FE BB RiFR 13:128 (2022)

BAREES LTREEZTEZDON? ~REGHFICH1TD DNA BED
&2 L HEMO DNA BERIET 1 E— RO~

G N

FUIN KRR ¥ AT DA GERF
T 819-0395 4 ifi] UAg [t T P4 (X Je ] 744

How do trees live for a long time? ~ The role of DNA repair in longevity
and comparing copy number variation in DNA repair genes across plants ~

Yuta Aoyagi

Graduate School of Systems Life Sciences, Kyushu University,
744 Motooka, Fukuoka, 819-0395, Japan

Keywords: Copy number variation of genes, DNA damage, DNA repair, Tree longevity

DOI: 10.24480/bsj-review.13c4.00234

1. [FL&HIC
1-1. BADFG : HARFESLTREEN?
EMOFFHITEPIFE LN OPLHTERHEE, PICETHEULOLOR Y, B
IZZERMEDR DD, T 2 TIIFFICEFOREIZER LT, MOREFMEET TAH LI, 8 TIE,
RO Y A THL = 7 P A ORRFFmIL 392 FL#EINTEHY (Nielsen et al.
2016) , YUNAD—FETHLTNET T AT 152 F£E VOGN H S (Castanet
1994) , ZLTC, Hx b FTRTTANLMEDOY ¥ o X - AN~ RO 122ED KR ESH
TW% (Allardetal. 1998) . ) TIE, I 7WBIAERT 2B DO T =T 4 v F 71
1500 LA A& D & &4 (Herre 1961) , HADRIFOBIA L L THA ZRIBAZIL 2170 424
XTCWD EHEESN TS (BAK BIREE, hitp://www.yakusugi-museum.com/) , F72, 7 A Y
AVEOEmMITAER L TWDHA A3 7~ (bristlecone pine) 1%, 72/ & 4713 FHAE TV
HERER SN TWAEE S B Y (Lannerand Connor2001) , ik b < AZT AL EZEZ LT
W5, ZDO XD, BT THY, FICBARITIERICRWHEMZR > TW\WDL 2 LRbnd,
T, &5 LTHARITERICREWHIRAZHIT L ENTELDOTHAHN?

1-2. £YDFar-ZEICET SRR
EMOBARLEFEMICEL TE, H< 0oL RIEFHVBE S NRIENTTOI TE 7
(Hayflick 1985; Semsei 2000; Weinert and Timiras 2003; Jin 2010) , i 6O 7w s F
L (programmed theory) | & [=Z —3i (error theory) | (ZKRBI S5,
a7 T A AR ORERHKEDNBEFICE o THE SN TS X 51T, Mo
FHMOBIEIICRE > TND ET D, 707 T LFUZIEUTOL Y RbORd 5,
- Disposable soma theory (Kirkwood 1977) : ZE#DEALD, FERATE~O GRS & (AHH
e AR 2 72D DEE~DOEFR I OM D b L— FAZITERT 5 &0 9 b o,
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« Endocrine theory: {RWIRFFHN AL 2 3Ol 25 L C, Zb D@ EDOHIEIZED 5,

+ Limited number of proliferation (Hayflick 1965) : & s OREGE ML — & RIEGMAL A 21T
o letk, Ml RMEIET 5 Z ERBIISh TWD, 2O Z b, flflsrROREEIC
IR S 0, MR BN K> THMPBESNTND LWV D,

T T =i WAV RN L0 B RIS~ 7= T — (DNA 07 /37 8, il s

HOHRERE) BNEL, =T —OEFBPRAMABNAEDEIZ SN D LT D, =T —it

WIFLUTOEI b O0RH 5,

* Free radical theory (Gerschman et al. 1954; Harman 1956) : A—/X—A4F ¥ K2 D7 J —
T IUNNPERRLZ N B S5 2, £ 9 LTBREOZEED RIS
wHOKERTZLELT VI b,

+ Cross-linking theory (Bjorksten 1942; Kohn 1978) : Kffij & & 12X L XV BHIZBUENE T
BT D, TOXORRE RS RV EOERMPMMOBREK T2 6726 L, Bait
T75L09 b0,

