

111.4.6 Mooenuposanue npupoouvix monexyn /IHK

HccnenoBanne AMHaMUKH OTKPBITBIX cocTosiHui B JIHK saBnsiercs omHoM u3
BOXHEUIINX 337a4 B [OHUMAHUU CBSI3M MEXAYy JIWHAMHUYECKUMHU CBOMCTBAMU
MOJIEKYJIBI M €€ (PYHKIMSIMU, TaK KaK dTU COCTOSHHS 0053aTeIbHO (OPMUPYIOTCS B
MPOIECCaX TPAHCKPUIILIUU U peruinKauuu. OTKpBITbIE COCTOsIHUA B Mosiekyie JJHK —
ATO JIOKAJIBHO PACIUIETEHHBIC YYACTKH C Pa30pPBAHHBIMU BOJOPOIHBIMH CBSI3SIMU.
BrisiBiieHHE CBA3M MEXIYy AMHAMUKOW OTKPBITHIX cocTosiHUM u ¢yHkumsamu JIHK
MO3BOJIUT OIICHUTh BKJIQJ MEXaHHUYECKOM COCTaBJISIONIEH KOH(OpPMaIMOHHOM
JAHAMUKA MOJIEKYJIBI B TPOLECCHl TPAHCKPUINIMUA W PEIUIMKAUIMU M, BO3MOKHO,

BBISIBUTH HOBBIE MEXaHU3MBbI UX PETYJISIUU.
111.4.6.1 Inasmuoa pPF1

Bekropnas miasmuaa pPF1 (Pucynok 111.4.25) Obina mosydeHa u3 mia3Muabl
pET-28b (https://www.snapgene.com...) u A0NOJHEHA ABYMS T€HAMH, KOJIUPYIOIIMMU
3eJIeHBIM M KpacHbld QuryopecuienTHble Oenku Egfp m mCherry, cOOTBETCTBEHHO

(Masulis 2015). [laHHBII BEKTOp, KakK peMoOpTEepHas KOHCTPYKIIMS, ITO3BOJISET

242



OJJHOBPEMEHHO  PETHCTPUPOBATh  TPAHCKPUIIMIO B  JBYX  HalpaBJICHHSX,
HHAIMMPOBAHHYI0 ~ HAa  ydYacTKaX  IIOCJEJOBATEIBHOCTH  MEXKIy  TI'€HaAMH
(bITyOpECIIEHTHBIX OCIIKOB.

HWcrones3yst ammapaT HEIMHEWHOW MaTeMaTHKH W pPa3pabOTaHHYIO HOBYIO
MOJIeNTb, OBUT TIPOM3BEJCH pacueT sHepreruueckoro mpodwmis rwiasmuasl pPF1 u
pa3MUYHBIX €€ MOJAM(DUKAIMIA, MMONYYCHHBIX MYTEM HHTEIPHUPOBAHUS B 00JACTh,
pacIoJIOKEHHYI0 MKy aByMmsi reHamu OenkoB Egfp m mCherry, omHOpOIHBIX
nocjenoBareabHOCTe 1 Hebobmmx (pparmenToB Escherichia coli, B3sTeix u3 Tak
Ha3bIBAEMBIX IIPOMOTOPHBIX OCTPOBOB — 00JIACTEH BHICOKO HACHIIEHHBIX IIPOMOTOPO-
nogo0HeIMU yuacTkamu (Shavkunov, et al. 2009). Llens pacyeToB — mpejackasarhb
MOBEJICHUE KMHKA, YTO B CBOIO OYepE/b MO3BOJUT C/IEIaTh BHIBOJIBI O TOM, B KaKOii
o0JIaCTH TIa3MHIBl C HAWOOJbBIICH BEPOSITHOCTHIO IMPOU3OUACT HYyKJICAIHS
TPAaHCKPHUIIIMOHHOTO My3bIps M B KaKoM HampasieHuu (B cTopoHy reHa Egfp wmm

mCherry) noiiietr mpouecc TpaHCKPUIILUU.

s,

pPF1
5557 n.o.

|

Pucynok 111.4.25. KonbueBas (a) u aunediHas (06) cxembl minasmuasl pPF1. T'en
3esieHoro Oenka Egfp (ydacTok 1) v reH ycToMunBOoCTH K kKaHaMuliuHy Kan (ydactok
5) TpaHCKpHOUPYIOTCS MO KOMILIeMeHTapHoW HUTH. ['eH kpacHoro Oemka mCherry
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(yuacTok 3) TpaHCKpHOUpYyeTCs M0 OCHOBHOM HUTH. S1 — TOUKa, yKa3bIBalolllas Ha4ajo

IMOCJICAOBAaTCIBbHOCTH. S2 — TOYKAd, YKA3bIBAIOIIasA HAYAJIO IICPBOTO y4aCTKaA.

OCHOBHOE BHHMMAHHE TpPU TIEHETHMUYECKUX MAHUMYJSALUUAX YyIEIseTcs 2-My
y4acTKy, TaK Kak OH pacroyiokeH Mexay renamu OenkoB Egfp u mCherry u numeer
yAOOHBIN JJI1 MaHUIYJIALUNA HYyKIeOoTUAHBINH cocTtaB. Ha pucynke 111.4.26 nokazana
CTPYKTYpa 3TOTro y4acTka. B IleHTpe mocie0BaTeIbHOCTH HAaXOAUTCS CAUT y3HABaHUS
suponykieassl pectpukiuu Bglll AGATCT anunoii 6 n.o. CieBa u crpaBa OT HETO
HaXOJATCSI KOPOTKUE MOCIEI0BATEIbHOCTH AMMHON 39 11.0. Kax/as1, IpuyeM KOpOoTKast
MOCJIEOBATEIBHOCTh CIIpaBa OT PECTPUKTA3HOTO calTa SBJISETCS OOpaTHO

KOMIUIEMEHTAPHON K KOPOTKOM MOCIIEI0BATEILHOCTH CJIEBA OT PECTPUKTA3HOIO CalTa.

Q
[ Eh EE—— ]
a r b

a | AGCTACCTCTTGATAGAACTCTAGCTACTTAATTAGTTA

b | TAACTAATTAAGTAGCTAGAGTTCTATCAAGAGGTAGCT

r | AGATCT

Pucynox 111.4.26. CxemaTtndeckoe n300pakeHre Mociae0BaTeIbHOCTH 2-TO y4acTKa.
Q — Touka, yKa3bIBaroIlasi MECTO, KyJa OyayT BCTPOEHBI HEOOJBIINE MOACIIbHbBIC

MMOCJICAOBATCIbHOCTH B KOMIIBIOTCPHBIX 3KCIICPUMCHTAX.

Kak u B 3KCHieprMeHTaX M0 MCKYCCTBEHHBIM TeHETHYCCKUM MaHUITYJIAIIUAM N
Vitro, B KOMIIBIOTEPHBIX IKCIEPUMEHTAX MPOBOAMUIOCH BCTPAaUBAHKUE BO 2-i y4acTOK
HEOOJIBIITUX MOJIENBHBIX MOCieaoBareNbHOCTel. CHavana s oTpabOTKH METoja B
KaueCTBE MOJICIbHBIX OBLIM HCITONB30BaHbl OJHOPOJHBIC IOCIIEI0BATEILHOCTH:
polyA, polyT, polyG, polyC, a 3aTem - HeOombIHe (hparMeHTHI MOCIEI0BATEILHOCTH

Escherichia coli.
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111.4.6.1.1 Mamemamuueckoe onucanue KOHMOOPMAUUOHHOU  NOOBUICHOCMIU

monexyavl JITHK

Jlmst  MaTeMaTHYecKOTO  ONMUCaHUsS  KOH(POPMAIMOHHOW  TOJIBIDKHOCTH
HekoToporo (parmenta mosekynsl JHK, xotopoe Bkitouaso Obl BO3MOXKHOCTb
00pa30BaHUsI OTKPBITHIX COCTOSIHUM, BOCIHOJIB3yeMCsl CHUCTEMON n3 2N CBSI3aHHBIX
HeJTMHEHHBIX U GepeHIInanbHbIX YPaBHEHUH, UMUTHPYIOIINX YTIIOBBIC OTKIOHEHUS
a30THUCTBIX OCHOBaHMU B 00EMX MOJMHYKJICOTHIHBIX Iernoukax (Krasnobaeva and
Yakushevich, 2015):

d?@n 1 (1) ,
Iy % - Kn,l[(Pn+1,1(t) - 2‘Pn,1(t) + (Pn—l,l(t)] +

+kn,1—2Rn,1(Rn,1 + Rn,Z) sin QOn1—

. 111.4.75
_kn,l—an,an,Z sin( Pn1 — (Pn,z) = ( )
d@n,(t)
=, Loy
dz(Pn, ) /
Iy Tzz — Kn2[@n41,2(t) = 2052(8) + @n_q2(0)] +
+kn,1—2Rn,2 (Rn,l + Rn,Z) sin Pn2 — (I 11.4 76)

_kn,l-ZRn,an,Z sin( QPn2 — (Pn,1) =

d@n,2(t)
= _Bn,zz—tz‘F M.

3nech @, ;(t) — yrioBoe OTKIOHEHHE N-TO a30TUCTOr0 OCHOBaHMA i-i nenouku; I, ; —
MOMEHT MHEPIUH N-TO a30TUCTOr0 OCHOBaHMs I-# Lenodku; R, ; — paccTosHue OT
IIEHTpa Macc N-TO a30TUCTOr0 OCHOBAHUS I-# IIETTOYKH J10 caxapo-(pochaTHOro 0OCTORA,

Khi=K eru-; K — KOHCTaHTa, XapakTepu3yrouas XECTKOCTb (Ha pacTsHKEHHE)

caxapo-¢pocdaTHoro ocrosa; f,; = aR,ZL,i; a — xodpduuuent nuccunauuy; K, ; —

KOHCTaHTa, XapaKTePU3YIoIas B3aMMOJICHCTBHE MEXIY OCHOBAHHMSIMHU BHYTPH Map;
M — IOCTOSIHHBIM BHEITHUI MOMEHT; [ =1, 2; n =1, 2, ...N, N —uucyo rnap oCHOBaHH
B paccMaTpUBaeMOM (parMeHre.

VYpaBuenus  (111.4.75) — (111.4.76) ynpomartorcsi, eciau  yCPEIAHUTH
kodduuentst I, ;, Ry ;, K'y i, kp1-2 1 fn; MeTonom xonuentpanuit (Yakushevich
and Krasnobaeva, 2008):
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Li—= L =1Cy; +1:Cr; + 1:Co; + 1:Cc,

Ry; = R; = R4Cy; + RrCr; + RsCq; + RcCo i,

Kii = K = KyCpi + KiCrp + K6Cg + KcCeyi (111.4.77)
kyio— ky_p = kA—T(CA,l + CT,Z) + kG—C(CG,l + Cc,z)»

Bni — Bi = BaCai + BrCr;i + BeCei + BcCeyis

rae Cj; = N;/N — xouuenrpanus ocHoBanuit j -ro tuna (j = A, T, G, C) B i -ii uenu
(i =1, 2); Njj- KOIMYEeCTBO a30THCTHIX OCHOBaHMH j -ro Tuma B [ -i
MOCJIEI0BATEILHOCTH.

[Tocne nposeacuus nporenypbl yepeauenus (111.4.77) ypasuenus (111.4.75) —
(111.4.76) mpeoOpasyroTcs K BHILY:

T dz(Pn, () 724
I dt21 — Ki[@nt1,1(t) = 2@p1(t) + @p_11(t)] +

+k1_»R (R, + R;) sin Pn1— ki—>R R sin( Pn1— Pn2) = (111.4.78)

- _n d@Qn1(t)
= —B n + M,,

T dz(Pn, () 724
I, Tzz — K3 [@n412(t) — 2@0,2(t) + @p_q2(t)] +

+k1_»R>(R; + R;) sin Pn2 — ki—>R R sin( Pnz — Pp1) = (111.4.79)

— _B d‘Pn,z(t)
2 gt

+ M,.
B koHTHHYanbHOM NPUOIMKEHUHU 3TH YPaBHEHUSI TPUOOPETAIOT BU/L:

I_l(pltt - I?l’achlzz + E1—2R1(E1 + Ez) sin @, —

~ki_2R R, sin( @y — @;) = (111.4.80)
= —B1@1c + My,

1_2(_PZtt - Ileachzzz + kiR, (Ry + R,) sin g, —

—k1 2R Rysin( @, — @) = (111.4.81)
= —B2@ac + M.

C nomompto npubmmkenust cpeasero nois (Yakushevich, 2017) nBa cBsizaHHBIX
ypaBuenust (111.4.80)—(111.4.81) TpancdopmMupyroTcs B iBa HE3aBUCHMBIX YPaBHCHHUS:
[ @1¢e — K{a? @1, + k15 R} sin@y = —B1¢y¢ + M,, (111.4.82)
Lpaee — K30% @z, + ky_o R sin @y = B¢, + M. (111.4.83)

OIHOCONUTOHHBIE PENIEHUS 3TUX YPAaBHEHUIN — KUHKU:
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Qr1(z,t) =4 arctg{exp[(yk’l/dk,l)(z — U1t — Zo,1)]} )
Pr2(z,t) =4 arctg{exp[(yk,z /dk,z)(z — Ut — Zo,z)]} )

WCIIOJIB3YIOT JIJIl HMHTAIMU OTKPBITHIX cocTtostHuE (Englander, et al. 1980; Skymesuu

(111.4.84)

u 1p. 2005). 30ech Uy ; — CKOPOCTh JIBHXKEHUS KUHKA B -if nenouke (i =1, 2); yx; =
(1 —vE;/CP)~Y? — daxrop Jlopenna, C; = (K;a?/I;)*/? — cxopocts 3Byka B i -if
nenouke, dy ; = (K;a?/V;)'/? — pasmep kunka B i-if uenouxe, V; = k;_,R?.

