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JlucepTallMOHHUAT Tpyd € OOChIeH Ha pa3IUpeH HaydeH CEeMHHAap Ha CeKIU
,,DHOMaKkpoMoJieKynu u OuomonexynHu B3aumoneiicteusa” nHa UBOBMU — BAH, nmposenex

Ha 10.03.2015 r. u HacoYeH 3a 3a1IuTa Npe]l HAYYHO )KYpPH B ChCTaB:

1. [Tpog. Credxa I'epmanora Tauera, 1o, UBOEMU-BAH
2. IIpod. n-p Buonera bopucosa Benmukora, UOPI'-bAH

3. [Ipod. n-p Houko Jlexor Ilones, UDPI'-bBAH

4. Nou. a-p Anenus ['eopruesa JJoopukosa, UbAOBMU-BAH
5. Hou. n-p Kpacumupa Hukonosa Unakuesa, OXIID-FAH

JlucepTailMOHHUAT TPYA ChAbpKa 128 cTpaHuim, BKIIOYBAIIUA TEKCT, 42 ¢urypu u 9
TaOMUIM, UMTUpPaHu ca 274 nuTepaTypHu U3TOYHULM. OCHOBHUTE pE3YyITaTH OT

aucepTanusaTa ca MyOJMKyBaHU B 2 HayYHM NyOnukanuud ¥ B 1 COOPHHMK ¢ MaTrepuaid OT

Hay4eH GopyMm.

3amuTara Ha JUCEPTALUATA HIE C€ CHCTOM HA ..ovevreeeereveeeennns 2015 1. OT weeeeenn.. Jaca B
3ajara Ha MHCcTUTYyTa Mo ®Pu3nonorus Ha pacreHusTa u reaeruka — bAH, Codus, 1113, yo.
»2Akan. I'. bonueB”, 61. 21, er. 2. Marepuanure, CBBbpP3aHH CbhC 3alIUTaTa ca Ha
pa3noJIoKeHUE Ha MHTEpecyBanuTe ce B Kanuenapusara Ha UbOBMU — BAH, yn. ,,Axan. I'.

bonues”, 611. 105, Codwus.
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Ysopa

MaxkpomMornekyaHaTa OpraHu3alys W MEXKIYMOJIEKYJIHUTE B3aUMOJACHCTBHS BbHB
¢dboTocUHTETHYHHUTE (THJIAKOMIHU) MEMOpaHU Ha BHUCIIM PACTEHHs HIPasT BaKHA POJIs 3a
ONTUMATHOTO UM  (yHKIMOHUpaHe. OCHOBHUSAT MUTMEHT-OCNTHYCH KOMIUIEKC B
TUJIAKOUTHUTE MeMOpaHu, CBEToChOMpamusaT koMmruieke Ha gorocucrema 2 (CCK2), yuactpa
B TPU pa3iMYHU TUIA CYIPaMOJIEKYJIHH CTPYKTypH — CBBbp3aH KbM JBeTe (poTocucreMu
(potocuctrema 1, ®CI u dotocucrema 2, ®C2) u GyHKIMOHATHO U CTPYKTYPHO OTAEIECH OT
Tx, ¢opmupan; CCK2-nomenu. ®C2 mpurekaBa crnocoOHOCTTa aa (GopmMupa MOapeIeHH
JIOMEHH B TPaHAJTHUTE MeMOpaHu ChC CUMETPHS OJIM3Ka /10 KpUCTaIHaTa, a ChIIO U 00JaCTH C
Xa0THYHa opranu3anus. GakTopuTe onpenensuy Makpoopranuzanusata Ha @C2 Bece ome ca
HesicHu. Hsima nannu 3a popmupane Ha makpogomenu ot @Cl1.

[TurmeHT-6enThUHUTE KOMIUIEKCH B THJIAKOUJHUTE MEMOpPAaHU UTPAsIT OCHOBHA POJIs B
peryinupaHeTo Ha (QOTOMHAYIMPAHUTE MPOIECH, pearnpaiiku Ha MPOMEHUTE B yCIOBHSTA Ha
cpeaara MocpeCTBOM NMPOMEHH B CBOSITa KOH(OpMAIHs, ChbCTOSHUE Ha OJIMTOMEpU3alus U
noapeaeHoct. B uwactHocr CCK2 u ®C2 ca OCHOBHM KOMIIOHEHTHM Ha IIpolieca
HepoTOXMMUYHO TaceHe Ha duryopecteHiuaTa Ha xjaopodpun a (HOI'), ocHoBeH MexaHU3bM
3a  (Qorozammra, KOHTO BKJIIOYBA Cepusi OT KOH(POPMAIMOHHM TMPOMEHH Ha
(hOTOCHHTETHYHHUTE OCNTHIIM, a BEPOSTHO M TAXHATA peopraHu3aius B mMemOpanara. ChIno
Taka ce 3Hae, ye JUMHUIHUAT ChCTaB HA MeMOpaHaTa ce MPOMEHS B OTTOBOP Ha MPOMEHHU Ha
cpenara u BiHsie Ha PyHKIUATA HA (OTOCUCTEMHUTE, HO BCE OLIE HE € HAITBJIHO M35SCHEHO KaK
ChCTaBbT U KOJMYECTBOTO HA JUMUAMTE B MeMOpaHaTa BIMSSAT Ha MakpOOpraHU3alusATa Ha
MUTMEHT-0eIThYHUTE KOMIUIEKCH.

Hapen c¢ ToBa, moBHIIEHAaTa YYBCTBUTETHOCT Ha (POTOCHHTETHYHHS amapaT KbM
OKCHJIATUBEH CTpec, ocobeHo Ha HUBO PC2 (mopaau IOKAJIHO 3aBUIICHWTE HHUBA Ha
MOJIEKYJICH KUCOPOJT), € OOEKT Ha CEpHO3HU U 3a1bJ1004YeHH n3ciensanus. [Ipenmnonara ce, ue
HSKOW OKCHUJATHBHU areHTH, KaTo TEpPOKCHJ HampuMmep, B CyOJeTaqHu KOHUEHTpaluu
JecTBAaT KaTO CUTHAJHU MOJIEKYJIHM, KOUTO BOJAT A0 Ipeana3zBaHe Ha (POTOCHMHTETHYHUS
armapar OT OKCHJIaTHBEH CTpec.

Hacrosmata paGora u3yuyaBa Bpb3KaTa MEXIy IPOMEHHUTE B IPOCTpPaHCTBEHATa
MakpoopraHuzanus Ha (OTOCHHTETUYHUTE OENTHUHU KOMIUIEKCHM B MHTAKTHH TUJIAKOWIHU
MeMOpaHH ¥ H30JHMpaHM TpaHaTHU (parMeHTH, M Tmporeca Ha (QoTo3ammra Ha
¢dorocunTeTMYHMS anapaT. M3cienBaHu ca MpolecuTe, MHAYIUPAHU MPH CTApTHPAHETO Ha
H®I', HacTpnBaiio ¢ IpoOTOHUPAHETO HA THUJIAKOWHUS JIYMEH UMUTHPAHO YpE3 MPOMsHA Ha

pH Ha cpcaara. VcraHoBeHH ca M3MCHEHHATA B opraHu3anuAaATa Ha THJIIAKOMAHATa CUCTEMA,



KaKTO M TMPOMEHHTE, HaCThIBAIlM B MaKpOOpraHuzauuara, KoHbopMmauuara u
temmneparypHara ctabmiHocT Ha @C2 u uzonupan CCK2 B pe3ynrar oT MPOTOHUPAHETO UM.
[IpencraBeHuTe pe3yiTaTu pa3KpuBar JAeTalaHa KapTUHA HA Ha4aJIHUTE CThIKUM OoT HDI' Ha

HaAHOCKOIICKO HHUBO.

Len v 3aaauu

OcHoBHata 1en Ha paboraTa € Ja ce H3Cle[Ba 3aBUCUMOCTTa MEXIY
MaKpOOPTraHU3alKATa Ha MUTMEHT-0ENTHYHUTE KOMIUIEKCH U ChCTOSIHUETO HAa MPOTOHUPAHE,
JUOUJAHOTO OOKPBXKEHHE M OKCUIATHUBHHUS CTpeC, 3a Ja C€ IMOJy4YH MO-sCHa KapTHHa 3a
¢dakTopute O0yCHaBsIIM OpraHMU3alMsATa HAa MUTMEHT-OENTHUHUTE KOMIUIEKCH B PA3IUYHU

(YHKIIMOHAITHYU U CTPECOBU ChCTOSHUSI.

3a mocTUraHeTo Ha Ta3u I1eN ca JeUHUPAHH CIISTHUTE KOHKPETHHU 3a/1a4u:

1) Jla ce wuscnensar pH-uHaynupaHuTe MPOMEHM B MAaKpOOpraHM3alUMsiTa Ha
(bOTOCI/IHTCTI/I‘IHI/I CUCTCMU C pasifdHa CTCICH Ha KOMINIICKCHOCT — THJIAKOHUIHU
MeMOpaHU, W30JUpaHU TpaHAIHW MeMOpaHHM ¢parMeHTH, oborarenn Ha DC2
CyHepKOMILIEKCH, U JaMmenapuu arperatd Ha CCK2, kaTo Mojiel 3a HaYaIHUTE CThIKU

Ha (OTO3AMUTHIS MEXAaHU3BM HEPOTOXUMUYHO TaceHE.

2) JJa ce xapakrtepuszupa edekra Ha TPOTOHHpPAHE BBPXY TEMIIEPATYPHOTO
nectabmin3apaHe Ha W30JUPAHW TPaHAIHA MEMOpaHHH (parMeHTH, OOOTaTeHH Ha

@OC2 cynepKOMILIEKCH.

3) JJla ce wu3cinenBa poyATa Ha  OKCHAATUBHHMS ~ areHT  MapakBaT  BbPXY
MakpoOpraHu3alusITa Ha THJIAKOUTHU MeMOpaHH M Ja c€ OLEHH XHUIIOTEeTHYHAaTa

3alllUTHA POJIAd Ha IICPOKCUM.



MaTtepuanu u metoau

M3onupaHe Ha HATUBHU  TUNAKOUAHU  MembpaHU,  MmeM6paHHU
parmeHTn, oborateHu Ha oTocucTema 2 U namenapHu arperatmu ot CCK2

W3onupanero Ha TWIaKOWAHW MeMOpaHu OT 14 aHeBHM pacTeHHs OT rpax (Pisum
savitum L.) ot coproBere Manyena u PaH, oTriexnaHu KaTo XUAPOIOHHA KYNTypa, MpHU
KOHTpospanu ycnoBusi (12/12 gaca ¢doromepuon, WHTEH3UTET Ha cBeTiamHata 60 MKM
doronn M cex”, Temmeparypa 20-22 'C u 57 % BIaXKHOCT HA BB3/yXa) O¢ MPOBEIEHO IO
Meronaa Ha Harrison u Melis (1992).

MemOpannu QparmenTH, oborareHu Ha ¢orocuctema 2 (BBY) Osxa uzonupanu 1o
Merona Ha Berthold u cpaBT. (1981).

Jlamenapuaute arperatu ot CCK2 6sixa moyrydeHH MO OnTUMHU3HpaHa oT Simidjiev u
craBT. (1997) nponeaypa Ha Krupa u cpaBt. (1987) 3a momyuaBane Ha arperatu oT CCK2 ¢
pasiauyeH JMNMJEH cbeTaB. 3a nosydaBaHe Ha arperaru CCK2 tun II, ¢ nmunuuaeH cberas
ONMU3BK 70 TO3M Ha TUJIAKOMIAHM MeMOpanu, Oeme nznomsBad 0.7% Triton X100, gokarto 3a
cwiHo aenunuaupanu tan IV CCK2 arperatu, B KOUTO TOTAJIHOTO KOJIMYECTBO JIUIUAN € ChC
70 % no-nucko ot ToBa B CCK2 tum II — 1% Triton X100.

Bcenuku mpouenypu mpu uM3oJdupaHeTo Ha TuiakougHu memOpann, BBY u CCK2

JaMeNlapHU arperaTtu ce MpOBEXIaT Ha ThMHO U Temiepatypu ot 0-4 °C.

TpetupaHe Ha TunakouaHu membpanHu c nepokcua (H202) u napakeart
(TTK)

I'paxoBu pacteHus ca oTriexaaHu u tpetupanu ¢ nepokceus (H,O,) n mapaksar (I1K)
mo cxemara Ha Moskova u cwaBr.,, (2007). Mnaam crtpbKyeTa paszcaj ce 3ajarar Ha
XHUJIPOMOHHA KYATYypa ¢ 2 xpanuteneH pa3tBop “Hoagland-Arnon” B pacTuTenHa kamepa npu
yenosust: 12/12 gaca (OTONEpHON; MHTEH3UTET Ha cBeTnuHata - 70 MKM (hoToHH M ceK ;
temneparypa - 25 + 2 °C. Ha mecetus JeH pacTeHHATa Ce TPETUPAT BHHIIHO ¢ 2.5 MM BoJeH
pastBop Ha H,0,, a 24 ydaca nmo-kbcHo ¢ 0.2 MM Boaen pastBop Ha [IK. Tperupanero c
XepOUIIH/I 3a1I04YBa B Kpasi Ha CBETJIMHHUS MIEPUOJI, KOTaTO e(PEeKTUTE OT BB3JACHCTBHETO MY ca
muanMataa (Moskova u cvaBt., 2007). Biusiauero na I1K Bbpxy hoTOCMHTETHYHMS amapar
ce u3cienBa cliell 5 4acoB MEpHOJ Ha OCBETSBaHE B M30JUPAaHU OT JIMCTaTa THUIIAKOUIHU

MeMOpaHHU.



KonuuectseHo onpenensHe Ha XJIOPOPUIHOTO CbAbPXKAHUE

Konnenrpanusra Ha xiopodun a (X1 a) u xmopopun 6 (Xa 6) ce ompenens

crnekrpodoTomeTpuuHo B 80% arieTOHOB MUTMEHTEH U3BJIEK 10 MeTona Ha Arnon (1949).

A6copbLUUOHHa cnekTpocKkonus

AOGCOpOIIMOHHHTE CIIEKTPU Ca PETUCTPUpPAHU IpU cTaiiHa Temreparypa ¢ Analytik
Jena Specord 210 Plus cniekrpooTOMETEp B IBYIBUEB PEXHUM Ha paboTa M ONTHUYEH IBT |

CM.

EnyopecLeHTHa CNpeKTpoCKoNus

CrnexTpuTe Ha eMHCHs W Bb30yXkJaHe Ha (pryopeclieHLHUsATa MpU CTailHa M HUCKA
temmeparypa (77K) ca perucrpupanu ¢ momoiira Ha crekrpodryopumMeTsp Jobin Yvon JY3
C BHCOKO YyBCTBHUTEJICH B uepBeHara oosact ¢poroymHoxkuren (Hamamatsu R928) cnabaen ¢
pHUcocoOIeHNEe 3a U3MEPBAaHUS MTPU KPUOT€HHU TEMIIEpaTypH.

3a eKCIIEpUMEHTUTE Ca HW3MOJ3BaHU MPOOM CBC CIIEIHWUTE KOHIEHTpanuu: 20 MKr
XJI/MJT 32 TWJIAKOUAHU MeMOpanu, 15 Mxr xi/mia 3a BBY memOpannu ¢pparmentu u 20-25 Mkr
xyi/mn 3a CCK2-makpoarperaru.

Crnextpute Ha eMucHs Ha XJopodrtHaTta GryopecieHIus Ha TUJIAKOUIHA MeMOpaHu,
BBY memp6annu dparmentn u CCK2-makpoarperatu ca perucTpupaHd NMpu Bh30ykmaia
CBETJIMHA C TPU PA3JIMYHU ABJDKUHU HA BBIHATA: Acxc = 436 HM (X1 a), 472 M (X1 0), 515 HM
(xaporunoun). llupunara Ha npouenute € 10 HM npu cTaiiHa Temreparypa u 4 um nipu 77K
TeMmmeparypa.

