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AHOTANIA

Jlynoko O.B. Monynauis KaTioHHMX KaHadiB BEJIMKOI MPOBIAHOCTI BHYTPIINIHBOI
MeMOpanu siep HeiipoHiB [lypkinbe Mo30uka 1rypiB — Pykormuc.

JlucepTailist Ha 3700yTTS HAYKOBOTO CTYIICHSI KaHIu1aTa 010JI0TIYHHUX HAYK 3a
cnemianpHicTiO 03.00.02 — Giodizuka. — [HctutyT dizionorii im. O. O. boromonsis HAH
VYkpainu, Kuis, 2021.

B nucepramiitHii  poOOTI BUKIAQACHI pe3yJbTaTH JOCTIDKEHHS  MOJYJISIT
TpaHncMemMOpanHux ctpymiB nooauHokux LCC (Large Conductance Cationic) kaHamiB
anep HeupoHiB Ilypkinbe. ['imoTeT4HO, 11 KaHaMM 3ailydeHl 10 (GopMyBaHHS OanaHCy
10HIB KaJito 1Mo oO0uaBa OOKM Bij 30BHINIHBOI Ta BHYTPIIIHBOT MEMOpaHU sipa, 1 TaKUM
YUHOM, BIUTMBAIOUN HA 3apsia SACPHOI 000JOHKH, MOKYTh MAaTH 3HAYEHHS IS TPUBAIOCTI
KaJIbL[IEBOTO CUTHANy, MpPOTE€ IX aMIHOKHUCIOTHA IOCHIJIOBHICTh, CTPYKTypa Ta
¢i13ios0oriuHa posib HeBimoMi. JIJisi MiATBEpIKEHHS, CHOPOCTYBAaHHS YU PO3BUTKY IIE€T
rinoTe3u Opakye KIJIbKICHOTO ONUCY KIHETUKH, a TAKOXK 11eHTU(]IKaLli (hapMaKoIOriYHOrO
npodimo LCC-kanani. B miii poboti Oyno 3Haineno mnepmmwmii 6mokarop mns LCC-
kaHainiB — d-tyookypapun (dTC) Ta BUABICHO MOAYJIOIOYHMI BIUIMB TPHOXBAJCHTHUX
10HIB TaJ0JIIHIIO, @ TAKOX BIUIMB TaJJITaMiHy. 3a JOIOMOTO0 aHalli3y B-po3mnojiny O0yIio
OXapakTepu30BaHO MIBUAKI KoH(opmariiiai 3MiHu LCC-kaHaliB Ta BHEpiie CTBOPEHO
KIHCTHYHY MOJCNIb IiX OMHUCy. byno BCTaHOBJICHO, MO KaHal TMepedyBac B OAHOMY
BIJIKDUTOMY CTaHl, SKUW 3B’S3aHUN 3 TpbOMa 3aKPUTUMU CTaHAMH, SIKI MalOTh Pi3HI
KOHCTAHTH MIBUIKOCTI, Ta OJHUM miApiBHeM. Ha mpukiani mBugkoro 6iokaropa LCC-
KaHaJiB, TajulamMmiHa, 0yJI0 TPOJIEMOHCTPOBAHO €(PEKTUBHICTh BUKOPUCTAHHS BCTAHOBJIECHOT
mMozeni MapkoBa Ta MeToay aHamizy [-po3moAuly A JOCHIIDKEHHS MEXaHI3My
0JiokyBaHHs. Bu3zHaueHo, 110 rajulaMmiH Ji€ K KJIACUYHHUM MOPOBUN OJIOKATOp, a TaKOXK
o0UYMCIEHO TapaMeTpyd YyTJIMBOCTI OJloKatopa A0 TMPUKIAIEHOTO MEMOpPaHHOTO
MOTEHITIaTY.

KirouoBi cnoBa: sigepHa o6ononka, LCC-kaHanu, KIHETMYHA MOJIEJb, IIBUIKE

OJOKyBaHHsI, aHai3 B-pO3MOILTY.



AHHOTAIUA

Jlynoxo O.B. Monynsauuss KaTHOHHBIX KaHAJIOB OOJIBIIONW ITPOBOJUMOCTH
BHYTPEHHEN MeMOpaHhbI siiep HeMpoHOB [lypknHbE MO3KeUKa KpbIC - PyKONUCH.

Juccepranusi Ha COMCKaHHME YYEHOM CTENEHW KaHAuJaTra OMOJIOTMYEeCKUX HayK IO
crienrasibHOCTH 03.00.02 — 6uodusuka. — MHCTUTYT Pusnonioruu um. A. A. boromosnbiia
HAH VYkpaunsl, Kues, 2021.

B nuccepranmonHoit paboTe H3JI0KEHbI PE3YNbTaThl HMCCIEIOBAHUS MOJYJISIIUU
TpaHcMeMOpaHHbIX ToKOB uepe3 oguHouHble LCC (Large Conductance Cationic) kaHabl
anep HeiipoHoB [lypkuHbe. ['Mnorernyecku, 3TM KaHalbl BOBJIEYEHBI B (POPMHPOBAHUU
OanmaHca MOHOB Kajusl MO 00€ CTOPOHBI OT BHEIIHEW W BHYTpPEHHEW MeMOpaH sjpa, U
TakuM 00pa3oM, BIMSAS Ha 3aps] sAepHOM O00OJOYKH, MOTYT HMMETh 3HAUYECHHE IS
IPOJOJKUTEIBHOCTH KAJIBLIUEBOTO CUTHAJIA, HO ux AMUHOKHUCJIOTHAsI
NOCIEI0BATENbHOCTh, CTPYKTypa M  (u3MoJorMyeckass pojib HEU3BECTHBL.  Jlis
NOATBEPKIACHUS, ONPOBEPKEHUS WM Pa3BUTHS 3TOM TMIOTE3bl  HEOOXOIUMO
KOJIMYECTBEHHOE OIMCAaHUE KUHETUKH, a Takke HIACHTU(PUKAIMK (HapMaKoJIOTUYECKOTO
npoduias LCC-kananoB. B 3toii pabote Obuio HaineHo mepbiid Onokarop mis LCC-
kaHanoB — d-tyookypapuH (dTC) u BBISIBICHO MOIYJIUPYIOIICE BIUSHUE TPEXBAJCHTHBIX
MOHOB TaJIOJIUHUS, a TaKKe BIUsHUE rasiamMuHa. C IOMOIIbIO aHainu3a -pacrpeaencHus
ObUIM OXapaKTepu3oBaHbl ObICTphle KOH(opMmanuoHHble u3MeHeHus LCC-kaHaloB u
BIIEPBBIE CO3JaHO KHHETUYECKYIO MOJIEb UX ONHUCAHUS. BBISBIEHO, YTO KaHAJI HAXOIUTCS
B OJHOM OTKPBITOM COCTOSIHUHM, CBSI3aH C TpPeMsl 3aKpPBITBIMU COCTOSIHUSIMU, KOTOPbIE
UMEIOT pa3JInyHble KOHCTaHThl CKOPOCTH, U OJHUM NoaypoBHeM. Ha mpumepe ObicTporo
omokaropa LCC-kanamoB, ramiamMuHa, ObUIO TPOAEMOHCTPUPOBAHO 3(H(PEKTUBHOCTH
UCIIOJIb30BaHUsl YCTAHOBJICHHONW Mojenu MapkoBa U MeToja aHanu3a [-pacrpeesieHus
JUIS UCCTIeNOBaHUsl MexaHu3ma Ojokanbl. OmnpeneneHo, 4YTO TaUIaMHUH JEHCTBYET Kak
KJIACCUYECKUM OJIOKaTOp MOpbl, a TaKXKE BBIUMUCICHO MapaMeTpbl YyBCTBUTEIBHOCTH
0JioKaTOpa K TpaHCMEMOpPaHHOMY TOTEHITUATY.

KaroueBble cioBa: snaepHas obonouka, LCC-kaHanbl, KHUHETHYECKash MOJEIb,

OBICTpOE OJIOKMPOBAHUE, aHANIM3 -pacrpeeeHus.



SUMMARY

Lunko O.V. Modulation of Large conductance cationic channels of the inner nuclear
membrane of rat cerebellar Purkinje neurons — Manuscript.

Thesis for candidate's degree by specialty — 03.00.02 — biophysics. — Bogomoletz
Institute of Physiology, NAS of Ukraine, Kyiv, 2021.

Thesis presents the results of LCC (Large Conductance Cationic) channels
modulation of the nuclear membrane of Purkinje neurons. Hypothetically, these channels
are involved in the formation of potassium ions balance on the both sides of the inner and
outer nuclear membranes. Since these channels might regulate nuclear envelope charge
they could be important for calcium signal duration. However, the structure, amino acid
sequence and function of LCC channels are still unknown. There is no enough quantitative
description of the LCC channels kinetics and identified pharmacological profile, so that
we could confirm, refute, or develop the existing hypothesis. In this dissertation, the first
blocker of LCC channels was found — d-tubocurarine (dTC). The modulating effect of
trivalent gadolinium ions, as well as the effect of gallamine on LCC channels was
determined. For the first time, using the B-distribution analysis the rapid conformational
changes of LCC channels were characterized and kinetic model was created. It was found
that adequate kinetic model for LCC channels consists of one open state associated with
three closed states characterized by different rate constants, and one sublevel. The
efficiency of selected model and B-distribution analysis method has been proven by using
gallamine, the fast blocker of LCC channels. It was determined that gallamine acts as a
classical pore blocker. Moreover, the sensitivity parameters of the blocker to applied
membrane potential were calculated.

Keywords: nuclear envelope, LCC channels, kinetic model, fast blocking, -

distribution analysis.
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HEPEJIK YMOBHUX CKOPOYEHb

BK — Benuki Kaiaplliii akTUBOBaHI KaJIl€BI KaHAIU

dTC — d-tyboxypapun

EDTA — ermiieniiaMiHTETpaoIITOBA KUCIOTA

ER/SR — engomna3smMaTnyHuii/capKoIIa3MaTHUHAN PETUKYITYM
HEPES — 4-(2-rigpokcuerwin)-1-minepa3uHeTaHCyIb(POHOBA KUCIOTA
INM — BHyTpiIIHS simepHa MeMOpaHa

IP3; — iHO3UTON-1,4,5-Tpudochar

IP3RS — iHo3uTON-TpHdOChaTHI perenTopu
LCC-kananu — KaTtioHH1 KaHaJIM BEIUKOI MTPOBITHOCTI
MAChR — MyckaprHOBI-aIleTHIIXOJIIHOBI PELIETITOPH
NAChR — HIKOTHHOBI-aICTHIXOIIHOBI PEUCHTOPH

NE — snepna o6omonka

NMDG — N-metun-D-rimrokamin

NPC — koMIUIeKC SiICpHUX TIOP

ONM — 3oBHIIIHS sAepHA MeMOpaHa

P, — IMOBIPHICTh BIJKPUTOTO CTaHy

RyRs — puanoaunoBi perientopu

SNR — cmiBBiHOIIEHHS] CUTHATY JI0 IIIyMY

TEA — teTpaeTuiaMoHii

Tris — Tpic-(TiIpOKCUMETHII )-aMiHOMETaH

VSD — oMeH ceHcopa MOTeHIIany

®I'M — pyHKIis TYyCTHHY MOBipHOCTI
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BCTYII

AKTYyaJIbHICTBh TeMM. SIIpo — HaliBaXKJIMBIIlIa OpraHesia, BAHUKHEHHS K01 (pa3oM 3
CH/IOTUIa3MAaTHYHUM PETHUKYJITYMOM Ta MITOXOHJPISIMU) C(HOPMYBAJIO €BOIIOLIHHO HOBHIA
JIOMEH OpraHi3MiB — eykapioTu. CTpyKTypHO-(YHKIIIOHAJIbHA OpTaHi3allisd sapa 3ajlisHa y
30€peKEeHH1 Ta TPAHCKPHIILI TeHeTHYHO1 1HpopMmarlii, 1o 3ade3neuyerbest cuate3oM PHK
1 IEPEeMIIICHHSIM HEBEIMKUX MOJICKYJI Ta 10HIB KPi3b SAEPHY 000JIOHKY, YTBOPEHY JBOMA
MeMOpaHamu. DYHKIIIT sIpa 31HCHIOIOTHCS Yepe3 PI3HOMaHITHI CUCTEMH TPAHCIIOPTY, SK1
OepyTh y4acTh y MEpPEMIIICHHI MOJEKYI Kpi3b OOOJOHKH sI/ipa, a TaKOK BUBUIBHEHH1 Ta
MOTJIMHAHHI 10HIB, Ta SKi MalTh TOHKUM MeXaHi3M B3aemoperymsmii. Jlo 1ux
TPAHCIIOPTHUX CHUCTEM HaJIeKaTh 10HHI KaHAJIM, sIKI OMOCEPEAKOBYIOTh (PyHJIaMEHTabH1
KJIITAHHI TPOLECH, MOYMHAKYM BIJl MOAUTY KIITHHU Ta 3aKIHYYIOYM ii 3aruOesuiro.
30kpeMa, KaHaId SAEpHOI OOOJIOHKM OepyTh ydacTh B PETYJIlii eKcrpecii TIeHiB,
3a0e3MeUeHHI CHHANTUYHOT TUIACTHYHOCTI, BHYTPIIIHBOKIITUHHIN curHaizamii tomo [1-
5]. Mexani3Mu peryJisiiii [ux MpoIeciB 3a1ekaTh BiJl 3aKOHOMIpHOCTEH (DYHKI[IOHYBaHHS
3aJly4deHHX 10HHMX KaHallB Ta iX CTPYKTYPHHX OCOOJMBOCTEH, SKi BH3HAYAIOTh
YYTJIUBICTh JO 3MIHUM TPAaHCMEMOpPAHHOIO TMOTEHIIady Ta XIMIYHUX MOMAYJSTOPIB.
30BHIIIIHI CTUMYJIM BUKJIUKAIOTh KOH(MOPMAIIiiiHi 3MIHA 10HHOTO KaHaly, sIKi OMHCYIOThCS
KIHETUYHUMHU MOJEIISIMUA 3 BHU3HAYEHOIO KIJIBKICTIO CTaHIB Ta KOHCTAHTAMH IIBUIKOCTI
nepexogy MiK HuMHU. CTpykTypa Ta (YHKIIi KaHaJiB TICHO TMOB’si3aHI MIXK COOOIO.
JocmimkeHnHss 010(i3MYHMX BIACTMBOCTEH KaHAJIB Ta I1X MOJYJSII Mae Ba)KIUBE
3HAYEHHsI, OCKUIbKU (POpMye mornepeaHi ysBICHHS PO OKPEMIi eJIeMEHTH Oy/1I0BU MEBHOTO
THUITY I0HHUX KaHAJIB Ta BIJIKPUBAE MOXKIIUBOCTI JIJIS X TIOAAJIBIIOTO BUBUEHHS [6, 7].

Ha Tenepimmniii yac BijoMo 6arato pi3HUX 10HHUX KaHATIB, SKi ICHYIOTh B SIACPHIN
o6omonirl. 3okpema, 0ynu onucani [PsRs Ta RyRs, Hu3ka kaTioHHUX Ta aHIOHHUX KaHAIB,
a TaKOXX TOTEHIIaT-KepOBaHi 1 KajbllifakTHBOBaHI KajieBi kaHamu [8-14]. Pisui Tumnwm
KaHaliB Oyiyd BUSABICHI Ha OOOJIOHIN Spa OOIMTIB, Kap/iOMIOIUTIB, TEMAaTOIUTIB,
allMHAPHUX KJITUH MIJUUTYHKOBOI 3271034, BOJIOKHAX MONEPEYHOCMYTacTUX 1 IIaJeHbKUX
m’s3iB, HeripoHiB [ITHC Ta inmmx kmituH [15-21]. ®akTryHO JMIIE OJUHHIN 3 I[HOTO

PI3HOMAHITTSI ONMHCAHMX KaHATIB € JeTaJbHO JOCHIIKEHHMH B aCMEKTl iX KIHETHKH,
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CTpyKTypu Ta (i3iojoriyoi pomi. BignoBimHo, BIACYTHICTH Takoi iHGopMamii y
JIOCTaTHHOMY 00Cs31, YCKIIAJHIOE MOJCIIIOBAaHHS T4 KOMIUJIEKCHE PO3YMIHHS MPOIECIB, 110
SAKUX 3aJIydeHa s/IepHa 000JOHKA Ta sIKl OMIOCEPEIKOBYIOTh OCHOBHI (PyHKIIIT siapa. Binrak
3QJIMIIAIOTHCS HE 3’SICOBAHUMHU MEXaHI3MU PO3BUTKY MATOJIOTTYHHUX CTaHIB, NMOB’SI3aHUX 3
MOPYIIEHHSIMHU ITUX IPOIECIB, Ta MOTEHIINHHI e€()EeKTHUBHI NIJISAXH YCYHEHHS IIMX CTaHIB
[22].

B mHeliponax IlypkiHbe MO304Ky Yy BHYTpIIIHIA MeMOpaHi sapa HaHOLIbII
PO3IMOBCIO/IPKEHI CIIOHTaHHOAKTUMBHI KaTioHH1 kaHamu Benukoi mnpoBigHocTi (Large
conductance cationic channels, LCC) [20]. Lli xkananmu maroTh npoBigHicTs 200 nCM, BOHH
CEJICKTHBHI /10 MOHOBAJICHTHUX KaTIOHIB, a IIUJIBHICTh iX PO3TalllyBaHHS B CEPEAHHOMY
ckiagae 3-5 kaHamiB Ha 1 MKM2 IOBEpXHI MeEMOpaHu siipa. Y siepHiid 00OJOHI KIITUH
[MHC Takoxx Oynu omucaHi KaHaIM mipaMigHUX HelpoHiB ausiHku CAl Ta rpaHylsspHUX
HCHpOHIB Timokamma i3 moaiOHMMK XapakTepuctukamu [23]. Hi amiHOKHCIOTHA
nociiioBHicTh LCC-kaHamiB, Hi X CTPYKTypa, Hl (1310JI0T1YHA POJIb AOTENEP HEBIIOMI.
IcHye rinmoTesa 110, 11l KaHaIW 3aTydeHi 10 popMyBaHHS OallaHCy 10HIB Kajito 1o 00uaBa
OOKM BiJ 30BHIIIHBOI Ta BHYTPIIIHbOI MeMOpaHU OOOJIOHKHU sAnpa. TakuM UHHOM,
BIUTMBAIOYM HA 3apsAll SJAEPHOI OOOJOHKH, BOHM MOXYTh BIUIMBATH Ha TPUBAIICTh
KJIBI[IEBUX CHUTHAJIB B IIUTOIIa3Ml Ta HYKJIEOIUIa3Mi KIITHH — HaWBaXIUBIIINX
¢denomeniB kniTuHHOI curHamizanii [20]. [imore3a mpo KOMITEHcaIlit0 HETATHBHOTO 3apsiTy
AepHOi OOOJIOHKHA NHUISIXOM 3BOPOTHOTO TOTOKY TO3WTHMBHO 3apsKEHUX 10HIB, SKa
npononyerbest st LCC-kaHalliB HE € YHIKQJIbHOK, @ BUCYBA€THCS TAaKOX JJIsl 1HIIMX
THUIIIB KaHAJIB sSACPHOT 000JIOHKK ab0 €HJI0-/CapKoIlIa3MaTHYHOIO peTukyiayma [24, 25].
JIoist miATBEpKEHHS, CIIPOCTYBAHHS Y YTOYHEHHS IIi€l TimoTe3n KaTacTpodiuHo Opakye
EKCIIEpUMEHTAJIbHUX JaHUX M0A0 O010(i3nyHuX Ta (apMaKOJIOTIYHUX XapaKTEPUCTHUK
BKa3zaHuX kaHamiB. [TloBinomsiiocs, mo LCC-kananu maroTh noBuIbHY KiHeTuky [20], ane
BIJNIOBIIHA MOJIEJIb IO LbOTO Yacy BiJACYTHs. Lle mpuHIMIOBO YCKIIAQIHIOE MOCIIIOBAHHS
MPOIIECIB, IO SKUX MOXYTh OyTH 3ajlydeHl III KaHaliu, Ta OOMEXye MOXJIMBOCTI
BU3HAYEHHS MEXaHI3MIB BIUITMBY MOAYJATOPIB pi3HOI mpupoaud. OKpiM IbOro, paHilie He
Oyno BusiBjaeHO xoaHuX OjokartopiB LCC-kaHamiB, a BIACYTHICTh 1H(oOpMaIli mnpo ix

dbapmakonoriyHuil Mpodiabr € CYTTEBOI TEPETNOHOI0 Ha MUIAXYy 10 BHU3HAYCHHS
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MOJIEKYJISIPHOT 1IEHTUYHOCTI Ta (i310J70TIYHOT PO, Ky BOHU BHKOHYIOTh. TOMYy, IS
PO3BUTKY MOAANbIIKX HyHAAMEHTAIbHUX AocikeHb LCC-KkaHaiB MOIIyK TaKUX CIIOIYK
Ta OIMKC MEXaHI3MY iX JIii € BUKIIOYHO aKTyaJIbHOIO 3371a4€l0.

3B's130K po00OTH 3 HAYKOBMMHU NpPOrpaMaMu, IjiaHamm, TeMamu. J{ucepramiiny
poOOTY BUKOHAHO B paMKax HayKOBO-JIOCTITHOI TeMaTHUKH BTy [HCTUTYTY dizionorii
iMm. 0O.0. boromomeiis HAH Vkpainm “KiniTuHHI Ta MOJEKYJISIpHI MEXaHI3MHU
(GyHKIIOHYBaHHS HEHPOHIB TOJIOBHOTO MO3KY B HOpMI Ta martojorii’, Ne aepkaBHOi
peectpamii 0113U007275, sika BxoauTs 10 3BeneHoro mwiany H/AP HAH Vkpainu.

Mera i 3aBaaHHsa JAocJailkeHHA. MeToro poOOTHM OylI0 BHU3HAYUTU 3MIHU
napameTpiB TpancMeMOpaHHux cTpymiB LCC-kaHamiB Ml BIDIMBOM HU3KH MOJYJIOIOYUX
(dakTopis.

JInst nocsiTHEHHS 111€1 MeTH HE0OX1JTHO OYyJIO BUPIIIMTHA HACTYITHI 3aBJIaHHS:

1. 3naittu epextuBHi 61okaTopu LCC-kananis.

2. OxapakTepu3yBaTH MOMYIIOIOYMA  BIUIMB  3HAWACHUX  OJOKAaTOpiB  Ha

TpancmeMOpanHi ctpymu LCC-kaHamiB.
3. Ouinnt e(deKkT MBHUAKOTO OJOKYBaHHS 3 BHUKOPHCTAHHSAM CIIPOIIEHOT
KIHETHYHOT MOJIEJII.

4. BubOpartu anekBaTHy KiHeTuuHy Mojenb LCC-kaHamiB.

5. BusHaunTu mMexaHi3M Ail LIBUJIKUX OJIOKATOPIB 3 BUKOPUCTAHHSAM BCTAHOBJIEHOI

anexBaTHOI kKiHeTH4YHOI Moem LCC-kaHamiBs.

O6'exkm oocnioncenns — LCC-kaHamm BHYTPIIIHBOI SAEPHOI MEMOpaHU HEHpPOHIB
[Typkinbe MO304Ka IIypa.

IIpeomem oOocniodicenns — 3MIHU TapaMmeTpiB TpaHncMmemOpanuux ctpymiB LCC-
KaHaJIIB, BUKJIMKaHI MOJYJIOIOYUMH (aKTOpamHu.

Memoou oocniodcenns: peecTpallis CTPyMiB MOOJUHOKHX KaHAIIB BHYTPINIHBOI
MeMOpaHu sJpa 3 BUKOPWUCTAHHSAM TMETY-KIEMIy B pekuMi Gikcarii TOTEHIany B
KoH(irypamii inside-out, aHami3 B-po3moAlLTy aMIUIITyAHMX Trictorpam crtpymiB LCC-
KaHaJIB.

HaykoBa HOBH3HA oJep:kaHUX pe3yJbTaTiB. Brnepie 3Haiineno 6mokarop LCC-

KaHaIiB BHYTPIIHbOI MeMOpanu siipa — d-tybokypapun (dTC), oxapakrepu3oBaHO HOTO
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BIUIMB HA CTPYMHU IIMX KaHamiB. Brmepiie moka3aHo Ta OXapaKTepU30BaHO BIUIMB 10HIB
raponiHito Ha LCC-kananu. BusiBieHo Ta AeTalbHO OMUCAHO BIUIMB TaJlJIaMIHY Ha CTPYMHU
LCC-kanamniB. [IpoaHanizoBaHO BIUIMB MPUPOAHHUX OTPYT ITSITH OTPYWHUX TBApUH Ta
BU3HAUCHO fKa 13 HUX HaWOLIBII IMEPCIEKTUBHA JUIS MOAAIBIIOr0 (pakiiOHyBaHHS 3
METOI0 BHUJIJIEHHS BUcOKoadiHHOro Onokartopa. Omnucana kiHetuka LCC-kaHamiB y
CTaIllOHAPHOMY Ta HECTAI[IOHAPHOMY CTaH1, 0XapaKTepHU30BaHO MOBLIHHI Ta MIBHUIKI MOIIT
B peecTpalisax INOOJMHOKUX KaHaliB. BuspneHo koHdopwmariiiiiai ctann LCC-kaHamiB
TPUBAJICTIO B JI€KUJIbKa MIKpOCeKyHJ. Bmepiie cTBopeHa ajieKBaTHAa KIHETHYHA MOJEIb
s LCC-kaHamB Ta BCTAHOBJICHO, IIIO TOIOJIOTIA ITI€l MOJIEdl BKJIIOYaE€ B ceOe OauH
BIJIKDUTUN CTaH, OJMH MiJIPIBEHb Ta TPHU 3akpuTtux crtanu. Ha 06a3i oTrpumanoi momeni
MapkoBa pO3KpUTO MEXaHI3M JAii TaJulaMiHy Ta 3pOO0JIeHO MEBHI MPUIYIIEHHS MpO
cTpykTypHi ocobmuBocti LCC-KkaHamiB.

TeoperuuHe Ta mNpakTUYHe 3HAYEHHS OJepKAHMX pe3yabraTiB. OTpumani
pe3yJbTaTh MaloTh, MEpeayciM, (yHAaMEHTaJlbHE 3HAYEHHS, OCKIJIbKM BOHHU BIIEpIIE
JETANBHO XapaKTepu3yloTh KiabkicHO KiHeTuKy LCC-kananiB. Po3poOieHo anekBaTHY
KIHETUYHY MOJesib MapKoBa, 110 nependayae OCHOBHI CTaHU, B SIKUX NepeOyBae 10HHUN
KaHaj, Ta TEPeXOoad MK HUMH 3 BIJAMOBIIHUMH KOHCTaHTaMU IIBHUAKOCTI. OTpuMaHi
pe3yJbTaTH HAJal0Th HOB1 MOXJIMBOCTI ISl MOJAJBIIOTO aHAMI3y MEXaHi3MiB MOYJISIT
LCC-kanasiB miJl BIUIMBOM HIMPOKOTO CIEKTPY (akTOpiB, B TOMY YHCIi TPU B3aEMOZIT 3
PI3HUMH MOJIEKYJIaMUA Ta 10HAMH, a TaKOX MJIs JTOCHIJPKEHHS BOPITHOTO MEXaHI3My Ta
CTPYKTYPHO-(YHKIIIOHAIBHUX 3B’S3KIB. 3HAM/IEHI OJIOKATOPU BIEpLIE OKPECIIOIOThH
dbapmaxosioriyauit  podias LCC-kaHamiB 1 BIAKPUBAIOTH HOBI TEPCIEKTUBU IS
MalOyTHIX JTOCTIKEHb 1XHBOI (h1310JI0TTUHOT POJIi, a OMKHC MEXaHI3MY Jiii ITUX OJIOKaTOPiB
J03BOJISIE OTPUMATH BIJOMOCTI PO CTPYKTYPY LIUX KaHAIIB.

Ocoluctuii  BHecOK  3100yBaya. ABTOpOM  OCOOWCTO  BHKOHAHI  BCi
eNeKTPO(DI310JIOTIUHI EKCIIEPUMEHTH, 3allPOIIOHOBAHA IHTEPNpETaIlisl X Pe3ynbTaTiB Ta
chopMysbOBaHI BUCHOBKH. AHAJI3 IIBUJKUX MOJIA MPOBEAECHO Pa3oM 13 CIIBPOOITHUKOM
BiAAUTYy (13UKO-XIMIYHOI OloJorii kimiTUHHUX MeMmOpaH Omnekciem JIyHbKOM. ANroputm
CUMYJISILIIT peecTpallii CTpyMiB 4Yepe3 MOOJMHOKI 10HHI KaHAJIM Ta IMaKeT CKPHUIITIB IS

aHami3zy [-posmominy rictrorpam B mporpamHomy 3aOesrneueHHi MATLAB Oyno



15

po3pobnero Omnekciem JlyHpbkoMm. Bu3HaueHHS MeTU NOCHIKEHHS, TUIAHYBAaHHS POOOTH,

00TOBOpPEHHS Pe3yIbTaTiB EKCIEPUMEHTIB MPOBOIAMINCS 32 YYaCTlI HAYKOBOTO KEPIBHUKA.

Anpobania  pe3yabratiB  aucepramii. OCHOBHI  TIOJIOKCHHS — JUCepTarlii

I[OHOBiI[aJII/ICL Ta O6FOBOpIOBaJII/ICI> Ha:

V konrpec YkpaiHCbKOTo TOBapucTBa HelipoHayk, Kuis, 2011;

VII International Symposium “Actual problems of biophysical medicine”, Kyiv,
2012;

IT Scientific Conference of Young Physiologists “Physiology: from Molecules to
the Body”, Kyiv, 2012;

IIT Scientific Conference of Young Physiologists “Physiology: from Molecules
to the Body”, Kyiv, 2013;

International Conference "Mechanisms of functioning of physiological systems”
Lviv, 2014;

XIX Congress of Ukrainian Physiological Society with international
participation dedicated to the 90th of academician P.H. Kostyuk, Kyiv, 2014;
International scientific conference "Shevchenko Spring", Kyiv, 2016;

XX Congress Ukrainian Physiological Society with international participation
dedicated to the 95th of academician P.H. Kostyuk, Kyiv, 2019.

Iy6aikamnii. 3a maTepianamu qucepraiii ony0aikoBaHo 16 HayKoBUX poOiT, y TOMY

yucii 6 crared y ¢axoBuxX HayKoBUX XypHajax Ta 10 Te3 gomoBijell Ha KOHTrpecax,

3'i31axX 1 KOH(epeHLsX.

Crpykrypa Ta ob0csar aucepramii. Jlucepranis ckianaerbcs 31 BCTYMy, OTIISALY

JITEpaTypH, OMHCY MarepiaiaiB 1 METOMIB JOCHIHKCHHS, BUKIAJICHHS pe3yJbTaTiB

JOCIIIJIKEHHSI, OOTOBOPEHHS PE3y/bTaTiB, BUCHOBKIB 1 CIUCKY BHUKOPUCTAHUX JKEped,

akuii  BKIrowae B cebe 305 mocumanb. PobGora Bukmamena Ha 155 cropiHkax

MaITUHOMMCHOTO TEKCTY, MICTUTh 5 TaOIuUIlh, TPOUTIOCTpOBaHa 47 PUCYHKaMHU.
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PO3J1J 1. OI'JIAd JIITEPATYPU

1.1. Crpykrypa Ta ¢pyHKUii 000JI0HKH sAApa

Slnpo KIITUHU BMINIy€ TEHETHYHY 1HQOpMAII0 OpraHiaMy, 3abes3nedye
MOJICKYJISIPHI ME€XaHI3MH, SIK1 JIeKaTh B OCHOBI Mpoliecy perutikarii 1 Tpanckpuniii JJHK
Ta BIJIFpa€ KPUTHYHY POJb Yy PEryisauii pizHUX KNTHHHUX (yHKid. g ckimagHa
CTpyKTypa 3 yHikampHOWO OymoBoto (Puc. 1.1) chopmomana srytpimmboto (INM) Ta
30BHIIHBOI0 (ONM) MeMmOpaHamu, BIJOKPEMIICHUMH MiX CO0OI0 TEpUHYKICAPHUM
IIPOCTOPOM, SIKI pa3oM cKiIanaroTh sjuepHy 000joHKY (NE), mo BigmekoBye sapo Bif
LIATOILIA3MH. [lepunykiieapHuii pOCTIp MOEAHAHUI 3 JIIOMEHOM
eH10/capkoria3maTiuHoro perukyiayma (ER/SR) 1 BHKOHye posiib KabI[iEBOTO JIEIO
KJIITHHHU 3aBJSKH HASBHOCTI B HbOMY IIIJBUIICHOI KOHIICHTpAIl 10HIB Kaibiio [5, 26].
INM 1 ONM npounusyrotsh Beiauki komiuiekcu siaepHux nop (NPC), ski 3a0e3neuyrorh
JIBOCTOPOHHIHM MOTIK 10HIB Ta MoJiekyJ [27, 28]. INM B3aemoie 3 siiepHUM MAaTPUKCOM, a
ONM noeanana 3 ER/SR 1 mictuth prOocoMu. MaTpHKC Aapa — [ie Mepexka BOJIOKOH, IO
3HaXOASAThCA B HYKJICOIUIa3Mi 1 € aHAJIOroM KIITHHHOTO IIMTOCKENETy, fKa pa3oM 3
JaMiHaMM JI0NIOMarae B oprasizaiii reHeTH4Hoi iHpopmarii. JlamiHu 3a OyJI0BOIO CXOXI
70 SEPHOTO MAaTpUKCy, aje He MOIIMPIOIOTHCS MO0 BChOMY O0’€My HYKJIEOIUIa3MH, a
J0Kasi3oBaHi 03K 10 moBepxHi INM [29, 30]. B nykiteomia3mi BUSIBICHO CTPYKTYPY 3
caiiTaMu 3B'sI3yBaHHs Ui Tarncurapriny, IP; ta pumanomuny, siky mo ananorii 10 ER,
HA3BaHO HyKJIeOTUIa3MaTHIHUM peTuxkyiTymom (NR). [Tpunyckaersces, mo NR moxe Opatu
y4acTh B KaJIbI[I€BIH cUTHAMI3aI] Bcepenuni spa [31, 32].

INM ta ONM MicTiTh yHIKalbHI HaOOpH TpaHCMEMOpPAaHHHMX OUIKIB SIEPHOI
000JIOHKH, OJIHI 3 IKUX MOXKYTh OyTH CHEIU(pIYHUMH TUIBKH 10 BHYTPIIIHHOI MEMOpaHH i
B3a€EMOJIIATH 3 XpoMaTUHOM (Taki sk LEM), Toai sk 1HIII KOHTAKTYIOTh 3 JIIOMEHOM Ta
30BHiIIHBOI0 MeMOpaHoio (SUN) [33]. biaku SUN dopmytoTs 3'€qHaHHS 3 HECIPUHOM Ha
ONM, TakuM 4YMHOM YTBOPIOIOYH JIHKEp HyKJeockeneTy Ta uurockenery (LINC), sxuii
BOXJIMBUM i1 MEXaHIYHOI TPaHCAYKIl CUTHaly, IO PEryjl€ TeHOM, KIITUHHY Ta
SIEPHY MEXaHIUHY CTIHKICTh 1 3a0e3medye MexXaHiuHi 3'€ JHaHHS, HeOOX1THI JUTsl KIITUHHOT

ta saepHoi wirpamii  [34-36]. bararo Oinkie INM  B3aemogitote 3 JIHK,
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TpaHCKpHUMIiHHUMEU (dakTopamu 1 Qakropamu croravicuary  [37, 38] chpusiroun
IPOCTOPOBIM opraHizaiii reHoMy TMiJ Yac PO3BUTKY TKaHWHU. [lopyilleHHS 1HOTO
MEXaHi3My B3a€MO/IIi, Taki sIK MyTailii OUTKIB, MOXE MPU3BECTH 0 HU3KH MATOJOTTUHUX
CTaHIB, K1 HA3WBAIOTHCS JIAMIHONATISIMHU, OUIBIIICTh 3 SKUX € TKAHUHHO-CHENU(PpIYHUMU
[39]. 3okpema, kilbka COTCHb MyTalliif, acOI[IHOBAHUX 3 PI3HOMAHITHUMH XBOPOOaMH,
Oymu BigmiueHi B reHi LMNA, sikuii xoxye ABa OCHOBHUX apXiTEKTypHI KOMIIOHEHTH
s7IepHOi 000JIOHKH — O1JIKU MPOMiXKHUX HUTOK Jiaminu A 1 C [40].

CkpuHIiHT TpaHcMeMOpaHHUX OinkiB Saccharomyces cerevisiae BusiBuB, mo 6%
BCbOI'O TEHOMY JAPUKJDKIB MPUIIAJa€ HAa BHYTPIIHIO MeMOpaHy siapa, a 35% i3 HuxX
CHIBIAAIOTh 3 EHAOIUIA3MATUYHUM PETUKYJIYMOM Y BUIIHMX eykapioTiB [42]. BBaxaeTncs,
0 TOYHUM CKJIaJ TpaHCMEMOpaHHUX OUIKIB BHYTPIIIHBOI SIIEpHOI MeMOpaHu He

MOBHICTIO 3’COBAHO, TOMY III0 1CHY€ MMOBIPHICTb, 110 OLTKU, SIKI MICTSITHCS Y HEBEIUKIN

pudocomu

XpOMaTHH

TIePHHYKIICapHHIT TIPOCTIP

Puc. 1.1. Cxemamuune 306padsxcenns saopa kKuimunu 3 epauynapuum ER, saxuil
micmums  pubocomu. Hyxneonnazma pazom 3 XpomamuHoOM 020pMAEmMbCs 080Ma
a0eprumu memopanamu — snympiwnvoro (INM) ma 3o06niwunvoro (ONM), mioe axumu
3HAXOOUMbCS NEPUHYKIEAPHUL NPOCID, WO CAYHCUMb Kalbyiesum oeno K i nomen ER.
Obuosi membpanu s0pa noeoHaui Komniexcom soeprux nop (NPC). Jlaminu
PO3MAUIO8ati HA BHYMPIWHIL NOBEPXHI BHYMPIWHLOI MeMmOpanu s0pa ma € il
mapxepom. INM ma ONM 0ooamkoeo noe€oHani Mmixc coO0w0 niHKepamu KOMNIEKCi8

Hykneockenemy ma yumockenemy (LINC), wo ckraoaromocs 3 oinxie oomenie SUN ma
KESH. (Moougixosano 3 [41]).
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KUTBKOCTI a00 Ti, SIKI MalOTh CENEKTUBHI (POPMHU eKCIpecii BIAMOBIAHO IO KIITHUHHOTO
THUITY, 3QJIMIIAI0THCS HEe BUsBIICHUMH [43].

Jlimiau, SIK CTPYKTYpHI €JIeMEHTH SAepHOi OOOJOHKH OepyTh y4acTb B peryJisilii
xopctkocTi ik NE, Tak 1 ssmepHoro Marpukcy. BoHu 3aiydeHHi o npoiiecy ayOJroBaHHS
JOHK, perynsmii  ekcrpecii 1 TpaHckpuniii reHiB [44]. 3arampHHil  BMICT
riikodocdomnimiaiB y sapax ctaHOBUTH 3% Big Mac, ToAl Ak /5% mnpumnangae Ha OUTKU Ta
22% mna JHK. Cepen rmikodocdomimniaiB HaiOUIblIa KUIBKICTh MNPHUMIAAaE Ha
dbocharuamninozurondpocdar Ta iHmI 1N0AIHOCPOIHOZUTUIU, SKI B 3araJbHOMY
MEepPEeBAXKAIOTh B sAPi, MOPIBHSAHO 3 MJIA3MAaTUYHOIO MEMOpaHOI0, A€ iX KIJIbKICTh 3HAYHO
MeHma. Ha BifMiHY Bijl IbOTO, XOJECTEpOdy OuIblIe B IIa3MaTH4HIN MeMOpaHi, HIXK B
anepHii. CQiHroMienin - 1e HaWNOIIMPEHIWH CcOIHrommiag B SApl, SKAA pa3oM 3
dbochaTUIMIXOIIHOM YacTKOBO TOB'SA3aHUN 3 XOJECTEpOJIOM Ta OlIKaMH 1 YTBOPIOE
JimiIHO-01IKOBI KOMIUIEKCH Ta Oepe ydacTh y mepenadi curHamiB depe3 NE [45, 46].
Cdinrominian ta riaikocIHrOMIMIAA Yepe3 IpsiMi Ta OMOCEPEIKOBAHI MEXAHI3MH BIUIUBY
MOYKYTb CIIPHSATH 3aXHCTy KIITHHE HUIIXoM perymoBanns [Ca”']; [47-49].

Pi3Hl TuMOM KIITHH MOXYTh MaTh pi3HYy GOpMU sifep, L0 MOB’A3aHO 3
TPAHCKPHITIIHHOK aKTHBHICTIO KIITHHH Ta peryisiiro ekcrpecii rexis [50]. 3mina hopmu
sqipa, CIIPUYMHEHA CUHANITUYHOIO aKTHUBHICTIO TOJICTIIYE Tepeady CUTHAIIB KaJbI[IO Ta

MOJK€ TTOCHJIUTH TPAHCKPHIIIIIIO PEryIbOBaHy KaJbI[IEBUMHU CHTHaIaMHu [51].

1.1.1. IloTeHuiaj cIOKOIO0 A/IePHOI MeMOpaHH

[lepmi QyHKIIOHANBHI AOCHIIKEHHS SiAepHOI MeMOpaHu Oynu MpoBedeHl Ha
nodatky 60-x pokiB JIboBeHmTaiitHoM 1 KanHo, siKi TOKa3aiu eNeKTPUYHUMN OIip, EMHICTh
Ta PI3HHIIO MOTEHIIaTy MK sSapoM Ta ITomiasMoro [52]. us pisHux 00’€KTiB
JOCIIJKEHHST 1151 PI3HUI BapitoBaiacs 1 cTaHoOBWjia mpubiam3Ho —15 MB B kimithHax
ciuuHoi 3amo3u Drosophila flavorepleta [52] ta 0 MB B oorurax am¢i6iii [53]. Takox
BOHU TMPOJEMOHCTPYBAJIM, IO MOPYUIEHHS LUIICHOCTI SIIEPHOT OOOJOHKHU JIIKBIIYE
PI3HUIIO MOTEHI[lAly MIX IUTOIUIa3MOK0 Ta Hykieormiazmoro [52, 53]. Kpim 1poro,
BUSIBWIOCS, 110 TTOBEPXHS sAJipa y PI3HUX 00’ €KTIB MOXKE MaTH PI3HHUU OMip Ta EMHICTb, 1110

MOXke OyTH MOB’SI3aHO 13 CTPYKTYPHUMHU Ta (PYHKIIOHAJIBHUMHU OCOOJIMBOCTSMHM SIJICPHOT
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obonmonkn mmx kmituH [53], [54]. B mepmmx meTd-KIeMIl eKCIepHUMEHTaX Ha sapax
MPOHYKJEYCiB Mulied Oyno 3adikcoBaHO IMOTEHIIA] CIOKOK SAEPHOI OOOJIOHKH, SKUH
cranoBuB npuOim3HO -10 MB [55]. 3a momomororo mery-xiiemn B kKoHpiryparii whole
nucleus, sika € anamoriunor mo Whole cell, ame Ha sApl KIITHHH, BUMIPSIIM, IO sapa
MOPCBHKOI 3ipkd MaroTh ToTteHIian 4-30 MB 1o BiHOIIEHHIO JO IUTOIIa3MH, a TaKOX
omip 10-20 MQ Ta Bxigny emHicTh 20-50 n® [56]. B iHmUX q0CciiHKEeHASIX Ha OOIUTAX Ta
Ha sapax KITHH MEYIHKH JIOPOCIUX MHUIIEH BUSIBUIIM BIJICYTHICTh IEBHOTO IMOTEHIIATY
crnokoro [57, 58].

Ha renepimHiii 4Yac npuilMaeTbcs, IO MNOTEHLIaN sjaepHoi MeMmOpanu Ta ER
konuBaeTbest Olmgs 0 mB. BBakaeTbcs, mo 1€ TMOB’A3aHO 13 OCOOJIMBOCTIMU
(YHKLUIOHYBaHHS TPAaHCIOPTYIOUMX CHUCTEM, JIOKAII30BaHMX Ha IMX OpraHenax Ta ix

npoHukHicTio [16, 59, 60].

1.1.2. BHyTpillHBOKJITHHHMI iOHHMI cKJIa]

[Ipomecu, siki BiAOyBalOThCS BCEpEAWHI KIITUHM, SIK 1 TMo3a 11 MeXaMu,
OMOCEPEAKOBYIOTECA ~ AKTHBHICTIO 10HHMX KaHalliB, pPYLIHAHOW CHIIOIO SIKOi €
enekTpoximMiyHuii rpamieHT [61]. TloTik ioHIB 4Yepe3 kaHaa OOYMOBJICHHW HE TUIBKU
3MIHOIO MOTEHIIaTy Ha MeMOpaHi (a00/1 HasSBHICTIO JIIraHza), aje 1 iX KOHIIEHTPAIII€I0 TO
obunBa O00ku MeMOpaHu. [OHHMI CKJaJ UUTOIIIA3MHU, HYKJIEOIUIa3MU Ta JIIOMEHY Y
B3a€MOIIOB ’A3aHUN 3 010(I3UYHUMHU XapaKTEPUCTUKAMU BHYTPIIIHbOKIITUHHUX 10HHHUX
KaHAJIIB Ta iX (YHKLIOHYBAaHHSAM B (P1310JI0TTYHUX MpOLIEcaXx.

[Teprri BuMipu i0HHOTO CKiIaay sapa Oyiu 3pooseHi B 1949 pori [62]. BBakaetbes,
mo cmiBBimHomenns K' B mmroruiasmi Ta saapt 0,9 + 0,2, a KoHUEHTpalis Na® ne
BIZIPI3HAETHCS MDK IIMTOIJIA3MOIO Ta IHIIMMH KoMmapTMeHTamu [63], ame pesynbraTu
eKCMEPUMEHTAIbHUX JTaHUX JOCUTH CHIIBHO BapilOIOThCS. 30KpeMa, B HYKJIEOIUIa3Mi siiep
NEYIHKA KOHIIEHTpallis 10HIB HaTpito craHoBWia 131 MM, B Toi yac sk B LUTOIUIa3MI
BusBin 10 MM, a KOHIIEHTpaIlisi 1OHIB Kajifo B Hykjeoruasmi - 264 MM [64].
[IpumyckaeTbcs, 1O BHUMIPSAHI B OOLMTAaX CIIBBIIHOIIEHHS 10HIB BIJPI3HSIOTHCS B

3aJIe)KHOCTI Bij| cTamii po3BUTKY KiaiTuHU. Hampukian, y Rana temporaria xoHieHTparris
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10HIB HATPIIO B SZIP1 B Pi3HI mepioau migsuiryBaitacs 3 9 MM o 190 MM, a kKoHIIeHTpaItis
10HIB KaJliio, HaBIaKW, 3MeHInyBajacs 3 126 MM go 28 MM [65-67]. B Heliponax
criaHOro Mo3Ky [Na']i B cepemHpoMy eMOpioHaTEHOMY PO3BHTKY jgocsrae ~ 60 MM, a
IOTIM 3HIXKYEThCSA 10 ~ 30 MM B mi3HbOMY eMOpioHaJIbHOMY po3BHTKY [68]. Takox
B1JIOMO, 1110 KapJ1OMIOIIUTH, SIKI PO3BUBAIOTHCS, TaK CaMO SIK 1 T1 KJIITHHU, B SIKUX € TEBHI
po3NaaM, MaloTh HIWKYMii piBeHb ekcnpecii Na'/K'-AT®asu, mo mos'a3aHo 3
MiZIBUIIEHHSIM BHYTpilIHBOKITUHHOTO piBHsA [Na']; [69].

B xnitunax minii HEK293 3a momomororo HaTpiii-4yTIIMBOTO 30HIY BHSBIICHO JCIIO
MCHIIIUI piBeHb 10HIB HaTpito B sijpi (~13 MM), Hix y nuromiasMmi (~18 MM) 3a ymoB
npubimxkeHux a0 ¢isiomoriuaux [70]. TlogiOHe cHiBBiIHONIECHHS PO3MOALIY 10HIB OyJ0
BUSBJICHE B MIOLIMTAX LUIYHOUKIB ceplsl: Ha nepudepli kaiTtuHU Big 23 1o 48 MM, B
IEHTPaJbHIM YacTHHI IUTOIIA3MH (Ha BIJICTaHI BiJ IJIa3MaTHYHOT MeMOpanu) Big 17 1o
29 MM, B saepHii o0ostonI Big 43 1o 71 MM, B siapi Bix 12 mo 24 MM [71]. HatomicTs, B
IIaJIeHbKUX M 33X CyauMH Oyno BusiBieHo, mo [Na']; B uuronnasmi ta sapi Mae cXoxi
3HAYCHHS (Cepe/IHs KOHIICHTpAIls B IIMTOIUIa3Mi B criokoi craHoBuna 4,4 + 0,3 MM Ta 1
45 + 0,4 MM B sampi) [72]. B nepunyxiieapaomy npoctopi kiitTuH JiHii HEK293
KOHIICHTpAIlisl 10HIB HaTpit0 crtaHoBWiIa Oiibmie 25 MM [70], a B JIFOMEHI renaToIMTiB B
cepennboMy 84 MM, Toi Sk B HyKJeomia3mi 5-20 MM. Ha Biaminy Bij 10HIB HaTpir0 Oyi10
MOKa3aHo, 1[0 KOHIICHTPAIlis 10HIB KaJIiio B JIIOMEHI renaTonuTiB ctaHoBmia S MM [73].

BukopucToByl0uM reéHEeTUYHO KOJIOBaHI (hIFOOPHUCIICHTHI 30H]IM, YyTJIUBI /10 10HIB
Kasito nokaszamu, mo [K']; BigpisHAeTbCS Mik BHYTPIIIHLOKIIITHHHUMH KOMIAPTMEHTAMU
Ta UTOIUIa3MOI0. B siipi KIiTUHM OyJI0 BUSIBJICHO HAWBHIIY KOHIIEHTPAILIIO 10HIB Kajito
JUTSL BCIX KJITUHHUX JIiHIHN, SKI BUKOPUCTOBYBAJIHUCS B €KCIIEPUMEHTI, 3 JIOCUTh 3HAYHUM
pO3Ku0M 3HaueHb MK HuMmHU. B minii kmitud HEK293 koHueHTparisi 10HIB Kajilo B
HyKJIeoruia3mi cranoBmwia 150 MM, B Toil yac sik B kimiTuHHIN niHiT HelLa nepesuriyBana
350 MM. Taka pi3HULS B 3HAYCHHSIX, MOXKJIUBO, 3aJI€KUTh BIJl TUMY KIITHH, B IKUX MOXE
BIJIPI3HATHCS HaOlp 10HHMX KaHaliB Ha MeMmOpaHax sjapa Ta IHIIMX OpraHenax.
BinmoBigHo, Mae 3HaUYEHHS €KCIIEpUMEHTalIbHA KJIITUHHA JIiHIS Ta YMOBH KYJIbTUBYBaHHS,

a TaKOX 1HKYOalIHHUI TIepio MPOTATOM SIKOT0 OYJIH 3/iiicHeHi BuMipu [74].
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OTxe, K B IUTOIUIa3Mi TaK 1 B HYKJICOIJIa3Mi PI3HUX THIIB KIITHH KOHLIEHTPALIS
10HIB MO’K€ 3HAYHO BapiIOBATHCS, 1110, B OCHOBHOMY, MOXKe OyTH MOB’SI3aHO 13 CTaII€I0
PO3BUTKY IHMX KIITHH a00 TATOJIOTIYHUMH TMPOIECaMU. XO04a, IJIKOM HMOBIPHO, IO
PO30DKHOCTI MOXKYTh BUHUKATH 1 3 1HIIUX MPUYHH, SK TO METOJI BUMIPIOBAaHHS YM YMOBH

BI/II[iJICHHH Ta KYJIbTUBYBAHH KJIITHH.