+ DNA damage/mutation accumulation theory (Failla 1958; Szilard 1959; Gensler and Bernstein
1981) : DNA OEBGIFFZRNEROFIA L7210, AHIllE> DNA HEP7ERE SR OB R E
EFRIOEFTOMBOMEIR T2 726 L, BEDEITT L0 b D,

DNA (34 OBARTE A 5 HERR 1 TH Y, SHATae /O Mt R L /R0,
Ml D28 L CREICHEFF SN D LEN DD, D7), BITHT S DNA DOEEP
GRS B OFENEEH S TS (Lombard etal. 2005) . % Z TAH TiL, DNA #1505
REROEREREZAT, AP ED L I L TRYMICHE > TEFZHER L TWD O
MO TR L7V,

1-3. EYDE{OFams DNAEG -AHlREATENDEE

AW ORACNZEIREBITER T 5 E VI B 20T, (XU HIT Failla (1958) (280 HEni,
Z D%, Szilard (1959) 72 EI2 XV, BERAFE, PR ST E 72, DNA HBEIFZEARE RO
el Z &b, BIETIXZRRERTT TR DNABEGEZ & L0 R#2 R L LTk
DI TV % (Freitas and de Magalhdes 2011) , = ®EALD DNA 15 « ZROZREI G TlX, K
[FORGECER & 72 A R L AIZHK T 5 DNA HECHMIZE IR o F R ML OB REIR T
RMEFEOREZSER L, TR BILOERFKR ER->TWDHEZEZLNTND (K1),
DNA EESCEREROL L IIFERFEEL 52550 TH Y, DNA B - 22REBOERN,
R T RAOBRECHRE I VR TEOERE VS BE T LV ORENS, BRFL - T
HIR Y S0 L D AR, FIROMERER 2 &\ o oM - FEk L~ L O BE 25| & 2 L, fefk
FICER L~V TAFTDIR T2 b2 bT 2 Ex bbb,

FEE, TAVE TITHHILE TINES ISV DNABRG OB RN EH T2 2 RS T0nD
(Vijg2000) . F£7z, FHIZ(LCEFIEZ < RBIEARIEMBRE L TN DB DL 0, 228K
EROEMZ T 5 DOICEZE/: DNA BERICEDIBEBETOERICL - T &R IND
ZEMH BT 5TV D (Hastyetal. 2003) . #21E, HARNTHIEGNZ < & HHAREKR
7 REIED—D> T 5 Werner JEWERE (Werner syndrome) (%, DNA OB CHE ML, LA % 70
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T 5 RecQ B DNA ~V I —E % 23— RT%5 WRN BnFOEENRKRTH D Z &23b
o TS (Yuetal 1996) . F7z, Bl EILRMEER LFIE (Ataxia Telangiectasia) (X
B & B A PLR, MR A eE BT 2KRETHY, MREMTF =y 7R A FR
Fx 72 DNA HBIEE~OICEICEEREEZFFD ATM B5 7 ORISR ZE BN RK TH 5
(Savitsky etal. 1995) , Z DX 912, MERIZEE S DNA BESCEREBROERMNEEIND 2
& ° DNA E1EE s F DO REDE 2 I REIERIEGRIEOJRIR & 725 L) FEIL, e &b
I\ZFEHET 5 DNA HIGSCRRE RPN EYDENDIRK L 72D LW I ZEX ZIFFL TV D,

1-4. RFEEFZ2BLL{H :DNA BEICKDIEEDEREDHINH

DNA fHESCEREROZEENEICDORK L 72D Z Lo, BFOEMNEYIRET 2 HEFr
T 572012, DNA HHESPRRERDOREELEBREMAL ZENHEETHLLEZEZXOND, K
FaClX, BRERORAE - ERZMET 5 L CHERE&E 2 R7- L % DNAEBHEICEE L,
EHFMUERFICBIT DHENZ OV TiEim L7V, ZNE TEL O TONTE 84, &
D OIFIHFLIAIZE 1T D DNAEE & FHa ORI OW TN T 5 & 3Lz, EH5 LT 72
28\ % DNA EEEG T O 2 B O BN RIS DV THREM Lzuy,