CriekTpuTe ca HOpMaJIM3UpPAaHU KbM XJIOpodUIHATa KOHIEHTpAIMs Ha Mpodute win

KbM Quryopecuermusata npu 780 HM.

OnpepnensHe Ha @nyuauTeTa Ha TUNAKOUAHU meMbpaHu

3a aHanu3 Ha (QPU3NYECKOTO CHCTOSHUE HA JIMIHUJHUS MaTPUKC Ha THIIAKOUIHU
MeMOpaHu OsiXa W3MON3BAaHM CHEKTPATHUTE XapaKTEPUCTHUKH Ha JIUIIOPA3TBOPUMHUS
dayopecuienTen mapkep MepormaHuH-540 (MCss). Tpetupanero Ha mpobute ¢ MCsgg
(kpaitna koHuenrpauus 0.2 uM) craBa HEMOCPEACTBEHO MpeAn u3MepBanusaTa. CiekTpuTe Ha
BB30yxkaHe Ha ¢uryopecueHusaTa Ha MCsyy ca U3MEpeHH NMpU JbDKMHA HA eMHCHATA A =

590 um m mmpuHa Ha mpouernure - 10 HM. Cnekrpure Ha Tperupanu ¢ MCsy pobu ca



KOPUTHPAHH 32 aBTO(IyOpecIeHITUs B 00acTTa Ha u3nbuBane Ha MCsgo Upe3 n3BaXKaaHEe Ha

cnektpute Ha HeTpeTupanu ¢ MCsa TpoOwu.

Kpbros auxpousbm Ha TuUnakouaHu membpaHu, BBY-membpaHHU
gpparmeHTn u CCK2

K] cnektpute ca peructpupanu ¢ auxporpad Jobin-Yvon CD6. M3mepBanmsTa ca
MPOBEJICHU NIPU CTaliHa TemiepaTrypa B uHTepBaia Mexay 450 u 700 HM, ¢ onTUYEH BT 1 cMm,
IPOIENH - 2 HM, CThIIKA — | HM, BpeMe Ha uHterpupane - 0.2 cek 1 OTCTOsIHME Ha mpodaTa OT
doroymHOXKHTENS — 5 cM. CHeKTpUTE ca HOPMAJIU3UPAHU CHPSMO XJopoduinHaTa abcopouus
Ha mnpobute mpu 680 HM. 3a mpocleasiBaHe Ha TemmeparypHata 3aBucumoct BBY
MeMOpaHHUTE (parMeHTH ca TPETUPAHU TPU MHUHYTH IpU TEMIIEpaTypud B MHTEpBaia OT 25
°C no 80 °C mpe3 5 °C crpnka. 3a eKClIepUMEHTHUTE ca M3MOJI3BAaHU MPOOU C KOHIIEHTpAalus

15 MKr xJ1/mit.

Pe3oHaHc PamaHoea cnektpockonua Ha CCK2 makpoarperatu

Pezonanc PamanoBu crextpu Ha CCK2 mpu 77K 06sixa m3mepeHn Ha microRaman
cnektpomeTbp Jobin-Ivon HR 800 ¢ mudpaxims 600 rp/mm. Bp30yxaaneTo 6 ochliecTBEHO
¢ apronoB jasep (Innova 307, Coherent) mpu 488 u 514.5 HM W MOUTHOCT Ha Ja3epHaTa
cBeT/IMHA 4 MuiBaTa. PasgenuTenHara criocoGHOCT Ha criektpute 6e 1 em™ . XitopoduiHara

koHnentpauus Ha CCK2 ¢paxmuure e 100 MKr Xi1/mi1.

HAupepeHumwanHa ckaHUpalya KanopumeTpus

TemneparypHara nenatypamuss Ha BBY-wacTunm e wu3mepeHa ¢ mnomomra Ha
BHUCOKOYYBCTBUTEITHA MMKpPOKAJIOPUMETPHYHA cHcTeMa Ha 0Oa3aTa Ha Onmok Ha [IpuBanos
JIACM-4, koiito nma uyscrBurennoct >4.10° calK' u mmBo ma myma 5.107 W.
KanopumerbpbT pasnonara ¢ aBe WACHTUYHHU KIETKH — KJeTKa 3a mpobarta u pedepeHTHa
KJIeTKa, onepupamy B audepeHnnaneH pexuMm. Cuctemara ce HarpsBa KBa3HaanabdaTHO C
noctosinHa ckopoct oT 1°C/muH. B Temmnieparypen untepsai ot 25 °C mo 95 °C.
3a ;a ce mpoBepu 0OPAaTUMOCTTA Ha HAOIIOaBaHUTE KOH(POPMALIMOHHU PEXOAN OT HATUBHO
B JIEHATYpUPAaHO CHCTOSHUE, CJIEJ MBPBOTO CKAaHUPAHE CHUCTEMaTa Ce OXJak[Ja M Harpssa
BTOpPU ITBT T10 ChIATa CXeMa. 3a MPOBEKIAHETO Ha EKCIIEPUMEHTHUTE ca U3IOJI3BaHU MTPOOH C

0.8 mr xJr/mi1.



Omnpenenenu ca CleIHUTE MapaMeTpu: TemrmepaTrypa, Ty U crenu@uueH TOIUIMHEH
KalamuTeT, C, , Ha IOCIEIOBATEIHATE MPEXOAN B TEPMOIPaMUTE, W TOTAHA CHTAIIIHS

(rutonrra nox Tepmorpamata) AHc,).

ATOMHO-cuoBa MUKpockonua Ha BBY-mem6paHHU pparmeHTH

IIpoBenenn ca A®M u3MepBaHus BbB Bb3/yIIIHA U TEYHA CpPEa.

W3mepBanusaTa BbB BB3IyIIHA cpena ca mposeneHu ¢ Nanoscope V (Bruker Inc.).
W3non3BaHu ca CHIIMKOHOBHU ocTpueTa ¢ paguyc Ha kpuBuHata < 10 uM (Tap300Al-G, Budget
Sensors, Innovative solutions Ltd, Bulgaria) npu craiina temmneparypa. Okono 100 pl ot
npo0ara ce HakamBa BbPXY MOBBPXHOCTTA HA JOOPE MOYNCTEHA UMOOMIM3UPAIIla TOBBPXHOCT
— cirona (Structure Probe Inc./SPI Supplies, West Chester, PA) u ce ocras na ce agcopoupa
3a okosno 20 munytH. BBY MeMmOpaHHHTE (parMEeHTH ce NMPOMHUBAT C JeHOHU3MpaHa BOJA
(Purelab Option-Q) u ce nzcymanar ¢ No-ctpys. [ToBspxHOCTTA Ha Mpobara Oerre ckaHupaHa
B IMHAMHWYCH PEXUM Ha CKaHUpPaHE, MPU KOWTO ocTpueTo TpentH ¢ dectota 150 £ 75 kHz.
Ckanupanata ooy 6e 2x2 Mk (Opoii cKaHUpaHU TUHUU — 512) U CKOPOCTTa HA CKAaHUPAHE
— 0.2 Hz. OO6paborkara Ha Tomorpadckure u300pakeHUs ©O€ TMpoBeAeHa CbC
cnernuanuzupanus codpryep NanoScope 6.13R1. Bucounnara Ha HaGmrogaBaHuTe 00CKTH O€
M3MepeHa CIpsMO MOBbPXHOCTTA Ha CIIOJIaTa.

Tonorpadckure obpasu B TeyHa cpefa ca momydeHu ¢ Nanowizard II AFM (JPK
Instruments, Berlin, Germany). Ilpobute BBY ce mmoOunu3upaT Ha TBMHO TpU CTaiiHa
TeMIeparypa BspXy citona B aacopoupant oydep (50 MM Tricine, 5 MM MgCl, u 0.33 M
3axapo3a, pH 7.8 unu 50 MM MES, 5 MM MgCl, u 0.33 M 3axaposa, pH 5.2). Cnen 30
MUHYTH ce npomuBar ¢ u3Mepsamr o0ydep (10 MM Hepes, pH 7.8, 50 MM KCI umu 10 MM
MES, pH 5.2, 50 MM KCl) no mporokona nHa Sznee u cbTp. (2011). Cxanupanero (mpu
pazzaenuTenHa crocooHoct 512x512 nuHUM) B KOHTAKTEH WM OCIIHIIMpAI PEXKUM Ha padoTa,
ce M3BBpIIIBA B TeYHa KaMmepa, ¢ u3noisBane Ha MSNL SisNy octpuera (Veeco Instruments,
Plainview, NY), npu koHctanta Ha ocuuiaius oT 0.1 N/mM u pe3onancHa dectota ot 11-12
kHz. CkopocTTa Ha CKaHUpaHe Ha YaCTUYHO JICPOTOHUPAHUTE U POTOHUPAHHUTE Tpodu Oe 1
Hz, nokaro 3a n300pakeHusITa ¢ O-BUCOKA Pa3JIeUTENIHA CIOCOOHOCT T 6¢e 8-10 Hz.

JlanauTe OT CKaHHMpaHeTo Osixa aHanu3upanu ¢ nomomra Ha JPK Image Processing

codryep.



Pe3syntatu v auckycus

CTPyKTypHQ OpraHusauus Ha AUNUAHUA U 6enTbuyHUA MATPUKC Ha

TUNAKOUAHU MeMOBpPaHU B PA3NIUYHU (PYHKLUOHAHU CHCTOAHUA

HuckotemneparypHy — @UIyOpecUeHTHU — eMUCUOHHM  CREeKTpU  Ha

TUISIGKOUAHU Membparu. EpeKT Ha pH

dyopecleHIUsATa € BUCOKOUYBCTBUTEIIEH METO/T 32 U3CJeIBaHE MTPEHOCAa Ha EHEPIHsl
Mexnay I[IBK B TM, ydacTtBamm npeIuMHO B CBETIMHHUS €Tam Ha mporieca (HOTOCHHTE3A.
[IpomenuTe B HUCKOTeMIlepaTypHute ¢uryopecueHTHu criektpu Ha [IBK ca maamkarop 3a
(YHKIITMOHATTHOCTTA Ha (POTOCHUTETHUYHUS EJIEKTPOHEH TPAHCIIOPT, KAKTO M 3a OIlEHKa Ha
BRHIIHH W BBHTPEKIETHUHU (PAKTOPH, KOUTO BIUSAT BBHPXY INPEHOCA HA CHEPrus u
cTpykTypHaTta opranusanusa Ha [IBK, cBbp3aHu ChC CHCTOAHMETO UM Ha OJIMTOMEpPU3ALHS U
ctpykrypa (Krause u cpaBt., 1991; van Grondelle u cvaBT., 1994; Andreeva u cpaBt., 2003;
Stoichkova u cpaBrt., 2006).

@DryopecieHTHUTEe eMUCUOHHY crieKTpr Ha TM mipu BB30YykaaHe Ha XIT. @ (Aexe = 436
HM) ca mpexactaBeHu Ha @ur. 1. CnekTpuTe ce XapakTepu3upar C JIBa SICHO H3Pa3eHU
Makcumyma npu 686 HM u 735 HM u pamo npu 695 HM. EMucrnonHuTe uBunM npu 686 u 695
HM ce JIbJDKAT Ha ¢uryopecteHius, n3irbdeHa or @C2 — KakTo OT BBTpEIIHATa aHTeHa Ha
®dC2, taka u ot CCK2, xoiito uma dmyopecrienten makcumyM npu 680 am (Dekker u cpaBr.,
1995; Andreeva u cwaBt., 2003). MBuuara npu 735 HM ce OBDKM Ha (DIyopecleHTHO
m3npuBane or PC1 (Krause u Weis, 1991; Strasser u cwaBt., 2004). dryopecueHTHOTO
otHomeHue F3s/Fg36 0TpazsiBa ¢pyopecnenusara u3npueHa or ®C1 cnpsmo uznmbyBaHata oT
®C2 u naBa mHbOpMAIUS 32 PA3MPEACICHUETO Ha SHEPrusaTa MEXIy JIBeTe (DOTOCHUCTEMH,
KaKTO M 32 OTHOCUTEIHOTO KOJIMYECTBO Ha KomIuiekcuTe. DiyopecleHTHOTO €MHCHUOHHO
otHomeHue Feos/Feg6 XapakTepusmpa mpeHOCa HA EHEPTrus MEeXAy HUTMEHT-OCNThUHUTE
koMmruiekcu Ha @DPC2. M3MeHeHHsATAa B CTOMHOCTHTE Ha (IYOPECHCHTHUTE OTHOIICHUS
MO3BOJISIBAT Jla NPEANONOKUM HAJIMYMETO Ha MPOMEHH B CTPYKTypHaTa OpraHu3alus Ha
MUTMEHT-OCNITPYHUTE KOMIUIGKCH B THJIAKOMJHUTE MEMOpaHu, WHIYIHPAHU TIpU
MIPOTOHUPAHETO.

bsxa mpuoskeHu JBa MOJIX0/1a 3a u3cieABaHe Ha XJopoduiHaTa GryopecueHIus Ipu

nporonupaneTo Ha [1bK B n3omupany u TBMHUHHO aJanTHpPaHU THJIAKOUIHU MEMOpPaHU:
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1) uanymupane Ha pH-ckok, mpu koeto TM, pecycnenaupanu B 6ydep ¢ pH 7.8, ce mocraBst
B Oydep ¢ pH 5.2 u Begnara ce peructpupa Tsaxuara gpayopecuenius (Dur. 1);
2) mpoMHUBaHE M pecyclieHaupane Ha Tuiakounute B Oydep ¢ pH 5.2 u peructpupane Ha

¢bnyopecuenTHuTe criekTpH (Pur. 2).

400 -~

200 -

MdJayopecueHItHsI, OTH. /T,

660 680 700 720 740 760 780 800

JIbTXHHA HA BBIHATA, HM

®urypa 1. 77K dayopectieHTHH eMHUCHOHHH CTIEKTPH (Ao, = 436 HM) Ha HaTBHU TM cnen ckok Ha pH ot 7.8 (50
MM Tricine) (—) no 5.2 (40 MM MES) u cien 5 mun () u 30 MuH (—).

PesynraTtuTe mokasBart, 4e cieq MHAyIMpaHeTo Ha ps3ka npomsiHa B pH (ot pH 7.8 B
pH 5.2) oOmusT HHTEH3UTET Ha (IIyOpEeCLEHIUATa YyBCTBUTEIHO ce MOoHMXkaBa. HabmogaBa
ce HapacTBaHe (0koJo 27%) Ha pmyopectieHTHOTO oTHOIIEHHE F735/Fggs 0T 1.1 mpu pH 7.8 1o
1.5 mpu pH 5.2, kakTo 1 ciab eexT Ha KOMIIEHCHpaHe Ha TOBAa OTHOIICHHE el Ckoka B pH
¢ BpemeTo (F735/Fgs6 HA 30-TaTa MmunyTa € okojo 1.3-1.4) (®wur. 1). Te3u nanHu ca B cbriacue
c pesynrature Ha Rawal u cbrp. (2010), xouro HabmMONaBAaT MHAYLHPAHE HA MPEXOJ] OT
coerostHue 1 (koratro CCK2 e acounnpan ¢ @C2) B cwerosinue 2 (korato CCK2 e aconuupan

¢ ®C1) mva TM ot cnanak ripu nmpomenn B pH (ot 7.5 1o 4.5).

500

300 -

200

100

duyopecieHHs, OTH. €/,

L L L 1 L L L L
650 700 750 800 650 700 750 800

JInKAHA HA BBJIHATA, HM

®urypa 2. 77K ¢yopecueHTHH eMUCHOHHHU CIIEKTpH Ha HaTHBHU TM cnen A) Bb30yKAaHe Ha XM @ (Aex, =
436 um) u b) Bb30yx)nane Ha XiI. 6 (Ao = 472 M) B 50 MM Tricine pH 7.8 (—) u pH 5.2 (—) u B 40 MM
MES pH 5.2 (—).
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[IpomuBanero Ha Tuiakouaute B Oydepu ¢ pH 5.2 (50 MM Tricine u 40 MM MES)
CBIIIO BOJM JI0 TIOHIM)KaBaHE Ha OOMIMS (DIyOpECIEHTeH WHTEH3WUTET, Hal-4YyBCTBUTEIHO B
MES.