[MTonuas sHeprust KHHKA B I-if nenouke E; onpenensercs Gopmysnoi (SkymeBuy

u Pscuk, 2012):

o (111.4.85)

rae Ey; — MUHUMAaNIbHOE 3HAYEHUE DHEPIMH, HEOOXOAMMOE Ul 00pa30BaHMs KMHKA!

E; =8 /I?{Vi, (i =1, 2). (111.4.86)

B cirydae manbix ckopocteit (vg; < E;) popmyna (111.4.85) npuobperaer Bux:

2
Mg,iVg,i
2 )

=0 — .+ (111.4.87)

Eoy -
rae my; = 2—2_; — macca kuHKa B I-if nenouke. ®opmymna (111.4.87) ceunerenscTByeT o

l

TOM, YTO KHHK MOYXHO MOJIEJIMPOBATh KaK KBa3M4YaCTHILy, 00IaJalOUIy 0 MacCOU My, ;,

CKOPOCTBIO Uy, ; ¥ 00/IaaroIly 0 NOTEHIUANbHON dHeprueh Ey ;.

111.4.6.1.2 Duepcemuuecxkuut npodhuno niazmuost pPF1

IIpu moctpoenun sHepreTudeckoro npodwmis maazmuasl pPF1  ucnons3oBanuck
3HadyeHuss kodpdunuentos ypasuenuit (111.4.82) — (111.4.83) u3 tadmauusr 111.4.1 u
dopmyna (111.4.86) nis pacuera MUHMMAJIBHBIX 3HAYEHUH SHEPTUH E ;, HEOOXOAMMBIX
11 00pa30BaHus KHHKA B KKIOM M3 IIeCTH y4acTKoB i-i riemouku JJHK (i =1,2): B
Tpex yuactkax, orBeuarommx reHam (Egfp, mCherry, Kan) u Ttpex yuyactkax,
OTBEYAIOMINX MPOMEXKYTOUHBIM oOsactaMm (2-, 4-i, 6-i1 ydacTku). Pe3ynbTaTs
pacuera npuBeaeHsl B Tadaune 111.4.8. Iloctpoennsie 3HepreTudyeckue npoduau 1is
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OCHOBHOM M KOMILUIEMEHTAPHOW TMocieaoBarebHocTel miasmuasl pPF1 npuBeaeHbl
Ha pucyHke |11.4.27. Bugno, yto camas riyOokas MOTEHIIMAIbHAS sSiMa HAOII01aeTCs
BO 2-M y4acTKE U OCHOBHOM (4epHas KpuBasi), U KOMIUIEMEHTApHOU (cepasi KpuBasi)
MOCJIEIOBATEILHOCTEH. DTO TOBOPUT O TOM, YTO BEPOSITHOCTH 00pa30BaHMs KMHKA BO
2-M y4acTKe BBIIIE, YeM B IPYyTUX. BUIHO Takke, 4TO BO 2-M y4acTKe YepHAs U cepas
KPUBBIE COBMAJAIOT. DTO O3HAYAET, YTO PHEPrUU aKTUBAIIMM KUHKA B OCHOBHOW U B
KOMIUIEMEHTAPHOM  IMOCIE0BAaTEILHOCTAX OJMHAKOBbIe. Takum o0pa3oM, cC
SHEPreTUYECKOM TOYKM 3pEHHUSI KUHKY BCE paBHO, B Kakoll U3 JBYX OTUX

HOCHGHOB&TCHBHOCTGﬁ AKTUBHUPOBATHLC. Kakoro-mm6o IMpCAIIOYTCHUA HCT.

5 x1071®
1.2 3 | 4 5 | 6

1.9
1.8

E 1.7 1 ; 5 5

\-; ! i
1.5 - : :
1.4
1.3 ; ; , . .

0 1000 2000 3000 4000 5000
Z (n.o.)
Pucynox 111.4.27. Dueprernyeckuii mpoduib OCHOBHOW (4UepHas KpuBasi) H

KOMILJIEMEHTapHOM (cepast KpuBas) nocienopatenbHocTel masmuasl pPF1. Hudpamu
1-6 0003HaYEHBI YYACTKH MTOCIIEI0BATEILHOCTEH. BepTHKaIbHbIE MyHKTUPHBIC TUHUU

0003HAYaIOT Ir'paHUIbI MCKIAY CMCKHBIMU YHACTKAMM.

Tabmuna 111.4.8. MunuMansHble 3HaY€HUs DHEPTUM KMHKA Ej;, PACCUUTAHHBIE JUIA

IECTA YYACTKOB OCHOBHOM M KOMIUIEMEHTAPHOW MOCIIEIOBATEIBLHOCTEN ILIA3MU/IbI

pPF1.

Howmep Koopannatet Eyq Ey-

) ’
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y4acTKa y4acTKa (10Y mx) | (1017 mx)

(m.o.)

1 (Egfp) 333- 1049 0.1639 | 0.1658

2 1050-1133 0.1566 0.1566

3 (mCherry) 1134-1841 0.1673 0.1673

4 1842-2568 0.1585 0.1585

5 (Kan) 2569-3381 0.1596 | 0.1596

(3382-5557) + (1-

6 0.1631 0.1631

332)

111.4.6.1.3 Mooudurauus niazmuosl PPF1 oonopoonvimu nocreoosamenvrocmamu

B nepBom kommnbroTepHOM 3KcniepuMenTe miuazmuaa pPF1 monudunuposanace
BCTaBKOM BO 2-I y4acTOK OJHOPOJHOM MOJIEIBHOM MOCIEeNI0BAaTEIbHOCTH POlyA
nHOM 183 m.0. CxemaTudeckoe n300pakeHue MOCIeI0BATEIbHOCTH 2-TO Y4acTKa CO

BCTaBKOM mnpejcrapiieHo Ha pucynke 111.4.28.

T Wl o o A A A o A — TooaEm
a r in-1 r b

a AGCTACCTCTTGATAGAACTCTAGCTACTTAATTAGTTA

b TAACTAATTAAGTAGCTAGAGTTCTATCAAGAGGTAGCT

r AGATCT

in-1 | polyA

Pucynoxk 111.4.28. Cxematnyeckoe n3o0pakeHHe MOCIeI0BATEILHOCTH 2-TO Y4acTKa C

WHTETPUPOBAHHOW B HETO MOCIICIOBATEILHOCTHIO POIYA.

PesynbraThl  pacueta = dHEpreTMYecKux — mpodumiied  OCHOBHOM |
KOMILIEMEHTAPHOU Mocjae0BaTEeIbHOCTEH MOAU(GUIIMPOBAHHOM MJ1a3MHIbI
npencrasieHsl Ha pucynke 111.4.29. Bunno, yTo Bo 2-M yyacTKe KOMILIEMEHTapHOM

nocneaoBareabHoctd  POlyT  (cepast kpuBasi) HaOmromaeTcs camas IUIyOoKas
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MOTCHIIMANIbHAS SIMa, @ B TOM K€ y4aCTKe OCHOBHOHM TOcCIienoBaTelbHOCTH POIYA
(uepHast KpuBas), HaIPOTHUB, HaOmonaercss Oapbep. DTO TOBOPUT O TOM, YTO C
BEPOATHOCTh  aKTHBAlMM KUHKAa BO  2-M  Y4YacTKE  KOMILIEMEHTapHOU
[IOCJIEIOBATENBHOCTH BBILIE, YEM B TOM )K€ YUaCTKE OCHOBHOM ITOCJIEIOBATEIbHOCTH.

Bo BTOPOM KOMIIBIOTEpPHOM JKCIIEPUMEHTE IJ1asMu1a pPF1
MoauduupoBasack  BCTaBKOW  BO  2-  y4acTOK  JIpyrod  OZHOPOIHOMU

nocienosarenbHocTH (POlYG) To¥ sxe amunbl (Pucynox 111.4.30).

" %1078
1 2.3 4 | 5 6

1.9 - | | |
-
7 17 ‘ | 3
g : :
¥ I S—
W 1.6 - / ‘

1.5

1.4 -

-
13 T T T T T
0 1000 2000 3000 4000 5000
Z (n.o.)
Pucynok 111.4.29. DOmueprermueckuii mnpodunsr OCHOBHOW (uUepHas KpuBas) W

KOMILJIEMEHTApHOW (cepast KpuBasi) TMOCJIEI0BATENLHOCTEN MOIUGUIIUPOBAHHOM
mwiazmuasl pPF1 ¢ ogHOpOIHOM TOCIEA0BATEIFHOCTRIO POIYA, HHTETPUPOBAHHON BO
2-i1 yuactok. Hudpamu 1-6 o6o3HaueHsl yuyacTKu. BepTukanabHbIE MyHKTHPHBIC

JIMHUHA 0003HAYaIo0T rpaHuibl MCKAY CMCIKHBIMU YUACTKaMU.
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[T [ 7 YAIIS S, 7 7 SIS, /70 | __ T
a r in-2 r b

a AGCTACCTCTTGATAGAACTCTAGCTACTTAATTAGTTA

b TAACTAATTAAGTAGCTAGAGTTCTATCAAGAGGTAGCT

r AGATCT
in-2 | polyG

Pucynok 111.4.30. CxemaTnueckoe n300pakeHre TMOCIEA0BATEIBHOCTH 2-TO ydacTKa
wiasmuasl - PPFl ¢ uHTErpupoBaHHOW B HEr0 MOJENBHON  OJHOPOIHOM

nocjenoBareabHOCThIO POlYG.

Pe3ynbTat pacuera s3HepreTudeckux npousieil OCHOBHOM 1 KOMILJIEMEHTapHOU
nocJyenoBaTeabHoCcTe MoudupoBanHol mna3mubl pPF1 ¢ nHTErpupoBaHHON B

Hee nociieoBaTebHOCThIO polyG npencrasiensl Ha pucyHnke 111.4.31.

" %1078
1 2 3 4 | 5 | 6
of
1.8 - 3 5 3
’i‘ 17 T i E 3
g : :
© I S—
W 1.6 - , ‘
1.5 1 L]
1.4 1 P
1 .3 T T T T T
0 1000 2000 3000 4000 5000
Z (n.o.)
Pucynox 111.4.31. Dneprernyeckuii mpodwiib OCHOBHOW (YepHas KpuBasi) H

KOMIUIEMEHTapHOW (cepasi KpuBas) IMOCIEI0BATEILHOCTEH MOIU(DUITMPOBAHHOMN

mwiasmuael pPF1, ¢ onHOpoaHOI mocienoBaTeabHOCTRI0 POlYG, HHTErpUpPOBaHHOMN BO
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2-i1 yuyactok. Ludppamu 1-6 oOo3HaueHbl ydacTku. BepTukanbHble TYHKTUPHBIE

JIMHUHA 0003HAYAIOT I'paHuIbl MCXKAY CMCKHBIMH Y4dCTKAMHU.

N3 pucynka 111.4.31 BugHO, uTO camas TiayOOKas NOTEHIMAJIbHAS sMa
HaAOJTI0/TaeTCS BO 2-M y4acTKe KOMILIEMEHTapHOU mocienoBaTebHocTH POlyC (cepast
KpuBasi). B 3ToM ke ydacTke OCHOBHOM TociiefioBareabHocTh POlyG (uepHas kpuBas),
HampoTuB, HaOmonaercs Oapbep. Takum o00pa3om, HauOoONbIIAsE BEPOSITHOCTDH
JoKaimpHOTO  pacrietanuss  aByxauteBor  JIHK  Oymer  mHaOmromatbest B

KOMHHGMGHT&pHOﬁ IIoCJICA0BATCIbHOCTH 2-10 y4dacCTKa.

111.4.6.1.4 Moouduxauus NIA3MUObL pPF1 HeoOHOPOOHLIMU

Nnocae008amebHOCmAMU

B  cnemyromeM — KOMObIOTEpHOM  dKcrepuMeHTe — masmuaa — pPFl
MOAU(PUIMPOBAIACh BCTAaBKOM BO 2-M ydacTOK HEOOJBIIOrO (pparMeHTa peajbHOM
nocnenoBarenbHocTr EScherichia coli, B3saroro u3 tak Ha3bpIBaEMBIX MPOMOTOPHBIX
OCTPOBKOB — 00JIacTe#, BBHICOKO HACBHIIICHHBIX MPOMOTOP-TMIOJOOHBIMUA y4YacTKaMU
(Shavkunov, et al. 2009). Ha pucynke 111.4.32 npeacraBnena cxema 2-ro ydacTka

nocye MoAuuKaIum.

T N SIS S LIS AALI SIS, 777, SIS SIS LIS SIS SLIIS Y, A __ T
a r in-3 r b

a AGCTACCTCTTGATAGAACTCTAGCTACTTAATTAGTTA

b TAACTAATTAAGTAGCTAGAGTTCTATCAAGAGGTAGCT

r AGATCT

TAATCAGGATGATGTGCATTTATATTTTTATACACAAAATTATAGTTTGCA
AATTTTAATAAATTTCATTTAAGATTAAATTATTATATGTATGTTGTTTTTTA
TTCTAACTTATTTCAAAGTTACATTTTTCAACGCTTACTATGCTTTTTATT
AACATAAACTCACTACAACGCACCTGAA

in-3
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Pucynoxk 111.4.32. CxemaTtndeckoe n3o0paxeHue MmocjaeqoBaTeIbHOCTH 2-TO y4acTKa
wiazmuasl pPFl ¢ wHTETpupoBaHHBIM B HETO MEPBBIM (PParMEHTOM peaTbHON

nocieaoBareapbHocTH EScherichia coli (in-3).