ArLR DNAES Z1t
' ( 3 ( A
S 3& M ) LDREME
23 gR N v T } DET
O - = .
DNAEE WRERED s
KR - whl ZEEZC | maremmn
ak ( T | OBEEDORE
T L DM
=RMER R RAE Yo)
ZRL2R D RS — v@.& 7
g & J N\ J
1. DNAHES - ZREEDERLEIL
Kex 70 A R L AIZ K DAL D DNA HBIEITZHREROIA - EREOIRIN & 72D, FERE
ROERET, B r-OMiBoOKEDIKRTE2 L7260, Z{ba{tET 5, DNA EEICX
DR DORAEZMZ, 7 ) DELEICHEFT A2 ENTE S,

2. DNAiEELERF
2-1. DNNEEEORLE LEE

DNA DOEEIE, BRSSP O L 5 s MOA F U A, MO E 7 & OBRIZA U HTE
PERE RS DNA O T —D X9 NI A R L RIZX Y, HEIZREEL TS, DNA
BEIT—HRE L~V /NS RHEE D DNA O— R “ASHOUIW O L 5 2 K& 2+
ThEx Th D, —HIZHAT S DNA HEOHEITMIORECEIK DB TV D BREE7ZR
Sz B p0, WILEOMITIX DNA ORGSR, Beft, A Fkic kb kL ~L
® DNA EN—HMlaH 7= 0 —H 20,000 ffIF EFAEL TWD EHEE I TS (Preston et al.
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2010) , DL H 2 DNABIBIZ L DEREROV AN AF DY ) KEFHT-2012, W
T RBREEE, X7 VAT FREEHE, 22~y FEBHE, HEBRIEER OSSR
DNA B R Z 2 T\ 5, RFOEMIT—AIEC DNA HBEL I SR Z Tk~ 22 F LRI
B BRI NET D 2 LT/ 572, DNA I K0 BREROFESCERMAMA D Z &N
EMMAEGAEZHERFT 5 L CHETHS LB X DBILD, 70, DNA BEE O L 72 5 RIS
FHCED D Z X B a— R A BIETI2E, EMORIKNRRICBDTRESA T
5 HDON% L {FET % (Eisen and Hanawalt 1999; Singh et al. 2010) , 6> T, Fm D R7p Dk~
TRAEMIZEB W TDNABEDIT b & 2425 2 & T, EWoRFHFamiERoFHFmotEkicks
i7 %5 DNA (B OERN ZBMET 2FRB N0 B3G5 THA D,

2-2. DNA B L HFen~E~

AFO T TH HMEMORNC, FmIZBAT 28R 2 EATHhI TV 28, FrICHiFLIEIC
BT 5 DNA B & HmICBT e 2/ Lz, FHaic b 2 ER BRI D iF5E
1%, v a vy a unNoOR R EOET N EYERWTAFROM, b N OREECH i O BRE
REFREFEEZFEBLT L0 OEBERET VEVIBLENDG, B N ETKRTHRERD LWL
BAEXMGUZ LI S 2 <AThh T\ b, BlZIE, S TARHENT ANE AT AR
EEET ISFOBHEE A MRIZ, X7 VAT REREEES DNA “ARHUIM OBE O
E xR LI-AgE T, BHROEWEOM T DNA “ AU OBEORNE <, Thidix
SIRT6 3B > T\ DH Z ENRENT- (Tianetal. 2019) , F72, 61 FEOFHEEM D7 ) LR
FrofREER, WAHOT THLHERPRESEREHFMS I0FIZELRWT 7V UDT /7 A
ZIE, HoMSEE T Th D TPS3 D2 R 20 [HEMOFEL V IEF I AFET D &
WS ZENDDNoTWSD (Sulaketal. 2016) . ZD X 91T, MFIHTITRFOMEIZIHB TR
FHY72 DNA E1H, & LT DNABESS ) AOREMICED BT O 2 B —HoOB sk
TTCWVWDLZEDBHLNIR>TETWVD,