OTHOIIEHUETO MEXTY UHTECH3UTETUTE HA €MUCUOHHUTE MBHIM MPU BH30YKIaHE ChC
CBETJIMHA C TbJDKWHA Ha BbJHATa 436, 472 1 515 HM, 1Ipu KOUTO ce BB30OYKIAT XJI. @, XJ1. 6 1
KapOTHHOUANTE (MIPEAUMHO JIYTEHH), ChOTBETHO, ca MpecTaBeHn Ha Tabnwuia 1.

He ce nabmromaBa 3aBHCUMOCT Ha OTHOMIEHHETO Feos/Fegs oT pH m ot Oydepa npu
BB30Y)KIaHE C TPUTE NBDKMHU Ha BhJiHATA (Tabmuna 1). Cnex Bp30yknane Ha XJ1. a B Tricine
c pH 5.2 ce nabmonaBa HamansiBaHe Ha oTHomieHUETO F735/Fgs6 B cpaBHEeHUE ¢ npyroto pH
(Tabmuna 1). Hama edext Ha Oydepa u pH Bbpxy Feos/Fese cien Bp30ykaaneTo Ha X, 6 (Aexe
472 um).

Tabnuna 1. OTHOIIEHUE HAa UHTEH3UTETHTE Ha (hiyopecueHus Fgos/Fegs 1 F735/Fgg6 H2 TM B 50 MM Tricine pH

7.8 m 52, n 40 MM MES pH 5.2. Ilpeacteenu ca cpeiHu CTOHHOCTH, ONPEAETICHU OT § HE3aBUCUMU
EKCIIePHMEHTA.

bygep pH Fe95/Fes6
Aexe = 436 Mexe =472 hexe = 515
Tricine 7.8 0.79 +£0.02 0.78 £0.02 0.79 £ 0.03
Tricine 5.2 0,71 £0.09 0.79 £0.03 0.79 £0.03
MES 5.2 0.80 £ 0.03 0.81 £0.02 0.83 +£0.02
F735/Fes6
Tricine 7.8 1.33 £0.04 1.07 £0.05 1.62 £0.08
Tricine 5.2 1.23 +£0.05 1.14 £ 0.07 1.66 £0.09
MES 5.2 1.39 £ 0.05 1.18 £0.04 1.75£0.06

F735/F¢36 MMa mo-Bucoka croitHoct ipu pH 5.2 ot ta3u npu pH 7.8 cien Bp30ykaaHe ¢
JBJDKWHA Ha BbiHATa 515 HM (1 B 1Bata Oydepa).

OO6muAT uryopeciieHTeH HHTEH3UTET HaMallsiBa KakTo Mpu ckok Ha pH ot 7.8 10 5.2,
Taka u ciea npomuBane Ha TM B Oydep ¢ pH 5.2. Ot apyra crpana, napameTspbT Fr3s/Fege
ciie Bb30yXK/IaHe Ha XJI. @ U XJI. § He ce MOBJIUsABA yyBcTBUTENHO. He ce HabmonaBa edexr
Ha u3noi3BaHuTe Oydepu BbpXy duryopecieHTHUTE oTHOIeHUsT Ha TM kakto 3a F735/Fege,
Taka ¥ 3a Feos/Fege (Tabmmma 1).

Te3u pesyaraty nokas3BaT, 4e IpoTOHHMpaHeTo Ha TM wuHAynupa raceHe Ha
¢dyopecueHmusTa oT GoToCUHTETUYHHUTE KOMMITIekcH BbB @CA (MHAMKALKSA 32 CTapTUPAIIO
ChCTOSTHUE Ha (POTOMPOTEKIIMS), HO HE OKa3Ba 3HAUMTEIHO BIIMSHUE BbPXY pa3pe/ieIeHUEeTO

Ha EHepTHsITa MEXY TIX, ocobeHo 1o ce otHacs a0 [1BK na ®C2.
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@ﬂyM,ﬂM TET Ha TUSIGKOUZHU MEM 5PGHM B A4Be CBbCTOAHUA Ha rNpoToHUparHe

OnakoBaHETO Ha JIMMTUIHUTE MOJICKYTH B TM B pa3iMuHO CHCTOSIHUE HA TIPOTOHUPAHE
Oelie M3CIENABAHO C MOMOINTa Ha JUMOGUIHUS (IIyOpeCcleHTeH Mapkep MepouuaHuH 540
(MCsg0), 3a KOWTO ce 3Hae, 4Ye€ € CWIHO YyBCTBUTEJIEH KBbM TMOJSIPHOCTTa Ha
HETIOCPEICTBEHOTO CU OOKpBIKEHUE U (DITYOPECIIEHTHUTE MY CTIIEKTPH OTpa3siBaT IPOMEHH BbB
bayuaurera Ha MemOpanute. CrnekTpockorckure cBoiictBa Ha MCsy) (MHTEH3UTET U
MaKCHUMyM Ha M3JIbYBAHE) 3aBHUCIT OT (PU3UKO-XUMUYHUTE XapaKTEPUCTHKU Ha JUMUIHATA
(da3a B MOJIETHM M HATUBHU MEMOpaHW, U ca YyBCTBUTEIHU KbM HAJIMYMETO Ha JIOMEHU C
pasIMyHa CTETIEH Ha OMaKOBaHE Ha JIMIMHIHUTE MOJICKYJIHW B MeMOpaHuTe. MoJNeKynIuTe Ha
MCs4p ce Brpakiat B MeMOpaHaTa KaTO MOHOMEPH, HO MOYKE Jla ChIIIECTBYBAT U KAaTO TUMEPH

(pa3nonoKeHH Ha MOBBPXHOCTTAa HA MeMOpaHaTa) Ui arperatu — B pa3TBopa.

A b B
175} 175} 175}
= 566 HM__
o 150 150 | 150 |
st
5 125 125} 125}
o
= 100 100 f 100 |
=
e}
(5) 75 75+ 75+
=
Q
gi 50 50 - 50
3
25 25+ 25+
=
0 0 0f
460 480 500 520 540 56 460 480 500 520 540 56 460 480 500 520 540 56

JIbKMHA Ha BBJIHATA, HM

®dwurypa 3. Criektpu Ha BB30yxmane Ha iyopecrienimaTa (emucus pu 590 am) Ha MCsyo — 0.2 MKM,
nHKOpHopupaH B HaTuBHU TM ot rpax. A) 50 MM Tricine; (b) 20 MM HEPES; (B) 40 MM MES, nipu
pH7.8 (—)upHS52 ().

Ot cniektpute Ha Bb30y)nane Ha MCss9, FHKOPIIOPUPAH B TUJIAKOUIHU MEMOpPaHH, €
OTIpEeIeNICHO OTHOLIEHUETO MEXAYy MHTEH3UTETUTE Ha (DIyopecleHIusl Ha UBULIUTE TIpU 566
HM U 536 HM (Ese6/Es36) (Pur. 3, Tabnuma 2). [IppBara uBMIIa € HHAUKATOP 32 HAIMYUETO Ha
MoHoMepHH Gopmu Ha MCs4g HHKOPIIOPUPAHU B TUNMAHATA (a3a Ha MeMOpaHaTa, a BTopaTa
— 3a Hamune Ha MCsgo TUMEpH Ha TOBBPXHOCTTA HA MEMOpaHaTa.

[lo-BucoknTE CTOMHOCTH Ha OTHOIIEHUETO FEses/Eszs MDOKa3BaT  IO-JIECHO
WHKOPITIOpHpaHe Ha Mapkepa B MeMOpaHaTa W clieloBaTeaHO mo-(piyuaHa MemOpaHa, a 1mo-
HUCKUTE MYy CTOMHOCTHM cCa IIOKa3aTelIHU 3a MO-TpyAHO HHKopnopupaHe Ha MCsy B

MeMmOpaHaTa 1 0Tpa3siBaT MO-IUTbTHA JIMIUAHA (a3a.
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Pesyntatute mokaspar, 4ye cekTpute Ha Bh30yxnane Ha MCsao (Dur. 3A) nmar Haii-
BHCOKH WHTeH3UTEeTH B Tricine npu nsete pH (Pur. 3b u B). IHTE3uTEeTHTE HA CIEKTpUTE Ca
Hail-uucku npu pH 5.2 m 3a Tpure Oydepa. OTHOIIEHHETO MEXKIYy HHTCH3UTETHTE Ha
¢byopecueHIys Ha uBHIUTE Ipu 566 HM 1 536 HM (Tabiuna 2) HamalnsBa ¢ MOHMKaBaHE Ha
pH npu tpure Oydepa, koeTo € MHAMKALUSA 32 MPOMEHU B CTENEHTa Ha ONAKOBaHE Ha

munuante B TM. Ta3u Tennennus e no-cuiaHo u3pasena B HEPES u MES.

Tabnuna 2. OTHOWICHHE HA WHTCH3UTETUTE Ha (pryopectieHus Esqs/Es;q Ha MCsyy, nHKOpIIOpUpaH B TM B 50
MM Tricine (pH 7.8 u 5.2), 20 MM HEPES (pH 7.8 n 5.2) u 40 MM MES (pH 7.8 u 5.2). Pesynrarure (cpenuu
CTOWHOCTH U CTaHIAPTHO OTKJIOHECHHUE) ca 0000IIEHH OT 6 He3aBUCHMH EKCIICPUMEHTA.

pH Ha Oydepa 50 MM Tricine 20 MM HEPES 40 MM MES
7.8 1.70 £ 0.05 1.60 £ 0.08 1.52 £0.06
5.2 1.61 +0.08 1.29 £0.09 1.34£0.10

HamansBanero Ha oTHomieHUETO Esge/Essq ¢ oxomo 21% mnpu monmxkaBane Ha pH
MOKa3Ba TMO-TThTHA OMAKOBKA Ha JMMUIHATA (a3a MpU NPOTOHUPAHE HA THIIAKOWUIHUTE
MeMOpaHH.

VYcraHOBeHHTE MPOMEHW Ca WHIWKAIMS 32 TOBA, Y€ NMPOTOHUPAHETO OKa3Ba BIIMSHUE
BBPXY (DM3MYHOTO CHCTOSHUE HA JUMUAHHUS MATPUKC Ha TUJIAKOMJHHUTE MeMOpanu. ToBa
O3Ha4aBa, ue QPIYUTHACTHT HA JUMUIHHUS MAaTPUKC UMa PETYIaTOPHA POJIS 32 HACTHIIBAIUTE
B pe3yiTaT Ha MPOTOHHPAHETO CTPYKTYPHUTE PEOPTaHM3allud BHB (OTOCHUHTETHUYHUTE

KOMIIJICKCH.

MaxkpoopraHusauus Ha BBY-membpaHHU (pparmeHTU B ABe CHLCTOAHUA Ha

NpOTOHUpaHe

HuckoremnieparypHy — @riyOpecLeHTH eMUCUOHHM  crieKTpu Ha BBY-

membpaHHu gparmeHTu. Epext Ha pH

BnusiHreTo Ha mpoToOHUpaHeTO BbpXY n3oiaupanu BBY ¢parmentu Oe u3cnensano upes
OIpeJieNIIHE CTEeMeHTa Ha (IYOpPECEHTHO TaceHe, PETHUCTPHpAiiKu HUCKOTEMIepaTypHU
(77K) ¢myopecuenTHH eMucHoHHU criekTpu. Ha ®wur. 4 ca npencraBeHu tunuunute 77K
eMucuoHHu (QuyopectienTHn cnektpu Ha BBY wmemOpanHum ¢dparmenté B cimabo
JEPOTOHUPAHO W MPOTOHUPAHO CHCTOSIHUS TPH BB30YKJIaHe B 001acTTa Ha XI. @ (Aexe 436

HM).
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®durypa 4. 77K dyopecrieHTHH eMUCHOHHHU criekTpu Ha BBY memOpannu ¢parmentu npu pH 7.8 (—) u pH
5.2 (—). Bp30yxnmaHe C Aee 436 HM .

OT mnonyyeHUTE CHPEKTPAIHM JIaHHH MOXE SCHO Ja Cc€ BHIU, Y€ OOLIUAT
(dbayopecrienTeH nateH3utTeT Ha BBY ¢parmenture npu pH 5.2 namansBa cpenno ¢ oxoso 14
+ 4.4% cnpsmo to3u npu pH 7.8. Te3um pesynraru ca ChIOPOBOJEHU C HaMallIBaHE Ha
(hIyopecieHTHOTO OTHOIIeHNEe Ha eMucHoHHUTe uBHIH mpu 686 u 710 uM (Fege/F710) oT 3.5
npu pH 7.8 no 3.1 npu pH 5.2.

Ha Tabnuia 3 ca npencraBeHd yCpeaHEHUTE TUTOITH 101 (DITyOPECIIEHTHUTE KPUBH.

Tabmmma 3. Cpeanu Tutomm Ha emMucuoHHHTe criekTpu Ha BBY B pH 7.8 u pH 5.2, perucrpupanu cien
BB30YKIaHe Ha XII. & (Aexe 436 HM).

pHua Iliomm, 1x107 oTh. el.

Oyepa hexe 436 HM
7.8 121.2+9.1
5.2 1042 +15.3

Perynupanero Ha mHTerpagHarta 1oy mojx GpJyopecueHTHUTE KPUBHU MPH MOHMKABAHE
Ha pH, Taka kakto u npu TM, e unauKams 3a pH-unAynMpana npomsiHa B KOH(pOpMausTa 1

(YyHKIMOHATTHOTO cheTosiHUE HA BBY-MemOpanauTe dpparmMeHTH.

ATOMHO-cu108a MUKPOCKOUS Ha BBY-membpaHHu @parmeHTv B TeYHa cpesa

Cenextupanu MHKporpaduu Ha TpaHaJHH MeMOpaHU BBB BOJHA Cpela IpHU JIBETE

CBCTOSIHUSI Ha MPOTOHUPAHE Cca IPeCTaBeH! Ha (purypu 5 u 6.
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Ourypa 5. ACM mukporpadun Ha rpaHasHu MeMopannu ¢pparmenTy ipu pH 7.8 (A) u pH 5.2 (b) u Texuure
BHCOYMHHU Tpoduim, ceoTBeTHO (B) 1 (I).

YacTU4HO JAETPOTOHUPAHUTE MEMOpaHU MOKa3BaT pa3Mepu OT MHopsiabka Ha 2x3
(#0.5) mxm (®ur. 5 A). Ilpu uszmepBane Ha BucouunHHUs uM npodpun (dur. 5 B) ce
pasrpaHuvaBaT JBE SICHO 000coOeHM HUBa (BCAko ¢ BucounmHa 9-10 HM), KOUTO TIO
JUTEpaTypHU JTaHHU OTrOBapsT Ha JAeOelMHaTa Ha YETHpPU CTHKOBaHM MeMOpaHu (Sznee u
cbaBT., 2011; Kirchhoff u cwaBt., 2008). M300pakeHusaTra ¢ MO-BUCOKA pa3JaeIUTEIIHA
CMOCOOHOCT Ha YaCTHYHO JIETIPOTOHMpaHUTE rpaHanHu MemOpanu (Pur. 6 A u Jl) mokassar
MOJTYKPUCTATMHHA MAKPOOPTaHU3AIMsI OT €IUNITUYHN O0EKTH (M3ITbKHAIMTE OBAJTHU OOCKTH)
¢ pasmepr okoio 27x20 (£3) M (cpexHa wioms ot 424 um?). MMa pasiuka B cTOHHOCTHTE 3a
pa3Mepa Ha cynepkomiuiekcute Ha @C2 momydeHu OT pa3nuyHu aBTopu — 32.3x18.9 HM (TI0
Kirchhoff u cvaBt., 2008), 30%20 uM (110 Sznee u cwanT., 2011) u 33.0x16.5 am (o Nield u
cbaBT., 2000). ToBa BEpOATHO ce IBJIKH Ha Pa3ITUUYHUTE HACTPOHKM U peKUMHU Ha paboTa Ha
ACM, Ha pa3MepuTe Ha CKaHUpAUIUTE OCTPUETA, KAKTO U HA PACTUTEIHUSA BUJ OT KOWTO ca
M30JIMpaHu TpaHaIHUTE MeMOpaHu. Jlpyra nmpudyuHa MoXxe Ja ObJe W pa3audHUAT Opoi Ha
CCK2 xowmruiekcure, ancopOupaHM BbpPXY HOBBPXHOCTTa Ha TBBPAUTE MOIOKKH. OT
€JIEKTPOHHO-MHUKPOCKOIICKATE JaHHU 3a IUIOIITa Ha eIWHUYEH cynepkoMiuiekc Ha DC2
(6asupann Ha “freeze fracture” Texuukara) — 198412 um® (Johnson u crasr., 2011) ciensa,
Ye M3IMTbKHAINTE 00CKTH OT H300paKeHUATa ChABpKAT cpeHo 1o 2.1 ®C2 cynepromIuieKca.