Pesynpratel  pacueta  JHEPreTHYECKOr0  MPOPMiIs  OCHOBHOW U
KOMIUIEMEHTApHON TOCJIEI0BATENbHOCTEH MOAU(PHUIIMPOBAHHON BBIIICYKa3aHHBIM
criocobom tasmuael pPF1 npeacrasnenst Ha pucynke 111.4.33. Bugno, uto camas
ryOoKkas TMOTEHLUUAJIbHAs siMa TMPUXOAUTCS Ha 2-H  y4acTOK OCHOBHOM
MOCJIC0OBATEIBHOCTH (UepHasi KpuBas). DTO TOBOPUT O TOM, 4YTO HamOOJbIIAs
BEPOATHOCTh AKTUBALlMM KHHKA, OyAeT HaOII0AaTbcs BO 2-M YYacTKE OCHOBHOM
ITOCJIEA0BATEIBHOCTH, COOTBETCTBYIOIEN MaTpuuHo HUTH JHK. B manHom ciryyae
3TO MOKHO TPAaKTOBATh CJIEIYIOIIMM 00pa30M: UMEHHO 2-i y4aCTOK OTBETCTBEHEH 3a
pa3pylieHHe BOJOPOIHBIX CBsI3€i M HYKJICAIIUIO TPAHCKPUIILIMOHHOTO My3bIps. bomee
TOTO, TO, YTO HYKJICAIHsI MPOUCXOIUT HA OCHOBHOM MOCIIEJIOBATEILHOCTH, YKa3bIBAET
Ha HalpaBJieHUE JBIDKEHUA My3bIps: OT 5’ K 3° KOHIy, T.€. B HAIpPaBJICHUH TEHA
3eneHoro Oenka. MOXXHO OXKUAATh, YTO B JJAHHOM Cllydae MPEUMYIIECTBEHHO OyaeT

cuHTe3upoBaThes Oenmok Egfp.

%1078
112 3 4 | 5 6

1.9 1

1.8 1

E, (%)

|

1.5 1

L

1.4

1.3 T T T T T
0 1000 2000 3000 4000 5000

Z (n.o.)
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Pucynok [11.4.33. Dueprernueckuii mnpoduiib OCHOBHOW (4YepHass KpuBasi) U
KOMIUIEMEHTapHOH (cepas KpuBas) TMOCIeA0BaTeIbHOCTEH MOAU(DHUIIMPOBAHHON
mwiazmuasl pPF1, rme Bo 2-i1 y4acTok HWHTErpupoBaH HEOOJBIIONH (parMeHT
nocienoBarenbHocT EScherichia coli (in-3). Hudpamu 1-6 0003HaYCHBI y4aCcTKH
nocneaoBareabHOCTel. BepTukanbHble MyHKTUPHBIC JIMHUKM 0003HAYalOT TPAHUIIBI

MCKAY CMCKHBIMH Y4aCTKaMU.

B cnenyromemM KOMIBIOTEPHOM 3KCIEPUMEHTE BO 2-i1 yyacTok rutasmusl pPF1
ObUT BCTPOEH (parMEHT IMOCIEAOBATEILHOCTH OOpaTHO KOMIUIEMEHTApHOU K
MOCJIEAOBATEIBHOCTH (PparMeHTa, KOTOPBIM BCTpaMBaJICi BO 2-H y4yacTOK B
npenpiaymeM skcrnepuMenTe. llociaenoBaTenbHOCTh 2-TO y4yacTKa, MOJNydeHHas B
pe3yibTaTe Takol Moaudukaimu, nokasana Ha pucyHnke 111.4.34, a na pucysnke 111.4.35
MIPEICTaBICHBI pe3yIbTaThl MIOCTPOCHUS HEPreTHYECKOTO npodums

MOAU(PUIMPOBAHHOM IJIA3MUIBI.

| . I 77 AL LIS SIS SIS IS TS SSISSS 7 SALLISLISSISSISISSIN | __ T
a r in-4 r b

a AGCTACCTCTTGATAGAACTCTAGCTACTTAATTAGTTA

b TAACTAATTAAGTAGCTAGAGTTCTATCAAGAGGTAGCT

r AGATCT

TTCAGGTGCGTTGTAGTGAGTTTATGTTAATAAAAAGCATAGTAAGCGT
TGAAAAATGTAACTTTGAAATAAGTTAGAATAAAAAACAACATACATATA
ATAATTTAATCTTAAATGAAATTTATTAAAATTTGCAAACTATAATTTTGTG
TATAAAAATATAAATGCACATCATCCTGATTA

in-4

Pucynok 111.4.34. 2-i1 y4acTok mnja3Mubl C WHTETPUPOBAHHON B HEr0 BTOPBIM

dbparmeHToM peanbHOl nocienoBarenbrocT Escherichia coli (in-4).

N3 pucynka 111.4.35 BuaHO, 9TO B OTAWYHE OT MPEABIAYIIETO ClIydas camas
rIIyOoOKasi TOTEHIMAIbHAS sSMa TPUXOAUTCS Ha 2-M y4acTOK KOMIUIEMEHTApHOM

nocjeaoBaTeIbHOCTH (cepass kpuBas). Takum oOpa3oMm, ¢ 0oJjiee BBICOKOM
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BEPOSITHOCTbIO KUHK OYJIE€T aKTUBUPOBATHCS HE B OCHOBHOM, a B KOMILJIEMEHTApPHOU
MOCJIEIOBATEIBHOCTU 2-TO y4acTKa, KOTOpas B JAHHOM ciiydae OyaeT marpuyHoit. C
Y4eTOM TOTO, UYTO JBI)KEHHUE My3bIpsl BCErJa MPOUCXOAUT OT 5’ K 3’ KOHILy, MOXHO
OKUJIaTh, YTO C OOJIbIIIEH BEPOSITHOCTHIO My3bIph OYJIET IBUTaThCS B HANPABICHUU
reHa KpacHoro Oejka, Ui KOTOPOro B JaHHOW KOHCTPYKIIMM HEMATPUYHON HHUTHIO
ABIISIETCS KOMIUJIEMEHTAapHAsl MOCIEA0BATEIbHOCTh. TakuM 00pa3oM, BEpPOATHOCTD
cunTe3a 0eaka MCherry Oyaet Biiie o otHolreHuto k Egp.

C mnoMOIBIO METOJOB HEIMHEHMHOW MaTeMAaTHKU ObUIM  pacCUUTaHBI
SHEpreTUYecKkue NpopMiId MNOTEHUUAIbHbIX mojedl mmasmuasl pPFl u  ee
Moaupukanuii. Moaudpukanuyn 1iasMuabl MOJNy4add BCTaBKOM BO 2-M y4dacToK,
paCTOJIOKEHHBIH MEXAY TeHaMH 3€JI€HOT0 M KpacHOro OenKoB, HEeOONbIINX

(GbparMeHTOB OJIHOPOJHBIX (CHHTETUYECKHUX) U HEOJAHOPOJHBIX (TMPUPOJIHBIX)

IIOCJIEIOBATEILHOCTEN.
5 x107°
1 12 3 4 5 6
o
184 1 5 3
= : :
P I —
W 1.6 - / ‘
— : : :
! | E
1.5 1 P | i
14 L :
1.3 T ; T * — T T
0 1000 2000 3000 4000 5000
Z (n.0.)
Pucynok [11.4.35. Dneprernueckuii mnpod@uib OCHOBHOW (4YepHas KpuBasi) H

KOMILJIEMEHTApHOU (cepasi KpuBas) TMOCJIEIOBATEILHOCTEH MOAUPUITUIPOBAHHON
miazmuael pPF1, tme Bo 2-if yyacTOK HMHTErpupoBaH HeOONbIIONW ¢parMeHt

nocienoBareabHocTr Escherichia coli (in-4). [udpamu 1-6 06o3HaYEHBI Yy4YacTKH
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HOCHCﬂOB&TGHBHOCTCﬁ. BCpTI/IKaJII)HBIC IMIYHKTHUPHBIC JIMHUHU 0003HAYaIoT I'paHUIbI

MCIKAY CMCKHBIMH YUAaCTKaAMH.

[TokazaHo, 4TO BO BceX ciayyasx camas TiyOokas MOTEHLIMaJIbHAas sMa
HaOMIIOJaeTCsl HA 2-M ydacTKe. DTO TOBOPUT O TOM, YTO 3TOT Y4YacTOK Hambosee
MPEINOUTUTENCH sl 00pa3oBaHUS KHHKA (WM HYKJICAUH TPAHCKPUIILIMOHHOTO
my3bipsi). B ciyyae HeMoaupUIMpoBaHHOM Ia3MUbl KUHK C PAaBHOW BEPOSITHOCTHIO
aKTUBUpPYETCS B 000MX (B OCHOBHOW M B KOMIUJIEMEHTAPHOW) MOCIIEI0BATEILHOCTSIX.
B ciydae ¢ MHTErprpoBaHHON B IUIa3MUJY IOCIIEAOBATEIBHOCTHIO POlYA KUHK C
00JbIlIEN BEPOSITHOCTHIO AKTUBHPYETCS] B KOMIUIEMEHTAPHOW IOCIIE0BATEIbHOCTH
polyT. A B ciay4yae ¢ MHTETPUPOBAHHOW B IIA3MHIy MOCIenOBaTeIbHOCTRIO POlyG
KMHK ¢  OoJjblIed  BEpPOATHOCTbIO  AaKTHBUPYETCS B  KOMIUIEMEHTApHOU
nocnenoBareabHOCTH POIYC. DTO CBHACTENBCTBYET O BaXHOH POJM TaKOTO
(¢u3MUecKoro nmapaMeTrpa Kak macca OCHOBaHHSA, KOTOpPas, BMECTE C BOJOPOJHBIMU
B3aUMOJCHUCTBUAMU MEXIY KOMIIEMEHTAPHBIMA OCHOBAHUSMM BHYTPH I1ap, UIPAET
KJIFOUEBYIO POJIb B Ipoliecce 00pa30BaHus JIOKAJIBHO PACIUIETEHHOro ydacTka. Yem
JIerye OCHOBAaHUE, TEM JIErde MPOUCXOAUT HyKIIeals.

bbun paccunTanbl SHEpreTuyeckre npoduim MoauUUUPOBAHHBIX IUIA3MUJ C
MHTETPUPOBAHHBIMU BO 2-H y4acTOK ABYMSI HEOOJbIIMMHU (parMeHTaMH peajbHOM
nocaenoBareabHocT Escherichia coli, comepkammMu MPOMOTOPHBIC YYACTKH.
Hcxonga u3 BuAa NMOJNYYEHHBIX MpOQUIeH ynanoch Mpeacka3arb B Kakod oOnactu
IJ1a3MUBI Cc HauOobLIeH BEPOSTHOCTBIO IIPOU30MIET HYKJICALHs]
TPaHCKPUIILIMOHHOTO My3bIpS M B KaKOM HampaBjieHuH (B cTOpoHy reHa Egfp wmm
mCherry) nolaer npoiecc TPaHCKPUIILUUA. ITO TOBOPUT O TOM, YTO B MOJEIHHOM
DKCIIEPUMEHTE IPUOPUTETHOE HAIIPABIEHUE TPAHCKPHUIILINHY, &, CJIEJO0BATEIBHO, U POJIb
nuter JJHK B kadectBe MaTpu4yHOW WJIM HEMATPUYHOM  OOYCIIOBJICHBI
DHEPreTUYECKUMHU  XapaKTEPUCTUKAMM  BCTAaBISIEMOW  NOCJIEAOBATEIBHOCTH,
HE3aBHCHUMO OT €€ OPMEHTAllMU MO0 OTHOILIEHHIO K TeHaM PeNnopTEPHBIX OENKOB. JTa

omnpcacirsiromas pojib HyYKJICOTHIOB HCM&TpH‘IHOﬁ HUTH UMCECT DKCIICPUMCHTAJIbHOC
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(Chen, etal. 2020; Zhang, et al. 2012; Heyduk, et al. 2006; Karpen and deHaseth, 2015)
u reopetnyeckoe (Roy, et al. 2018) moarBepxaeHue.

[Ipy MopenupoBaHWN SHEPTETUUECCKOTO MPOGHUIST OJHOPOIHBIX U MPUPOTHOMN
MOCJIeIOBATEIHHOCTEN, UCTIOIB30BAHHBIX B JAHHOUW paboTe, KOMIUIEMEHTapHbIE HUTU
JIHK niposiBiisijii aCHMMETPHIO MO CBOEH MOTEHIIMATBHON CIIOCOOHOCTH K aKTHUBAIIUU
KWUHKA. ACHHXPOHHBIM  XapakTep JecTaOWiu3aluyd JBOMHOM cOoupalid U
NPEUMYILIECTBEHHAs]  JIAOWJIBHOCTh ~NUPUMHUAMHOB TMpPU  B3aUMOJCHCTBUU  C
OakTepHabHBIMA  XEJWKa3aMW ObUIM  TIOJATBEPXKACHBI  SKCIEPUMEHTATHHBIMU
metomamu (Colizzi, et al. 2019).