2-3. DNABiE & HFen~HEYm~

FLIE & FERICHEIZ W T, BIARD X 9 22 RFDOHEY TIEzh= )72 DNA E1E<°, DNA
BEST ) AOREMICED D BRTOa =DM ERHLNLDTHAHIN? 22
T, EHEOPMTo T, BIASZER, L E0Mkc MO DNA EEEE o=
—¥ZFEH L7298 (Aoyagi Blue et al. 2021) (2D TR L72Uy,

FEE D X D IZHEMBPENL DN D, 1000 LI EAE XTI D2BAD X 9 IcHFMmNE
WHEDETEETH D, ZDOX ) MBI T DNA E1E L HFMORBBREH LT D2
EiL, BEMEMERT A =X LRZ 0L HE+ 25 ETHEETH DS, LnLAEND, Hl
WINZRBWTIE, WA o & L5 & DNABE & FHmlZB L T & 7ol 2 & o iRy
2 AT I E A0 AT DN TR & F, KRB NS VORBIRCTH D, i, ZEED
FARRCBIARITFMMNE <, FFICBARIZTEY A ZLIEFICREL 2D 00, HEERE T T
DEFBRERNPKNETCHL Z LB RRTHAH, £Z T, EH LIXDNABHEEEFOaE—
BIZERL, 7 57— X=X &R LT 21T o 1o, BlaF 02—, Eihomiz
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THEAPRKRLEZRDLZ LT, HMLZVED LY LTWS, £ LT, EHEICL 285 T
O A E—HOHEINL, BloFDa ' —~DEROER R &2k THllo it 2 £ > I8+
DAL OS2 b 725 LS5 (Flagel and Wendel 2009) , Kk~ 722 ff 238 1T 5 & 1s
T O —KEWEKT 57D, A RBEDT ) AT — X OB ETH D, WD
LT, IO = AR O BT ) AT —Z RX—=Z DB DIT T, BIEL L D4
WMDYy ) LT —Z AU 25 2 ENARBIZR > TWD, 7 LT — & 2RI LTt
TlE, HEOBMBEOBEFZT TR, £ < DRI T 2t RITHEN 2 Lt 217 5 Z
EHLAREETH D, FH A HIX, PLAZA (Proost et al. 2009; Van Bel et al. 2018;
https:/bioinformatics.psb.ugent.be/plaza/) & WO HWFED 7 ) LT — 2 X—ZXZFIH L, #E14i
Y (45%5) , #Rfd (11 f8) , X8 (1F) , a7 Qf) , AMES LTl 2 )
ZEie 61 RO 2RI, DNAEEICED S 121 B+ 77 IV —ICEBEN DB FD =
E—HA L, FORREVEIAICENTa AN L T\ 5 DNABEEETF7 7 I Y
—DOBRFREIT-T- (K2)

(@) (b)
DNASHEEIETF O E— 5D LLERHT =
| 231
PYIN BB EEE L1 LB —
T—AR—=2
B
% (V * v\ HFIED
— ‘
6178 Y gé
12LEIEFI7IN— NN \ X
fee BTEY
2 HEOHE. RUT—4 1y FZaEhd e -
$E0) %ﬁﬁ:} F’nys;omllre\\apa(ens 2 Em

(a) 7 DT —H _X— A %R L7l O DNA EE B+ O L 7e O, (b) 7 —#
v MCEENLFEOLHAM (Aoyagi Blue et al. 2021 Z &%) , Fi& OLED A XFED 4
JERL (IR « AR - —4ER) %787, rbel,matk D7 I/ BEEeHI 2 FRICH B2 FHHE L=,
PLAZA 7—# _X—Z% T, 121 ® DNA BRICEED 285 F7 7 IV —%=EL, 61 &
DHEM T ) LENEIEET D, FELETF7 7 IV —ICHENLBIEFO A —HDT —
S WG LT, T H72 0, FORBIRFEROEVWEZZE L, MOKREBRFRICHT 52
—HDEIE R UT-fE (LT, “copy number ratio” & FES) 2R H L=, 8 s FEI3REIC
Lo THRR-TEY, MEIIET /) LEHECEHEZ R L HITRE T2 <, [k
IZ DNA BEIZED DB FOa—H bW EEBEXOoNDT-DThD, £i-, W2 Makk
< 59 FiATNEIRIAR, ZHE, ~FEONT I NOAEN 7 V—T125 LTz, X hEY,
WS AFRICS CCERERE T FRICED, 2L RIERF7 7Y —%
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NZENIZBWT, ABHRE B E L7 TIC KX U R, 24E8, —4ELf] T copy number ratio
Ze beie L7z,