1.1.3. IIpoHUKHiCTD s11€PHOI 000JT0HKH

[IpoHUKHICTD SiAEpHOI MEMOpaHU OIMOCEpEKOBaHA MEXaHI3MaMu CHenu(piuHOTO
TpaHcmopty [75]. A came, 3a TOTIOMOTOI0 MIKPOCIIEKTPOIIB YyTJAUBUX JIO KaIii0, HATPiIO
Ta XJIOPY BUSIBUJIM, IO PO MICTUTH JOCUTh BUCOKY KOHIIEHTPAL[IIO HATPIIO, KA KOPEIIOE
3 MIKOM MaKCHUMaJbHOI IMIBUAKOCTI METa00JIi3My aMiHOKHCJIOT 4Yepe3 OOOJIOHKY sjipa
kIiTuH TuMyca. [Iponuknicts NE BUsiBisU1acs HE OJHAKOBOIO HA PI3HUX €Tanax PO3BUTKY
KJIITUH CIMHHOI 3aJl034 KOMax Ta KOpejroBaja 13 3arajlbHUM pO3BUTKOM Ta
(YHKIIOHAILHOIO aKTUBHICTIO KIiTHH [76]. ['opMoHanmpHHMII BIUIMB € KOEQIIIEHTOM
KOHTPOJIF0O PO3BUTKY MPOHUKHOCTI SIEPHOT MEMOpaHH, OCKIIbKU JIOJAaBAaHHS TOPMOHY
pocty (eKaiCOHY) 301IBIIYBAJIO OIip SAEPHOI 000I0HKH [77], a TOpPMOHH, SIKi 3B'I3YIOTHCS
3 MEBHUMH PELENTOpaMH, MOB's3aHUMU 3 (G-OlIKaMM, MIJBHUILYIOTh NPOHUKHICTE NE 13
3alydeHHSM  IHMTOIIasMarthdHoro Ca”’.  Take KOPOTKOCTPOKOBE — PEry/IIOBAaHHS
MPOHUKHOCTI MOXE 3a0e3rnedyBaTH MeEXaHi3M, 3aBISKH SIKOMY TOPMOHH J03BOJISIOTH
TPAHCKPUMIIIHHUM (aKTOpaM Ta 1HIIMM PETYJSITOPHUM MOJIEKyJIaM TMOTPAIUIATH B SIPO,
THUM CaMUM PETYIIIOI0YN TPAHCKPUIIIIIO TeHIB Y KIITHHAX-MimeHsx [78].

31aTHICTH AJI€pHOT 00O0JIOHKH J0 MPOHUKHOCTI Ta ii peryJtoBaHHs TICHO MOB’s3aHE 3

OJTHOIO 3 HAMOUIBIIUX BIJJOMHX Ha Il Yac CTPYKTYp Ha sfpi, mo HazuBaroThess NPC.

1.1.4. sinepui nopu

ONM ta INM po3aineHi Mixk o000 HEBSITUKUM ITPOCTOPOM TOBITUHOIO TPHOIU3HO
Bchoro Juine 30-50 um [79-81]. ONM e cymixnoro 3 ER Ta ymoBHO moennyerbes 3 INM
y Tux Micipix, ae € NPC [82].

3a J0IMOMOror0 eJIEKTPOHHOT MIKPOCKOIIii 3a(h)iKCOBAHO, 110 MOBEPXHS SApA JOCHUTh

IIJIbHO BKpHTa siaepuumMu nopamu (Puc. 1.2), a ix paaiyc gocsarae npuOau3Ho 45 A [83].
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Puc. 1.2. Mixpogomoepaghis, 3pobrena 3 6uKOpUCMAHHAM HU3LKOBOILIMHO20
eIeKMPOHHO20 MIKDOCKONA, WO HNOKA3YE MUnosuil 8uenid sopa kiimuuu IlypKinve
(6rympiwnboi memopanu) 3 sdeprumu nopamu, 3niea 36invuwenus X 17000, cnpasa
oinanka iz 30inbuennam X 56000 (3a [84])

Kinekicte NPC TicHO moB’s3aHa 3 OCHOBHUMH (DYHKIISIMH, SIKI BHKOHYE SIAPO
KJIITHHU, a CaMe: YMM aKTHUBHIIIIE SIAPO B TPAHCKPHUIIILIIT, TUM O1JIbIIIE TOPOBUX KOMIUICKCIB
B Hioro o6osoHii. B3arami, NE kmitunu ccapiiiB mictutbh 3000—4000 mopoBuX KOMILIEKCIB,
a 4aCTMHA 3arajJbHOrO Tpadiky, SIKHHA MPOXOIUTH 4Yepe3 HUX NPUIIAJa€E Ha TICTOHU Ta
pubocomu. KoxkeH mopoBuil KOMIUIEKC Ma€e CKJIAIHY CTPYKTYpY, IO MPEACTaBIse COO0I0
IEHTpaJbHY MOpYy Ta OoAWH ab0 JeKUIbKa BIAKPUTUX BOJHHUX KaHAJIB, MO SKUX MOXYTb
HacUBHO NUQYHAYBATH 10HH Ta MOJEKYJIU po3mipoM mpudimsHo 1o 40 k/a [85], Toxi sk
Ok, 1mo nepeBuiryoTh 60 k/la He nmoTpamsoTh B aapo. Hlnsaxu BinbHOT nudy3ii NPC
CKBIBJICHTH1 HAIIOBHEHOMY BOJIOI0 IIUJIIHIAPUYHOMY KaHATY J1aMeTpOM MpHUOJIM3HO 9 HM 1
noexuHO 15 HM [86]. Binbmricte OinkiB 1 pubonykieinoBux kucior (PHK) 3ananro
Benuki, mo6 audynayBatu uepe3 NPC, ToMy Taki MOJIEKYJU TPaHCHOPTYIOThCS 13

3aJTy4EHHSIM TIPOIIECY, SKUM 3aJIeKHUN B TEMIIEpATypH Ta €HEPTii, a TAKOX IUTO30JbHUX
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dakropiB Tpancnopty [87]. 3okpema, yepe3 NPC mMoxe 311HCHIOBATHCS TPAHCIIOPT MPOTH
rpajiieHTy KOHIIEHTpAIlii i3 3ainy4eHHsaM manux G-0inkiB (Ran) [88].

B neiiponax simepHa 00OJIOHKA MJIACTHYHA 1 pearye Ha aKTUBHICTh KITHHH. [Ipum
IHTEHCUBHIM CHHANTUYHIN akTUBallli sijgepHa OOOJOHKAa HEUPOHIB TIMOKaMIa YTBOPIOE
inBariHarii ta mikpogoMenu [89]. Taka ckiamuacTa CTpPyKTypa Ma€ OLIbIIY KiIbKICTh
SAIEPHUX TIOp, IO CIpPHSIE€ MOCHIEHHIO TPAHCIOPTY 10HIB MIX IMTOIUIa3MOIO Ta
HykieomtasmMo [51]. TIpoHHMKHICTH sAepHOI OOOJOHKM BH3HAYAETHCS HE TLUIBKH
KUIBKICTIO T PO3MIPOM TOP, aji€ TAKOXK iX PO3MOALIOM Ta XapaKTEPUCTUKAMU CEPEIOBHUIII,
K1 BOHHU 3'€JHYIOTh, TaK 1110 BEJIMKA KUIBKICTh MOP HE 00OB'I3KOBO MPOMOpPILiHA OLTBIIII
nponukHocTi [90].

NPC wmicturs raikomporein 210, meximbka HoMeHiB skoro 3B's3yors Ca’’ B
nucreprax NE. Byno BusHaueno, mo Ca’* 3B’s13aHMil TAKHM YHHOM, MOXE PEryIIOBATH
ctpykrypy NPC Ta Buctynatu perynstopoM (yHKIT TpPOHUKHOCTI. 30Kpema, HOro
BUCHA)KEHHA MPU3BOJUTH J10 KOH(POpMaUIMHMX 3MiH, $IKI 3MiHIOIOTH aiametp NPC,
BIJTUBAIOTh HA TPAHCIIOPT Ta CEJIEKTUBHICTH, BCl Il 3MIHM MOXYTh OyTH 3ryOHUMHU IS

xitaan [91].
1.2. louHi kaHaJIU 000JIOHKH siApa

1.2.1. KaabuieBi kaHaau

IHo3uTo-1,4,5-Tpudochar akruBosani (IP3RS) Ta puanoaunosi perenropu (RYRS)
— JIBa OCHOBHI TUIM BHYTPIUIHBOKJIITUHHUX KaJIbLIIEBUX KaHajiB. BOHM MarOTh CXOXKYy
OymoBy TpaHCMEMOpPaHHUX JIOMEHIB, SIKi yTBOPIOIOTH mopy KaHaiy (~ 40% romosorivsi),
[0 MOX€ CBIIYUTH MPO TE, IO I JBAa KaHAJIM EBOJIOIIMHO MOXOASATH BiJl CHIJIHLHOIO
npenka. He3paxkaroun Ha 110 CXOXKICTh B CTPYKTYPI, Il B TUIIKA PEUENTOPIB MAIOTh YITKO
po3pisHeHi ¢izionoriuni Ta Gpapmakosoriuni mpodim [92].

RyRs — naiibunpm mommpeHi y 30yAJIMBUX KIIITHHaX, OCOOJMBO Yy CMYTacTHUX
M'si3aX, /1€ BOHHU CHIPUSIOTh BUHUKHEHHIO MeXaHi3My 30y/KCHHS 1 CKOPOYEHHs, alie ix
pO3MOJIIN B IHIIMX TKaHWUHAX TOCUTh oOMexkeHui. Hatowmicte, IP3RS nokamizyroTecs y
pizaux tunax kmtuH. Ha NE RyRS npucyTH1 B MeHIi KiapkocTi, B mopiBHsHHI 3 ER/SR,

B Toli yac sk IP3RS Ginbin posmoscromkeni [93], 1 iX rycTuHa B 4 pa3u BWIIA caMe Ha
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BHYTpiHINA simepHiit memOpani [94]. Tumm IP3RS 1 1 2 HalOimeIn mommpeHi B
IICHTpaJIbHIN HEpBOBIH cucTeMi, 0co0IMBO B MO304ky [95], a Tum 3 mokami3yeThcs
MEPEBAKHO B OCTPIBISIX MIANLTYHKOBOT 3aJI03H, HUPKAX Ta IITYHKOBO-KUIITKOBOTO TPAKTI.
bararo xmituH MicTuth Bcl Tpu Tunu IP3RS 1 mpakTWYHO BCI TUNMHM KJIITHH MAarOTh
npuHaiMHI oAHy ¢dopMy nmx penenTtopiB. KokeH 130TumI penentopiB Mae yHIKaJIbHI
OloximiuHi Ta 0i0¢i3WMyHI BIACTHBOCTI, WI0 MOXE BIUIMBaTH Ha cHeuudiky
BHYTPIIIHBOKIITHHHOTO BuBinbHeHHs Ca’* [96].

IP3RS kitacuyHO perynroroThesl KalbllEM B CUTHAIBHUX IUIAXaX, ONOCEPEAKOBAHUX
IP3, mo BHpOOJSAETHCS, TOJOBHUM YHHOM, MeTabonizMoM (docdominazu-C (PLC),
docdoinozuton-4,5-6ichochary (PIP2) y BiamoBib Ha CTUMYIAIIID PEIENTOPIB,
noB's3aHux 3 G-Outkom (GPCR). Perymsamiss RyRS moske BinmOyBaTucs 13 3alydeHHAM
pI3HUX MeEXaHI3MIB, MPOTE HAWOLIBII JOCIIDKCHOI € peryidiis KaubllieM. € 1Ba
MexaHi3Mamu akTtuBalii RyRs ioHamu kanbifito: 1) yepe3 30UIbIIEHHS KOHIIEHTpAIli
KJIBI[I}I0 B IUTOIUIa3Mi, SIKUH HaAXOAuTh uepe3 L-tunm kanbiieBux kaHaiiB (calcium
induced calcium release, CICR); 2) uepe3 30inblIeHHSI KOHIECHTPAIlli 10HIB KaJbILIIO Y
BHYTpiIHBOMY Jero (store overload induced Ca®* release, SOICR) [97]. Perymsuis RyRS
TUIy 2 TaKOX MOXE 3MIMCHIOBATHUCS Yepe3 alloCTepUyHEe I1HTIOyBaHHS PEIEnTOpPiB
kanprukBectpuaoM (CASQ2), sikuit 3minioe uyTmusicts 10 Ca®* B muromasmi [98] y
KJIITUHAX CMYTacTUX M’SI31B.

IP;Rs MaroTh A3BOHOIOIOHY 3alIe)KHICTh aKTHBHOCTI BiJ KOHIIEHTpAIlli KaJbIIifo,
sika jocsrae miky npu 250 HM i kaHatiB 30BHIMHBOI MeMOpanu Mo3ouka [99]. Takox
Ha 1X aKTUBHICTH BIUIMBA€E KOHIEeHTpaliss AT® — 13 301ableHHIM KoHieHTparlii Big 100
MKM 10 2 MM akTuBHICTH 30UIbIIyeThCA. RyRS MaroTh BHCOKY CHOpiIHEHICTH A0
POCJIMHHOTO aJIKaJIO0iNy PUAHOJIUHY, SIKWUM, 3aBASKH BUCOKIN aiHHOCTI, BUKOPUCTOBYBAJIH
Uit iX oummieHHs Ta BumineHHs. [lpu 3B's3yBanHI 3 RyRs B HM3bKMX KOHIIEHTpaIlsx
pHAHOIWH 3aMHKa€ KaHald y HamiBBiakpuTomy ctani [100], mo mnpusBoauth 10
BucHaxkenns Ca’ * 3 SR Ta momampmoro mepepuBanHs ckoporimBocti [92]. RyRS
3a3Bu4ail 3akputi npu Hmsbkomy [Ca’ *]; (~ 100200 ©M). AKTHBHICTH KaHATy
MakcuManibHa Tipu [Ca2 +]; ~ 10 MxM, Toai sk 11e OibIIe MIJABUIICHHS MPU3BOIUTH 10

3HIKEHHS piBHS iX P, [101].



25

[lixaBo, 1m0 OmHI 1 TI X PEUYOBUHU NPOTUJICKHO BIUIMBAIOTH HA Il THIH
BHYTPIITHbOKIITUHHUX KaHaiB. HalOIIbIl MIUPOKO BUKOPHUCTOBYBAHUM OJIOKATOPOM
IP3Rs € remapuH, 10 SKOTO Maibke B OJHAKOBIH Mipi wyTiauBi Bci i3o¢opmu [102], B Toit
ke yac rermapuH Moxke aktuByBaTH RyRs [101]. KodeiH, mmpoko BUKOPUCTOBYBaHHM SK
aronict RyRs npurniuye IP3Rs [103].

[P3Rs monan 90% uacy mepebyBaioTh y Biakputromy ctaHi. Lle HecenekTHUBHUI
KAaTIOHHUW KaHall, 4yepe3 SIKUA MOXKYTb MPOHUKATH ABOBAJICHTHI JIYyKHO3EMEIbHI KaTiOHU
BUKJIMKAIOYX 3MiHY MPOBIIHOCTI Y MOCIIAOBHOCTI BiJ Oinbmioi 1o menmoi Ba> Sr> Ca>
Mg. Takuii ke TIOpSIOK MPOBiAHOCTI Oyno 3apeectpoBano it RyRs [104, 105], xoua
a0COJIOTHI 3HAYeHHs OyJIM mpuOJM3HO BIBIYl Outbiie. Ha iHTaKTHUX sipaxX MpPOBITHICTH
RyRs csarana ~750 nCwm ans ioniB kaumito [100]. OkpiM 0THOBaJCHTHUX Ta JBOBAJICHTHUX
KaTioHIB OyJIO MoKa3aHo, mo RYRS Takoxx MOXyTb OyTH MPOHHUKHI JO BEUKHUX KaTiOHIB,
takux sk Tris i TEA, Tomy posmip iX mopu ouiHumu npubmusHo B 40 A [106], B
pe3yJbTaTi 4yoro, Mpu KOXHOMY BiKpHUBaHHI KaHaidy B 20 pa3iB Oijblle 10HIB KaJbI[ilO
BUBUIBHSETHCS, HIK yepe3 [P3RS. CrniBicHyBaHHS MX ABOX THUIIB BHYTPIIIHHOKIITHHHUX
KQJIbI[IEBUX KaHAJIB, 10 AKTUBYIOThCS 3a JOMOMOTOI0 PI3HUX MEXaHI3MIB J03BOJISIE
KJIITHHI BUOMPATH MDK JBOMa PEKHMMaMH BHBIIBHCHHS KaJbIIIO - MIBHIAKAM CKHUJIAHHSIM
nakormyeHoro Ca’" uepes RYRS (K y CKENETHHX 4M CEpLEBHX M’si3ax) a00 MOBIIBHAM
BuTiKaHHAM depe3 IP3RS (sx y rmaakiii myckymarypi), abo MOe€IHyBaTH OOMIBA TUIH
PELENTOPIB /IJIs1 TOHKOT PeryJisiii HeWpoHaIbHOT KaybilieBoi curHaizarii [99].

OkpiM 1BOTO Ha AAEpHIA OOOJIOHII BHUSBJICHO IHIN KaHAJIW 3 KaJbL1€BOIO
npoBixHicTI0. 30KpeMa, mokasaHo HasBHicTh Ca’* KaHamiB Ty R SIK y capkoeMi, Tak i B
MeMOpaHax sijiepHoi 00ooHkH. 1i kKaHaIM aKTUBYIOTHCSI TPUBAJIOIO JCTIOSPU3AIlIEI0 200
criiikoro crnenudiunoro crumyssiniero GPCR, a ix mnposignicte ckiagae 24 nC (y
cumerpraromy Ca’) [107].

Posmennenuit C-kinnesuit pparment CCt aguctanpHoro C-kinng CaVi, npucyTHin
y TJIaJIKOM SI30BUX KJIITHHAX apTepii, A€ BIH 3HAXOAUTHLCSA SIK B S, TaK 1 B TUIa3MaTHYHIN
MeMOpaHi Ta 3MEHIye TpaHCKpurmiio cybomuanmi CaVi, riaaakom's30BHX KIITHH 1
3MIIIYE TMOTEHIaN-3aJeKHy aKTHUBAIlll0 Ta 1HAKTHBAIIKD CTPyMy J0  OUIbII

nenonspusyrounx mnorenmianiBa  [108]. Takok mociipkeHHS Ha KapaioMiomurTax i
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HelpoHax nmokazand, mo pparmeHT CCt TPaHCIOKYETHCS B SIAPO 1 JII€ SIK siAepHUN PaKTop

tpanckpumiii [109].

1.2.2. Kationni Ta K' ceslekTuBHI Kanaam

CrioHTaHHO-aKTUBOBaHI KaTioHHI kaHanu NE Brepiie 3a 10moMororw MeToy MmeTd-
KJIEMIT 3apeecTpoBani Ha 3urorax muir B 1990 pomi [110], a Takox siapi MOPCHKOI 3ipKH
[56]. 3romom Oynu ommcani Ha 000JOHII sgep KapaiomionuTi [111], meviHku Ta KOpH
rojgoBHOro Mo3ky [18]. 3okpema, y dpakmii BEHTPUKYISIPHHUX KapAiOMIOLMUTIB, SKi
BI/IMOBIJAIM 30BHIIMIHIN sIICpHIN OOOJIOHIN, BUSIBIJIM KaHadud 3 IOTEHIIA-3aJIEKHOI0
AKTHBHICTIO. VIMOBIpHICTH BiZKPUTOTO CTaHy UHMX KaHAIB 30imbIIyBamacs IpH
NMO3UTHBHUX TIOTEHIladaX Ta 3MEHIIyBajacsi MpW HeraTUBHUX. [IpoBigHICTH KaHama
cranoBmwia 181+10 nCwm B po3unni KC1 50 MM trans/450 MM cis, 3 moTeH1iaaoM peBepcii
-41 MB. VY (pakiisx, siki BiIMOBIIAIM BHYTPIIIHIM MeMOpaHi BUSIBJICHO KaHAJIH 3 HU3KOIO
CEJIEKTUBHICTIO Ta mpoBigHicTIO 75 mCwm [12]. Ha BHyTpimHIi MeMOpaHi siep CKeJIeTHUX
M’5131B BUSIBJICHO MOHOBQJICHTHUN HU3BbKO CEJICKTUBHHMM KaIEBUH KaHaJ 3 MPOBIIHICTIO
160 nCwm [19], skwmii mepeBaxxHO mepeOyBaB y BIAKPUTOMY CTaHI HE3aJEKHO BIiX
NOTEHI1aTy Ha MEMOpaHi.

Pi3ni ¢yHKIIOHATBHI THUMM CIIOHTAHHO-aKTUBOBaHMX KaHanmiB NE HelpoHiB
[TypkiHbe Ta TpaHyJIApHUX HEHpOHIB Mo3o04yka Oynm omucani B 2005 poui [20]. Ha
BHYTPIIIHI MeMOpaHi sijpa TpaHyISIpPHUX HEHPOHIB rimokamma OyJo 3apeecTpOBaHO
KAaTIOHHUWA KaHan 3 mposigHicTio 179£15 nCwm, sikuil Ha MO3UTHUBHUX MOTEHLIaNax OyB
Maibke BBECh Yac BIJKPHTHUM, a Ha HETaTUBHHX HOTO aKTHUBHICTh 3MeHIIyBajacs [112].
Takox Oynau 3apeecTpoBaHI KaHadWM Ha 30BHIMHIA MemOpani T-mimdonuTie, sKi
XapaKTEPU3yBAINCS BXITHUM BHIIPSIMIICHHSIM Ta TpoBiaHicTiO 152nCwMm [113].

Benuki kanbuiii-aktuBoBani kamieBi kananmu (BK, KCal.l abo Maxi-K) Oymu
3apeecTpoBaHi Ha OaraThOX BHYTPIMIHBOKIITHHHUX opraHeiax B ToMy uucii Ha ONM [17,
114] Ta INM [14]. Jlokanizamito nux KaHaTiB Ha BHYTPIIIHbOKIITUHHUX OpraHejiax
MOSICHIOIOTH 3 PI3HUMHU T€HETUYHUMH TIPOIIECaMH, TAKUMU SIK aJbTEPHATUBHUHN CIIJIACUHT
a- abo P-cyboauHuIl, SKI MOXYTh peryiaoBatd Tpadik KaHaIIB A0 IJIa3MaTHYHOT

memOpanu [115]. BK Ha mna3MatuuHii MeMOpaHi Ta BCepeanuHl KIITHHH BiIPI3HIIOTHCS 3a
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eJIEKTPO(P1310JIOTTUHUMHU BIACTUBOCTSAMH, IO TAKOXK BKa3ye HA T€, 1[0 BOHU MOXYTb OyTH
130pOpMOI0 BapiaHTy CIUIAUCHHTY 3 CYOOAMHHUIIAMH, SKI MOXYTh MOJYJIIOBATH iX
0io¢izuuHi BaacTuBocTi [14].

Hassricts BK-kaHaniB Ha BHYTPINTHROKJIITUHHUX OpraHejax Moe OyTH OB’ s3aHa
3 GYHKIIISIMH, SIKI BUKOHYIOTh TEBHI THUIU KJIITHH y BU3HAYEHUH 1epioj yacy. Hampukian,
y KIITHHAX TIaJKOI MYCKyJaTypd MIOMETpisl BariTHOI MUl BHYTpimHbOKTMITHHHI BK
BUSIBJICHO B MEpPUHYKJIEApHIN 00JacTi, M0 MPU3BOIUTH 0 3MEHIIEHHS iX eKcrpecii Ha
MJIa3MaTUYHIA MEMOpaHi 1 € MEeXaHi3MOM, SIKUU TOTy€ M'si3 MaTKHU J10 CKOPOYEHb ITiJT 4ac
TIOJIOTIB, BHKJIMKAIOUU OLIBbII BUCOKY CKOPOTIUBICTH Miomerpito [116]. ¥V xmiTmHax
noaiOoHux 70 ¢i6po0iacTiB y NMalieHTIB 3 peBMaToiqHuM apTputoM BK mokanizyroTbes sk
Ha Iuia3MaTU4Hii memOpani Tak 1 Ha NE 1 iX (yHKUIOHYBaHHA MOXXE MaTuh IIE€BHE
3HAYCHHS y PO3BHUTKY marosiorii [117].

Kanbmiii-aktuBoBaHi KajieBi KaHainu cepeanboi mposigHocti KCa3.1 (IKCa) 6ynu
BusiBiieH1 Ha NE B KIITUHAX rIagkux M's31B JUXATbHUX NUISIXIB K Y 3[I0POBUX JIIOJIEH TaK
1 B TUX, IO CTPaXJAIOTh Ha PECHipaTOpHI 3aXBOPIOBAHHS TaKl SK BaKKa acTMa, siKa €
CTIMKOIO JIO Teparnii 3 BAKOPUCTAHHSIM TIIOKOCTEPOiIiB. biiokana nmux kaHasiB IpU3BOIMIIa
JI0 3HAYHOTO 3HWKEHHSI €KCIpecii MPoacTMAaTUYHUX TEHIB, CTIMKUX 10 (PIyTHKa30HY, a
TaKOX BIJIHOBIIOBasIa BUKIWKaHe ¢uryTukazoHoMm ¢dochopumoBanus GRa pernenTopis ta
BJIACTUBOCTI TPaHCAKTUBAILll 32 PaXyHOK MPUTHIYEHHS ekcrpecii HUTokiHy PPS5, takum
YMHOM TOCHJIIOIOYM aKTHBHICTh KOPTHKOCTEPOIimiB mpu Baxkkii actmi [118]. Takox
¢dyHkuioHanbHl  BHyTpilHbOKMITHHHI [KCa Oynu 11eHTU(]iKOBaHI B  JIOJCHKHX
IIalleHTapHUX nuToTpododIacTax. ImyHodyopecuenTHe dapOyBaHHs
muToTpodobnactiB  miaTBepAwiio  ekcrpecito  Oinka IKCa 'y  MoHosgepHMX — Ta
OaraTosICPHUX KIITHHAX HE3aJeKHO Bia ctadil nudepenmiarii [119].

B nankpeatnyHux OeTa-KIITHHAX 3 BUKOPUCTAHHSM KaJbII€EBOTO IMIKUHTY OyIIO
BUSBICHO Karp KaHaJI, KMl YTBOPIOETHCA 32 PaxXyHOK KOJIOKAJi3allii KaHaTIB BX1JHOTO
BunpsimiieHHs Kir6.2 3 peuentopoM cynb(OHIICEUOBUHU, OJIOKYBaHHS SKOTO MPU3BOIUIO
JI0 3pOCTaHHs piBHsI HyKieapHoro kaibilito [120]. 3a mormomororo iMyHOTICTOXIMIT TaKOXK

Oyno BusBieHo kanaiau Kir2.3 1 4.1 Ha sapi KaiTHH Tiiomu Ta actpormrax [121], a Kir2.2
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Ha sJpax KIITHH CIIHAJIBHOTO TaHIJII Ta pPOMOOBHIHOrO MO3Ky [122], ane ix
¢bi31010T19HA POJIb HEBIJIOMA.

OynkmionanbHi KaHamu Kv1.3 ekcrnpecyroThest B siipi pakOBUX KJIITHH 1 OepyTh
y4acTh B akTWBallii (aKTOpIB TPAHCKPHIIII MICIS MPUTHIYEHHS IX TPaHCHOPTHOI
aktuBHocTi [10]. Ha BHyTpiIIHI# MeMOpaHi sapa TaKoX MOXYTh (YHKI[IOHYBAaTH KaJli€Bi
kaHamu K,10.1 1 rimotetnyHo OyTH 3allydeHHMHU 10 30epeKeHHs OanaHCy 10HIB Kalilo

BcepenuHi sapa [11].

1.3. KarionHi kaHaJIM BeJIUKOI MPOBiTHOCTI

Bnepme LCC-kananu Oynu 3aranbHO oxapaktepu3oBani B 2005 porui y poboti C.
M. Mapuenka ta cniBaBropiB [20]. Hacammepen, BapTo 3a3HaYUTH, IO XaPaKTEPUCTHKH
[UX KaHaJiB OIKCaHI B 3arajbHUX pUCaX 1 HIYOTO HE BIJIOMO MPO iX CTPYKTYpy Ta
GbyHKIII0, SKy BOHM BHUKOHYIOTh B KIITHHaX. byna BHU3HaueHa CENEKTUBHICTh Ta
npoBigHicTe (Puc. 1.3), a Takoxx Oynu mpoTecTOBaHI JesiKi OJOKATOPH Ta aroHICTH
KAaTIOHHUX Ta KaJbI[IEBUX KaHANIB, SIKI BUSBUJINCS Hee()EKTUBHUMHU. 30Kpema, Oyio
MOKa3aHo, 110 KaHAJIM BUPI3HSIIOTHCS CEJIEKTHUBHICTIO J0 OJHOBAJICHTHUX KaTiOHIB, 3
Hai6inbII0I0 TpoHKKHicTIO f0 ioHiB K* (K™>Na"™>Cs").

Kpim mporo, B miaTBep/keHHS KaTioHHOI cenekTuBHOCTI LCC-kxanamiB, 0a3oBuit
po3uuH KCI 150 MM 3amintoBaniu Ha LiCl ta RbCl 1 3a Takux yMOB s 10HIB JIITiIO, HA
BIIMIHY BiJ pyOiito, CIIOCTEPIraJoch 3MEHIICHHS BEIHMYMHH BXifgHOro cTpymy [123].
Bigomo, 1o geski 10HHI KaHaJIM MPOHUKHI 10 BEJIMKHUX KaTioHIB, Hampukiad, TRPV1
mosxe npoBoautu TEA (130 Ia), NMDG (195 Jla) ta FM1-43 (452 Mla). BinnoBigHo, 11
KaHaJIM MalOTh JIOCTATHHO BEJIMKUHN PO3MIp MOPH Ta MPOBIAHICTH. J[0 TaKUX KaHAJIB TaKOXK
BigHOCsAThCS P2X Ta ASIC [124]. IpoBianicte LCC-kaHamiB y CUMETPUYHOMY PO3UYHUHI
KCl 150 MM cranoButrh 198127 nCm (Puc. 1.3 B). 3a ymoBu peectpamii B
ACUMETPUYHOMY PO3UHHI, a CaMe HassBHOCTI Y MIMETIIl 10HIB K's KOHIeHTparii 155 MM, a
ionis Cl” 150 MM, Ta y BanHouni ioniB K* B konuentpauii 15 MM, a ionis CI" 150 MM —
PIBHOBAXHUM TMOTEHIIAJ JJIsI Kajlito cTaHOBUB —59 MB, a morteHiian pesepcii —48 MB.
TakuMm yuHOM, OOpaxoBaHE CITIBBIJHOIIEHHS MPOHUKHOCTI JJIg 10HIB XJIOPY Ta KaJliio

(Pci/Pk) cranoBmito 0,05. Ockinbku LCC BusBHiucs HenpoHUKHUME 10 NMDG Ta maiike
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HEMTPOHUKHUMU JIJIS1 10HIB XJIOPY, OyJIO y3araabHEHO, IO 1€ HU3bKO-CEJIEKTHUBHI KaJli€Bi
KaHaiu. ['ycThHa po3TalnlyBaHHS KaHAJIIB Ha MeMOpaHi OIIHIOEThCS B cepeaHbOMY 3-5
kaHatiB Ha 1 MxMm?. [To aHasorii 10 6araTbox MomiOHUX KAaTIOHCEICKTHBHHUX KaHAJIB, AKi
Oynu onucani panime Ha ER/SR ta NE, Oyno 3po6neno npunymenss, mo LCC-kananu
TIMOTETUYHO MOXKYTh IMPOBOJUTH 10HU Kalil0 B MPOTUIICKHY CTOPOHY J0 PYXy 1OHIB
Kanpiito yepe3 IP3Rs, Takum umHOM 3amobiraroun 3MiHaM TOTEHIIaly Ha 000X
MeMOpanax sapa. Ha rtemepimHiii yac mutanHs npo ¢izionoriuny poiab LCC-kananis

3aJIMIIAETHCS BIAKPUTUM, OCKIJIBKA HEMAE BIJINOBIIHOTO €(h)eKTUBHOTO OJIOKAaTOpA.
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Puc. 1.3. Bracmusocmi LCC-kananie na sioepuiti obononyi Hetipouie IlIypkinbe
moszouka wypa. Ilomenyian pesepcii LCC-xananie cknaoae —48,6 mB 6 cinomoniunomy
posuuni. Kananu cenekmueni 00 OOHOBAIEHMHUX KAMIOHI8 MA HENPOHUKHI OJisl
08osaienmHux kamionie ma eeauxux monexyn sk MNDG (3a [20]).

Byno mokazano, mo aktuBHicTs LCC 3anexuth Bim MOTEHITIATY HA MEeMOpaHi sapa
[123]. Ha BuyTpimiHiii MeMOpaHi WMOBIpHiCTh Bimkputoro crany (P,) 30inbiiyBanacs i3
30UIBIIEHHSIM TO3WTUBHOIO TMOTEHIlaly 1 HaBMakW, 3MEHINyBajacs MpPU 3MEHILIEHHI
norenmiany (Puc. 1.4). 3okpema, Oyiio mokasano, mo 3a ymou 0 MB P,> 0,8 3a HassBHOCTI

B nieT4i Ounbiie Tphox LCC-kananis [23].
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Puc. 1.4, Axmuenicme LCC-xananie na enympiwmiu (1) ma 306HiwHin (2)
Mmembpani  Hetiponie IlypKinbe MoO30uKa WYpa 6 3AaNedHCHOCMI 8I0 NPUKIAOEHO20
memobpannoeo nomenyiany. P, LCC-xawmanie na INM ma ONM nposeisioms
npomunexcHy sanexcnicmo 6i0 nomenyiany (3a [123]).

Takox Oynu uncenpHi cripobu omucatu dapmakoioriyauit mpodine LCC-kanamis.
B mnomnepennix pobortax Oyno tecroBano Onokatopu kamieBux kaHaiiB (TEA 10 MM 1
4-AP 2MM), puaHoAMHOBHX peuentopiB (pyreHiym dyepBonuit 10 puM), iHO3UMTOII-
tpudochataux penenropip (remapun 0,02—0,4 mr/m), Ta JiraHAu KaabIll€EBUX KaHATIB:
puanoauH, nukiiyHa AJ[d-puboza, [IP; Ta NAADP. Bci Bulie nepeniueHi pe4oBUHU HE
BIUTMBaIHM Ha akTUBHICTE LCC-Kkananmis [23].

Ha NE neiiponi I[lypkinbe 3a JOMOMOTOI0 €JIEKTPOHHOI MIKPOCKOIMIT y BEITUKIH
KimpkocTi BusBIeHo smepHi mopu (15-22 ma 1 pm®) [84]. Bimmosimmo 10 1mBOrO
oOroBoproBaiacst MoOxJuBiCTh, 10 LCC-kaHamy MOXYyTh HaJeXaTh 10 KOMILIEKCY
SJICPHOI MOpH, alie TaKe MPUNYIICHHS MajloiMoBipHe, ockinbku LCC-kaHamu HEMPOHUKHI

JUISl aHIOH1B, IBOBAJICHTHUX KaTiOHIB, B ToMy uucii st NMDG, ToOTO iX CEIeKTUBHICTh
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nepesuirye cenektuBHicTh NP [123]. Kpim Toro, mpuiryckaeTbcsi, mo HpoBigaHicTh NP
BHUMIPIOETHCS B pa3u OLibimnMu 3HadeHHsIME [110], Hixk nposianicts LCC-kanamis.

Panime moBimomssiocst, mo LCC-kananm MaroTh MOBIUIBHY KiHETHKY, ajie HEe OYJI0
MIPOBEJICHO BIAMOBIAHUN aHAII3. ﬁMOBipHO, 0 1€ MOKe OyTH TOB’S3aHO 3 KIJIBKICTIO
KaHaJIIB B METYl, sIKa y TEepeBaXHIN OUIBIIOCTI BUIAJKIB IMEpeBUINye | KaHam, IO
TEXHIYHO YCKIAAHIOE KaTbKYIIAIII0 eKCIEPUMEHTATHHUX JAaHUX.

Otxe, 610¢i3nuni xapaktepuctuku LCC-kaHamiB omnucaHi He B IMOBHIM Mipi 1
MOTPeOYIOTh  NIETAIBHINIOTO BHWBYCHHS [JIS TMOJAIBIIOTO PO3BHTKY CTPYKTYPHO-
(yHKUIOHATBHUX  JOCHKEeHb.  KpiM  TOro,  BIACYTHICTh  BIIOMOCTEH  MpO
dbapmakooriyHui Mpodiib IIUX KaHAJIB YCKIIAHIOE BU3ZHAUYCHHS 1X (h1310JI0T14HOT POJIi, a
TaKOX BHJUICHHS BIANOBIAHOI OUIKOBOi CTPYKTYpH Ta aMIHOKHCIJIOTHOI MOCIIJOBHOCTI.
Bce ne crBoproe motpely y OuUIbII AeTanbHOMY ONHKCI KiHETHMKH mooauHokux LCC-
KaHaJlIB Ta TOIIYKY OJOKaTopiB, 5IKi 0 €PEeKTUBHO 1HTIOYBaJM TpaHCMEMOpaHHI CTPyMHU
yepe3 Il KaHaliM, [0 B CBOIO uepry norpedye mnoOyqoBM KIHETUYHOI MOJEl Ta

pO3paxyHKy KIHETHUYHUX TTApaAMETPIB.

1.4. THwi TpaHCHOPTHI cUcTEMU

3oBHimHS siaepHa MeMOpana MicTuTh ATd-da3y, sika MOTIMHAE KalbIli, IO
BUXOJUThL 13 Jerno BHachimok aktuBarii IPsRs [125, 126]. Ha BHyTpimmHid saepHii
MeMOpaHi METOJOM IMYHOJOTIYHOI €JEKTPOHHOI MIKPOCKOIII BHSIBICHO CYOOIMHUITIO
Na/K-AT®a3u 1iazmMatuyHoi MeMOpaHu, sika (YHKIIIOHYE SK PETYJISATOpP TPAHCKPHITIIT
[73, 127] Ta wnatpieBo-kanbmieBuii oOminHuk (NCX) [128, 129] nos's3anuii 3
raurmosunom GM1 mrs mepenaui Ca®* 3 HykIIeomIasMu B mepuHyKIeapHuii mpoctip NE
[130]. A takox BHSIBIICHO HATpi€BUII/MPOTOHHUN 0OMIHHMK [131], skuii MOXKe CIPUSITH HE
TITBKH PIBHIO perynsmii pH, ame 1 mMomgymtoBaTH piBEHb HATPIIO Ta KaJbIllI0 4Yepes
B3aemozito 3 NCX.

OkpiM 1BOTO BiIOMI YUCEBHI 10HHI KaHAJU PI3HUX THIIB, CEpell TKUX KaJbIIIEBI,
KaTiOH-CEJICKTUBHI, KajIi€Bl Ta XJIOpHi KaHamu [12, 14, 15, 18, 110, 132-134].

Kpim TpancmopTepiB Ta 10HHUX KaHaJliB HA MEMOpaHax sijjpa TakoX OyJIO BUSBIICHO

yuceabHI METa0OTPOIHI perenTtopu, Taki sk riayramatHi mGluS ta mGlul, sxi MOXYTh
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OIOCEPEIKOBYBATH KaNbIIi€Bl CUTHAIHM Yepe3 BHYTPIIIHbOKIITHHHI KaJbIli€Bl KaHAIH, a
takok PGE2, akTuBamis sikux 3amyckae 1HAyKIi0 c-fos Tta Oepe ydactb B peryJssimii
eKCIpecii CHHTETa3u OKCHUIY a30Ty B CHIOTENalIbHUX KIITHHAX, Ta pPEIenTop
neiikotpieny CysLT1, sxkuii Moke BiAirpaBatd BUpIIIANbHY poOJib Yy mpodideparii B

KapIMHOMAaTO3HUX KimiThHax [135].
1.5. Moayasinisi ioHHMX KaHAJIiB

1.5.1. Tunu Mmoxyasiuii

B mmpoxomy po3ymiHHI, TEpMiH MOAYJAIS O3HAYa€ 3MIHM B 4aci MapameTpiB
(XapakTepUCTUK) IMEBHUX PErYJIATOPHHUX (PI3UYHUX MPOLECIB MO 33JaHOMYy 3aKOoHY. B
KOHTEKCT1 PO3YMIHHS BJIACTUBOCTEH 10HHMX KaHAJIIB MOJYJISALIS BKIIOYAE Pi3HI 32 CBOEIO
IPUPOIOI0 MEXAHI3MHU, AKI TPU3BOATH IO 3MIHU iX CTPYKTYPHU 4M (QYHKIIIT Ta y3arajabHIOE
BIUIMB TAaKUX NPOTWIEKHUX MPOLECIB SIK, HANPUKIAJ, MOTEHLIalis, 1HrIOyBaHHS Ta
OJIOKyBaHHS, AKI MOXYTh OyTH HAcHiJIKOM [ii OaraThbOoX pPI3HOMaHITHUX (HaKTOPIB.
dapmaleBTU4YHI areHTH Ta €K30T€HHl KIITHHHI MECEH/KepU HE BIUIMBAIOTH Ha
IPOBIIHICTh KaHaly, aj€ BUKJIMKAIOTh 3MIHM Y BOPITHOMY MEXaHi3Ml 10HHOTO KaHally
(gating). Kpim Toro, y 0ararbox BHUMAJKax MOIYJAIS 10HHMX KaHAJIB BilIOYBa€ThCs 3a
(b1310JI0TTYHUX YMOB €HJIOT€HHHMMHM YMHHHMKAMH, a TaKOX I 4ac PO3BUTKY MATOJIOTIH.
Hamnpuknan, xkoauBaHHS KOHIIEHTpAIli MPOTOHIB, 3MiHa MEMOpPAaHHOTO MOTEHINATy Yu
3B’SI3yBaHHS 3 TEBHUMH JITaHAAMH PI3HOTO XIMIYHOTO TMOXODKEHHS Ta OymoBu. OKpim
b13UYHOT Ta XIMIYHOT MPUPOAU JIIFOYOTO areHTy, Ma€ 3HAYEHHS 1HAUBIyajlbHa CTPYKTYypa
TUX YW IHIIMX KaHATIIB Ta PEIENTOpPiB, IO MOXXE CTBOPIOBATH YHIKAJIbHI BIUIUBH,
MpUTaMaHH1 TUTBKH JIJIs1 IbOTO TUIY KaHaJiB.

BopitHuii MexaHi3M MO€ MifAaBaTUCS MOAYJALIlI B PI3HUX YaCOBUX MEXKax, B
3QJIEKHOCTI BiJl YWHHUKIB, SKI BIUIMBalOTh Ha KaHai. IlIBugka momymsiis Moxke
BIIOyBaTUCS d4epe3 3MiHYy [MPOCTOPOBOrO TIOJIOKEHHS CYOOAMHMIL KaHAJIBLHOTO
KOMITJIEKCy. TpuBajia MOAyJsIiss MOXKe OyTH JOCSTHEHa IUISXOM KOBAJICHTHOI
moaudikamii (Hanpukiaa, hochopuatoBaHHs O1IKa), M0 MPU3BOIUTH A0 (YHKIIIOHATBHOT

3MiHI/I, AKa MOXKC TpUBATH 3HAYHO JOBIIC HIDK TTOYaTKOBUH CTUMYII, a00 HE KOBaJICHTHOI
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monynanii G-OikaMu, ska nependadae B3a€MOJIII0 MK PI3HUMU MEMOpaHHUMU O1JIKaMH,
MOJK€e 3a0€3IEYUTH CEPEJIHI [0 TPUBAIOCTI 3MIHU BIacTUBOCTEH KaHany [136].

[To xapakTepy aii MOIyJsIis MOKe OyTH MpsiMa YM ajJoCTepHuYHA. AJIOCTepUYHa
MOAYJIAIIA MOXe OyTH SIK MO3UTHBHA TAaK 1 HETaTWBHA, a TAKOX MOKE MPU3BOJIUTH JI0
KooIiepailii, KoJii 3B’sI3yBaHHs OJHOTO J1I0YOro areHTa 30UIbIIye Y 3MEeHInye adiHHICTb
iamoro [137-139].

MonymtoBatu poOOTy KaHATy MOXYTh CTPYKTYPHI 3MiHU CyOOIUHUIIb, K1 BXOJSTh
N0 Horo ckiaxy. YucenbHI NPUPOIHI MyTalli 3MIHIOIOTh (YHKLIIOHYBaHHSA OLJIKIB,
MOJYJIIOI0UH 1X MPOBiAHICTh. Hanmpukiaz, pizHomaHniTHI MmyTamii B TeHi PSEN1 ta PSEN2
IPU3BOATH JI0 MOPYIICHh BHYTPIIIHBOKIITUHHOTO KaybllieBoro romeoctasy [140, 141].
3okpema, BuAaneHHs JeB’ssToro ek3oHy B reni PSENI1 (PS1 Ae9) nanexuths 10 myTaiii
gain-on-function i Mmoaudikye He TUTbKK 010K PS1, a i QyHKIIT CyCiIHIX 10HHMX KaHAJIIB,
takuX sk IP3Rs Ta RyRs [142]. KpiM Toro, BUKOPUCTOBYIOYH KOHTPOJIbOBAHHIA MyTarcHe3
B JIOCIIJKEHHSIX CTPYKTYpU 10HHUX KaHaIIB 3MIHIOIOTH aMiHOKHCJIOTHY IOCIIIOBHICTh
OUIKIB, K1 (HOPMYIOTh CyOOIMHUIN KaHAly, TAKUM YUHOM TaKOXX MOIYJIOIYH POOOTY
KaHaJly Ta BIUIMBAIOYM HA HOTO BOPITHUN MEXaHI3M, 3 METOIO JOCIIKEHHS POJIl TOTO Yu
IHIIIOTO KOMITOHEHTY CTPYKTYPH, SIKU MOK€ MaTHU 3HAYCHHS JUIsl XapaKTepHO! KIHETHUKU
NeBHOTO 10HHOTO KaHaiy. [IpukiamiB Takux AOCHIKEHbh HEMMOBIpHO OaraTo, amke B
MO€IHAHHI 3 (PYHKI[IOHAIBHUMH JOCIHIJKEHHSMHU BOHU HAJAOTh OE3LIHHY 1H(POpPMAIIi0 B
PO3yMiHHI (yHIAMEHTAJIBHUX MPOIECIB KIHETUKHM 10HHUX KaHaJiB B HOPMI Ta TATOJIOTi.

brokyBaHHs 10HHMX KaHaJiB 3aJKUTh B CTPYKTYypH, BIACTUBOCTEH Ta THITY
10HHOTO KaHaimy. MexaHi3Mu OJIOKyBaHHSA MOXXYThb OYyTH IMPOCTUMH Ta KOMIUIEKCHUMH 1
3HAYHO BIPIZHSIOTHCS M1k COOOIO I Pi3HUX THUIIB KaHATIB Ta JIF0YUX pedoBuH. barato
PEYOBHH, sIKI €(PEKTUBHO MOAYIIOIOTH Ta OJIOKYIOTh ME€BHI TUIM 10HHUX KaHAIIB HE MalOTh
BUCOKOI CMenu(pIYHOCTI, MPOTE, Taki PEYOBHMHH MOXKYTh HajgaTu I1H(OpMAII0 TIPO
O0COOJIMBOCTI CTPYKTYpH 10HHOTO KaHAIy 1 SK caMe€ I CTPYKTypa MOKE€ BHU3HAYATH
bynkuii kaHany. /[o Takux pe4oBHH HaJIEKaTh 1104l areHTH 3 J00pe BiIOMOIO 1 BITHOCHO

poCTO0 OyI0BOIO.



34

1.5.2. MexanizmMu 0JIOKyBaHHS

loHn MeTaniB CKJIaJalOTh OLIBITY YaCTUHY TEPIOAUYHOI CHUCTEMH XIMIYHUX
elieMeHTIB (Tabmuii MeHeneeBa), Ha HUX TMpUINATAE MPUOIM3HO YETBEPTh XIMIUHHUX
€JIEMEHTIB 3€MHOi 000JIOHKH; a OTXKE BOHU JIOCUTH PO3MOBCIO/IKEHI B MIPUPOA] Ta MAIOTh
BEJIMKE 3HAYEHHs JJIsl )KUBUX opraizmiB. OyHJIaMEeHTaNbHI 3HAHHA PO 3HAYCHHS 10HIB
MeTaliB y (1310JI0TIYHHUX Tpoliecax Oylv MpeicTaBIeH] BiJOMUM aHTIIIACHKUM JIIKapeM Ta
BucHuM CigHeem Pinrepom B po0Oori, omyOuikoBaHiii B 1885 p. [143], ne BiH moBOAMB
BXUINBICTh BUKOPUCTAHHS COJIEH METaNiB Ta BIUIMBY iX KOHIICHTpAIlii HA CKOPOYCHHS
cepist. OQHOBAJIEHTHI 10HU JY>KHUX METaJIB MEPEBAXHO (PYHKIIOHYIOTh K HOCIi CTpyMYy,
TOAl SIK JBOBAJICHTHI JIy’)KHO3EMEJIbHI 10HM MeTaniB (rpyna 2) (yHKIIIOHYIOTH SIK
PETYJIATOPH TPOIIECIB, JI0 SKUX 3aTyYCHUN 10HHMIA KaHan [144].

3aranoMm, 10HM MeTadiB Jg00pe 3apeKoMeHayBalu ce0e B aHaii3l O10JOTIYHUX
CTPYKTYp Ta iX (GYHKIIA: BOHM MalOTh J00pe OXapaKTepu3oBaHI aTOMHY OyIOBY 1
HEBEJIMKI BIIMIHHOCTI B pPO3Mipax, LI0 BaXKJIMBO [Jisi 30HAYBAHHS CTPYKTYPH 10HHUX
KaHaJIIB 32 paxyHOK OIIIHKH 3MIHH iX KIHCTHYHHX BJIACTHBOCTEH Ta 1eHTH(IKAIlI] CalTiB
3B’sI3yBaHHA. 30KpeMa, iX BUKOPHUCTOBYIOTh B IKOCT1 IHCTPYMEHTIB MPHU aHaJ131 CTPYKTYpHU
ta QyHKIIiH ioHHUX KaHamiB [145-150].