PesynbraThl MOJeMpoBaHus MOKa3aiu, 4YTo 3((HEKTUBHOCTh TPAHCKPUIIIIUK B
3agaHHOM HamnpasiaeHun cuHte3a PHK 3aBucuT OT SHeprum akTMBanuM KHHKAa B
MAaTPUYHOM HUTH. MOXHO CKa3aTb, 4YTO JIMHAMUYECKHE CBOWCTBA Aa30THUCTBIX
OCHOBAHUM PETyJIMPYIOT dKCIIPEccUIo TeHoB. Kpome Toro, kak OyAeT MoKa3aHO HUXKE,
JTWHAMUKa OTKPBITBIX cocTosiHui B JIHK, urparommx KitodeByro posib B 9KCHPECCUU
TE€HOB, PEryJupyeTcs BHEIIHUMHU BO3JCUCTBUSAMH, HANPUMEpP, TOPCUOHHBIM
MoMeHTOM. [lonmydeHHBbIE JaHHbIE CBUIETEIBCTBYIOT O  I1€7€CO000pa3HOCTH
IIPUMEHEHUSI PACYETHOIO METOJA HAa OCHOBE almapara HEJIMHEMHOW JUHAMUKHU IS
MIPOTHO3UPOBAHUS OMOJIOTUYECKUX XapaKTEPUCTHUK MIPUPOIHBIX

nocinegoBarenbHocTe JIHK.
111.4.6.2 Inasmuoa pTTQI18

[Mnasmuma  pTTQL8  (http://www.lifesci.dundee.ac.uk;  Stark  1987)
MPEACTaBISIET 000 HeOoubInyo KoJblieByto Monekyny JAHK mauxHOM 4563 map
ocuoBanuii (Pucynox 111.4.36a). OHa coaepuT deTbipe QYHKIIHOHAIBHO 3HAYMMBIX
yuactka: npomoytep (Pr), mepsas u Bropas koaupyromie oonactu (CDS-1 u CDS-2),
tepmunaTop (Term). YyacTku, pacroioxeHHbIe MeX 1y QYHKIIMOHAIBHO 3HAYUMBIMH
y4acTKaMH, Ha30BEM HEKOIUPYIOIIMH.

JIst MOJCTMPOBAHUS OTKPBITBIX COCTOSHUN OyJeM HCIIOJIb30BaTh ypaBHCHUS
(111.4.41) wu (111.4.42), 3anucanHbie B Oe3pa3sMEepHOM BHJE, KOTOPBIC IMO3BOJISIOT

OMKCHIBATH  OTKPBITHIE COCTOSIHUS, (OpMUpYyEMble YIJIOBBIMH  BpalIEHUSIMU
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OCHOBaHMi. B paMkax KBa3u-OAHOPOTHOTO MPUOJMKEHHS HMEEeM 8 Yy4YacTKOB,
paznencHHbIX 8-t rpanutiamu (PucyHok 111.4.364,0). Ypasuenus (111.4.41) u (111.4.42)

B KBa3U-OAHOPOAHOM HpI/I6J'II/DKCHI/II/I NEPCInMIIyTCs B BUJIC:

()22 R ()t F ey F() 2 £ 22281078 0

ot Foris o R(z)| o'ar oz
=N l n I —_71 = 1 ” \7 \7
I(z')=1+ E;Hexp((gzé:_ Z/)/G,), V(z')= 1+\71 = zl+exp( z . )/c) (111.4.88)
Ri(z)-1e Ly KiTKL R(z)-1+ Ly RRa B
1'g=21+exp((zt’)gf1 —z’)/c'), R, 21+exp( )
X, 19 A,

J’_

s
il M;Hexp( zb - )/(5'),

roe n= 8 —uucio KBAa3U-OAHOPOAHBIX YU4aCTKOB.

q)OpMYJIa AJI1 DQHCPIUuH IIOKOA EO KHHKa B KBA3HU-OJHOPOAHOM HpI/I6JII/I}K€HI/II/I

OyJleT UMETh BU/I;

—~8 VKV (2)K'(2), (111.4.89)
Ycpennennbie 3HaueHUs1 KOA(PHUIIMEHTOB ONPEIETAIOTCS BbIPAXKEHUSIMU:
=1,Ca+1;C; +1.,Cc +1.C,
VACgA +V;C; +VC +V.Cp,
=K,C., +KiCr +KCo +K(C, (111.4.90)
RQ =RCA+RC; +R;Cs +R.Cp,
A, =A,Cop+A:Cr +AsCq +ACh,

7<| m<| m

3nece C, =N_,/N. — KOHUEHTpalus a30TUCTBIX OCHOBaHMH @-ro THNA Ha G-M

ca
ydactke, N, — 9ucio OCHOBaHMi @-ro Tuma Ha ¢-M ydacTke 1 N_ — obuiee uucio
OCHOBaHMii Ha ¢-M y4dactke (¢ = 1,2,...,8, « = A T,G,C). ®usnyeckue napamerpsl

OCHOBAHUM, UCTIOJIb3yEeMbI€ B BEIYUCIICHUAX, AaHbl B Ta0muie 111.4.9.

Tabmuua 111.4.9. ®uznueckune napaMeTpbl OCHOBAHUM.

| (xem?) K’ (o) V (/xc) R (m) A (JIx ¢) a (m)
x107 x107" x107" x107% x107% x107
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A 0.76 0.227 0.209 5.8 4.25 3.4
T 0.48 0.155 0.143 4.8 3.52 3.4
G 0.82 0.220 0.312 5.7 4.18 3.4
C 0.41 0.149 0.212 4.7 3.45 3.4
(0)
Pr — CDS-1 CDS-2 Term
= I - [ -
1 2 3 4 5 6 7 8
(8) 1.66
2 ¢DS e
x[:I 1.64 1 CDS-1
g "o
e ':; 1.62 Pr
&5
1.6 1
1.58 & : : : :
0 1000 2000 3000 4000
z (m.0)
Pucynok 111.4.36. Ilnasmumna pPTTQI8 B kodbleBoM (a) W B JMHEHHOM (6)

NPECTABICHHUH. (6) — SHEPTeTUYCCKHI PO MITb TIa3Muabl. Pr — mpomotop, CDS-1 u
CDS-2 — nepBas u BTOpas Kojaupymlue oonactu, Term — tepmuHarop. Crpenku
MOKa3bIBAIOT HAIMpaBJICHWE NBIOKCHHS KWHKA. [I[yHKTHpHAs JIMHUS — JTUHUS pa3pesa

KOJIBIIEBOM TIIQ3MHUJIEI.

[lepen uccnenoBaHneM JUHAMUKH KMHKA B IJIa3MUI€ ObLT COBEPUIEH MEPEXO]T
OT €€ KOJbIeBOM (POpMbI K JMHEWHOW. [ 3TOro miasMuay paspe3aind Tak, Kak
nokazaHo Ha pucynke |11.4.36a myHkTupHOI nuHHe#. 3aTem Oblia paccMoOTpeHa
TUHAMUKa KUHKA B nuHenHo# uasmuzae (Pucynok 111.4.366) nnst pa3HbIx 3Ha4YCHMIA
€ro HAa4aJIbHBIX CKOPOCTEH/IHEPTHIA.

CHauana paccMOTpeNM CTaTHYECKYyl 3ajadyy, B KOTOPOH  OIECHWIH
SHEPTreTUYECKUM MPOPUIh TUHEHHON TIa3Mubl, ToKka3aHHb Ha pucyHke 111.4.36s.
OH Obu1 mosydeH ¢ ucnoiab3oBanueM Gopmyinsl (111.4.89) u npencrasiser coboit
HHEPTHUIO MTOKOSI KWHKA HA COOTBETCTBYIOLIUX yUacTKaX MOCIeA0BaTeIbHOCTH. MOXKHO
BUJICTh, YTO Cpeau (PYHKIIMOHAIBHBIX YYACTKOB MPOMOTOP OOJadacT HAMMEHBIIIEH

SHEPruer MoKOos KUHKA, & TEPMUHATOP — HAmMOOJbLIEH. DHEPrUM MOKOsI KMHKA Ha
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KOJAMPYIOIIUX ydYacTKax HWMEIOT CpEAHHE 3HAYCHHUS MEXKIy MPOMOTOPOM U
tepMuHaTOopoM. [Ipuuem, nepBoiii koaupyromuit ydyactok (CDS-1) umeeT MeHbIyio
sHepruto, ueM Bropoit (CDS-2).

OTU pe3yNbTaThl XOPOIIO KOPPEIUPYIOT CO CBOWCTBaMHU (PYHKIIMOHATHHO
3HAYUMBIX YYaCTKOB PacCMOTPEHHOW rmiasmuabl. [loka3zaHo, 9TO MPOMOTOpP HMEET
HAaWMEHBIITYIO, 2 TEPMUHATOP HAMOOJIBIITYIO YHEPTHUIO AKTUBAITUN KMHKA YT, IPYyTUMH
CJIOBaMH, YHEPTHI0 (DOPMUPOBAHUS OTKPHITOTO COCTOSHUS. JTO COTJIACYETCS C TEM,
YTO Ha TPOMOTOPHOM YYacCTKE MPOUCXOMUT WHUIIMANWS, a HAa TEPMHUHATOPHOM —
3aBEpILICHNUE TPAHCKPHUIIIUH.

CnenyrommM 1maroM OBUIO pEIICHHE TWHAMHUYeCKOW 3amauu. s 3Toro
HE0OX0AMMO BRIOpaTh HavaJ bHBIC M TPAHUYHBIC YCIIOBUA. BBUTIO MpeanoiokeHo, 9To

B HavyaJIbHBIH MOMEHT BpeMeHu t, = 0 pemenue ypaBaenus (111.4.88) npeacrasisier

coOoii pemienne ypaBHenus CI' B BUlle KMHKA, paCIlONIOAKEHHOTO B KOOpAUHATE Z, HA

IIEPBOM YHACTKC IMOCICAOBATCIIBHOCTH U UMCIOLICTO HAYAJIbHYIO CKOPOCTb UO . TOFI[a

Ha4aJIbHBIC YCIIOBHA MOT'YT OBITH 3aITMCaHbI B BUAC:

¢(z,0) =4arctg exp %(z—zo) ,

1

(I)t(Z,O):—ZUO yl/dl ’ (“|491)

cosh 2;1(2 ~2,)
1

rae vy, = \,1— (UO/C01)2 , COl = \,E{dz/fl )51 dl = \' Kl,az/\z — CKOpPOCTb 3BYKA U pasMcp

KMHKa Ha IICPBOM YYACTKC TMOCICAOBATCIBbHOCTH IIJIa3MU/BI. bonee TOrIO,

[npearojaarajiocb, 4T0 KOOpJArHHATa ZO HaXoAHUTCA JOCTATOYHO AAJICKO OT JICBOI'O U

IIpaBOIr0 KOHIOB IIOCICA0OBATCIbHOCTH. TOFI[EI T'paHUYHBIC YCIIOBUA Ha KOHIIAX MOT'YT

OBITH 3aITMCAaHbI B BUIC:

0(Z,.1)=0, ¢(Zs.t)=2m, (111.4.92)
rac ZL n ZR — KOOPpAHWHATLI JICBOI'O M IIPAaBOI'0 KOHIOB ITOCJICIOBATCIBHOCTH,

COOTBCTCTBCHHO.
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3amyckasi KUHK, MOJCIUPYIOIIMA JUHAMHUYECKOEC ITOBEJICHUE OTKPBITOTO
cocrostHus B miasmuge PTTQL8, u3z Toukn Z;, Haxonsuielcs Ha NEPBOM y4dacTKe

IMMOCJICAOBATCIIBHOCTU CJICBA B CTOPOHY IIOCIICOAHCTO (8-FO) y4qaCTKa CIIpaBd, KakK

nokasaHo crpenkoi Ha pucyske 111.4.36, u3yuanock ero AMHaMUYECKOE MOBEACHHE.

111.4.6.2.1 Pezyaomamsi, noavuenunvie be3 yuema 3ghgexma ouccunauuu

Bes ydera namccumammm pemenue ypasuenus (111.4.88) ¢(z,t) m ero
IPOU3BOIHAA 8¢(Z,t)/82 nokazansl Ha pucyHke |11.4.37. Kak yxe oTmeuanoch
paHee, MPOEKIUs POU3BOIHOM 8¢(Z,t)/ OZ Ha IJIOCKOCTh (Z,t) paccMaTpuBaeTcs

KaK JUHAMUYECKas TPACKTOPUsI KHHKA B UCCIIETyEMOM MOCJIEeI0BATEIbHOCTH.

Ha pucynxke 111.4.38 npencraBieHbl TpaeKTOpUM KMHKA B MOCIE0BATEILHOCTH
PTTQ18 mnpu pa3nuuHbIX HaYaldbHBIX 3HAYEHUSX CKOpOCTH. BuaHo, 4uto, Korma
HayalbHasi CKOPOCTh KHWHKa Obuta paBHa 250 M/C, MOJTHOW SHEPrUHM KHUHKA OBLIO
HEJA0CTaTOYHO JUTst TipeogosieHns rpanuibl ¢ CDS-1 yuactkom (Pucynoxk 111.4.384,6).
KuHk oTpakascs oT 3Toii rpaHuiibl. B ciyuae, nzodpaxenHom Ha pucynke 111.4.38 (s
U 2), HauajbHasi CKOpPoCTh KMHKa paBHa 350 m/c. Torma mosiHast >HEPrusi KWHKa
JOCTaTOYHO BEJIMKA, 4YTOOBl TmpeoaosieTh Tpanuily ¢ CDS-1  ywactkoMm, HO

HEJI0CTaTOYHA JIJIs TpeoosieHust rpaHuilsl ¢ CDS-2 yyacTkom.
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[0 (rad)

[V T\ )

Pucynok 111.4.37. (a) — pewenne ¢(z,t) u (6) — npoussoasas O¢(z,t)/dz nns

masmuel PTTQ18. HawaneHas ckopocts vy = 350 m/c.