Ot u300paxkeHusTa ¢ Mo-BUCOKa pazaenurenHa cnocodonoct (dur. 6 A u Jl) ce Buwxaa,

ye mo-rojiiMa 9act oT O@C2 KOMILIEKCUTE B BBY-(bpaI‘MCHTI/ITC KOHTAKTYyBaT MMOCPECACTBOM

16



TEXHUTE MO-KbCcH cTpaHu npu pH 7.8, 0O6pazyBailky Mo TO3W HAYMH HUIIKOBHUIHH PEAUYKH C
pasnuuHa abkuHA. [lomo6HO Ha mpencraBenute ot Sznee u cbaBT. (2011) mpodunu Ha
BBY-¢pparmentu, BHCOUMHUTE Ha H3MBKHAIUTE OOEKTH OT TOMOrpadCKUTEe H300paKeHHs
Bapupatr Mexay 3.0 u 3.5 um (Bx. @ur. 6 B) u orroBapsAT Ha pa3MepuUTe Ha EKCIIOHUPAHUTE
KbM JIyMEHA y4acThI OT KOpOBUs KoMIUiekc Ha DC2.

[lo nutepaTypHM NDaHHU TpaHadHUTE (parMeHTH OO TojsMa CTENeH ca JUIIEHH OT
JIUMUJAHO ChABPKAHUE M TAXHATA IO CE€ 3aeMa OCHOBHO OT cymnepkomIuiekcute Ha OC2,
KakTo 1 OT “cBoOoaHuTe” CCK2 OenThiM, OTKbCHAIN C€ OT cynepkomIuiekcute Ha PC2
(Kirchhoff u cwaBt., 2008). IIpuOAM3UTENTHUAT OpOil M3MBKHAIN OOCKTH HAa €JUHMIA TUIOI
(100x100 um) e cpemno 16.5+0.8 3a Bcsiko Tomorpadceko m3zoOpaxkenue. Mmaiiku npeaBun
yCTaHOBEHATA CpelHa IUIOLL Ha cymepkoMiuekcute Ha PC2 (424 M), 6e oneHeHa obmara
TIJIOI HA M3ITBKHAIUTE OOCKTH, KAKTO U OTHOCHTENHATA TUIONI, KOosATO 3aeMmaT (% oT obmara
IUIONI Ha W300pakeHHETo, 3aeTa OT KOMIUIEKCHTe). Bb3 ocHOBa Ha TOBa 3a YaCTHYHO
JETIPOTOHUPAHUTE TpaHaJIHU MeMOpaHu Oe yctaHoBeHa 70 % IUTBTHOCT Ha OMAaKOBaHE Ha
mumepHute @C2 cynepkoMmiuiekcu, a ocraHanute ~30 % ca mpeacTaBeHU NPEJUMHO OT
cBoboaan CCK2 Tpumepu.

Muxkporpadguure Ha TPOTOHHPAHUTE TpaHU TOKA3BaT MO-MAJIKH MO pa3Mep
MeMmOpanHu ¢parmentu — 1x0.5 (£0.5) mxm (dur. 5 B) B cpaBHEHHE C YaCTHUYHO
JenpoToHupanuTe. B To3um cnywail cbimo ce HabOIOAaBa CTHUKOBAaHE Ha JBE JIBOMHHM
MeMOpaHHu, aacopOupaHu BbpPXY HMOBBPXHOCTTA Ha CIIOJIaTa, HO T€ Ca MO-THHKU OT TE3U B
YAaCTUYHO JEIPOTOHUPAHUTE TpaHU — C pasmep 7+8 HM Bcaka. ChIIECTBEHA pasiiuka ¢
JNENpOTOHUPAHUTE TPaHU € MojapeadaTa Ha KOMIUIEKCHTE B IUIOCKOCTTa Ha memOpaHara. B
cilyyasi ¢ IPOTOHHUPAHUTE TPAHU KOMIUJIEKCHTE HAMAT BUJ Ha HUILIKH, & U3IJICKIAT CIydaifHO
pasnpbcHatu U no-pexasu (dur. 6 b u E).

N3o0pakeHusiTa ¢ Mo-BUCOKa pazaenurenHa crocooHoct Ha ®@ur. 6 b u E mokasBar
HaJIMYMETO Ha OOLIMPHM 00JACTH JMIIEHH OT cynepkomiuiekcu Ha DC2 (cpenHo 47% ot
IUIOIITAa Ha HM300pa)KeHUsATa) HAH-BEPOATHO 3a€TH OT OTLENWIM ce Nepu(epHH aHTEHHH
komruiekcu (CCK2), oOpasyBamu camoctosarenau CCK2-momenu. SIcHo pasznuummute
M3IIBKHATH 0OEKTH ca ¢ pasMepd 33x21 (+2.2) M (596 HM® cpeHa IUIONI) U BHCOYHHA OT
3.0-3.5 um (Pur. 6 I') u 3aemar okosno 53+8 % oT mIomrTa Ha M300pakeHUTO. 3a na ce
ornpenenu npubmu3uTenHus 6poit Ha @C2 cynepKOMIUIEKCUTE B M3IIBKHAIUTE OOEKTH KaTo
pedepeHTHa O€ U3MON3BaHA M3MEpEHATa IUIONl HAa CYINEPKOMIUIEKCUTE OT OCBETEHHU
XJIoporiactTd 1mo meroja Ha ‘“‘freeze fracture” emexkTpoHHa Mukpockomus — 148+13 HM

(Johnson u cwaBt., 2011). Onenkara B ciy4as ¢ npotonupanu BBY dparmenTn mokasza
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HanuureTo Ha 4 GC2 cynepkoMIuiekca Ha BCEKH OTJIENICH M3MbKHANI 00eKkT. KakTo m3rnexna,
OTJICTHUTE CYMEePKOMIUIEKCH C¢a TO-IUITbTHO ONAKOBAaHM B TMPOTOHHUPAHUTE TpaHATHHU
MeMOpaHH!, OTKOJIKOTO B YACTHYHO JCTIPOTOHHUPAHHUTE M CJICOBATEIIHO 3aeMaT Mo-Majnka (OT

22 %) mutomr B MeMOpaHara.

Bscowmna (m)
Bucomara (1)

O (v

®durypa 6. Mukporpagun Ha OTAEIHHM Y4acThLH OT MEMOpaHHHTE (ParMeHTH, IOJY4YEHU NPH CKaHUpaHE Ha
50x50 mMkM rutont B TeyHa cpena. Mukporpadgun Ha MemOpanuute gparmentu ipu pH 7.8 (A, J) upH 5.2 (bn
E). Bucounnnu npoduiin Ha ChCETHO PA3IONIOKEHU H3bKHAIN 00ekTH 32 pH 7.8 (B) m3a pH 5.2 ().

Ot mnomra Ha equH CCK2 tpumep ¢ nuamersp 10 HM (ompeneneHa 4ype3 eJIeKTPOHHA
mukpockormusi (Ruban u cwaBt., 1997) 1 AFM (Kirchhoff u cwaBt, 2008.) u miomra Ha
camocrosatesauTe CCK2 10MeHM B YaCTUYHO JIEIPOTOHUPAHUTE U MPOTOHUPAHUTE TPaHATHU
(dbparMeHTH, MOXe Jla ce mpecMeTHe, ye Ha equHuna mioml ot 100x100 am npu pH 7.8 uma
38.2 = 4.3 cBobonuu CCK2 tpumepn, HeCBBp3aHH Cche cynepkomiuiekcutre Ha ®C2, nokaro
OposT uM ce yBenmuuana 10 60.0 = 10.5 mpu pH 5.2.

CrnenoBatenso, 16.5£0.8 qumepan @C2 xomIuiekcHu (KOUTO ca pa3MoSIOKEHH Ha TUIONI
100x100 aM) ocBoboxkmaBar okosio 21.8 CCK2 tpumepu npu nporonupane, win ~1.3 CCK
TpuMepu ce oTKbeBat oT 1 dC2 cynepkoMILIIeKC.

Pesynrature or ACM moka3Bar CBHMBaHE Ha MeMOpaHHUS OWCIION, MPHUAPYKEHO C
paHgOMH3aNMs M peaynupane Ha pazmepa Ha OC2 cynepkoMIuiekcuTe (KOETO e IBbJDKA Ha
OTLIEMIBAHETO HA AHTEHHU KOMIUIEKCH) B PE3yJNTaT OT MPOTOHHUPAHETO Ha TpaHATHUTE

memOpanu (Stoichev u cpaBt., 2015).
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ATOMHO-cui0Ba  MUKpOcKoring Ha  BBY-membparHu — @parmeHTy  BbB

BbB34ylWHa cpesda
Ha ®urypa 7 ca npencraBenu Tunudau 2D tomorpadcku u300pakeHHs] Ha TpaHATHU
MeMOpaHU Pa3MoJIOKEHHU C JIyMEHa KbM CKaHupamioro octpue, npu pH 7.8 (A, B) u pH 5.2

(b, ') u choTBETCTBAIINTE UM BUCOUYMHHU TPODUITH.

208

7] 15 a8 ™

n \ ;
5 j_-[ I.-,' T '-\‘,.lr*ﬂ-,""r-'_ulul
\

|
o | [ | |

-\.\_a,,\l_r\. _..I W | N
&

1 P
& e

rm
OF 04 08 08 1 12 g WO 00 W0 L0 500 S0 OO0 S0 P00 mem

®urypa 7. ACM mMukporpadun Ha rpaHanHi MemMOpanHH ¢parmenT npu pH 7.8 (A,
B) u pH 5.2 (b, I') u texuute Bucounaan npodwmnu ([, E) m3mepern BsB Bb3AyIIHA
cpena.

ACM wu300pakeHHusITAa HA W30JMPaHU TpaHATHU MEMOpaHHU, U3MEPEHH BHB BB3YIIIHA
cpena, KakTo Te€3W B TE€YHA Cpella MoKa3axa, ue MOBBPXHOCTTA HA CIIIOJIaTa € MOKPUTa C
ajicopOupaHy TpaHAIHW MeMOpaHHU (PparMeHTH M C MHOXKECTBO M3MBKHAIU CTPYKTYPH B
MOIYKpUCTaJIeH TUM Ha mnonapenda. MambkHanute 00€KkTH, HAOMIOJaBaHM B YaCTHYHO
JENMPOTOHUPAHUTE TPaHATHU (PparMeHTH ca ¢ IPUOIM3UTENHH pazmepu 20-22%22 HM (cpeaHa
miom; 363 uMY). [Ipu cpaBHeHHe C pe3yaTaTUTE OT aHaIW3a B TeuHa cpena ce 3abersi3Ba
OTKJIOHEHHE C OKOJIO 5 HM KBbM NO-HUCKHA CTOMHOCTH. ToBa OM MOIJIO Ja ce OOSCHU ChC
CTpaHW4HHS €(EeKT OT OTCTPAHSIBAHETO Ha CoJIBaTHaTa OOBHBKAa OKOJIO MEMOpaHHHUTE
MOJIeKyJH cief u3cymaBaneTo Ha npooute (Kirchhoff u cpaBT., 2008).

N300paxeHusTa Ha TPOTOHUPAHUTE TPaHU MOJOOHO Ha Te3W B TEYHA cpela MOoKa3BaT
MO-TOJIEMU IO pa3zMep o00eKkTH — 26-28%22 um, o 466 HM (®ur. 7 b, I'), B cpaBHEHHE C

YaCTUYHO ACTIPOTOHUPAHUTE. TCHI[GHLII/ISITE[ KBbM IO-TOJIsIM pasMEp Ha U3NNBbKHAJIUTC 00EeKTH B

19



IIPOTOHUPAHUTE TPAHATHA MEMOpaHM, OTKOJIKOTO B YAaCTUYHO JENPOTOHHPAHUTE, OU MOrja
ga ce o0scHH ¢ edekra Ha NPOTOHUPAHETO BBPXY MAaKpPOOpraHM3aLusATa Ha
cynepkomiuiekcure no Bpeme Ha H®PI' — orkawane ma CCK2 or ®C2, cpnpoBoaeHO ¢

JOMBIHATENHO arperupane Ha @C2 cynepKoMILIEKCH, HO ¢ penylupaHa neprudepHa aHTeHa.

Kpvros anxpoussm Ha BBY-membpariHu gparmeHTv

[IpomenuTe B cTpykrypHara opranuzanusata Ha @C2 cynepKOMIUIEKCUTE B I'PaHAIHU
MeMOpaHHU (parMEeHTH MPU MPOMSHA Ha MPOTOHHUPAHETO OsXa MPOCIEACHH C IMOMOIITa Ha
Kkpbros auxpousbM. K/ cnekrpute Ha ®C2 yactuuure npu pH 7.8 u 5.2 ca npencraBeHn Ha

Our. 8.

N opu ngsere pH sdAco ce [
pasrpannyaBa KJ[ uBuna npu: 1) (-)646 HM,
POU3/IM3ala OT ONM3KH MEXKIYTUTMEHTHH
B3aUMOJICHCTBHS MEXKAY MOJIEKYJIUTE HA XJI.

0 B cpctaBa Ha CCK2 moHOMeEpHUTE, KaKTO B

KA, Ax10°

W30JIMPAHO CBCTOSIHME, Taka U B BBY

¢parmentn u HatuBHU TM (Hemelrijk u -4

cpaBT., 1992; Dobrikova m cwaBT., 2003; I R —————
450 500 550 600 650 700

Lambrev u cwaBr., 2007). CnempoBareiHo Ourypa 8. KII cmextpn ma  rpamatim
uBuara npu 610/646 M moxe na Obae memOpanu ipu pH 7.8 (—) mpH 5.2 (—).
U3MOJI3BaHa KaTo OTJIUYUTETHA

xapakTepucTuka 3a cradbunHoctra Ha CCK2 komrmiekcute B n3cieaBanute BBY dparmenTu;
2) (+)482/(-)470 HM, nBDKama ce Ha NUTMEHT-TUTMEHTHU B3aWMOJCHCTBHS (XJ1. 6 U
HeokcaHTHH) Mexny CCK2 monomepu B pamkute Ha CCK2 tpumepure. T4 e uyBcTBUTENHA
KbM arperaiiuoHHOTO cheTostHue Ha CCK2 monekynute (B3auMOJEHCTBHE TpPUMED/TPUMED)
(Lambrev u cpaBt., 2007) 1 moHOMepu3upaneto Ha Tpumepute B TM (Dobrikova u chaBr.,
2003); 3) (+)446/(-)457 uM, mpousnu3amia OT MOJEKYIWTE Ha XJ. @, Hal-BEpOSITHO B
chpueBuHHUA KoMmIuieke Ha PC2 u 4) (-)686 HM, OTHOBO AbJKAIla C€ Ha B3aUMOJICUCTBUS
MEXY XJI. @ MOJIEKYJIUTE.