3aBIsKM BHUCOKIM CIeU(pIYHOCTI, TOKCHHU, BUJICHI 13 IPUPOJHUX OTPYT, TaAKOK
9acTO BUKOPUCTOBYIOTHCA SIK IHCTPYMEHT JJISl XapaKTEPUCTUKUA MOJIEKYISIPHOI CTPYKTYpPH
Ta (YHKIM 10HHUX KaHaJiB, a JESKl TPyNHU TOKCHHIB PO3MOBCIOKEHI Y MPAKTUYHOMY
BUKOPUCTAHHI B MEIMIIMHI 1 JOCITIDKYIOThCS B TepaneBTHYHHX Iurax [151]. Cymimn
MaJMX MOJIEKYJ, MEeNTU/IIB Ta OLIKIB, AKI BUPOOISIIOTHCA PI3HOMAHITHUMU BUJAMU KUBHUX
OpraHi3miB, 37aTHI cHenu@iYHO BIUIMBATH HAa (DYHKIIIOHYBAaHHS IIUPOKOTO CIEKTPY
MOJIEKYJIIPHUX MIILIEHEH, B TOMY YMCIIl, HA MEMOpaHH1 penenTopy Ta 10HH1 kaHanu. Taka
BJIACTUBICTh TMPHUPOJHUX OTPYT IOB’s3aHA 3 BEJIUKOKI KITBKICTIO CTPYKTYPHO CXOXKHX
aAMIHOKUCIIOTHHX TIOCITIJIOBHOCTEH, IO HAKOMHYYBAJUCA B TIPOIECI €BOJIOMIT JJis
MIOJIFOBAHHS Ta 3aXHUCTY, CIPSIMOBAHOTO HA BIKMBAHHS OKPEMO B3SITOTO BHUY TBapUH UM
pocaun. Ilpouec, sxuil Ha3uBaeTbcs "EBOJIOLUIMNHUM MOJEKYJISIPHUM MOACIIOBAHHIM"
HaJIaB 3MOT'y BIIMBATH Ha BXKJIMBI MOJIEKYJISIPHI 111JI1 B OpraHi3Mi TBApUH — 10HHI KaHAJIH,

BHACITIJIOK YOT'0 MOX€E 3MIHFOBATHCS TPAHCIYKIisi curHaimy [152].
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OnuH 3 HAWOIBIIKX KIIACIB MPUPOJHUX OTPYT — aJKaJIOiNH, AKI BUPOOJSAIOTHCS HE
JUIIEe POCIMHAMH, a i MOPCHKUMH TBapUHAMHU Ta 36MHOBOJIHMMH, MEBHUMHU OaKTepisiMU
Ta rpudaMu. AJKAJIOIIN TIEPEBAXKHO MICTATH aTOM HITPOTEHY B CBOiM CTPYKTYpi, ajie HE
BC1 @30TOBMICHI CIIOJYKH JOIIJILHO Ha3WBaTH ayikajoigamu. Hampukmnaa, a30TOBMICHHUI
Helipomeniatop nodamiH KIacu(iKyeThCs K aMiH.

Buxopuctanas O010KaTopiB pi3HOTO po3Mipy Ta ¢GOpMHU, BiJ 10HIB MeETaliB
MOPIBHSIHO MaJIOTO PO3MIPY J0 BEJIMUE3HUX TOKCHHIB, SIK IHCTPYMEHTIB ISl TOCIIHKCHHS
apXITEKTYpHU MOPU Ta BOPITHOI'O MEXaHI3My 10HHOTO KaHAly, MAa€ Ba)KJIMBE 3HAUYCHHS 1€
3aJI0Br0 J0 BU3HAYEHHS CTPYKTYpU KaHaiiB. MexaHI3MHU BIUIMBY TOKCHHIB Ha 10HHI
KaHaJIM TMOJIISIOTHCS B 3QJICKHOCTI Bl 1X XIMIYHHMX BJIACTUBOCTEH Ta MpUHIHUITY Ail. Y
BUMAKY 3 HATPIEBUMHU KaHAJIaMU TOKCHHH, OpI€EHTOBaHI Ha AoMeHu S1 — S4, mo gyTnmBi
710 TOTEHIlialy, MOKYTh SIK TaJlbMyBaTH, TaK 1 IMOJIETIIyBaTH BigkpuBaHHs [153, 154],
OJIHAaK, Y BUIMAJKY il Ha KaJi€BI Ta KaJbIll€Bl MOTEHIIAI-KEPOBaHI KaHAJIHU B OCHOBHOMY
ormucano iHrioyBanus [155-157]. BrmuB Moxke OyTH 31iHCHEHUH Ha CEHCOp MOTCHINATY
Oe3mocepelHb0, BUKIMKAIOUM 3MIHM YYTJIMBOCTI JIO MOTEHIlaly a0o0 Ha BOPITHUH
MEXaHI3M KaHaJly MPOHUKAIOYM B TOBILY OUIIMIJHOTO MIAPY, IO MNPU3BOAMTH 1O 3MIH Y
(GyHKIIOHYBaHHI KaHAJIB, a TAaKOX KOBAJEHTHO (HE3BOPOTHO) MOAM(IKYIOUU MOYATKOBY
CTPYKTYpy ioHHOTO KaHaiy [158]. B 3arasbHOMYy, Tak fK i y BUMAAKY MOIYJISIIT iOHAMH
METaJliB, MOXHa BHWIUIMTH JEKUIbKa OCHOBHUX MEXaHI3MIB BIUIUBY. ¥Y3arajJbHEHHS
MeXaHI3MiB OJIOKyBaHHS, SIKI 4aCTO 3YCTPIYAIOTHCSA 1 I0Ope omHcaHi, MPEACTABICHO Ha
NPUKIIAJI TOTeHIan-3aexHuXx kanaiB (Puc. 1.5).

lloposi bnoxamopu. Tlepmnii THN MEXaHI3MY ONUCYE BUTAJKH, KOJIM JI1F0Y1 areHTH
6e3rmocepeTHb0 OJOKYIOTh TIOPY KaHaTy, MEPEKPUBAIOYN PYX 10HIB JI0 SIKUX CEJIEKTHBHUMN
kaHas. Lle MOXyTb OyTH KOHKYpPEHTH1 OJIOKaTOpH, sIKI MalOTh CaWT 3B’A3yBaHHA B MOpI
10HHOTO KaHaiy. Takuil MexXaHi3M BIUIMBY B OCHOBHOMY 3aJIe)KMTh BiJ IOJIaHOTO
MOTEHI[IaTy, OCKUIbKM TOTPAIUISIOUM BCEpPEAMHY KaHAy Ha 10HU i€ MeMOpaHHUUN
noteHmiag. Xoda OJIOKyBaHHS TOpW KaHaTy HE 3aBXKIU MOXKE 3aJieKaTd JIHIIE Bif
norenuiany. Knacuunuii Mexanizm OJOKyBaHHS BIAKPUTHUX KaHaJlIB OMUCYETHCS MPOCTOIO
MOJICJITIO, KOJIM KaHaJu HE MOXYTh 3aKPUTHUCS Pa3oM 13 3B'i3aHUM OsiokatopoMm. Takwuii

BILUIMB ITOSICHIOETBCS aHaJIoOTier0 «Horu y aepsx» (foot-in-the-door) [159], mo o3Hauae,
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mo OJoKaTOp 3acTpsrae B TOpI 10HHOTO KaHATy 1 TakuM YMHOM (i3nyHO 3amobirae

3aUMHEHHIO BOPIT KaHaly, B TOM e Yac MepenIkoHKaroy pyxXy 10HiB.

Puc. 1.5. Mexanizmu 610Ky8aHHA [OHHUX KaHAaMi. I — OIOKY8AHHSA NOPU IOHHO2O
Kanany;, 2 — CKpuHiHe, 3 — 6NIU6 HA NOBEPXHEBI 3apsou; 4 — He eNeKmpoCmamuyHa
63aemo0isn. Moougirxosano 3a [160].

Icnye 6e3miu npukiaaiB 6J10KyBaHHS MOPH 10HHUX KaHAJIB ioHaMH MeTaiiB. Yacom
[l MEXaHI3MU MOEIHYIOTHCS 3 1HIIMMHU BIUIMBaMH. bapiil Mae CXOXuil 40 Kalliio pajiyc,
asie BABiUl OUTbIIMM 3apsn 1 Omokye BK kaHamu 3B’S3y10UnCh 13 CEIEKTUBHUM (DUIBTPOM
[161, 162]. Lle GyioKkyBaHHS 3aJI€KHUTh BiJl KOHIICHTpPAIIIi 10HIB KaJIit0, KA MOOBKYE Yac
610KyBaHHS 3amuKaroun Ba®* Bcepeanni kanany [163, 164]. Ionn maHTaHOIIIB HE3HAYHO
BIJPI3HAIOTHCA MIXK COOOIO MO pajiycy 1 BCl OJM3bKI MO pajiycy 10 10HIB KaJblil0, X04a
Py 1bOMY HE MPOHUKAIOThH Yepe3 KaHajl, TOMY BUKOPHUCTOBYIOThCS Y 6araTboX BUITJIKaxX
JUIS. BU3HAUCHHS MOJICKYJISIPHOT 1IEHTUYHOCTI Ta JIOKai3alii CalTiB 3B’SI3yBaHHS IS
10HIB KaJbIliF0 B CTPYKTYpi KaHamiB [165]. biokyBanus ionamu ragomiHito Cay;, Ta iTpiro

Cav3.1 BinOyBaeTbCs, KOJM BOHH 3 €IHYIOTHCSA 13 CAWTOM 3B’S3yBaHHS JJIs KaJbIIiIO



37

BCEpEANHI TMOpH, aje MPUETHAHHS TaKOXK BIIOYBAETHCS, KOJMW KaHAJI 3HAXOOAUTHCS Y
sakputoMy crani [166, 167]. Eu®* moxxe 3B’s3yBaTmcs 3 BHCOKOAdiHHHM caiiToM
aKTUBaIlli Ui Kanblilo BcepeauHi mopu RyR, ame Takox Moke BIUIMBaTH 1 Ha
HU3bKOA(IHHNI CaifT, SIKHil 3HAXOIUTHCS Ha ToBepxHi MeMOpanu [168]. Tonn La®* ta Gd**
TaKOX MOXYTh JIiATH sIK TIopoBi 6;okatopu TRPC3 ta TRPC6 [169].

B nesxkux Bumankax OJIOKyBaHHS MOpU MOXE OYTH HE MOTEHIIAN-3aJCKHUM.
Hampuknan, nantan Onokye kanblieBi crpymu depe3 CRAC kanamu (STIM-Orai) 3
BHUCOKOIO a()IHHICTIO, aJlé HE3aJeXHO BIJ 3MIHM MOTEHLIaTy, 110 BKa3y€ Ha HAsBHICTb
caiiTy 3B’sA3yBaHHs 103a Mexamu ejiekTpuaHoro moiist [170]. BrokyBaHHS KaJbIli€eBHX
kaHaiiB T-TUIly 10HAMM JIAaHTAHOI/IIB Ta HIKEJIO B JIESKUX BUITJIKaX TAKOXK HE 3aJIexkKayo
Big mortenmiany [171]. ITi3Hime Oyn0 BH3HAUEHO IMIATUIN KaHATIB, SKI MalTh Pi3HY
qyTIUBICTh 10 Hikemro [172, 173], a edextn Oj0KyBaHHS 3ajeKaTh BiJ PO3TAIlyBaHHS
CalTIB 3B’S3yBaHHS 3 PI3HOIO a(iHHICTIO, MEXaHI3MHU OJIOKYBaHHS SKHUX MOXYThb OyTH
KOMIUIeKCHUMHU. Hampuknaa, Oyla0 TOPOJEMOHCTPOBAHO HAsIBHICTh JIBOX CaWTIB
3B’s3yBaHHs i ioHiB Ni°* 3 pi3HOI0 adiHHICTIO Ta HEOZHAKOBOI UYTIHBICTIO IO
noreHmiany [174]. Caiit 3B’s3yBaHHS 3 HU3bKOK a(iHHICTIO 3HAXOAMTHCS Ha MOBEPXHI
KaHally 1 BHKJIMKAae KOH(OpMAIliifHI 3MIHM BIUIMBAIOYM HAa BOPITHHM MeEXaHi3M, a
BUCOKOA(DIHHMI CalT 3HAXOAUTHCSA B MOP1 KaHAIY 1 YyTJIMBUN 10 MOTEHIANY, aje 10HU
Ni** MOXyTh MOTPAIUIATH Ha CAHT 3B’SI3yBaHHS BCEPEIMHI MOPH depe3 IOIepemHiit
HU3bKOA(MIHHUM 1 TOMY MOXYTh KOHKYpYBaTM 3 10HAaMH KaJbI[il0, TaKUM YHHOM
3MEHINYI0UN e()eKTUBHICTh OJIoKyBaHHs [175].

Kpim BumIeonucaHux MexaHi3MiB OJIOKYBaHHS [OPU 10HHOTO KaHAIy MOXe
Bi/IOyBaTHUCS IIUIIXOM 3aXOIUICHHS (200 TpamiHTy, aHTJI. trapping) 10HIB METaJIiB BCEPEIHUHI
KaHaJy, TAKUM YUHOM, [0 OJIOKAaTOp 3aJIMIIAEThCS 3aMKHEHNM, TTIOKH BOPOTa KaHAITy 3HOB
HE BIOKPHUIOTHCA. 30KpeMa, Takui MexaHi3M OyB omucaHuil A OJOKyBaHHS 10HAMU
Oapiro KallieBMX KaHAJIIB CapKOIJIa3MaTHYHOrO peTwkyiayma [163] Ta mns GnokyBaHHS
NMDA-pernenrtopis ionamu marsiro [176, 177].

Husbkomonexkynsipai Ta TiIpo(iibHI TOKCHHM 4YacTO BHUCTYIMAIOTh MOPOBUMHU
OJiokaTopaMH, SIKi 3amo0iraroTh MPOBEACHHIO 10HIB, MPHUEAHYIOUHCH JI0 BIATOBITHUX

CaiiTiB 3B’s3yBaHHA Ha CYOOJIMHUIIX, AKI (GOPMYIOTH MOPY 10HHOTO KaHamy. Jlo Takux
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pPEUOBMH HAaJEKaTh MICIEBI AHECTETUKM Ta HEUPOTOKCHMHHU. [l HATpi€BUX KaHaJIB
TUIIOBUMH TPHUKJIATaMHA TOKCHHIB MOPOBUX OJIOKATOPIB € TeTEepPOIMKIIIYHI TyaHIIUHH,
terpoaoTokcuH (TTX) ta cakcutokcuH (STX), a TakoX MENTU]l WL-KOHOTOKCHH, a s
kanmieBux KaHamB kKapuomotokcuH (CTX). B minmoMmy, 3araibHa XapaKTepUCTHKA
MEXaH13My MOJYJIAIIT BIaCTUBOCTEH 10HHUX KaHaJiB, 1110 BUHUKAE BHACIIOK OJIOKYBaHHS
MOpU HE HAATO BIAPI3HAETHCA BiJl AHAJIOTIYHOTO BIUIMBY 10HIB METANIB Ta BEIHUKHX
MOJIEKYJI.

Tpanine. P13HOBHAOM OJOKYBaHHS MOpPH MOXKE€ OyTH MEXaHi3M, KOJU KaHal
3aKpUBAETHCSA Pa3oM 13 3B’S3aHUM OJIOKATOPOM, TAaKUM YWUHOM, BHUHHKAE 3aXOIJICHHS
Onokaropy BcepenuHi 3akpuroro kaHamy [178]. HeBenuki Oimokatopu MOXKYyTh OyTH
saxomneni K'-kananamu sx y Bunanky TEA, mo He 3MiHIO€ 4ac 3aKpUBaHHs KaHAIIB
[179]. V pi3Hux moTeHIaI-KEpOBAHMX Kadl€BUX KaHallaX, OyJ0 BHUSBJICHO 3aXOIUICHHS
AHTHAPUTMIYHUX TIpenapaTiB Ta aMiHOMIpuAMHOBUX cronyk [180-182]. IToxiOHuii mporiec
TAKOK CIIOCTEPIracThCsl y BUIAJAKY BIUIMBY MiCLIEBUX aHeCTETHKIB Ha Na'-kananu [183] ta
Ha HIKOTHHOBI alleTUJIXOJIIH-aKTHBOBAaH1 KaHaJM Ha HEPBOBO-M SI30BHUX CHHAIICAX MOXYTh,
SIK1 3aXOIUTFOBATH XJI0pU30H1aMiH [184].

TpamiHr BUABUBCS KOPUCHHM [JIsl 30HAYBAaHHS CTPYKTYPH KaJl€BUX KaHAIIB Yy
noeHaHHI 13 aHajmoramu TerpaeTwiamoHiio (TEA), ski Ha3MBalOTbCS 4YE€TBEPTUHHUMU
amoHissmu (QA) [184-186]. BukopucraHHs Takoro MiIXOAYy MHPOJAEMOHCTPYBAJIO, IO
BOpOTa aKTHUBAIlli OIBIIOCTI MOTEHITIAN-3aJICKHIX KaHAIIB PO3TAIIOBaHI Y 30BHIITHEOMY
BECTHOIOJII MiXk caiiToM 3B'si3yBaHHS QA Ta BHYTPIIIHROKIITUHHHM po3urHOM [187]. B
3QJIEKHOCTI BIJ TUIY B3a€MOAII 3 BOPITHUM MEXaHI3MOM 10HHOTO KaHAy MOKHA
BU3HAYNTH TIOBHUM Ta YAaCTKOBHUM TpAMIHT IOPH, IO CIOCTEPIraeThCs IJIs JITaH-
KepoBaHUX KaHamiB. Hampukian, 3B's13aH1 MOJIEKYyJIM MEMaHTUHY 3 perentopamu NMDA
JTUCOIIOIOTh JIMIIe Tiicis BuaaneHHs aronicta [188, 189]. Ockinbku Tpaminr €
pPI3HOBHUJIOM TOPOBOTO  OJIOKYBaHHS, TO PO3PI3HUTH I MEXaHI3MH  MOXKHA

BUKOPUCTOBYIOUH KiHETUYHY Mojieib Mapkosa (Puc. 1.6).
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Puc. 1.6. Cxemamuuno npedcmasnena pisHUys Mexamizmy OJIOKYEAHHS.
giOkpumoi nopu iounozo kawany (1), xonu oaoxamop (B) 3asadcae kauany
3akpumucs ma mpanine nopu (2), Koau KaHal 3aKpu8acmvcsi 3 OI0KAmMopom
ecepeouni. Pizui mooenv Mapkosa sidobpadicaioms pi3Hi MexaHizmu OJ10KYE8AHHS.

(moougpixosano 3a [190]).

llosepxnesi 3apsaou. el MexaHi3M MOYJIAIIT OXOILIIOE BUIIAIKH, KOJHM ITO3UTHUBHI
10HM METaJIB MalOTh CAlTH 3B’A3yBaHHS Ha MOBEPXHI MEMOpaHM Ta BIJIMBAIOTh HA CEHCOP
norexiany [191]. ITomToBXoM 10 MPOMO3MINI TAaKOr0 MEXaHi3My OyJjio Te, IO pi3Hi
JIBOBJICHTHI KaTIOHM BUKJIMKAIW PI3HUM 3CyB ToOTeHIiany. Hampukian, BizoMo, IO
3MIIIEHHS BOJIbT-aMIIEPHOI XapaKTEPUCTUKHU [IJIsl HATPIEBOrO CTPYyMY BiIOYBA€ThCA B
pi3Hiii Mipi B 3aJIe)KHOCTI BiJi BUKOpUCTaHUX 10HIB MeTamiB [191]. Ileii MexaHi3M MoxKe
OyTH BaXXKO PO3PI3HUTH BiJl MOMEPEAHBOr0, ajie MPUHIUIIOBOIO BIAMIHHICTIO € T€, IO
10HM MeETaliB MOXYTh MaTH CalWTH 3B ’S3yBaHHS Ha IMOBEPXHI KaHajly, NMpU I[bOMY HE
BUKJIMKAOYM CTPYKTypHi 3miHu [191]. 3a Takux yMOB 3MIIICHHS BOJT-aMIIEPHOT
XapaKTePUCTUKU 3aJIeKUTh BiJ KOHIIGHTpAIlii 10HIB MeTaay 1 MoXe OyTu oO4ucieHa

KOHIIEHTpAIlli{Ha 3aJI€KHICTh, 110 MPOOJIEMATUYHO Y BUMAIKy MEXaHI3My eKpaHyBaHHS.
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[IpumyckaeThcs, 10 KOHCTaHTA 3B’SI3yBaHHS HE 3aJICKUTh BiJ CTaHy, aje JOKaJlbHa
KOHIICHTpAIlisl 10Ha METaJy B MICIll 3B'SI3yBaHHS 3MIHIOETHCS 3aJICKHO BiJ IOJOKCHHS
CeHcopa MOoTeHIliany. Y BIIKPUTOMY CTaHI CEHCOpP MOTEHIIaNy 3 MO3UTHUBHHUM 3apsiOM
MIePEMIIYETHCA Y 30BHIIIHBROMY HANpPsIMKY, THM CaMHM BIIIITOBXYIOUM 10HM METaJliB Ta
3HIDKYIOUM 1X JIOKQJIbHY KOHIIEHTpAIil0. SKIO 3MOJETIOBaTH KIHETUKY KaHaIIB MpHU i
JIBOX MEXaHI3MiB, BUSBHUTHCS, IO PI3HUI MK HHUMH TOJSTa€ y IIBUIKOCTI 3CYBY
aKTHBallli Ta JeaKTUBAIlli IMOTEHIIAI-3aJIC)KHUX KaHANIB, SKi OJIHAKOBI B TMEPIIOMY
BUIAJIKY, TOJAl SIK Y MOJEIIOBAHHI JPYroro BUIAAKY 3B’s13aHI 10HM METANIB 3MIIIYIOTh
aKTHBAIIIIO OUIbIIIE, HIXK I€aKTUBALII0. Y MEepIIOMY BUIAAKY 3B'SI3yBaHHS HE 3aJI€KHUTh B1J
CTaHy B SKOMY 3HaxOJUTbCS KaHal, TOAl SIK y JAPYroMy KaHaj BHUABISE OUIBIILY
CIIOPIJTHEHICTh JI0 10HIB METaJy B 3aKPUTOMY CTaHl, HDK y BIIKPUTOMY, OCKIJIBKHA CEHCOP
MNOTEHIlay BIJIITOBXYE 10H MeTaly 3 KaHally Yy BIJIKPUTOMY CTaHl 3aBISKU
esekTpocTaTudyHoMy edekty. [lo TomMy SK 3MIIIyEThCS aKTUBalllsl Ta JeaKTUBAIlis
TEOPETUYHO MOKHA MPUITYCTUTH CKIJIbKU 10HIB METAJTy 3B’3aH1 3 KAHAJIOM, TaK SIK OlIbIla
KUIBKICTh 10HIB MOJK€ CHJIBbHIIIEC BIUIMBATH Ha CEHCOP IIOTEHINaly 1 BIAMOBIIHO Ha
3MIIIEHHS KPUBUX aKTHUBaIlii-aeaktuBaiii [191].

[TomiBaneHTHI  KaTIOHM  B3a€EMOJIIOTH 3  HEPIBHOMIPHO  PO3TAIIOBAHUMH
HETaTUBHUMHU 3apsaMy  HEMOJaliK 10HHOTO KaHaly 1 TakuM YWHOM 3MIHIOIOTh
CJIEKTpUYHE TmoJie, fAKe oTouye KaHai. Hanpuknan, crpymu NMDA-penenTopis
610KyBamich KoHmenTpauismu La®’, mo mepesumyBann 100 MkM Ta He 3anexann Bin
MeMOpaHHOTO TMOTEHIllaTy, MpH 1bOMY 301JIBIIEHHS KOHIIEHTpaIlli La®" 3micTmmo
KOHIICHTpAI[IHHY KpUBY JUIsl KaiHATy 10 HIDKYMUX KOHIIEHTpAIlld aroHicTa, He 3MIHIOIOYH
MaKCHMaJbHOTO BHKJIMKAHOTO CTPyMy, IO MOIJIO BiAOyBaTHCS abo uepe3 MiJBUIICHHS
CIIOPIAHEHOCTI pelenTopa A0 Jiranay, ado uepe3 30UIbIICHHS KOHIEHTpaIlii Jirauay Ha
NOBEpXHI MeMOpaHH, 110 MOXe OyTH pPe3yJbTaTOM 3MEHILICHHSI MOBEPXHEBOTO 3apsry
memOpanu [192]. [Ipuknaau BIIIMBY Ha TOBEPXHEBHUI 3apsq OyJid ONMMcaHi B KIACHYHUX
poborax Ha MeMOpaHi akCOHa TiraHTchbkux KanpmapiB [193], Ha memOpani By3iiB PanB'e
Mi€TIHI30BaHUX BOJIOKOH xa0u [194, 195], HetiponiB MosrockiB [196, 197] Ta iHmmx.

Tpanine cencopa nomenyiany. JledKl TOKCHHM BHJUICH1 13 MPUPOIHUX OTPYT

MOKYTh BIUIMBAaTH Ha KaHAJIM, MPOHHUKAIOYM B JIMIJHUN [Iap KIITHHHOI MeMOpaHH, a
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NOTIM JaTepanbHO NU(YHAYIOTh, IOCSATAI0UM MICLS 3B’A3yBaHHA 3 KaHajJoM. byIo
BUSIBJICHO, 1110 JIEK1JIbKa TaKUX HEHPOTOKCHHIB YTBOPIOIOTh KOMIUIEKCH, SIKI CKJIaJat0ThCs
3 TOKCHHY, 3B’S3aHOT0 3 MEMOpPaHOIO Ta perenTopoM-MimeHHro [198].

[Tepmuii mpuxnaa Takoi a1 Oyino BUABIEHO A1 XaHaTokcuHy (HaTX), BuaiieHoro 3
oTpyTH uinidicekoro tapanTyia (Grammostola spatulata). HaTx chnpuumbse ciabke
iariOyBanHs kananiB Shaker Kv Ta cunpHe iHriOyBanHs kanamiB Kv2.1 ta Kv4.2 [199].
JlocnipkeHHsT B3aeMO/IIi TOKa3aM, 0 KaHaiu, 3B's3aHl 3 HaTX, MOXyTh BIIKpHBaTHCH,
ajyie 3aJIeKHICTh MPOBIAHOCTI Bl noreHmiany G(V) 3MillyeTbest 10 OUIbII MO3UTUBHUX
noteHmiaaiBe Ha MeMOpani [200]. ExciepuMeHTH 3 BHKOPHUCTaHHSAM MYTAHTIB KaHATy
Kv2.1, sixi BusBIAIOTH ciiabke 3B'sI3yBaHHS Ta MIBUIAKY nucoliaiio HaTX, 1eMOHCTPYIOTh,
II0 TOKCHH IIBUIIIC PO3B’SI3yeThes 3 BiakputuMu kaHajgamu [201]. Lli pesynbratu
IATPUMYIOTH IPUITYIIEHHS PO T€, 110 TOKCUH 1HT10ye kKanain Kv2.1 nuisixom crabimi3artii
3akpuToro crany [157].

[Hmmit Tokeun (VSTx1) BuaineHud 13 OTPYTH TapaHTyJa TEX TajlbMyeE CEHCOP
noteniiany K'-kananiB uyepe3 BOYyHOBYBaHHA B JimiaHy MeMOpany. Jlis TOKCHHY B
HAHOMOJIIPHUX KOHIIEHTPALISIX BUKJIMKAE MOBLIbHY KIHETUKY 1HTIOYBaHHS 3 MOBLIBHUMU
KOHCTaHTamH acortiaii Ta aucomiamii [202]. CekiioHyBaHHS MeMOpaHH TOKCHHOM
cBimuuth mpo Te, mo VSTxI, #imMoBipHo, 1HriOye KVAP cnouatky 3B's3ytouuch 3
MeMOpaHo0, a MOTIM JaTepaibHO AUDYHIYE, TOKA HE 3HAlIe CBOE MICIIE 3B’ A3yBaHHS Ha
kaHam. lleii mexaHi3M 00yMOBJIEHUH (HI3UKO-XIMIYHUMHU BJIACTUBOCTSIMU MOJIEKYJIU
TOKCHHY Ta JIMIJAHOTO Olmapy KIITUHHOI MeMOpaHu. 3aBIsSKHM NPHUCYTHOCTI SK
riipodoOHMX, Tak 1 TAPOPUIBHUX 3ANUILIKIB HA MOBEPXHI TOKCHUH OTPUMYE JIOCTYM JI0
Micus 3B's3yBaHHA Ha VSD numsixom po3’eIHaHHS JBOIIAPOBOI JIMIAHOI MeMOpaHU 1
MOBEPXHEBO JIOKAJI3YEThCS HAa MEXl JIMiJI-BOJa, BBOASYM B MeMOpaHy JACKUJIbKa
riapodoOHNX aMiHOKHCIIOT, B TOM 4Yac SIK OCHOBHI 3aJIUIIKU, SKI CKIAJAlOTh OLIBIITY
yacTuHy, 30epiratotbes y BoaHid ¢asi [203]. EnekrpoctaTvuHi B3aeMOAIl  Mik
3apsJPKEeHUMU OIYHMMHU JIaHLIOTAMH Ha TOBEPXHI TOKCHMHY Ta (QocpaTHUMHU TrpyrnaMu
JIMiAIB MOJIEKYJIM BIIITPalOTh KJIIOUOBY POJIb Y BU3HAUEHHI MICLIS PO3TAIIyBaHHS TOKCHHY
[204]. ObnacTs TOKCHHY, IO B3aEMOJIIE 3 MEMOpPaHOIO, Haraaye riapopoOHUi Kiactep,

OTOYCHHUN KUIbLIEM TMO3UTUBHO 3aps/DKEHUX aMiHOKHUCTOT. lleli MOTHMB BBa)Ka€ThCs
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BOKJIMBUAM [JIS PO3JAUICHHS MeMOpaHW, OCKIIbKH OyJIO BHSIBICHO, IO NESKI TOKCHHU
MarOTh OUIBIIY CIIOPITHEHICTh 10 MEMOpaH 3 BEJIMKOIO KIJIBKICTIO HETaTUBHO 3apsPKEHUX
mnigie (Hampukian, (ocharuaunrainepoliB), HOK A0 MEMOpaH 3 IBITEpP-IOHHUMH
mimigamu (Hanpukiaan, ¢ocharuamnxomiau) [205, 206]. BBaxkaerbes, II0 KOHTAKT 3
MeMOpaHOIO MiABHUIIY€E CropiaHeHIcTh iHri0yBanusa [202]. Kpim Toro, Oyio mokasaHo, o
3B'I3yBaHHS 3 MEMOpPaHOI0 MOXKE BHKIIMKATH CTPYKTYpHI 3MiHH TOKCHHY [207], Takum
YUHOM CHPUSIIOYM MOTPIOHOMY PO3TAlllyBaHHIO JUIsl 3B'SI3yBaHHS 3 10HHUMH KaHAJIAMHU.
Toxcunu, noxibui o HaTX iuridyrors K'-kananu, Momu(ikyloun BOPITHHI MeXaHi3M.
Kananu, 3B'A3aH1 3 TOKCMHOM, MOXYTh BIJIKPHUBATUCS 1 MPOBOJWTU 10HM, ajle €HEPrisd,
HEO0OX1/THa JUIS 1IbOT0, 3HAYHO OUNIbIINA, HIXK IS HE3B'SI3aHUX KaHATIB, Y BUIAIKY SKIIO OU
TOKCHUH MpAalIOBaB 4Yepe3 ajlocTepuuyHuil MexaHi3Mm. llo-apyre, TOKCMH Mae BUpaKeHHM
BILUTMB Ha pyX VSD y BiAnoBinb Ha 3MiHM NOTEHIay MeMOpaHu. [lo-Tpere, TOKCUH He
BILTMBA€E O€3MOCEPEITHHO 3 30BHINIHLOTO OOKY MOPHU KaHaTy, sIK MOXKHA OyJio O o4iKyBaTu
JUIsl TIOPOBOTO OJIOKATOpa, a HATOMICTh TICHO B3a€EMO/IIE€ 3 BU3ZHAUYEHOIO 00JyacTio Ha VSD
[156]. TToaiOHuit MexaHi3M BILUTMBY TOKCHHIB Yepe3 BOYIOBYBaHHS B MEMOpPaHy OMHCYIOTh
TakoX JUIs MexaHouyTiauBux kaHaniB TREK-1 ta SAC [208].

3MaTHICTh MENTUIIB MOAYJIOBATH BOPITHUNM MEXaHI3M KaHajly, 3B'S3yIOUHCH depe3
MeMOpaHy, HE MOXKHA Mepe0aunTH, IKII0 OpaTH 10 yBaru Juiie 3 aMmMinaTtuiHy Ipupoay
MEeNTUy, HasIBHICTh TiApo(oOHOro kjacTtepa B iX CTPYKTypl Ta 3arajJibHUN 3apsay.
Toxcunu Hdla Ta xyBeTokcuH-IV He 3B's3yt0Thes 3 pocdominmigaumu MmemOpanaMu, TOl
sk Tokcuau VSTX1, SGTx1, HaTX ta ProTx-I neMoHCTpYIOTh BIaCTUBICTH BOYIOBYBATHCS
B MeMOpaHy HUISIXOM ii po3’€JlHaHHS, XO4a BOHU BCl € aM(imaTUYHUMM CHOJYKaMH 3
riapodhoOHNM CKYIMUEHHSM Ta aHIOHHMMHU 1 KaTIOHHHMH 3QJIMIITKAMH PO3TOJIIJICHUMU HA
TIOBEPXHI, a TAKOX MaroTh ofHakoBui 3apsya [209]. Ha BiaMiHy BiJ bOTO, OJMINCIITHIHI
TOKCUHH MPU3BOJATH J0 3MiH Y BOPITHOMY MEXaH13Mi KaHaJIiB 3a JIOTIOMOTOIO 3aXOIICHHS
VSD, sike BinOyBaeThCsl uepe3 3B'sI3yBaHH 13 30BHIIIHIMU AUISHKaMH KaHaiy. MexaHizm
3aXOIUIEHHS] CEHCOpa MOTEHIIaTy MOXe OYTH MOMIUPEHOI0 POPMOIO i JIJIsl MOMIMEeNTHIIB,
Kl € TOKCHHAMHU-MOAU(IKaTOpaMu, 110 AiI0Th Ha BCl MOTEHLIAJI-YyTIWBI 10HHI KaHAIU
[158, 210]. Hampuknan, Tokcud BrMT (6-6pomMo-2-MepKanToTpuIiTaMin), SKUil cTadimi3ye

ceHcop ToTeHIiany kaHamiB Shaker y cTani cmokoro 1 3amobirae iX akTHBarlii,
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BUKJIMKAIOUA CTyMIHYAacTe€ VYIOBUIbBHEHHS aKTWBalii KaHamy. [3  30UiblIeHHSIM
koHneHTpalii BrMT B po3unHi KaHaduM aKTHUBI3YIOTHCS IPOTPECUBHO TMOBIIBHIIIIE.
VYToBUIbHEHHS aKTHUBAILlll CYMPOBOIKY€ETHCS 3MEHIICHHIM MKOBOI aMILTITYIU cTpyMy
yepes Te, mo BrMT cradinizye iHakTuBOBaHMiA cTtaH [211].

TpamiHr ceHcopa NOTEHINATy MOXE 3IACHIOBATHCS PI3HUMHU CIIOCOOaMU: 3
30BHINIHBOTO a00 BHYTPIIMIHHOTO 00Ky MEMOpaH! YH Yepe3 TOBIILY JIIMIHOTO MIapy. Yepes3
CJICKTPOCTATUKY Ta aJOCTEPUUHY MOAMMIKAIIIO (IK HEKOHKYPEHTHUN aHTaroHicT). Takum
YUHOM, TOKCHHH, fKi BIUIMBAlOTH IIISXOM 3aXOIUICHHS CEHCOpa MOTEHIally, MOXKHa
PO3AUINTH Ha TPU OCHOBHI TPYIH 3aJI€KHO BiJl BILUTUBY, SIKHI BOHU BUKIIUKAIOTh.

1) TokcuHH, SIKI CHOBLIBHIOIOTH 1HAKTUBALIIIO, 3B'3yl0UnCh 3 nerieto S3 — S4 (-
TOKCUHHM CKOpIIiIOHa, pa3oM 3 TOKCHHAMHU MOPCHKOI aHEMOHH, O-apaTOTOKCHHOM, O-
KOHOTOKCHHOM Ta TOKCMHOM TapaHTyjia JZTX).

2) TOKCHHH, SIKI TIOJIOBXYIOTh aKTHBaIlll0, CTaOUII3yl0ud AaKTUBOBAHHWM CTaH,
3B'SI3YIOUYHUCH 13 MO3AKMTUHHUMU neTiiaMu S1 — S2 ta S3 — S4 nomeny Il Na-kanamis ([3-
TOKCHUHHU CKOPITIOHA, TOKCUH MaByKa MET10TOKCHH 5).

3) TOKCHHH, SIKI 3MEHUIYIOTh AaKTUBHICTh KaHamiB (P,) abo cymapHy ammmityay
CTPYMy, 3B'SI3yIOUHCH 3 JiHKepoM S3 — S4 1 mepemkoKaroun pyxy S4 Ha30BHI, TUM
camuM 3MilytoTh KpuBy G(V) y O3UTHBHOMY HAIPSIMKY B3JIOBX OCi moTeHItiany [158].

Expanyeanns. MexaHi3M, KM y3arajibHIO€ BUIAAKU, KOJU MO3UTUBHO 3apsiKEHI
CIIOJIYKM €KPaHYIOTh HETAaTUBHO 3aps/DKEHy TOBEPXHIO (MeMOpaHy), MOAU(IKYyIOUYU
€JIEKTPUYHE T0JI€, TAKUM YMHOM 3MEHIIYIOTh KOHLIEHTPAL1}0 MPOHUKHUX 10HIB OL1s THpia
kaHany. [lpumyrmeHHs mpo TakWil MeXaHI3M BIUIMBY BHUHUKIO B OJHHUX 13 TEPIIUX
nocTipKeHs BIUTHBY i0HIB Ca®’, B SKMX GO TOKA3aHO, MO BOHH MPH3BOIATH [0 3CYBY
MOTEHITA-3aJICKHOCT]I HATPIEBHMX Ta KaTi€BUX KaHAIIB Ha TIa3MaTUYHIA MeMOpaHi [212].
[TpoBigHICTH, pIBHOBa)KHA aKTHBAIlIS 1 YaCOB1 KOHCTAHTH B TaKUX BHUMAKAX 3MINTYIOTHCS
B CTOPOHY MO3WTUBHUX MOTEHI[IANIB 3aJI€KHO BiJ CKJIaly 30BHIIIHBOTO PO3UMHY. Takuii
edeKT crocTepiraeTbCs JUisi OLIBIIOCTI 0araTOBAJIGHTHUX 10HIB 1 TPYHTYEThCA Ha
NPUIYIICHH], IO JIOKalbHI MOBEPXHEBI MOTEHIANH, $SKI BHUHUKAIOTh 3a pPaxyHOK
dbikcoBaHMX Ha MeMOpaHi 3apsjiiB, PO3TAIIOBAHUX OJM3BKO JO KaHATIB, €(PEKTUBHO

KOMIIEHCYIOTh PI3HHUII0 HANpyTd, “BUMIPSHY’ CEHCOPOM MOTEHLIady 10HHOTO KaHay.
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[oHu, sIKi MalOTh TPOTHIICKHHUH 3apsA] MOXYTb HEHTpasi3yBaTH YaCTUHY MOBEPXHEBOTO
3apsany 1 3MEHIIUTH MOro IIIIBHICTh, TAKUM YWHOM Ha TOBEPXHEBI 3apsau CHIBHO
BIUTMBAIOTh 3MIHM KOHIEHTpALii MPOTUJICKHO 3apsKeHUX 10HIB. OCKIIBKU Taki 3MiHH
JIOKaJIbHI, BIUTMB MTOBEPXHEBUX IMOTEHIIAIB HE BUMIPIOEThCS 0€3MOCEPEHBO Y PO3YMHI,
aJie BIIOOPaKAOTHCS Yepe3 3MIHU B MOTEHITIAI-3aJIeKHOCTI BOPITHOIO MEXaH13My 10HHOTO
kaHany [160]. Kinacudano, 1ie# BIUIMB MOSCHIOETHCS Teopieto ['yi-Uammana, BiAMOBITHO 10
SAKO1 10HM 3 OJHAKOBOI BAJICHTHICTIO 1 KOHIICHTPAIIIEID B OJHAKOBIA Mipl 3MIHIOIOTh
MOBEPXHEBUI MOTEHLIAJ 13 3HAYHO BUIIOK €()EKTUBHICTIO €KPaHYBaHHS JIBOBAJIECHTHUMU
10HaMU y MOPIBHSIHHI 3 oAHOBaJIeHTHUMHU. B Mozeni ['yi-HanMaHa 10HU poO3IIIsaatoThes K
TOYKOBI1 3apsi/iv, 10 3HAXOJATHCS B O€3pO3MIPHOMY CEPEIOBHII, 1 MepeadadacThCs, 110
BOHU OJHOPIJHO PO3MOJIIIEHI MO MOBEpXHI MeMOpaHu. Llell miaxiag BUKOPUCTOBYE PNl
CIPOIIEHUX MPUIYIIECHb, BKIIOYAIOYH T€, 1110 3apsAH JIMIIIB PIBHOMIPHO PO3MOIIICHI 110
MOBEPXHI TUIONIMHY, aje€ HEe JUBISYUCh Ha II€ Taka Teopis HaJae aJleKBaTHUW OIUC
0araThox eneKTpocTaTnyHuX sBuil [213, 214]. BBaxkaeThcs, 110 11 MOJEIL B MPUHITHITI
HE MOXXE OIMHUCATH BCl SIBUIA, SKI B1IOYBAIOTHCS MPH B3AEMOJIi €JIEKTPOJIITIB PI3HOTO
CKJIaqy 3 O10JIOTIYHMMHM MeMOpaHaMH, B OCHOBHOMY MO Tid NMPUYUHI, M0 MeMOpaHu
pi3HUX 00’€KTIB BIAPI3HAIOTHCS MK CO0O0I0 OIOXIMIYHHUM CKJIAZOM KOMIOHEHTiB [215].
Takox, BUKOPUCTOBYIOUM MOJICTIOBaHHS 0yJI0 3p00JIeHO Mepei0aueHHsl, 1110 He TUTbKHU BiJl
BJIACTUBOCTEN MeMOpaHu, aje 1 B 3aJeKHOCTI BiJ OyIOBM 10HHMX KaHajiB, CKJIaay iX
cy6OIMHNLb, expaHi3younii BB Gd®* MoXe BiAPI3HATHCS B MeXaxX OXHIEl POXMHH
10HHMX KaHamB 1 Oyae OulbluuM Juisi kaHaiiB Tuny Shaker (Bkirouarouu perymiroroui
nomenu g K' nposimnocti, RCK1), Hixk a4 Shaw (Bkmouaroun Raw3), Shab a6o Shal
kananu [216]. Kpim Toro, BapTo 3a3Ha4YMTH, 110 TOKCHHH, TaK SK 1 I0HW METaIiB MOXYTh
BUKJIMKATH €KpaHyBaHHA MEMOpaHW, 3MCHINYIOYH aMILIITyy CTPyMYy 1 TaKMM YHHOM
HarajyBaTH BILTUB IIBUAKUX OokaTopiB [217].

Heenexmpocmamuunuu mexanizm. 1leil MexaHi3M ONMUCY€e BUIAJKU, KOJIH CIIOIYKU
HaNpsSMy B3aEMOJIIOTH 13 CaliTOM 3B’S3yBaHHS KaHAJTy HE Yepe3 eJICKTPOCTATHYHI CHIIH.
3B'sI3yBaHHS Ta CYNYTHIA HEENEKTPOCTATUYHHM BIUIMB HA BOpPOTa 10HHOTO KaHAIy
B110yBa€eThCs a00 uepes /10 Ha CEHCOp MOTeHIlany abo Ha MeBHY 1HITY YacTUHY BOpIT. B

OCHOBI IILOTO JIe)KAaTh MEXaHI3My MO€IHAHHS 1HIIMX MOMEPEAHIX MEXaHI3MIB, MPU IIbLOMY
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MOJKHA CIOCTEpIraTd 3MIIICHHS KOHCTAaHTH BIJKPHMBAHHSA Ta 3aKpUBaHHS KaHAJIy B
IPOTHIICKHUX HampsiMkax [191]. MexaHni3m, sIKUii CIIOBUIbHIOE KOHCTAHTH BiIKpUBaHHS Ta
3aKpUBaHHS OMHCAaHWH JUIA BIUIMBY 10HIB JIaHTaHy Ta rafoiiHiro [218], a Takox s
MmarHiro [219], skuil ymOBUIBbHIOE KIHCTHKY aKTHBAIlli, 3B'SI3YIOUHCh y KHIICHI MIiX
TpaHCMEMOpaHHUMHU cerMeHTaMu S2 Ta S3, 1e B3aeMoji€ 3 JBOMAa KHUCIOTHUMHU
sagumkamu S3 [220]. Takuii BIUIMB MarHiro mepeadadeHuil “napajieibHOI0” MOJICIIIIO
MapkoBa, sika mnependayae HE3AICKHUU PYX UYOTUPHOX CYOOJMHMIIL KaHaly IMepes
BIJIKPHBAHHSIM TIOPH Ta Y3TO/DKYETBCSA 3 CKCIIEpUMEHTAILHUME JMaHumu [221]. JlanTaH,
uepiii, HeOAMM 1 TaJoJIHIN 1HrI0YIOTh MypuHOBI penenTop-kaHanbHi P2X1R 1 P2X2R B
KoHneHTparii Big 3 g0 300 MkM, 110 moB'si3aHe, MPUHANMHI 9aCTKOBO, 3 aJIOCTCPUYHUMH
MeXaH13MaMH BIUIMBY, OCKUIbKU MPUITYCKAETHCS, IO 3B'I3yBaHHS T'a/I0NIHIIO BIOYBa€ThCA
B caiiTi 3B’ s3yBaHHsI AT® i 3HMXKYe criopigHeHicTb 10 AT [222].

OxpiMm OJOKYBaHHSI MOXKE BIOYBAaTHCS aJIOCTEPUYHA MOTEHINAIS K HANpPUKIAd y
BUMAJKY Al naHTaHoigiB Ha GABA-penentopu, 30uibiytoun GABA cTumyiboBaHUN
CTpyM dYepe3 xJopHi kaHamu [223]. BB Moxe OyTH KOMIUIEKCHHH 1 3aJI€)KHHM BiJ
xoHuentpauii. Hanpuknax, La®* B kommentparii 1o 100 MKM MOCHITIOBAaB CTPyMH,
BUKJIMKAHI BIUTMBOM KaiHaTy Ta KBickynatry Ha NMDA-penentopu, Tomi sK OUIbII
KOHIIEHTpAIi mpu3Boarm 10 6nokysaums [192]. Takox La®* i Gd** moxyTs mocumoBarn
akTuBHICTh KaHamiB TRPC4 ta TRPCS, nitoun Ha mo3akIiTUHHUNA CalT 3B'A3yBaHHS IS
katioHiB [169]. JlanTaH BIJIMBae TaKoX SIK MO3UTHBHUN MOIYJATOP Ha M’SI3€BUN THII
AChR, Toml fK Ha TpU MIATUNM HEUPOHAIBHHMX PELENTOPIB BIUIMBAE SIK HETATUBHUMU
MoayasTop [224].

INapodobHi ankanoinyu Ta JKUPOPO3UMHHI TOKCMHU YacCTO MOXYTh JISITH HA CANTH
3B’SI3yBaHHs, fKI 3HAaXOIAThCS BCEpPEIWHI MEeMOpaHW Ta 3MIHIOBATH YYTJIMBICTH 0
MOTEHI[IATy dYepe3 aJlOCTepUYHI MEXaHI3MU [li, TEepPEeBaXHO MPUETHYIOUYHCH IO
KOHKPETHHX KOH(OpMaIliil KaHally Ta cTaOlLI3yBaTH YHIKaldbHI (PYHKIIOHAJbHI CTaHH,
TAM CaMHM 3MIHIOIOYM aKTHBAIlif0, IHAKTHUBAIII0 Ta HaBiTh CceleKTHBHICTL [210].
Anocrepuuna Moaudikallisi BIaCTUBOCTEN KaHaTy 3I1HCHIOETHCS 3B SI3YBaHHSM TOKCHHIB
13 caliToM, SIKM, HAIPUKJIaJ, Y HATPIEBUX KaHAJIIB PO3TAIIIOBAHUIA HA IIOCTOMY CETMEHTI,

akuil popmye nopy kananmy (S6) y momeni I, Tomy 1o ToukoBi mytaiii B cermeHTi [-S6
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pOOTIATH Na'-kaHanmu CTiKAMH 110 O0arpaxorokcuny (BTX). Ileit cait ngemo
BIJIOKpEMJICHHUH SIK BiJI IOPU KaHaIy, TaK 1 BiJ JOMEHY ceHcopa mnoTteHiiany. [Ipus's3ka o
HBOTO TOCHJIIOE AKTHBAIUIO KaHAJIB, CIPHUSIIOYM BIAKPUTOMY CTaHy B TMO€IHAHHI 13
3ano6iranHsaM iHakTuBarlii. Jlo Toro x, BTX Moxe 3MiHIOBaTH pyX CYCITHBOI'O CETMEHTY
ceHcopy mnoTeHuiany (S4) 3a JOMOMOrol HENpsSMUX B3a€EMOAIN MpH 3B'S3yBaHHI 3
cermMeHTOM S6. Bimomo, 110 TOKCUHH, SIKi 3B SA3yIOTHCS 13 CalTaMH BCEPEINHI MEMOPAHH 3
nopoOpPMYIOUNMHU CErMEHTaMH yHiKaibHi 171 Na'*-kananis [225].

JIns niraHa-KepoOBaHMX KaHATIB, SIK MPABUJIO, aJOCTEPUYHI MOIYJIATOPU HE €
KOHKYPEHTHUMHU 1HT10iTOpaMH. AJIOCTEpUYHA MOAYJISALIS pPEIenTopa € pe3yabTaToM
3B'SI3yBaHHS AJIOCTEPUYHUX MOJIYJSATOPIB B iHIIOMY Micll ("perynstopHomy caiiti") Bij
€HJOTCHHOTr0 Jiranay (“akTUBHHUI calT”’) 1 MOCWIII0E ab0 rajabMye€ BIUIUB €HIOTCHHOTO
Jiragay. 3a3Budail  ajJoCTEpUUYHUN MOJIYJSATOP Jli€ BUKJIMKAIOUM KOH(MOpMAIHY 3MIHY
MOJIEKYJIM PeIenTopa, 10 IPU3BOAUTH 10 3MIHH CIIOPIAHEHOCTI 3B'A3yBaHHS JIITaHTy.