ZORER, 121 BI5 7 7 2 UV —® 5 b, Poly (ADP-ribose) polymerase (%7 : PARP) % =1—
RTHBIETF77 IV —IZBWT, BIRIIZHE, —FEHEHH XV Y copy number ratio 723
BloEmWZ EnbroTe (X 3a) o $FIZ, XA~ (Pseudotsuga menziesii) <°3—1 v /37T
71> (Pinus sylvestris) &\ o T ZFFmns 1000 FFLL EEIEFICEWZ ERNHBNARBIAT
PARP @ copy number ratio 23 F N2 & B3 no7z (X 3b)

(a) b)

PARP
Q =0.0217
0
o Q = 0.0455
o
o
— Q =0.984
2 ¢
=] |
[ |
U . —
o ) ' .
2 s ]
: : —+
c . [} ¢
> 2 . |
a ” * : |
o —~ -
! > ¢ (Pinus sylvestris)
[ . \
3 . . —— A
¢ ——
o
RATY
=) =N (Pseudotsuga menziesii )
T L L ifﬁ?”
EIPIN LEE —F& ”;tT 00 05 10 15 20
(23%8) (157&) (2178) ™ %EEE Copy number ratio

.
E3. BARDFET copy number ratio NELNEGRFI7 I —: PARPEIGFI 73—
(a) BIR, %ﬁiﬁ, —AEELOMIZE T D, PARP @ copy number ratio ® L, (b) FHD R

HEBALR & B FEIZI 1T D PARP @ copy number ratio, @% DIED N IIFEDAETER (A,
EZ N *fﬁﬂ) %79, Aoyagi Blue et al. 2021 % g%

PARP |FHERY & > 737 '~ ADP-ribose AN & i+ 2% % /X7 B Td %, DNAEE
IZ3F\ T, PARP |X DNA OFEEENLICHEE L PARP ¥ 37 B H H=ofthd DNA EHEICE D
%K o7 B2 ADP-ribose & {111 L, DNA fEE R 215132 (Rissel and Peiter 2019)
PARP RABZEHARTIX, 7 X ALHISOI S #7e & D28 HL ’iﬁ“é}ﬁ%ﬁérﬁ &\ (Masutani
et al. 2000) , F 72, PARP B TITHEM 72T Tre < BCBHE, JRAEAY S C, BEEAED O

JRWFEIZAFAE LTV % (Citarelli etal. 2010) Z &5 %, PARP 23 EWIZ BV CEHE /& E %
HoTWDZENFEZD, MWD PARP Efnv7 7 2V —Il& £ DML 1T, @Eﬂ@*ﬁu
P % F\Z PARPI, PARP2, PARP3 O 3 >0 7 )L— 712437 Hvs  (Vainonen et al. 2016)