[Tpu yBennuenun HauansHOM ckopoctu 10 380 m/c (Pucynok 111.4.380,e) kunk
npeogoneBan o6e rpanuiel ¢ CDS-1 u ¢ CDS-2, HO oTpaxayics OT TpaHHUIBI C
TEPMUHATOPHBIM yuacTkoM. B mocnennem ciyqae (Pucynok 111.4.3801c,3) HauanpHas
CKOpPOCTh KMHKa Obuta TakoBa (450 M/c), 4yTO €ro MOJIHOMW SHEPruu XBaTajlO Ha

IIpCOIJOJICHUEC BCCX I'PAHUIl K OH ITPOXOJHJI BCIO ITOCIICAOBATCIbHOCTD.
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Pucynox 111.4.38. Tpaekropuu kunka [(a), (8), (0), (orc)], sHepreTryeckue mpoduim
mrazmuibl PTTQ18 (crtotiHas TUHUS) ¥ TIOJTHBIE SHEPTHH KUHKA (TOYeYHAs JTMHUS)
[(6), (2), (e), (3)] nBuraromerocs B miazmuae PT TQ18 ¢ HaYaTbHBIMKH CKOPOCTSMHU:
vy = 250 M/cB (@) u (6), vy = 350M/cB (8) u (2), vy = 380 M/cB (0) u (e), vy =
450 m/cB (orc) m (3).

111.4.6.2.2 Dddexm ouccunayuu

C Y4C€TOM AUCCHIIAIMU KapTHMHA CHWJIBHO MCHAJIACH. Tak kak JUCCHUITalA
CHMIKaAJia IMOJIHYIO OHCPIrur0 KMHKa CO BPEMCHEM, TO OAXKC IIpHU Ha4vaJbHOU CKOpPOCTH

450 m/c KMHK HE MOT IPEOAOJETh MEPBYI0 I'PAHUIY C HEKOAUPYIOIIMM YYacTKOM
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(Pucynox 111.4.39a). [1pu yBearueHnn CKOPOCTH 10 OYeHB 00J1bI10r0 3HadeHus (1800
M/C) TIO3BOJINIIO KUHKY 100pathes 10 CDS-1 u tam octanoButhest (Pucynok 111.4.396).
OnHako, cHIkKeHue Kod(puimenTo auccunanuu 10 ~ 10736 JIxke, uTo He BEIXOAMIO
32 paMKH SKCIEPUMEHTAJbHBIX OIICHOK, MPUBOJUIO K TOMY, YTO KHHK JOCTUTAI
IPaHMIIBI ¢ TEPMUHATOPHBIM YYaCTKOM NP HavyainbHOU ckopocTu 450 M/c (PucyHoK
111.4.396). IIpu momosHuTEIEHOM 5% CHM)KEHUHM 3HA4YeHUN KO3()PUIIMEHTOB KHHK
peoI0JIeBal BCIO rmocieoBaTeibHocTh (Pucynok 111.4.392).

[TomydyeHHBIE  PE3yNbTaThl  TOKA3BIBAIOT  3aBUCHMOCTH  JUHAMHUYECKOTO
MOBEJICHUSI KMHKA WM OTKPBITOTO COCTOSIHUS, PACHPOCTPAHSIONIETOCS B peajbHOM
nocienoBateapbHOoCcTH PT TQ18, OT pacmonokeHus, JIMHBI U HYKJICOTHIHOTO COCTaBa
OCHOBHBIX (DYHKITMOHAJILHO 3HAYMMBIX YYaCTKOB. DTO CBUJETEIBCTBYET O HaJUYHE

prIMOI?I B3aUMOCBA3U MCIKOY (bYHKLII/IOHEUIBHBIMI/I n JUHaAMHWYCCKHMMH CBOMCTBAMU

monekyisl JJHK.
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Pucynok 111.4.39. Tpaektopun kuHka B mocienoBatenbHocTH PTTQL18. HavanpHas
ckopocTh. (a, 6, 2) — vy =450M/c u (6) — vy = 1800M/c. Koapdunuents

nuccunamuu: (a, 6) ~ 1073 Ik ¢, (6, 2) ~ 1073° JIx c.
111.4.6.3 Ocpanuuenust

[IpuMeHneHne paccMaTpuBacMON MOJEIH K U3YYEHUIO TUHAMUYECKUX CBOWCTB
[IOCJIEOBATENBHOCTH IUIA3MHUJ BBISIBUJIIO OrpaHuueHrue mojenu. OHO CBS3aHO C
BBICOKMMH 3HAYEHHUSIMH JHEPTUil aKTUBAllMM KWHKA B (DYHKIIMOHAIBHO 3HAUYMMBIX
y4acTkax, (opMUpPYIOIIHMX »HepreTudyeckue Oapbepbl. [ mnpeomosieHus 3Tux
HHEPreTUUECKUX OaphepoB KHWHKY HEOOXOIMMO 3aJaBaTh OTHOCHUTEIBHO OOJIbIIME
3HAYEHHS HAYaJIbHBIX CKOPOCTEM, 0OCOOEHHO MpH yUyeTe NEeUCTBUS CUJl TpEHUsL. MOKHO
IPENNOJIOKNUTh, YTO JUIsl CHSTHUSL 3TOTO OrpaHMYEHUS B MOJEIU HEOoOXOIUMO
YUHUTHIBATH JIOIIOJIHUTEIIBbHBIE BHEIIHNE CUJIbI, BIUSIOIINE HA JUHAMUKyY KuHKa B JIHK,
KOTOpbIE MOTYT OBITh KakK TEIUIOBOM MPHUPOJbI, TaKk U (HOpMHUpPOBATHCS Onaromaps

BHYTPEHHUM CTPYKTYPHBIM OCOOCHHOCTSIM MOJICKYJIBI.

11.4.7 Bauanue enemunux eozoeiicmeuii

N3ydyeHrne TMHAMHUKA OTKPBITBIX COCTOSIHUH MO BO3ICMCTBUEM BHEIIHUX CHUJI B
mouiekyisie JIHK sBmsgercs akrtyansHOW 3ajgader. B HacTOAMMNA MOMEHT aKTUBHO
o0CyXKJaeTcsi TUIOTe3a O TOM, Kakue JIMHAMUYECKHE YCIIOBHS, CBSI3aHHBIE C
YBEJIMUYCHUEM UJI C YMEHBIIIEHUEM CKOPOCTH PACITPOCTPAHEHUSI TPAHCKPUIILIMOHHOTO
«Iy3bIps» (OTKPBITOTO COCTOSIHUSI), MOTYT OBITh OTBETCTBEHHBI 32 YCKOPEHHUS WM
3aMeIJICHUS MPoLiecca TpaHCKpUuNuuu. st uccnenoBaHus BIUSHNUS BHEIIHUX CUJI Ha
JUHAMHUKY OTKPBITBIX COCTOSIHUM MHpPH MOMOIIM MaTeMaTUYECKOTrO MOJIEIUPOBAHUS
HeoHopoHast mojenb JIHK Oblia qomosiHeHa 4ieHOM, OMUCHIBAIOIIUM BO3JICUCTBHE
BHEIIHUX CHII:

@22 - K @a? 22 + V() sin() -

e () o008
R(2) 0z 0z

: 111.4.93
+02) +AD) = M(z,1) ( )
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rae ¢yukuuss M(z,t) onmuchIBAET MOMEHT BHEHIHHMX CHJ. M3 MHOrooOpasusi cui,
BIVSIFOIIMX Ha JTUHAMHUKY OTKpBITHIX coctosHME B JIHK, MOXHO BBIACIHTH 1Ba
OCHOBHBIX BO3JICHCTBHS: TEIJIOBBIC (MIYKTyaIlii U TOPCUOHHBI MOMEHT.

BrnusitHue TemmnepaTypsl Ha CKOPOCTh TPAaHCKPHITIIUU o4eBHIHA. OTHAKO, BOTIPOC
3aBHCHMOCTH JTUHAMHKHN OTKPBITBIX COCTOSIHHM OT TEMITIEPATYPhI OCTACTCS OTKPBITHIM.
DTOT BOINPOC HCCICAOBAICS Ha HCKYCCTBEHHOH TmocienaoBareiabHocT POly(A)-
poly(T)-poly(C)-poly(G), xortopass moxaBeprajach  BO3JACHCTBHIO  TEILUIOBBIX
baykryanmii. Jlns MoaenwpoBaHWsS TEIUIOBBIX (UIYKTyalluid B TPaBYI0 YacTb
ypaBuenus (111.4.93) moacTaBisacss MOMEHT CIIydalHOW CHIIBI, OIpPEae/IIeMOi

JlaH)XeBEHOBCKUM TCPMOCTATOM:

cIy4 —
MY (z,t) kzw’/Zl)L(z)kBT((z,t,), , (111.4.94)
({(z,)) =0, ({(z1),¢(z"t')=68@z—2)5t—t").
3mech k, — KODOUIHMEHT, XapaKTEPHU3YIOUIHA TEIUIOBOEC PABHOBECUE MEKIY

tepmoctatoM U JIHK, kp — mocrosunas bonmeumana, T = 310K — Temmepatypa
tepmoctara, 6(x — x') — nenpTa-pyHKIMs Jupaka.

HauanpHbIe ycmoBus 3aaBanuch Kak u panee B Bujae kuuka (111.4.91), rme 1 B
MOJICTPOYHBIX MHJEKCAX MapaMeTpPOB yKa3bIBaeT HA TO, YTO MapaMeTphbl OepyTcs s
MEpBOro y4yacTKa HCCIEAyeMON HMCKYCCTBEHHOW TmocienoBaTeabHocTu (PucyHox
[11.4.40a,6). I'panndHbIe yCIIOBUS ObLTH KOHCTaHTaMu Tak, kak B (111.4.92).

Jlnst mepexojia kK 6e3pa3MepHBIM MEPEMEHHBIM UCIOJIb30BaIach 3aMeHa Z,t Ha
z',t', tne z',t' — 6e3pasmepHbIe KOOPAWHATA U BPEMS:

t'=ut, z' =nz

- (111.4.95)
w=+Wi/L;, n=V/(Kia?).
Bmece I;, V; m K{ — MOMEHT HHEpIMH a30THCTOrO OCHOBAaHHUS, DSHEPIHS

B3aMMOJICHCTBUS MEXKJIy KOMIUIEMECHTAPHBIMM OCHOBAHHMSIMH M KPYTHJIbHAsS
KECTKOCTh  caxapo-docharHoro ocroBa B IEpBOM  OJHOPOAHOM  001acTH
coorBeTcTBeHHO. [locne 3ameHbl mepeMeHHbIX MojenbHoe ypaBHenue (111.4.93) ¢
JlamxeBeHoBckuM TepmoctaToM B mpaBoi dactu (111.4.94)) B Ge3pasmepHoM BHIEC

BBITJISAJICTIO CIEAYIOIIMM 00pa3oMm:

266



@) 2L~ R(2)a2 22+ 7(2') sin(¢) =

at'2 z'?
_ K'(zDa? [, 8¢ 3R R\ 5,1\ 99
T R(z" (2 22" 07" ¢ 62’2) Mz )at’ * (111.4.96)

ﬂZ(z’ t"
’V1K{

rne k, = k,/\a, a {(z',t') — GespasmepHasi cilydaiiHas BeIMUHHA, 00JIAJArOLIAs

+k, |2X(z")

CICOYHOIINMHU CBONMCTBaMU;
Uz, tH)y =0, Uz, t), Uz t"™)=8(z" —z8(t' —t™) (111.4.97)
3nech S(x —x') — Oe3pa3mepHas nenbra-pyHkuus Jupaka. bBespasmephbie

muHammdeckne ¢pynxumn 1, V, K', X onpenensiores popmyaoii (111.4.42).

(a) 0¢/0z () o¢/oz ‘
x107 pag/m x10° 10 paa/m x10°
o 6
| L |
6 L I " (] 5
=, o e - 4
9 4 e 23
‘ 2 ,
2 _ I2
Tty 1 1
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@©
£ 200 /
u P £ .
150350 600 900 1200 oTKpblroe/%HK nommbpasa

cocTosHue :
HanpasneHue
TpaHCKpUnuun

Pucynox 111.4.40. /lunamMuka OTKPBITOTO COCTOSIHUS, OMUCBIBAEMOTO KHHKOM, TIPH
BHenrHuX Bo3xaedcTBusx B JIHK. (@) — Tpaekropuu KHMHKa ¢ HyJIEBOM HadalbHOM
CKOPOCTBIO B UCKycCcTBeHHOH mocieaoBaTensHocTH POlY(A)-poly(T)-poly(C)-poly(G)
0e3 BosneiictBus (1) u npu Bo3aeiicTBum (2) TermoBbix Gaykryarwmii (T = 310K). (6)
— sHepreTrueckuii mpoduis nocienosarensHoctu POly(A)-poly(T)-poly(C)-poly(G).

(6) — TpackTOpUHU KMHKA C HAYAILHOM CKOPOCTHIO Uy = 50 M/C B ocIeq0BaTeIbHOCTH
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PTTQL18 mpu BO3IEHCTBHMU pPa3IUYHBIX 3HAYEHUHW TOPCHMOHHOTO MOMEHTa: M, =
7.73 x 107%* Ik (1), M, = 5.41 X 10723 ]I (2), M, = 6.18 X 10723 ]Ik (3). (2) —
cxema nporecca Tpanckpunmu B JJHK ¢ n3o0paxxeHrneM TOPCMOHHBIX MOMEHTOB TI0

Pa3HbIC CTOPOHLI OT TPAHCKPHUIIITHUOHHOI'O KITY3bIPsI».