Mexani3mMu OJ0KyBaHHSI MOKYTh OyTH KOMIUIEKCHUMH 1 OJIHA M Ta caMa pe4yoBUHA
MOXE JisITH pi3HUMHU crnocobamu. Hampukman, migokaiH OJIOKye HATpieBI KaHAIIU
BIJTUBAIOYH JBOMA CITOCOOAMU: IIBUAKO Ta MOTECHITIAN-3a]IeKHO OJOKYIOUH TTOpY KaHAY 1
MOBUILHO OJIOKYIOUM 1HAKTMBOBAaHMM KaHal. [3 muTomiasMaTU4HOro OOKYy MeMOpaHu
BIUIMB JIIOKAiHY TOTCHIIAN-3JIC)KHHM, 1 HABIIAKH, 13 30BHIIIHHOTO OOKYy MEMOpaHU HE
3aJIOKUTh BiA moreHIiany [226]. BinbmicTe momiOHMX A0 JIJOKaiHy PEYOBUH MAKOTh
MOTEHI[IAN-3aJIC)KHAN BIUTMB, KU 3pOCTa€e 13 30IBIIEHHSM HETaTMBHOTO TMOTEHIIIAIY,
aJie, HapUKJIa, BILTUB (EHUITIIpa3HHy CJIa0KO0 3aJIe)KUTh Bijl MoTeHIany [227].

OT1xe, MOXKHA y3arajbHUTH, 10 B3a€EMO/IIs1 I0HHUX KaHAIIB 3 PI3HUMU PEUOBHHAMU,
SAKI MOJYNIOIOTh AaKTHUBHICTh IMX KaHAJiB, MOXe OyTH OIOoCepeaKOBaHA PI3HUMU
MexaHi3MaMH, a00 iX KOMOIHaIli€lo, 0 B CBOK Yepry IOB’S3aHO 13 CTPYKTYpPHO-
GyHKIIOHATPHUMU OCOOJMBOCTSAMU 10HHOTO KaHamy. [lpu aHamizi nuUx MexXaHi3MIB
IEHTPAIbHY POJIb BIAITPAIOTh KIHETUYHI MOJEII, SIKI JAal0Th MOXJIHMBICTH MEpPea0aunTH
XapakTep 3MIHU aKTUBHOCTI I0HHUX KaHAJIIB MiJ A1€I0 MOYJISTOPIB Ta OLIIHUTHU BIAMOBIAHI

KIHETUYHI XapaKTEPUCTUKH.
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PO3ALJI 2. MATEPIAJIN TA METOAU JOCJILIKEHHSA

2.1. Buaijsenns siaep HelipoHiB Ilypkinbe

Bci excnepumenTanpHi mporenypu Oyiu mpoBeneHi 3riiHo 3 JupextuBoro No
2010/63/€C mpo 3axucT TBapuH, 10 BUKOPUCTOBYIOTHCS 3 HayKOBOIO METOIO, 1 BKa31BOK
KOMITETY 3 MNuTaHb OioeTtuku I[HCcTUTYTy Oi3ionorii iM. O.0. boromonbus (BUTAT 3
npotokoiry Ne 1/18 ). ExcriepuMeHTH pOBOIMIIN Ha Iypax JiHii Bictap Bikom 2-3 TxHI
(P14-21). TBapuHu Takoro BiKy Oynu BHOpaHi JUIsl CKCHCPUMCHTAJIBHHUX MPOIEIYP
BUKJIFOYHO ISl 3pDYYHOCTI MPOBEAEHHS XIPypriyHUX MaHINyJsALid. Y TBaApUH MOJIOZIIOTO
BIKYy MO30K OLIbII M’SKMI 1 BHACIIJOK I[bOT0O MIAJAra€e 3HA4HIM aedopmarii npu
BUJIIJICHH] 3 YepenHoi KOPOOKH Ta Hapi3aHHI 3pi3iB, a y CTaplIUX 3 SBIAETbCS OlIbIIa
KUIBKICTh CIIOJIYYHOI TKAHMHM, IO B KIHIIEBOMY pe3yJbTaTl 3MEHIIY€E KLUIbKICTh
BUJIIJICHUX s/Iep Ha 00’ €M €KCIIEpUMEHTAIBHOT KaMepH.

[Ticns mekamitaiiii TBApUHU, MO30YOK IIBHJKO BHIUIUIM 1 MPOMHUBAIM PO3YHMHOM,
skt mictuB (y MM): rmokonar-K — 150, HEPES-KOH - 5 (pH 7,3). Mo3ouok
aHATOMIYHO BIIJIUICHHWH BiJl MBKYJb TOJIOBHOTO MO3KY 1 JICIIO BUCTYIIA€ HAJ JOBracTHM
MO3KOM, TOMY HMOTO JIETKO PO3PI3HUTH 1 MIBUJKO BIJOKPEMUTH BijJ MPUIICTIUX BIIILIIB
MO3KYy 3@ JIOTIOMOTOI0 3a0KPYIJIEHOTO IumaTens. BuaieHuit MO3040K NEpEeHOCHSIM Ha
XOJIO/IHY IUIACTUHY Ta Hapi3ajdd Ha TOHKI 3p13M 3aBTOBIIKK MpuOimM3HO 1 MM. 3 omHOTrO
MO304Ka Opanu 5-6 3pi3iB Ta MOMIIIAIN 110 OJHOMY 3pi3y B €MHOCTI 3 1 MJI pO34MHY IJId
1HKyOaIrii (Takoro »* camoro CKJaay sK 1 JJis MPOMUBAHHA). 3arajJbHUN Yac XipypridHUX
MaHIMyJISIiN cKilagaB He Outblie 3 XB. €EMHOCTI 13 3pi3aMU PO3MILLYBAJIUCS B CIIELIATbHIN
MIJICTAaBIll 3 KPUroro, 00 HEe JOMyCKaTH HarpiBaHHs 3pas3kiB. IlifcTaBky 13 3paszkamu
3QIMIIAIM B MOPO3WIBHUKY 3 Temmeparyporo —25 °C mjoHaiimMenmie Ha 3 roa. B
3aMOPOKEHOMY CTaH1 3pa3Kd MOIJIM 30epiratucsi JOCUTh TPUBAIUM 4yac O€3 IMIKOAW s
10HHUX KaHAIIB B 00OJIOHIII sSIpa.

Ilepen exkcmepuMEHTOM 3pa3Kd PO3MOPOKYBaIM 1 TOMOIEHI3yBald ILIIXOM
MPOMYCKaHHS 4epe3 TOoJIKYy I 1H €Ki 13 BHyTpimHIM giamerpoM 0,34 mMm (23G).
3M1ACHIOIOUH 10 MPOLEAYpPY YHUKAIN BUHUKHEHHS B PO34MHI OynpOamiok moitps. Jms

oTpuMaHHs (pakxuii, sika MICTUTh Spa, TOMOTE€HaT HEeHTpUPyryBaiu MOpoOTATOM S5 XB
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(1000g) BuxopuctoByrouu uentpudyry MiniSpin (Eppendorf, Himeuunna). 3a Takux
YMOB BaX4l 3QJIMIIKH 3pYWHOBAHUX KJIITUH, B TOMY YHCJI sjpa, 30MpaJiucs B HMKHIN
yacTuHi eneHnopdy, yrBoproroum ocan. CynepHaTaHT, IO CKIAgaBCs 3 PO3YHMHY 13
JIPIOHUMHU 3JIMIIKAMU KIIITHHH, 00EpeXHO BIATATYBaIM roikoro. Jlo ocaxy momaBamu 1
M1 6a3zoBoro po3zunny KClI 1 nepemiinryBanu 3 ocaoMm 3a A0NOMOTO0 mineTku. OTpuMany
cymim, B KimbkocTi 40-60 MK, gomaBamy g0 0a30BOr0 po3uynMHy B PoOOUiid Kamepi Ha
iHBepToBaHoMy Mikpockoni Leica DMIRB (Leica Microsystems, Himeuunna), ne siapa
ocijaau mpoTsAroM 2-3 XB Ta IIUJIBHO MNPUKPIIUIIOBAIKCS JO0 TOBEPXHI CKJa
EKCIIEPUMEHTAIBHOT KaMmepH. PelITKu KIITHH, K1 3aJIMIIAINACS B €KCIIEpUMEHTAJIbHIN
KaMmepi, BIIMUBAJIM TMPOTOYHOIO arutikarmiero 0a3oBoro po3uwmHy. IlIBuakicTe armikariii
cranoBmwia 1 mu 3a 20 c. Takum ymHOM, Maiixe 3a 2 XB B poOOUiil Kamepi MIKPOCKOITY
3QJIMIIAIUCS B OCHOBHOMY SiJipa pI3HUX HEHPOHIB MO30YKYy Ta HEBEIUKA KIIBKICTh
3QJIMIIKIB KIIITHH, KA HE 3aBa)kKaJia OTPUMATH BUIBHUI TOCTYI MIKpPOIINETKOO A0 sJIEp.
[lonepenni Bapiamii MeToAy 130JisIli sAA€p HEHUPOHIB MO30YKY BKJIOUANM iX
BUAUICHHS 13 TOHKOro 3pi3y (300 MKM 3aBTOBIIKH) 3a JONOMOTor Mikporminetku [20].
Takuii croci0 J03BOJIAB OTPUMATH fAlipa 3 TOYHO MOP(OJOTIYHO PO3PI3HEHOTO IIapy
HeriponiB Ilypkinbe. Tino xmituHu Ilypkinbe mae rpymononiony ¢opmy, Bia SKOi
BIJIXO/IUTh O€3J11Y JACHAPHUTIB, PSCHO PO3TATY>KEHUX B IUIONIMHI, MEPHIEHAUKYISIPHINA 10
3BUBUH MO304Ka. Bigomo, mo Heilponu Ilypkinbe 0H1 3 HAHOUIBIIKMX KIITUH TOJIOBHOTO
MO3Ky. Ix miamerp ckmamae 25-40 mxm [228]. Slnpa meiiponis ITypkiHbe MOKHa Oyio
JIETKO BIIPI3HUTH BIJ IHIIKUX TAKOXK 3aBISAKH iX po3mipy. UucenbHi oTorpadii, oTpuMani
3a JIOTIOMOTOI0 €JICKTPOHHOTO MIKPOCKOITY, IEMOHCTPYIOTh, IO po HelpoHiB [lypkiHbe
Mae giametp 8-12 MKM, 13 CBITJIOIO HYKJICOIJIa3MOIO Ta KOHTPACTHO TEMHUM SJIepIieM
[229, 230]. Tomy 3romom mpoleaypa BUIUICHHS sjuep Oyja CHpOIICHA, OCKIIbKH iX
MO>KHA TIPAKTUYHO OE3MOMUIIKOBO PO3MI3HATH CEPE/l IHIIUX 1P 3aBIASKH 0COOIMBOCTSIM
ix MopoJorii Ta MO Til MPOCTIN MPHUYUHI, O THIIUX SAEP TAKOTO BEJIMKOTO PO3MIPY B
Mo304Kky Hemae [231]. 3 ornsay Ha uei dakr, sapa HelipoHiB [lypkiHbe — 1€ 3pydHUit
00’exkT g GyHAAMEHTAIBLHOTO OCHIDKCHHS JIOKATI30BaHMX B MeMOpaHax 10HHUX
KaHaIiB, OCKUIbKM 1X MpocTa ieHTHdIKallsS 3HAYHO E€KOHOMUTh Yac MIATOTOBKH 0

eeKTPO(Pi310J0TIYHUX EKCIIEPUMEHTIB.
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Takox, momepenHi BapiaHTH METOAY 130JSAIlii BKJIIOYanM ertam iHKyOamii B 1%
po3unHi nutpary Hatpiro mpotsarom 30-60 xB [20]. 3romom BHUSBHIOCA, IO JOCTYI JO
BHYTPIIIHBOI MeMOpaHu Moxe OyTh oTpumaHo Oe3 iHKyOarii B muTpaTti, a ii
11eHTr (KAl MOKHA 3IIMCHUTH BIAMOBIIHO J0 MOTEHIlian-3ay1ekHoi akTuBHOCTI LCC-
KaHAJIiB HAa BHYTpILIHIN Ta 30BHiIIHI MeMOpani. MIMOBIpHO, [0 MEXaHI4HOrO BILIHBY,
AKUN 3A1MCHIOEThCS TIiJ] 4Yac pyWHYBaHHA TKAaHWHU TOHKOTO 3pi3y MO304YKa MpuU
MPOITYCKAHHI Yepe3 TOJIKY HEBEJIUKOTO J1aMETPy, BUSBISETHCS IIJIKOM JIOCTAaTHBO, 1100
HUTOAPXITEKTypa KIITUHU Oyja 3pylHOBaHa B T Mipl, 1100 BIJAUIMTH OKPEMI KIITUHHI
opraHenu. 30BHIIIHA MeMOpaHa TICHO noeaHaHa 3 ER, ToMy MOXHa NpUITYyCTUTH, IO B
pe3yabpTaTi MexaHiyHoro BrumBy 1 BigauieHHs ER Big snpa, 30BHIIIHS MemOpaHa
BIJIpUBAETbCS BiJ BHYTpimHbOI Jerme HiK Big ER. Take npunymeHHs wmoxe
IPYHTYBATUCS Ha BIJOMOCTSX Mpo 3’ eaHaHHs MK ER Ta 30BHINTHROI0 MEMOpaHOIO Ta MIXK
30BHINIHBOIO 1 BHYTPIITHBOIO MEMOPAHOI0, a TAKOXK BIJOMOCTSIX MPO BIACTaHb MK LIUMH
CTPYKTYpPHUMH KOMIIOHEHTamMH. Bigomo, 1m0 30BHIIIHSI MeMOpaHa sjpa 0e3mocepeHbo
nepexoauTh B rpanyisipauii ER, ToOTO 1i 1B CTPYKTYypH HEpO3PUBHO TOEJIHAHI, B TOU
yac, K 13 BHYTPIIIHBOIO SAJIEPHOI0 MEMOPAHOI0, BBAXKAETHCS, HEMa€e 0O€3MOCEPEIHBOIO
3B’s13Ky [232]. HatomicTh 30BHIillIHS Ta BHYTPILIHS MEMOpaHU IMOEIHAHI TOYKOBO, 3a
MOCEPETHUIITBA OKPEMHUX CTPYKTYPHHX €JIEMEHTIB, K HA3UBAIOThCS SACPHUMHU TOPAMH.
[le OUIKOBI CTPYKTYpH, SIKI MPOHU3YIOTh MPOCTIp MIK 30BHIIIHBOK Ta BHYTPILIHBOIO
MeMOpaHoto. BoueBuab, 3B'SI30K, SKUH YTBOPIOETHCS MK IIUMH MeMOpaHamu 3a
JOTIOMOI'OK0 MOOAMHOKUX OIJTKOBHX BKpAIUIEHb HE HACTUIBKKA MILHHUMA SIK Oe3nepepBHUIA
nepexin OUTIMIIHOrO IMIapy Ha MeEXi 30BHIIIHLOT MeMOpanu Ta ER. Ha uncenpHux
MikpodoTrorpadisx saep pI3HUX KIITHH MOXXHA CHOCTEpIraTd puUOOCOMH Y BEIUKIN
KUIBKOCTI Ha MEHIIINA BIJCTaHI BiJl 30BHIIIHLOI SJIEPHOI MeMOpaHM, HIXK 3O0BHIIIHS
MeMOpaHa Bix BHYTpimHbOi. OCKUTBKM puOOCOMU  po3TamioBaHi B MeMOpaHi
rpanyiasipgoro ER, TO TakuM YMHOM MOKHA OIIIHUTH BIJICTAHb MK 30BHINTHBOIO
MeMOpaHoto Ta ER 1 mopiBHATH 3 BIJICTAHHIO 10 BHYTPIIIHHOI MeMOpaHu. Y mMepuiomy
BUITAJIKy TaKa BIJCTaHb Oy/e MEHIIO0, IO CBIAYATH HA KOPUCTH TOTO, IO 3B'SI30K MIXK
30BHIIIHBOI0 MeMOpaHoto Ta ER Moxe OyTu Ba)kye MOPYIIUTH 32 paXyHOK MEXAHIYHOTO

BIUIMBY HIK MK 30BHIIIHBOIO T4 BHYTPIIIHHOIO MeMOpaHoto. Lli npumnyiieHHs: MOBHICTIO
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Y3TOJUKYIOThCSI 3 E€KCIIEPUMEHTAIbHO OTPUMAHUMHU pe3yJbTaTaMH, sIKI CB1I4YaTh, IO
OUMILEHHS BHYTPIIIHHOI MeMOpaHM MO>KHA JIOCATHYTH BHACHIiIOK Jy>K€ MpOCTOl
MpOIIeypH BUIUICHHS sipa, ska omucaHa Buile. HaitOounpimn qoctynHa Ham Bepudikaris
JOCTYIly JO0 OYHUIIEHOI BHYTPIIIHBOI SIAEPHOI MeMOpaHu MoOxe OyTH mNpoBelieHa
eNeKTpo(di310J0TIUHUM METOI0M. B monepeanHix poborax Oyio moka3aHo, 110 aKTUBHICTh
LCC-kananiB Ha BHYTpIIIHIA Ta 30BHIIIHIA MeMOpaHi moTeHIian-3anexxkHa [23]. Ha
30BHINIHIM MeMOpaHi KaHald JOCATAal0Th MAaKCHUMYMYy AaKTHBHOCTI IIPM HETaTUBHUX
MOTEHIIIaNaX, a Ha BHYTPIMIHIA HAaBMaKW, IpH MO3UTUBHUX. Skmo Tak, To LCC-kananwy,
AKI MU PEECTPYEMO, BUKOPHCTOBYIOUM METOJ BUIUIEHHS 3 MIHIMAJIbHOIO KIJIBKICTIO
MaHIMyJIAIIA, 3HAXOMAThCS HA BHYTPIIIHIA MeMOpaHi siipa, OCKUIBKHM MalTh YITKO
BUpaXXEHY MOTEHIlIal-3aJeKHY aKTHUBHICTh, fKa JOCSATAa€E MAaKCUMyMy 3HaueHHs P, mpu
MO3UTHUBHHUX MOTEHIIanax Ha MemOpani (Puc. 1.4). MaHinysiii miciis po3MOpOKyBaHHS
3pa3ky 3aiiManu He Ounbine 10 xBumuH. B pe3ynbraTi BUKOHAHHS OMUCAHOI MPOLEIypH

siapa Oyyu npuaaTHUMU 11 patch-clamp peectpartiii cTpyMis.

2.2. Euaexktpodiziosoriuna peectpauisi TpaHcMeMOPaHHUX CTPYMIB
Snpa wneliponiB IlypkiHbe Bi3yalabHO JIETKO BIAPI3HUTH CEpPEJl 1HIIMX Yepe3 IXHIN
Benmukuii  posMmip (Puc. 2.1). Jlo excrnepuMEHTalbHOI KaMepu MIKpOCKomy Oyria

nigkmrouena LCD- kamepa, 300paxkeHHs Bif sikoi mogasaniocst Ha MoHiTop (Puc. 2.2). 3a

Puc. 2.1. @omoepagia aoep, ompumanux 3 Hetipounis. HAopo Heupony Ilypkinbe
BUOLIAEMbCS BEIUKUM PO3MIPOM ceped soep inwux kiimun. 30inbuenns X100 (3a [20]).
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Puc. 2.2. Cxemamuune 306padxicenus cucmemu peccmpayii cmpymie Ha s0epHill
membpani. Aopa eudineni 3 Heuponie I[IypKiHbE 3HAX00AMbCA 8 E€KCNepUMEHMANbHILL
Kamepi mikpockona. Bizyanizayis s0pa 6iobysaemvcsi 3a 00nomozow 00 ’ekmugy ma
LCD-kamepu i susooumuvcs Ha monimop. Ha ninemxy, niogedeny 0o aopa, nooacmucs
He2amueHUll MUCK 1 NICls CMBOPEHHS WINbHO20 KOHMAKMY Ninemxa NiOHIMAEMbCs
820py, 8i0puBarouU 8io 10pa WMAmox Memoparu maKum YUHoOM, Wo 308HIUHSA NOBEPXHS
MeMOpaHu KOHMAKMYE 3 PO3UUHOM 8 Ninemuyi, a 6HYMPIWHS 3 POZUUHOM ) 8AHHOYYL.
llicna ompumanusa kon@icypayis inside-out, 8i06ysacmuvcs peecmpayisi NOOOUHOKUX
cmpymig. AHANO208ULl CUSHAN, OMPUMAHUL NIOCUNIOBAYEM, MPAHCHOPMYEMbCA 8
yughposuii cuenan ma 8uB0OUMbCA HA MOHIMOP Komn tomepa. [Ipoyec KOHMpoOOEMbCS
3a 00NOMO2010 NpocpamHozo 3abesneuenus Visual-Patch. Peecmpayii 36epicaromvcs Ha
AHcopcmKoMy OUCKY KOMN tomepa.
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JIOTIOMOTOI0 111€1 KaMepH MPOBOAMBCS MOIIYK siep mpu 30unbiieHHi X100, sKi Ha BUTISAA
3a CBOIMH po3MipamMu Oyiu ineHTU(diKOBaHI sIK siapa HeupoHiB Ilypkinee. Ctpymu
NOOJAMHOKMX 10HHMX KaHAIIB Ha BHYTpIIIHIA MeMOpani sigep HeiipoHiB IlypkiHbe
peecTpyBaju Ha 130JIbOBAHIN JUISHIII MEMOpaHM sJipa 13 BUKOPUCTAHHSAM MeToay patch-
clamp B koHiryparii inside-out y pexwumi ¢ikcamii nmotenmiany. I{g xondiryparis
YTBOPIOETHCS TaK caMo SIK 1 Ha miazMatuyHiii memOpani (Puc. 2.2). lns 1poro minerky,
sKa YTBOPIOBaJA IMIIPHUN KOHTAKT 3 MEMOpPAHOIO, BIIpWBAIM BiJ siipa, TAKUM YHHOM
KJIANTHK MEMOpaHU 3aJIUIIABCS IPUETHAHUM IO MIMETKH.

[leTu-nineTkU BUTOTOBISIN 3 OopocuiikaTHOTro ckia (Sutter Instruments, CIIA),
omip sxkux BapitoBaB Big 10 mo 15 MOwm. JloBkuHA CKISHUX 3aroTOBOK (TPyOOYOK) 3
¢biraMeHTOM CcTaHOBWJa 7,5 CM,  TOBIIMHA 30BHIIIHROTO jJiametrpy 1,5 MM, a
BHYTpimHbOro — 0,86 MM. [y BUTOTOBIEHHS MIMETOK KopuctyBainucs myinepom PC-10
(Narishige, fnonis), BUKOPHCTOBYIOYM BHCOKY Ta HH3bKY TeMIEpaTypy IUIaBJICHHI.
TpyOouka 13 OOpOCHIIIKATHOTO CKJa 3aKpIIUIIOBajacs B MPUCTPOi BEPTHUKAIBHO, TaKUM
YUHOM, 11100 HarpiBHUN eIeMEeHT po3auisiB i1 mocepeauHi. CrioyaTky BUCTaBIsIACsS BUCOKA
temrepatypa 81,3 °C. Ilpu HarpiBanHi TpyOOuka po3TaryBanacs A0 (PIKCOBaHOI MEXI 3a
PaxyHOK BaHTaXy, MPHUKPIMJICHOTO /10 1i HUXKHBOT YacTuHU. [1OTIM HarpiBHUUN eleMEeHT
3HOB BHCTAaBJISIBCS TMOCEPEAMHI 1 BUCTaBIsJIacs Hibkua Temmeparypa 67,4 °C. [diametp
NIMETOK CTaHOBUB NpHOMM3HO 1 MKM. KOHTpOJh LUIICHOCTI MIMETOK Ta iX JlaMeTpy
MPOBOJMIN Bi3yaJdbHO 3a JOMOMOTOI0 ONTHYHOTO MiIKpOcKomna mpu 30utbineHHi x40.
PeecTpariito cTpymiB MOOJIMHOKHUX KaHAIIIB 31MCHIOBAIM NP KIMHATHIN Temneparypi (20-
22°C) B cumetrpuuHOMy 0a3oBoMy po3uuHi, mo mictus (y MM): KCI — 150, HEPES - 5,
HEPES-K — 5 (pH — 7,3). Peectpariii cTpyMiB MOOJMHOKHMX KaHAJiB 3IIHCHIOBAIN 3
BUKOpucTaHHsAM mifcwmoBada VP-500 (Bio-Logic, Kne, ®paniisi) 3 1’ SITUNOIIOCHUM
dbinpTpoM HIKHIX YacTOT beccens (5 kI'r), onudpoBysanu 3 wacrororo 20 k.

[Ilo6 oTpumaTu peecTpallii MaKCUMalIbHO OCTYIHOI SIKOCTI BHKOHYBAJIHCS
HACTYITHI BUMOTH: YHUKHYTH CIIOTBOPEHHSI CUTHAITY, 3aCTOCOBYIOYH ONTHMAJIbHY YaCTOTY
GiIbTpyBaHHS Ta HE BTPATUTH BAXKIUBY 1H(OpMALIIO MPO MIBUAKI MOIIT OJUHOYHOTO
KaHaly I 4Yac peecTparii, 3acTOCOBYIOUM MAaKCHMaJbHy JIOCTYIIHY 4YacTOTY

ouudpyBaHHs Ta (QUIBTpYBaHHA CHUTHady. [3 30UIbIIEHHSM 4YacTOTH  OUM(pPYyBaHHS



53

peecTpaiiii 3pocTa€ BUCOKOYACTOTHUMN IIIyM, SIKUH MOXe OyTH BUKJIIMKAHUN OO0JIaTHAHHSM,
10 3aCTOCOBYETHCS B EKCIIEPUMEHTI (SK TO IIyM IMIJACHIIOBAaYa), 1 HE HECTH HIAKOI
nomatkoBoi KopucHOi iH(opmamii. ToMmy mis BH3HAYCHHS ONTHMAJIBHOI YacTOTH
peecTpaiiii Opanocs 10 yBard CHIBBIIHOIIEHHS CHUTHANy 10 IIymy. PexomeHayeThcs
3aCTOCOBYBATH CIiBBigHOIICHHS 4:1 [233], ane 11e He 3aBKIU MOYKIMBO BUKOPHCTOBYBATH
Ha TIPaKTUIl TPU MaKCUMaibHIA yacToTi miacwmoBada 100 xI'p 1 B OuUtbmidd Mipi
HIIXOMUTh JJIsi peecTpaliii CTpyMiB IpPH BEJIMKUX 3HAYEHHSAX MOJAHOTO MEMOpPaHHOTO
noteHmiany (>100 MB), xonu amIuiiTyga ctpymy Mae JOCTaTHIO BelnnuuHy. Kepyrounch
TaKUM CITIBBITHOIICHHSIM OyJ0 BHU3HA4eHO, mo st peectparii LCC-kanamiB 3 METOrO
XapaKTEePUCTUKU 1X KIHETUKH, ONTHUMAJIbHO OIM(PPOBYBATU pEECTpaIlii CTPyMiB 3
gactororo 20 kxI'm ta ¢instpom 5 kxl'n. Hanmpukman, mig mOpiBHAHHS, 32 YMOBH
BukopuctanHsa ouudpoBku 50 kI ta inerpy 10 x['11 BenmuumHa 1IyMy CTaHOBUTHME
oubme 1,2-1,5 mA, mo Oyne NpU3BOAUTA O CIOTBOPEHHS CHUTHANy, OCKUIBKU
npoBigHicTs LCC-xanamiB B cumerpuynomy KCl 155 MM cranoButh mpubauzno 210
nCwm, 0 BIAMOBIAAE€ aMIUTITYyAl CTPyMy NpUOIU3HO 4,2 TMA TIpU MOJaHOMY TOTEHIiai
+20 MB.

3aranom, JIJIs aHATI3y OJMHOYHHMX KaHaNIB OakaHO BUOWpPATH YacTOTy OLUU(DPOBKH
Tak, 00 YacToTa MUCKpeTH3alli Oyia moHaiMeHie y 5 pasiB Oinbina [234]. Yactorta
oruppoBku 20 kl'm ta GubTp 5 k' OynM MakCUMalbHO AOMYCTUMHUMHU B 3aJaHUX
EKCIIEPUMEHTAJIbHUX YMOBaX BPaXxOBYIOUU TAKOX, 110 PEECTPAIlii 3 OUIBIIOI PO3ALITEHOIO
3JIATHICTIO, SIK1 30epirajucs Ha >KOPCTKOMY JHMCKY KOMIT'toTepa OylM HAJTO BEITUKOIO
00’eMy, 1100 POOUTH TPUBAJi 3amucy (AOBIII HIXK JCKIJIbKA JCCATKIB XBHJIUH). TakoX B
OKpPEMHX EKCIEpUMEHTaX BHKOpPUCTOBYBajacs onudpoBka 3 yactotoro 5 kI Ta
¢binpTpyBanHs 3 yactororo 1 kI,

PeecTpaniii MOOAMHOKMX KaHAJIB KOHTPOJIOBAJIM 3a JOIMOMOTOK IPOTPAMHOIO
3abe3neuenns Visual-Patch v.1.27. Tlepex mowaTtkoM 3amucy peecTpaiiii CTPyMiB
KOMIICHCYBAJIM PI3HULIO MOTEHIATy MK NpSIMUM Ta 1HIAU(DEPEHTHUM eJIeKTPOAaMH,
HICJIsI LIOTO MEPeBIPsUIM HASBHICTh KaHAJIB y MeTUl, 3MiHIOIOYM noTteHmian Big 0 MB 1o
+40 mB, kommu #MOBIpHICTH Bigkputoro crany LCC-xanamiB cTtabulbHO BelMKa 1

BIJMIOBIIHO 10 aMIUTITYAX CTPYMY MO>KHA OLIIHUTH iX KiJbKiCTh. [Ipy HassBHOCTI KaHAMIB y
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MeTYl Ta 33 YMOBU JIOCTaTHBOI SAKOCTI peecTparii (BIACYTHICTh 3aBaj, IIyMiB, apTe(aKTiB,
CcTab1IBpHICTh 0a30BO1 JIiHIT) POOMIIK 3auc 1 30epirajau Ha KOPCTKOMY JTHUCKY KOMIT FoTepa
y ¢opmari *.D0. 3a pgomomororw mporpamHoro 3abesmeueHHs BioTools daiinu
KoHBepTyBaM B popmar *.DAT, skuit JOCTYNMHUI 1J1s1 TOAAIBIIOTO aHai3y B 6ararbox
nonynapuux mnakerax mporpam (Clampfit, QuB, WINnEDR). MewmOpaHHuii MOTEHIIal

3MiHIOBaJM B Jiana3oHi Big —80 no +80 mB 3 kxpokom 20 MB.
2.3. AHAaAJI3 JaHHUX

2.3.1. Anai3 cTpyMiB Yepe3 NOOAMHOKI i0HHI KaHAIN

[TouaTkoBUH Bi3yaJdbHUHN aHAII3 PEECTPALIN CTPYMIB Yepe3 MOOJUHOKI MPOBOAUBCS
3a gonomoroto nporpamu “Clampfit 9.0” (Axon Instruments Inc., CILIA). B nepury yepry
BiIOMpaucs peecTparlii 3 HasSBHICTIO OJHOTO KaHajay B merdyi. lle BaxknuBa BUMOra Jjis
IPOBEICHHS KUIbKICHOTO aHali3y KIHETHMKM 10HHHUX KaHaliB, OCKUIBKH BEJIMKA KUIbKICTh
KaHAJIIB Y TIETY1 YCKJIQTHIOE 1I€H MPOIIeC.

B okpemux Bumaakax i y3arajJbHEHOI OIIIHKH BIUIMBY MOAYJISATOPIB (TakuX SK,
HaIMpUKIaa, TPUPOIHI OTPYTH), Oy BUKOPHUCTAHI peecTpalli 3 JeKUIbKOMa KaHallaMU B
netyi. KiTbKiCTh KaHaJIB MMiJ1 Yac peecTpallli BU3HAYaIH MMpy MOoTeHIlian Ha MmemOpani +40
MB, konu aktuBHicTh LCC-kananiB, sik Oyio mokazaHo pasimie, MmakcumanbsHa [23]. Toxi

MaKCUMaJIbHY KUIbKICTh KaHaliB (N) BUpaxoByBaH 3a J0MOMOTO0I0 (hopmyu:

I
N = max, (2_1)
I,

ne Lna, MakcUMallbHa aMmIUNTyJa CTPyMy IIJl 4ac peecTpalii; [, - aMIunTyaa cTpymy
OJIMHOYHOTO KaHaly MpH 3aJaHoMy mnoTeHIianal. 3HadeHHs N npuiiMaeThCs HE3MIHHUM
IPOTSATOM BChOTO Yacy peecTpariii.

P, Bu3HauaeThCa SK CIIBBIIHOIICHHS 4acy IepeOyBaHHS KaHajiB y BIAKPUTOMY
CTaHl 32 YMOBHU HasBHOCTI OJIHOTO KaHajly B MeT4Yl JO 3arajlbHOro 4acy peectpauii 1

BUPAKAETHCS (HOPMYIIOIO:

~

P=2 2.2)
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ne t, — cyMapHuUd MPOMDKOK 4acy, KOJU KaHajl repedyBaB y BIAKpUTOMY cTaHi; T -
3araJIbHUM 4ac peecTpaiiii.

VY Bumanky, KoM KaHATIB y MeT4i OLIbIIe OJHOTO, HMOBIPHICTh BIIKPUTOTO CTaHYy
st Beix kaHamiB B merdi (NP,), ToOTO mIsi MakCMMaiabHOI KUTBKOCTI KaHAIB,

BHUPaXOBYBAJIM 33 IOIOMOT010 (hOPMYJIH:

n
it;
NE, =Y (2.3)
i=0 T

JIe N — KUIbKICTh 3apEECTPOBAHKUX PIBHIB CTPYMY 4epe3 1JIEHTUYHI MOOJAMHOK] KaHaH, SIKi
BIJIKpUTI Ha BUOpaHId Mg aHami3y AUISHLI 4Yacy, t; — 4Yac, IPOTATOM SIKOro IE€BHA
KUIBKICTh KaHAJIIB MepedyBalia y BIAKPUTOMY CTaH1 Ha [ PiBHI.

Toni P, BU3HA4YaIu BIMOBIIHO 10 GOPMYJIIU:

P, = —2 (2.4)

[Momanpmmii ananiz kiHetuku ctpymiB LCC-kananmiB Bi0yBaBcsi 3a JIOIOMOTOIO
MATLAB 2015a.

B naniii po0OoTi mpuiiManii 3a OCHOBY TMPUIYIICHHS, 0 PO3MOJIT YaCOBHUX
1HTEpBaIB 3aKPUTOTO (Ta BIIKPUTOI0) CTAHY B PEECTPALISAX CTPYMIB OOJUHOKUX KaHAJIB
BI/IMOBIZA€ KUIBKOCTI KOH(opMalliii ioHHOro kaHamy. [HTepBanu wacy 3akputoro (abo
BIJIKPUTOTO) CTaHy MalOTh €KCIIOHEHIIIWHUNA PO3MOILI Yy BUTJTISIIIL:

F(t) = ke ', (2.5)
ne f(t) — KUIbKICTh IHTEpBANIB 3a Yac TPHUBAIOCTI OJHOro OiHy Ha ricrorpami, T —
KOHCTaHTa 4acy, k — koHctaHTa mBHakocTi (k = 1/7). Po3noain nmepeOyBaHHS KaHAITy y
3aKpUTOMY CTaHI pPO3paxOBYBaJId Ha OCHOBI TIiCTOrpam, A€ MO OCl aOCIuC IHTEepBaIu
TPUBAJIOCTI TOMIA BigoOpaxanu y JorapumivHiil mkamai, a mo ocl opAuHAT OyJo

TMPEJCTABIEHO KUIbKICTh MOAIH. DYHKILis, 1110 ONMKUCYE PO3MOLT IHTEPBANIB, MA€ BUIIIAIL
n
f() = Z P.eIn(®)—-In(zyleO-Inz) (2.6)
i , _
i=1

ne P; — BIIHOCHHI BHECOK KOKHOI MOHOEKCHOHEHIINHOI KOMIIOHEHTH, SKa BIAIOBlIac

JTMCKPETHUM CTaHaM 10HHOTO KaHajy npu GopMyBaHHI CyMapHOi (yHKIIIT CTPyMy KaHaly;
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Ti — KOHCTaHTa 4Yacy eKCIOHEHIINWHOi (yHKIii, sfKka BIAMOBIIAE CEPEIHBOMY YaCy
nepeOyBaHHS KaHAy y KOXXHOMY 13 cTaHiB. KUIBKICTh €KCIIOHEHT, SIKI OIHUCYIOTh
ricTorpaMy po3MOJiUTIB YaCOBHX 1HTEPBAJIIB 3aKPUTOTO (Ta BIAKPUTOTO) CTaHY BIATOBIIA€E
KUIBKOCTI CTaHiB B Mojiesli MapkoBa, B sIKUX TepeOyBae 10HHUM KaHaul. Llei miaxin, akuii €
Mou(diKali€r eKCIOHEHIIMHOTO pPO3MoaAuUTy 1HTepBaiiB, OyB BBeiaeHuit CirBapjoM 1
Cinom [235], ski 3ampomOHYBadM BUKOPHUCTaHHS JIOTapU(MIUHOI MIKAK, M0 Kparie
MOKa3ye MK PO3IMOJLIy ricTorpamu, TpaHchOpPMYBaBIIIH ClaJar0yl eKCIIOHEHTH, K1 OyJu
Briepire 3anpornonoBaHi KoyHom i1 Xoykcom [236]. B miii poGoOTi Takuit miaxin
BUKOPUCTOBYBABCS TUIBKU JJI TPUBAIHUX 3aKPUTUX CTaHIB, a IHTEPBAJIM 3aKPUTHUX CTaHIB,
aki Oynu menmie 3a 300 Mc aHanmi3yBajid 1HIIMM CIOCOOOM — 3a JOMOMOTOI0 aHami3y [3-
PO3MOILITY.

JIJist aHami3y TpUBAIMX IMOJIN BEIMKA PO3JUJIbHA 3JaTHICTH HE 000B’S3KOBA, TOMY
JUIs  BU3HAdeHHs OyHKUil ryctmHu iimMoBipHOcTi (PI'M) mnepeOyBaHHA KaHaIiB Yy
BiZKpuTOMYy 4M 3akputomy cTaHi LCC-kaHalliB BUKOPHCTOBYBAJIM 3allMCH 3 YaCTOTOIO
binpTpyBanHs Bim 1 k[ Ta wactororo ommdpyBanns Binm S5 k[ BigmoBigHO. 3
BUKOPUCTAHHSAM aJITOPUTMY CTBOPEHOTO [JIS Ii€i METH Ha ITOYaTKOBOMY eTalli
3MIMCHIOBAJIM  BIJJOKPEMJICHHSI JUISTHOK peecTparii Mmicis 3MIHM MOTEHIlany, 1100
YHUKHYTH MOXIIMBOTO 3aJy4y€HHS [0 aHami3y TUX TMOJid, $KI BUHUKAIOTH B
HECTaI[lOHAPHOMY CTaHi.

ExcniepumentanbHi 3HaueHHs P, Oynu onucaHi KpUBOIO:

1
f (V) = » 2.7
z6F (2.7)
ne Vi, — KOHCTaHTa MNOTEHHiany, O — €JEKTPUYHA [UCTaHIlisd, Z§ XapaKkTepusye

MOTEHIT1AT-3aJIEKHICTD MPOTIECY.

Jlns KIHeTHMYHOI MOACNi, B SKi 3aKpUTI CTaHU Ta MIAPIBHI 3B’sA3aHI 3 OJHHUM
BIJIKDUTUM CTaHOM, Ta HE MOB’A3aHI MDK CO0OI0, B3a€MO3B 30K MK KOHCTaHTaMHU
MIBUKOCTEN TIEPEXOAy MK yCiMa SIBHUMHU CTaHaMU KIHETUYHOI MOJIe Ta WMOBIPHICTIO

BIJIKPUTOTO CTaHy 10HHOTO KaHaTy OI[IHIOBAJIU 3a CITIBBITHOIIICHHSIM:
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Moo M

P, = . L (28)
L_Lkcio + Rocy A _1ksjo + kos,

Jj=1

1= =

ne kco Ta koc,~ KOHCTaHTH HIBUIKOCTI MEPEXOAY MUK BiIKPMTHM CTaHOM Ta [—TUM
3aKpUTUM CTaHOM, [Ie ks,-o Ta kos,-— KOHCTAHTH IIBHUJIKOCTI TMEPEeXoay MK BIAKPUTHUM

CTaHOM Ta j—TuUM ImmijapiBHeM, N; Ta N, — KUIbKICTh 3aKpUTHX CTaHIB Ta IiJIpiBHIB
BIJIIIOBIIHO.
3aie’KHICTh PIBHOBaXXHO1 KOHCTaHTH nucouiauii (Ky) Bu3Havanu 3a popmyioro:

iz6FV) (2.9)

Ka(V) = Kq(0) exp (=

ne K;(0) — piBHOBaXkHa KOHCTaHTa mqucomiamii mpu 0 MB, z — BasieHTHICTE OyiokaTopa, & —
e(eKTHBHA €JIEKTpUYHA JUCTaHLIsg, V — TpaHCMEMOpaHHUI MOTEHIlal, 1HII KOHCTaHTU

MarOTb CTAHAAPTHC 3HAYCHH:.

2.3.2. Anani3 "'B-po3noginy"’

Peectpanii LCC-kananiB mictsate uucenbHi mBuaki momii (Puc. 2.3). HasBHicTh
TaKUX TOMIA TMOB’s3aHa 3 THM, IIO Yepe3 HEJOCTATHIO YacToTy ouudpyBaHHS Ta
GbinpTpyBaHHS Il TOAIT  BIMOOpa)xaroThCs HE TOBHICTIO, a CIOTBOpeHo. Taki
XapaKTEepUCTHKU (UIbTpa SIK MOro 4acToTa Ta MOJIIOCHICTh BU3HAYAIOTh PEakLilo Ha
iMmynec y dopmi cxoauHku. Ha Puc. 2.4 mokas3aHo Sk CIOTBOPIOETHCS BXITHUN CUTHAI
PI3HOI aMITTITYyIX Ta TPUBAJIOCTI.

[IBuaki moAli MalOTh BEJIMKE 3HAYCHHS JJIs 1HTEpHpeTallli KIHETUKU MOOJIMHOKUX
{OHHMX KaHANB Ta BILIMBAIOTH HA XapakTep posmoxiny OI'M, Tomy anst 3amoGiranHHs
MOMWJIOK B IHTEpIpeTallii KIHETUKMA 10HHUX KaHaIB OyJ0 MNpUIiIeHO OaraTo yBaru
BUpileHHIO i€l 3amaui [237-243]. B pesynbraTi Oy/no IOCATHYTO BHUCOKOTO PIiBHS
BIIMOBITHOCTI (MPaBIOIIOAIOHOCTI) KIHETUYHUX MOJICNICH 10 €KCIIEPUMEHTAIbLHUX JTaHUX
3a paxyHOK KOpPEKIlli MpOIyIIEHUX IMOJ1i, ajie BCE K MIJAXiJ Ha OCHOBI BUCTaBJICHHS
MOPOTY MOJIOBUHU MAaKCUMAJIbHOT aMIUTITYAM HE MOX€E 30UIBIIUTH TOYATKOBY PO3JLIBHY
3IaTHICTh PEECTpAIlii Ta Mpormyckae (ITHOPY€E) YacOBl MPOMIKKH, TPUBATICTIO TOPSIKA

JECATKIB MIKPOCEKYHJT a00 K IIyM, SIKMM MOXOAMUTH BiJ] PEECTPYIOYOI CHUCTEMHU MOXKE
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npuiMaTHCA SIK CTPyM 10HHOTO KaHairy [244]. Tomy, mo6 npoBecTH ifeanizaiito, mBUAKI
MoJii, Kl MO 3HAYEHHIO OJM3BKI J0 IIyMY, 4acTO MPUOUPAIOTh 13 peecTpalliii pa3om i3
IIYMOM JUIsi TIPOBEICHHS aHajii3y peecTpalliii cTpyMy NOOJMHOKHX 10HHUX KaHajiB

(HampuKJIIaI, J0IaTKOBUM (PIILTPYBAHHSM).

0- S """'f"'f""'f """""" "‘r'

0,2s

Puc. 2.3. Ilpuxnao peecmpayii LCC-xananie y KOHMpOAbHUX YMOBAX Npu
Qixcosanomy nomenyiani —40 mB. Luppamu 0 ma [ noswaueni 3axpumuii ma
BIOKpumull cmauu 8i0n0GiOHo. Budineni npamoxymuuxamu ma 30invuieni obaacmi
O0EeMOHCMPYIOMb HAABHICMb  GEIUKOL KIIbKOCMI 3aKPUBAHL B8CEPEOUHI BIOKPUMO20
CMaHy, nepesa)cHa OIbWICMb 3 SAKUX He 00CA2A€ 3aKPUmMOo20 CMAHY 4epe3 HU3bKY
po30inbry 30amuicme (wacmoma inempysannsn 1 kl'y, ouckpemuzayis 5 kl'y), wo 6
pe3yibmami Modice nPpU3B00UmU 00 CYMmMeEBUX HeMOUYHOCMeEU NPU AHALI3T OAHUX.
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Puc. 2.4. Bionosiov ¢hinempa na cxoounxky imnyavcy. Xapaxmepucmuku peaxyii

Qitempa eusHauaromv pe3yIbmam CHROMEOPEHH. CUSHANY pI3HOI mpusearocmi ma
amnuimyou (3a [245]).

AnbTepHATUBHUN 1 OUIBII TOHKUW MiIXiJ TOJNSITae y CHUMYJSIIL peecTparin
Oe3nocepeIHbO, HE HAMAralouuch PEKOHCTPYIOBATH MOl B peecTpaliisx 0e3 mymy [246,
247], ocKiJbKM JaHi, OTpUMaHI Ha OCHOBI BiTHOBJICHHX PO3IOJLIIB Yacy nepeOyBaHHS y
MEBHUX CTaHaX MOBHICTIO 3aJI€KaTh Bl aKypaTHOCTI BiHOBIIeHHsA. Hanpukiian, HaltOLIbII
HarJIsAHI BUMAJAKW, KOJIM MPOBIJIHICTh KaHATy HEBEJIMKA 1 CIIBBIHOIICHHS CUTHATY J0
IIyMy JOCUTH cllabke, TOJNl ICHye WMOBIPHICTb BTpPAaTUTH IIBUAKI MOAli, 1o Oyzae
YCKJIQJHIOBATH TOAAIBIITNHN aHami3 a00 HaBMaKW, BPaXyBaTH IIyM SIK MOJii, K1 HaJIeXaTh
10 KIHETUKU 10HHOTO KaHaiy. Lle cTocyeTbcs HE TUIbKM KaHAIIB 3 MaJOl aMILIITYI00
CTpyMy, aje 1 KaHaJiB 3 JOCHTh BEIUKOI TNpOBiAHICTIO, Takux sk LCC-kanamm
(mpoBigHicTh npubKM3HO 200 MCM), OCKUIBKM IMIBHIKI TOJIi aCOLIIOIOTHCA OKPEMUMU
KOH(pOpMaIlIHHUMHU CTaHaMH 10HHOTO KaHamy. IlomepenHbo, cepeaHio TPUBATICTh
nepeOyBaHHs 10HHOTO KaHaly B MEBHIA KOH(pOpMalli OI[IHUTH 3a PO3MOJIJIOM YacTOTH

aMIUTITYAU CTPYyMYy. 3a HasBHOCTI BEJIMKOi KIJBKOCTI MOJIM Jy»€ KOPOTKOi TPHUBAJIOCTI
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PO3MOIT aMIUTITyITHUX T1CTOTpaM MEPETBOPIOIOTHCSA 3 TayCCIBCHKOIO Ha aCUMETPUYHUH,
KU HaOMmKaeThes 10 B-posmoainy [248, 249]. Takum duHOM, Ij1s1 BUOOPY KIHETUYHHX
Mojeneld yac mepeOyBaHHS KaHaly B KIHCTUYHUX CTaHaX MOXHA OIIIHUTH HAa OCHOBI
PO3IOIITY YaCTOTHU aMILTITYIU CTPYMY €MITIPUYHO.

®inxp’10 y cBoili TeopernuHiii podotri 1983 poky [250] 3ampormonyBaB aHai3
ACUMETPUYHOTO CUTHAIy, SIKHH MOKHA 3aCTOCYBATH JI0 PEECTpalliil MOOJIUHOKUX 10HHUX
KaHalllB, OMUCAaHUX MoJe0 MapkoBa 13 ABOX cTaHiB. B HacTtymHomy poui €1eH,
0a3ylounch Ha I poOOTI, BUKOPUCTAB CHPOIICHUM MIAX1J 0 aHali3y, 3aCTOCYBaBIIU
aHamiz B-posmoxiny [248] mis ommcy aMInDiiTymaHOI TicTorpamMu 3 (DUTBTPOM MEpIIOro

opSAKY Ta Mojen MapkoBa 13 ABOX CTaHIB BUKOPHUCTABIIH CITiBBIHOIIICHHS:
1

B(ab) = f ya1 (1 - y)b1 dy, (2.10)
0

ne B(a,b) — B-byHKuisg, a,b — 4acTOTH aMIUTITYHOTO PO3MOJLITY 3 BHKOPHCTAHHIM
GbiapTpa mepuoro nopsAKy y mojaeni MapkoBa 3 ABoma cTtaHamu. lle gano MoxiIuBICTH
OI[IHUTH KOHCTAHTH IIBUIKOCTI MIEPEXOY 3a CHIBBIIHOIICHHSAMU: a=at Ta b=pt. [Ipore,
TaKHM MiIX1] MaB ICTOTHI OOMEXEHHS.