m’ XS RXF DY ) AL PARPI, PARP2, PARP3 WX EN 1 DT 27 ET 5, vaA X+

BIFDHIZET, D 3TEFD PARP BIRTORBIRERBIEWRH D Z LML
TW5, YA XFZXFITEWT, PARPI & PARP2 & I3EMIA SR TREL TV 5 DI
%t L, PARP3 BAn T DORBUIFEAEF OFE - TOHE L, MTIIIE ERBLNA LN (Rissel
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etal.2014) . F7=, v uA XFXFTiL 3 FFHD PARP @ 5 5, PARP1, PARP2 (% DNA &18
IZR W CEEREE I ZH > T 5 (Songetal. 2015; Guetal. 2019) D IZxf L, DNA {EEIZE T
% PARP3 DIF7- b X IRENTHDH Z E BB LN >TS (Guetal. 2019) ., 295 L7
LB, flE¥D PARP 7 7 2 U —® 5 5 PARP1 X° PARP2 1%, fli# D DNA EHC7 ) LD
BEMIZBN TR Y BEREEEZFF > TWDO TRV ERBENS, T, BIARATIEIHE
¥ED PARP D 9 5, ¥ D PARP @ copy number ratio 73 E\VD TH A 9 7, PLAZA T — X ~X—
A DIERCEAR T DS OFLINEE FLIZ PARP Bin 7 7 LV —Il&ENIE B E2TNE
NATFE L, 4 PARP OFEAIZIH VTR, 245, —4FE[H T copy number ratio % Lhig L7,
Z DRER, PARPI & PARP2 (2B W TIE, BIARIZZHFE, —FEHLEL 5 XY 4 copy number ratio
DAEIZEWZ Enborolz (M 4a,b) . —T,PARP3 IZEBWTITHIR, ZHER, —HFEH
T copy number ratio (2 EREITALILRNoT (K 4e) , FBATHIROMER L B HDET,
PARP | DNA EEICEE 2 &EH 25, %D PARP 7 7 X U —@H T% PARP1 & PARP2
DBIARD T ) BORFEMESLAAMERHICEE Th 2 /RN TR E N5,

(@) PARPT (b) PARP2 (©) PARP3
2 1 Q =0.0557 < - Q =6.08x10° Q =0.0765
Q=0.132 Q =0.0285 Q =0.339
o | Q =0.00285 - o Q=0.132 0 . Q=0.577
Pl e = e |87 ‘
Nl e == = N R
e = == EEEE
BA BEE —fB ol o BA SEE —48
(23%E) (15%8) (21%§) (23%®) (15%) (2118) (23%8) (15%) (2118)
4. PARPEIGFDEEI L DLLE
Z I EN, (a) PARPI, (b) PARP2, (¢) PARP3, RIAKIZZMEL, —HEEIZH~T, PARPI &
PARP2 @ copy number ratio 737> > 72, PARP3 (23T, EJHHIH T copy number ratio
\CH B2 22T A LR > T-, Aoyagi Blue et al. 2021 % 4%,

B IZ PARP | DNA LS O % et IC BB > TV D Z Lo T s, 21T,
B N7 BITIE 17 O PARP {513 1F1E L, PARP1 <° PARP2 |X DNA & 72 S12Bb D,
PARP5a <° PARPSb (37 17 A 7 Ofilfl, PARPI3 1ZHL 7 A WV ARIGIZE DD Z &3 F BTV
% (Schreiberetal. 2006) , % L C, fE# D PARP X DNA {EH 721 T2 <, MW D plE<CBAH
WIZHEH D Z EMNRIBEIN TS (Schulzetal. 2012) . A X X FIZEBWTEHEANC &
57T PARP % U /RVEDIXT b & 2 HET D &, {LFHBER SI2Bb 5 7 A 2L B Vg
T RT = OEREME T T 54, A ML AR RN A 35 (Schulzetal. 2012) .
PARP OHEIZ L D A b U AMPECHKE A W 92 DiE, PARP 12 X 5 ADP-ribose {11 D
EETHD NAD OWEERRDLT 52 LT, LRV —DHEEDRMZLND 10T
EEZ BN TS (DeBlocketal. 2005) . Z DX 5 efE RN D, MM D PARP OX7-5
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&R0 B OE W DIEY D RLER BB OB DEWITEH B 2 KT L TV D DO TR RV,
VDT G AMREL SV D, BIARTIL, FHaDRVVEIARIIMR IR IE S, Fan ORI
AT REEREDPEMER D D D, LV KO RMEDEVRLLND, £ LT, 2O K97
KRIZBT DREREDENE ST b THERO DI, MR EBHEA~OEFRSLT R LT —0
SELOENDR S D LB Z HILTND (Loehle 1988) . T72bh, HiSEWEIAIILFHIBLHE
LMELRIBGE, NIRRT R SIS ERRLPZ AN F—2KEL TV H72DIZw-< D
ERETDEEAOBND, b L PARP DMEM ORI I\ T b HE & E 2 - T
572 61F, PARP O 2 E—HNZWVBIARIIE~OREN L <, BOKREZ /ST OTIERNTE
59 M2 ELLOWFETIL, PARP EBIARDREREIREDOBRAT D720, T—F2 v M
BENTWDHED O b, BIEOREEREDT —Z BG4l 11 FORBTEL X5 PARP O
copy number ratio & {3 D BHR &2 ~T=, £ DFER, PARP 81517 7 X U —® copy number
ratio 23 m VO VEIE ERRIHE DBV E WO BRI A BTz, £, & PARP OFERERINHT L
72 & Z A, PARPI ClX copy number ratio 23 W EIE E DBV &V ) BIRNR A ST
DIZXF L, PARP2 X° PARP3 \Z35\ T liX copy number ratio & 58 O [N Z B fe 70 BA AR M 13 A%
SI7RipoTz, PARP, K512 PARPL 23, RFHFOBIARICA LI DB KR & RAFMMERIC HE
BB RICUTW D AR R SN D, 5%, —HFREO YA XF X F121T T SH4
DORE & XTGUAT LTZWFFEIZ L U, PARP DIE72 b &R0 B —HDE W DIMEY) D Bl R OB D B
MEDIFEVNZE D > TWDIMRIETE 2 EHIFFL TV 5,
FHOOWMIETIE, 7 AT = N—=AZHH LIRS T 5 DNA BEEEFO= Y
— D LLEHEATIZ KV, BIARDFE Tl Poly (ADP-ribose) polymerase (PARP) Bin 177 IV