KJI cnextpute Ha ®C2 memOpanHuUTE (parMeHTH MOKa3BaT pPeIylMpaHe Ha OCHOBHUTE
MBUIM NIpU TpoToHHMpaHe. VMBunara npu (-)652 HM U aBoiikata uBuuu npu (+)482/(-)470 um
HE C€ TIOBIMSABAT 3HAUUTEIHO W CJIEOBATETHO TPETHYHATA CTPYKTypa HAa MOHOMEPHHTE
anTeHHu komruiekcu 1 CCK2-TpuMepuTe He € 3acerHara B CIEJCTBUE HA TPOTOHUPAHETO UM.

3HaunTeHU paziuku Mexay pH 7.8 m 5.2 ce ycraHoBsBaT €IMHCTBEHO B 00OJlacTTa Ha
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uBUIIATAa Tpu 686 HM, KOETO O3HAayaBa, Y€ IMPOTOHUPAHETO HAN-BEPOSATHO BOJIU O
CTPYKTYpHU TIPOMEHU B XJI. @-ChIIbPKAIIUTE JOMEHHU, BEPOSATHO HAa CHPLIEBUHHUSA KOMILIEKC

Ha OC2 (Dur. 8).

Ha ®ur. 9 u Tabnuua 4 ca npeacTaBeHd TEMIIEPATypHUTE 3aBUCUMOCTH U MTPEXOIU Ha

ocHoBHuTe KJI nBHIM B rpaHasHy MeMOpaHHH (pparMeHTH.
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®urypa 9. TemneparypHa necradbmnmsanus Ha K]l nBuimure 665/680 M (A) m 610/646 am (b) mpu pH 7.8
(uepan cumBosi) u pH 5.2 (uepBeHm cuMBONHM). 3aBUCHUMOCTUTEe ca ¢uTBaHu ¢ laycoBa (pH 5.2) wm

oucurmonnanHa (pH 7.8) dyHkus.

TemmneparypHara necrabunu3anus Ha wHTeH3uTeTa Ha KJI mBuIMTE paskpuBa SICHO
M3pa3eHU PA3IMKH B CTA0MIIHOCTTa HAa KOMIUICKCHTE B JBETEC CHCTOSHHUS Ha MPOTOHUPAHE.
3aBUCHMOCTTa Ha WHTeH3HuTeTa Ha ABoikutTe KJ[ mBuim mpu (+)665/(-)680 um u (+)610/(-
)646 M (Dur. 9) u (+)482/(-)470 HM Ha YaCTHUYHO JENMpOTOHHUpaHUTE Tpodu (pH 7.8) ot
TeMIlepaTypata MOXe Ja ce ONulle 4Ype3 OucurmMoujanHa GYHKIUSA, pa3KpHUBalla
JBYyCTeTeHHa aectadmim3ans Ha BBY -uactumure.

K/I uBunara npu (+)482/(-)470 HM € Hali-uyBCTBUTEJIHA KbM TOIIJIMHHA JICHATYpaIus,
¢ TemriepaTypu Ha npexoaute Ty, npu 36.8 °C u 68.2 °C (Tabmuma 4). HezaBucumo, e aBata
TEMIIEpaTypHU Mpexojia He MoraT /ia ce acoOlMHpaT ¢ KOHKPETHH CTPYKTYpHU U3MEHEHHUS B
cynepkomruiekcute Ha @C2, u3rnexaa, ye mbpBOTO TEMIEPATYPHO MHIYIIHPAHO CHOUTHE B
rpaHaJHUTe MeMOpaHu € pasmnanaHero Ha omuromepHute CCK2 arperatm B TpuMepH.
TenaeHmusATa Ha AecTaOUIM3MpaHEe HAa WHTEH3UTETa B JBEe (a3u € 0CoOCHO H3pazeHa 3a
uBuIarta (+)665/(-)680, 3a kosTO ce HaOII0IaBAT IBa SCHO M3Pa3eHU TEMIIEPATypPHU MPexo/ia
mpu 49.4 °C u 70.6 °C (®wur. 9, Tabnuma 4). ToBa Moxke 1a ce ABDKM HAa HACTHIWIN
CTPYKTYpHU MU3MEHEHHUsI, 3acsAraild KOPOBUTE W/WIHM aHTeHHUTEe Komruiekcu. K/ uBuiuTe 3a
MPOTOHHPAHUTE MPOOH MOKa3BaT eAHO(}A30Ba TOTUIMHHA NECTAOMIM3UIMSA U UMAT MO-HUCKA
crtabmiHocT ¢ 2 10 5 °C B cpaBHEHHE C YAaCTUYHO JenpoToHupanute npodu (Tadmuma 4).

W3kmrouenne npaBu uBuiara npu (+)482/(-)470 HM, KBIETO JIMIICBA CHINECTBEHA pPa3jIMKa
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MEXy BTOpHs TeMiiepaTypeH npexos npu pH 7.8 u to3u npu pH 5.2 (Tabnuna 4). Paznukara
B TeMIiepaTypHaTta jJectabunnsaius Ha naten3uteta na K/[ upumnure na BBY-dpparmenture e
pe3ynraT OT HMHIYyIHPAaHOTO OT pH wu3MeHeHWe Ha CTa0WIHOCTTa HAa KOMIIOHEHTH OT
crykrypara Ha cynepkomiuiekcute ®C2-CCK2 (kopos agumep Ha OC2, MOHOMEpHU aHTECHHU

koMmruiekcH) (Stoichev u cpaBt., 2015).

Tabsmma 4. CpelHH CTOHHOCTH Ha TeMIiepaTypuTe Ha mpexona Ha ocHoBHUTe K/[-uBuru Ha BBY watumm npu
pH 7.8 mpH 5.2.

pH 7.8 pHS5.2
K]l uBuia
Tm (°C)

665/680 uM 494 +1.3 -

70.6+£0.6 66+1.1
610/646 aMm 563 +0.9 -

72.8+£0.3 69+ 0.2
482/470 am  36.8 +3.3 -

68.2+0.9 66.2+0.8
446/456 uam 713 +1.3 66.6+1.4

LnpepeHuymanHa  ckaHupawa — Karopumetpua — Ha — BBY-membparHu
@parmeHTH

Tepmorpamute Ha rpaHaTHH MeMOpaHHU (parMeHTH, mpeacraBeHu Ha dur. 10, cbio0
SICHO TIOKa3BaT, 4€ MPOTOHHUPAHOTO UM chcTostHME (pH 5.2) e TepmMoaMHAMUYHO TIO-
HECTa0MIIHO OT YacTU4HO jenpoToHupanoro (pH 7.8). Morat na ce pasrpanuyar TpH TJIaBHH
pexo/ia B TepMOTrpaMHTe Ha rpaHajHUTe (parMeHTH U B JBETE ChCTOSHUS HA MPOTOHUPAHE
Haj 50 °C — 3a 4aCTUYHO JISTTPOTOHUPAHUTE MeMOpaHHU (PparMEeHTH Te Ce XapaKTEepU3UpaT C
TeMIlepaTypu Ha mnociefoBarenHute npexoau npu 61 °C, 66 °C u 70 °C, nokaro npu
nporonupanute BBY, temneparypute um ca otMmecteHu ¢ 2 10 6 rpaayca KbM IO-HHCKHU
temneparypu (Pur. 10, Tabmuma 5).

JIBa JOMBIHUTENHH TMO-CIab0  HW3pa3eHH

npexoaa/pamena pu 48 °C u 80 °C ce mabmonasar camo mipu pH 7.8.
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@urypa 10. Tepmorpamu Ha yacTnaHO neprotonupanu (pH 7.8, manen A, (—)) u npotonupanu (pH 5.2, manen
A, (—)) BBY MemOpaHu n cChbOTBETHUTE UM MaTeMaTniecku pasnaranus —3a pH 7.8 (manen b (—)) m3a pH 5.2

(manen B (—)). Cxopoct Ha ckanupane — 1 °C/MuH.

Paznaranero Ha Tepmorpamute upe3 l'aycoBa ¢ynkums (Pur. 10 b u B) mokassa
celeM eHIOTepMHYHM Tmpexoja (muka) B uHTepBaia ot 47 °C go 80 °C 3a 4vacTuyHO
JIENPOTOHUPAHOTO CHCTOSHUE, TOKATO MPU MPOTOHHPAHOTO CHCTOSHUE ce HaOJ0/aBaT IeT
npexoja (muka) (Pur. 10 b u B, Ta6numa 5). [Ipunaranero Ha To3W MaTeMaTHYECKH TTOIXOT
MO3BOJIM M TMO-T00pOTO pasrpaHnyaBaHe Ha nBere pamena npu 48 °C u 80 °C mpum

nenporonupanute npodu (dur. 10 b).

Tabnwma 5. OHOBHH KaJOPUMETPUYIHH MTapaMeTpH: TeMIiepaTypH Ha npexoaure (Tm) u ToTanHa eHTammus Ha
tepmorpamure (AH,)), onpenenenu or ocHoBHUTE eHaoTepMuyHu npexoau B JJCK-repmorpamute Ha BBY-
gactumm ipu pH 7.8 mw pH 5.2.

o, o, o o o AH(:z:ll
BBY Tml( C) TmZ( C) Tm3( C) Tm4( C) TmS( C) (cal/g)
pH 7.8 456+ 1.7 61.2+14 66.2 0.2 70.2 £ 0.8 80+1.3 204+ 1.8
pH 5.2 - 534+1.2 64.1+2.4 68.2 +1.8 - 18.7+0.4

N ugerupure npunoxenn meroma (K, 77K d¢nyopecuenmus, JICK u ACM) 3a
u3cleBaHe Ha CTPYKTypHaTa OpraHU3allus Ha TpaHaliHU (PparMeHTH MOKa3BaT CTPYKTYpHU
pa3MKHU, KOUTO MOTraT Ja ce IbJDKaT Ha Moaudukamuu B nonapendara Ha @C2 u CCK2
KOMIUICKCUTE B JIBETE€ CBCTOSHUA Ha mpoTtoHupane (Stoichev u cwaBr., 2015). 77K
(ITyOpECIIEHIIEHTHUTE CIEKTPH Ha TPaHATHUTE MEMOpaHU, TOJI00HO Ha PETHUCTPUPAHUTE 3a
MHTAaKTHU THJIAKOMJHM MeMOpaHH, NoKa3zaxa 3HAuMTeNleH craj B o0mus (iayopecueHTeH
WHTEH3UTET. ToBa OM MOTJIO Ja ce JABJDKM Ha aKTHBUPAHU B PE3yIATaT HAa MPOTOHHPAHETO
MpoLlecH Ha Oe3M3NIbUBaTeHA AUCHITAINS HA YacT OT MOTbJIHATATa CHEPTHsl (BMECTO TS J1a Ce
M3Ibud BBB BUA Ha Quryopecuennus). ACM wu3o0OpaxeHusTa pa3Kpuxa 3HAYUTEITHU
W3MEHEHHUs B MakKpoopraHuzamusTa Ha cynepkomiuiekcute Ha @C2 B BBY memOpanure,

KOUTO C€ MHAYyUUpaT npu noHmxkaBaHero Ha pH ot 7.8 no 5.2. Te3u u3MeHeHUs: BKIIOYBAT
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yBenu4yaBaHe Ha oOjacTuTe 3aeMaHu oT camoctosTesinn joMeHn Ha CCK2 (CCK2 nomenn) u
MO-TUThTHO omakoBaHe Ha PC2 cymepkomruiekcuTe (¢ peaynupanu nepudepnn anrenu). Ha
6a3zara Ha 1uiomra Ha HaOmonaBaHuTe oT Hac CCK2 nomMeHn B 4aCTUYHO JENPOTOHUPAHU U
MPOTOHUPAHU TPAaHAITHA MEMOpaHU, MOXe Ja ce m34uciu, ye Ha twion oT 100x100 am npu
pH 7.8 ce momectBaT okoso 40 cBoOOIHU (mMconMUpann OT cynepkoMruiekcuTe Ha DC2)
CCK2 Ttpumepu, mokaro Oopost um npu pH 5.2 HapactBa m0 okono 60. OcBeH narepaiHo
pasMecTBaHe Ha OENTHUYHHTE KOMIUIEKCH, JIPYr HAONI0JaBaH OT Hac ePeKT B pe3yiTaT Ha
MIPOTOHUPAHETO HA TPAHATHUTE MeMOpaHu O€ TAXHATa Ne3UHTEerpaIus (Ha oKoyio 12 mbTH mo-
Maiku (pparMeHTH) W U3THHSABAHE, MOJOOHO HA TOBA, KOETO ce HabII0JaBa MPHU CBETIIMHHO
agantupane Ha rpaHaan MemOpanu (Kirchhoff u cwrast., 2013). UaaynupanoTo n3ThHIBaHE
Ha MEMOpaHUTE B pe3yJTaT HAa MPOTOHUPAHETO CHIINO TaKa MOKE Jla ce JBJDKH Ha pa3inyHaTa
noapenba Ha xkomruiekcutre Ha @C2 B JIBe CPEIIyNMONOXKHHU €IHAa Ha JApyra KOHTAKTYBAIU

memOpanu (Pur. 11).

——————
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®durypa 11. Cxematuden mojnen Ha edekTa Ha NMPOTOHUPAHE BBHPXY MaKpPOOpraHU3aIusATa Ha
MUTMEHT-0EIThYHUTE KOMILJICKCH B IPAaHAIHU MEMOpaHH.

[To-HMCKaTa TUTBTHOCT Ha M3MBKHaIUTE oOekTH mpu pH 5.2 maBa BB3MOXKHOCT 3a
,[ITAXMATHO”’ Pa3MOJIOKEHUE HA CPEUIYNOJIOKHO OTCTOAIIUTE JIyMEeHaTHU ydacTblid oT OC2
KOMIUICKCUTE, JIOKAaTO TMO-IUTbTHATA OMNAaKOBKA Ha CYMEPKOMIUIEKCUTE B YaCTUYHO
JETPOTOHUPAHUTEe MeMOpaHHu Tpeanoiara (GpoHTaTHO pas3mojoxkeHue. HabnromaBanute oT
Hac edekTu (Mo-sCHO M3pa3eHU MpH TomorpadckuTe M300pakeHUs] BBB BOJIHA Cpeaa) ca
M3ISI0 B CHOTBETCTBUE ¢ mpesyioxkenus ot Johnson u c¢bTp. (2011) momen 3a HOI'. Ocsen
TOBa, 32 IIBPBU MBT 0siXa BU3yanuzupanu camoctositenHu gomeHn or CCK2 B rpananHute
MeMOpaHUu u Oellie JeMOHCTpHpaHa 3aBUCUMOCTTA Ha pa3MepHUTe UM OT mpoMsiHaTa Ha pH Ha
cpenatra. Ot ACM wmmkporpaduute ce BWXKIA, Y€ OCHOBHHAT HaOMOmaBaH e(eKT MpH
MIPOTOHHpPaHE Ha KOMIUIEKCHUTE € yBeandaBaHeTo Ha Opost Ha CCK2 arperarure u HamalisiBaHE

Ha arperature Ha @C2-cynepkomiuiekcure. [lonyueHnTe JaHHU ca B CbOTBETCTBHUE C MOJEIA
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3a HOI' u notBbpxkaasar, ye npouechT Ha HPI' e chnpoBoaen ¢ oruenBane Ha CCK2 or
OC2 cynepkomiuiekcute W arperupane Ha CCK2. B jgonbjiHEHHE HAIIWTE JIaHHU
nemoHctpupar, u4e CCK2 arperupaHeTo HacTbliBa OLIE MpeAd CTapTUPAHETO Ha
KCaHTO(WIOBUS IIUKBJI U MPOTHYA MMAPAIETHO C paslagaHeTo Ha arperarure, GOPMUPAHH OT
OC2-cynepkommuiekcute. M B aBara tuma ctpyktypu (CCK2 m ®C2 cynepKOMIUIEKCH),
HaOmomaBanu npu  pH 5.2, eKCUTOHHUTE TUTMEHTHH B3aMMOJICHCTBUS ca TO-Cllabu B
cpaBHeHue ¢ Te3u npu pH 7.8.