VY nopaneiomy Oyn0 3ampoNOHOBAHO KOPEKTYIOUWid KoeilieHT st (GiabTpiB
BUILOTO TMOPSAJKY, OCKUIBKM PIBHSIHHSA, BHKOpHUCTaHE €IlIeHOM, oOMexeHe (UIbTpOM
MEPIIOro MOPSIAKY 1 MOXKE HE HajaTH O0a)KaHOTO Pe3ysbTary 3 QiabTpaMu 4-ro 1 BUIIOTO
MOPSAKY, SIKI B OCHOBHOMY 3aCTOCOBYIOTHCS JUIsl peecTpalliii MOOJMHOKUX KaHaTiB. Tomy,
yepe3 HEMpaKTHUYHICTh, LEH MiJIX1J CIOYaTKy HE OTPUMAaB IMIMPOKOIO PO3MOBCIOIKEHHS.
Jlume 3 dYacoM CTaJii MOMJIMBUMH BJIOCKOHAJICHHS METONy [-pO3MOAuLTy 3aBISKH
30UIBIICHHIO TOTYXKHOCTI Komi totepiB [251]. TlokparieHuii Meron 3acHOBaHHWA Ha
aHai31 PO3MOJUIIB aMIUNITYAH CTPyMy Ma€ IepeBard B TOPIBHSHHI 3 TONEpPEaHIMU
MIJX0/IaMH, OCKIJTbKM MOK€ 3aCTOCOBYBATHCS SIK JI0 KIHETMYHUX MOJejed 3 Oararbma
CTaHaMH, TaK 1 10 JaHUX, (PUIBTPOBAHUX 3a JOTMOMOTOI0 (PUIBTPIB BUILOTO MOPAIKY SIK 4-
abo 8-momtocHoro dineTpa beccens. Buxoasun 3 mpuImyIiieHHs: PO CTOXaCTUYHY MPUPOITY
10HHUX KaHaJIiB, TCOPETUYHUM PO3MOALT aMILIITYAN 3aPEECTPOBAHUX CTPYMIB BUBOJAUTHCS
0e3nocepelHbO IUIAXOM TeHepalii CUMYISIII CTpyMiB, Kl 3a3HAIOTh CIOTBOPEHHS B

3aJI©KHOCTI BiAg mapaMmerpiB QimbTpa Ta MmyMy yctaHoBku [251]. BukopucranHs
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MOJICITIOBAHHSL JUISI CTBOPEHHS CHUMYJIBOBAaHUX [IJISTHOK pEECTpalid sl To0ya0BH
TEOPETUUHUX aMIUTITYJHUX TICTOrpaMm, IO BIJMOBIAAIOTh (UIBTpAM BHUIIOTO MOPSJKY Ta
KIHCTHYHUM MOJIeTIsIM 13 OaraTbmMa CTaHaMH, CTaJI0 MOMJIMBHUM 3aBISKA TPOTPECY
00UYHUCITIOBAILHUX MOXKJIMBOCTEH KoM torepiB. Illo BakiauBO, B IIbOMY BHIIAJIKy aHaji3
MaKCHMAaJIbHO BPaXxoOBY€ BCl MO/IiT, K1 YTBOPIOIOTh €KCIIEPUMEHTANIbHI TicTOrpaMu. Takum
YUHOM MOYKHA BITHOBHUTH CTOXACTUYHHUH MPOIIEC 3 JOCATHEHHSM 30UTBIICHHS PO3/iIbHOT
3/IaTHOCTI.

B uinomy, Meroa AOCHTh MNPOCTUM y BHKOPHUCTAHHI 1 HE MOTpeOye 3HAYHHMX
MaTEMaTUYHUX PO3PaxXyHKIB. B I1bOMy MiAXOAl BpPaxoBYeTbCS Te€, IO YCEPEIHEHHS
MBUAKAX (QIyKTyamid MDK pPIBHAMH TPOBIIHOCTEH 10HHOTO KaHaly CHPUYHHSIE
BIIXWJICHHSI aMIUTITYJIHOI TICTOTpaMH BiJl HOPMaJbHOIO PO3MOAIITY Ta YTBOPIOE
JOIaTKOBHH 1IyM B peecTpamisx. L1 BigxuneHHs HagaroTh iHGOpPMAIII0 PO KOHCTaHTH
IIBUKOCTI 3aJy4eHl JI0 TPOILECy, SIKWU OMUCYEThCS KIHETUYHOI Mozeiuto. Ha ocHoBi
nependayyBaHoi Moziesl MapKkoBa CUMYJIOE€ThCS AUISIHKA PEECTPALlli 13 ypaXyBaHHIM BCIX
dakTopiB, SKi BIUIMBAIXM Ha (OpPMYyBaHHS BIJMOBITHOT €KCMEPUMEHTAIBHOI peecTpallii,
TaKMX SIK 9acToTa (QiIbTPYBaHHS Ta YaCTOTa MUCKPETH3allii, a TAKOXX BEIMYHMHA IIyMY
yCTaHOBKU. B maTpuili Mojesni BCIM MOXIJIMBHM PIBHSM MPOBITHOCTI HMUISIXOM MiT00PY
HAJA€ThCS TMPOTHO30BAHE 3HAYECHHS KOHCTAHTHM IMIBUAKOCTI mepexony. [lmsxom
MOBTOPEHHS IUMKIY CHUMYJISIi MiAOMPArOThCS Taki KOHCTAHTHU IIBUIKOCTEH, SIKi
TeHEPYIOTh PO3MOIN aMIUTITYJ HaWOLIbIl HAOIMKEHUX JO0 EKCIEPUMEHTAIBHOTO, IO

OIIHIOBAJIOCS Yepe3 cymMy MoXuOoK 3a (popMynoro:

Np
Z (Aexp,i - Atheo,i)2 (2.11)
=1

Agypi +01 7

1€ Aexp,i Ta Atheo,i — KUIBKICTb TOAIN, SIK1 NOTPAIUIAIOTH 1-TUI IHTEpBAll €KCIIEPUMEHTAIBHOT
Ta TEOPETUYHOI aMIUTITYHUX ricTorpaM, N; — KiJIbKiCTh TOUYOK B aMILTITYHIN TicTOrpami
[252].

3a3BU4ail KOHCTAHTH IIBHUIKOCTI Ta KUIBKICTh CTaHIB KIHETHYHOI MOJIEI Harepes
HEB1JIOM1 1 BH3HAYaIOThCS METOJIOM Mmigbopy. IloyaTkoBa iiMOBiIpHA KUIBKICTh CTaHIB B

Mozeni MapkoBa Moke OyTH IMOIepeTHbO BU3HAUYEHA 3 BI3YaJIbHOTO aHalli3y aMILTITYIHO1
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ricrorpaMd. Y  pa3i  BIAXWIEHHS TEOPETUYHOI aMIUITYAHOI TICTOTpamMH  Bif
EKCIIEPUMEHTAJIbHOT TOMOJIOTISl KIHETUYHOI MOJEINI MOXKE 3MIHIOBATHUCS ISl TOCATHEHHS
3aJI0BUIBHOTO pe3yibTary [233].

HasBHicTh qy’ke MIBUIKUX MOJINA TaKOXK MOXKE BIUTUBATU HA aMILTITYAY CTPyMY, IO
CTBOPIOE BIIXWJICHHS BHUMIPSHOI 3a JOMOMOTOI CTaHJAPTHUX METOAIB (BHUAUMOI)
aMIUTITYAU CTPYyMY BIJ CIPaBXHBOI aMIUNITyaAu cTpymy. lloMunku y Bumipax piBHA
CTPYMYy NPHU3BOASATH J0 MOMWIKOBUX KOHCTAHT IIBUAKOCTI y TepeadaudyBaHii Mojeni
MapkoBa. 3HaueHHS BUAUMMOI aMIUITYIUd CTPYMY, SIKI BIIXWISIOTBCA Bl CHPaBKHbBOI
MOXYTh BUHUKATH SIK HACJIJIOK IMIBUAKOTO MPOIECY B OCHOBI BOPITHOTO MEXaHI3MY
ionHux kaHaimiB [253, 254]. Oco0nMBO, TakoX II€ CTA€ MOMITHO TPU BHKOPHCTaHHI
"mBuAKUX" OJIOKATOPIB, KOJU BHAMMA aMIUIITyJa CTPyMYy CYTTEBO 3MEHIIYETHCS, XOua
HACIpaB/l peaJibHa aMIUNTyJa CTPyMYy 3allUIIA€ThCS HE3MIHHOIO, a 3MIHIOEThCS
CTOXACTUYHUU MPOIIEC.

Ha Tenepimmniil yac aHani3 B-po3noAily Hajgae HAOUIbII BUYEPHHY 1HQOPMALIIO
po IIBUAKI TOMIl, aje Ied MiaxiJ HEIOPEYHO BUKOPHMCTOBYBATH JJIA aHATI3Y IOJIIN
TPHUBAIICTIO TIOPSAKY COTHI MiTICEKYH] Ta Ounbine. AHami3 mBuakux noaii LCC-kanamnis
3MIACHIOBAIM BHKOPHCTOBYIOUM makeT ckpuntiB “B-dist” ams MATLAB, cnemnianbHo

ctBopeHuit mis 1i€i metu Onekciem JlyHpkoM (y BimbHOMY pgocTymi). IHTEpdetic
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nporpamu IIPECTaBICHO Ha
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Puc. 2.5.

Jns anamizy Oyno BUOpaHO peecTparii, SKi MICTHIM OAWH KaHaN i3 CTaOlIbHOIO
0a30Bo10 JiHIEIO 03 Oynb-IKUX apTe(akTiB. AHAII3YBAIUCS IJISTHKY 3 BIIKPUTUM CTAaHOM
1 0e3 TpuBaIMX 3aKpHUBaHb i1 MOOYIOBM aMIUTITyAHOI TicTorpamu. BaxkmuBo, mio0
ricrorpama OyJlia JOCTaTHBO 3TJIA/HPKEHOI0, TOOTO KUIBKICTh TOYOK B peecTpalisix Oymia
JIOCTaTHBOKO I JIOCSITHEHHS 3aJIOBLIBHOT TOYHOCTI BHU3HA4YeHHS mapameTpiB. [lo
ricrorpamax (ix ¢opmi) Bi3yaJlbHO BU3Hauajacs MpUOJIM3HA KUTBKICTh CTaHIB B MOJEN1
MapkoBa Ta KOHCTAaHTM HIBHAKOCTI MEPEXOAIB MK HHUMH. J{0IaTKOBO BHOCHIIUCS
3HAYEHHS aMIUTITyIU CTpyMy Ta mymy. Jljisi BU3HaYEHHSI BEIMUYUHU IIYMY CTBOPIOBAJIMCS
OKpeMi ricTorpamMu IMoOy/I0BaHI MO peecTpailisiM 0a30BOi JiHIT (3aKPUTOTO CTaHy), 1€
nigoupanocss BiANMOBiAHE TouHe 3HaueHHs (mpukian Puc. 3.17). Takox anroputm
nporpamMu ToTpeOye BBEIEHHS MOPSAIAKY (iIbTpa, 4acTOTH (PIIBTPYBAaHHS Ta 4YaCTOTU
nuckperusaii. Ha ocHOBI 3a3Ha4eHoi iH(hOpMaIlii CTBOPIOETHCS CUMYJISIIIS 3 MOAATBIITAM

mig00opoM HAWOULIBII MPaBIOMOMIOHMX KOHCTAHT IMBHIAKOCTEeH mepexomiB. [ligbip
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Puc. 2.5. Inmepdghetic npoepamu “f-dist” ona ananizy weuokux nooii. Bikno Ha
nepeoHbOMY NIAHI 6KIIOUAE MAMPUYIO NEPexooie MidC CIMAHAMU, 8 AKUX nepeoysac
[OHHUL KAHAJ, KYOU 6600AMbC KOHCMAHMU WEUOKOCMI Nepexooié Midc NesHUMU
cmanamu. Takooc 6600AmMbCsL AMAIIMYOU CIMPYMY O KOHCHO20 CMAHY, NONepeoHbo
BU3HAYEHE 3HAYEHHS GeIUYUHU WYMY MAa GI0OMI NApamempu peecmpyroyoi cucmemu
AK  hinempyeanus, yacmoma Ouckpemusayii ma nopsaooK HU3LKOUACHOMHO20
Ginempy. V 6ikHi Ha 3a0HbOMY NAAHI 36€pPX) NPEOCMABNIEHO eKCNepUMEHMANbHY mda
CUMYNbOBAHY OLNAHKY peecmpayii i 810N0GIOHI aAMNIIMYOHI 2iCMocpamu )y 8IKHI 3HU3Y
cnpaea.

IIOBTOPIOETHCA IIOKH HEC 6}’,[[6 OTPUMAaHO OITUMAJIBHOTO PC3YJIbTATY, K LIC IMOKAa3aHO Ha

Puc. 2.6.
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Puc. 2.6. Cxema sioobpadicac niooip koncmanm weuoKocmi 3a 00NOMo2oi0
[-posznooiny. (1) Cnouamxy subupacmvcsi KiibKicms Cmamie 6 KiHemuyHit MOOeJi.
(2) Ilomim 6 mampuyi nioduparomevcs KOHCMARMU WEUOKOCME Nepexooie Midic
yumu cmanamu. (3) Aneopumm npocpamu 3a yumMu 3A0aHUMU 8 MAMPUYI
napamempamu Cmeoproe pPO3N0O0LL IHMepeanie uacy nepedy8amHs KAHALY Y
3axkpumomy ma eiokpumomy cmani ma (4) cmeoproe no Hux peecmpayiro i3 3HA4HO
Oinvbworo Kinbkicmio mouok (nanpuxiao, 6 100 pasz). (5) Ilomim xinekicms mouok
BMIHIOEMBCSL  GIONOBIOHO 00  3A3HAYEHUX NAPAMEmpIi8 eKCNepUMEeHMAIbHOL
VCMAHOBKU [ CMBOPIOEMbCS CUMYNIAYIA DIyKmyayii cmpymy nooOUHOK020 KaHaiy,
610n06ioHo 00 sikoi (6) cmeopoemvcs meopemuuna amniimyoHa 2icmozpama, saKa
NOPIGHIOEMBCSL 3 2ICMO2PAMOI0, OMPUMAro 3 ekcnepumenmanvroi peecmpayii. (7)
Bionosionicmo excnepumenmanvroi ma meopemuunoi cicmospamu nepesipsacmobcs
3a 00ONOMO2010 KpUMepito Cymu NOXUOokK. AKuo 3HaueHHs Kpumepiio He3a0o8ilbHe,
mo npoyec Nno8MoOpPIOEMbCsL 3HO8Y, OONOKU He Oyode 3Hauideno (8) onmumanvhy
KIHemuyHy Mooelb 3 Bi0N0GIOHON KIIbKICMIO CMAHI8, HAUOLIbUL 8I0NOBIOHE
3HAYEeHHS] CAPABIHCHbOI AMNIIMYOU CMPYMY Ol KON CHO20 CMAHY Md 3HAYEHHS.
KOHCMAHM W8UOKOCMI Nepexo0is Midic YuMu CIMaHamu.

Metorw Takoro mpolecy € 30UIbIIEHHS PO3AUIBHOI 3IaTHOCTI aHajizy s
imeHTrdIKaIl MBUIKUX TOMIA. AJITOPUTM TPOTPAMH CIIOYATKY CTBOPIOE 3a 3aJaHUMU
nepexo/laMy B MaTPHUIll KIHETUYHOI MOJENI CHUMYJISIII0 13 )K€ BEIHUKOI0 PO3AUIHHOIO
3aTHICTIO (B TeOpii A0 OE3KIHEYHOCTI) 1 MOTIM BHUJA€ PE3yJbTaT BIIMOBIIHO J0 33JlaHUX
napameTpiB peecTparllii, HaKIaJal4d IIyM Ta 3MEHIIYIOYM YacTOTy AMCKpeTu3aiii. 3a
JIOTIOMOT'OI0  CUMYJISILIIN TeHepyeThesi Oe3nepepBHMI mpouiec MapkoBa, MpU LBOMY
KOPEKTHO BPaxOBYe€ThCS BCl YacOB1 1HTEPBAIM, BHBEICHI 3a MOMEPEIHBOIO MOCIUIIO, B

TOMY YMCJI 1 KOPOTII, HDK 4acTOoTa JAMCKpeTH3alli peectpyrouoi cucremu. [lpu mpomy




66

MOXHa TIOPIBHSATH HACKUIBKM  CITIIBMAJAIOTh EKCIEPUMEHTAIbHA Ta TEOpETUYHA
(cuMynboBaHa) TICTOrpaMU 3a BIAMOBIZHUM KpuTepieM 3rigHo dopmymau (2.11). s
Kpamoi Bi3yamizailii KpiM TiCTOrpaMH IporpamMa TaKOX BioOpa)kae MPOCUMYJIhOBaHI
peectparnii CcTpymy, IO JOIOMAarae Kpaiie 30pIEHTYBaTHCSA Yy MmiaOOpi KOHCTAHT
HIBUKOCTEHN MEepPeXoy, aJke BIIOMO, 1110 P13HI KOHCTAHTH HIBUIKOCTI MEPEX0Ty MOXKYTh
YTBOPIOBATHU AYXKE CXOKI PO3MOALUIN TiCTOTpaM, TOMY AYXKE BaXXKJIUBO BI3yaJIbHO OI[IHUTH
HACK1JIbKM BHOpaH1 KOHCTAHTH MIBUJIKOCTI MEPEX0ay I1MCHO BIJMOBIAAIOTh OPUTTHAIBHUM
€KCIIEPUMEHTAJIbHUM pEeeCTpallisiM, MOPIBHABIIM iX 13 CUMYJALISIMU. 3aCTOCYBaHHS
NIOXO0Qy CUMYJIALil OyB BUOpaHWIl AJi1 CTBOPEHHS TEOPETUYHHMX TICTOTpaM 3aMiCTh
JETEPMIHOBAHOTO aJTOPUTMY, OCKUIBKM HEMa€ TMpsMOi MPOUEAypU PO3paxyHKy [-
po3noiny A (GiIBTPIB BHUILE Tepmioro mopsaky [233].

3HauCHHS AaMIUNTYId CTPYMy BBEJCHE Ha IMOYaTKy aHali3dy TeX MOXKe
KOPEKTYBaTUCS BIANOBIIHO /0O HaWkpamioro posnoautry. lle moB’s3aHo 3 TuM, 110
MOYaTKOBO € 1H(OpMAIIis JUIIE PO BUAUMY aMIUIITYAy CTPyMY, a CIIPaBXKHS aMILTITya
HEB1JIOMa, TOMY BOHA BU3HAYAETHCA B MPOIIEC] MiA00DY.

Jlns  GnokaTopiB  BBOJWJIM JOJAATKOBHM CTaH OJIOKYBaHHS 3 aHAJOTTYHUM

BU3HAYEHHAM BIAIIOBIIHUX KOHCTAHT HIBUIKOCTI.

2.3.3. CTBOpeHHs KiHeTHYHOI MojeJi

CrtBopennss mozemi MapkoBa nnsi LCC-xananiB BimOyBajocs Mpu TOEIHAHHI
METO/[IB BHM3HAYEHHS IIBUAKUX Ta MOBUIBHUX KOHCTAHT IIBUIKOCTI Ha PEECTpaIisiX 3
bikcoBaHMM TOTEeHIIaioM B pAiamazoHi Big -80 MB go +80 mB 3 kpokom B 20 MB.
Cnovatky Oynu OOYHICIICHI KOHCTAaHTH IIBHJKOCTI MEPEXOJIB MK CTaHAMH MOJIENl B
nakeTi ckpunTiB a1 MATLAB “B-dist” ta mimiOpana miHiMalbHA KiHETHYHA MOJICIIb.
[Torim Oynu BU3HA4YeHI KOHCTAHTH IIBUJIKOCTI JJIsi TPUBAJIMX MOJIA 3a JOMOMOIOIO

ananizy @', sxi Oy BKIIOUEHI 10 MONEPEIHBO CTBOPEHOT MOJIEIII.

2.3.4. CtatucTuyHa 00podKa pe3yJbTaTiB J0CTiAKEHD
Jlani OyiM TpoaHai30BaHI 3a JOMOMOIOK mMakeTy ckpuntiB “B-dist” mis
nporpamHoro 3abesneueHnss MATLAB, “Clampfit 9.0” (Axon Instruments Inc., CIIIA) Ta

Origin 85 (OriginLab, CIIIA). Pe3yapTaTé  TpeACTaBICHO  SK  CEPEIHE
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3HaquHﬂiCTaH,HapTHa INOMMJIKa CCPCAHBLOIO 3HAYCHHA. I[J'IH BU3HAYCHHA BIINIMBY

rajiofiHito 0yJio BUKOpUCTaHO HemapHui TecT CThIoIeHTA.

2.4. BuxopucraHi pe4yoBMHH

Bci  enextpodiziosioridydi  IOCTIIM MPOBOJIUIUCA 13 BHKOPUCTAHHAM 0a30BOTO
po3unHy (Ta Woro wmoaudikamii) 13 g0maBaHHAM JOCHIIKyBaHMX areHTtiB. Ckiaj
3a3HAYCHO B HaBeJeHUX HibK4e Ta0iuisax (Taomuus 2.1, Tabnums 2.2).

Amutikariisi 3AiiCHIOBaNacs 3a JOMOMOIOI0 MPOTOKY, B pe3yiabTaTi 4yoro 0a30BHii
PO3UYMH TMOBHICTIO 3aMIIIlyBaBCSl PO3YMHOM 3 MIEBHOIO KOHIICHTPAIIEIO J10U0i PEUOBUHH.
Binomo, 1m0 cojii JaHTaHOIMIB B PO3YMHI 3 4aCOM YTBOPIOIOTH OCajl, 4yepe3 IO Ba)KKO
KOHTPOJIIOBaTH iX KOHIeHTpalito [255], Tak sk BOHa MoO)Ke 3MIHIOBATHCh, TOMY BCi
BUKOPHUCTaHI B €KCIIEPUMEHTAX JIAHTAHOIIU TOTYyBaIM O€3MOCcepeaHbO Mepe]] aruliKalliero.
Po3urHu ramnaMiny Tako BUKOPUCTOBYBAIU B JIEHb MIPUTOTYBaHHS.

[{iicH1 eKkcTpakTH OTPYT OyiM HaJaHl 3aBIAYIOYUM JA0OpaATOPI€I0 MOJEKYJISPHOI
TOKCUKOJIOTIT A.X.H. YTKiHUM FO. M. (iHCTUTYT Oi0oopraHiyHOi XiMii iM. akageMikiB M. M.
[emskina ta FO. A. OBunHHIKOBA). 3pa3Ku NPUPOJHUX OTPYT Oy OTPUMAaH1 y BUIIISIAL
NOPONIKY Ta 30epirajiucs B CyXxoMy TEMHOMY MICLI Npu KIMHaTHIM Temnepartypi. [lepen
CKCTICPUMEHTOM OTPYTH PO3YMHSIIMCS Y ACIOHI30BaHIN Boal Ta Oyiau J0/1aHi, HA BIAMIHY
B/l BCIX 1HIIIMX BUKOPUCTAHUX PEUOBHH, YEPE3 JIOKAIbHY aIlIIKaIil0 B KUIbKOCTI 10 MK y
pobouy kamepy 00’emom 200 mxi. Otpyty H. laoticus po3soaunu B konuenTpariii 0,021
r/a, B. fasciatus — 0,050 r/x, B. arietans — 0,059 r/n, V. renardi — 0,054 /i1, N. kaouthia —
0,052 r/n. Po3uuneni orpyTu 30epiranu npu Temmeparypi 3-5°C.

B po6oTi B 0cHOBHOMY OyJii BHKOPHUCTaHI peakTuBU BHpoOHHITBA Sigma (CIIIA)

JUUISl TPUTOTYBAHHS PO3YUHY JIJ1s1 0a30BOTO PO3UMHY Ta oro Moaudikariii.



Tabnuysa 2.1

Ckuag 6a30BOTO PO3YMHY

Ha3Ba Mounekynspua Bara (MW) | Konrenrpariis, MM

KCI 74.56 150
HEPES 238.31 )
HEPES-K 76.40 )

Tabnuys 2.2
Po3unH 3 kanbIieM

Ha3Ba Monekynspaa Bara (MW) | Konnenrpartis, MM

KCI 74.56 150
TRIS 121.14 10
EDTA 292.24 0.5
CaCl, 110.98 1

68
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PO3A1JI 3. PE3YJIBTATHU JOCJIIKEHb

3.1. Iomyk 6aokaropiB LCC-kananiB

LCC-kanamu Briepmre Oyim ommcani B poooti C.M. Mapuenka B 2005 pomi [20].
byno Bu3HaueHO OCHOBHI 010(13MYHI XapaKTEPUCTUKU TakKl SK TMPOHUKHICTh Ta
MPOBITHICTh IUX KaHaTiB. Takoxk OyJio 3p0o0JeHO MPUITYIIEHHS Mpo (i310J0TIYHY POIb
LCC-kananiB y KOMIEHCAIlli pi3HUIN MOTEHITIATIB Ha sSAepHIM MemOpani. ['imore3a mpo
¢bi131050T14HY posb 0a3yeTbes Ha ocobmuBocTsxX Jokaiii LCC-kananiB came Ha 00O0JIOHIII
a5pa, 1€ y BEJIUKIA KUIBKOCTI OyJ0 3apeecTpoBaHO iHO3UTON-TpudochaTHI penenTopu
[256]. AxruBarmis okpemux rpyn IP3;Rs (kimactepiB) mpH3BOAUTH 10 BUXOAY BEJIUKOI
KUJIBKOCT1 10HIB KaJIBLIIIO 13 JIETIO B MEPUHYKICAPHOMY MPOCTOPI, SIKUM 3HAXOIUTHCS MIXK
JBOMa MeMOpaHamu sipa, B IMTOILIA3MYy 1 HyKJeoIuiazMy. TakuM YMHOM MOTEHLal
aepHoi MeMOpaHU MOXKE PI3KO 3MIHUTHUCS JO0 BEIUKUX HETaTUBHUX 3HAY€Hb, IO
npu3Bee 0 IIBUIKOTO MPUIIMHCHHS KanblieBoro curHamny [60]. 3BopoTHiii moTik
MO3UTUBHO 3apSAHKEHUX 10HIB MOXKE 3al00IrTH PO3BUTKY TAKOTO ClieHapio. BBaxkaerbcs,
mo LCC-kanamu mornu Ou 3a0e3meYuTH 3BOPOTHUM TOTIK, MPOBOJSYM 10HU KaJllo Y
BCEpENMHY TMEPUHYKIEAPHOTO TMPOCTOPY, IO CHPUSIIO OW KOMIIEHCAIli HEraTWuBHOTO
3apsay Ha MeMmOpaHnax sapa. [Ipocre miis po3BUTKY nojansmux gocimpkers LCC-kanamnis
KPUTUYHO Opakye BIIOMOCTEH MPO MOTEHTHI OJI0OKATOpH, K1 MOTJIM OU OyTH KOPUCHUMU
JUIsL TEPEeBIPKU TiNOTe3W MNpo (i310J0rYHy poJib Ta JOCHIJKEHHS CTPYKTYpPHO-
GyHKIIOHATBHUX 3B’S3KIB 3a3HAUYCHUX 10HHUX KaHAIIB. 3 I[1€I0 METOI OYyJI0 TTOCTABJICHO
3aBJIJaHHSI 3HAWTH PEUOBHMHM, SKI 3/1aTHI MOJYJIIOBaTH TpPaHCMEMOpaHHI CTPyMHU dYepes

LCC-kanainu.

3.1.1. JocaigeHHsI BIVIUBY €KCTPAKTIB HiJICHUX NPUPOJHIX OTPYT

3aBagKM CBOiM BHCOKIM aiHHOCTI Ta creuupiyHOCTI 3B’SI3yBaHHS y HU3BKUX
KOHIIEHTpAII51X, KOMIIOHEHTH MPUPOJHUX OTPYT BUKOPUCTOBYIOTHCS SIK (hapMaKoJIOTIYHUHI
THCTPYMEHT JIs 1ieHTH]IKAIl CTPYKTYpH HOBHUX THUIMIB i0HHHX KaHaiiB [151]. Ha npomy
eTami pobotu, crpsMoBaHOi Ha momyk crenudiuaoro Omokatopa LCC-kanaris,

HEO0OX1THO OYyJI0 BU3HAUUTHU SIK1 13 OTPYT MOXKYTh IIPEACTABIISATA HAHOUIBIINMA 1HTEpeC s
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NOJalbIINX JOCHIKEHb, a caMe JUIsl (PpaKI[IOHyBaHHS Ta BUAUICHHS CIOJYKH, siIka OH
BucTtynajia edexkruBHuM Onokatopom LCC-kanamiB. [l T1OIIyKy MOTEHIIIHHOTO
omokaropa LCC-kananiB Oyino gociijpkeHO BIIMB Ha Oiodiswmuni BiactuBocTi LCC-
KaHaJIIB BHYTPIIIHLOI MeMOpaHu simep HeWpoHiB IlypKiHbE KOMIUIEKCY TOKCHHIB I’ SITH
OTPYMHHX TBapuH: KpaiiTa crpiukoBoro (Bungarus fasciatus), ramroku mrymiinBoi (Bitis
arietans), ragroxu crenoBoi (Vipera renardi), koopu monokieBoi (Naja kaouthia) i
ckopiioHa JicoBoro (Heterometrus laoticus).

OtpyTH Oynu po3BejieHi B JeioHi30BaHii Boji: H. Laoticus po3Boauim B KUTbKOCTI
0,021 r/n, B. fasciatus — 0,050 r/n, B. arietans — 0,059 r/m, V. renardi — 0,054 r/a, N.
kaouthia — 0,052 r/n Ta momaBanmu 10 Mk y pobouy kamepy o6’emom 200 MK depes
JOKaNbHYy arutikauiro. EkciepuMmenTanbHo Oyna migiopaHa yMOBHA KOHIEHTpALlis, AKa Ou
JI03BOJISUIA BUSIBUTU MAKCHUMAJbHUW BIUIMB Ti€l 4YM 1HIIOT OTPYTH, 3 MOKJIIUBICTIO
MOMepeIHbO1 OLIHKK. Tak SK OTPYTH MPEACTaBISAIOTh CyMIIl PI3HUX, B TOMY YHCII
HEe1JIeHTU(1KOBAHUX KOMIIOHEHTIB, BU3HAYEHHS TOYHOI KOHIIEHTpAIlli HEMOKJIMBE.

Bmusu ramroku cremoBoi V. renardi ta mymimuBoi B. arietans BusBuiucs
nopiBHsiHO ManioeexkTuBHUMH. [licas amoikamii BiOyBajiocs 3MEHIIEHHS BUIUMOIT
amIutiTyay crpymy ta P, Ha 35% 1 86% (Puc. 3.1 T', E) ta 3% i 84% (Puc. 3.1 ]I, €),
BimoBiIHO. OOUIBI OTPYTH OyJIM BUKOPUCTAHI B MAKCUMAJIbHO MOMKJIMBIA KUIBKOCTI.
VIMOBipHO, 1110 OGMIBI OTPYTH MiCTATh KOMIIOHEHTH, SIKi OJJHOYACHO BIUITMBAIOTH SIK HA
BUJIUMY aMIUTITYly CTpyMy, TaK 1 Ha P, asie 3 orysigy Ha O1IbIIly YMOBHY KOHIICHTPALIIIO Y
NOPIBHSHHI 3 IHIIMMHU OTPYTaMU iX BIUIMB BUSBIISETHCS MEHII LIKABUM JUISl TIOJAJIBIIOTO
BUJIUICHHSI OKPEMOTO OJIOKYHOUOro KOMIoHeHTy. BruuB otpyru B. arietans susiBUBCs
HaWcaabmmM, pO3BMBABCA JIOBOJI JIOBTO 1 37eOUTBIIOTO XapaKTepU3yBaBCS JIUIIEC

AKTUBHOCTI KaHAJIIB.
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Puc. 3.1. Bnmwus ompymu B. arietans ma V. renardi na LCC-xananu npu
Qixcosanomy memobpannomy nomewnyiani —40 mB. Ilpuxnaou peecmpayii éniugy
ompymu B. arietans (b) ma V. renardi (B) na mpancmembpanni cmpymu LCC-
KaHanie y nopieusauui 3 koumpoaem (A). Bionogioui pieui npoioHocmi no3HaueHo
NYHKMUPHUMU  JIHIAMU.  Amnaimyoui  cicmoepamu  cnpaéa 8i0 peecmpayii
gidoOpadcaoms aKmuHiCmsy KAHANIE8 HA KOMCHOMY pieHi nposionocmi. CepeoHs
suouma amniimyoa cmpymy LCC-kananie 3a KOHMPOAbHUX YMO8 ma NICIA anikayii
ompymu B. arietans (I') ma V. renardi (E). Axmusnicmo LCC-xananie 3a
KOHMPOIbHUX YMO8 ma nicisi npukiadanns ompymu B. arietans (/[) ma V. renardi

(€) (n=5).

Otpyra ckopmiona H. laoticus BukimMkana BHupakeHe NIBHIKE OJOKYBaHHS 3
OJTHOYACHUM 30UTBIICHHSM IIyMY BiIKPUTOTO CTaHy Ta 3MeHIIEHHSIM cTpymy (Puc. 3.6).
BrnuB po3BuBaBcst npuOian3Ho vepes 2-4 ¢ micis armtikaunii. Buguma amionityna crpymy

3HIKyBanacs Ha 43%, a UIMOBIPHICTb BIAKPUTOTO CTaHy Ha 76%.
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Puc. 3.2. Bnaus ompymu H. laoticus na LCC-xanamu npu gixcosanomy
memopannomy nomenyiani —40 wmB. PenpesemmamusHi OilAHKU — peecmpayii
mpancmemopannux cmpymie LCC-kananie y xoumponvHux ymosax (A) ma nicaa

annikayii ompymu (b). Buouma amniaimyoa cmpymy kanany (B) ma axkmueuicme
kananis (I') smenuieni y nopieHAHHI 3 KOHmMpoem (n=3).

Otpyrta kpaiita B. fasciatus Bukimkana OJOKyBaHHS, 10 BIAPIZHSIOCA BiJ BIUIUBY
OTPYTH CKOpITiOHA (

Puc. 3.3). Bumuma amrmutityga cTpymy 3MeHmryBaiacs Ha 26% 1 Oyma MeHI
CIIOTBOPEHA IIBHJIKHM OJIOKyBaHHSM, BKa3ylud Ha Te, MIO CYKyHHa i KOMIIOHCHTIB
OTPYTH BUKIIMKA€E OUTbII TOBLILHUN THN ONoKkyBaHHs. P, 3menmiyBamacs Ha 77%
NOPIBHSHO 3 KOHTpoJieM. BIiuB 1i€i oTpyTH BUSBIABCS NMpuOIM3HO uepe3 10 ¢ micns
JIOKAJBHOI aruIikaiii, 1o BIJAMOBIIAI0 HAWJOBIIOMY Yacy cepel 1HMMX. BriuB i€l

oTpyTH OYB O/IMH 13 Halle(DEeKTUBHIIIKX 1 BUSIBIISIB BIAaCTUBOCTI MOBLJILHOTO GJIOKAaTOpA.
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I, nA B Po I
8 1,0
6] —
4 —— 0,5
-2 =
0 0,0 I 1
Kontpoas B. fasciatus Kontpoas B. fasciatus

B. fasciatus

Puc. 3.3. Bnaue ompymu B. fasciatus na LCC-xanamu npu @ikcosanomy
memopannomy nomenyiani —40 wmB. PenpezenmamusHi OilaAHKU — peecmpayii
mpancmemopannux cmpymie LCC-xananie 3a KOHmMpoavHux ymos (A) ma nicis
npuxnaoanns ompymu (bB). Tpueanicmv 6i0Kpumoz2o cmauy 3MeHULYEMbCI, U0
NPOOEMOHCMPOBAHO HA AMNIIMYOHIU 2icmoepami npasopyy. Buouma amniaimyoa

cmpymy (B) ma axmuenicme xauanie (I) icmomuo 3meHuty8anacs y nopieHAHHI 3
Koumponem (n=3).

Y BmmBi orpyrn koOpu N. kaouthia (Puc. 3.4) moenHyBanmcs sK IIBHIKE
OJIOKyBaHHS, MPU SKOMY BHJIMMA aMIUTITyAa CTPyMy 3MiHIOBasaca juiie Ha 5%, Tak 1
NOBUIbHE OJIOKYBaHHSI, SIKOMY BIJIOBIJaJIO TPUBAJe 3aKpUBaHHs KaHAIy Ta 3MeHIIEHHs P,

Ha 80%. BrumiB po3BuBaBcs uepes3 AeKUTbKa CEKYHT MICIs aruTiKarii.

B I
I, nA Po
-8 1,0
-6 — =
4 0,5
-
-2
0 0,0 ' .

Konrposn N. kaouthia Kontpoas N. kaouthia

N kaouthla

Puc. 3.4. Penpesenmamusni Oinauku peecmpayii mpaHCMeMOPAHHUX CMPYMI8
LCC-xananie y xommpoavrux ymosax (A). Bnaue ompymu xoopu N. kaouthia (b)
BUKIUKAB 3MEHUEHHS 8UOUMOi amniimyou cmpymy (B) ma P, (') (n=4).
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Yepes Te, 110 B EKCIIEPUMEHTAX OYJIU 3aisiHI IIUTICHI, HEOUHUIIIEHI OTPYTH, MEXaH13M
nii Ha 10HHI KaHalW, INBUIIIC 3a BCE, KOMIUICKCHUH, OCKIJIBKH OJHOYACHO MOXKE
BiIOyBaTHCS BIUIMB PI3HUX KOMIIOHEHTIB OTPYTU Ha CTPYKTypo-hopmytoui obmnacti LCC-
kaHaimiB. TakuM 4YWHOM aHadi3 BIUIMBY IIUX PEYOBMH Ma€ 3HAUCHHS JIMAIIE IS
MIOTIEPETHBOI OIIHKA 1X €(PEKTUBHOCTI Ta IS TOANBIIOI POOOTH 3 BHKOPHUCTAHHIM
dpakiioHyBaHHSI Ta BUIUICHHA 3 iX CKJIAaay OKpeMHUX OLIKIB UM MENTUAIB, MOJCKYISIPHY
CTPYKTYpY 1 Bary sSIKux Mo>kHa 0yji0 O¥ BUSHAYHUTH.

Cepen nociimpkeHux pedoBuH oTpyTtr 4oTupbox 3milt (N. kaouthia, B. fasciatus, V.
renardi, B. arietans) wictatb TOKCHMHH, sKi € e()EKTUBHUMH OJIOKAaTOpaMu
alleTHIIXOJIIHOBUX PElENTOpiB HIKOTUHOBOro Tuiy (nicotinic acetylcholine receptors,
NAChRS) [257-260]. Bonu BiTHOCATBCS 10 PEIENITOPIB M’ SI30BOTO THITY 1 X OJIOKYBaHHS Y
CCaBLIB KOMIOHEHTAMHU OTPYT MPU3BOIUTH 0 3YNUHKU AMXaHHS Ta cMepTi. Haituacrime
sk Onokaropu AChRs BUKOPHCTOBYIOThCSI HEUPOTOKCHHHM KOOpU Ta KpaiTta. Ha BiaMiHy
BiJl 3Mili, OTPYTH SIKUX OyJI0 BAKOPUCTAHO B HAIIWX JIOCIHIPKEHHIX, oTpyTa H. laoticus ue
Hece (aTaIbHUX HACIHIJIKIB JJIs JIFOAUHUA. B KOMIIIEKCI 11€T OTPYTH MICTATHCA TIEPEBAKHO
NeNnTUIU Ta OUTKM, JEKiIbKa 3 SIKMX OyJIM OXapaKTepu30BaH1 K OJIOKATOPU MOTEHIlIAN-
3aJICKHUX KajieBux kaHamiB [261, 262]. JlokanpHa armutikailis eKcTpakTy orpyTa H.
laoticus ma LCC-kananu B mexxax 70 10 ¢ mpu3Boauia A0 Pi3Koi 3MiHH KIHETUKH KaHAJIIB.
Byxe B mepuii ceKyHIu micig arutikaiii eekT BUSBIsSBCA sk Bupakenuil flicker-6mok 3i
3MEHIICHHSIM aMIUIITyAun CTpymMy. Takuii edekT [ii040i pPEYOBUHU KIIACHUYHO
XapaKTEPU3YEThCSl K BIUIMB MIBUAKOTO Onokaropa [61]. Peecrpamis flicker-6mox abo
HIBUIKOTO OJOKYBaHHS (IIBUAKI (PIYKTYyalli Mk BIIKPUTUM 1 3aKPUTHUM a00 OJOKOBAaHUM
CTaHAMH) BUHUKAE TOJI, KOJHM YacTOTa MEPEeXoay MK CTaHAMHU OiIbIIa 3a 4acTOTy 3pi3y
bUIbTpa CHUCTEMH, 3a JIONOMOTOI0 SIKOi 3IIMCHIOETHCS pEECTpallisi CTPyMiB. Y TaKoOMy
BUIAJIKYy TPU IMIBUAKUX KOHCTAHTaX acorfiarfii OJoKaTopa pPEeeCTPYEThCS 3MEHIIICHHS
aMmILTiTy U ctpymy [233].

[TopiBHIOIOYM €(EKTUBHICTh BIUIMBY BUKOPUCTAHUX OTPYT Ha aMIUNTYAY CTPYMIB
Ta WMOBIPHICTh BIIKPUTOTO CTaHy KaHajJiB OyJ0 BH3HAYEHO, IO TMOTEHLIHHO Y BCIX

EKCTPaKTaxX MICTATBCS CIOJYKH, IO Hajalal MOXYTh OYyTH BHUKOPHCTaHI SIK OJIOKATOpH


http://ru.wikipedia.org/w/index.php?title=Naja_kaouthia&action=edit&redlink=1
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LCC-kananiB Tabmuns 3.1, ame 3a momepeaHbOIO OIIHKOI HAWOUIbII €PEeKTUBHUMHU

BusiBrncs otpytu H. laoticus, B. fasciatus Ta N. kaouthia.

Tabnuysa 3.1
HazBa TBapuHm (1aT.) 3MCEHIIIEHHS 3MeHIIIEHHS
BUJIUMOT aMILTITy AU HMOBIPHOCTI
ctpymy (D), BigkpuToro crany (P,),
% %
Ckopmion  micoBuit  (Heteromerus | 43 76
laoticus)
Kobpa monokiiera (Naja kaouthia) 5 80
I"amroka crenora (Vipera renardi) 35 86
Kpaiit cTpiukosuii (Bungarus fasciatus) | 26 77
["amroxa nrymiusa (Bitis arietans) 3 84

3.1.2. Moayasuia LCC-kanaJiB ionamu MetaJiB

Bnaue ionie kanvyiro ma macHiro

lonn MetaniB e(PEKTUBHO BUKOPUCTOBYIOTHCS JUISl JOCHIIKEHHS CTPYKTYPHO-
GyHKIIOHATBPHUX OCOOJMBOCTEN 10HHHUX KaHAJIIB PI3HUX THUIIB, OCKUIBKM MarOTh
HEBEJIMKHUI paJilyC Ta 3/aTHI MPOHUKATH B MOPY 10HHOTO KaHaJly Ha pI3HY MIHOMHY, IO
HAJIa€ 3MOTY OIIIHUTH MICIIE pO3TalllyBaHHS CalTy 3B’ 3yBaHHS.

Panime Oyno mokazano, 1o LCC-xkananmu HeuyTauBl A0  (Di310JIOTTYHUX
KOHIICHTpAIlil KaJIbIlif0, MpoTe Beauki koHmneHTparii (~100 MM) iarioyBamm crpymu LCC-
kaHamiB [20]. Takox i0HM Kajbllifo B KOHIEHTpalii 10 10 MM 3MeHIIyBaau MPOBiIHICTh
MOHOBAJICHTHUX KaTIOHHUX KaHAJIIB Ha BHYTPIIIHIA AepHIA MeMOpaHi CMyracTux M’s3iB
[19], mo Moske BKa3yBaTH Ha HasABHICTh HU3bKOA(PIHHOTO CalTy 3B’sa3yBaHHsA. OTXe, 1100
BU3HAYUTH HASBHICTh caTiB 3B’si3yBaHHS y LCC-kanamiB 18 JTBOBAJICHTHHX 10HIB
MeTaJliB OyJI0 TOCHIKEHO BILJIMB 10HIB KaJIBIIIIO Ta MarHilo.

Jlnst BusHauenns BBy Ca’’ ma motenmiamanexsicts LCC, Gyno TOCTiIKeHO
3MiHy P, y O6e3kanbilieBOMYy pO34MHI Ta 3 KOHILEHTPAIIE€ BIILHOTO Kajbiio 1 MM npu
nmoreniam -40 mMB ta +40 MB. Arumkaiig 10HIB KajJbllil0  3AlHCHIOBaAJIacs AK Ha

30BHILIHIO TaK 1 HA BHYTPIIIHIO CTOPOHY MeMOpaHu. 3a UX YMOB BiOYyBaJHCs HE CyTT€EBI
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3MiHU KiHETHKHU KaHAIIIB, sIKi PU TIO3UTUBHUX MOTEHIiasIaXx Oynu y Mexax moxuoku (Puc.
3.5).

Panimme Oyno omucaHo BIUTMB 10HIB KaJblil0 HA MPOHUKHICTE NE KIITHH MediHKH
[16], a came, mo Ca** B koHenTparii 10 1 MM mpurHidye KamieBy mpoBigHicTs. MoxHa
MIPUITYCTUTH, 110 HaOlp KaHamB BapitoeThcs HA NE piznux tumnis kmituH. [Ipumyckanocs,
mo LCC-kananmu MoxyTth O0ytu BigHeceHi g0 BK kanamis, siki Oynu 3apeecTpoBaHi Ha
BHYTPIITHbOKJIITUHHUX MeMOpaHax, mpore 1 MM kaneiiro aktuBye BK kanamu 10
MaKCUMallbHUX 3HaueHb P, (0.98) npu 3amanomy mortenmiani +30 MB [263], a y Bumaaky
LCC-kaHaiB micisl arutiKarii KaibIifo CYTTEBUX 3MiH aKTHBHOCTI KaHaJiB Ha MIO3UTUBHUX

MOTEHIIIaJIaX He CIIOCTepIraaocs.

mB

-40 40

Puc. 3.5. Akmuenicmv LCC-kananie y pozuuni 3 konyenmpayicro kanoyiro 1 mM
(1) ma y beskanvyiesomy posuuni (2) (N=5-7).

Takoxx Oys10 mepeBipeHo BIUIMB 10HIB MarHiro B koHIeHTpalii 10 10 MM. 3a ymoBu
i Mg "B KOHIIeHTpallii 1 MM He BUSBIEHO CYyTTEBUX 3MiH, MpoTe micis artikamii 10 MM
BUHMKAB He3HauHui flicker-010k, 1110 BUSBISBCS Yy 301IbIIEHHI YACTOTH MEPEXOAIB MK

piBHsiMu nipoBigHOCTI LCC-kanamiB.
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Otpumani pesynbratu cBig4aTh npo Te, o B LCC-kanamiB, HaltOLIBII WMOBIPHO,
BIJICYTHIM CalT 3B’SI3yBaHHS VI 10HIB KaJblIil0, IPOTE MOXKe OyTH HM3bKOA(IHHUN CaWT
3B’3yBaHHS JIsl MAarHilo.

Mooynayia LCC-karnanis ionamu 2adoninio

[oHM 7naHTAHOIAIB HIMPOKO BHUKOPHUCTOBYIOTHCS [UIsl 30HAYBAaHHS IOPU 10HHUX
kaHaniB. byno nocmimkeno Bmms ioniB Gd** B xonnenTpanii 100 MkM mpu moTeHIiaTax
—40 MB Ta +40 MB. Brutue Gd** 3miHIOBaBCS B 3a1I€KHOCTI Bl IT0JaHOTrO MOTEHINANY Ha
mem6bpani. 3a ymoBu BBy Gd** B xomnmentpamii 100 mxM (Puc. 3.6) BinGysamocs
OJIOKYBaHHS, IO fKE MPOSIBISUIOCA SIK HAsBHICTb TPUBAJIMX IHTEPBAJIIB BIJCYTHOCTI

CTpYMy uepe3 10HHWM KaHas, Ipu I[bOMY aKTHBHICTH KaHaliB (P,) 3menmryBanacs (Puc.

3.7).

Puc. 3.6. Penpezenmamuena odinsanxa peeccmpayii LCC-kananie npu ¢hixcosamnomy
nomenyiani -40 mB (3niea) ma +40 uB cnpasa) nicis anxikayii 100 mcM Gd**.
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Po
0,6 -
% %
0,4 - _I_
0,2 -
0,0 -

Kontpoas  Gd* 100 MM

Puc. 3.7. Bnausy ionie Gd°" ma iimosipuicme nepebysanns LCC-xananie y
sioxkpumomy cmani (P,) npu ¢pixcosanomy nomenyiani -40 mB (n=4) .

OdeBuaHO, 10 TAJOJIHIA A€ SK MOPIBHSAHO MOBLUIbHUN Onokatop LCC-kanamis.
AMILTITYIa cTpyMy mpu aii ioniB GA** maibke He BiIXHMIAETHCS BiZ KOHTPOIBHHX 3HAYCHD
B KoHLeHTpauii 100 MkM, KoJiu BIJIUB HA KIHETHKY KaHAIIB CTaBaB JOCTATHHO MOMITHUM.

JIaHTaHOIAM MAIOTh 10HHI pafiycH Ta KOOpAMHALIHI uncia, momi6Hi 1o Ca®*, Tomy
YaCTO BUKOPHUCTOBYIOTHCS B JIOCHIKEHHSIX KaJbI[I€EBUX KaHaIIB 1 MOAIOHO 110 10HIB
KaJIbIII0 3B ’S3YIOThCS 3 TpymaMu JOHOPIB okcuceHy. Y Bunaaky LCC-kanamis, ski
CEJICKTUBHI JO MOHOBAJEHTHHUX KAaTIOHIB BIUIMB 10HIB TaJIONiHIIO BUSBHUBCSA €()EKTUBHUM
Ha BIIMiHY BiJ 10HIB KaJbliito. HaitOiabpm iMOBIpHO, IO 10HU Gd* MIPOHUKAIOTh B TIOPY

KaHally Ta OJOKYIOTh IPOXOJKEHHS 10HIB KaJIifo.

3.1.3. CKpuHIHT TOKCHHIB Ta aHeCTEeTUKIB B sikocTi OsiokaTopiB LCC-kanaJis

Bemuka nposignicts LCC-kaHnaniB, sika ctanoBuTh npuban3Ho 200 nC, Ta miiasHe
po3TamryBaHHS Ha MeMOpaHax sipa MOXE CBIIUYUTH MPO MOXKIWBUN 3HAYHWA BHECOK
(GyHKIIOHYBaHHS IILOTO TUIY KaHAJIB y PO3MOJiIl 10HIB Kajil0 BCEPEAWHI KIITHHU, ajie
JNOCTIKEHHsT  (D1310JIOTIYHOI  POJIl  YCKIIAJHIOETHCS  BIACYTHICTIO €(EKTHBHOTO Ta
crienudiuyHoro Onokaropa. Tomy s omucy (apMakojoriyHoro mpodiaro Ta aHamizy
3miHn 610¢i3nuHux xapakrepucTuk LCC-kananiB Oyno MpoBeIeHO CKPUHIHT TOKCHHIB Ta

aQHECTETUKIB. 3 III€I0 METO OyJIM MPOTECTOBAHI BiJOMI OJIOKATOPH 1HIIMX THUITIB 10HHUX
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KaHaJiB. Byno mpoBeneHo CKpUHIHT BOChMHU MOTeHIiHHUX OmokatopiB LCC-kanamiB. A
came:

1) QX-222 — 6y10KaTOp MOTEHITIAT-3aJISKHUX HATPIEBUX KaHAIIB;

2) aTporiH (anKkajoin 3 6emagoHn) — 6J10KkaTop M-X0IiHOPELENTOPIB;

3) ankcioniTuk eHaszenam — arosict Ta inridoirop GABA, [264-266];

4) 1HAONOBUI aNKajoi] CTPUXHIH, SIKAM BUSBIISLE MIMPOKHIA CIIEKTpP Jii HA Pi3HI 10HHI
KaHaJM; 1[e — aHTaroHICT TJIMH-aKTUBOBAHKUX XJIOPHHUX KaHaJiB, O1okatrop NMDA
pEeLENnTOpiB Ta HATPIEBUX KaHAIIB, OJIOKY€ Kalblliii-aKTUBOBAaHI KaHaIW Maloi
npoBigHocTl (SK) B konnentparii K; 180+£18 um Ta HIKOTMHOBI-alETUIIXOJIIHOBI
peuentopu (nNAChR) penentopiB 3 pi3HOK KOHIICHTPAIIEID B 3aJIGKHOCTI BIJ
KOMIIO3HIIiT CyOOIMHUIG, [267-269].