Cnyuvavinenii uwieH ypaBHenus (111.4.97) monpenupoBancs HpHOIMKCHHBIM
oensiM trymoM (Ky3HueroB, 1998). D10 KycOYHO-TTOCTOSIHHBIN CITy4aifHBIN mpoiiecc,
KOTOPBIH MO3BOJISET MOTyYaTh HE3aBUCHUMBIE CITydaliHble 3HAYCHHSI, HE MEHSIOITHECS
Ha MIPOMEXKYTKAX BPEMEHH & U MPOCTPAHCTBEHHBIX MHTEPBalaxX & (KOPPEISALUOHHbIE
MHTEpBaNbl). B MpuOIMKeHUH KyCOYHO-IIOCTOSHHOTO CIydaiinoro npouecca {(z',t")

M3MEHAETCS CICAYIOIMIM 00pa3oMm:

Wzt — ‘528;_;), (111.4.98)

I7e € W €, — BPEMCHHOW M MPOCTPAHCTBCHHBIN Oe3pa3MepHbIC KOPPESIIMOHHBIC
MHTEPBAJIBI COOTBETCTBEHHO, a {(z’,t') ynosnersopser yciaosusam (111.4.97).

[Tpu TakoM MPUOIMKEHUN CTOXaCTHUECKUE YPABHCHHS MOKHO HHTEIPUPOBAThH
C TIOMOIIBI0 OOBIYHBIX CXEM YHCIIEHHOTO HHTETPUPOBaHUs. J[J1s perieHns ypaBHeHHS
(111.4.93) ucnonp3oBanacek Oe3pasmepHas cetka ¢ maramu h=0.05 mo koopauHate u
1=0.025 1o BpemeHu:

ti =t =0, tiorqr L =0,..,N (111.4.99)
zi=Z +hj=2Z,..,Z;, j=0,..,N,. o
31ech t/,.q; — 00IIEe Oe3pasMepHOe BpeMs YMCIEHHOTO pacueTa (YMCII0 TOUEK 110 OCH
t' = 160000), a Z; u Z; — Ge3pa3MepHbIE KOOPAMWHATHI JEBOIO M MPABOr0 KOHIIOB
MoJieKybl  (o0mee umciao Touek mo ocu z' = 2303). COOTHOIICHHS MEKIY

pa3MepHBIMU U 0€3pa3MEpHBIMU IMapaMeTpaMu CETKH, CIASTYIOIINE:

T = PAL, tiora = Mteotars
herdn 2 =nZ (111.4.100)

rae At u Az — pa3mMepHbI€ Iaru CETKU UHTETPUPOBAHUSL.
Yucnennoe pemeHue Oe3pasmeproro ypasuenus (111.4.96)) mposoaunocs ¢

HUCIIOJIB30BaHHUEM paSHOCTHOﬁ CXEMBI:
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L+1 2(1)] +¢3 1 +2 T((I)L+1 a');) —
= [6(dj1 - m#+¢ﬂ+u 0)(bfsr — 2¢) + P5_1)] -
-1 ~—.sm(q>]) +Ti K’ [za 2 (9(¢§++11 —¢") + (1= 0)(P%yy — 21;;)) + $§az’z’ﬁj] +

kBT 3 2

27\ T=,

i,/a € J
J tez V1K1

rae 6 — mapaMeTp cxemMbl HHTETPUPOBAHMS, a Z;- — MATpHILAa HE3aBUCHMBIX IayCCOBBIX

K]'[

(111.4.101)

CIIy4alHBIX BEJIMYMH C HYJIEBBIM CPEIHUM MU €AMHUYHOM aucriepcuen. llomyuennas
CUCTEMa areOpanyecKuX YpPaBHEHHMI Oblla pelmieHa METOJOM IPOTOHKH, TJie
KOPPEJSILIMOHHBIE HMHTEpBajlbl BBHIOMpPAINCh pPABHBIMU O€3pa3MEpHbIM LIaram
WHTETPUPOBAHUS: € = T, €, = h.

OneHka BIUSHUS TEIUIOBBIX (DIYKTyaluil Ha MOBEICHUS KUHKA, OMIMCHIBABILIETO
JUHAMUKY OTKPBITOI'O COCTOSIHUSA B UCCIIEYEMOM II0CJIE0BATEIBHOCTH, IIPOBOINIIACH
[P TIOMOILIM CPAaBHEHUS NOBEIACHUS TPACKTOPUM KWHKA, IOJYYEHHBIX IS JBYX

ciyuaes. [lepBblii ciyuaii — 6e3 BHenHero Bosaeiicteus (M (z,t)=0), Bropoit ciy4ait

— 1pu Bo3zeicTBUM TemoBbIX (aykryanuil Ha JJHK. beuto mokazano, yTo noseaeHue
kuHka MeHsutoch (Pucynok 111.4.40a). be3 BHelIHero BO3ACHCTBUS KUHK, HMCIOIIHIMA
HYJICBYIO Ha4aJIbHYI0 CKOPOCTh, OCTaBaJICSl B MOKOE, HE COBEpIAs MOCTYMAaTEeIbHbBIX
ABWOKeHHMI BIONb mocnenoBaTeibHocTH (Pucynok 111.4.40a (1)). Koopaunaty, rae
KHHK TOKOUTCS WM TMPEKpaliaeT CBOE IMOCTYMATEIbHOE IBUKEHUE B CIICJICTBUU
quccumnainuu, OylneM Ha3biBaTh ToukoW mokosi. Ilocne poOaBieHuss B cuCTEMY
CIIy4yallHOW CWJIbl KMHK HA4YMHAJI COBEpIIATh CIydailHble OMY>KIaHUS BO3JIE TOUYKH
nokost (Pucynok 111.4.40a (2)). Uepe3 HekOTOpOE BpeMsl 3TO MIPUBOAMIIO K TOMY, YTO
KWHK, TOCTUTHYB TPAHUIIBI MEXKIY NEPBBIM U BTOPHIM y4acTKaMH, «CBaJUBAJICS» B
noteHimansHyto ssmy (Pucynok 111.4.406), dopmupyeMyro MOCI€I0BATEIHHOCTHIO
ocHoBaHuii Ha BropoM yuactke (pPoly(T)). B pesynbraTe Touka MOKos nepemMenianach
BO BTOPOM ydYacTOK, HO NPH ATOM KHHK HE TPEKpaIajg JIBMKCHHE, a TPOIOJIKa

COBEpIIATh ClTy4yaiHble ONyxnaHus BOJM3U HOBOW Touku mokos (PucyHnox 111.4.40a

(2)).
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Ba)kHpIM MOMEHTOM MpU MOJAEIUPOBAHUU CUCTEM C TEPMOCTATOM SIBJIIETCS
COOTBETCTBHUE 33]I1aBa€MOI TEMIEpaTypbl TEPMOCTaTa BHYTPEHHEN SHEPTrUN CUCTEMBI
IpU TEPMOJMHAMHUYECKOM PpaBHOBECHHM. OJTO O3HAYaeT, YTO YEpe3 HEKOTOPHBIH
MHTEPBAJl BpEMEHHU MOJIeIbHAsI CUCTEMA JOJDKHA JTOCTUTHYTh TEIUIOBOTO PABHOBECHS

U ee cpenHss Temmeparypa T JOJDKHa CTaTh PaBHOM TeMmriiepaType TepMocTara.

Temneparypa T omnpezensuiach 4epe3 yAelbHOE CpeHEee 3HAUCHHE KHUHETHUECKOU

sHepruu € [laiTan, Tepémkuna, 2004]. C 0qHOI CTOPOHBI, €), PABHO:

(‘“"")
€ =Y, nde) (111.4.102)
C npyroii CTOpOHBI, 1J1s1 OTHOMEPHON CUCTEMBI:
kgT
€ = % (111.4.103)
OTCIOI[a HaxXOoJInJIN CHa4YaJla MTHOBCHHOC 3HAYCHUC TeMHepaTypBIZ
I (m)z
T=y d) (111.4.104)
n Nkg

A 3areMm, ycpenuuB (111.4.104) mo BpeMeHHU, Moaydaaud CpPEIHIOI TEMIIEpaTypy B

MOJICIIH.

T=——[""%uI (%) de = 2 [ et (111.4.105)

NkBT to dt
Hanee, niis npuMepa, paccCMaTpHUBAJICS MEPBBIM y4acTOK MOCIEI0BATEIBHOCTH,
U KOTOPOTO CTPOUJIaCh BpEMEHHasi 3aBUCUMOCTh €. YpaBHeHue (111.4.93) na atom

y4acTke OyJeT UMETh BUJI:

_ 2 02 ¢ _
IA atz Kja®— +V,sin($p) = (111.4.106)
= —AA + M7 (8).

Hauansnabie u I'PaHUYIHBIC YCJIOBUA BBI6I/IpaJ'H/ICB B BHJC:

(I)(Z' 0) = 0, at(l)(Z, 0) = 0;
q)(ZLJ t) = O; ¢(ZR, t) = 0.

I/ICHOHBSYSI OIMMMCAHHYIO BBIIIC CXEMY YHUCJICHHOTO PCUHICHUA MOACIIbBHOTI'O YPABHCHUA,

(111.4.107)

a taxxe popmymy (111.4.102), nonyuyanu rpaduk BpeMEHHON 3aBUCUMOCTH yACIHHOM

KuHeTHuecko oSHepruu €, (Pucynox 111.4.41). YtoOwsl wu30ekaTh BIMSHUS
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«3aMOPOKECHHBIX OCHOBaHHUI» Ha KOHIAX IMoCacaA0OBaATCIbHOCTU, IIPH IIPOBCACHUU

pacucToB OBLIN MCKITFOUCHBI KpacCBbIC obOnactv 1o 50 oCHOBaHMIi clIeBa H CIIpaBa.

%
2
x 1 -
w
%2 4 s

9

t(x 107 c)
Pucynok 11.4.41. 3aBucuMOCTb yJ€IbHON KUHETUYECKOW PHEPTUU €, OT BPEMEHU
(cunsist KpuBas) U €€ cpeHee 3HaueHue (KpacHas JIMHUS). PacueThl BBITIOJIHEHBI 15

OJIHOPOJTHOM MOCJIE0BATEILHOCTH OCHOBaHMM (polyA).

N3 pucynka I11.4.41 BuaHO, 4TO Bpemsi pa3orpeBa (perakcaiuu) MOAEIbHON
cuctembl Mano. OHO mpuMepHO paBHO t,. =~ 0.7 X 107° ¢, B To BpeMs Kak oOIee
BpeMsl cueTa paBHO t;,r = 8 X 107° c. Kpome Toro, momaras, 4To B 00JAacTH,
COOTBETCTBYIOIIEH 2-OM IIOJOBMHE BpPEMEHM CYETA, CUCTEMA HAXOAUTCA B
TEPMOJMHAMUYECKOM paBHOBECHM, MOXXHO HaWTu 3HaueHue K, = 0.894, mnpu
KOTOPOM CpeJIHSISI TeMIepaTypa Ha MEPBOM y4acTKe MOJIETbHON CUCTEMBI COBMAIAET
¢ remrepatypoii Tepmoctata (T = 310 K).

Takum oOpa3oM, MOKa3aHO, YTO CIyYaiHbIE TETJIOBBIC (ITYKTYallMd U3MEHSIIOT
JVHAMUYECKOe MoBeIeHUE OTKpPBIThIX cocTosiHni B JIHK. Bo3zneiicTBue TemnoBbIX
GayKTyanuii Ha KWUHK, MOJCIUPYIONIUN OTKPHITOE COCTOSHUE B HCKYCCTBEHHOU
MOCJIEA0BATEILHOCTH, NPUBOAUIO K XaOTHUYECKOMY OJIY)KIAHUIKO KHHKA BJOJb
MOCJIEAOBATEILHOCTH U K CIHOHTAaHHBIM IepexojaM KHHKa MEXIY OIHOPOIHBIMU

001aCTAMMU.
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JI71st u3yyeHust IMHaMUY€eCKOro TTOBEICHHSI OTKPBITHIX COCTOSIHUM MPU BHEIITHEM
BO3JIEHCTBUM B peaibHOM mnocnenoBarenbHocT JIHK mcnonb3oBaniack miasmuaa
pTTQ18, cocrosimiast u3 4-x QyHKIIMOHAILHO 3HAYMMBIX y4acTKOB: pomoytep (Pr),
1-s1 kogupyroras oonacts (CDS-1), 2-s1 kogupyrorias o61acts (CDS-2) u Tepmunatop
(Term), u 4-x Hekomupyromux ydactkoB (Pucynok I11.4.36a,0). UcciaemoBanoch
BIIMSIHUE BHEIIHETO TOPCHOHHOTO MOMEHTa M, KOTOpbIi (hOpMHpYETCS B MpoIiecce
TPAHCKPUIILIMKA 3a CYET CWI paciuietarommx aBoiHyto cnupans JIHK mnepen
TPAaHCKPUIILUMOHHBIM  «IIy3blpeM» u cBopauuBarommx JHK oOparHo mnocne
TPAHCKPUMIIMOHHOTO «Iy3bIipsi» (Pucynok 111.4.402), Ha IUHAMHKY OTKPBITOTO
COCTOSIHMSI C HCIIOJIb30BaHWEM MaTeMaTHUYecKOro MojenupoBanus. g 3Toro
HCIIOJIb30BAJIOCh  KBasu-oAHopoaHoe mnpuOmmkenue (111.4.90) nmns  ypaBHeHHS
(111.4.93), rae M (z,t)=M_ =constant.