Kanopumerpuunust npodpun Ha BBY ¢parmenture npu pH 7.8 ce xapakrepusupa c
TpH sICHO 000COOEHM TeMIlepaTypHHU Ipexoja, nosunnonupanu npu 61°C, 66°C u 70°C, u
nBa 1mo-cinado u3pasenu (pamena) npu 45°C u 80°C. Tesm pe3yaraTd ca CXOIHU C PEAUIITHA
pesyaratn 3a JICK nma BBY B mpuchctBue Ha Mg2+ rionn (Krumova u cwast., 2010;
Thompson u cbTp., 1989; Shutilova u cbTp., 1995). 3Hae ce, 4e eHAOTEPMHUUHUTE TTHKOBE B
JCK npodunure Ha TM ca B cTpora 3aBucumocT oT pH Ha cpemara, Tuna Oydep, iionHarta
CWJla Ha pa3TBOpa, METOJa Ha W30JUpaHe W pactutenHus Bua (06od6meno B Krumova u
craBT., 2010). YcraHoBeHo €, 4e TeMIlepaTypHO-UHAYIUPAHUTE TPEXOAH C€ MPUITHCBAT
TJIABHO HA JICHATYPUPAHETO HAa OCHOBHUTE MUTMEHT-OENTHhYHU KoMIuiekcH B TM, a uMeHHO
®C2, CCK2 u ®CI, kaTto ce MOBIUABAT U OT TAXHOTO CHCTOSIHUE Ha OJIUTOMEPHU3ALIMS
(Krumova u cbaBt., 2010, 2014). [IspBOTO €HIOTEPMUYHO CHOMTHE B TepMorpamute Ha BBY
(mpu oxoino 45°C mpu pH 7.8) € cBBp3aHO C MOHOMEPH3UPAHETO HAa KOPOBHUSI KOMIUIEKC Ha
®C2 u paznaganeTro Ha kuciaopoh otnensuiata cucteMa (Krumova u cwant., 2010; Nagy u
cbaBT., 2011). To3u npexos nurncea B nporoHupanute BBY ¢parmentu, BeposTHO 3apaau
MHAYIUPAHOTO OT HUCKOTO pH yacTHMYHO OTKbCBaHE Ha OENTHYHM MOJIEKYIH OT KHUCIOPOJ
oThensaTa cucremMa. ToBa € B CbOTBETCTBHE C MO-PaHHU JaHHU AOKIaABaHU OT Schen u
cbTp. (1991) 32 oTkbeBane Ha 17 kDa cybenuauiara ot komriekca npu pH 5.

[IpexonsT okono 57°C npousxoxaa OT pa3pylliaBaHe Ha KOpoBHs KoMmruiekec Ha OC2,
to3u mpu 62°C ce IBDKM Ha JIeHaTypanus Ha TepudepHUTe aHTEHHH OCNTBIU, a
m3onupanute CCK2 nenarypupar npu 69°C (Krumova u cbaBt., 2005, 2010).

[To-aucka TemmepaTypHa cTaOMITHOCT (¢ okoyio 2-5°C) Ha MPOTOHUPAHUTE TPaHATHU
MeMOpaHu (B CpaBHEHHE C JeNpoTOHHpaHHTe) Oe ycTaHoBeHa M upe3 KJ/I[. MBummre npu
665/680, 610/650 m 482/470 mokazaxa pa3nMYHA TEMIEpaTypHa 3aBUCHMOCT 3a JBETE
CBhCTOSIHUS Ha mpoToHupane Ha BBY memOpanute — nBydasno mosenenue mpu pH 7.8 u
MoHO(}a3HO (oTchcTBa MbpBaTa (asza) npu pH 5.2. BepostHo nmbpBarta ¢aza e cBbp3aHa Io-
CKOpO C TOIUTMHHO-UHAYIIUPAHU CTPYKTYpPHU NpPEHApPSKIAHUS HAa KOMIUIEKCHUTE, a HE C

JeHarypauus Ha OenrbuuTe. TakoBa peMojieinpane Ha MeMOpaHaTa OYeBUAHO HE ce CIy4yBa
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npu pH 5.2, kakTo cieaBa OT JauricBamara mbpsa (¢aza ot npoduia Ha npoToHupanute BBY

MeMOpaHHU.

CTpykTypHa opraHusauma Ha CCK2 c pasnuuHoO NUNUAHO CbAbpXKAHUE.

Eq:eKT HQ CBbCTOSHUETO Ha NpOTOHUPpAHE HA KOoMNnneKkca

PriyopecueHums Ha siamesiapHn CCKZ arperartu

Ha ®wur. 12 ca cpaBaenn dyopectienTaute criektpu Ha CCK2 tun I makoparperartu,
pPErUCTpUpAaHU TIPH JIB€ CHCTOSHHUS Ha TMPOTOHUpaHe Ha Komriuiekca (mpu pH 7.8 m 5.2),
MMHUTHpAIIM CBETOCHOMPAIIO M (POTONMPOTEKTHUBHO (YHKIHMOHAIHO CHCTOSIHUE, CHOTBETHO
(Andreeva u cpasrt., 2013).

@I1yOopeCcIIeHTHUTE €MHCUOHHHM CHEKTpH OsiXxa M3MEpEeHU INpH CTaiiHa U MpH HUCKa
(77K) Temneparypa U IpH CEIEKTUBHO BB30yk1IaHe Ha XJi. a (440 HM), XJI. 6, HCOKCAaHTHUH
(480 uMm) u nyreun (515 um) (Pur. 12). OcHOBHATA UBUIIA B CIIEKTPUTE MPHU CTallHA U HHUCKA
temneparypa uma MakcumyMm npu 680 um (F680), cepp3ana ¢ tpumepuure Gpopmu Ha CCK2.
MaTtemMaTuyecKOTO pas3iaraHeTo Ha HUCKOTeMIepaTypHUTE (IIyOpeCUEeHTHH CIEeKTpU
paskpuBa npuHoca U Ha uBuia ¢ Mmakcumym 1ipu 700 am (F700), mpmkama ce Ha arperaTé Ha

CCK2 (Angpeesa u cbaBT., 2009).
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®durypa 12. Onyopecnientan emucuonnu criektpu Ha CCK2 (tum II) npu craiina temenparypa (A, b, B) u 77K
(T, 4, E) mpu pH 7.8 (—) u pH 5.2 (—), HOpManu3upaHu KbM ONTHYHATA ILTBTHOCT Ha Xxsopodmiute (pu 680
HM), npu BB30yx)aane Ha Xi. a (A, I); xi. 6 (B, 1) u (,,uepBer” ayTeuH) (B, E).

KBantoBusaT nobus Ha (pryopecuieHLMATa HamalsiBa Mpu Mo-HUCKOTO pH 3a Bcuuku
W3IMOI3BaHU JBJKUHYU Ha BBIIHATA Ha BB30yxkaaHe. CHITHOTO peAylupaHe Ha OTHOIIEHUETO

Fes0/F700 mokasBa, ue mpotonupanero Ha CCK2 (pH 5.2) oka3Ba 3HAUUTETHO BIUSHUE BHPXY
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ceeTostHMETO Ha onuromepm3aius Ha CCK2. INaceneTo Ha dyopecieHuaTa € Hail-rosiMo
nmpu BB30yxmaaHeTo Ha Xi. 6 (dur. 12 b u J]) B cpaBHeHHe ¢ BB30OYKJIaHETO Ha XJI. 4 U
KapoTuHouauTe. KBaHTOBUAT HOOMB OT M3MepeHata (pIyopecleHIus MpH CTaiiHa W HUCKa
temreparypa (77K) ma nenmunuaupanute popmu Ha CCK2 tun IV cbiio ce moHmxkaBa mpu

pH 5.2, HO edexThT € mo-cnabd ot To3u HabmoAaBan 32 CCK2 tum I (Dur. 13).

800 -
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200 |-
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Il’bJDKI/IHa HAa BbJIHATA, HM

®durypa 13. 77K ¢nyopecuentan emucnonau cnektpu Ha CCK2 (tum IV) npu pH 7.8 (—) u pH 5.2 (—),
HOpPMaJIM3UpPaHU KbM ONTHYHATA IUIBTHOCT Ha Xjopoduiute (npu 680 HM). CriekTpuTe ca perucTpupaHy mpu
BB30Y’K/IaHe C IbJDKMHA Ha BbiIHaTa 440 HM.

Pamarosa criekTpockorins Ha siamesiapHu CCKZ CTpyKTypu
3a nga perucTpupaMe €BEHTYyaJHH CTPYKTYpHM NpOMEHH B cBbp3aHuTe cbc CCK2

KCaHTO(WIHU MOJIEKYJIH MpH MOHMWXkaBaHe Ha pH Ha cpenara u B ciy4auTe Ha arperupaiu
¢bopMH Ha aHTEHHUTE KOMIUIEKCH, U3IOJI3BaXME HHMCKOTEMIIepaTypHa pe3oHaHC PamanoBa
CHEKTPOCKONHUsl. MEeTOIbhT TMO3BOJISIBA Ja C€ pa3rpaHU4YM CUTHAN OT €IUH EIUHCTBEH BUJI
KapOTHHOUJW B MHOromurMeHTHa cucrema, kakBaro ¢ CCK2 (Ruban u cwaBt., 2001).
Bp30yxknanero ¢ 488 uHM crienmupuIHO ACTEKTUPA HATMYUETO HA 9-1IMC HEOKCAHTHUH, JOKATO
ToBa ¢ 514.5 HM — Taka HapeueHHs "depBeH'" JYTEUH, KOWTO CIOPE] CTPYKTYpHHS MOJEN Ha
CCK2 e cBbp3an ¢ eana Mmosekyna xjopo¢pun (Standfliss u cpast., 2005). Ha @ur. 14 ca
CpPaBHCHU TUNUYHH HUCKOTEMIIEpAaTypHU pe30HAaHC PamMaHOBM CIEKTPU HA HEOKCAHTHUH B
CCK2 Tun II B ABe pa3In4Hu CHCTOSHUS HA TPOTOHUPAHE.

CrexkTpuTe CBHABPKAT YETHUPU TPYNU HBUILIM, OTTOBApSIIA Ha YETHUPU UYECTOTHU
obOnactu (O3HAYEHHW OT V| JI0 V4), XapakTepHu 3a kapotuHowaute (Ruban m cwast., 2001).
Iokazauo e, ue v; (okomno 1530 cM™') choTBeTCTBA Ha BaneHTHH cuMdasHi aBrkeHus Ha C=C
BpB3KUTE Ha crperHarara epura; vz (1120-1200 cM') — HAa KOMOHMHAIMS OT BAJICHTHH
newkennst Ha C4-C;s u C=C Bpw3kuTe Ha cruperrara Bepura ¢ Ci;s-H nmedopmarnmonno

paBHMHHO OrbBaHe; v3 (okoxo 1000 cM™) — Ha meOpMAIMOHHO PaBHUHHM TperTeHus Ha C-
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CHj; BpB3kuTe; V4 (940-980 cv™') — Ha w3BbHpaBHHHHO orbBane Ha C-H Bpb3KuTE, 3a6paHeHO

3a ruianapHu Mosiekynu (Ruban u cwaBt., 2001).

7000

irs

° 6000

iy

8 5000

‘L«

]

L

g 4000

¥

[ 3000+
2000

T T T T T T T T T T T T T
900 1000 1100 1200 1300 1400 1500 1600
MY RImomo NoR Qg os!

®urypa 14. Pesonancun Pamanosu cnexrpu Ha CCK2 npu pH 7.8 (—) u pH 5.2 (—), cnenuduuno Bp30yneHH C

IBIDKUHA Ha BhIHATa 488 HM.

Pasznuku mexay PamaH criekTpuTe Ha HEOKCaHTHHA | JIyTeWHA ce HaO01aBaT TJIaBHO
B oOmactra Ha v4 uBHnuTe. ToBa ce Bmwxkaa oT dur. 15 A u b, Ha KoATO ca cpaBHEHU
CHEKTPUTE Ha MOJIEKYJIUTE Ha HEOKCAaHTHHA U ,,YepPBEHUS JyTE€HWH, UBUIIUTE Ha KOUTO Osixa
HOpMaJIM3UpPaHU CIPSAMO MHTEH3UTETa Ha Vs uBHIaTa. [IpexoauTe B v4 uecToTHaTa 00JacT ca
3a0paHeHH 3a ITUTAHAPHH MOJIGKYJIM W HAapacTBaT 3HAYUTETHO B YCJIOBHS, TPHU KOUTO
KapOTUHOUAUTE MPETHPISABAT MOJICKYJIIHO U3KPHUBSIBAHE, BCIEJICTBUE HAa B3aWMOJCHCTBUETO
UM ¢ 00kpBxkenneto (Ruban u crasr., 2001).

Nuten3utersT Ha uBUnmUTe npu 953, 956, 966 u 973 em! B v4 obnactra Ha Paman
cnektpure Ha HeokcaHTHHa B CCK2 tun II e nmo-Bucok npu pH 5.2 B cpaBHEHue ¢ TO3u Npu
pH 7.8 (®ur. 15). ToBa moka3Ba, ye HMHAyLHMpaHaTa OT IPOTOHMPAHETO arperanus Ha
KOMIUIEKCAa CWJIHO BIMSE BBPXY CTPYKTypara Ha MOJIEKYJUTE€ Ha HEOKCAaHTWMH. PamaH
cnekTbpbT Ha ayTenHa B CCK2 tun II (dur. 15 b ) mokas3sa, ye mpOTOHUPAHETO BOJIH JIO T10-

MaJIKi [IPOMEHHU B uBuuuTe npu 953, 956 cM" M MO-3HAYMTENHN TAaKHBa B OGIACTTA OKONO

966 1 973 cm™.
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®urypa 15. Pe3onanc Paman criektpu Ha HeokcaHTHH (A, B) u nyrenn (b, I') 33 CCK2 tun I (A u b) u tun
IV npu pH 7.8 (—) u pH 5.2 (—) B v4 yectoTHHs paiioH. VBuiuTe ca HOpMaTU3UPaHU CIPSIMO MakCHUMyMa Ha
V3-MBHLATA.

Kakro BBB ¢uyopecuentaure (dur. 13) Taka u B Paman criektpure ce HaOmronaBat
3HAYUTEIHO M0-CIa00 U3pa3eHU MPOMEHH ciie]l MPOTOHUPAHETO Ha Aenunuaupanute tan [V
CCK2 B cpauenue ¢ tun Il CCK2 namenapuu arperatu (dur. 15 B u I'). UzcnenBanusta
nmokassar, uye npotonupanero Ha CCK2 mnaynupa koHGOpPMAIMOHHH TTPOMEHH CBBP3aHH C

HU3MCHCHUSA B INIAHAPHOCTTA HAa KAPOTHUHOUJAUTC HCOKCAHTHUH U JIYTCHUH (Busheva n CbhanT.,

2012).

CTPYKTYpPHU NpPOMeHU B TUNAKOUAHU MeMOpaHU npu OKCUAATUBEH CTpec.
Pona Ha BopoposHusa nepokcua (H202) cpelty TOKCUMHOTO pAeucTBUe Ha

xepbuumuaa napaxear

[lapakBar € eAWH OT HW3MOJ3BAHUTE XEPOMLUMAM HpU MOAETHH cucTteMH. Hackopo
Rodriges u cpaBT. (2012) nmemonctpupaxa, e IIK cuinHO moBiausBa M B KpailHaA CMETKa
paspymiaBa CTPyKTypaTa Ha XJIOpOIUIACTHTE. 3a Ja NpUAoOWeM To-sCHAa MpelcTaBa 3a

KOHKpeTHOTO JieiicTBue Ha [IK BbpXy CTpyKTypHaTa OpraHu3aiys Ha THJIAKOUIHU MEMOpaHH,
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KakTo W 3a poisita Ha H,O, KaTo NMpOTEeKTHMBHA CHUTHAJIHA MOJIEKysna, npuioxuxme 77K
(bayopecueHIus U KPbroB TUXPOU3BM.