5) KOMIIOHEHT OTPYTH >KOBTOrO CKopmioHa Leiurus quinquestriatus xapuOa0oTOKCHH
(CTX), sxuit HecenekTuBHO Oyokye BK kaHamu, a Takok MOTEHIiaJl-KepOBaHI
kaiesi kanamu Kv1.3 [270, 271].

6) antaronict nAChR perientopiB TOJIIEPU30H;

7) antaronict AT®-Bukinukanoro Bxoay kajibiito (RB2) [272].

Konen i3 mux B kounentpamii Big 100 MkM no 1 MM He 3MiHIOBaB KIHETHUKY

LCC-kananiB. CiCOK BUKOPUCTAHUX CTIONYK HaBeneHui B Tabmmus 3.2.
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Tabnuys 3.2
Crionyku CtpyktypHa hopmyina MakcumanpHa | AHTarosict/
KOHIIEHTpaIlsi | 6JI0KaTop
BUKOPHCTaHa
TUTS LCC-
KaHAJIIB
QX-222 CHy cl 1 MM Na,
I 4o CHy
S
| “CH,
ol O
ATtpomniH @ T/% 1 MM mAChR
deHazenam O “{) 1 MM GABA,
g
CtpuxHiH 500 MmxM NMDA, GlIyR,
SK, nAChR,
mAChR
CTX R 100 MxM BK, K,
Tonnepuszon /@jﬁ/\ 1 MM nAChR
§
RB2 O NH Q 500 mxM ATOD-
goNa aKTUBOBaHI
9 KaHaJIu
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Mooynayis LCC-xananie mybooxypapurom

[lepmuM G1OKaTOPOM 3 BIJOMOIO MOJICKYJISIPHOIO CTPYKTYpOIO, SIKAW BIAIOCS
3HAWTH B Tporieci ckpuHiHTy, BusiBuBCcs d-TyOokypapun (dTC). Lle Benmuka moiekyna i3
ckaaaHoo crpykryporo (Puc. 3.8) Ta macoro 609.7 r/moip (XimiuHa Qopmyiaa
C37H41N2Og). Tlpu peectpanii LCC-kananiB B koHbiryparii inside-out Ha i30Jb0BaHii
OUISIHII ~ BHYTpimHBOI MemOpanu snpa dTC OyB mobOaBieHuil y BaHHOUKY

(excrepuMeHTaIbHY KaMmepy), TOOTO 3 HyKJIeapHOro 60Ky MeMOpaHHu.

H,CO
HO
Cl~
« HCI
* 5H20
HaC o) OH
OCHs

Puc. 3.8. Cmpyxmypna ¢popmyna dTC.

Armikariii BCiX peuyoBUH, OKPIM IPHUPOAHIX OTPYT, 3A1HCHIOBAIKCS Yepe3 MPOTOUHY
aruTiKalilo, TaKMM YMHOM TOBHICTIO 3aMillytoud 0a30BUH PO3YMH Ha EKBIMOJIIPHUMN
po3unH KCl 3 neBHOIO KOHIIEHTPALIIEIO JIIF0U0i PEUOBUHH.

Brmue dTC possuBascs B mexkax 30 ¢. Komu dTC moTparuisB B eKCIIEpUMEHTATbHY
KaMepy, TO CIIOYaTKy CIIOCTEpPIranocs 3MEHIICHHS CTPYMy BHUTOKY, IIO TOCTYNOBO, B
MeXax JEKUIbKOX CEKyHJ, CYHpPOBOIKYBAJIOCS 3MIHOIO MPOBIIHOCTI MOOAHMHOKOIO
KaHaly.

brnokyBanuss LCC-kananiB 3anexano Bin konuentpauii dTC. Ilpu ammikamii 10
MKM y nopiBHsHHI 3 KoHTposieM (Puc. 3.9) BrumuB dTC BusBIsSBCS JOCUTH CIIa0Ko, aje
MOMITHO 301IbIITyBajacs KIJIbKICTh MIBUAKUX 3aKpUBaHb BCEPEAWHI BIIKPUTOIO CTaHy Ta

JIenio 30UIbIIYBABCS IIIYM BIAKPUTOTO CTaHy. Taki 3MIHM Mai’ke HE CYNPOBOKYBATUCS
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3MEHIIEHHIM BUJIUMOI aMILTITYy U cTpyMy. I3 30upennsM konueHTpauii BB dTC Ha

LCC-kaHanu moCHIIOBaBCs, JOCIATaloun MaKkcuMymy mipu arvtikaiii 1-2 MM (Puc. 3.9).

A r

AmIutityaa, mnA

Puc. 3.9. Penpezenmamueni npuxnaou peecmpayii cmpymie LCC-kananie y
koumponvHux ymosax (A) ma npu 0ii dTC 6 xonyenmpayii 10 mxM (B) ma 1,0 mM (B).
Hynvosuti pisenv npogionocmi nosnaueHo nynkmuptoro ainicto. Dikcosanull nomenyia
Ha memopani —40 mB. V ecmasyi (1) — 30invwenHs OiAHKU peecmpayii CmMpymy,
BUOLIEHOT CUHIM KOJIbOPOM HA penpezenmamusHux 3anucax (mpueanicme 100 mc). V
opyeiti ecmasyi (2) — 30invbulenHs OLIAHKU peecmpayii cmpymy 6UOLIeHOI CUHIM
Konbopom y nepwi ecmasyi (mpueanicme 10 mc). Iloxazano wi8UOKI HeNnoeHi
BIOKpUBAHHS, OLILWICIb 3 AKUX He 00CA2A€ HI NOBHICMIO BIOKPUMO20, Hi 3AKPUMO20
CMAaHy, Wo CNPUYUHAE 3MIUeHHS aMNIImYOHOI 2icmoepamu y NOPIBHAHHI 3 KOHMPOJIEM.
I" — 6i0no6ioHi cicmoepamu eKCnepuMeHmaibHux OAHUux y KOHMpOIi (8i000pajiceHo
yoproio niniero), npu 0ii dTC 10 mxM (cunvoro) ma dTC 1,0 mM (uepsomoio).

brnokyBanus LCC-kananiB TyOoKypapuHOM Oysio MOTeHIan-3aiexHuM. Hepenuki
KOHIIeHTpalli, Taki sk 10 MKM Maibbke He BUSBISUIM BIUIMBY TPU TO3UTHBHHUX
MOTEeHIlIa/Iax, ajie MopiBHAHO 3 KoHTposieMm (Puc. 3.10) edext BUSABISABCS CHIIBHIIIE 13
30LTBIIIEHHSIM HETAaTUBHOTO TMOTEHITIaTy Ha MemOpaHi. [Ipu 11boMy TakoX crocTepiraiocs

301IbIIEHHST KUIBKOCTI HIBUAKUX MOAIN Ta mIyMm BiAKpUTOro crany. KpiMm mporo, micis
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arutikarii dTC BuHMKamu TpuBailIl 3aKpUBAHHA BCEPEIUHI BIIKPUTOTO CTaHy, SIKI HE

CHOCTCpiFaJII/ICSI B KOHTPOJIbHUX YMOBax.

N B

10"

|5 nA 100

-25-20 -15 -10 -5 0 5
Amiutityaa, mA

Puc. 3.10. Ilpuxnao peecmpayii mpancmembpannux cmpymie LCC-kanany y
Kowmpoavhux ymoeax (A) ma npu annixayii 10 mxM dTC (B) npu ¢ixcosarnomy
nomenyiani —80 mB, a maxoxc 6i0nogioHi amnuimyowni 2icmocpamu,  SKi
0eMOHCMPYIOMb 8IOXUNEHHS 810 HOPMAILHO20 PO3NOOLT).

3a ymoBu 30ubiieHHs kKoHueHTpaiii dTC qo 1,0 MM GiokyBaHHS HpOSIBIISIIOCS HE
TUIBKM TpPU HETaTUBHUX NOTEHIlaJlax Ha MeMOpaHi, ajie TaKoXK 1 MpPU MO3UTUBHHUX
noTeHmianax. [Ipu mpomMy BuuMMa aMIUIITy/la CTPyMY KaHaJiB 3MiHIOBajacs B MEHIIIN
Mipi, HIXK B yMoBax BIUUBY npu —40 MB un —80 MB. ¥V mopiBHSHHI 3 KOHTpOJIEM Yy pasi
npuKIageHoro noteHiiany +40 mMB myM BiZKpUTOTO CTaHy 30UTBIIYETHCS, BHACIIIOK
YOro 3MIHIOBAMCSA 3Ha4YeHHs Buaumoi amrunitynu crpymy (Puc. 3.11, Bb). TlomiGue

3MIIIEHHS 3MiHIOE€ ()OPMY aMILTITYJHOI TiCTOTpaMy Ta YCKJIaJIHIO€ BU3HAYECHHS BUIUMOI1

aMIUTITYIA CTPYMY.

; 10°
0.2¢ 5 0 5 10 15

AMnityaa, nA
Puc. 3.11. Ilpuxnao peecmpayii mpancmemobpanuux cmpymie LCC-xauany y
KOHMPOJIbHUX YM08 npu ¢hikcosanomy nomenyiani +40 mB (A) ma 3a ymosu 0ii 1,0 mM
dTC (b), a maxooic 8i0nogioni amnaimyoui cicmoepamu (B).

Konnentpaniinuii BB dTC na LCC-kananu nipu ¢ikcoBanomy mnoteHmiam -40

MB nokazano Ha Puc. 3.12.
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3a ymoBu, mo dTC 3HaxomuBcs BcepeauHi mineTkd B koHueHtpauii 100 MM He
CIoCcTepirajocs HiSIKOro BIUIMBY, ajie 1| MM BUSBISB eeKT, SKUM, CX0XKe, HE 3aJIeKaB Bijl
MOTEHIlIay, 1 PO3BHUBABCS MPOTArOM TpuBajgoro dacy. B mexax 10 xB BimOyBasocs
OJlokyBaHHs aHajoriyHe armikamii 1MM y BanHouky. BiamuBanus dTC 3 BaHHOuKkH
TpUBajo OuIblIE S5 XB, MOKM KaHAJl MOBHICTIO BiJIHOBIIOBABCS /10 KOHTPOJBHOTO PIBHSA
CTpyMYy.

XapakrepHoto pucoro BBy dTC € BUHMKHEHHS HIBUJIKUX 3aKPUBaHb B MeXax
BIIKPUTOTO CTaHy (ITOKa3aHO Ha BCTaBIN 31 30umbmieHHsM Ha Puc. 3.9) 3 ogHOYacHMM
3MEHIIEHHIM aMILTITyId CTPYMY Ta 30UIbIIEHHAM [IyMy BigkpuToro crany LCC-kanaiis,
10 BUHUKAE 10 Mipi 30utbieHHs koHIeHTpaiii dTC B 30BHIIIHbOMY po3uuHi. BHacmiiok
30UTBLIEHHS IIyMY 3MIHIOETHCS PO3MOAUT aMIUIITYJHOI TICTOrpaMu CTPyMY SIK MOKa3aHO
Ha Puc. 3.9, TakuM 4YMHOM, IO HOPMAJIBHUN TayCCIBCBKUM PO3MOJLI 3MIIIY€ETHCS,
CTBOPIOIOYM Tak 3BaHMi [-po3mofgin [248]. Takuii BIUIMB 13 30UIBLHICHHAM IIyMY
BIIKPUTOTO CTaHy KaHAIy MPUTaAMaHHHWHA I MBUAKKX OjokatopiB [233]. BuHukHEHHS
BUJIMMOTO 3MEHIIIEHHS aMIUITYyJId CTpyMy MOXe OyTH uepe3 IIBUAKICTh B3a€MO/IIi
0JiokaTOopa 3 KaHaJOM, BHACHIJIOK 4YOTO 3 SBJISIIOTHCS IIBUAKI TMOAIT OJIOKYBaHHS, SKi

B1I0YBarOTHCS 11032 MEKaMH PO3JUIBHOT 3JaTHOCTI PEECTPYIOUOI CHCTEMHU.

11,
1,0
!

—t
—

0,5 = l

0,0 [dTC], MM

10 50 100 200 1000 2000

Puc. 3.12. Bnaue dTC na LCC-kananu. Cniggionowennss auoumoi amniimyou
cmpym 6 Konmponi ma y 3a ymosu 0ii piznux konyenmpayiti dTC 6 dianaszoni 6io 10
MKM 00 2 MM npu ¢hikcosanomy nomenyiani -40 mB (n=4-5).
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Mooynayis LCC-kananis eannaminom

[annamMiH — CUHTETHUYHUNA HEACTONISPU3YIOUUN OJ0KATOp 3 MOJIEKYJISPHOIO Baroro
423,633 (Puc. 3.13). lle denonpHmMiA edip, Ximiuaa Gopmymna CiHgoN3Oz. [ammamin
(bnekciain) BUSBUBCS €(PEKTHUBHUM JUIsI PO3CIA0JIEHHS CKEJICTHUX M S31B, JiI0Yd
noAiI0HOI0 10 TYOOKYpapuHy Ta BUKOPHCTOBYBABCS K JOTOMDKHHUMN 3aci0 sl aHecTe3li.
lanmamin BrumBae Ha MACHR SK KOHKYPEHTHHH aHTaroHICT Ha IMOCTCHHANTHYHIN
MeMOpaHi [273], 3’€AHYI0YUCH 3 XOJIHEPTIYHUMH PELIEITOPHUMHU B M 533X 1 KOHKYPEHTHO
0JIOKY€ TpaHCMITEpHY [0 allETWIXOJIHY Ta 3amno0irae akTUBAIll MPOIECY CKOPOUCHHS
M’s31B, @ TaKOX MOJXE€ BIUIMBATH HA MPECHMHANTUYHI HIKOTHHOBI-AIIETHIIXOIIHOBI

perenTtopH, o npuraiuye suBinbHeHHs ACh [274].

ol

N+
\/\O
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o~ S

*3I \/N\/
.

Puc. 3.13. Cmpyxmypua gpopmyna eanraminy mpuemioiodioy.

lannamin, gomaHwii 10 €KCIEpUMEHTAIbHOI Kamepu y KoHmeHTparii 10 mMxM
BUKJINKAB BHHHUKHEHHS MBUAKOTO OnokyBaHHs LCC-xaHamiB mpu TO3UTHUBHUX Ta
HEraTUBHUX MeMOpaHHUX moTeHmianax. Y koHueHtpamii 100 MkM Ha MNO3UTUBHUX
NOTEHI[laaxX TajlylaMiH BUKIIMKaB JieJlb oMiTHe mBHuaKe O0sokyBanHs LCC-kananis (Puc.
3.14). V xounentparii 100 MM npu norenmiami —40 mB (Puc. 3.15, Puc. 3.16)
30UTBIIYETHCS IYM BIJIKPUTOTO CTaHy 3 OAHOYACHUM 3MEHIICHHSM BUJIMMOI aMILTITYIU
CTpyMy, TOpPIBHAHO 3 KOHTposieMm. BrumB OyB TakoX mOTeHIan-3ajdeXHuM. EdekT
po3BUBaBCs B cepenubomy depe3 30 ¢ micas ammikarii. BB rammaminy momioHu 10

BiuuBy dTC, asie OUIbII BUPpAKEHUI TIPH /111 MEHIIOT KOHIIEHTpAIIii.
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Puc. 3.14. Penpezenmamugni 3anucu cmpymie 00UHOUYHUX KaHAie 0o (A) ma nicis
(b) annixayii eannaminy 6 xounyeumpayii 100 uxM npu ¢hikcosarnomy nomenyiani +40
MB.

5nA

1¢c

5nA

1c
Puc. 3.15. Penpeszenmamusni 3anucu cmpymie 00OUHOYHUX KAHANI8 00 (A) ma nicas
(b) annixayii eannaminy 6 xonyenmpayii 100 mxM npu gikcosanomy nomenyiani —40
MB.
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7_102.

10'f

-15 -10 -5 0 5
Amnnityaa, nA

Puc. 3.16. Amnaimyona cicmoepama cmpymie LCC-kananie npu ¢hikcosaromy
nomenyiani —40 mB. YopHuti konip — amniaimyona 2icmozpama 3a KOHMpPOIbHUX Y MO8,
yepeoHull Kouip — npu 0ii eannaminy 100 mxM.

Ha nosutuBHUX noreHmiasiax B KoHueHTpauii g0 100 MkM edekT mposBiasBcs
JOCUTh cJla0Ko, a 13 30UIBIIEHHSM HETraTUBHOIO MOTEHI[laly Ha MeMOpaHi —
nocwtoBascs. [Ipore 3a ymMoBHM BITMBY KOHIIeHTpallli 1 MM O0KyBaHHS pO3BUBAIOCS
SIK Ha TIO3UTUBHUX TaK 1 HA HETATUBHUX MOTEHITIaIaXx.

lNannamin, sk 1 dTC, BusBuBcs mBuakum 6mokaropom st LCC-kananis. Ile Bkazye
Ha Te, 10 OJOKATOp MPUETHYETHCS 0 BIIKPUTOTO CTaHY KaHATy, a MPOIEC Bi €THAHHS
B1I0YBa€ThCSl 3 KOHCTAHTAMU IIBUAKOCTI JUCOLIALT MPUOIU3HO TOTO X MOPSIAKY, IO 1
gacToTa (PUIHTPYBAHHS €KCIIEPUMEHTAIBLHOT YCTAHOBKY a00 HABITh OUIBIION0. Takuil THII
0JIOKYBaHHSI TaKOK Ha3uBaOTh QuuikepiHr (anri. flickering) abo mepextinns. KinbkicHuii
aHaI3 BIUIMBY MIBUAKUAX OJIOKATOPIB YCKJIQJHCHHN BUHUKHEHHSM BEJUKOI KUIBKOCTI
IIBUJKUX TIOAINM y BUTJIAMI HETMOBHHUX IEPEXOJIB MiX PIBHAMH MPOBITHOCTI, SKI HE
JOCSITal0Th H1 HYJIbOBOTO, HI TOBHICTIO BIAKPUTOrO piBHSA. [3 301IbIIEHHSIM KOHUEHTpAIIil
epexkt ramwramina Tta dTC mocwmoBaBcs 1 JOCsATaB HACHYCHHS TPHUOIU3HO TIPH
KoHIeHTpatii 1 MM.

AJekBaTHa OIlIHKA BIUIMBY IIBUAKUX OJIOKATOPIB BUMAra€ TOUHOTO METOJY aHATI3y

13 BpaxyBaHHsI IBHJIKHUX TOiK [275]. [HII criocoOu 00YHCICHHS MOKYTh IIPU3BOIUTH 0
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NOoXMOOK 1 Taka OILlIHKA BUSBISETHCS JOCHTHh TPyOOI0, OCKIJIBKM TEXHIYHI MapameTpu
PEECTPYIOUOT CUCTEMH BILUIUBAIOTh Ha OTPUMaH1 CUTHAJIM, TAKUM YUHOM, BiJl HUX HampsMy
3aJeXaTh MOYATKOBI JaHi, B3ATI 10 aHaIi3y. Y BHMAJIKY 3 PEECTpALisIMH MOOAHMHOKHUX
10HHUX KaHaJiB II¢ O0COOJIMBO BaXJIMBO. IlepeBipKy MpaBWIBHOCTI MIAX0y 3a0e3neuye
BIIMOBIAHICTh TEOPETUYHOI MOJIENl Ta EKCIEPUMEHTAIbHUX pe3yiabTariB. IlIBuakuit
OJI0KaTOp MPUETHYETHCS A0 MEBHOTO KOH(OPMAIIHHOTO CTaHy 10HHOTO KaHay 1 CTBOPIOE
J01aTKOBUI cTaH O1okyBaHHs. CIpaBXKHS aMIUTITYy/la CTPYMY KaHaly B TaKOMY BUIAAKY
He 3MiHIOEThCS [233], TOMy 4YIiTKO BHSBHTH JI030-3QJIC)KHICTH Ta MEXaHI3M BILIUBY
HIBUAKAX OJIOKAaTOpPIB HUISIXOM OOpaxyHKy 3MIHM BHIMMOI aMIUNTYOU CTpyMy, SKa
SCKpPABO BHUPAXKAEThCS 13 3OUIBIICHHSAM KOHIIEHTpAIll Yepe3 30UIbIICHHS HIyMy
BIJIKDUTOTO CTaHy TOOJMHOKOTO 10HHOTO KaHajdy, BIUIMBA€E HA TOYHICTH OTPUMAHHX
pe3ynbTaTiB 1 MOKE MPU3BOJIUTH JIO IOMUJIOK B iX IHTEpIIpETAILii.

AHami3 mMBHUIKOrO OJOKYBaHHS TaUIaMiHOM TPOBOAWIM 332  JOTIOMOTOIO
BUKOPHUCTaHHA aHamizy [-posmoauny. s mporo croyatky Tpeda Oyjao BCTaHOBUTH
BEMYMHY IIyMy Ta aMmIUNTyay ©Oa3oBoro piBHa (Hynsi). Ha Puc. 3.17 mpencraBieHo
pe3ynbTaTH Mig00py mapaMeTpiB IIyMy (CTaHIapTHE BIIAXWIEHHsS po3noaury [aycca Ta
amMIUTiTyJa 0a30BOTO pIiBHS), SIKI T€HEPYIOTh CHUMYJISIII0 10HHUX CTPYMIB, IO MAalOTh
HAWOUIBILY BIAMOBITHICTG JO EKCIEPUMEHTAIBHUX PpEECTpalliii, OTPUMAHUX TIPH
dikcoBanoMmy moteHmiaai —40 mMB. Takum crmoco6om BU3HAYaayd HAMOUIBIN BiAMOBIAHI
napamMeTpu il KOKHOI peecTpaiii okpemo. BiamoBigHICTh MapaMeTpiB TyT 1 Hajami
BU3HAYAJIM 3a JIOTIOMOTOI0 KpUTEpito, po3paxoBaHoro 3a (opmynor (2.11). MiniMmym
IbOTO KPUTEPII0 BKa3yBaB HA 3HAYEHHS IMapaMeTpiB, SKI TEeHEepyBalIM HaNWOUIbII

BIJIMOBIIHY /10 €KCIIEPUMEHTAIbHOI TECOPETUUHY aMILUTITYIHY TiCTOTpamy.
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x 10

error sum

Amplitude, pA

Puc. 3.17. (4) Pe3yromamu niobopy amniimyou 6a3068020 pieHs (HYIs) ma
CMAHOApmMHO20 GIOXUNEeHHS wiymy 6 nemu-kiemn peecmpayisx npu —40 mB. (b)
3anesxcnicms  Kpumepito 8ionogioHocmi nidbopy 6i0 napamempis Ccumynayii, sKi
BUKOPUCMOBYBANUCA OJIs1 NOOYOO8U MeOPemUdHUX amnaimyoHux cicmozpam. Cmpinikoio
8KA3AHO MaKe 3HAYEHHS napu napamempié (amniimyou 6a3068020 pieHs ma
CMAHOAPMHO20 BIOXUNEHHS OL1020 WyMy), AKe 0a€ MIHIMAlbHEe 3HAYEHHS Kpumepiio,
pospaxosarnozo 3a Gopmynoo (2.11). [na oanoi peeccmpayii oyinka cmanoapmuoz2o
gioxunenns eaycciecboeo wymy cknaoara 0.61 nA, a amniimyoa 6az08020 pieHs
cknaoana —0.58 nA.

Matoun mapameTpu, sIKI BIJIMOBIJAIOTh IIYMY €KCIIEPUMEHTAIbHOI YCTAaHOBKU Ta
BEJIMUMHI aMIUTITyI 0a30BOTO PiBHS, MU BU3HAUYUJIU CIIPABKHBOIO aMILIITYAy CTPyMy, a
TaKO’X KOHCTAHTH acoriallii Ta aucomiaiii mBuakoro 6mokaropa (Ko Ta Kon). Criouatky,
MU BUPIIIWIA BUKOPUCTATH CIPOIICHY KIHETUYHY MOJIeJNb, SIKa MICTUTh BCHOTO JIBa

OCHOBHHMX CTaHU — OJIUH BIJIKPUTUI CTaH Ta OJIMH OJIOKOBAHHM CTaH:

O—2~B

Taka cmnpomieHa Mojzenab BHSIBWJIACS JOCTaTHBO aJICKBATHOKO JUIsI TOTO, IIOO
migiopatu mapaMeTpu OJIOKyBaHHS TrauilaMiHOM Yy KoHieHtparii 100 MxM  mpu
dikcoBanomy moteHmiami —40 MB (Puc. 3.18). Koncrantu acomiarii Ta mgucoriariii

craHoBwiM 17880 = 9751 12790 £ 922 BianoBigHo (n = 5).
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AMmityaa, nA

Puc. 3.18. (4) Pesyromamu niobopy ekcnepumMeHmaibHoi amniimyouoi
eicmoepamu, ompumanoi npu 0ii eamnaminy (100 mxM) wna LCC-kaumanu npu
Qixcosanomy nomenyiani —40 mB (uepsona ninis). (b) 3anescnicme xpumepiro
8ionogionocmi niobopy 8i0 napamempie Ccumyaayii, SAKI SUKOPUCMOBYBAIUCH Ol
no6yoosu meopemuyHux amnaimyonux cicmozpam. CmpiiKow 6Ka3aHO 3HAYeHHs napu
napamempie (weuoxocmi acoyiayii ma oucoyiayii), siKe 8i0N08i0ac MIHIMATLHOMY
3HauyeHHl0 Kpumepitlo. [nsa oOaumoi peecmpayii kKoncmauwmu acoyiayii i oucoyiayii
cmanosunu 17350 ma 13200 gionogiono.

IIpote, Bxe mnpu dikcoBanoMy mnoteHmiaami +40 MB angexkBatHO miniOpaTu
napameTpu OJOKyBaHHS 0yJ10 HEMOXKJIUBO. Lle moB’a3aH0 3 TUM, 1110 e(heKT OJIOKYBaHHS 3a
X YMOB 3aHAJTO CJIa0KuUM 1 B peecTpallii 3HayHAa YacTUHA MO BIJHOCUTHCS [0
aKTUBHOCTI CaMHMX 10HHMX KaHaJiB, sIka HE CIIOTBOPEHA Ji€t0 OokaTopa. ToMy, OUeBUIHO,
0 I aJAeKBaTHOI OIIHKKA OJOKyBaHHS JUIs IIMPOKOTO Jialla30HYy KOHIICHTpAIlin
0si0kaTopa Ta (PIKCOBAHOIO MOTEHIIATy HEOOXITHO Y MOBHIM Mipl BCTAHOBUTH KIHETUYHI

napameTpu LCC-kaHaliB y KOHTPOJIbHUX YMOBAX.

3.2. 3arajbHa XapakTepucTHUKa KiHeTHKH mooguHoKkux LCC-kanaJis

[TouatkoBUM 3aBmAaHHSAM AaHOi poboTH Oyso 3HaiTu 6mokarop s LCC-kanamis 1
omycaT WOro BIUIMB HAa KIHETUKY UMX KaHaiiB. Bmepmie Oylio BHUSBIECHO pI3HUHN
MOJIyJIFOIOUMH BIUIMB BUCOKOMOJIEKYIIsIpHUX cnoiyk — dTC 1 rajuiaMminy, Ta 10HIB METalIiB.
OCKUJIbKY OpraHivYHI CIIOJYKW BUSIBUJIUCS IIIBUAKUMH OJIOKATOpPAMH BUHUKIIO TTUTAHHS TIPO
aJICKBaTHICTh MIJIXOAY aHATI3y JaHUX 1 MPEACTaBJICHHs pe3yJbTaTiB J03u-edekTy. [Hia

CKJIQJIHICTh B TOMY, IO KiHETHKA KaHAJIIB HEB1JOMa, BIJIITOBITHO, HEMOXJIMBO OMHUCATH 11
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3MIHM T JII€F0 MOAYISATOpiB. TakuM YMHOM, 3a HAsBHOCTI MOTEHTHHX, aJie MIBUIKUX
0JIOKATOPIB 3aIMIIaBCs OM HEOCBITJIEHUM BEJIMYE3HUNM MACUB JaHUX, SIKMH PO3KPUBAB OU
0COOIMBOCTI CTPYKTYpHO-(PpyHKITIOHATBHKX 3B’ 513KiB LCC-KkaHamiB BHACTIIOK B3a€MOIIT 13
XIMIYHUMH criojiykamu. BiamosinHo, 6e3 rpyHToBHOTO (pyHImameHTaiabHoro aHaiizy LCC-
KaHaJIM Ha TEMEpIlIHId Yac 3aIMIIAIOTHCS HE3PO3YMIIUM 1 MAaJIOIIKaBUM 00’ €KTOM
JOCITIIKEHHS, SIK 1 0araTo 1HIIWX paHille OMMCAaHUX 10HHUX KaHaJiB Ha sIepHiid 000I0HII],
Akl He OynM JAeTallbHO oOXapakTepuszoBaHi. lle HampsMy BIUIMBaE Ha MOJCIIOBAHHS
BHYTPIIIHbOKIIITHHHUX TMPOLECIB Ta CUTHAMIB, AKI iX OINOCEPENKOBYIOTh, Ta N0 SKHUX
3amydeHi LCC-kananu Ta iHII ciabKo oXapakTepu30BaHl TUIH 10HHUX KaHAJIB.

OT1xe, 100 KOPEKTHO MPOaHaJi3yBaTU BIUIMB IIBUJKUX OJOKATOPIB HA aMILTITYTy
CTpyMy, HEOOXITHO 3HATH 10 SKOi KOH(opMaili KaHaly NPUETHYETHCS OJI0KATOD,
BI/IMOBIHO, TMOTPIOHO TMpOaHaNI3yBaTH IIBHJAKI TOAII 3a KOHTPOJbHHX yMOB. Takum
YMHOM, BHUHHKJIO 3aBlaHHs onucaTtu KiHeTuky LCC-kanaiiB, sika BKIIIOYA€ BEIHKY
KUIBKICTD IIBUIKUX ITOMIMN.

st anamizy kinetuku LCC-kananiB Oymno BifiOpaHo 46 peecTpailiii TpUBaIICTIO B
3aragbHOMY BiI ~1,5xB A0 ~20xB, ski mictuiu | kanan. Ilpu BidyanpHOMY aHami3i
noMiTHO, 110 KiHeTruka LCC-kananiB Mae Tak 3BaHHM "MavykoBHil" XapakTep aKTUBHOCTI, a
caMe, BHUHHMKHEHHS JEKUIbKOX TOCHUIb TPUBAIUX BIJIKPUTUX CTaHIB (MAYOK), SIKI

NIEPEPUBAIOTHCS JOBIMMHU 3aKpuBaHHIMHE [276] sik mpomemoHcTpoBano Ha Puc. 3.19.



92

Puc. 3.19. Penpezenmamusna Oinauka peecmpayii LCC-xananie npu
Qixcosanomy nomenyiani —40 mB. LCC-xananu e6usensiroms CnoHmMAaHHO-AKMUGHY
nauKo8y akmusericmo. BiOkpumuil cmaH nepepusacmvcsi KOpOmKUMU 3aKPUBAHHAMU, K]
Nepesad’icHo He 00CA2ams HY1b08020 pieHs npogioHocmi. Ha 30invuweniii obaracmi
CMPIIKAMU NOKA3AHI NIOPIGHI.

[Ipr yBaxXHOMY pO3IJISAAl peecTpalii HEe BaXKO IOMITHTH, IO JIUISHKH, &
LCC-kananu nepeOyBaroTh y BIAKPUTOMY CTaHi, IEPEPUBAIOTHCS KOPOTKUMU (IIIBHIKHMH)
3akpuBanHsMu (Puc. 3.19). Benwka KUTBKICTh TaKMX TOJIA TMpUIAZa€ Ha HEMOBHI
3aKpUBaHHA, SIKI BBAXAIOThCA HAATO MBUAKMMHU (aHTI. unresolved events), mo0 Oytu
3apeeCcTPOBAaHUMH Ta ONU(PPOBAHMMU B TOBHIM Mipi peecTpyrodoro cuctemoro [240].
[HIIIMIMUA clTOBaMu, TPUBAJIICTh ITUX TMOMAIN HAATO Majla, MO0 MOBHOIIHHO B1M0Opa)KaTHCS
Ha PEECTpallisaxX MOOJAMHOKUX KaHAIIB, IO CTBOPIOE CKIIAJHOCTI B iX aHami3i. OCKUIbKU
OUIBIIICTD AJTOPUTMIB U KaJbKYJISIIT TPUBAJIOCTI MEBHOTO KJacy MO B peecTparii
CTPYMIB TMOOJMHOKHX KaHaJiB 0a3yloThCs Ha MIAXOl iX ifeamizallii, TO MIBUIKI MOl
yacTo OyBawTh BTpaueHHMMHU (aHrja. missed events), IO CTBOPIOE HETOYHOCTI B

oOpaxyHKax Ta, sIK HACJIJI0K, MOXe MPU3BECTH JI0 MIOMUJIOK B IHTEPIPETAIlil pe3yIbTaTiB

[277-280].
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AMriumiTynHl  ricrorpamu ainsiHOK  peectpanii  LCC-kaHanmiB - A€MOHCTPYIOTH
BIIXWJICHHSI PO3MOAUTY aMILTITY/IA BIKPUTOT'O CTaHy BiJl TYCCIBCHKOT'O PO3MOJLTY, TaK II10
ricrorpaMa BWIJISAAE€ JICMIO PO3TSATHCHOIO, BUIOBKEHOI B OIK HYJIBOBOTO PIBHS
nposigHocti (Puc. 3.20). Ha peecrtpariiii MooJIWHOKHX KaHAIIB MOYKHA BH3HAYMTH, IO
TaKOMYy PO3MOJITY aMIUIITY BIJAMOBIIAIOTh MMOJIi, SKI HaW4yacTie 3yCcTpidaloThCs B
MeXKax BIAKPUTOTO cTaHy. TpUBaIiCTh TaKUX MOMAIN 3MIHIOETHCS 3aJI€KHO BiJ MOTEHINATY
Ha MeMOpaHi, IO MPOSBIAEThCA IO Mipi 30UIBIICHHS pPIBHS IOTEHIIaly B OOHBa
HanpsMKY BiJ Hys. KpiM Toro, MBUIKUM MOISIM Ha TiCTOrpami BIAMOBIA€ BUAOBKEHUN

PO3MOIiT MK 3aKpUTUM 1 BigkputuM ctaHoM (Puc. 3.20).

N 10

10° oA

-12

Puc. 3.20. Amnnimyona cicmoepama cmpymy LCC-kananie (—40 mB). Cmpinkoro
BKA3AHO WBUOKI NOOJTi, SIKI CIMBOPIOIOMb BIOXUNIEHHS PO3NOOLIY 810 HOPMALHOZO.

[Ipu ¢ikcoBanomy motenmiamn —20 mB 1 +20 MB aMmniTyaHi rictorpamMu Maiixe
IIJIKOM JI3€pKaJIbHO BIJOOpa)kaloTh OJHA OJHY uYepe3 Majy aMIUIITyay CTPyMy IMOBHOI

MPOBITHOCTI KaHaJIy Ta BIJHOCHO BEJIMKHH IyMm cuctemu peectpariii. [li oOMmexeHHs
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3aBaXKAIOTh PO3PI3HUTH MOTEHITIAT-3JICKHICTh PI3HUX MOAIN B peectpatisx ctpymiB LCC-
KaHaTiB. [3 301IbIIIEHHAM 3HA4YCHHS HeraTUBHOro noreHmiany (Big — 20 mB g0 -80 mMB)
HEPIBHOMIPHHUI PO3MOJIIJ Ha aMIUNITy[HUX TICTOTpaMax CTa€ Bce OLIbII BHUpPA3HUM 3a
pPaxyHOK 3MEHIIECHHS IIyMy Ta 30UIBLICHHS aMIUTyau cTtpymy. llpu mnpomy mo0pe
MOMITHO, IO PO3MOJUI aMIUIITyAd MK TOBHICTIO BIJKPUTUM Ta HYJBbOBHUM piBHEM
MIPOBITHOCTI HA TTO3UTUBHMUX Ta HETATUBHUX MOTEHITIATaX SO BiAPI3HAETHCS.

Kpim 3akputoro ta Bigkpuroro crany LCC-kaHamu 9iTKO 1€MOHCTPYIOTh HasIBHICTh
OarathbOX MiAPIBHIB, SIKI MalOTh 3HA4YHI Bapiaiii SK MO aMIUIITyAl, TaK 1 MO CBOIii
TPUBAJOCTI Ta YAaCTOTI BUHUKHEHHS. Jleski miApiBHI 100pe MOMITHI Ha peecTparisax
nooauHokux LCC-kanamiB (mokasano ctpiskamu Puc. 3.19), B TO# 4Yac K iHII MOXYTh
OyTH BUSIBIICHI JIUIIIE B MPOLIEC] aHATI3Yy aMIUTITYJHUX T1CTOTpaM.

Takum 4MHOM, B pe3yibTaTi BI3yaJIbHOTO aHANI3y PEECTpalliii MOXHA 3pOOUTH
MiJICYMOK, 1110 B 1yioMy KiHeTrka LCC-kaHaniB BKIIIOYa€ JIBi KOMIIOHEHTH — MOBUIBHY Ta
IIBUJIKY, @ TaAKOX YUCENIbHI MiAPIBHI, SIKI SKICHO BIJIMIHHI MIXK co0or0. HasBHICTH JBOX
pPI3HMX KOMIIOHEHT 1 OaraThbOX MIJPIBHIB BHUMAara€ axkypaTHOTO aHamizy JaHuX 13
3aCTOCYBaHHS AHAIITUYHOTO MIAXOAY 3 JOCTaTHHOIO YYTJIMBICTIO JJIA 1I€HTU]IKALII Ta

XapaKTEPUCTHKH MIBUAKUX MOJIN B peecTpailisix crpymy nooannokux LCC-kananis.

3.2.1. JlocaigieHHs CTAlliOHAPHOI TA HECTAI[IOHAPHOI KiHETUKHU

JIisi yHUKHEHHSI BEJIMKOTO PO3KUIY pe3yJbTaTiB aHali3y BaXKIWBO 3HATH
CTal[lOHapHI Ta HECTAllOHApPHI XapaKTepUCTUKH 10HHOTO KaHamy. Jlnsg mporo Oyio
obuuncneHo napametpu penakcaiii LCC-kananiB nmo 3MiHi HMOBIPHOCTI BIAIKPUTOTO CTaHy
Y TEepexo/il MK MOTEHIalaMu. byso qocmikeHo HecTalioHapHy KiHETUKY TP 3MiHI
notermiany Bix —40 mB no +40 MB Ta B mpotmiexxHoMy HampsiMKy. AHajIOTi94HO Oyi0
JTOCIIPKEHO 3MIHU TIapaMeTpiB CTpymy it MmeMOpaHHoro noteHmianry —80 mB Tta +80
MB. BcranoBineHo, 1o mporiec penakcaiiii 10HHOTO KaHaTy Ma€ BJIACTUBOCTI TICTEPE3UCY,
TOOTO yac peJlakcailii B OAHOMY HaIpsIMKY BIIPI3HSETHCS BiJl 4acy MpU MEPEXOoJl MK
TUMH CaMHUMM MOTEHIlaJaMu, ajie B 3BOpOTHOMY HanpsMKky. [Ipu nepexoni Big —40 MB 1o
+40 MB uac penakcarii (t) cranosuB 11,10 ¢ (Puc. 3.21, A). YV 3BOpOTHOMY HampsSIMKy

yac penakcaiii 0yB kopotmum — 2,48 ¢ (Puc. 3.21, b). [lnsa nepexoxis Bix —80 mB g0 +80
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MB gac 3atpumku 0yB 1,58 ¢ (Puc. 3.22, A), y Toii 4ac sk y 3BOpPOTHOMY HaNpsiMKy — 6,32

¢ (Puc. 3.22, b).

0.2 0.2

0 . i i a a 0 . . . . i
0 5 10 15 20 25 0 5 10 15 20 25

Yac, ¢ Yac, ¢

Puc. 3.21. 3anesxncnicms 3minu P, 6i0 npu 3mini nomenyiany 3 —40 mB na +40 mB
(A) ma +40 mB na —40 mB (b). /[na eusnauenns T 6y10 GUKOPUCAHO NemMUi 3 OOHUM
kauanom n=14 ona nepexody 0o +40 mB ma n=27 onsa nepexody —40 mB.

Jlnst ominkm ctarionapHoi KiHetuku LCC-xananmiB Oyno AOCTIHKEHO TOTEHITIA-
3aJIEKHICTh IMOBIPHOCTI BIJKPUTOTO CTAaHy JIJISl OJJHOTO KaHaly B netyl. Jis uporo Oynu
BiJ1iOpaHi peectparlii, TpuBaticTh akux Oyna Bia 30 ¢ o 6inbme Hixk 20 xB. s Toro, o6
YHUKHYTH HECTAI[lOHapHOI aKTHUBHOCTI MpH Tepexojax MiK moTeHmiamamu mepmri 10 ¢
peectpamii He Opamucs 10 po3paxyHKiB. 3anexHicte P, (mokaszano Ha Puc. 3.23,

onucyBanaca ¢yHkiieto bonbimana 3 mapamerpamu Vip,= —37,4 mMB Ta z6=—1,56 3

dbopmynu (2.7).
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Yac, ¢ Yac, ¢

Puc. 3.22. Yac 3ampumxu nepeo nepuium 3axpusanuam ma sioxpusanuam LCC-
Kananie (namenmuicms) npu smini nomenyiany 3 —80 mB na +80 mB (A) ma +80 mB
Ha —80 mB (b). /{na euznauenus t 6yn0 6UKOpucmano nemui 3 0OHUM KaHaiom n=11
o751 nepexody 00 +80 mB ma n=4 onsa nepexody 0o —80 mB.

Panime Oyno moxaszano 3HaueHHs P, LCC-kananiB 3a yMOBHM HasiBHOCTI Pi3HOT
KUIbKOCT1 KaHamiB B nietyi (Puc. 1.4), o Mosxe BIUIMBaTH HA BUHUKHEHHS SIK TIO3UTUBHOT,
TaK 1 HETaTUBHOI Koolepalii, ToMy Oi1bII TOYHE 3HAYEHHSI MOXe OyTH OTPMMAaHO, KOJIH B
MEeTYl PEECTPYETHCS TUIBKM OAWH KaHal. B pesynbTari 00uYMCIEHb MU BUSBWIIM, IO
3HaueHHs akTuBHOCTI LCC-kanamiB 3a ymMoBM oOAHOTO KaHamy B metdi nmpu 0 MB

cranoButh 0,9 (Puc. 3.23).
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0,0

J I
40 20 0 20 40 60 80 100
V, mB

T T T
-100 -80 -60

Puc. 3.23. Hmosipnicmv 6iokpumozo cmany (P,) LCC-xananie 3a ymosu
Has8HOCMI auule 00H020 KaHauy 6 nemui. Excnepumenmanvui mouxu 6yau ompumati 3a
cmayionapuux ymoe npu nomenyiaiax —80mB (n=6), —60 mB (n=3), —40 mB (n=22),
—20 MB (n=8), +20 mB (n=9), +40 mB (n=31), +60 mB (n=7), +80 mB (n=4).

3.2.2. AHanti3 moOBUIbHMX Ta MBUAKHX MNofaiii cramionapHoi kinermkm LCC-
KaHAJIIB

JlocnmikeHHs MeXaH13MiB, SIK1 JIEXaTh B OCHOBI (DYHKI[IOHYBaHHS 10HHUX KaHaJiB,
BKa3ylOTh, 10 KaHAJIM MOXYTh ICHYBaTH B psAl AUCKPETHUX KIHETHYHUX CTaHIB 3
00OpOTHUMH TIepexoaaMu MiX IuMu crtaHamu [281-283]. 3a ymoBH, II0 IIBHIKOCTI
nepexoAiB MK CTaHaMH HE 3MIHIOBATUMYTBHCS 3 YacOM, PO3MOJIIM TPUBAJIOCTI TaKHX
1HTEpBaJliB OyIyTh ONMHMCYBAaTUCS CyMaMHM €KCIHOHEHT, IpPHU LbOMY iX KUIBKICTb JIJIst
PO3MOIIIIB TPUBAJIOCTI BIIKPUTOTO Ta 3aKPUTOTO CTaHIB OyJie BIAMOBIAATH KIJTBKOCTI IIUX
craHiB. Jlms aHamizy KIHETUKH TMOOJWHOKHMX 10HHMX KaHATIB IeW MiAXiI BIEpIIe
Bukopuctanu Ha mouarky 80-x pokiB [leBin Koyn ta Anan Xoykc, siki ommcamu

MOOJAMHOKI aleTUI-XoaiHoBl penentopu [236]. Iliaxig 3acHOBaHME Ha igeamizariii
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peecTpalliii MOOJAMHOKUX KaHaJiB J0Ope ONUCye KIHETHUYHI CTaHW 10HHOTO KaHaly, sKi
JIOCTAaTHbO JIOBT1, 100 JOCSITHYTH HYJBOBOTO PIBHSA TMPOBIJHOCTI, aje B IMpoIect
imeamizamii A0 aHamizy HE 3aBXAWM MOXYTh OyTH BKJIIOYEHI MBHAKI moxii. Bimowi
HEOIHOPA30BI CIIPOOH BHUPIMICHHS MUTAHHS OOYMCIICHHS IIBUAKUX momii [233, 237, 251,
284]. I3 HuX HAHOUIBII IHTYITUBHO 3PO3YMUIMM 1 MPOCTHM y BHUKOPHCTAaHHI BHIAE€THCS
I1X1/T Ha OCHOBI CUMYJIAIIT aMIUTITYJHUX TICTOTpaM Ta aHaTi3y [-pO3MoaLTy.

Bizyanpauii anami3z peectpaii npu —80 MB BHUsBUB Oarato mojii pi3HOro THILY,
SIK1 HEMOXJIMBO OyJI0 BUAUIMTH B OKPEMI FPYIU Yepe3 iXHIO Maly YacTOTY MOBTOPEHb. {0
TaKUX MO BIAHOCHIIUCS MUISHKU 3 HYJBOBOIO MPOBIIHICTIO 1 TpuBamicTio Oiibire 500
MKC, Pi3HI HiAPIBHI, a TAKOXK TpUBal (DIYKTyaIlii Mi>k pi3HUMH PIBHAMH MPOBIIHOCTI, SIK1
HEMOJKJIMBO aCOIIIOBATH 3 KOHKPETHUMH cTabinbHuMu ctanamu (Puc. 3.24). Uepes e, 110
Takli MOJli 3YyCTPIYaIOThCA TMOPIBHSHO PIAKO MM Ha3BaIM iX PIAKICHUMU abo
HexapakTepanmu s KiHetukn LCC-xanamiB. [[nsg agexkBaTHOTO aHAm3y [-po3moaiTy
aMIUTITYTHOT T1CTOrpaMy BpY4YHY OyJIO 3HAHJEHO Ta BUAAIECHO 3 MOJAJIBLIOT0 aHAJI3Y BCl
BUII[E3a3HAYCH] HEXapakTepHi moxii. TakuMm YMHOM, aMIUTITYJHA TicTorpaMa 3a3HaBaja
3MiH, $Ki BijoOpaxkanau BHECOK Iux moAid. OcraroyHui, ‘“‘ouuiieHUN” BapiaHT
aMIUTITYTHOT TicTorpaMu OyB B3ATHM JUIsl aHami3y 1 MiA00PY BIJMOBITHUX KIHETUYHHX
napametpiB. Ha Puc. 3.25 mokaszano pe3ynbTar miadopy TEOPETHUHOI KPUBOI PO3MOJILITY

aMILTITY] JUisi MeMOpaHHoro noTeHIiany —80 MB, sika Oyna oTpuMaHa MIITXOM CUMYJISIIIT

10 nA

1c

Puc. 3.24. Penpeszenmamusna oinauka peecmpayii cmpymie LCC-xananie npu
nomenyiani —80 mB. Cmpinkamu nosuaueni nooii (0ea niopiews ma mpu NOBHUX
3aKpUBAHHs), AKI OYIU BUKIIOUEHI O noOyoosu amniimyouoi 2icmozpamu ma
no0aNbLUI020 AHANI3Y.
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Amnnityaa, nA

Puc. 3.25. Amnnimyoni cicmoepamu nobyoosani npu nomenyianry —80 mB 0o (cums
Kpusa) ma nicis (4ep8oHa Kpusa) 8UOaneHHs: PI3HUX NOoOili (NO3HAYEHO CMPIIKOI0), SKI
pioKo nosmopriomvcs (ceped AKUX NOBHI 3aKkpuéanHs mpuganicmio Ointvuwe 500 mkc,
niopi6Hi pi3HOI amnaimyou ma mMpuealoCcmi, BUCOKOYACMOMHI aykmyayii, mouo).
Teopemuuna kpusa po3nodiny amniimyo (YopHa Kpuea) Ompumawa 6 pe3yibmami
niobopy 6i0noeionoi moodeni Mapkosa ma KoHcmaum nepexooy.

baykTyalii cTpyMmy IJis OJHOTO BIJKPUTOrO CTaHy, 3B’SI3aHOTO IMEpEeXoJamMu 3 TphOoMa
3aKpUTUMH CTaHAMH. TaKWM YMHOM, BiJIIOBIIHA TOIOJOTIS Mojielii MapKkoBa, SIKy BAAIOCS
nigiopaTy Il HETaTUBHUX IMOTEHIIIANIB HA MeMOpaHi, BKJIIoUYajga B ceOe TITbKHM OCHOBHI
XapakTepHi craHu, yepe3 skl npoxoasTs LCC-kanamu. Takuii camuii crnoci0 aHamizy Ta
nmia00py KIHETUYHHUX TapaMeTpiB OyJIO 3aCTOCOBAHO 1 10 AUISHOK PEECTPAI MPH 1HITUX
HeraTuBHUX noteHmiaizax (—40 MB ta —60 MB).

Bizyanbauii anamiz ctpymiB npu noteHmian +80 mMB BUSBUB OUIbII OJHOPIIHY
KapTHHY y MOPIBHIHHI 3 pe3yabTaTaMu aHaJli3y MpU HeraTUBHUX moTeHmiatax (Puc. 3.26).
B peectpanii ctpymy Takox Oyju HasiBHI MiJIPiBHI Pi3HOI TPUBAJIOCTI, SIKI 3yCTpidanucs
3HAYHO pijIIe, HDK MpU HETaTUBHUX MoTeHIianax. [loBHI 3akpuBaHHA, sKI OW Maiu
JOCTaTHIO TPUBAIICTh JUISI TOro, 00 OYyJ0 YiTKO BHMJIHO iX IMOYATOK Ta KiHEllb, Oyiu

MpaKkTUYHO BiACYTHI. Tak camo OynM BiICYyTHI BUCOKOYACTOTHI (hIyKTyallli MK PI3HUMU
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pIBHSIMU MPOBIAHOCTI, K1 CIIOCTEpIrajivcs MpPU HETaTUBHUX NoTeHIanax. Bce me nae
MOXJIMBICTh JIETKO BHOpATU TpHUBaAJl JIIISHKH 0e3 MOTpeOW BHUIIAJNICHHS PIAKICHUX IOJI.
HasiBHiCTh BEMMKOT KITBKOCTI MIBUAKUX IMOMAIM MpH CcTaOUIbHIN 0a30Bid JiHII MOJETHIyE

aHaJI13 KOMIIOHEHTIB KIHETUYHOT MOJIENI.