—ICEENHELTOa B —HN—EHRL

MEEZ T HN D & & B 50 L7z, PARP g .gEm BA
X DNA B2 T2 <, lESCHENIC S B *
Do THEY, PARPEZF O 2 B —E O Z%
BIARICBOTHEAME 25> L RSN D PARPEEF I E—3

(5 . 2LC, BHRENZ LT, B OV
U A, UTa 13O A S SRI L DNAETE R I
0T, EHFMPEWVHEIZE PARP OIE7- 5 B LOREM
EDRENEWVIEBELR TSI NATWND

(Grube and Biirkle 1992) , #3#& 5 OWFZED s@&
R L HAbE T, PARP IZEHICBWVTH
BN THRFICEEREE 2R LT
VBT LR ENS, 4%, R kT | BS. BROFEH
bD—FEED A XFAFOM, ZEED | BIAROHE TIE AFRESLEROR &
BB A AT LI RSO B O | it oo sy e e T e o

B oM, BAMCAET LT B EHOR AL Y %iﬁz@gg; :Otkéﬁ/;zo ot &ARP@E
wtta - | S 1S 3 DNA &8I " DD TEMEDHER
EHRZLIT A=A FRT A7 VT = | Spipoks, BiaimL <, #ARE
LN EI2 L0, PARP BRSO 7/ 4 WM AT 2 MERr 2 DI 2 A8 &
LTS L RESNG,

-

~
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DEEMECHEY) DR L, = L CEHFMMEFHICED L IICHBRL TWDO0E B 52
952 LT, YD Fa L DNA BEEOBGROEM N HET = & EHFEFL TV 5,

3. KB FELHERE

AT, £9 LTREOEMNPEIMAGFELZHEHETETWANE VI RIS LT, B
IRA B L A2 E > TAL S DNA BEOEEIZAEH L, WL & AEY O DNA E1E & i DR
BRI Z AR LTz, B & R CI, SEOBERAETE T, SRR 1BV TE< 0
FERND D, LU0 5, DNA OIRERAEL DNA BEO A =X A, T 612 5 is
1 HAE D IR 1XENW), Wi % GO EMICIE L2 D Th 5, DNA B8 & FHFam D% %
g4 52 & T, AWORFHMOELDOBEFIC SRR DD EBZE X TWDH, £7-,DNAE
BH ) ADOREMEDHERFICIL, DNA A F LR n~F oI SO ey = T 4
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