Ha @ur. 16A ca npencTBeHn XapakTepHU eMUCHOHHH CIIEKTPU (IIPU Aexc= 436 HM) Ha
W30JIMPaHU TUJIAKOUIU — OT KOHTpoHU u Tpetupanu ¢ H,O,, ¢ TIK, u TaxHaTa koMOMHAIINS,
pacTeHus, 5 yaca cje/ akTUBHpaHe Ha CBeTIMHHUA pexxkuM (Moskova u cwraBt., 2007).

Tperupanero ¢ 0.2 MM IIK Boau 10 msutOCTHO TOHMKaBaHE Ha (DITyOPECIEHTHUS
WHTCH3UTET/KBAaHTOB  JOOMB, TO-3HA4MTeNIHO Ha @DC2 CynepKOMIUIEKCHTE, JIOKAaTO
npenBapuTeHoTo Tpetupane ¢ HyO, Boau no peaymupane Ha 4act ot edekra Ha [IK Bbpxy
¢iyopecleHTHUTE XapakTepucTUKu oT aBere Qorocuctemu (Pur. 16A). 3a oueHka Ha
OTHOCHUTENIHATAa aKTUBHOCT Ha (DOTOCHHTETHYHHUS amapaT, Osixa MpecMEeTHATH IUIOIIKTE Ha
bayopecrienTHuTe criektpu (Tabmuma 6). JlaHHWTE ca TpPENCTaBeHH KaTO OTHOCHUTEITHH
CTOMHOCTH 32 Bb30YKIAHETO MPH Aexe = 436, 472 1 515 um Ha Tabnuma 6 u KaTo MPOIEHTHO
W3MEHEHHE CIIPSAMO KOHTpoJiaTa (caMo 3a Ae 436 HM) Ha @ur. 17. Pesynratute 3a
TPETUPAHUTE PACTECHUS CIIEBAT TEHJCHIIMATA, NpecTaBeHa Ha Dur. 16A. dayopeclieHTHUTE
CHEeKTpH Ha mpenBaputenHo Tpertupanute ¢ H,O, pacTeHus ca MHOTo mojoOHM Ha Te3W Ha
KOHTposiaTa (OTKJIOHEHHETO Ha MHTEH3UTeTa € OKojJoe 5% copsiMO KOHTpOJATa).
doTocHUHTETUYHATa €MHUCUsl B ciydauTe Ha pacteHus Tpetupanu c IIK cnama ¢ 18+4%
CIpsiMO KOHTpoJiuTe, a komOuaupanoto aeiicteue Ha [IK u H,O, Boau 10 3HAYMTENHO IMO-
Mainbk edekr (cman ¢ 6% ot KoHTposarta). ['aceHeTo Ha (ayopeclieHIUATa IPU Bb3ACHCTBHE
¢ IIK kopenupa ¢ ycTaHOBEHOTO HamalsBaHe Ha (oToxXxuMHYHATa eekTuBHOCT Ha DC2

(F\/Fy) B xmoporutactu tpetupanu ¢ [1K (Rodriges u craBr., 2012; Laskay u Lakos, 2011).

®durypa 16. 77K  QuyopecreHTHH CHEKTpU  Ha
TWakouaHu MemOpanu. (A) EmwucuonHm crexrpw,
peructpupanu npu Bs30yxaane ¢ 436 um; (b) Cnexrpu
Ha BB30YKAaHe, PErucTpUpanu 1npu emucus 686 um; (B)
CriexTpu Ha BB30YKJaHe, pETUCTPUPAHH IIPU eMucHs 735
oM. CIIeKTpUTE ca HOPMAIU3UPAHU KbM ONTUYHATA
IUTBTHOCT Ha xyopoduinte (mpu 680 HM). Korrpona
(—); TUIAKOWIM, U30JIMPAaHU OT PACTCHHS, TPETUPAHH C
2.5 MM H,0; (—); 0.2 MM IIK (—) u 2.5 MM H,0, + 0.2
MM IIK (—).

680 700 720 740 760 780

dnyopecueHuua, OTH. ea.

(U - I . L L I .
640 0660 680 700

AbAKKUHaA Ha BbAHATA, HM
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Ha 6a3ara Ha maHHUTE OT XapaKTepUCTUUHUTE (HITyOpPECIIEHTHN OTHOMIEHUS — F735/Fege
1 Feos/Fese (Tabmuma 7), Gerie mpocieaeHo pasnpeneiaeHueTo Ha yaoseHata oT @CA eHeprus
mexnay asete (otocuctemMu (Fr3s/Fese) m B pamxutre Ha DC2 (Fg95/Fes6), B crnencTBue ot
tpetupaneto ¢ HyO,, IIK u Tsxnata komOunanus. I1K oka3Ba 3HaunTeneH epeKkT BbpXyY Te3H
nBa mapameTbpa — Fgos/Fgse mocturna 113+3% cnpsmo koHTpoJiaTa, a YBEITUYCHHETO Ha
F735/Feg¢ OoTHOmEHUeTO O mo-scHO m3pa3eHo u HapactBa 10 121+3%. H,O, moutm He
nipomeHst Fgos/Fege 1 F735/Feg6 oTHOMEHMsITA, HO B KOMOMHarus ¢ [TK mposiBsiBa mpoTekTuparil
edexT cupsMo pasmpeaeneHueTo Ha eHeprusta Mexay @C2 u @CI1. Fr35/Fg36 ce mpomens

camo ¢ 14£2% cnpsimo KoHTpomaTa, a Feos/Fess HapacTBa ensa ¢ 9+3% ot KoHTponara.

Tabnuna 6. CpelHY IUIONIM Ha EMUCHOHHUTE CIIEKTPH, PETHUCTPUPAHH MTPH BH30YXKIaHEe HA XII. a
(Mexe 436 HM), XIL. 6 (Aexc 472 HM) U KaPOTHHOUTUTE (Aexe S15 HM).

o6 Ilnomm
poba hene 436 1M hene 472 1M here 515 1M
Kontpoaa 2452+ 178 37603178 1728+ 104
+2.5 MM H,0; 2532+105  394.6+40.6 172.1 + 3.6
+0.2 MM napakear  207.0 £ 6.9 17774198 138.8+ 4.5
+ 0.2 MM napaxBat 2253 +44 328.2+18.5 149.05+ 5.8
u2.5mMM HzOz

3a mo-3aapn0049eHO U3cleABaHe Ha 3amuTHaTa poist Ha HyO, ot TokcnuynocTTa Ha [TK
M3MEpPUXME U CIIEKTPUTE Ha BBH30OYXKIaHE NPU JBE XapaKTEPUCTHUUYHU IHDKMHU HA BBJIHATA —
686 uM (DC2 emucus) u 735 um (PC1 emucus). B cpaBHeHHE C KOHTPOJIHUTE TUIIAKOWIH,
BCUYKM TPETHpPAHU BapHaHTH TIOKa3BaT IMO-HUCHK HMHTEH3UTET (no0 okoio 20%) mnpu
n30paHuTe EMUCCHOHHU IBKUHU Ha BbiaHaTa (dur. 16 b, B), koero Moxe na ce AbKH Ha
HapyIICHUs B MIPEHOCa Ha eHeprus OT nepudepHuTe anteHu kKbM Pl Ha aBete GorocucTeMu.
H,0; vama edekr Bppxy emucusita Ha ®C1 (dur 16 B), a Tazu na ®C2 Geme camo ciabo
HamasnieHa (dur. 16 b). Kombunupanoro aeiicreue Ha H,O, u 1K Bogu 10 3HaUMTENTHO TIO-
Marbk edekT B cpaBHeHHe ¢ [IK TpeTnpanero, KoeTo pa3kpuBa mporekTuBHaTa pois Ha HyO;

(Stoichev u cpaBT., 2014).
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®urypa 17. Yepennena miomnt Ha 77K ¢iryopecieHTHUTE eMHUCHOHHU CIIEKTPH (Aeye 436 HM) M OTHOIIICHHUATA HA
UHTEH3UTETUTE Fgos5/Fgs6 1 F735/F g6, MpenicTaBern kato % crpsiMo KOHTpOJIATA.

Tabmmma 7. OTHOmEeHUe Ha HHTeH3uTeTUTEe Ha iryopecueHmus (Fgos/sss) B (F735/636) OT TM Ha pacTeHuUs npeau
(xoHTpONN) H ciexn Tpetupane ¢ 2.5 MM H,0, u 0.2 MM mapaxsar.

Feos/Fess F735/Fese
IIpoou

Dexc 436 HM hexc 472 HM Aoy SISHM  Aey¢ 436 HM Ay 472 HM Ay 515 HM
Konrtpoaa 0.71 +0.03 0.73+£0.03 0.73+0.02 131+0.07 1.10+£0.08 1.55+0.03
+ H,0, 0.74 +£0.02 0.76+0.02 0.73+001 1.29+£0.04 1.12+£0.07 1.58+0.12
+ IIK 0.80 £ 0.04 0.82+0.04 0.80+0.02 1.61+0.15 130+£0.10 1.83+0.02
+ IIK

0.78 £ 0.03 081+£0.05 0.78+0.02 1.51+0.05 128+0.10 1.81=+0.13
u Ilz()z

Ha6monaBanute npomenu B Fr3s/Fegg OTHOmEHWMETO Morar nma ce abbkaT Ha
naxuoupane Ha @C2 (1 cremoBaTeTHO HAMaJISIBAHE HA OTHOCHUTEIHHS U (IyopecIieHTeH
HO6HB)IUHHH Ha U3MCHCHUS B MaKpOOpraHu3alusiTa Ha HHFMBHT‘6CHTBHHH KOMIIJICKCHU B
TM, Bomemu 10 IPOMEHH B IIPEPA3NPEACICHUETO HA CBETIMHHATA CHEPrUs MEXKIY
dboTtocuctemuTe. 3a 1a MpoBepuM Tazu xumnoTesa peructpupaxme KJ[ cnekrpure Ha TM mipu

paznmuuHuTe cXemu Ha Tpetupane (dur. 18).

32



K1 ,AX].I]4

r T T T T T T T T T
E25 ES0 ETS Fao T24
JbaxHua Ha EhAHATA, HM

Ourypa 18. Tunuuna cepust ot KJ| cnexrpu na TM B o6sactra Ha 688/672 um uBnnara. TM ca nzonupanu ot
KoHTpoaHH U Tpetupanu ¢ H,0,, TIK u [IK+ H,0, pactenus, 5 4. cien akTHBHpaHE Ha CBETIMHHATA (a3a.
Konrpona (—), pacrenus, tpetupanu ¢ HyO, (—), ¢ [IK (—)u ¢ H,O, + I[IK (—) .

KJI curHanbT € MHOro 4yBCTBHTENIEH KbM CTpykTypHH Tpomenu B IIBK (Garab,
1989). Ilpomenute B Makpoopranusnusta Ha TM Hail-cuiiHO ce oTpa3sBat Ha 688/672 um K]
MBHILIATa, KOSITO MPOU3IN3a OT XUpaJIHU MakpoJoMeHHU cTpykTypu Ha CCK2 u ®C2-CCK2
CyNepKOMILIEKCUTE B rpaHanHuTe 0o0acT (Garab u cpaBt., 2002; Dobrikova u crasr., 2003;
Cseh u cpaBr., 2000; Kovacs u c¢paBrt., 2006).

Ha ®ur. 18 ca npencraBanu K/ ciektpu Ha TM B obnactTa Ha uBnuara 688/672 Hwm, a
Ha Qur. 19 — NOpPOIEHTHOTO OTKJIOHEHHWE Ha HMHTEH3uTeTa W npu TM, wn3onaMpaHu ot

TpeTHUpPAHUTE TPYIHU pACTEHUS, CIPSMO TOBA Ha KOHTpOJaTa.
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Hnrensurert psi-tun K1 usunara

Kontpora H,O, MK HO,+NK

®durypa 19. [IponeHTHO M3MeHEeHUe Ha MH3TeH3UTeTa Ha 688/672 um KJI mBumara Ha TM, TpeTtupanu
¢ 2.5 MM H,0,, 0.2 MM mapakBat U B KOMOWHAITUS CIIPSIMO KOHTPOJIHUS BapUAHT.

Jlunicara Ha pa3nuKu B MHTEH3UTETa Ha 688/672 HM MBUIATa Cle] TPETHUPAHETO C 2.5
MM TIepOKCHI MOXE Ja C€ ThJIKYyBa KAaTO OTCHCTBHE Ha €(EKT Ha TMEPOKCHAA BBPXY
opranuzanusaTa u crpykrypara Ha CCK2 um ®C2-CCK2 cynepkomruiekcuTe (TIOHE TPH

pUIIOKEeHOTO Tpetupane). Tperupanero ¢ I1K mokasza cnmabo HapacTBaHe HAa HHTEH3UTETA Ha
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Ta3d HBHIA CHOPSIMO KOHTPOJHUS CIEKThp, Karto mnperperupaHetro ¢ H,O, He oka3Ba
JOMBJIHUTENIEH cTaTucTudecku pazmuuuM edext (Dur. 19). Msrnexna [1K wngynmpa
(dbopMHpaHETO Ha MO-TOJIEMH XMPAJIIHU MAaKpOJOMEHH B THiakouaHute MmemOpanu u H,O, He
OKa3Ba MPOTEeKTHpal] epeKT crpsMo To3M mporec. Te3u manHu mokaspar, ue [1K Biusie He
caMO JIOKaJHO BBPXY CTpykTypara Ha @PC2, HO U BBPXY MaKpoOpraHuzalusTa Ha

KOMIIJICKCHUTCE.

0O606weHue

JlarepanHOTO cerperupaHe Ha (HOTOCHHTETHUHUTE KOMIUIEKCH B THUJIAKOWUJHH
MEMOpaHU OT BHUCIIW PACTCHUSI M TPUU3MEpPHATA OpraHU3alus Ha TUIAKOUIUTE ca (aKkTopu
ONTUMU3HpAIIM Tpolreca Ha ¢GoTocuHTe3a. MakpoopraHuzanusTa Ha TUTMEHT-OEIThUHUTE
KOMIUIGKCH Cc€ ompeaens oT chnenu@uuaau OenThK-O0eNThbUHU ¢ OCNTHK-JIUIHIHA
B3aMMOJICHCTBHS, BOJEIM J0 (opMUpaHETO Ha CyNpaMoJIeKyJHU CTpykTypu (PC2
CYTIEPKOMILIEKCH, PA3TOIOKEHH WIH B MOJYKPUCTAIMHHU JOMEHH (C J1ajieueH MOPSIbK) WU
B HenopeneHu nomenn), @C1 cynepkomiuiekcu (6e3 maneded nopsiabk) 1 CCK2 momenu (¢
HEU3BECTHA 1O MOMEHTa opraHuzanus). Te3um MOJEeKyJHH B3aUMOICHCTBUS ca MHOTO
JMHAMUYHA — CWJIHO 3aBHCAT OT YCJOBUATAa Ha cpefaTra U ca ompenessny (GakTop 3a
IpoIlecCUTe Ha ajanTalus M OTTOBOp KbM cTpec. Taka HampuMep CerperupaHeTo Ha
(dboTocHCTEMUTE B TpaHATHUTE M CTPOMAJHUTE 00JIaCTHM Ha MeMOpaHaTa CHJIHO 3aBHUCH OT
CTENeHTa Ha CTUKOBAHOCT Ha TUJIAKOMIUTE, KOSITO OT CBOSI CTpaHa MOJUIeKHU Ha peryiamnus — B
TBMHUHHO CHCTOSHHE THJIAKOWJUTE JO TOJisIMa CTENEH ca Pa3CTUKOBAaHH, a MPHU CBETIMHHA
amanranus — rpanute ca sicho nedunupanu (Pfeiffer u Krupinska, 2005). CetnuHHUAT
MHTEH3UTET CBHUIO peryaupa MpOCTpaHCTBEHATa CTPYKTypa Ha MeMOpaHUTe — Tpu
cyoonTtuManeH (HHCHK WM BHCOK) HWHTEH3UTET CBIIO C€ HaOIoJaBa CTPYKTypHa
peopraHu3anys Ha MeMOpaHaTa, BKJIIOYBAIlla pa3KbCBAaHE M Cbh3/1aBaHE HAa HOBM JIMIHUIHU
KOHTAaKTH B HEsl, pEOpraHu3alys Ha IpaHaJHU U CTPOMAJIHU cerMeHTH u murpauus Ha CCK2
or ®C2 cynepkommiekcute kbM ®C1 (Chuartzmann u cwaBt., 2008; Tikkanen u cmasr.,
2008). OcBeH ToOBa € yCTaHOBEHO, Y€ MpHU (HOTOMHXUOUPAIIN MHTECH3UTETH Pa3CTUKOBAHETO
Ha MeMOpaHUTE BOJIU IO pa3pyllaBaHe HA XUPATHUTE MaKpOAOMEHH, chiabpxkamm PC2 u
CCK2 kommuekcure, 1 10 MoHoMepusupane Ha CCK2 kommiekca, KakTo U 4e T€3U MPOLEecH
OCHTyYpsIBaT JIOKaHA uiekcuOmmHocT Ha MeMOpanarta (Dobrikova u ckaBT., 2003).