10°

10° . . - . l—'

-5 0 5 10 15 20 25
Amnnityaa, nA

Puc. 3.26. Amnnimyoni 2cicmoepamu  nobyoosami 6 ymosax  ¢hixcayii
mpancmemopannozo nomenyiany +80 mB. Cmpinkoro 6kazano HAA8HICMb NIOPIGHS, KU
He GIOPI3HUMU HA Penpe3eHMAMUBHUX PeECMPAYisX.

Jlnia aHamizy TEOpeTHYHO! KPWMBOI Ha MO3UTHMBHUX MOTEHIlIanax OyJlo 3aCTOCOBAHO
Ty caMy TOIOJIOTII0 MOJENi, M0 1 MPU HEraTUBHUX IMOTEHIanaX, MpPOTe HECHOAIBaHO
BUSIBWIOCS, 10 aMIUTITYJ{HA TiCTOrpaMa MoOyaoBaHa JIjisa peecTpallii nmpu noteHiam +80
MB MiCTUTh KOMIIOHEHTY, SiKa BiJICYTHS Ha HETaTMBHMX MOTEHIIAJaX, OCKUIbKHU MICIs
O0aratb0X IMKIIB MiAOOPY TEOpPETHYHAa aMIUTITyJHA TicTorpamMa HE CHiBhajaia 3
eKcrepuMeHTaabHo. Ll KoMmoHeHTa BIANOBiJaNa CTaHy, SIKMM 4acTO MOBTOPIOBABCS 1
TOMY HE MOKHa OyJIO YHUKHYTH ii a00 BUKIIOYUTH 3 aHamizy. Lle cnoHykano Hac BHECTH
JOAATKOBHM CTaH B MATPHUIIO KIHETHYHOKO MOJIEII, 3 IMPOBITHICTIO NpuOmm3Ho 50% Bin
MakcuMaibHOT (Puc. 3.26), sikuii, 0o4eBHIHO, BIAMOBI A€ MiAPIBHIO I0HHOTO KaHamy. [Ticis
IbOTO PO3pPaxOBaHa TEOPETHYHA KPHUBA PO3MOJULY aMIUTITYau 100pe HAKJIaJaeThcs Ha

EKCTIIEpUMEHTANIbHY, BKJIIOYAIOUM JUISHKY, SKa BIAMOBIAA€ MiAPIBHIO. AHAJIOTTYHI




101

pPE3YNBbTaTH CIIOCTEPITAIUCA TAaKOX HA IHINIWX 3HAYCHHSX TMOTEHIamiB. TakuMm YuUHOM,
OyJI0 MOBHICTIO MPOAHAJI30BaHO 3a JOIMOMOTOI aHalli3y [-po3Moaiay IIBUJKI MOAIl B
peecTparisix, sKi € HalOuIpm XapakTepHumu mnofisiMu KiHetuku LCC-xanamiB Ta
CKJIaJJal0Th OCHOBHY YacTUHY Mojiei MapkoBa.

BianoBigHo 10 MoTeHIaN-3a1eKHOCTI KIMOBIPHOCTI BIAKPUTOTO CTaHy, TOYMHAIOYU
3 +40 wmB, cmocrepiramucs TakoX TOBUTHHI Tomii (OubIe EKUTBKOX JIECATKIB
MIKpOCeKyH). YacToTa Ta TpUBAJICTh iX 30UIbIIyBasiacs MO Mipi 3pOCTaHHS HEraTUBHOI
nosispusariii memOpanu. [Ipu norenmianax meniie Hixk —60 MB, P, ioHHOTO KaHamy maio
Ty’Ke€ Majle 3HAYCHHSI, a TPUBAJIICTh MMOBHUX 3aKpHBaHb OyJia HACTIIBLKH BEIHMKOIO, IO iX
PO3MOALT HEMOXKJIMBO OYJIO0 aJeKBAaTHO OIIHUTH B CTaHJIAPTHUX EKCIEPUMEHTAIBHUX
yMOBax 4epe3 iX He3HayHy KUIbKICTh. ToMy sl aHami3y MOBUIBHUX MOMIM MM B3SJIU
MOTEHI[Ia, MPU SKOMY HMOBIPHICTh BIJKPUTHUX Ta 3aKPUTUX CTaHIB Oyja TpHOJIMU3HO
omHakoBa (—40 wmB). [lng anamizy NOBUIBHMX MO OysI0 BimiOpaHO IHTEpBalH,
TpuBaIICTh sikuUX Outbiie 300 Mc 1 mMOOy/IOBaHO PO3MOJLT Yacy mepeOyBaHHS KaHATy Y
3aKPUTOMY CTaHi, SIKUii oncyBaBscs Bigmoinuoro ®I'U. Ha

Puc. 3.27 moka3aHO pO3MOAIA YAaCTOTH YaCOBMX IHTEPBAIIB Yy BUIJIAII,
3anporonoBaHoMy CirBaptom i CiHom [235] 3 mikoM, SIKMH BIANOBIZA€ CEPEIHBOMY
3HAYCHHIO Yacy rnepeOyBaHHs KaHATy Yy BiAMOBITHOMY (200 3aKpUTOMY) CTaHi.

Jlns oTpuMaHuX JaHUX OyJ0 BCTaHOBJIEHO, IO KOHCTaHTA 4Yacy JJisl MOBLIBHUX
noai 1=5,56. Maroun Bci 3HAYEHHS KOHCTAHT IIBHUJIKOCTEH MEpPEXoy, KpiM KOHCTAHTH,
sKa BIJIMOBIAE TICPEXO0AY O HAMIOBIIUX 3aKpHUBaHb, MOYKHA JIETKO pPO3paxyBaTH OCTaHHIO

3a popMyIIOLO:

1
koc, = N %) (gfoc1 X gfoc, X kcgo) —kc.o0 (3.1)
o
ne Jfoc, T Jfoc, — (baxkropu BOPITHOTO MeXaHi3My, sKi OOpPaxOBYHOTHCS SK
o _ ke _ kcyo . o
CHIBBIIHOIIEHHA g foc, = Kerotkoc, 1a  Jfoc, = kero koo, P,(V) — i#moBipHICT

BIIKPUTOrO CTaHy npu 3aganomy norenuiani (—40 mB). O6paxynku nokasanu, mo k¢, =

0,0755 ¢,
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N T=15,56 ¢
20 -
' /
/
10 A
0 1 T r log(t), c
0 1 2

Puc. 3.27. Pos3noodin uacmomu uacosux iHmepeanié 3aKpumoz20 CMauy
LCC-kananie npu memopannomy nomenyiani —40 mB. Ilo wxani abcyuc 8ioknadeno
Yacosi iHmepsany 3aKpumux CmaHie, 8 AKux nepedysac Kamaui, a no wKaui opouHam —
KinbKicmb yux nooiu. Teopemuuna kpusa (ionemoguii konip) nioiopana 3 8i0n0EiOHUMU
napamempamu 3a gopmynow (2.6). Cymapnuii wac peccmpayiti e3smutl OJisl AHANIZY
cknaoae 2 2oounu 16 xs.

Buxoasuu 3 oTpuMaHuX pe3yJbTaTiB MOXHA OLIHUTA BHECOK IIBUIKHUX MOJINA 10
dbopmMyBaHHs 3arajibHOrO 3HaueHHS P,. Mu MoxxemMo OIIHUTH 3HadyeHHs P, 3a ymoBu

B1JICYTHOCTI IIBUAKUX TOAIH 32 (opMyI0t0:

ke.o
p =G0 (3.2)
® keyo + ko,

B Takomy Bunanky P, cknangae 0,495 nmpu —40 MB, 1110 Bipi3HAETHCS BiJ 3HAUCHHS,
AK€ OTpUMaHO 3 ekcriepuMeHTabHuX nanux (P,=0,460) na 0,035. Ile o3nauae, 1m0 MBUAKI
noii 3MeHIyTh P, Ha 7%.

AHamni3 MBUAKUX Ta TOBUIBHUX MOJIA Jla€ MOXJIMBICTH OTPUMATH KIHETHUYHY
MOJIEb, SIKa aJICKBATHO OIMUCYE MEPEXOAN MK OCHOBHUMH KOH(OpPMAIIHHUMH CTaHAMHU.

Pe3synbrar aHamizy maHuUX CBIAYMTH IPO TE, IO MOJENb MapKoBa CKIaJa€ThCS 3 OAHOTO
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BIIKPUTOTO CTaHy, TPhOX 3aKPUTUX CTaHIB (3 IIBHIKOI, CEPEIHHOIO Ta MOBUIBHOIO

KIHETHKOI0) Ta ofHoro miapiBus (Puc. 3.28).

/N

Puc. 3.28. Mooenv Mapxosa ons LCC-kananis, ompumarna 6 pesyiomami ananizy
WBUOKUX MA NOBLILHUX NOOJIL 8 PEECMPayisix Cmpymié NOOOUHOKUX Kananie. Kinemuuna
MOOelb CKIA0AEMbCsi 3 OCHOBHUX CMAHI8, a came 00HO20 GIOKpUMO20 CMAHY, AKUU
36’3anuil 3 mpvoma 3akpumumu cmauvamu. Cy (weuoxkuu 3axpumui cman), Cp
(cepeoniti 3axpumuti cman), Cs (nogineruti 3axpumutl cman), S (WeUOKULL NIOPiGeHD).
Mooenv nepedbauae 8iOCymHicmb nepexooy Midc 3aKpUmumMu CMaHamu Hanpsamy, da
MIiNbKU Yepe3 OCHOBHUL 8IOKPUMULL CINAH.

[ToOynoBaHa KiHETMYHA MOJENb MapKoBa aIeKBaTHO onucye (IIyKTyallli CTpyMiB,
K1 BIJIMOBIAIOTh MIEPEX0/IaM MK IUMH OCHOBHMMU CTaHAMU B OTPUMAaHUX PEECTpallisX.
HasBHicTp 1HIMUX MOJINA, TaKUX SK Pi3HI MIJIPIBHI, a TAKOXK HECTAOLIbHI (DIyKTyaIli Mix
PI3HUMH PIBHAMH IPOBIIHOCTI, SIKI HE MOYKHA BIAHECTH J0 OCHOBHHUX CTaHIB, BKa3zye Ha
J01aTKOBI KOH(MOPMAIIiIifHI CTaHU, K1 MU HE BKJIIOUAJId B OCHOBHY MOJEIb Yepe3 Te, IO
BOHU PIJIKO 3yCTPIYatOThHCA.

AHaJi3 TIBUJKUX MOJIM MOKa3aB, II0 KOHCTAHTH MIBHJIKOCTI TEPEXOJiB MIXK
CTaHaMM 3MIHIOBAJIMCS B 3aJeKHOCTI Bij moteHuiany. Ha Puc. 3.29 mokasano, mo Ha
MO3UTUBHUX MOTEHIlIAaJax JJIs BCIX CTaHIB KOHCTaHTH IIBUIKOCTI MEPEXOAY Bij MEBHOTO,
OKPEMO B3ATOTO 3aKpUTOrO CTaHy ab0 MiAPIBHA 1O BIAKPUTOrO CTaHy 30UIBIIYBAJIUCS 1O
Mipi 30UTBIIIEHHS BEJIWYMHU TO3WTHMBHOTO TMOTeHIany. Ha HeratuBHMX MOTEHIIamax
KOHCTaHTU TMEPeXOoAy ISl MIAPIBHS HEMOXJIMBO OyJIO OIIHUTH 4Yepe3 iX IyXKe Maly
4acToTy.

Ha Puc. 3.30 nokaszaHo 3aJieKHICTb KOHCTAHT MpPHU NEpexoAax y 3BOPOTHOMY
HanpsAMKY (BiJ BIAKPUTOTO JO 3aKpUTOro cTaHy abo miapiBHA). [l MOBLIBHOTO

3aKkpuToro crany Cs KOHCTaHTa MEPEXo/ly 3MEHIIyBaJIacsl MpH 3MiHI noTeHmiany Big —80



104

MB o +80 MB, y Toit ac sx xoHcTaHTa nepexoay s C, He 3MiHIOBanacs. TpuBalicTh
crany C, npu notermiani —80 MB cknanana B cepennbomy 111 mKc, a mpu moTeHIiami
+80 MB — 20 mxc. IloBinpnuit ctan C; mpu motenuiami +80 MB xapakrtepusyBascs
cepenHiM yacoM kuTTA 119 mkc, ane Bxke npu noteHmiani —40 MB 1e 3HadeHHS Pi3KO
3pocTtaiio 10 5,56 ¢. Taka 3a1eKHICTh B 3HAUHINA Mip 00yMOBIIIOE HMOBIPHICTB BIKPHUTOTO

crany LCC-kanamis.
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Puc. 3.29. Koncmanmu nepexodie LCC-kananie 6i0 3akpumoeo cmawy (abo
niopisHs) 00 Giokpumozo 6 oOianazoui nomenyianie 6io -80 mB 0o +80 mB (n=3).

3akpumuii cman npeocmaesieHutl. mpboma 8i0noioHUMU cmaHamu 6 mooeni Mapkosa
(Cr, Gy, G3).

Takum urHOM, MOXKHA CTBEpPKYyBaTH, 0 cTaH C; Mae “¢izionoriune” 3HaAYCHHS,
OCKIJIKM pOOUTH HAMOUIBIIMKA BHECOK B TPHUBAJICTh MPOXO/KEHHS 10HIB Kallll0 uepes
ka"an. [lpu OinbIl HETaTMBHMX 3HA4YeHHSX mnoTeHmiany (meHme —80 MB) ominutu
TPUBAJICTh XUTTA cTaHy C3 €KCIEepUMEHTAIIbHO HEeMOXIHBO 4epe3 Te, mo LCC-kanamu
nepe0yBaloTh MPAKTUYHO BECh 4Yac y 3aKpUTOMY CTaHl 1 JIyXE€ PIJIKO BIJIKPHUBAIOTHCS.

BianoBigHo KinbKicTh nepexoaiB Bia ctany O g0 ctany C; Tex 3aHaATO Mana, o0 MOKHA
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OyJI0 OTpUMAaTH MEBHY CTATUCTUKY MOAii. Takox, Ha MO3UTUBHUX 3HAYCHHSX MOTEHIIATY
3'SIBISETHCS MIAPIBEHb, KOHCTaHTa MEpPexojy A0 sKoro Bij ctaHy O 30ulblryBanacs 3
notermianoM. Cepenniit yac nepeOyBanus LCC-kananiB B miapiBHi ckiaagaB 105 MKC B
ymoBax notenmiany +80 MB. IlIBunkocTi mepexo/iB BiJl OCHOBHOTO BiAKpUTOTO cTany (O)
1o mBHIKoro 3akpuroro (C;) Ta y 3BOPOTHOMY HANpPSIMKY MAalOTh BEJIMKI YHCIIOBI
3HAYEHHS, 0 (HAKTUYHO HAa MEXI1 PO3AUIHHOI 3IaTHOCTI aHaMI3y [-po3Mmojiny, yepe3 1o
MO>KJIMB1 MOXMOKHM B OIIIHII Yacy nepedyBaHHS y MIBHAKOMY 3akputoMy crani Ci. Ilpu
aHai31 TaKUX MOAINA KPUTUYHO BAXKJIMBHM € BIUIMB Pi3HOTO POy LIYMY Ta HECTaOUIBHOCTI
0a3oBoi umiHii. [lpu 1bOMY, Ha KOPHUCTH HAsBHOCTI Jy>K€ IIBUJIKHX 3aKpUBaHb Ta
BIJIKpUBaHb CBITYUTH 3HAYHUH IIIyM BIJIKPUTOTO CTaHY, SKUU JOOpPE BUIHO MPHU Bi3yaJIbHIM
OLIHII aMILTITYAHO1 TicTorpamu. [1in0ip mapameTpiB, sIKi BIANOBIIaI0Th NEPEXOIAM Y CTaH
C; Ta y 3BOPOTHOMY HampsIMKY 1 ONMUCYIOTh 3MIHU B aMIUTITY/IHIM TiCTOrpami, BUKIUKaHI
UUMHU TOJISMH, CBIIYUTH MPO TyKE€ KOPOTKY TpUBAIICTh C;, fKa 3a pO3paxyHKaMH B

cepeaHboMy cTaHOBUTH 1,4 Mkc npu +80 MB Ta 3,3 mkc npu —80 MB.
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Puc. 3.30. Koncmanmu nepexooie LCC-kananie 6i0 8i0Kpumoz2o 00 3aKpumozo
cmany (abo niopieus) 6 dianazoni nomenyianis 8io -80 mB 0o +80 mB (n=3). 3axpumuii
CMan npeocmasienuil mpboma 6ionosioHumu cmanamu 6 mooeini Mapkosa (C1, C,, Cs).
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TpuBamicTh BIIKPUTOTO CTaHy, BIMOBITHO 10 BCTAHOBIICHOT B JIaHii poOOTI MOJemi
MapkoBa, BU3HAYAETHCS MEPEBAKHO MIBUAKICTIO Tepexoay B ctaH C;, B TOM 4Yac K 1HIII
CTaHW He pOoOJATH 3HAUYHOTO BHECKY B TPUBAJIICTh Yacy JKUTTS ocHOBHOro ctany O. 3a
MiJpaxyHKaMl JJIsl OCHOBHOTO BIJKPUTOIO CTaHy 10HHOTO KaHally CepeaHid dac
nepeOyBaHHs cTaHOBUTH 104 mkc mpu —80 MB, a mpu mo3uTUBHUX MOTeHIIanax Bij +60
MB 10 +80 MB — B mexax Bix 10 10 25 MKc.

Takum yMHOM, HANOUIBIIMI BHECOK B MOTEHINan-3aiexHy kKiHeTuky LCC-xanamiB
OyB 3a paxyHOK KOHCTaHT nepexoay misa ctaHiB C, ta Cz. 3 BUKOPUCTAHHIM CHUMYJIAILIT
OyJI0 BU3HAUEHO, 110 I[MM CTaHaM BIAMOBIAAIOTH MO/Ii (3aKpUBaHHS) CEPEHbOI Ta JIOBrO1
tpuBasiocTi. [lomii, ki BianmoBiarTh cTany C,, HE JOCATAIOTh 3aKPUTOTO CTaHy 32 YMOBU
BukopuctanHa ¢uipTpy S5 kI'm Ta uwacrotm nauckperwszauii 20 kl'm, a momii, ski
BiAmoBigaroTh cany Cz — 1e¢ g00pe TIMOMITHI TpWBajl 3aKpUBaHHS HAa HETAaTHBHUX

MMOTEHIl1aJIax.

3.2.3. CnpaBxHs Ta BuAuMa amiiryaa crpymy LCC-kanauis

[TonepenHi MOCHIIKEHHST TOKA3ald, 10 aMIUIITyJa CTPyMy HJisi TIEBHUX 10HHHUX
KaHaJIiB MO’K€ 3MIHIOBATHCSl HEJNIHIMHO MpU BIUIMBI BEIUKHUX MoTeHiianiB (Oiasie 100
MB), #imMoBipHO, MO mpuuyuHi oOMexeHoi audy3ii 10HIB 13 30BHINIHBOTO PO3YMHY IO
BeCTHOIOJII0 10HHOTO KaHanmy [61, 285, 286]. 3a momomoror MeTomay B-po3moainy OyIio
MOKa3aHO, IO 3MEHIIEHHS aMIUNTYAH CTPYMYy NpU BEIUKUX MOTEHIiaNax MOB’s3aHe i3
MIBUJKICTIO TPOHUKHEHHS 10HIB Kallil0 4Yepe3 CeNeKTHBHUN GuIbTp KaHamy. Tak sk
30UIbIIEHHSI TOTEHIIany 30UIbIly€e IIBUAKICTb MPOXOJDKEHHS 10HIB, TO L€ MOXE
NPU3BOJUTH /0 3MEHILECHHS KOHIIEHTpAllli MPOHUKAIOYMX 10HIB Y BECTHUOIOJII 10HHOTO
KaHally 1, K HACJIIJI0K, BUHUKAIOTh HACTUIBKU IIBHJKI MOli, sIKI PEECTPyHOYa CHCTEMa
IpY ONTUMAJIbHIN JOCTYIHIN PO3AUIBHIN 31aTHOCTI HE 1IEHTU(IKYE B MOBHIA Mipi, TAKUM
YUHOM IIi TOJiT TPU3BOATH O 3MEHIIICHHS BUIUMOT aMILTITYIU CTPYMY.

AxtuBHicTh LCC-kaHamiB MNOTEHIIAI-3aJIe)KHA 1 JOCATaE MaKCUMyMy TIpu Ail
MO3UTUBHHUX TOTEHMiaNmiB, mounHaroun 3 +40 mB. Ile 3HaumTh, MO Ha BEIHMKUX
MO3UTUBHHUX TMOTEHIIaaX WMOBIPHICTh KaHAIIB TMOCTIHHO 3HAXOIUTUCA Y BIIKPUTOMY

CTaHi MpakTU4YHO cToBimcoTKoBa (Puc. 3.23).
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3a I0MOMOTOI0 METOTy aHaTi3y B-po3MoAlTy Ta 3 BUKOPUCTAHHSM BHOPAHOT MOJE
MapkoBa 0yJi0 MepeBIpeHO UM BIJIPIZHAETHCS CIPABXKHSA Ta BUIUMA aMILIITyla CTPyMY
LCC-kanaiiB, 1 4u 1€ 3aJIe)KUTh BiJl MOTEHINaTy Ha MeMOpaHi sjipa B Mexax Big —80 10
+80 MB. Pe3ynpratu BKa3yrOTh Ha HE3HAYHI BIIXUJICHHS CIPaBXHBOI aMIUTITYAH CTPYMY
Big Buaumoi (Puc. 3.31) B mpomy jiama3oHi MOTeHIiadiB.. Takox OyJI0 BCTaHOBJICHO
COPaBXHIO AaMIUNTYAy CTPyMy MiAPIBHSA, SKHH 3YCTPIUYA€ThCS Ha TMO3UTUBHUX

[MOTEHIIAJIaX.
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Puc. 3.31. Borom-amnepna xapaxmepucmuxa LCC-xananie. Yopuum xonvopom
Ha 2pagiky noKazaHo eUOUMY aMNIimyody CMpPYMY, USHAYEHY AK DISHUYIO AMNAImMYou
CMPYMY MIJC PIBHAMU NPOBIOHOCMI IOHHO20 KAHANLY 34 OONOMO20I0 KYPCOpi8 Y

Clampfit. Cnpaeoicnio amniimyoy 0y10 8UBHAYEHO 8 pe3yabmami aHauizy f-po3nooiny
(n=4-5).

3.3. MexaHi3m BIUIMBY rajuiaMiHy

B nponeci nomyky 650katopiB Oysio mokaszaHo, 1o rajamid BrumBae Ha LCC-
KaHaJau 3 OOKy HYKJIEOIIa3MH. 3 NPOTHIIEKHOTO0 OOKy MeMmOpaHH, IO BIINOBIIA€E
NEPUHYKJIEAPHOMY NPOCTOpPY, rajaamiH B KoHueHTpauii 100 MkM He BHUSBUB HISIKOTO
BIUIMBY Ha KiHeTukKy LCC-kananiB (n=2), mo BKa3ye Ha BIACYTHICTh JOCTYIHOTO CAaWTy

3B’ SI3yBaHHS.
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Amutikanis rayiamida 3 00Ky HykJIeoruiasMu Bukiukae cuibHui flicker-6mox. J{ms
aHaNli3y MeXaHi3My Jii rajjlamMiHa MU TIONEepPeIHbO BCTAHOBWIIM MOJEIh MapkoBa s
LCC-xanamiB. Jlyigs TOro, mo0 BW3HAYMTH MapaMETPH IIBUIKOTO OJIOKyBaHHS Oyiio
BUKOPHUCTAHO aHaI3 B-po3Moaiay. AHamI3 aMIUTITYIHUX T1CTOrpaM MoYaliy 3 TPUIYIICHHS
KJIACUYHOTO ITOPOBOTO OJIOKYBaHHSI, IO Tiepeadadae HasgsBHICTh B MoJieli MapkoBa cTaHy

OJIOKYBaHHSI, IKHH 3B’ s13aHUH 3 BITKpUTHM ctaHoM (Puc. 3.32).

B

A

Y

/N

Puc. 3.32. Mooenv Mapxosa ona onucy onokyeanus earnaminom LCC-xananis.
Mooenv nepedbauae mexauizm KiacuuHoeo ONIOKY8AHHS NOPU IOHHO20 KAHATY, Npu
AKOMY ONOKOBAHULL KAHANL He MOdce 3aKpumucsi 00 mo2o yacy, NOKu OJ0Kamop He
8i0 ‘eOHaemucsl.

- C‘g

AHaniz [-po3noauly aMIUNITyJHUX TICTOrpaM, OTPUMAHMX TIPU HASIBHOCTI
raJylaMiHy TOKa3aB, 0 MOJIENIb aJICKBATHO OMHCYE EKCIIEPUMEHTAIbHI JJaHl Y BEITUKOMY
Jiama3oHi TOTEHINANiB Ta KoHIeHTparii.. /[lis ramnaminy Oyna mepeBipeHa B
koHueHtpamisx 10 MxM, 100 MmkM Ta 1 MM 3 Ooky Hykieomnasmu. bymu migibpani
KOHCTaHTH acolliaiii Ta AUCcoIliamii 11 BIUTMBY TajulaMiHa MPU Pi3HUX KOHIICHTPAIlIAX Ta
noteHmianax. Ha Puc. 3.33 mnoka3zaHo mnpukian migdOpy TEOPETUYHOI aMIUTITYyAHOI
ricTorpamu Jjisi BIUIMBY rajlaMiHy B KoHUeHTpauii 1 MM npu MeMOpaHHOMY MOTEHIIiall
+40 MB. B mpomeci minbopy Oyna Bukopucrana monaens MapkoBa s LCC-kanamis, B

sIKi#l cTaH OyiokaTop OyB 3B’sI3aHUM 3 BIAKPUTHM cTaHOM KaHany (Puc. 3.32).
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Puc. 3.33. Haxnaoanus meopemuunoi kpugoi amniimyouoi 2icmoepamu Ha
eKCnepuMeHmanvly 6 pesyibmami auanizy [-po3nodiny npu 0ii konyewmpayii 1 mM
eaniaminy npu membpannomy nomenyiani +40 mB. Llleudxe OI0KY8aHHSA 2ANIAMIHOM
BUKTIUKAE CUNIbHE 3MEHUIeHHs AMNAIMYyOu Cmpymy 6HACIIOOK 30IIbUIeHH WMy
giokpumozo cmany. Teopemuuna Kpusa (uep8ono2o Koabopy) Oyia nidibpana 3
koncmanmamu acoyiayii ken=10623 ¢ ma oucoyiayii kog=51943 ™.

Ha Puc. 3.34 mokazaHO KOHIIEHTpAIliifiHy 3aJeKHICTh KOHCTAHT acoliamii Ta
nuconiamii. KoHctantu gucormiamii st (IKCOBAHOTO TOTEHIIAly TMPAKTUYHO HE
3MIHIOBAJIMCS 31 3MIHOIO KOHIICHTpaIlli, 8 KOHCTAaHTH acoIlialii Oy MpOMOPIIHHIUME 10
KOHLIEHTpalii Oyiokaropa. PiBHOBaXHI KOHCTaHTH Jucomiauii s (PIKCOBAHOIO

MOTCHIIIATY PaxyBaJld B TOUIll MEPETUHY KPUBUX Kon Ta Kogr.
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3a dopmynoro (2.9) s eKCepUMEHTAIbHUX PIBHOBAKHUX KOHCTAHT JUCOINAIil
Oyma migiOpaHa 3aleXHICTh y BUrIAml (yHKIIi morenmiany 3 mapamerpamu Ky(0)=390

MKM T1a z6=0.922 (Puc. 3.35).
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Puc. 3.34. Konyenmpauiiina 3anexcnuicms Koncmanm weuokocmeil acoyiayii (kop)
ma oucoyiayii (ko) earnamina npu ¢hikcosanomy nomenyiani —40 mB. 3nauenns
KOHCMaHm 8i000padjceHi y ueisidi cepeoHb020 3HAUEeHHsT Mad CMAHOAPMHOI NOMUIKU
cepeonbo2o 3HauenHs (n=4). Pezyrbmamu niniinoi anpoxcumayii Onsi HACMYNHUX
3HAYeHb kON=1,13><108i0,2] x10®M*c?, Koit=10158+303 ct Ilpu  ¢hixcosaromy
nomenyiani —40 mB pisnosacxcna koncmanma oucoyiayii Ky (mouxa, 6 sxiu kon=Ko)
cmanosuna 90 mxM.
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Puc. 3.35. Pisnosasicna xoncmanma oucoyiayii (b) eusnauena sx ¢hymkyis
nomenyiany 3a ¢oopmynoio (2.9). Pospaxosani 3nauenns napamempis Kq(0)=390 mxM
ma z0=0,922.
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PO3J1J1 4. OBI'OBOPEHHA PE3YJIBTATIB

LCC-kananu Bnepiie Oynu omucaHi Ouibmie 15 pokiB Tomy, aje Jo0ci IXHs
¢i3ionoriuHa poab 3aJHMIIAETHCS HeBiAOMOIO. Tomy momyk e(eKTHBHHX OJI0KaTopiB
TaKUX KaHANIB € BUKIIOYHO AaKTyaJbHUM. BUpIIIEHHS HOTO MUTaHHS JTO3BOJIUTH
BU3HAYNUTH aMIHOKHCIIOTHY TOCIIJIOBHICTh Ta CTPYKTYpHI OCOOJHMBOCTI IIUX 10HHUX
kaHamiB. EdexTuBHICTh ONOKATOpIB y SKOCTI (hapMaKOJOTIYHUX IHCTPYMEHTIB IS
BCTAHOBJICHHS (h1310JI0T1UHOT posti OyJia TPOJEMOHCTPOBAaHA JJII HU3KU IHIIMX 10HHUX
KaHAIIB y SAEpHIN OOO0JIOHLI, TaKuX SIK KaiieBl KaHanu, BK-kaHanu Ta XJopHI KaHaiu
[114, 120, 287]. IlpoTe Ha MOMEHT IMOYATKy Ili€i POOOTH HE OYyJIO BIJOMO >KOIHOTO
omokaropa s LCC-kananiB. TakuM Y4MHOM, OCHOBHOIO METOIO OyJIO MPOTECTYBATH Pi3HI
XIMIYHI CTIOJYKH B SIKOCTI Ookatopa. B pe3ynbTaTi Oyiio 3HaieHO nepuinid 6J10KaTop —
dTC. Iloganpmii I0CIiKEHHS, MPOBEACHI B il AMCEPTaLiiHIi poOOTI, BUSBHINA BILINB
PI3HUX JIIOYUX PEUYOBHUH Ta JO3BOJWIM BCTAHOBUTH 1HIII IIBUIKI Ta MOBUIBHI OJIOKaTOpU

LCC-kanainis.
4.1. Mopear MapkoBa LCC-kanaJiB

4.1.1. TouinbHiCTHL BUKOPUCTAHHS METOY aHAJTi3y B-po3moaity

SIckpaBUM MPUKIAIOM, KN CBIJYUTH MPO BAXKIIMBICTh aHANI3y WIBUIKHUX MOIH, €
BUMAIKH, KOJU TPOBIAHICTh 10HHOTO KaHanmy HeBennka, a SNR mane. Kinernka kanamy
3QJIMINAETRCSA  “TPUXOBaHa” 3a MIYMOM, 4Yepe3 IO CKJIAJHO BIAPI3HUTH SKI MOl
BITHOCSTHCS O aKTUBHOCTI KaHANy, a Kl — J0 IIyMy €KCIIEpUMEHTAIbHOI YCTaHOBKHU. B
TaKUX BUMAJAKaX WMOBIPHICTh BTPATUTH IIBUKI MOAIT HEMUHYYA, 10 Oy/e YCKIaIHIOBATH
noJaibliuid aHasi3 a0o, HaBMAKW, MOKHA IMOMHIIKOBO BpaxyBaTH IIYM YCTAaHOBKH SIK
NoJIii, 0 HaJeXXaTh KaHally. Sk B mepiioMy, Tak i B ApyroMy BUMAJAKY 11€ MPU3BOAUTH JI0
XuOHOI 1HTepmpeTarlii pe3ynabrariB. lle cToCyeThcsi HE TUIBKM KaHAIB 3 MaJIOko
aMIUTITYI0I0 CTPYMY, aJie 1 KaHaJliB 3 JJOCUTh BEJIMKOIO MPOBIIHICTIO, Taki Ak LCC-kananm.
Ile BaxnMBO, OCKUIbKM HIBHAKI MOl MOB’s3aHI 3 KOH(OpPMAIIMHMMM CTaHAMU, SKi
BIJIMOBIJIAIOTh CTPYKTYPHUM 3MiHaM KaHaiay. Y BHUIAAKYy 3 I10OHHMMH KaHajiam, B

peecTpaiisx skux 3HaueHHs SNR Marne, B3arani HEeMOXJIMBO CTBOPUTU KIHETUYHY MOJIETh
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0e3 cmeuiaTbHUX METOJMIB aHaiizy, fAKy Ou MoxHa Oyno Hajgalnl eQeKTUBHO
BUKOPHCTOBYBATH JJISI BHUPIMICHHS pI3HUX 3a7ad. [l 10HHMX KaHANIB, SKI BEJIUKY
MPOBIHICTh, @ IIYM PEECTPYIOUOI CHCTEMH BiJHOCHO HE3HAYHUH, TO € MOXKJIUBICTDH
MpoaHaIi3yBaTH 10HHI CTPYMH 1 CTBOPUTH KIHETUYHY Mojielb. [IuTaHHs mossrae B TOMy,
HACKUIbKM OYyIyTh KOPEKTHUMH TaKl MOJIEI 1 Y IKUX BUIQJKaX MOXKYTh OyTH 3aCTOCOBAHI.

Ha mepmmii mormisa BHUCOKI BUMOTH 10 TOYHOCTI aHAi3y MOXYTh 3/1aBaTHCS
HAAMIpHUMHU Ta 3aHaATO 4Yaco3aTpaTHUMH. [IpoTe, KOJIM 1€ CTOCYEThCS METHU
TOCITIIKEHHS, TO JIETalll MOXYTh CTaTH OCHOBOIO JIJISI BUPIIICHHS KOHKPETHUX 3a7a4. Tak,
JTOCIIKEHHSI CTPYKTYPHO-()YHKIIIOHATIBLHOTO 3B’ SI3Ky 10HHOTO KaHAJIy MOKHA PO3TJISIHYTH
K 3 TOUKH 30py 010(¢i3uKH, Tak 1 ¢izioorii. biodizuka — Hayka Mpo HAWOLIBII MTPOCTI Ta
(dyHIaMEeHTaJIbHI B3a€MOJII, SIKI Jie)KaTh B OCHOB1 OI10JOTIYHUX MPOLECIB; BUBYAE JKUBY
npupoay depe3 ¢izuuHi Ta (i3UKO-XiMiuH1 siBumia. Pizioyioriss — HayKa Ipo MpolecH
JUSTTBHOCT1 OKpPEMHX KJIITHH, OPTaHiB 1 B IIJIOMY BChOT'O OpraHizmMy. ¥ (i310JI0Tii aKIeHT
BHUCTaBJIEHO Ha Mpolec (QyHKIIOHYBaHHsS, a B 0io(i3uill HA MexaHi3M B3aeMojii. Tomy
10HHI KaHAJIA 3 OJTHOTO OOKY MO’KHa JOCHIJKYBaTH JJIsl TOTO, 1100 TPOCTIAKYBaTH O
SKOTO CUTHAJILHOTO IUIAXY BOHH 3ajydeHi Ta SK IX PEryJdllis BIUIMBAE HA OPTaHi3M B
IJIOMY, a 3 APYroro OOKy — JJIsi TOTO, MO0 JOCHIIUTH BJIACTHBOCTI CaMOTO 10HHOTO
KaHally, OXapakTepu3yBaTH HOro KIHETUYHI MapameTpu, M0 BAXJIMBO IJIs PO3YMIHHS
MIDKMOJIEKYJIIPHOT B3a€EMOIIT Ta € PyHIaMEeHTOM JiJisl PapMaKoJIorii Ta MEIULIMHU, a OTKE
JUTSI TIOKPAILEHHS Ta TOPATYHKY JIFOJACHKOTO KHUTTSI.

AHani3 cTpyMiB NOOJUHOKHX KaHAJIIB HA OCHOBI -pO3MOJLITY — 1€ TOCUTh TOHKUH
Ta YyTJIMBUN METO/I, 110 JO3BOJISIE BUSHAYUTH JY)KE€ KOPOTKOTPUBAJII KOJIMBAHHS CTPyMY,
sK1 BiIOYBalOThCS B YaCOBUX NMPOMDKKAaX MOPSAJKa JACKUTBKOX MIKPOCEKYH]I, 10 HaJae
MOXJIMBICTh OMNMUCATH KOH(GOPMAaIlIHI CTaHW KaHally, sIKI HEIOCTYNHI ISl aHami3y 3
BUKOPUCTAHHSAM I1HIIMX aHAMTHYHUX MiaxomiB. [lpu mpomy, y Bumanky anamizy LCC-
KaHaliB Oyna OW BTpadeHa iH(opmallis sSK MIHIMyM Tpo JBa KOH(MOpMAIiHI CTaHH
KIHETHYHOI MOJIENI IIMX KaHaJiB, a came: 1) cTaH, TpUBAIICTh SIKOTo mpuom3HO 2 MKC (C;)
Ta 2) MBUAKUN MIIPIBEHB (S), AKUH MOKHA BUSHAYUTH JIUIIE TTPU TTO3UTUBHUX 3HAYCHHSIX
noteHuiany. {1 cranu, mopiBHsSHO 31 cTaHOM Cjz, TPUBAIICTh SKOTO CKJIAJa€ TMOPsaKa

JEKUTBKOX CEeKYHJ] 32 YMOB MTO3UTUBHUX MOTEHITIAIB, MAIOTh BiTHOCHO HEBEIMKUN BHECOK
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y 3aranpHy akTuBHICTh LCC-kananmiB, aje KOXHOMY 13 HHMX BIJIINOBIJa€ KOHKpPETHA
CTPYKTypa 3 IE€BHOI aMIHOKHCIIOTHOIO TOCHIJIOBHICTIO, $IKa MOK€ MICTUTH CalTH
3B’A3yBaHHS [UIsI PI3HUX (PapMaKoOJOTIYHMX CHONyK. I[rHOpyBaTM mIBHAKI TOAIT B
peecTpailii MOOAMHOKMX KaHaiB — 3HAYUTh ITHOPYBATU CTPYKTYpy KaHamy. Hasimo
NOTPIOHO 3HATH CTPYKTYpy KaHaidy, MaOyTh, HAWOLIbII MPOMOBUCTO MOXKE TMOSICHUTH
BpyueHHs: HoGeniBcrkoi mpemii Ponepiky Maxkkinony ta Ilitepy Erepy B 2003 pomi “3a
BIJIKDUTTA, MOB'SI3aHI 3 10HHMMM KaHajaMU B KIITUHHUX MeMOpaHaxX: 3a BUBYEHHS
CTPYKTYpH 1 MEXaHI3My il 10HHUX KaHamB”. Lle BIAKPUTTS CTAJIO0 MOXJIMBUM 3aBJISIKU
YUCEJIbHUM TOIEpPe/IHIM poOdoTaM B 00acTi eleKTpodi310Jiorii, a TaK0X KOPUCHUM JIJIst
MOJANBIIUX JOCTIKeHb B (i3i0yorii Ta MenuiuHi. TakuM YUHOM, Ba)XJIIHBO PO3YMITH
EKCIIEpUMEHTaIbHI LIl 1 MeTy AochipkeHHsS. OkpiM (QyHIaMEHTadbHOTO 3HAYEHHS,
BIJIOMOCTI PO CTPYKTYpPY KaHAIIIB MOKYTh OYTH BaXKJIUBI JIJIsl CAHTE3Y MOJIEKYJ B IIPOILIeci
CKPHUHIHTY CIIOJYKH 3 HAaWO1IBIIO a(iHHICTIO JI0 IEBHOTO TUITY 10HHOTO KaHAIy.

Hetanpae nocmimkenHs kiHetukn LCC-kaHamiB Ha BHYTpIIIHIA MeMOpaHi saep
[lypkiHbe 3 BUKOPUCTAHHSM METOAY [-pO3MOAUTY AO3BOJIMIO CTBOPUTH KIHETUYHY
MOJI€NIb, B SIKId BUSBUJIOCS ITSIThb CTAHIB: OJWH BIAKPUTHI, TpU 3aKpUTUX 1 OJAMH
nigpiBeHsb. Lle MiHIManbHA KIMBKICTh CTaHIB, SIKa JO3BOJISE CTBOPUTH aJICKBATHY MOJIEb,
sKa OMUCYE OCHOBHI PiBHI MPOBIAHOCTI. BaxmmBe miciie B i MOJENl BIABOJIUTHCA
MIBUAKUM TIOMISIM, SIKI 3HAXOJATHCSA 3a MEXKaMHU MPOIYCKHOI 3JaTHOCTI PEECTPYroUoi
CHUCTEMH, Ta BKa3ylOThb Ha ICHYBaHHA JyXX€ KOpPOTKMX B 4YacOBOMY BHUMIpI
KOH(OopMaIiHUX 3MIH 10HHOTO KaHally. TakuMm 4MHOM, 1X XapaKTEpHUCTHKA MA€ BEIUKE
3HAYEHHs JUJIsl 1HTeprpeTauli cTpyKTypHO-GyHKIIOHATBHUX 3B’s3KiB LCC-kanamiB Ta ix
KIHETHKH.

3a yMOBH BIUIMBY HEraTUBHUX MOTEHII1AJIB BI3yaJIbHO CIIOCTEPIralOThCs SIK MIHIMYM
2 KJIacu MOJIA: AOBT1 3aKpUBAHHS TPUBAJICTIO BiJ IEKUIHKOX CEKYH JO JACCATKIB CEKYH]T
Ta KOPOTKI 3aKpUBaHHSA, K1 J0Ope MOMITHI BCepenHI BIIKpUTOrO cTaHy. B Toif wac, sk
JIOBI'l MOJIi MpUTaMaHHI peecTpalisM 10HHUX KaHalliB B OCHOBHOMY IMpPU HETaTUBHUX
NOTEeHIlajaX, IBUAKI MOAIl MPUCYTHI MPHU [Iii BChOIO Jiana3oHy TPaHCMEMOPAHHOTO

IMOTEHIAJTIB.
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OriHka BHECKY MIBUIKHX TOJIA TIOKa3ala, M0 iX HASBHICTh 3MEHIIYE 3arajibHe
3HaueHHs P,. Po3paxynku mnpoBeaeHi B 1l poOoTi cBigyaTh, 0 npu Qikcari
TpaHcMeMOpaHHOro noteHmiany —40 MB 3a BiICYTHOCTI MIBUJKUX TMOIA 10HHUNA KaHa
nepebyBaB Ou Ha 7% dYacTilie y BIIKpUTOMY CTaHi. TakoK Ha CyMapHy aKTUBHICTh 10HHHX
KaHaJIIB JI0JJaTKOBO MOXYTh BIUIMBATU 1HIII MOJIi, SKi He OyJM BKIIOYEHI JI0 aHAT3y, a
camMe MiJpiBHI PI3HOI aMIUTITyAM, PI3HOI TpPHUBAJIOCTI Ta HecrneuudiuHi QuykTyamii 3
pPI3HUMH DPIBHSMHU TPOBIHOCTI, SKI HE MOXHA OYJI0 BIJIHECTH JO OCHOBHHMX CTaHIB
BUOpaHOI ONTUMAJIBHOI KIHETUYHOI MOJIE, 3 I1’AThMa CTaHAMMU.

Koncrantu mepexomiB Mik piBHsAMU mpoBimHOCTI LCC-kaHanmiB 3ajexand Bif
noTeHIiany. 3okpeMa, i 3akputoro crany Cl BelMuMHAa KOHCTAHTH MEPEXOAy MOTJia
BapIIOBATHUCS BiJ 10° ¢t hi (e} 10° ¢, [TonepenHi mociikKeHHs BKa3ylOTh Ha Te, IO Taki
BHCOKI 3HAUCHHS MOXYTh XapaKTepu3yBaTH poOOTy cenekTuBHOTro ¢inbrpy [233]. Ska
cTpykTypa BigmoBigae 3a 11 momii B LCC-kananiB HeBimoMoO, ajie WMOBIPHO, IO II€ HE
OB’ 513aHO 3 BOPOTAMHM KaHaiy. BHECOK I11i€1 HAaWIIBUIIIOI KOHCTAHTHU B 3araJIbHy KIHETHKY
LCC-kananiB nopiBHsIHO HeBeauKuid. [IpoTe BapTO B3SITH 10 yBaru, 10 BCl MEPEXOAN MK
cTaHaMu B Mojeni MapkoBa MoB’s3aHi MK CO0OI0 1 TOYHE BHU3HAYEHHS BCIX KOHCTAHT
IIBUJIKOCTI 3aJICKUTh B1J MPAaBHJIBHOCTI BU3HAYCHHS KOXKHOI 13 HMX. HeBipHO BHM3HaAYeHa
KOHCTaHTa ab0 HEBpPAaXOBaHWUU PiBEHb MPOBIIHOCTI BIUIMBAIOTh HA TOYHICTH MOJIENI, IO
MPU3BOIUTh JI0 TIOJAJBINOI HEBIAMOBIAHOCTI OMHUCY CKCIIEPUMEHTAIbHUX JTaHUX,
HAIMPUKIIAI, IPU AOCTIHPKEHHI MOTYJIIOI0YUX BIUIMBIB PI3HOT IPUPOIH.

B uutomy, cTtBopeHa B naHiii poOOTI KIHETUYHA MOJIENb B PE3yJbTaTl aHajizy
MIBUJIKUX TIOM1M, ©€3 BKJIIOUECHHS TMOBUIBHMX CTaHIB, MO TOIOJOTIi Haraaye MoJelb
MapxkoBa, siKy BUKOPUCTOBYIOTH i aociimkenas Kcv kanamiB. He3Baxkatoun Ha CBOIO
MiHIMQJIBHY CTPYKTYpy, KaHaiu KCvV BHUSBISIOTH CEJIEKTHBHICTh, CKJIQJHY CIIOHTAaHHY
AKTHBHICTD 1 MOXKYTh OyTH 3a0JIOKOBaHI TUIIOBMMHU OJIOKaTOpaMH KallieBUX KaHamiB [244].
Bapto 3a3HauuTH, 10 IS I[OTO THUIY KaHAJIIB HE MOBIIOMIISUIIOCS PO HAasSBHICTH
JOJIATKOBUX CTaHIB, TAKHUX SIK IM1JIPiBHI, HA IPOTUBAry OTPUMAHUM HaMH Pe3yJibTaTaM, siKi
omucytoTh KiHeTuky LCC-kananiB. Monens MapkoBa Kcy onmcye BCl HasiBHI B peecTpariii
cTaHu (KpiM TPUBAIMX 3aKPUTUX CTaHIB), SKi CKIAAIOThCS 3 OJJHOTO BiIKPUTOTO Ta TPHOX

3aKPUTHX CTaHIB (MMOBUILHOTO, CEPEAHBOTO Ta MBUAKOTO). Y Bunaaky LCC-kanamniB Oymo
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BCTAHOBJIEHO CXO0’KY TOTIOJIOT1I0 KIHETUYHOI MO, MPOTe MU OyJIM BUMYILIEH BIIKHIATH
3 peecTpalii JUISHKY, K1 MICTUJIM P13HI CTaHM MPOBITHOCTI (B OCHOBHOMY IIJIPiBHI), SIKi
HE MOXXKHAa BIIHECTH [0 JKOJHOTO 13 CTaHIB Mojemi. Taki momii MW Ha3BaId
HecnenupIYHUMH Ta He BKIIIOYAJIM JI0 OCHOBHO1 KIHETHUYHOT Mojieiil. TuM He MeHIle, Mol
SIKI MU HE MOTJIA TIPOAHAJII3yBaTH BIHOCSATHCS 0 TICBHUX CTPYKTYP, AKi BKa3ylOTh Ha T€,

mo LCC-kananu MOXyTh MaTH CKJIaHy OynoBYy y nopiBHsHHI 3 K¢y kKaHamamu.