UucneHHble pacyeThl TOKA3aliv, YTO MPU HaYaJIbHOM CKOPOCTHU KUHKA Uy = 50
M/c, KoTopas OblUla MHOro MeHblle ckopoctu 3Byka B JIHK, um npu 3HaueHuun
TOpcHoHHOro MoMmenTa M_=7.73x107* ]I KMHK HpOXOAMI HEpBBIH y4acToK
(mpomMoOyTep) 1 OCTAaHABJIMBAJICS HAa TPAHUIIE C HEKOUPYIOIIUM YIaCTKOM, TaK KaK ero

SHEPTUU HE XBATaJIO I MPEoaoeHus sHepreTudeckoro 6aprepa (Pucynok 111.4.406

(1)). ITpu To# sxe camoit HaUaIbHON CKOPOCTH, YBEJIMUEHUE TOPCUOHHOT'O MOMEHTA JI0
M. =5.41x10"* ]I NpHBOIMIO K TOMY, YTO KHMHK, IPOHIS MEPBYIO KOIUPYIOLIYIO
obmacth (CDS-1), nocturan rpanuiisl ¢ CDS-2 (Pucynok 111.4.406 (2)). lanbHetimiee
YBeIMYEHHE TOPCHOHHOTO MoMeHTa g0 M_=6.18x107° I 103BONMIO KHUHKY
JIOCTUTHYTh KOHIIa ocienoBarenbHocTr (Pucynok 111.4.406 (3)).

BBIsICHMIIOCh, YTO CKOPOCTh KHHKA, JBHUralomerocs 1o I-My KBa3u-
OJTHOPOJTHOMY YyYacCTKy IMOCJIEIOBATEILHOCTH, Yepe3 HEKOTOPBIM peaKCarmOHHBIN
IIEpHOJ| JIOCTHUIaNa CTAllMOHAPHOTO 3HAYEHUS Vg ;. OTO 3HAYEHHME HE 3aBUCIIO OT

HavyajbHOU CKOpPOCTH KHHKaA, a OIpcACILAIOCH TOJBKO 3HAYCHHCM TOPCHOHHOI'O

MOMCHTA.
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Usti = —., Ci — f . (|”4108)

O1eHKa peNakCallMOHHOIO IEpPHOaA I0Ka3aja, YTO €ro 3HaYCHHE COCTaBIIAIIO
~10 o
HOpsIIKa HECKOJIBKUX COTeH NmuKo ceKyHn (T, ~107 c¢). 3Has CBs3b CTAllMOHAPHOM

CKOPOCTH KHHKa C TOPCHOHHBIM MOMEHTOM M DJHEPreTUYECKUud Mpoduin
IIOCJIEIOBATEIIBHOCTH, MOXHO OL€HUTh MHHHUMAJbHBIE 3HAYCHUS TOPCHUOHHOIO
MOMEHTA, IOCTAaTOYHBIC U IIPEOJOJICHUs I'PAHMUI] C Y4YacTKaMH, JUIA KOTOPBIX Ha

sHepreTruueckoM mpoduine dpopmupyercs 6apbep. Pesynbrarel mokasansl B TabIuUIle

111.4.10.

Ta6muma 111.4.10. MunnManbHbIe 3HAaYEHUSI TOPCHOHHOTO MOMEHTA JIJIS TTPEOA0JICHHUS

IpaHull ¢ «OapbepHBIMI» yYacTKaMU B rocienoBareabHocTH pTTQI18.

I'pannma Topcuonublit Moment M™, Tk
12 2.74x107%
23 1.81x107%
455 5.39x107%
67 5.09x107%
CpaBuenue moBenenus Ttpaektopuit kuHka (Pucynox 111.4.406) c

MUHUMAJIBHBIMU 3HaueHUsIMU TopcroHHOro MomeHTa (Tabmuma 111.4.10) mokazano,
uto oreHka M™ mpuMeHHMa K aHalu3y TOBEACHUS KMHKA TOJBKO B TOM CITydYae,
KOrJa JJuHa ydacTka mepes OapbepoM JOCTaTOyHa JUIsl JOCTHMIKEHHS KHUHKOM

CTAIlMOHAPHON CKOPOCTH, WU BPEMS MPOXOKICHUS YUaCTKA JTOJDKHO OBITH OOJIbIIE

nepuoja penakcanuu. Hanpumep, mmnna ydyactka 4 nepen CDS-2 ciaumnikom mana, B

pe3ynbTare IIpK 3HAYEHUH TOPCHOHHOTOo MoMenTa M _ =5.41x107° [l Gonbliem, uem

M™"  =5.39%x10 % KHUHK HE CMOT ITPE010JIeTh SHEPreTHUECKUii Gapbep U OTPa3HIICH.

1,4—5
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Takum oOpa3om, UCCIEeIOBaHUS MOKAa3alu, YTO MPHU 3aJlaHHON CUJIE TPEHHS U
mpu JOOBIX HadanbHBIX ckopocTsx L, < C, rme C — ckopocts 3Byka B JIHK,

JUHAMUKA OTKPBITBIX COCTOSIHMM OIPEAENACTCS TOJIBKO BEJIMYMHOW TOPCHOHHOIO
MOMEHTa. DTO CHUMAaeT OrpaHMYeHHE C MOJENM, Kacarouleecs HEO0OXOAMMOCTH
3aJaHUsl KUHKY OTHOCHUTENIbHO OOJBIIMX 3HAUYEHUM HayaJlbHBIX CKOPOCTEH MJIst
MPEOAOJCHHS] BBICOKHX JHEPTeTUYECKUX OaphepoB B (PYHKIMOHAIBHO 3HAUYMMBIX
Y4acCTKaX.

B nenom, O6bu10 IOKa3aHO, YTO BHELIHUE BO3JICHCTBUS HA OTKPBITHIE COCTOSHUSA
B JIHK wrparor BaxHy! pOJIb B HX JAUHAMHYECKOM TOBEACHUHU. TemnnoBbie
(GayKTyaluu MOTYT NPHUBOJIUTH K CIIOHTAHHBIM IIE€PEXOAAM OTKPBITBIX COCTOSHUHN
MEXKly OJHOPOJHBIMM YYaCTKaMH B IIOCJIEAOBATEIBHOCTH, @ TOPCUOHHBIA MOMEHT K
JNETEPMUHUCTUYECKOMY KOHTPOJIIO UX ITWHAMHUYECKOTO ITOBEJICHHMS, UYTO OIPENEIAET

AUHAMHYCCKYIO PCryJLIINIO SKCIIPCCCHUU I'CHOB.

V. 3AKJIIOYEHUME

@u3nka SABIAETCS OJHUM W3 SPYAHIIUX MPUMEPOB YCIEIIHOCTH NPUMEHEHHUS
METOJ0OB MaTeMaTHYECKOr0 MOJEIMPOBAHNS K U3YUYEHUIO IPUPOIHBIX ABIEHUN. Bee
U3BECTHbIC HA CETOJHAIIHUI MOMEHT (pyHAaMEHTaJIbHbIE 3aKOHBI IPUPOJIBI UMEIOT
MaTeMaTUYeCcKyl0 (opMalu3aluio. ODTO MO3BOJSET MPaBUIBLHO CTPYKTYPUPOBATH
DKCIIEPUMEHTAIIbHBIC JAHHBIC, aJCKBATHO WX WHTEPIPETUPOBATH, IIPOTHO3UPOBATH
HCXOJ Y IUIAHUPOBATh HOBBIE DKCIIEPUMEHTHI.

B nuccepranmu mokazaHo, 4YTO JUISI MAaTEMAaTHUYECKOTO MOJEIIMPOBAHUS
CJIOKHBIX OMOJIOTMYECKUX TUHAMUUYECKUX CHUCTEM, HaXOASIIMXCS Ha Pa3HbIX YPOBHSIX
MEpapXUYeCKON OpraHu3aluu, yA0OHO NpUMEHSATh Quanyeckue anaiaoru. OHH
IIO3BOJIIIOT HE TOJIBKO MCIOJIB30BAaTh COOTBETCTBYIOIIMM MaTeMaTHYECKUM amIapar,
HO W IIPOBOAMTH, B XOJ€ ONMCAHHUsA, PA3yMHbIE PEIyLMPOBAHHUS U IPUMEHATH
aJIeKBaTHbIE MPHUOJMKEHUsA. OTO TO3BOJMJIO MCCIEI0BAaTh W BBIABUTH HOBBIC
MEXaHU3Mbl  JAMHAMHYECKOM  perymsauud  (yHKIUOHAJIBHOTO  MOBEACHUs

OHMOJIOTMYECKUX CHCTEM Inpru ancepuoguYCCKNX " IMCPUOANYCCKUX BOSHeﬁCTBHHX,
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OOyCJIOBJIGHHOM  JMHAMUYECKUM  [OBEJIEHUEM  CTPYKTYPHBIX  DJIEMEHTOB
cnenu@UUecKuM Jisi pacCMaTpUBAEMOT0 MaciiTada CTPYKTYPHOM OpraHU3aIuu.

Ha opranu3smMeHHOM YpOBHE C WCIIOJB30BAaHUEM MOIUMUIIUPOBAHHOM
MmareMatuueckon Moaenu «PNEUMA» Obul  IOKa3aH HOBBI  MEXaHU3M
nuHamudeckor peryisiiun BCP u ee 3aBUCHUMOCTH OT 4acTOThI KOHTPOJIUPYEMOTO
neixanus. [Ipu momomu pa3paboTaHHOW THAPOIWHAMHYECKOW MOJEIH CEpIACYHO-
COCYIUCTOM CHCTEMbI 4YeloBeKa Oblila BbISBICHA MPUHIMIHMAIIBHAS TUHAMUAYECKAS
CBS3b MEXIY HH3KOYACTOTHBIMU KOJICOAHUSIMA KPOBOTOKAa B mepudepudeckoM
MHUKPOLMPKYJIATOPHOM pyClI€ M aKTUBHOCTBIO cepAla IPU HU3KOMHTEHCUBHOM
CTOXaCTUYECKOM BO3JCHUCTBUUA B YCIOBHUSAX OTCYTCTBUS KOHTPOJS CO CTOPOHBI
BETETATUBHOM HEPBHOM CHUCTEMBI. JTO TOBOPUT O NPSMOM BKIJIAJNE CUCTEMHOU
PEryJSIMY B HU3KOYACTOTHYIO PErYJISIIUI0 MUKPOTEMOJAMHAMUKY TIeprUeprUIecKoro
KPOBOTOKa, KOTOPYIO OOBIYHO AacCOIUUPYIOT C (PYHKIHMOHAIBHOW AaKTUBHOCTHIO
JIOKQJIBHBIX PETYJIATOPHBIX CHCTEM.

Jlsi MOHMMAaHHS HaApYUICHUW PEryJSITOPHBIX MEXaHU3MOB Mepudepudeckon
MUKPOT€MOJIMHAMUKA Ha KJIETOYHOM YPOBHE, OOYCIOBJICHHBIX OKHCIUTEIbLHBIM
CTPECCOM MPHU META00JIMUECKUX pacCTPOMCTBax, Obliia pa3paboTaHa MaTeMaTUYECKas
MoJienb 4-X CTaJuMHOrO (ParouuTapHOro OTBETa HEUTPO(UIOB HA MHUKPOOHYIO
MIPOBOKAIMIO, YUUTHIBAIOLIasl akTuBalMiO U pyHKkunoHupoBanue NADPH-okcuaassl,
OINOCPEAYIONIEH  PECIUPATOPHbIM  B3pbIB. MoJenb  ONMUCHIBAET  KUHETHUKY
pECIUpPaTOPHOTO B3phIBa HEUTPODUIIOB, COOTBETCTBYIOIIYIO HKCHEPUMEHTAIBLHO
HaOMogaeMO  KUHETUKM  XEMUJIIOMUHECIICHTHBIX  KPUBBIX B  OTBET Ha
OTICOHU3UPOBAHHBIN 3UMO3aH JJII HOPMAJIBHOTO M BBICOKOTO YpOBHS D-IiOKO3bI B
KpPOBH 37I0POBBIX U OOJIbHBIX caxapHbIM auadbetom 2-ro tuma. [Ipu momormu moaenu
BIIEPBbIC OBLIM BBISIBICHBI CKPHITHIE MEXaHWU3Mbl JUHamMudeckoin perynsinn ADK-
3aBUCUMOrO (paronuro3a W MoKazaHa CBSI3b MEXKIY W3MEHEHHSIMU KUHETHYECKUX
MapaMeTpOB PECIUPATOPHOTO B3PbIBA HEUTPOPHUIIOB U HAPYIICHUSIMU MOJICKYJISIPHOTO
MEXaHU3Ma BBIPAOOTKH CYTEPOKCHA Y OOJIbHBIX.

Ha MonekynsipHO-KJIETOUHOM YPOBHE HCCIIEAOBAIIMCh MEXAHU3MBI PETYJISAIINU

MOHHOM TMPOBOJAUMOCTH OHMOJIOTUYECKHX MEMOpaH, Wrparolell KIYeBYI0 POJib B
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(YyHKIMOHAJBHBIX OTBETaX KJIETOK HA BHEIIHUE CTUMYJbl U B MEXKIETOYHON
KOMMYHHUKallMM. B dacTHOCTH, M3ydascss MeXxaHu3M (OPMHUPOBAHUS HEMapKOBCKOU
KMHETUKM HOHHOTO TOKa dYepe3 HOHHBbIA KaHai. [is sToro Obuta mocTpoeHa
MaTEeMaTU4YeCKass MOJENIb BOPOTHOIO MEXaHM3Ma OJMHOYHOIO HOHHOIO KaHaia,
YUYUTBIBAIOIIAS JUHAMUYECKYIO PETYJLMIO CKOPOCTH BBITECHEHUS MOJIEKYJI BOABI U3
rupooOHONM TOpHI  KaHama ©M €€ 3aBUCHMOCTh OT TpaHCMEMOpPaHHOTO
AIEKTPUYECKOro noTeHuana. C rmoMoIbo MOJEIH BIIEPBbIE T0KAa3aHA JUHAMAYECKAS
CBSI3b MEXIY TUAPOPOOHBIM BHITECHEHHEM BOJIbI U3 MOPHI KaHal U (OPMUPOBAHUEM
HEMAapKOBCKOM KHWHETHKM HOHHOI'O TOKAa 4Yepe3 KaHajl IIPU PasHbIX 3HAYCHUAX
AJIEKTPUYECKOT0 TPaHCMEMOPaHHOI'O MOTEHIIMAA.