Mexanu3mure 3a (OTONMPOTEKUHS MPHU BUCHIM PACTEHHUS] Ca MHOIO KOMIUIEKCHH.
YcTaHOBEeHHU ca peaulia CTPYKTYPHH IPOMEHHU CBBP3aHHU € TAX — KOH(GOPMAIMOHHU TPOMEHH

Ha OEITHUYHHUTE MOJICKYJIN OT (I)OTOCI/IHTCTI/I‘IHI/ITQ KOMIIJICKCHU, HACTBhIIBAIllKU B PE3YyJITAT OT
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CBETJINHHO-UHJYIUPAHUSI TIOTOK Ha TMPOTOHM B JIyMEHa, EH3UMHHU pEaKIUHU KaTo
dbochopmmpane Ha OeNTHIM, pasrpakIaHe Ha IMOBpPEJACHU OCNTHIM W CHHTE3 Ha HOBH
TaKuBa, JICCTIOKCUJIMPAHE HA CBBP3aHUA C AHTCHHUTE KOMIUIEKCHM BHOJIAKCAaHTUH. Bcuuku
TE3W NMPOMEHH ca KOMIIOHEHTH OT (OTO3AIMMUTHHUS MEXaHH3bM, HapeueH Haif-o0mo HOT,
MOCPEACTBOM KONTO pacTeHusATa 00e3BpexkaAaT U3NUIIbKa OT CBETIMHHA €HEPIHsl.

CtpykTypHHTE TIpOMEHH, CBBp3aHu ¢ H®I (MO-KOHKpETHO Te3Hu, 3acsraiiu
kcanTomioBus nUKbI U murpanusara Ha CCK2 mexny asere ¢orocucreMu) ca 0OCTOMHO
U3y4yaBaHHU, HO Te€3W, UHAyLUMpaHU Ipu IbpBara crbnka Ha H®I, a umeHHO ciex
MIPOTOHHUPAHETO Ha TUJIAKOMAHHS JIyMEH, BCE OUIE HE ca M3SICHEHW HambiHO. Pe3ynrature,
Mpe/ICTaBEH! B AMCEPTALIIOHHUS TPY/ pa3KpuBart, 4e raceHeTo Ha (iyopecieHuusTa (Mapkep
3a HOI') HacThmBa o1ie mpu MpOTOHHPAHETO Ha Komruiekcute (mpu pH 5.2) B Tumakougnu
MeMmOpanu, B u3onupanu CCK2 namenapHu arperaTv ¥ B U30JIMPaHUd MEMOpaHHU (parMeHTH,
oborarenn Ha @C2 cymnepkomiuiekcu. Toect, mnporonupanero Ha CCK2 Bomu 10
«MIPEBKIIOYBAHETO» MY BBB (DOTONPOTEKTHBHA KOH(OpMaIMs OIle Mpeau 3aJeHCTBAaHETO Ha
npyrute komnoHeHTH Ha HOI' (kcantodunoBus nuksa u murpamnusata Ha CCK2).

[Iporonupanero Ha (QOTOCHHTETUYHHTE KOMIUICKCH B HW30JHpPaHU TpaHAIHU
MeMOpaHU BOJAU W JIO SICHO M3Pa3eHH MPOMEHH B MAaKpOOpPraHU3aIusATa WM. Y CTAaHOBHXME
nperpynupade Ha @C2 cynepKOMIUIEKCUTE OT KIbCTEPH/arperaTu, ChbIbpiKaiu 2 KOMIUIEKCa
npu pH 7.8 no takuBa, chabpxkamuy 4 komruiekca npu pH 5.2, cbpoBoJieHO € OTIENBaHE Ha
CCK2 tpumepu u popmupane Ha CCK2 nomeHH, KakKTO U ChC CTPYKTYPHA JECTAOMIH3AIUS
Ha OC2 komnonenture u CCK2 tpumepure.

B ocHoBara Ha Ha0I0/aBaHUTE OT HAC MPOCTPAHCTBEHU MPEHAPEKIAHUS BEPOSTHO
cton MoOmiaHaTa cyoeaunuia Ha @C2 — PsbS. M3BecTHO e, e Ta3u cyOeauHuIia € 0co0eHO
YyBCTBUTENTHA KbM TIPOTOHHPAHETO HA THJIAKOUIHHUS JyMeH H (YHKIMOHHpA KaTo
cBoeoOpaszeH ceH3op Ha pH. B pesynrar Ha moHmkaBanero Ha pH B mymena PsbS m3mens
Ko(pomanusaTa cu, KOeTO HHIYIHPa CTPYKTYPHU U MPOCTpaHCTBeHU peopranuzanuu B [1BK ¢
kouto kKoHTakTyBa — ®C2 u CCK2, a Taka OTK/II0YBA U JUCUTIATUBHATA UM (DYHKITHSI.

Hammre paHHM JAEeMOHCTpUpaT ©  polisiTa Ha JUINUAHOTO OOpBKCHHE 3a
OCBIIECTBSIBAHETO Ha pH-MHAyIMpaHUTE CTPYKTYpPHH MPOMEHH — YCTaHOBEHO Oemie, 4e
3ama3BaHETO Ha JMIUJIHUS CBhCTaB M KOJWYeCTBO B JjamenapHu arpearatu ot CCK2
KOMIUIEKCH OJIM3KM J0 HAaTUBHUTE € HEOOXOJUMO YCJIOBHE 3a MPEBKIIOYBAHETO BHB
dorozamuTtHa KoHPopmarus Ha CCK2. OxasBa ce, ue munuaHaTa ¢asza € CUIHO MOBIHSIHA OT
MPEeMUHABAHETO BBHB (DOTO3AIMUTHO CHCTOSHUE M MPU WHTAKTHU THIAKOUIHH MEMOpaHH.

HamansBaneto Ha dayuaurera Ha mMeMOpanute mpu pH 5.2 O6u morjmo ga ce IBDKA Ha
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CTPYKTYpHUTE peopraHu3aluyd Ha OeIThYHUTE KOMIIOHEHTH M IMOCJIEABAINTE OT TOBA
MIPOMEHU B JIMMUI-0€ITHYHUTE B3aUMOJICHCTBUS.

B 3aknrodenue, mpoTOHHpPAHETO Ha (POTOCHHTETUYHHUTE KOMIUICKCH, NIEHCTBA KaTO
CUTHAJ 32 3HAYUTEIIHA CTPYKTYPHH PEOPTaHU3AINH HA OCNTHYHUTE U JTUMUIHA KOMIIOHEHTH
Ha TWJlakoujgHata MemOpanata. HaOmromaBanute edexTH ca MpeanocTaBka 3a ITHIHOTO
OCBHIIIECTBSIBAHE HA MHOTOKOMITOHEHTHU Tiponiec HOT'.

CTpyKTypHO-MOJIyIMpania poJis € mpejlokeHa u 3a curiainara mosnekyna H,O,. 3a
IpbB TBT B JUCEPTALMOHHHS TPYA CE€ HW3CIeABa XHUIOTETUYHATA W pOJIS Ja Tpe/na3Ba
TUJIAKOWTHUTE MEMOpAHU OT OKCUJATHBEH CTPEC Ha HUBO CTPYKTYpHA opranu3anus. Hammre
JAHHW pa3KpuBar, dYe ek3oreHHo pobaBeHusT H,O, nedcTBUTENTHO HWMa W3BECTEH
MPOTEKTUBEH €(EeKT MO OTHOILIEHHE Ha pa3MpelesieHHeTO Ha EHeprusra Ha Bb30yXIaHe
mexay @C2 u OCI1, u HamansiBaHeTO Ha e(EeKTUBHUS pa3Mep Ha CBETOCHOMpallaTa aHTeHa
Ha JBeTe (OTOCUCTEMH MpHU JeHCTBHE Ha XepOuluaa mapaksaT. [lapakBaTsT WMa MO-CHUITHO
W3pa3eHo JIEWCTBUE BBpPXY eHepreTuyHus npeHoc kbM PCIl, otkonkoro Bbpxy DPC2 B
CHOTBETCTBHE C JIaHHWTE, MpenacTtaBeHn ot apyru aBropu (Wong, 2000; Laskay u Lakos,
2011) u cworBeTHO 3amuTHata posisi Ha H,O, € mo-cujiHO HacoueHa KbM IIPOLIECUTE,
npornyaimy BB PCIl. BepostHo ToBa € W mpuumHara 3a ToBa, ue H,0O, He okaza
npoTekTupanl e(peKkT MO OTHOIIEHHWE Ha YroJIeMSBAaHETO Ha XHPAJIHUTE MakKpoarperari,
M3rpajieHu OT KoMIOHEeHTH Ha PC2, npu Bb3JCUCTBUE C MMapaKBara.

O06o0maBaneTo Ha TIONYyYEHUTE JaHHU pa3KpuBa, 4Y€ MAaKpOOpraHHW3aIuUsATa Ha
(OTOCUHTETUYHHUTE KOMIUIEKCH € BaXkeH (PakTop 3a (HYHKIMOHATHOCTTa HA THIJIAKOWIHHUTE
MeMOpaHu B pazNU4YHU (U30JIOTMYHU U CTPECOBU CHCTOSHUA. Ta3u peryiaTtopHa pojs ce
ompesnenss OT KoH(popMamusaTa W TPOCTPAaHCTBEHATa MOJpenda Ha MUTMEHT-OCNThYHUTE

KOMIIJICKCHU U OT OITAaKOBAHCTO Ha JIMIUAHUTC MOJICKYJIN.

N3soau

1. YCTaHOBEHO € CTPYKTYpHO pEMOJENMpaHe Ha NUTMEHT-OeNThbUHUTE

KOMIUICKCH W JIMITHIHUSI MaTPUKC Ha TUJIAKOWIHU MEMOpaHH UM CyOMeMOpaHHU (pparMeHTH
(v3onmMpann TpaHaIHM MeMOpaHu U JyamenapHu arperatu Ha CCK2) mpu mpexon ot

CBETOCHOMpPAIIO BHB (DOTOMPOTEKTUBHO ChCTOSTHUE, MHIYIIUPAH Ype3 MPOTOHUPAHE.

2. CTpyKTYypHHTE peopraHU3allid B THUJIAKOUIHU MEMOpaHU, HACTBIBAIIM MPH

MIPOTOHHUpPAHE, ca CBbP3aHHU C HaMaJsiBaHE Ha (pIyuauTeTa Ha JIUMHUIHUS MaTPUKC.
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3. JlBere  ¢yHKIMOHANHU cbcTOossHUS Ha DC2  cymepkoMIUIEKCHUTEe  ce

XapakTepu3upar ¢ pa3iuyHa MaKpOOpraHwW3alus — MpH CBETOCHOMpamoTo (cmadbo
JETIPOTOHUPAHO) CHCTOSTHUE KOMITJICKCUTE CE€ OPTaHU3HUPAT B TIOITYKPHCTAIMHHU CTPYKTYPH C
HUIITKOBHJICH MPpoui, a mpu (HOTONMPOTEKTUBHOTO (TIPOTOHUPAHO) CHCTOSIHUE B JIOMEHU C
HUCKA CTENEeH Ha MoJApeaeHOCT. [IpoToOHMpaHEeTO BOAM W 10 WU3THHSIBAHE HA TPAHAITHUTE

M€M6paHI/I " YBCIIMYAaBaHC HA CKJIOHHOCTTA UM Jia C€ NC3UHTCIpUpaT.

4, Wuaynupanara OT NOPOTOHHUPAHETO MPOMSHA B MaKpOOpraHU3aluaTa Ha

cynepkoMiuiekcutre Ha ®C2 e cBbp3aHa CbC 3HAUYUTEIHOTO W TEMIIEPATYPHO

necTabmIn3upaHe.

5. [Iporonnpanero  Ha  namenapuu  CCK2-makpoarperat  umHAynupa

KOH(OPMAallMOHHU TPOMEHH, CBBP3aHU C IUIAHAPHOCTTAa HAa KApOTHHOMJIUTE HEOKCAHTUH U

JIyTEHH.

6. XepOuIuabpT mapakBaTr BIUse BbPXY MaKpOOpPraHM3alMATA HA THIIAKOHIHUTE

MeMOpaHU KaTo HHAYIHpa GOPMHUPAHETO HA MO-TOJIEMHU XUPATHU MakpoJoMeHu. CUrHaHaTa

MOJICKYJIa BOJOPOJACH MEPOKCHU HC OKa3Ba 3allIUTCH e(l)eKT CIIpsAIMO TO3U MPOUECC.

TTpuHocu

1. TlpencraBena e jeraiiyiHa KapTHHA HA MPOIECHTE, HACTHIBAIM NPU IPOTOHHPAHE Ha
(OTOCUHTETUYHUTE KOMIUIEKCH B TWJIAKOMJAHM MEMOpaHM W HW30JIMpPaHU MeMOpaHHHU
¢parmentu (rpaHamHun MemOpanun u samenapuu arperatu ot CCK2). YcranoBenu ca
MPOMEHUTE BbB (PU3NYHOTO CHCTOSHHUE HA JIUIMHUIHUS MaTPUKC, B CTPYKTYpHATa OpraHU3aIlHst
U TeMIlepaTypHaTa CTaOMJIHOCT Ha MHKOPIIOPUPAHUTE B TUJIAKOMJAHUTE MEMOpPaHH NMUIMEHT-
OENTPYHM KOMIUIEKCH MpPH IPEMHUHABAHETO OT CBETOCHOMPAILO BBB (POTONPOTEKTUBHO

CbCTOSAHHC.
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2. 3a mpwB BT ca Buzyanusupanu oborareHn Ha CCK2 MemOpaHHU JOMEHH B IpaHATHH

MeMOpaHU U € YCTaHOBEHO, Y€ MPOTOHUPAHETO HAa (POTOCHHTETUYHUTE MEMOpAHH € CUTHAI 32

TAXHOTO (pOpMUPAHE.

3. YcraHoBeHa € KOH(UIypalusTa HA MUTMEHTHUTE MOJICKYJIH HEOKCAHTHH H JIyTCHH B
namenapuu arperatd Ha CCK2, mpu aBe (yHKIMOHATHH CHCTOSIHHS - CBETOCHOMpAIIO U

(hoTo3anUTHO.

4, JleMOHCTpUpaHa € CTPYKTYpHO-MOJAyJIMpaliara pojis Ha XepOulpaa IapakBar 3a

MaKpOOpraHu3aluiaTa Ha THJIAKOUIHU MEMOPaHU.
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