4.1.2. O6mexxeHHSI BAUKOPUCTAHHS CHIPOIeHoi Moei MapkoBa i1 00paxXyHKy
BILUIMBY HIBUIAKHUX OJIOKATOPIB

Bmuue mBuakoro 61okaropa MOXKHa 11eHTHU(RIKYBAaTH 32 3MEHIICHHSM aMILTITYIU
CTPYMy B pEECTpaIlisiXx IMOOJWHOKHX I10HHMX KaHaliB. Take 3MCHIICHHS BUKJIMKAHE
PO3IUIBHOIO 3JATHICTIO PEECTPYroUoi cucteMu. B maniit poOOTI njsi oOpaxyHKY BIUIMBY
MIBUIKUX OJOKATOPIB MU BUKOpUCTOBYBaiu (PpuibTp S5 kIl Ta onndpoByBanu peectpaiiii 3
yactotoro 20 kl'1. Ile 3HaunuTh, 1110 MU OTPUMYBAJIM PEECTPALIIO CUTHAILY 3 IHTEPBAJIOM y
50 Mmkc. 3miHa KoH(pOpMaIlii I0HHOTO KaHally — IIe TIEBHA MOJIis, SKa B1JIOOpaKa€ThCS HA
peectpalii cTpymy, 1 100 1i1eHTU(DIKYBATH 110 TOA1I0 MOTPIOHO OLIbIIE HIK OJIHA TOYKA.
Takum 9MHOM, 9UM OLJTBIIIE TOYOK MU OTPUMYEMO 3a TICBHY OJWHHUIIIO Yacy, TUM TOYHIIIIC
MU MOXEMO BU3HAYUTH KUIbKICTh KOH(OpPMAIIMHUX CTaHIB, B SIKUX NepeOyBae 10HHUMA
kaHall. Binomo, mo Quykryamii cTpyMiB NOOAMHOKUX KaHATIB MICTATh MOJiil, TPUBAIICTb
AKMX MOJXKE CKJIaJaTH MO MIKPOCEKYHJ, a TO W JecATKH HaHocekyHn [288].
MikpocekyHIH1 MO/ii He BiJ0OpakaroThCsl B TTOBHIM MIpi HaBiTh 32 YMOBH JJOCUTh BUCOKOT
po3nuibHOi 3matHocTi. Lle sickpaBo mpoaeMoHCTpoBaHO B pobOorax Ilpwomep Ta
CHIBAaBTOPIB, Kl JOCHKYIOTh IIBHJKI ~ MIKPOCEKYHAHI  (uykTyauii cTpymy,
BUKOPUCTOBYIOUM 4acToTy ormdpoyBanus 200 k[ [244]. fxmo acomiamis Ta
nucorriaris 0yokaropa BiOyBaeThcs MBHUAINIE HDK 50 MKC, TO y BUNAAKY PO3IIIBHOI
3IaTHOCTI, SIKY MU BUKOPHCTOBYBAJIH B I[ill poOOTI, MU HE MOXEMO 1IEHTH(]IKyBaTU TaKi
noAii OJIOKyBaHHS Bij iX MOYATKY JI0 3aBeplieHHs. byje peectpyBaTucs MpuOIN3HO JIUIIE
OJIHA TOYKa 13 JCKIJIBKOX IMOJiH 1 B pe3ysbTaTi CIOCTEPIraTUMETHCSI 3MEHIIIEHHS BUUMOT
aMIUTITYAd CTPyMY, OCKUIbKM 3a 50 MKC BiJIOYBa€TbCs TEBHA KUIBKICTh OJOKYBaHb,

MMpOTATOM SAKHX 10HH He IpoxXoasaATh 4YCpE3 KaHall, ajI€ CaMHuX 6JIOKYB8,HI> CHUCTEMA
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peecTparii He Moxe 3adikcyBatu. BrummB ramiaminy MOTEHIIAN-3aJIeKHUN, TOMY BEJIMKa
HWMOBIPHICTB, IO I MOJIEKYJIa MPUEAHYEThCS came A0 Biakputoro crany LCC-kanany.
OTxe, UIsI KUTBKICHOTO OMKCY LBOTO OJIOKaTopa MM BUKOPUCTAIH KIHETUYHY MOJETH 13
JIBOMa CTaHaMH — BIJIKpDUTUM 1 OJIOKOBaHMM. Taka MOJIEJIb BUSIBUJIACS JOCTATHHOIO JIMIIIE
3a 0OMEKEHUX YMOB, a caMe IMPH i1 BEIMKUX KOHIICHTpallii rautaminy (Big 100 MxM) Ta
HEraTHUBHUX IMMOTEHITIaTax Ha MeMOpaHi. [le moB’s3ano0 3 TuMm, 1o kiHeTnka LCC-kaHamniB
TaKOXX BKJIIOYA€ IMBUIKI KOH(OpMaIliiiHl cTaHW (MBUAKI 3aKpUBaHHS). SIKIO MIBUAKI
OJIOKYIOYl CTaHHW, BHUKJWKaHI TaJyJaMIHOM BHUHHUKAIOTh HACTUIBKM YacTo, 10 MH HE
CIIOCTEPITaEMO TMEPEXO/iB Yy I1HII CTaHWM Tak, II0 HAABHICTIO LMX CTaHIB MOXHa
3HEXTYBaTH, TO BUKOPUCTOBYIOUHM TaKy MOJEJIb MOXHa 3pOOUTH TMOIMEPEAHIO OIIHKY
BILUIUBY 1IbOTO OsiokaTopa. [IpoTe, mpu ymoBi Aii rajuiaMiHy B MEHIIMX KOHIICHTpPAIisSX
acolriafisi 13 caifToM 3B’sI3yBaHHsI BIJI0OYBA€ThCS PiJIIIE HI’K YaCTOTAa BUHUKHEHHS IIIBUKUAX
3aKpUBaHb, TAKUM YMHOM BIJOYBA€THCS PeeCTpallis MEepexojiiB 10HHOTO KaHaly B IHIII
CTaHW, KpiM BIOKpUTOro Ta OinokoBaHoro. OTxke, 0€3 OKpEeMOi OI[IHKH TPHUBAIOCTI
MIBUJKAX 3aKPUTUX CTaHIB Ta BHU3HAYCHHS iX KOHCTAHT IIBUAKOCTI HEMOXIJIMBO

obpaxyBatu Ky4(0) Ta BCTAHOBUTH MEXaH13M i1 TaJUIaMiHy.

4.1.3. 3anexnictb TpuBajgocti kKiHernuHux craHiB LCC-kanajdiB Bix

TPAaHCMEeMOPAHHOI0 MOTEHIiATY

Tabmuusg 4.1 MICTUTH OIIHKY CEpeHbOI TPUBAJIOCTI (T) Ta YACTOTH MO, SKi
BiTHOCATBCA 10 pizHuX ctaHiB LCC-kaHamiB, misg HaWOIIBIIMX PIBHIB TMO3UTUBHOTO
noreniiany (+80 MB) ta HeratuBHoro notenmiany (—80 MB), siki Oyyin BUKOpUCTaHI B ITiif
poGoTi. OmiHKy 3HA4YeHb IS 1HIIUX MOTEHINATIB MOXKHA JIETKO BUpPaxyBaTH 3 TpadikiB
noganux Ha Puc. 3.29 Tta Puc. 3.30. [IpocnigkoByeTbesl 4iTKa TEHACHINS 10 CKOPOUYCHHS
TPUBAJIOCTI KUTTS YCIX BCTAHOBJICHHX CTaHIB 31 3MIHOIO TPaHCMEMOPAHHOTO MOTEHIIATY
B CTOPOHY ORI HETATUBHOI MOJISIPHU3AILii.

Otpumani pe3yibTaTH CBigUaTh, 1m0 MBHAKUN cTaH C; XapaKTePU3YEThCS IYKE
KOPOTKMM 4YacoM TpPHBAJIOCTI Yy TMOPIBHAHHI 3 pO3MUIBHOI 3aaTtHICTIO (50 wmKc)
3acTocoBaHoi cucteMu peectpaiii. Cepeaniil ctan C, TakoX Mae 3aHaJATO KOPOTKUHM yac

KUTTS JJII TOrO, 100 OYyTH aJeKBaTHO BIIOOpPaKECHUM Y TMETY-KJIEMIT PEECTparisx.
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BianoBigHo 1o mapametpiB PinbTpy Ta onupoByBaHHs, SKi BUKOPUCTOBYBAIKCS B JaHIN
TYcepTaliHii  poOoTi, aaga Toro, moO0 TmepexiJy MK CcTaHaMHd TIOBHICTIO OyB
BiTOOpaKeHUM y peecTparllii, MoJis MYCUTh MaTH TPHUBAIICTh K MIHIMyM y 4 pasu
JIOBIIOIO 32 yac o poByBaHHs, 1110 cTaHOBUTH 200 Mkc. Takum unHOM, 1 ctan Cy, 1 cTaH
C, reHepyloTh IIyM B pEECTpalliiX IMMOOJMHOKMX KaHATIB 1 BHU3HAYAIOTH (HOpMY
aAMIUTITYIHOT TICTOTpaMHM MIX JBOMa DPIBHSAMHU MPOBIAHOCTI (3aKPUTOTO 1 BiIKPUTOTO
crany). Cran C;3 BiamoBimae 3a “diziosoriudy” (yHKIIIO 10HHOTO KaHally, OCKUIbKU
NOBHICTIO Bu3Hayae akTuBHICTH (P,) LCC-xananiB. Ile mae HaMm mijgcTaBu 3poOWTH
OPUIMYLIEHHS, 110 HAWMTOBUIBHIIIUN CTaH BIJHOCUTBCS JO CTPYKTYPH 10HHOTO KaHalla, sKa
BUKOHYE (PYHKI[IIO BOPIT. SIKIIIO MPUMYIIEHHS BIpHE, TO PyX YaCTHHHU CTPYKTYpPH 10HHOTO
KaHaly, sKa BIJANOBIJA€E 3a BOPITHUNA MEXaHI3M, JOCUTh IHTEHCUBHUNU B YMOBaxX BEJIUKUX

3HA4YCHBb ITO3UTHUBHOI'O HOTGHHiaHy.

Tabnuys 4.1
Cran [TosutuBHI notexmianmu (+80 MB) Herarusni notenmianu (—80 MB)
KIHCTIHHOL YacrtoTa YacrtoTa
MoAe BUHUKHEHHS OI1H t BUHUKHEHHS MMOI1i t

O
(IIBUAKHMA qacTo 25 MKC qacTo 104 mxkc
BIIKPUTHUIA)
Cy
(BUIKMIMA JTyK€ 4acTo 1,4 mxc ITy>KE€ 4acTo 3,3 MKC
3aKPUTHI)
C
(cepenniit 4acTo 20 MKC piIKO 111 mxc
3aKpUTHI)
Cs HEMOKIJIUBO
(TOBLTEHUIM TTy’Ke P1AKO 119 Mxc TTy’Ke P1IAKO ineHTrdiKyBaTH/
3aKPUTHI) 5,56 ¢ (—40 mB)
S . HEMOKIIBO HEMOXKIIUBO
(IIBU KM 4acTo 105 Mkc . ) : )

. 11eHTUIKYBaTH | 1AEHTU(IKYBaTH
IT1JIP1BEHb )

Bukiukae iHTepec MOXIMBA POJIb CTPYKTYP, SIKI BIAMNOBIAAIOTH 33 HAsBHICTh CTaHIB
C,, Ta C, y BcTaHOBIIEHIN aJ€KBaTHIN KIHETUYHIM Mozeni. Y momepeaHiii poOoTi Oyio

MOKa3aHo, IO MYTalllsl aMiHOKHCIOTH S€erd2, sika BIANMOBIIAE 3a PETYJSIII0 THYYKOCTI
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celeKTUBHOTO (pinmbTpa y OakTepiasibHMX Kallie€BHX KaHamiB Kcv, mpuU3BOAUTH 10 3MiHH
3QJIC)KHOCT1 IIBUJKOCTI TEPEXOoay 10 OCHOBHOI'O BIJKPHUTOTO CTaHY BIJ CEPEIHBOTO
3aKpUTOTO CTaHy, KU XapaKTEePHU3YEThCS YacoM KUTTS npuOmuszno 100 mxc [244] y
niama3oHi moteHmiamiB Bix -160 MB mo +160 mB. J{ns LCC-kananiB Takiidi TpUBaJIOCTI
nepeOyBaHHs BignoBigae ctaH C, y BCTaHOBJCHIN B 11 poOOTI aJeKBaTHIA KIHETUYHIN
Moneni, ockimpku 1 ctany C; Takumii yac Ha 2-3 mopsaka wMeHmmid. [Iporte
MIITBEP/PKEHHS a00 CHpPOCTYBAaHHS III€i TIMOTE3W MOXJIMBE JIUINE 3 BUKOPHUCTAHHAIM
MOJICKYJIIPHUX METOJIB Ta JIMIIE ICIISA TOTO, SK BIACTHCS BCTAHOBUTH MOJIEKYJISPHY

1ineaTuuHicTs LCC-KaHamiB.

4.1.4. IloTeHuiaa-3ajie;xHuil miapiBeHb MPOBiTHOCTI

LCC-kananu MIiCTATh YUCENbHI MAPIBHI, SIKI 3HAYHO BIAPI3HIIOTHCS MK COOOIO K
M0 TPUBAJIOCTI, TaKk 1 mo aMIuniTyal ctpyMmy. LlikaBoro oco6muBicTio LCC-kaHamiB €
BUHMKHEHHSI 4YacTO IOBTOPIOBAHOTO IIJPiBHA HA MO3MTUBHHX IOTEHIianax. Koro
HasIBHICTh OyJa JOCHUTh HECIOIBAHOIO, OCKUIBKM HA MO3WTHMBHHUX MOTEHIadaxX pO3MOALI
MO TMOYaTKOBO, MPHU BI3yaIbHOMY aHami3l, BUMISAaB oaHOpinHUM. Kinetnyna
NOBe/IiHKa 0aratb0X KaHAJIB BKJIFOYAE pi3HI cTaHu mianmposigHocTi [289]. Moxusi
MOSICHEHHS MIAPIBHIB, MOB'3aHOI 3 KOH(MOPMAI[IHHUMU TIEPEX0aMH, IO BIUIMBAIOTh HA
IUIAX TPOBEJCHHS 10HIB — 1€ MEpPEeMIllleHHS CYyOOJMHMIIbL KaHAly y BIJINOBIb Ha IO
MOTEHIIIATy IiJ] Yac aKTHUBAIlll Ta JCaKTHBAllli KaHaJiB a0o0 3B'A3yBaHHs JiraumiB [245,
290]. Hesxi migpiBai LCC-kaHamiB qy»e KOPOTKi, a iHII TPUBAIOThH KiJIbKa MITICEKYH/I.
Jns xaHamiB sijepHOi 00O0JOHKM HAsSBHICTH MiAPIBHIB OYJI0 OMHMCAHO Ha MPOHYKJEycax
muni Ta saep nedinku [55]. K'-cenextusnuii kanan 3 nposiguictio 200 nC Ha MeMOpani
Spa MPOHYKJICYCIB 3HAXOAMBCS y MOBHICTIO BiIKpUTOMY cTaHi juiie 10% BiJ 3aranbHOro
yacy 3anucy. 'ictorpama amMIuiiTyau CTpyMy IMOKa3ajia JBa YITKO BIJIOKPEMIJICHUX IIKH:
OJIUH HAJICKaB JI0 CTaHy MaKCHUMaJbHOI MPOBIHOCTI, a THIINI BBAXKAETHCS MiJIPIBHEM 3
npoBiHicTIO Tprbau3HO 55 nC. [HII MiApiBHI MUX SAESPHUX KaHATIB TPAIIISIIUCS PIiJIKO,
TOMY iX HE MOKHa OyJIO BIIPI3HUTH HA aMILTITYAHUX ricTrorpamax. Takoxk MOBIAOMIISAIOCS
po TiAPiBEHb KaHATy, 3apEeECTPOBAHOTO HE OUTIMIAHHMX IIapax, OTPUMAHOTO 3 BE3HKYII

ER 3 mpoBignicTio npubmm3no 60% Big ocHOBHOTO piBHA ctpymy [291]. HaiiGinbmm
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nomupennid migpiBeHb LCC-kanamiB gyke KOPOTKMM MO TPUBAJIOCTI 1 MOXe OyTH
OXapaKTEePU30BaHUH SIK IMIBUJIKI MOIi, [0 HE JOCATAIOTh MOBHOTO PIBHS IPOBITHOCTI, 3
amIutiTynor0 mpubian3Ho 50% Big OCHOBHOTO PIBHS CTPyMy, ajie aHall3 aMIUTITYIHOI
ricTorpaMu, 3 BUKOPHCTaHHSAM METOJy aHajli3y [-po3mojuly, 4iTKO IOKa3aB HasBHICTb
HiIPIBHIO HA O3UTHUBHUX moTeHnianax (Puc. 3.26). 3arajibHa TPUBAIICTh IBOTO ITiIPiBHIO
CTAHOBUTH YK€ MaJly YacTKy BiJl 3arajbHOi aKTHBHOCTI BIAKPUTOrO CTaHy. B Hamomy
BUMAJKy, OCHOBHUH piBeHb npoBigHOCTI LCC-kaHaliB € mnepeBakalouuM TMOPIBHSIHO 3
KaHaJIaMU JIepHOI MeMOpaHu, ONMMCAaHUMHU Ha MPOHYKJIeycl. BupakeHa 3aJie’KHICTh BiJl
NOTEHI[IaTy BKa3ye Ha Te, 10 TAKUW THUII MIAPIBHA CTA€ QYK€ PIAKICHUM Ha HEraTUBHUX
MOTEHI[laNax, 1 TOMy HOTro He MOXHa PO3PI3HUTH Ha aMIUTITYHINA ricTorpami. [Ipu meHn
BUPKCHUX HETaTUBHUX MOTEHIIaIax MeMOpaHu Hix -40 MB criiBBITHOIIIEHHSI CUTHAITY 10
IIYMy 3aHAJITO HU3bKE JJIA BUSBJICHHS Ta XapaKTepuCTUKH Oyab-skux mnoxiit LCC-
KaHamiB. [HON migpiBHI 3 PI3HUMH aMIUTITylaMH Ta TPUBAIICTIO OYyJIU PIAKICHUMU
SBUIIIAMH Ta HEJAOCTATHIMH I BKItOUeHHs B aHami3. Jleski mimpiBai LCC-kanamiB
3'SIBUTUCSL TIepe]] BIIKPUBAHHSM Ta 3aKpUBAHHSIM KaHaIy, CXOXeE JI0 TOTO, SIK Iie OyIo
onucaHo JiIs moaionux miapiBHiB BK kanamis [245].

VY neskux BUMAAKax MOJii, CXOX1 Ha MiAPIBEHb, MOXYTh 3'SIBISTUCS SK HACIIIOK
HEJIOCTAaTHBOI PO3LIBLHOI 31aTHOCTI. Ile mBuaKI moxdli, BAHUKHEHHS SKUX € HaCJiIKOM
CIIOTBOPEHHSI CUTHAIy, ajieé 3a JOTMOMOTOI0 MOJENIIOBaHHS Oylo BHU3HAUEHO, IO BOHH,
HaCIpaB/i, BiNOBIIAI0Th MOBHICTIO 3aKkpuToMy ctany [238]. Hanpuknan, nepenbadanocs,
o0 BCI CTaHW, SKI BUKIUKAIOTh €(EKTH MEpPEXTIHHSA, OMNUCaHl M1 PelenTopiB
aleTUIIXOJIIHY, MOKYTh OYTH BHU3HAYEHI SIK 3aKPUTI CTAHU 3 HEIOCTATHHOI PO3JILILHOIO
3maTHicTiO [292], a He miapiBHi. [Tigpiens LCC-kaHamiB, skuii NPUCYTHIN Ha MO3UTHBHHUX
NOTEHI[laNaX, CTBOPIOE MIK Ha aMIUTITYJIHIA TicTOrpaMi, SKUH MOKHA BIJOKPEMHUTH BiJl
IJ1aTo, M0 YTBOPEHE MOMISIMHU 1HIIMX CTaHiB. TakuM YHMHOM, BUKOPWUCTAHHS aHamizy [-
pPO3MOMUTY BUKJIIOYAE BpaxyBaHHS MOMMIIKOBOTO MiPIBHIO, SIKWM HACIIPaBIl MOXe OyTu
MOBHICTIO 3aKPUTHM CTaHOM, IIO0 CHOTBOPEHUN CHCTEMOIO peecTpallii, OCKUIbKK TakKi
MiApiBHI MaloTh 30BCIM IHIIY CHOPAaBXHIO AaMIUNTYQy CTPyMy, sKka aOCOJIOTHO

BIJIPI3HAIOTHCS BiJl aMILIITYAU 1HIIUX CTaHIB MPOBIAHOCTI B Mozeni Mapkosa.
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Y OinbLIOCTI NOCHIIXKEHb A BHUSIBICHHSA MIAPIBHIO BUKOPHUCTOBYIOTHCS PIi3HI
METO/IM, 3aCHOBAaHI Ha BUsABJIEHHI mNoporoBux mnonii. Hampuknan, [lpbonep Ta iH.
BUKOPUCTOBYBAIIM JIETEKTOP XIHKJI JUIsi BU3HAYCHHs po3noaury miapiHiB [293]. B miit
po06oTi He OyJI0 BUKOPUCTAHO IMOPOTOBUN JAETEKTOp ab0 JOJATKOBUW alITrOpPUTM JIs
OITIHKH MiApiBHIO. /[0 moyaTKy aHayli3y MM HE MaJd HISIKOTO YSBJICHHS PO Te, IO Cepell
MO 3 BUCOKOI MIBUIKICTIO HAa TIO3UTUBHUX TOTEHIIAJIaX HACIMPaBJi MOXKe OyTH CTaH
MIAMPOBITHOCTI. PO3pi3HEHHS MK MIBUAKMMHU 3aKPUBAHHIMU Ta IIBUJIKUM IT1JIpIBHEM HE €
OYEBHJHMM IPH MOYATKOBOMY IOMNEPEIHbOMY aHaII31 PENpPE3eHTATUBHUX peecTpalii 1
HOoro BUSBJICHHS BHMAarae yBaKHOro aHamidy npanux [245]. Ilicms Garatopa3oBoro
MOBTOPHOTO aHajizy aMIUIiTyiHux rictorpam LCC-kaHamniB npy MO3UTUBHUX MOTEHITIATAX
3 BUKOPUCTAHHSAM PI3HUX KOHCTAHT IIBHAKOCTI sl TOOYI0BU Mojielilt MapkoBa He 0yJio
30iry €KCHEepUMEHTAIBHOI Ta TECOPETUYHOI aMIUTITYJHOI TICTOTpamu, IO MPHU3BEI0 0
OPUMYIIEHHS, [0 TMEeBHI TMOAll MOXYyTh OYTH BHUKIMKAHI SKAMOCH IHIIHUM
KOH(OpMALIMHUM CTAaHOM, SIKMA Ma€ IHIIYy aMIUNITYAY HIDXK TOBHICTIO 3aKpUTHHA Ta
BIIKpUTUN PiBHI MpOBigHOCTI. Ilicns 1poro mpunyiieHHs Oyio BHECEHO 3HAYCHHS IS
MiJPIBHIO, BU3HAYEHOTO 3a JIONMOMOTOI0 iTepalliftHoro Metoay. Jluiie y 1mpoMy BUMAIKY
OyB HaWkpamui 30ir TEOPETUYHOI Ta EKCIEPUMEHTAIbHOI TICTOTpaMH, IO
MIATBEPKYBAJIO TOIMEPEHIO TINMoTe3y Mpo HAasSBHICTH MiApiBHA. B pesymnpraTi Oyio
BCTAHOBJIEHO, 1110 MEBHA JUISTHKA aMIUNTYJHOI TICTOTpaMH, SIKa 3HaXOAMUTHCS MICIS IMIKY
BIJIKDUTOTO CTaHY, TEHEPYETHCA 32 PaXyHOK aMIUTITY/IU CTPyMYy, IO BIAMOBIAA€E MAPIBHIO
(Puc. 3.26).

OueBuHO, 10 1EH MiApiBEHb BU3HAYA€E I11e oauH ctaH koHdopmarli LCC-kanany
Tak camo, SK 1 1HIII CTaHW B Mojaelli MapkoBa. BuHukae mutaHHs, 10 SKUX CTPYKTYp
10HHOTO KaHally HajeXaTb KOH(OpMaliiHi 3MiHHM, skl crnpuuuHwid migpiBHl LCC-
kaHaiB? {7151 OsICHEHHS IILOTO SIBUINA B IHINUX THITIB KaHAJIB OyJIO 3alIPOTIOHOBAHO Pi3HI
rinoTe3u, BKIOYA0YH 0araTomnopoBy CTPYKTYpy ioHHOTO KaHaiy [294, 295], mo mi3Hime
oyno miarBepmkeHo aius CLC (aBomoposi xmopuaHi kaHanu) [296]. HasBHIiCTh mipiBHIB
10HHMX KaHAJIIB HE € HEOOX1THUM ITOKAa3HUKOM TOTO, II0 OAWH 10HHHUI KaHal Ma€ OlIbIIIe
Hik oguy mopy [297]. LCC-kananu Oijibllly 4aCTHHY 4Yacy NEPEeXOATh MK IMOBHICTIO

BIAKPUTUM Ta 3aKpUTUM cTaHamu 3 mpoBiAHicTIO npubmu3Ho 200 nC 1 mepexonsTsh 10
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MiPIBHIB HAa MO3WTHBHUX MOTEHIIaNax MeHme HiK B 10% Bix 3araJibHOTO 4acy, TOMY
MaJIONMOBIPHO, 1110 BOHHU MPOBOJSATH 10HU SK JBOMOPOBI 10HHI KaHaiM 3 cimeiictBa CLC.
TakuM yuHOM, MOXXHA MPUITYCTUTH, IO HaWmommpeHimmii miapiBeHs LCC-kanamiB
1HIYKOBaHUH SKUMOCH I1HIIUM (hakTopoM. Byno BHCIOBIEHO TimOTe3y, IO IMiJAPIBHI,
BUsBIeHI B KamieBomy KkaHami (Kv2.1), 3amexars Big KoH(MOpMaliMHUX 3MIH 13
3aITydeHHSIM OJ/IHI€T a00 TBOX CyOOIWHUITH 3aMICTh 4 CyOOIWHHUIIh OJTHOYACHO, K I1e OyII0
nepeadaveHo paHilie KJIaCHYHOIO TEOPI€I0, MPEACTaBIcHO0 X0HKKIHUM Ta Xakcii [298],
BHACJIIIOK YOTO 3MIHIOETHCS MUISX MPOHUKHEHHS 10HIB, IO MPU3BOAUTH /10 3MEHILICHHS
MOBHOTO PIiBHS MPOBIIHOCTI J0 cTaHy mignpoBigHocti [299]. [li3Hime Oyno d9iTKO
IPOJIEMOHCTPOBAHO, [0 MEXaHI3M TOSBU MIJIPIBHIO 3aJIekKUTh BiJl KoH(opmarlii mopu. Y
IbOMY BHUIIAJIKy 10HM NPOXOJATh HAa PIBHAX MIANPOBIIHOCTI MPH MOTEHLIanax, KOJHU
BHUCOKOIIOPOTOBl CyOOJMUHUIII HE OYyJIM aKTUBOBaHI, a KaHal JOCSITa€ MaKCHUMAaJbHOTO
BIJIKDUTOTO PIBHA JIMIIE TOJI, KOJU BCl YOTHPU CYOOJTUHUINl AKTUBYIOTHCS, IO CIPHUSIE
HaliOoTeIn  cTabinpHId  KoH(oOpMmarii kaHamy. Kpim Ttoro, wmytamii y VSD
KaHAJIOYTBOPIOIOYOTro KoMmIuiekcy |K-kanamiB mokazanu, 110 mosiBa MiApiBHIB BIAMOBIIAE
akTuBalii MeHie 4-x cyooaunauis kaHany [300]. IlimkoM MOXIHBO, 110 Pi3HI MiApiBHI
LCC-kananmiB MOXYyTh 3'SIBISTUCS BHACHIJOK PI3HUX 3MIH KOH(MOpMaIli, BKIIOYAOYU
rJI00aJIbHI 3MIHU TaKl SIK PyX CyOOJIMHHUIIb, TAK CaMO, SIK 1 MEHII 1CTOTHI 3MiHH Y (PiIbTp1
CEJIEKTUBHOCTI.

Takum urHOM, MOJieTb MapKkoBa, CTBOpEHA Ha OCHOBI aHaTI3y B-po3moainy, Hajgae
MOXJIMBOCTI 1HTeprpeTalii cTpykTypHux 3miH LCC-kananiB, mo BiIOYyBarOThCA
BHACIIJIOK MOAYJALIT TPAaHCMEMOPAHHUM MOTEHLIATIOM. SICKpaBUM MPUKIAJAOM LBOTO €
CTaH MiMPOBIAHOCTI, SKUW MPOSBISETHCS HA TO3UTUBHUX MOTEHITIANAX, B TOW Yac sIK MPU
J1i HEraTUBHUX TMOTEHIIATIB 3yCTPIYA€ThCS HACTLIBKU PIJIKO, IO HOTO HasSBHICTH
HEMOXJIUBO 17eHTUudiIKyBaTH. lle Moxke BKkasyBatum Ha ocobnuBicTh cTpykTypu LCC-
KaHaJiB, sSIka BKJIFOYA€ KOMIIOHEHT, 110 BIUIMBAE HA PyX 10HIB B 3aJICKHOCTI BiJ] 3aJJaHOTO

MeMOpPaHHOTO MOTEHLIANTy Ta BUKJIMKA€ BUHUKHEHHS HEITOBHOTO PiBHS MTPOBIAHOCTI.
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4.2. Moayasuisa LCC-kananiB MIBUIKUMH Ta NOBUILHUMH 0JI0KaTOPpaMu

byno mnoxkazano, mo wMoxynsamis LCC-kanamiB Moke 31HCHIOBATHCS IUISIXOM
OJIOKYBaHHSI CIIOYKaMH, SIKi MO-Pi3HOMY BIUTMBAIOTh HAa KIHETHUKY KaHaNIB, BUKIMKAIOUH
HIBUJIKE Ta OBIIbHE OJOKYBaHHS.

[lepm 3a Bce, MBUAKI OJIOKATOPH XapaKTEPU3YIOTHCA 3MEHIICHHSM IMPOBITHOCTI
KaHajiB, [0 MOXHa BHM3HAUUTH 3a JIOMOMOTOI0 AaMIUIITYJAHOI TICTOTpamH, SKi
BiIoOpakaroTh "BUAMMY'" aMIUIITYyAy CTPyMy, sIKa 3MEHIIYETbCS BHACIIJIOK OOpPOOKH
aHAJIOTOBOTO0 CUTHAY HU(POBUM TmepeTBoproBadeM. BiamoBiHO, po3AiiabHA 3JAaTHICTh
HampsMy 3ajJeXuTh BII (UIBTpY Ta OUU(PYBAaHHS CHTHAlTy, IO HAIXOAUTh BIiJ
nijcuwioBaya. HaTomicTh, MOBUTBHUME OJIOKATOpaMH BBAXKAIOTHCS TakKl, M0 30UIBIITYIOThH
TPUBAJICTh MepeOyBaHHS MOOJUHOKAX KaHAIIB Y CTaHi 3 HYJIBOBOKO NpOBiAHICTIO [61] 1
TaKMM YMHOM BIUIUB HU3bKOI PO3IBHOI 3JJaTHOCTI B I[bOMY BHUIAJKy MOXKE OyTH MEHIII
CyTTe€BUM. SIK MIBHJKI, TaK 1 MOBUIbHI OJIOKATOPHM MOXYTh MaTH Pi3HI MEXaHI3MU Ii.
[103UTUBHO 3apsA/KEHUN OJIOKATOP MPUTATYETHCS HEraTUBHUM 3apsA/ioM Ha MeMOpaHi,
NOTPAIISIIOYd B TMOJ€ Jii TOTEHIIally B TOpI 10HHOTO KaHally, TaKUM YHHOM,
MEPENTKO/KAIOYN PYXY 10HIB JI0 AKUX CEICKTUBHUIN TaHWU THIT KaHATY.

VY IoCHiPKEHUX EKCTpaKTaX OTPYT MICTUIIMCS KOMIIOHEHTHU, SKI BUKIUKAIU SIK
IIBUJIKE TakK 1 MOBUIbHE OIOKyBaHHs. HalOuIbll OgHOPIIHUM BUJABABCS BIUIMB OTPYTH
ckopriona H. Laoticus (Puc. 3.2), ockisibku B pe3ysbTaTi HOro Jii BUHUKAIO BUKIFOYHO
mBUKE OJIOKYBaHHA. B OTpyTI MICTUTBHCS CyMIlll KOMIIOHEHTIB, SIKI MOXYThb 30BCIM TIO-
pizHomy BrunBat Ha LCC-xananu 1 matu pi3Hy adinHicTb. MOXKHA MPUITYCTUTH, IO B
11 OTPYTI MICTUTBCSI KOMIIOHEHT, SIKUI: a) €MWHUMN 3 yCIX 1HIIMX BIUIMBAE HA MPOBIIHICTD
LCC-kananiB; 0) mae HaiOLIbITy adiHHICTH Cepell yCiX 1HIIMX, TaK M0 3B’SI3YIOYUCH 3
KaHAJIOM MEepPEeKpUBAE MOXJIMBUN BIUIMB BCIX 1HIIMX KOMIIOHEHTIB. HaTomicTh oTpyTH
KOOpH Ta KpaiiTa HMOBIPHO MICTHIIM JCKIJTbKa KOMIIOHEHTIB, K1 MO-PI3HOMY BIUIMBAJIA HA
LCC-kanamu. Otpyra koOpu (Puc. 3.4) cwibHO 3MeHiyBana P, BHKJIMKAIOUU
BUHUKHCHHS IyX€ TPUBAIUX OJIOKOBAaHUX CTaHiB. B Toil >ke wYac, BIAKPUTUN CTaH
nepepuBaBcs MIBUAKUMU MOIIMU OJI0KyBaHHs, cTBoprotoun edekT flicker-6moky, ane npu
IIbOMY ITIKOBa aMIUTITyJla CTPyMYy 3MIHIOBajacsi MEHIIIE Yy MOPIBHSAHHI 3 BIUIMBOM IHIIIMX

orpyt (Tabmums 3.1). Orpyra kpaiita (Puc. 3.3) BukiIMKaia BIUIMB, CXOXKHIA Ha TOBUILHE
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OJIOKyBaHHS, ajie TIPH I[bOMY OJHOYACHO 3MEHIIIyBajacsl aMIuIiTyna crpymy. Llikaso, 1o
TaKe 3MEHIIEHHS aMIUTITyau He cynpoBokyBasiocs flicker-61okom, TOOTO HE BUHUKAIO
BUJIMMUX MIBUAKAX TEPEXOAIB MDK 3aKPUTHM Ta OJIOKOBAaHWM CTAHOM, aji€é YacTKOBO
CYNPOBOXKYBAJIOCS 30LIBIICHHSAM IIYMYy BIJIKPUTOTO CTaHy, L0 MOXE 3HAYUTH, MO
MeBHUH KOMIIOHEHT OTPYTH BIUIMBAB 13 OLIBIION IIBUIKICTIO KOHCTAaHTH acolialli Ta
BHCOKOIO MIBUJKICTIO AHMCOLIalli y MOpiBHSIHHI 3 iHIUMH. Lli crocTtepexeHHsl BKa3ylOTh
Ha Te, 1110 B OTpyTaxX CKOpITIOHA, KOOpHU Ta KpalTa MPUCYTHI KOMIIOHEHTH, SIK1 BUKJIUKAIOTh
mBuake OmokyBanHs LCC-kanamiB, ame [il0Tb 3  PI3HUMH  KIHETHYHUMHU
XapakTepUCTHKaMU. JloMaTKoBO B OTpPyTax KOOpHM Ta KpalTa MOXKYTh MICTHUTHCS
KOMITOHEHTH, SKI BHUKIUKAIOTh TMOBLUIbHE ONoKyBaHHsA. OTpyTH JBOX Taiok Oyiu
Majoe(EKTUBHI, OCKIJIbKH BIUIMB IX KOMIIOHEHTIB MOKHA HPHUPIBHATH 10 MEXaHI3My
eKpaHyBaHHS, KU, B JAHOMY BUIIAJKYy, MOKE HaraJyBaTu MIBUJKE OJIOKyBaHHS.

OcCKUIbKH OKpeMi KOMIIOHEHTH 3 IUIICHUX OTPYT HE BUIIICHI, TO OMUC iX BIUIMBY
MO>KE CIIYTYBATH JIUIIE MOTEPEIHBOI0 OIMIHKOIO ISl TIOIAIbI0I pOOOTH 1O BU3HAYCHHIO
BrucokoadinHoro 61oxaropa mist LCC-kanamis.

[oHM ragoiHiio, TAJJIaMiH Ta TYOOKYpapuH MarOTh BU3HAYEHY MOJIEKYJISIpHY Macy 1
JUIS HAX MOKe OyTH o0YmcieHa piBHOBa)KHA KOHCTAHTA JMCOIIAI I XapaKTepUCTHKU
OimMosekymsipHOi B3aeMoii. L1 crionyku BUSIBIISIIA 03HAKH TTOPOBUX OJIOKATOPIB, ajie MaJln
pi3HY adiHHICTh. BruMB ramiaMiny mo4rMHaB pO3BUBATHUCS MPU MEHIIUX KOHUEHTpALsAX y
MOPIBHSHHI 3 IHIIMMH, a TaKOX BHSBIAB sickpaBo-BupaxeHuit flicker-6mok, Tomy
BUJIABABCSI HAUO1IBII I[IKAaBUM SIK MPUKJIAJ aHATI3Y IIBUIKUX MOIH.

B naniii po6oTi OyJi0 BCTaHOBIICHO, 1110 rajuiamiH BusBisie flicker-6510k 3 BUCOKUMU
3HAYCHHSIMHU KOHCTAHTH acolfiaiii Ta aucoriamii. AHami3 0710KyBaHHS OyB IPOBEICHUN 13
3acTOCyBaHHs BcTaHOBJIeHOI Mojieni LCC-kaHaniB 13 n1oaBaHHsIM 0JI0KOBaHOTO cTany. Lle
7710 MOMJIMBICTH JOCUTh TOYHO BU3HAYUTH (hapMaKOKIHETHYHI TapaMeTpu OJIOKYBaHHS.
OckiJIbKM KOHCTaHTa acolfiaiii Habarato BUIAa HIXK KOHCTAHTU TIEPEXOAY BiJl BIIKPUTOTO
CTaHy JI0 3aKPUTHUX CTaHIB i3 CEpeIHBOIO Ta MOBUIBHOIO IBHIKICTIO mepexomiB (C, 1 Cy),
TO TIPU BEJIMKUX KOHCTAHTAX acoIliallii KaHa TOCTaTHRO YacTo nepedyBae B 0JIOKOBAHOMY
cTaHl 1 Habarato pimme nepeOyBae B 3akpuTux craHax C, 1 Cs. TeopeTwuHi KpuBi

aMIUTITYIHUX T1CTOTpaMm 3 MiAi0paHMMHI KOHCTaHTaMH acollialii Ta IUCcoIialii ayxe 1o0pe
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HAKJIAJa€ThCS HA EKCIIEPUMEHTANbHI TOYKM aMIUIITYJHUX TICTOTpaM Ta BIANOBIIAIOTH
MiHIMaJbHOMY 3HadeHHIO cymu moxuOku (Puc. 3.33). Ile cBimuuTh mpo Te, 1m0 BUOpaHa
MOJIETIb YITKO OMUCYE MEXaHi3M OJIOKYBaHHS 3 JOJaBaHHSIM OJHOTO CTaHy OJIOKyBaHHS.
Takuii MexaHi3M BIUIMBY BKa3ye, 1[0 rajulaMiH € KJIAaCHYHUM IMOPOBUM OJIOKaTOpPOM Ta
npueaHyeThes 10 BiakpuToi nopu LCC-kaHany, TAKUM YHMHOM KaHajl HE MOXKE TIEPEUTH B
3BHYaiiH1 KOH(OPMaIIiifHI 3aKpUTI CTaHH, IOKH TaJUTaMiH HE BiA €AHA€ThCA. BpaxoByroun
pO3MIp MOJICKYJIM TajljlaMiHa, MOXHa mnpumyctut, 1mo mnopa LCC-xanamy 3 Ooky
HYKJICOTUTa3MH Ma€ JOCTAaTHHO BEIMKHI PO3MIp 3a YMOBH, IIO MOJIEKYyJla TajUIlaMiHy
MOBHICTIO POHUKAE B KAHAJL.

3HaueHHs z9 i raaminy ckiangae 0,922. lle mopiBHSHO BeIMKe 3HAYCHHS, SIKE
BKa3ye, 110 BIUIMB TajulaMiHy JOCHTb YYTJIMBHUHI 10 3MIHKM MEMOPaHHOrO IMOTEHIIamy.
OcCkiJIbKH 3apsii TaJiaMiny 3+, TO 13 30UIBIIEHHSM HEraTUBHOTO MOTEHIIATy MOJIEKYJia
CUWJIBHIIIE TPUTATYETHCS 10 MeMOpaHu, a 31 30UIBIIEHHAM MO3UTHUBHOTO MOTEHIIATY
CWIbHIIIE BIOIITOBXYEThCS. B nmaHiii poOOTI Oyno0 BCTAHOBJIEHO, INO BEIMYHMHA
piBHOBakHO1 koHcTanTu nucornaiii (Ky(0)) rammaminy BimHocHo Benuka (390 MxM),
NpOTE 3aBISKH BUCOKIM YYTJIIMBOCTI JO JAli MOTEHIady KOHCTaHTa JMCOLiaIli Mpu
noTeHIianax Menuie -80 MmB crae mentmioro 3a 10 MkM.

lannamin BUSBUBCA HaWOLIBII TMOTEHTHUM OJIOKATOPOM 3  YCIX PEUYOBHH,
e(heKTUBHICTh AKUX Oyja goBejeHa B 1iil po0oTi. Pazom 3 dTC 115 cronyka BiIHOCUTHCS
0 PpSAy HEISTONAPU3YIOUMX areHTIB areTHI-XOoJiHOBHX perentopiB. s nAchR
KIHIIEBOI IJIACTUHU CKEJETHUX M’S31B rajlaMiH, K 1 TyOOKypapHH, MOK€ BIUIUBATU SIK
KOHKYPCHTHUH aHTaroHicT Tak 1 mopoBui Onokarop [274, 301]. [ns LCC-kananis
rajylaMiH BUSBJISIE TOTCHIlAN-3aJIC)KHE OJIOKYBaHHS TIOpH, SKE PO3BUBAETHCS 13
30UIBIIICHHSIM KOHIIGHTpAllili, a KOHCTaHTa JucoIliaiii OJiokaTopa HE 3aJICKUTh BIJ
KOHIIGHTpAIlli, [0 BKa3ye Ha BIJACYTHICTh IHIIMX CaWTIB 3B’si3yBaHHs. Bimomo, 110
CJICKTPUYHE TI0JIE PO3MOJAUIAETHCA B3JI0BXK 10HHOTO KaHally HepiBHOMIpHO. lle o3Hauae,
IO €JIEKTpUYHA TUCTaHLIsg OJIOKYBaHHA JIMILE MPUOIU3HO CBIIYUTH PO JIOKALIO CAUTY
3B’s3yBaHHA AJis O0KkaTopa. TUM He MeHIe, HasBHICTh edekTy rautaminy npu +80 mB 3

BEJIMKOIO MMOBIPHICTIO BKa3ye Ha Te, 110 BiH HerIMOOKo npoHukae B nopy LCC-kanany, y
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MOPIBHSHHI 3 TAMOTIHIEM, SIKUW HE BIUIMBAE B AHAJIOTIYHIN KOHIICHTpAIlli MTPU MOTEHITIal
+40 MB.

Sx ramnmamid, Tak 1 dTC MaioTh BENUKY KUIBKICTh MilleHelW B oprasizmi. Kpim
aneTmi-xoniHoBux perentopiB dTC BIJMBae B pi3HUX KOHIEHTPAIISIX Ha BEIUKY
KUIBKICTh 10HHHMX KaHaJliB Ta PELENTOpIiB, 5Kl MAalOTh 30BCIM PI3HY CTPYKTYpPY, IO HE
JTWBHO, Oepydd 10 yBaru, IO I aJKajoid, SKU 3a3HaBaB 3MIHMA MPUPOTHUM IUIIXOM
MPOTATOM E€BOJIIOIIII, 3 METOI BpakKaTH SK MOKHa Olbllle MillleHelH B OpraHi3mi >KMBUX
1cTOT. CHHTETUYHMI TrajulaMiH Ma€e IPOCTIIY CTPYKTYPY 1 BIUIMBA€ HA MEHIIY KUIbKICTh
mimienet y nopiBasHHI 3 dTC (3a BigomocTsimu Ha 2019 pik). I'amnamin epexkTUBHO
0JIOKye Maumi KaJbIliii-akTiBOBaH1 KaiieBl kaHaimu 3 1Csg Bix 3 10 98 MKM B 3aiexHOCTI
Bix miaruny [302, 303], a Takok TiyTaMaT-aKTUBOBaHI CHHANTHYHI KaHAId B
koHnentpaii g0 5 MkM [304]. Ky4(0) ramnaminy ans LCC-kananiB cranoButh 390 MM,
BI/IMOBIHO, TaJUIaMiH Ma€ TOPIBHSAHO MeHIMy cropigHeHicTh A0 LCC-kaHamiB HIXK /10
BUILE€3a3HAYEHUX KaHAJIB, [0 MOKE CBITUYMTH PO BIAMIHHOCTI B CTPYKTYpP1 LUX KaHAJIB,
3a YMOBU OUIBIII JETAILHOTO TOPIBHSHHS MEXaH13My OJIOKYBaHHS, sIK 1€ Oyyo 3pobiieHo,
Hanpukian, st BrumBy dTC Ha BK ta K, 3 kanamm [305].

OTxe, KOPOTKO MiACYyMOBYHOUH, MOXxHa 3akimountd, 1o LCC-kanamu MaroTh
CKJIAJIHY KIHETHYHY TOBeMIHKY. OCHOBHAa MOJENIbh CKIQJA€ThCd 3 S5 CTaHIB: OJUH
BIIKPUTHI, OAWH MiApiBeHb 1 Tpu 3akputux. Kpim ocHoBHHX cTaHiB kiHeTmka LCC-
KaHaJIIB BKJIIOYA€ BEIUKY KUIBKICTh IHINUX CTaHIB MPOBIAHOCTI, 5Kl JAyXe BIIPI3HIIOTHCS
MK coOoro. CTBOpUTH aJeKBaTHY Mojelb MapkoBa BIajgocs 3a JOIMOMOIOIO
BUKOPUCTaHHS aHajizy P-po3nojily, SKUW JO03BOJISE OI[IHUTH KOHCTAaHTH IIBHJIKOCTEU
NEepexo/iB, YacToTa BUHUKHEHHS SKUX HabaraTo OuIblIa 3a YacTOTY pPEECTPYIOUOi
cucteMu. EQEeKTUBHICTH 3aCTOCYBaHHSI IILOTO IMOTYXXHOTO AaHAIITUYHOTO METOay Oysa
MPOJIEMOHCTPOBaHA Ha TpHKIaAl MmBUAKOTO OnokyBaHHs LCC-kanamiB ramiamMiHOM.
Monens MapkoBa nependadae, 1mo rajuiaMmii — KJIacuIHui nmoposuit 6iokatop mist LCC-
KaHaJIB, KU MPOSBIISIE YITKY 3aJIKHICTh KOHCTAHTH acoIliallii BiJl KOHIIEHTpAIlli Ta Mae
SCKpaBO BUPaKEHUN MOTeHIan-3anexHuil edexrt. Takox, B miii poOOTI B pe3ynbTari
CKpUHIHTY OYJIO BIIEpIlle BHUSBJICHO JEKUIbKA IHIIMX MOTEHTHUX OJIOKATOpiB, a came

TyOOKypapHH Ta raJIoJiHil, K1 Mo-p13HOMY MOAYII0I0Th KiHeTuKy LCC-kananis.
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BUCHOBKHA

BiamnoBiiHO 70 MOCTaBIEHUMX METH 1 3aBAaHb BCTAHOBJICHO IMapaMeTpu 3MIHU
TpancMeMOpanHux ctpyMiB LCC-kananiB BHYTpilmHb0i MeMOpaHu HeipoHiB [lypkiHbe
MO304Ka IIypiB IiJl BIUVIABOM MOAYJIIOIOUUX (PAKTOPIB Pi3HOI NPUPOAH. 3 BUKOPUCTAHHSIM
aHajizy B-po3nojaury cTBOpeHo KiHeTH4HY Mojieiab LCC-kaHaniB Ta BU3HAUY€HO MEXaHI3M
BITUBY IIBUIKOTO OJIOKaTOpa rajuraMmina.

1. BusBneno mnepumii Onokatop LCC-kanamiB d-tybokypapun (dTC). Takox
BCTaHOBJICHO, 110 Onokatopu LCC-kaHamiB MICTITBCS cepell KOMIIOHEHTIB MPUPOTHUX
oTpyT ckopmiona micoBoro (H. laoticus), koopu monoxeBoi (N. kaouthia) Ta xpaiita
crpiukoBoro (B. fasciatus). Kpim toro, edexkruBuumu Onokaropamu LCC-kaHamiB €
rajulamiH Ta 10HU TaJI0JIHIIO.

2. dTC rta ramnamin 1eMOHCTPYIOTh XapaKTEPUCTUKHU MIBUIKUX OJOKATOPIB, B TOM Yac K
10HHM TaJI0JIIHIIO € MOPIBHAHO MOBUILHUMU OJokatopamu. [lis BCix 1ux OJ0KaTOpIB HA
LCC-kanany 3aeKuTh BiJl IPUKIAACHOTO TPAHCMEMOPAHHOTO ITOTEHITIAY.

3. Cmpomiena kiHetnyHa Mojaeiab LCC-kaHamiB, sika CKIaga€eThes 3 JBOX CTaHIB, OJHOTO
BIJIKPUTOTO Ta OJHOTO OJIOKOBAHOTO, MpHUJAATHA MJIA OIIHKK (hapMaKOAWHAMIYHHUX
XapaKTEPUCTUK MOJICKYJISIPHOT B3a€MOJIIi MK JTaHUM 10HHUM KaHAJOM Ta IIBUJIKUM
0JIOKAaTOpOM JIMIIIE 3a YMOBHM BEJIMKHX 3HAUYCHb KOHCTAHTH acolfiamii OJiokaTopa.
JloBeneHo, 110 Y BUIMAJKYy OJIOKYBaHHS rajulaMiHOM 3 OOKY HYKJIEOIUIa3MH Iii YMOBHU
3aJI0BOJIBHSIFOTHCS TIPU BUCOKUX KOHIIGHTpAIlIAX OJIOKaTOpa Ta HETAaTUBHUX 3HAYEHHSX
TPaHCMEMOPAHHOTO MOTEHITIATY.

4. Brnepiie cTBopeHa KiHeTM4YHa Mojenb MapkoBa mis LCC-kananiB, ska aaeKBaTHO
omucye (uykTyarii cTpymy depe3 KaHald, M0 BIAKPUBAE IMUPOKI MOMKIMBOCTI IS
noaanbmux (Hi310JI0rYHUX Ta (HapMaAKOJOTIYHUX JOCHIIKEHb IMX KaHaiiB. OCHOBHa
TOTIOJNIOTSI MOJIETI CKJIAJIAETHCS 3 OJTHOTO BIAKPUTOTO CTaHY, OJIHOTO IMiIPIBHS Ta TPhOX
3aKpUTHX CTaHiB. Mojenb mnepeadadae, mo MEPexXoad MiXK OCHOBHUMH 3aKPUTHMHU
CTaHaMH Ta MiJApiBHEM BiAOYBAalOThCS TUIBKH uUepe3 BIAKpUTHM cTaH. BcraHOBIIEHO

3aNeKHICTh KIHETMYHUX MapaMeTpiB MEPeXOiB 3aKpUTUX CTaHIB 1 MIAPIBHA [0



128

BIIKPUTOTO CTaHy Ta B 3BOPOTHOMY HamNpsSMKY BiJ MPUKIAJACHOTO TPAHCMEMOPAHHOTO
MOTEHITIAITY.

Ha mpuxiai BIMBY TajulaMiHy OXapakTepu30BaHO Moy w0 ctpymiB LCC-kanamis
MIBUAKKAM OJIOKATOPOM. 3a JOTIOMOTOI0 aHai3y -po3Moally Ta CTBOPEHOI KIHETUYHOT
MOJIeJII BU3HAUYE€HO KOHCTAHTH IMIBUAKOCTI acoriallii Ta aucorriamii 61okyBanns LCC-
KaHaliB TraylaMiHOM; 4YacoOBI XapaKTEpPUCTUKH OCTaHHIX TPOIECIB  3HAUHO
NEPEBUIYIOTh YaCOBY PO3JUIbHY 3/aTHICTh PEECTPYIOUOI CUCTEMH. BcTaHOBIIEHO
3QJIEKHICTh PIBHOBAXXHOI KOHCTAaHTH JAMCOLIalli ramiamiHy BiJ NPUKIAIEHOTO
TpaHcMeMOpaHHOTro moTeHmiany. [lokazaHo, mo ramiamin Onokye LCC-xanamm 3a

MEXaH13MOM JI1i KJIACHYHOTO TTOPOBOTO OJIOKATOpA.
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