Ha wmosexkynsipHOM ypoBHE wuccieqoBagach (yHKIIMOHAIbHAST AaKTUBHOCTH
mouiekynsl JIHK, ompenenstomas 6a30By10 peryisiuuio (QyHKIHOHUPOBAHUS BCEX
KUBBIX cucteM. [lns »sroro Obuta pa3paboTaHa MaTeMaTHYeCcKas MOJIETb,
ONKMCHIBAIOIIASl YTJIOBYIO JWHAMHUKY A30THUCTBIX OCHOBaHUW B HeomgHopoaHou JIHK.
Pemenus ypaBHeHUM Moienu (KMHKH ), MOJENIUPYIOIIKE OTKpbIThIe cocTosiHYs B JJHK,
a TaKke pa3paboTaHHbIE HOBbIE METOJbI OLEHKH sHeprernyeckoro npoduis JHK u
BU3yaJu3allMil [JBWKCHUSA KHUHKOB BIIEPBbIC IIO3BOJIMJIM  BBISABUTH  YCIIOBUS
cymectBoBanus 3p¢dekra KacMana, OlleHUTh BO3MOKHOCTh YIPABIICHHS IOBEICHUEM
KMHKOB BHEIIHUMH BO3JCUCTBUSMU, TMOKA3aTh CBA3b MEXIAY AWHAMUKOW KHHKA U
(YHKIMOHAIBHO 3HAUYUMBIMM  y4yacTKaMu (IIpOMOTOpaMH, TEpMHUHATOpaMu U
kogupytommmu  obnactasmu) B JIHK m moka3aTe BO3MOXXHOCTh JTMHAMHYECKOTO
PEryJIMpOBaHMs HKCIIPECCUEN TEHOB.

Takum o00pa3zoMm, TOJy4YeHHbIE pE3yJIbTaThl MCCIEAOBAHUSA JUHAMUKU
CTPYKTYPHBIX 3JIEMEHTOB M UX MapaMeTPOB B Pa3IUYHBIX OMOJIOTMYECKUX CHUCTEMax
CBHUJIECTEIILCTBYIOT O TOM, YTO HApaBHE C OJKCIIEPUMEHTAJIBHBIMUA METOAAMH
MCCJIEI0BaHMS B OMOJIOTUM U MEIMIIMHE, MOJIETTUPOBaHNE OM0(U3NUYECKUX MPOLIECCOB
C HUCTOJIb30BaHUEM (DU3UUECKUX aHAJIOTOB SIBJSETCS MEPCIEKTUBHBIM HANpPaBICHUEM
B U3YUYEHUH KUBOU IPUPOLBI, TO3BOJIIOLIEE YTOUYHUTh MEXAHU3MbI UX JUHAMUYECKON

perysiium.
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V. BBbIBO/bI

1. Ucnonp3ys MeToAbl MaTeMaTHMYECKOTO MOJCIUPOBAHMS, IPENJIOKEH HOBBIM
MEXaHU3M JHHAMUYECKOM PETYJSIUU CEPAEYHOIO pPUTMA IIPU PE30HAHCHO-
MOJ00OHOM HHU3KOYAaCTOTHOM OTKJIMKE CEpPAEYHO-COCYJIMCTOM CHUCTEMBbI Ha
pecCnupaTopHOE€ BO3JEHUCTBHE, MPOSIBISEMOTO B IPOLECCE PECIHUPATOPHON
CHHYCOBOM apUTMHMM C KOHTPOJIEM YacCTOThI AbIXaHWs. 1IlokazaHo, 4TO MEXaHU3M
3aKJII0YAETCS B CYILIECTBOBAaHMM  OOpaTHOM  CTENEHHOW  3aBUCUMOCTH
CUMIIATUYECKOM M IapacCUMIATHYECKOM PEryJsiud CEpACYHOrO0 pHUTMA OT
PECIIUPATOPHOTO BOAUTEIS PUTMA.

2. C nomoltpio pazpaboTaHHON THIPOJMHAMHYECKON MOJIEIH CEPAEYHO-COCYIUCTON
CUCTEMBI YEJIOBEKAa II0Ka3aH BKJIAJ AaKTUBHOCTU CEpALlA B HU3KOYACTOTHYIO
pErysiii0 KPOBOTOKA B INepU(PEepUYECKOM MHKPOLUPKYISATOPHOM pyclie MNpu
HU3KOMHTEHCUBHBIX CIY4YalHBIX BO3MYILEHHUSIX TOHYCA CTEHOK JKEIyJIO4YKOB. JTa
peryasTopHas poJib 00yCIOBII€HA THIPOIMHAMUYECKIUMU MapaMeTpaMu CepIeYHO-
COCYJUCTOr0 pycia 0e3 y4acTHsl BEreTaTUBHOW HEPBHOW CHUCTEMBI U MOKA3bIBAET
HOBBI MEXaHU3M JMHAMUYECKOM CBSI3U MEKIY HU3KOYACTOTHBIMU KOJIEOAHUSIMU
MUKPOLUPKYJISITOPHOTO KPOBOTOKA U (DYHKIITMOHMPOBAHUEM CEpALIA.

3. Iloctpoena maTtemartnueckas Mojenb 4-xX CTaAUMHOIO (arolUTapHOrO OTBETA
IPaHYJIOLUTOB HAa MHUKPOOHYIO MPOBOKALIMIO, YYUTHIBAIOUAs AaKTUBALMIO U
dbyukimonuporanue NADPH-okcrasbl, onocpenyonyo peciupaTopHbIi B3phIB.
OOHapy’keHbl HapylLIeHMs B MEXaHHW3MaX JWHAMUYECKOW pETryJIsilluu OTBETa
HEUTPO(PUIIOB HA MPOBOLUPYIOIINI CTUMYJI B KPOBH OOJBHBIX CaXapHbIM THA0E€TOM
2-TO TUIA TP HOPMAJIbHOW W BBICOKOM KOHIleHTparusax D-rmoko3sl. [lokasano,
YTO THUIEPIIMKEMHUSl TMOBBIIIAJIA CIIOCOOHOCTh TPAHYJOLMTOB K (haromuTosy,
CHWXaya cuHXpoHu3anuio cOopku komiuiekca NADPH -okcunassl ¥ moBbimana
€ro CTaOUIBHOCTh y OOJBHBIX. OTH HAPYLIEHUS MOTYT CIYKUThb MPHUYUHOM
U3MEHEHU B MeEXaHU3Max peryysiiuu nepudepuueckoro KpoBOTOKa IMpHU

METa00IMYECKUX PACCTPOICTBAX.
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4, Ha 06a3e MNOCTpOGHHOW MaTeMaTHYeCKOM MOJENId, OIMHUCHIBAIOIIEH JIUHAMUKY
BOPOTHBIX TpPaHCMEMOpAHHBIX CETMEHTOB MOHHOIO KaHaja, pPEeryJIHpYyIOUlyro
HMOHHYIO IPOBOJIUMOCTH OMOJIOTHYECKUX MEMOpaH, MOKa3aHo, YTo THAPO(HOOHOCTH
MOpbl UTPAET OMNPEACIAIONIYI0 poidb B (QOPMUPOBAHUU SKCIEPUMEHTAIBHO
Ha0II0JaeMO  KOJIOKOJIOOOpa3HOM 3aBUCMMOCTH TMapaMeTpoB HEMAapKOBCKOM
KMHETUKA MOHHOIO TOKa 4epe3 KaHal OT 3JIEKTPUUYECKOTO TPaHCMEMOpPAHHOTO
NOTEHIHAJIA.

5. Iloctpoena wMarematuyeckas wmognens JIHK, yuuThIBaromass HEOJHOPOIHYIO
CTPYKTYpy MoJeKkysipl. C MOMOIIBIO MOJEIM U Pa3pabOTaHHOTO METoja
TPAeKTOPUN HUCCIENOBAaHA AWHAMHKA JIOKAJIbHO paciuieTeHHbIX yuyacTkoB JIHK,
KOTOpPbIE MOJCIIUPOBAIHNCH OJTHOCOJMTOHHBIMU pelieHus MU (KuHkamu). [lokazana
3aBUCUMOCTh JTUHAMUKH KMHKOB OT (PYHKIIMOHAIBHO 3HaYUMBbIX yyacTkoB B JJHK
Y BHEIIHETO TOPCHOHHOTO MOMEHTA, ONPEIEISAIomas JMHAMAYECKYIO PETYIISLHIO
AKCIPECCUU T€HOB B MIPOLECCE TPAHCKPUIILUU.

6. B pesynbTate pemieHus MOCTaBICHHBIX 3a7a4 ObUIM BBISIBICHBI JUHAMHUYECKUE
CBOWCTBA  PEryJAATOPHBIX  MEXAHW3MOB, OINPEACISIOMNAX  JTHHAMUYECKYIO
peryisuuio  O0MopU3MYECKUX MPOLECCOB M THUN JUHAMHUYECKOIO IOBEICHUS
ONTHUMAJIBHO COOTBETCTBYIOLIETO (PYHKIMOHAIBHBIM 3aJa4yaM, BBIMOJIHAEMbBIM
OMOJIOTUYECKUMH CHCTEMaMd B 3aBUCUMOCTH OT HX YPOBHA CTPYKTYpHO-
(YHKIIMOHAJIBHOM OpraHu3alud, 4YTO CBUAETEIbCTBYET O BeAyUIeH poiu
JUHAMUYECKON peryisiquu  Ono(u3MdyecKkux mpoueccoB B  (OpMUPOBAHUU
aJICKBATHOTO OTKJIMKA >KUBBIX OPraHU3MOB Ha pas3Hble J3HAO- U DK30ICHHBIC

(bakTopBhI.

VI. CIHHUCOK COKPAIIEHUN U OBO3HAYEHUI

CCC — cepneuHo-cocyaucTasi CUCTEMA;
NADPH-okcnnaza — HUKOTHHAMUI-aICHUH-TMHYKIIeoTHA(PocdaT okcrnmasa,
A®K — akTuBHBIE (OPMBI KUCTOPOA,;

BCP — BapuabenbHOCTh CEPACUHOIO PUTMA,
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BHC — BereratuBHas HEpBHAsI CUCTEMA;

IL — uHTEpIICHKHH;

HF — BEICOKOYaCTOTHBIN;

LF — Hu3zkouacToTHBIN4

VLF — oueHb HU3KOYACTOTHBIN;

UCC — gactoTa cepJIeYHbIX COKPAIIICHHUIA;

PCA — pecniupaTtopHasi CHHyCOBasi apUTMUS;

OK — sHmoTennanbHBIE KIETKH,

AT® — anenozuntpudochopHast KUCIOTA;

I'MK — rnakoMBIIIIeYHBIC KIIETKH,

JIJI® — nazepHas nomiepoBcKast pioyMeTpus;

NOS — NO-cunTa3sa;

KKT — xpacHble KpOBSIHBIE TEINBIIA,;

PAF — ¢akrop akTuBanuu TpoMOOIIUTOB,;

LTB4 — netikorpuen B4,

fMLF — N-popmunmmeTnoHmuiedmieHna IaHuH;

PAMP — natoreHaccolMiUpOBaHHbBIE MOJICKYJISIPHBIC MATTEPHBI;
PRR — penenTopsl pacrio3HaBaHusl NaTTEPHOB;

TLR — toll-mogo6HbIe penentopsr;

CHA/CH2T — caxapublii 1uadet / caxapHblid quabeT 2ro THIIA;
ALL — oceBoe paccesHHE CBETA;

IAS — HTHTEHCUBHOCTH PaCCESIHUS TI0]T TPOMEKYTOUHBIM YTJIOM;
PSS — nonsipuzoBaHHOE OOKOBOE paCCEsHUE;

KCSA — kaJiieBbIil KaHAIl U3 CTPENTOMUIIETOB A

Ky — noTeHmuan-3aBUCUMbBIN KaJIUeBBIA KaHAII,

MthK — kanpuui-akTHBHpPYEMbId KaJMECBBIH KaHAT U3
thermoautotrophicum;

MPHK — marpuunas PHK;

CA — cuHOaTpHUaNIbHBIN y3€I,

BBK — 6110k BereTaTHBHOT'O KOHTPOJIS;
279

Methanobacterium



I[THC — uenTpanbHas HEpBHAs CUCTEMa,;

AJl — apTepualibHOE J1aBJICHUE;

CAJl — cuctemHoOe apTepHUalIbHOE JIaBJICHUE;

PBP — pecniupatopHsbiii BOAUTENb PUTMA,;

OCP — 060011IeHHBIN COCYIUCTHIN pe3epByap;

OI'C — s dexTrBHOE THIPOIUHAMUYECKOE COMPOTUBRIICHHE;
BIIIO — Genplif 1ym ¢ OrpaHUYEHHOM MOJOCON YacToT;
MIIP — MUKpOUHMPKYISATOPHOE PYCIIO;

CL-xpuBbIe — XEMUJTIOMUHECIICHTHBIEC KPUBBHIE;

O3 — oncoOHU3UPOBAHHBIN 3UMO32H,;

B®A — 6ecTpeH10BbIN QIIyKTyallMOHHBIN aHAIIU3;

CI" — cunyc-lI'opaona;
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